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Ilpeoucnosgue peoaxkmopos nepesooa

ToT OypHbI#t IpOrpecc B MOHHMAaHHH OCHOB XH3HEHHbIX MPOLECCOB, CBHACTENAMH KOTOPOro
MBI ABISAEMCS, €CTh pe3yjbTaT HeoObIYaHO MIOAOTBOPHOIO CIMAHHA TpeX Hayk — (H3HKH,
XHMHH 1 OHonorun. ChopMHPOBABIUYIOCA B PE3YILTATE ITOTO CIHUAHHUA CHHTETHYECKYIO OHC-
UHIUTHHY Ha3bIBalOT N0-Pa3HOMY — H (PU3HKO-XHMHYecKas OHONmorusa, u MonekynsapHas 6uodu-
3HKa, H pu3HUecKasd GHoXHMHUA, U OHodu3Hueckas XUMHA. CyTh OT 3TOrO He MEHAETCA — pevb
HOET O NPUMEHEHUH (DHU3HUECKHX M XMMHUYECKHX HIeH M METONOB K H3YYEHHIO OMOMOrHYECKHX
MPOLIECCOB Ha MONEKYIAPHOM H aTOMHOM YPOBHSAX.

CHHTETHYECKHH XapaKTep 3TOH HOBOM HayKH, B3pbIBOOODa3HOE €€ pa3BHTHE AENalOT HEOOI-
YalfHO CNIOXKHON 3amauy co3gaHud y4eOHbIX MOCOOuit; B TO e BPEMA B HHX OlyLIAeTcs KpaitHe
OCTpas MOTPeOHOCTD. BhilleqmiKe B NOC/IEIHHE FrOOBI OTEYECTBSHHbIE H NIEPEBOAHBIC KHUIH Ta-
xoro pona (BonbkeHurTe#in M.B. Monekynapnas 6uodusnka. — M.: Hayka, 1975; Bonbken-
witeitn M.B. Buodusuka. — M.: Hayka, 1981; ®paitbenvnep 1. dusnueckas 6uoxumus. Iep.
¢ anrn. — M.: Mup, 1980; Mapmenn 3. Buodusnueckas xumusa. Ilep. ¢ aurn. — M.: Mup,
1981, u apyrHe) nMUmb 4aCTHYHO pewiaid npoOnemy. IlpennaraeMbiit BHHUMaHHIO YuTaTEneHR
TPEXTOMHHK ABJIAECTCA, Ha Halll B3rNfAl, HaHOonee yogayHOH NMONBITKOH CO3OAHMA MOCNENOBa-
TENBHOTO Kypca B naHHO# o6actu. Ero aBropsl, U.KanTop u I1.IllnMMen, — u3BeCTHbIE ame-
PHKaHCKHE Y4YE€Hble, 3aHHMAIOLIHNECH BOIPOCAMH CTPOCHHA H QYHKUMOHHPOBAHHA KOMILIEKCOB
6esIKOB H HYKJICHHOBBIX KHCJIOT. B TeueHHe MHOrHX JIET OHH YHTAIOT JIEKLMH NO-MOEKYIAPHOK
6uonoruu H 6HodH3MKe B KpyNMHeHIUHX BbICIIMX yueOHbIX 3aBencHuAX CIIIA — nepsoiit B Ko-
yMOHIfCKOM YHHBEPCHTETE, BTOPOH B MaccauyceTCKOM TEXHONMOTHYECKOM MHCTHTYTE. B pe-
3ynbTaTe OrpoMHOR paboTsl Mo 0TGOPY, CHCTEMaTH3aLHH, YIIOPAIOYEHHIO MaTepHala aBTo-
paM yOoajioch CO30aTh 3aKOHYEHHBIN H OYeHb MONE3HblI Kypc 6HobHU3HUeCKOR XHMHH.

INnaH nocTpoerus MoHorpaduH BnonHe ecTecTBeH. IlepBhIft TOM BBOOHT YHTATENS B OCHOB-
Hble Tpo6ieMbl TaHHOM HaykH. B HeM paccka3bIBaeTCs O CTPOSHHH BaXXKHEKLUIHX MOJIEKYJT XKHBOH
KJIETKH. BTOPO# TOM YHCTO MeTOIHYECKHH. 30eCh IPEACTABICHbI T¢ QH3UYESCKHE METOOBI, KO-
TOpbIe HaHGOMee LIHPOKO HCNONB3YIOTCA B 6HOdH3IHYecKol xuMuu. U, HakOHEll, B TPETBEM TO-
M€ paccKka3zaHo O CBOKCTBaX 6HONOMMMEPOB H O CBA3H HX CTPYKTYPbI H CBOHCTB ¢ HEKOTOPBIMH
OuonoruueckUMH (GyHKUHAMH. MaTepuasi B OCHOBHOM IOCTYINICH HAUHMHAIOIUIEMY YHTATENIO,
BIEPBbIEC 3HAKOMALLEMYCA C TaHHOK 00nacTe10. Y naueH noadbop 3aga4y U MHOTOYHCIIEHHBIX KOH-
KPETHBIX IIPHUMEPOB, KOTOPbi€ Pa306paHbl ¢ HEOOXOAUMON! NONHOTOM’.

Kypc 3HakOMHT unTaTensd ¢ HaHbGomee akTyalbHBIMH npobneMaMu OHODU3HUECKON XHMHH.
Ho 312 06nacTh pa3BHBaeTCd TaKMMH TEMIIAMH, YTO 3a NIePHO, NPOUIEALIMIA CO BPEMEHH HaIlH-
CaHMA KMHMTH, 0 3aBepLUCHUSA NepeBOlia €€ Ha PYCCKHA A3bIK MOABMIOCH MHOTO HOBBIX paboTt
NMPHHUMNHAILHOTO XapakTepa, INIaBHbIM 00pa3oM Mo TeMaM, BXOIALIMM B TpeTHit ToM. B cB1-
34 B 3THM MBI NO3BONMIH ce0e 1aTh HeOONBLIOE YHCIO IPHMEYaHHIt, CoOOePXKallMX CChIUTKH Ha
Haubonee BaXKHbIE HOBbIE PabOThI, B 0COOEHHOCTH 0030DBI.

He BbI3BIBaET COMHEHHI, UTO 3TO QYHOAAMEHTAIBHOE PYKOBOACTBO OydeT O4eHb MOJIE3HBIM
Kax CTYOEHTaM H aClIHPaHTaM XHMHYECKHX, OHOmoruueckux, 6MopH3IHUYEeCKHX cCeHHaIbHOCTE#R],
TaK H HCCeooBaTeNnaM, paboTarmuM B 06nacTH HU3HKO-XHMHYECKOH OHOMOTrHH, MONEKYIAD-
Holt 6HOMU3HMKH M B CMEXHBIX 00nacTsax.

A.A. boedanos
I0.C. Jlasypkun
M. . ®pank-Kameneykuil



JIyucy u Hoe Quane Kanmop,
Anvgpedy u Jopuc Mummen

I'lpeoucniosue

DTa KHHra NocBALleHa HHOJIOTHYECKHM MaKpPOMOJIEKY/IaM H HX KOMIUIEKcaM. B Helt paccMoT-
peHbl KOHGOpMalHa MoJekys, HX ¢opMa, CTPYKTYpPa, KOHGOPMAIMOHHbIE H3MEHEHHA H MEX-
MOJIEKYIApHbIE B3aHMOAERCTBHA, a TAK)KE H3JI0KEHbI OCHOBHBIE NIPHHIMILI H 3AKOHOMEPHO-
CTH, JIEXalHe B OCHOBE OHOMH3IHYECKOH XHMHH H BBITEKAIOIHE M3 3aKOHOB (PH3IHKH, XHMHH H
OMOJIOTHH.

MB! nONBITAIKCH HANMKHCATh ydeOHOE MocoOHe, pacCYHTAHHOE HA YHTATeNel C pa3HbIM YPOB-
HEM NOArOTOBKH. MaTepHall CHJIbHO pa3jIHYaeTcs MO CTENEHH CIOXKHOCTH, TaK YTO YueOHHMkK
OyneT none3eH oA CTYAECHTOB H MJIAALLIHX, H CTApIIKX KypcoB. OH MOXeT NpeACTaBNAThL HHTE-
pec H 1A HayuHbIX PaGOTHHKOB — Kak HeCNemHallMCTOB B JaHHOM 06/1acTH, eMaroluX nojuy-
YHTb O Helf IPEACTABJICHHE, TaK H ONBITHLIX OHOMH3HKOB.

B nepBoM TOoMe pacCMOTPEHBI CTPYKTYPa GHOJIOTHYECKHX MaKPOMOJIEKYJT H CHIIbI, €e olpele-
sgstowHe. 1. 1 BBOOHT B KpYr HauboJiee BaxXHbIX NpobyieM 6uopu3nyeckoi Xumuu. I'n. 2-4 3xa-
KOMSAT CO CTPYKTYPOIi 6€JIKOB, HYKJIEHHOBBIX KHCJIOT H APYrHX GHOMOJHMEPOB, B IJ1. 5-6 pac-
CMOTpPEHb] HEKOBANICHTHBIE B3aUMOJCHCTBHA H KOHPOPMAIMOHHBIN aHaIH3.

BTopoii TOM NOCBALLIEH METOAAM, HCMOJb3YIOLMMCS NPH H3YYEHUH CTPYKTYPBI H QyHKUHHA
6HONOrHYecKHX cHcTeM. T1pH 3TOM MBI He CTaBHIIM niepea coboit 3aady ONMHCaTh BCE H3BECTHbIE
MeTObl, MOAPOOGHO pacCMOTPEHBI JIHILL HauboJiee BakHble U3 HUX. [/1. 7-9 NOCBALIEHb] CNIEKT-
POCKOIIMYECKHM MeTodaM, ri. 10-12 — ruapoauHamMuueckuM, a B . 13 u 14 obcyxkaarorces
PEHTIEHOCTPYKTYPHBIH aHAM3 H ApYrHe JHGPaKUMOHHbIE METOIBI.

B TpeTbeM TOMe NOKA3aHO, KakK 61arogaps cCOBMECTHOMY HCNOJIb30BAHHIO PA3JIHYHbIX JKCIIE-
PHMEHTAIIBHBLIX METOOOB H TEOPETHYECKHX MOAXOMAOB yNaeTcs NOHATh NOBEJECHHE H CBOHCTBA
6HONOTHYECKHX MaKpoMoekyn. ['1aBHOe BHHMaHHe yaenseTcs TepMOAWHAMHKE H KHHETHKE
KOH(OPMAIMOHHbIX H3MEHEHUH ¥ B3aHMOAEHCTBHIO MaKPOMOJIEKYI ¢ THrasaamd. I1pd 3ToM B
cilydae HeOOXOIHMOCTH ONMCHIBAIOTCA HOBbIE METOObI, a TaKXe MOAPOOHO paccCMAaTpPHBACTCA
HCTOpPHSA HCCIEAOBaHHA HEKOTOPLIX BOmpocoB. B ri. 15-17 obcyxkaarorcs npobneMbl B3aHMO-
nelicTBHA MOJIEKYJT C IMTaHAaMH, B IJ1. 18 H 19 H3naralorcs T€OpHH H METOAbI, HCIIOIb3YEMbIE
[pH M3Y4EHHH MOJIEKYJ, KOHpOpMAIHA KOTOPBIX HOCHT CTaTHCTHYeCKMH Xapakrtep, ri. 20-24
NOCBALUEHbl KOH(GOPDMALMOHHBIM H3MeHeHWsAM B Oelkax M HYK/JIEHHOBBIX KHMCJIOTax, TIJI.
25 — 6HONMOrHYeCKHM MeMOpaHaM.

MBI noCTapanuch NOCTPOHTD H3JIOKEHHE TaK, YTOOBI riIaBbl MOKHO OBIJIO YHTATHL HE3ABUCH-
MO O[IHY OT APYTOH, TEM CaMbIM NIPEJOCTAB/IAA YHTATENIO BO3MOXHOCTD BLIGOPOYHOTO H3yye-
HHA MaTepHaia. DTOH XKe LE/H CIyKaT MHOTOYHCIICHHBIE NEPEKPECTHbIE CChIJIKH Ha BONPOCHI,
obcyxaarolnecs B pasHbIX I71aBax. Beroay, rae 3To BO3MOXHO, B Ka4eCTBE MPHMEPOB paccMarT-
PHBAIOTCA OAHH U T€ XK€ CHCTEMBI, C TEM YTOOBI YHTATENL MOT CONIOCTABHTD CBEACHHS, TTOJIy4a-
€Mbl€ OTHOCHTENIBHO OJHOTO H TOro Xe 6eNKa HIM HYKJIEHHOBOMR KHCJIOTBI C IOMOIIBIO pa3JiHy-
HbIX MOOXOOB.

MBI CTPEMHIHCh BbIAEPXKATh B NpeAesiaX KakAOH rjaBbl MPUMEPHO OJHHAKOBLIN YPOBEHb
CTPOTOCTH M CJIOKHOCTH H3N0XKeHHA. KpaTkue OTCTYIIEHHS OT 3TOrO YPOBHS BbIJC/IEHBI B BH-
Ze AoNonHeHuH|, 6oee OOIIMPHbIE MOMEYEHbI 3HAKOM @ IIPH 3aroJIoOBKE COOTBETCTBYIOLUETO
pa3gena. B HEKOTOPBIX AOMOJIHEHHAX KPATKO H3JIaraloTcs He0OX0aHMBIE 3IEMEHTaPHbIE CBElie-
HHA U3 00/1acTH MaTeMaTHKH, GU3HKH H PHU3HUecKOH XHMHH. OHH MOTYT OKa3aThCs BechMa II0-
JIE3HBIMH [UIA YHTATENA, HE HMEIOLLETO CIEUHAIBHOR MOArOTOBKH MO 3THM AHCHMIIHHAM. I py-
THe IONOJHeHUA MpeAHa3HaueHbl 418 60Jiee NOATOTOBJICHHBIX YHTATe/IeH; BO MHOTHX CIIydasx
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MpH 3TOM 00CYKAAIOTCA BONIPOCHI, HEACHBIE [UIA CAMHX aBTOPOB. B NPHNOXEHHH A pHUBEAECHBI
HeoOxonuMble CBEICHHA H3 MaTpHYHOM anrebpni.

Pa3nensl XHHIH CHJIBHO Pa3JIHYAIOTCSA 110 YPOBHIO CIIOXKHOCTH HCNOJb3YEMOTO MaTeMaTH4e-
CKoro ammnapara. Belony, rae 3To He 6110 B yuep6 SCHOCTH H3/I0)KEHHA, Mbl CTapajiuch 06xo-
AHThCA Kak MOXHO 60ree NPOCTHIMH MaTeMaTHYECKHMH BbiKIankamMu. HanpuMep, ruapoasHa-
MHYECKHE CBOHCTEA PaCCMOTPEHBI TOJIBKO A7l OAHOMEPHOTO ClTyyasi. Psil OCHOBHBIX ypaBHEHH
MOJIYYEH H3 aHANI¥3a Pa3MEPHOCTEN, a HE MYTEM HOJITHX (H NMPHTOM HE OCOOEHHO MOYYHTENb-
HbIX) BBIKJIAZOK, CBA3aHHBIX C PACCMOTPEHHEM I'PAHHYHBIX YC/IOBHA THAPOAHHAMHYECKHX 3a/a4.
C npyro#t cTOpOHbI, NPH 00CYKIEHHH ABJIEHHA PaCCESHHSA PEHTTEHOBCKUX JTydelt HCIONb3yeTcs
MeTon npeobpa3opaHns Pyphbe, a MHOTHE 331a4H CTATHCTHYECKON MEXAHHKH PEILAIOTCH METO-
JaMu MaTpuyHOH anre6psl. [TonoOnbie MaTEMaTHYECKHE METOIbI HCIONMB3YIOTCA JIHILD B HEKO-
TOPBIX IJ1aBaX; 4TOObl MOMOYL YUTATENIO, PaHEE ¢ HHMH HE 3HAKOMOMY, Mbl MOCBATHWIH 3THM
BONPOCaM MHOTOYHCJIEHHbIE JOTIOTHEHHA. MaTepHal OocTalbHbIX Pa3eiOB H I'1aB MOXeET ObITh
yCBOEH 0€3 NpHBICYEHHS COBPEMEHHOTO MaTEMATHUECKOrO annapara.

Hanexo He Bce MeTOnobl H OHONOrHYeckHe OOBEKTHI PACCMATPHBAIOTCA B KHHMIE CKOJIBKO-
HuOyap moapo6Ho. ['1aBHBIM KpHTepHEM NpH BbIGOpe 6blsla He BAKHOCTL TOTO HJIH APYIOro

METO/a, a TO, HACKOJIbKO 3HAKOMCTBO C HHM OyAeT None3Ho AJi HAYMHAIOLIETO H3Y4aTh JaH-
HYIO 00N1acTh.

B ka0l rnape HMEOTCH KpaTKHE BbIBOABI. IIPHBEIEHO MHOTO HIIJTIOCTPALIHI, B TOM YHC/E
pucynku Mpsunra lefica, cienaHHbIe CIEMHATBHO IS 3TOH KHHIH. OOHO TOJBKO 3HAKOMCTEBO C
KPaTKMMH BbIBOAAMH H HIUTIOCTPALMSMH NMO3BOJIHT NOMYYHTh MPEACTARICHHE O TpeaMeTe. Mbl

HaleeMCcs TakXKe, YTO WITIOCTPALMH IOMOTYT NepefaTh BOJHYIOILYIO aTMocdepy, KoTopas 1a-
PHUT B 3T0# 00/1aCTA HayKH.

B koHI1Ie Kaxa0it riaBbl MOMeELLECHBI 3aaa4d. OHH CHIBHO Pa3/THYaKOTCA N0 CTENEHH CIIOXHO-
cTH. Cpeay HUX eCTh H CPAaBHHTENIBHO NMPOCThbIE, H TaKAeE, I KOTOPLIX OKOHYATENbHbI OTBET
HEH3BeCTeH (o KpaliHeit Mepe asTopaM). OTBeTb! K 3aaYaM AAKOTCA B KOHUE Ka/J0T0 TOMa.

B MoHorpadu HeT HoAPOOHBIX TUTEPATYPHBIX CChIJIOK, 32 HCKITIOUEHHEM TeX ClIy4yaeB, KOrAa
MbI CChIJIAEMCH Ha HCTOYHMK, OTKyAa OblJ1 3aHMCTBOBaH paHee ONMyOIHKOBaHHBIN MaTepHal.
OHaKO B KaXKIOH IjIaBe NPHBOAUTCA CIIHCOK Hauboee none3nnix paboT. ITpakTHyeckn BO Bcex
c/lydasx 3THX CCBUJIOK HOCTATOYHO, YTOOBI ¢ HX MOMOILLUBIO HAlTH JIMTEPATYPY, HEOOXOAUMYIO
IUIA NOAPOBHOTrO H3YUEHHA BOMpOca.

TpyaHolt 3anayed oka3anace yHHbHKalUnsa 0603HaUCHHN H COKpalLECHHHA. Hcnonp3iys Matepua-
7Ibl MHOFOUHCJIEHHBIX HCCIEIOBAHMM, PA3/IHYHBIX IO XapaKTepy, Mbl CTOJKHYJIMCh ¢ Heo6Xomu-
MOCTBIO YHHDHKALHH, HCKITIOUAOLLel HEONPENEeNCHHOCTH H OIUHOKH NPH KCIIOJIb30BAHMH CXON-
HbIX 0603HaueHuli. Bcrony, rae 3T7o 661710 BO3MOXKHO, MbI CJICAOBATH PEKOMEHIALHAM AMEDH-
KaHCKOTO XMMHYECKOTO 00lecTBa, HO B HEKOTOPBIX ClIyyasX HaM NMPHILIOCHh PeiiaTh BONPOC HA
CBOM cTpax M pHCK. B KOHlLle TpeThero TOMa NpHBEAEH CMHCOK Hanboliee pacmpOCTPaHEHHBIX
0603HaueHHH.

YacTh MaTepHala KHHIH 6b1J1a HCTIOIL30BaHa IIPH YTEHUH JIEKIMA 10 61nodH3HYecKON XHMHH
CTYHEHTaM CTapIIMX KYPCOB MaccayyceTCKOTO TEXHOJIOTHYECKOro HHCTHTYTA. JleklMH npeaHa-
3HAYATUCh AJIA TeX, KTO XOTeN NpOoCayIIaTh YriayOneHHbli Kypc GHU3nUecKON XHMHH, C YKJIIOHOM
B CTOPOHY OGMOXMMHH. DTH JIEKLHH OXBAaTbIBaJIH B OCHOBHOM TOT XK€ MaTepHa/l 1 UNTATHCH Ha
TOM e ypOBHE, 4TO M TPAMHLIMOHHBIA Kypc du3nueckoit xumuu. IIpeasapHTENnbHO CTYAEHTBI
JIOJKHBI OBIITH MPOCYIIATh ORHOCEMECTPOBBIA KYPC u3nueckolt xuMuH, KoTopei#t B MTH no-
CBALLEH NPEUMYILIECTBEHHO XHMMHUYECKON TEPMOIHHAMHKE.

B TeyeHue psOa JIeT MaTepyaJl, H3/1araeMblif B KHATe, HCIOJIb30BAJICA MPH YTCHUH JIEKIMHA 115
acnupanToB B MTH n B KonymonitckoM yHHBepcuTeTe. KpoMe TOro, 4acTh MaTepyasa BXOIH-
71a B CIELHAIbHBIN KYPC, TOCBAIUEHHBIN CTPOCHHIO OenkoB. MBI HameeMcs, 4TO LIMPOTa OXBaTa
ClIeNIaeT 3Ty KHHUTY NOJE3HOM 1A NpenoxapaTesielt ¢ CaMbIMH Pa3HbIMH TPEOOBAHHAMH H HHTeE-
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pecaMH, a TakKxKe MO3BOJIMT H3MEHATD COAEPKAHHUE JIEKUHHA B COOTBETCTBHH C PAa3BHTHEM OaH-
Holt obnacru.

CoBepLIEHHO 0Y€BHAHO, YTO TPYA CTONb GONBLILON CIOKHOCTH HE MOT GBITh BHIMIOJIHEH YCH-
JIMSIMH JIMILBb OBYX aBTOPOB. B X0Z1e HAITHCAHHUSA KHUTH, CTPEMACH H3JIOXHTD H OOBACHHUTD LIHPO-
KHlt Kpyr npo6ieM 6HoGH3HYeCKOH XHMHH, MBI TIOHSUIH, TIOYEMY 3a NOC/IeNHHE ABA eCATHIICTHS
B 3TOH 06MacTH OBLUIO HANMHMCAHO TaK Majo KHHT. Mbl NpHHOCHM riaybokyio 6rmaromapHocTh
BCEM, KTO IIOMOT HaM T€M HJIH HHbIM IIYTeM — OT Pa3bACHEHHA OTHELHLIX BONPOCOB A0 Ipe-
NOCTABJIEHHA OPHTHHAJILHBIX PE3yJIbTATOB.,

Mz ocobenno 6naropapasl Upeuary leficy 3a co3nanue psiaa ClI0XKHbBIX H/UIFOCTPAUMH H 1o-
Jie3Hble COBETHI OTHOCHTEJIbHO MHOTHX DHCYHKOB, a Takxe Bumsme OncoH, mpoudTaBlueh
66Mb1IYIO YacTk pykonucH, Pobepty Onbeptu H Fopnony XaMMcy 3a o6cyxaeHre BONPOCoB,
KacarIHXca GHOXHMHYECKOTO PaBHOBECHA H KMHETHKH, Puuapay JIHKepCOHy 3a mpeaocTaBbJie-
HHe MaTepHAJIOB H COBETHI, OKa3aBLIHeCs BEChbMa MOJIe3HbIMHM MpH noaroToske rin.l13, IMony
$nopH, BIOXHOBUBIIIEMY HaC Ha PacCCMOTPEHHE BONPOCOB KOHGOpMAaLUMOHHON 3HEPTUH H KOH-
durypauoHsoit craTHCTHKH MakpomMoJiekys, I'opapay lllaxmany, uelt kypc, untaemsiit B bep-
KJIH, TOGYOMIT Hac BKAKOUHTL B MOHOrpadHio Lenblit psaa pazaenos, P.Baftny Onepy, kOTODBIit
CBeJ1 aBTOpOB BMecTe As 3Tolt paborel. Ham xoTenock 6b1 mobnarogaputh Bproca ApM6py-
CTepa, 3aKJIOYHBLIErO C HaMH JOTOBOD, H COTPYAHHKOB H3aaTenbcTBa ®Ppumen 3ua Komnanu,
B TOM 4yucie Pyt Annen, Aptypa baprnerta, PoGepra Niun, Jlappn MakKom6c¢a u Iapa Ban-
HeK. Mbl BecbMa npH3HaTemsHbl KuMm Jarems, Kapen Xeitnc, Mapn Jlioasur, Ixoas Menne,
Ierru Hencon, Katu INyTnsua v Jxynu HlnMMen 3a neuaTaHHe pykOmHcH B paGoTy Han Helt.
Hawm xorenoce 6b1 nobnaroaapute Kaccanapy Cmut 1 Ixyan, Katu 1 Knpcren llnmmen 3a
TO CMHpeHHe, ¢ KOTOPHIM OHH IIepEeHEC/IH BTOPXKEHHE 3TOTO TPyAa B XH3Hb aBTOPOB.

MBHorHe M0IH NPOYHTANIM OTAEbHbIE INIaBbl H BLICKa3a/IH KPHTHYECKHE 3aMeUaHHs, Npeao-
CTaBH/IH HaM HJUTIOCTPATHBHBLIA MaTepHAJI H CBOM JaHHbIE; OHH MOTPATH/IH MHOTO BpEMEHH B
MOJIe3HBIX 0OCYXAeHuAX ¢ HaMH. D10 Pobepr OnGeptH, ApTyp ApHOH, CTpYTep ApHOTT,
I1.91xuuc, PoSepr Bonayun, Jlappn bepnuuep, Bproc Bepn, Puuapa bep3os, lllepman Beit-
xoKk, Buxtop baymbuna, Qd3sun Bpauar, dxou Bpauarc, dxon Yambepc, Cannn Yan, INat-
puuns Koyn, Pob6ept Kpnurton, ®pancuc Kpuk, Jonana Kposepc, HopMman [3BuncoH, Puuapn
Huxepcon, d3sun Ditzenbepr, Pobept ®aitpknod, Jxeppn Pacman, Jxopax ®nusH, J3Bun
®paitdennep, Ponana 'am6a, PobGept Dkennuc, Mappe#t l'yaman, Jxonatad I'pup, O.Xeitc
Ipuddur, Fopoon Xemmce, dxon Xepct, Dnnen Fenpepcon, dxeitmc Funne6pauar, Peit Xe-
cTHc, Cynur Xoy KuMm, Apon Knyr, Hencon Jleonapa, X.dx.JIn, Creden Jlunnapn, Puuapn
Jlopa, Bpaitan MatTe103, Xapanesn MakKounuen, ITurep Myp, I'apt Hukoncon, Jleonapn Ilen-
nep, Pnuapn INepxam, Maitkn Padrepu, Anekcanap Puu, ®penepux Puuapac, Jd3sua Puuapa-
con, Bondpam Cennxep, INosapa Illaxman, Xapong Illepara, Beano lllen6opH, Bepn lllymeit-
kep, Hanpuan Cuman, Po6ept llynsman, Masuc lllyp, Jiyuza Cneitn, Kaccanapa CMuT, X3HK
Co6emnn, Tomac Creitu, PoSept Ctpoya, Jly6ept Crpaitep, Cepx Tumamesn, Mruaumo Tuaoko
mi., Puvapa Bauanen, dxepoMm Busorpan, Ilutep don Xunnems, Kpucrodep Yomu, dxeitmc
Your, I'peropno BeGep, Ilutep Bennaysp, bapbapa Vann3, PoGept Yanns, YuneMm YuHTED,
Iaponn Yaitkod, dxeddpuc Yaitman, BpyHo 3uMM. MbI BhIpaxxaeM BCceM HM OrpOMHYI0 On1a-
rORapHOCTb.

Hos6ps 1979 1. Yapns P.Kanmop
Ion P.Mummen



Tom 1

KOH®OPMALMSA BUOJIOTNMYECKHUX
MAKPOMOJIEKYV/JI

DTa KHHra MocBsALIeHa MPUMEHEHHIO GH3MYECKON XHMHH [JIA Hccrie-
JIoBaHus CBOUCTB OOJILIIHX MOJIEKYJI, MPEACTABJIAIOWIMX GHOOrHYeCKUH
HHTepec. OCHOBHOE BHHMAaHHE B HEll yaesieHO OeslkaM H HyKJIEHHO-

BBIM KHCJIOTaM. [pyriue GHOMOJMMEDDBI, HATIPHMED TMOJIHCAXAPUAbI H JIMIHADI,
paccMOTpeHBI MeHee NoApOoOHO. DTO CBA3AHO C ABYMS OOCTOATENb-

cTBaMH. Bo-nepBhix, OeJIKH H HYKJIEMHOBBIE KHCJIOTBI HIPAIOT TJIaBHYIO

pONb BO BCEX M3BECTHBIX >KM3HEHHBIX Mpoueccax. Bo-BTOphIX, HX

CTPYKTYpa H QYHKUMM B HACTOSILLEE BPEMS M3YYEHBI 3HAYHTEIBLHO JIy4-

e, 4eM AHAJIOTHYHbIE XapaKTEPUCTHKH APYTHX OHOMNOJIUMEPOB.

TlepBas YacTb KHUTH PELLUAET HECKOJbLKO 3amay. OHa BBOOHT
YHTATENA B KypC IIPEACTABIEHHN O pa3/IMYHBIX YDOBHAX
CTPYKTYPHOH opranu3auny OHonosnnmepoB. B Helt bopmynupyrorcs
OCHOBHBIE BOIPOCHI, HA KOTOpPbIE QOJIXKEH OTBETHTb HCCJIENOBATEIND,
paboraroumit B o6nact ¢ou3nueckon XUMHKM OGHOJIOTHYECKHX MaKpOMOJIEKYIT.
Bricka3biBalOTCA TaKXkKe HEKOTODPbIe coobpakeHHs 06 obmmux monxomax
K pELIEeHNIO 3THX BONpOocoB. [lajiee B KHHre H3JIaraeTcsi COBpEMEHHOE
COCTOSIHHE HALINX 3HAHHH O CTPYKTYpe O€JIKOB H HYKJIEHHOBBIX
KHCIOT. I'naBHasA 3agaua 3TOro pasnesia 3akilouaeTcs B TOM,
4T00b1 0600LIMTE H YNOPAOOYHTh HAKOIUIEHHYIO B JAHHOH 06J1acTH
OTPOMHYIO0 HH(POpMAIIMIO.

3aTeM H3J1araloTcsl JaHHbIE OTHOCHUTENIBHO OPYTHX THIOB
6HONOMHMEDPHBIX CTPYKTYD, TaKHX, KaK MOJIHCaxapuabl H MeMOpaHBI.
TIpu 3TOM 0c0o60€e BHHMaHue o0pallaeTcst Ha X OT/IHYHe OT OenkoB
H HYKJIEHHOBBIX KHCJIOT. B 3akimoueHue paccMaTpHBAaKOTCA
B3aHMOOERCTBHA H CHJIbI, KOTOPBIE IPHBOAAT K 0Opa3oBaHHIO
YIOPSAOUEHHBIX GHOIOTHUYECKUX CTPYKTYP. 3HAHHE 3THX CHJI BAXKHO
JUTSL IOHHMAHHSA H MpeACKa3aHHs 3aKOHOMepHOcTel oGpasoBaHus
TPEXMEPHBIX CTPYKTYp O€lIKOB H HYKJICHHOBbBIX KHC/IOT.



Inasa 1 Cmpameaus u makmuxa
buoguzuueckoil xumuu

1.1. YpoBHH CTPYKTYPHO# OpraHH3allHK
OHOJIOrHYecKHX MakKpOMOJIEKYIT

MonekynsapHbie Macchl OOLEKTOB, PaCCMATPHBAEMBIX B HaCTOSIIEH KHHTE, fIeXKaT B npeaenax
ot 10° 10 10" nanbTOH. Bo MHOTHX C/Iy4Yasix TaKHe CHCTEMBI COCTOAT H3 OOJIBILIOTO KOJIHYECTBA
6ornee MEJIKMX yacTelf, BCE aTOMBI KOTODBIX COEMHEHbI KOBAICHTHLIMH CBES3AMH. CHMCTEM3 B Lie-
JI0M 6yAeT Ha3bIBATBCA MOJICKYJ/ION, €C/TH HMEETCA OIPEae/IEHHOE CTEXHOMETPHUECKOE COOTHO-
LICHHE MEXIY YaCTAMH, H3 KOTOPBIX OHA COCTOHMT, H €CJIH NPH (PU3HOJIOTHYECKHX YCIIOBHAX CH-
CTeMa JOCTATOYHO YCTONYHBA H HE NPOABIIAET TEHACHIHH K CAMOIIPOH3BOJIbHON AHCCOUMAUMH.

PaccMaTpHBaeMble MOJIEKYJIbI MOJKHO NOAPA3AENHTh HA CEMb KJIACCOB B IIOPAAKE YBEJIHUEHHSA
HX Pa3MEPOB M CIIOKHOCTH (Tabn. 1.1). ITo Mepe yBennueHHs pa3MepoOB CHCTeMbl ee YRobHO
pa3nensaTh Ha YacTH Bo3pacTtatlowelt BenHuuHbl. Kak BuaHo u3 Tabn. 1.1, pasMep 3THX yacTelt
BbIOHpaeTcsa TakuM 06pa3oM, YTOOB! KaXkaas COCTaRrIANA OT OOHOH COTON A0 OAHOM aecATOMH
BCeH CHCTEMBI.

K nepBbIM TpeM KJ1accaM OTHOCATCA MOJIEKYNBI, It KOTOPBIX CTPYKTYPHaA HHbopMauHs
MOXeT 6bITh B NPHHUMIIE [TOJIYYEHA C ATOMHBIM Pa3pPeLIeHHEM. 31ech HMEET CMbIC/I MOCTaHOBKA
BOAPOCA O CTPYKTYpPE H GYHKIUHH TaKHX MOJIEKYJI HA YDOBHE JIOKAJIH3allHH OTAEIbHbBIX ATOMOB
WJIH 3B€HbEB (BbIAE/ICHHBIX IPYNA aTOMOB) H HX NOBEACHHS .

K nocneqHHuM 4eThIpeM KJ1accaM OTHOCATCH CTOJIb CAOXKHbBIE CHCTEMBI, YTO AaXKe eCJIH Ob1 HX
CTPYKTYDPa Ha aTOMHOM YPOBHE Obliia onpeaeneHa, Takyro uHbpopMauHio 661510 651 Ype3BbIyaii-
HO TPYAHO MCMONABL30BaTh. HanpuMep, cTpyKkTypa ¢ Mon. Maccoli 10% cocTOHT H3 npubaH3M-
TenbHO 10° aTomoB. Ee onuncanse, coaepxaliee HHGOPMALHIO O THIIE ¥ KOOPAHHATAX KAXKAOTO
aToMa, 6b110 6Bl MOAOOHO ONMHCAHMIO FOPOaA ITYTEM MepeuncieHus daMuIHI H aXPECOB €r0 XKHU-
Tenet. Y nobHee noapas3aenTh CHCTEMY Ha OTAE/bHbIE CYOBeIHHHUBI WIH YYACTKH H 3aTeM 00-
palaAThCA K HHAHBHAYAJILHBLIM €€ 3BEHbSAM HWIH aTOMaM JIMIIL B TOM Ciiyyae, ec/iH HX GyHKUHH
NPEnCTaBAAIOT 0COOBIH HHTEpeC. ITO BCE PABHO, YTO Pa3AEJIHTh rOPOA HAa paliOHBI HITH KBapTa-
Jibl U 3aT€M CNEeIHTDh 3a NeHCTBHAMH JIHUIL HEKOTOPBIX HAaHOO/ee BAXKHBIX JIMYHOCTEHR, HAIIPH-
Mep M3pa roposa.

IlpHMeHeHHe MPH ONMHCAHHH OHOMOMMMEPOB TAKHX TEPMHHOB, KaK «CYOBeIMHHLIAY, «3BEHO»,
«MOJIEKY/Ia», «YYaCTOK» H/IH «TpYIia» CONPMKEHO ¢ HEKOTOpOH HeonpeaeleHHOCThI0. Cy-
LWIECTBYET HEPAPXHA CTPYKTYPHBIX €IHHHI H CTPYKTYPHBIX XapakTepHCTHK. IToCcKkOnbKy CTpYK-
TypHas opraHu3anus 6enKoB, HYKJIEHHOBBIX KHCJIOT H CJIOKHBIX HEKOBAJIEHTHBIX arperaTos, Ta-
KHMX, KaK Hapy>kHas MeMOpaHa KJIETKH, pa3/IH4yHa, HE CYIUECTBYET €AHHONH ONTHMAILHON HOMEH -
KJIaTYpbl A/ BceX TpeX THIOB CTPYKTYP. bonee Toro, naxe nns 6eakoB HeT obuienpuHATOH

PUC. 1.1. YpoBHH CTPYKTYpHOI Opranu3auum OHoONOrmueckux Maxpomonekyn. ['onoska 6axrepuodara
WM OpYras QUCKDeTHas eQHHHLA, COCTOAILAA U3 GeNKOB HIIH HYKIIEONPOTEHNAOB, OTBEYAET YE€TBEPTHYHON
(4°) cTpyxType. TpexmepHas CTPYKTYPa KaXXA0ro OTAENbHOIO KOMIIOHEHTA OJHOTO M3 TaKHX KOMILUIEKCOB
SUTAETCA TPETHUHOM (3°) CTpYKTYPOH. OTAeNbHbie CIHPAIbHbIE YYACTKH B Taxol CTPYKTYPE Ha3bIBAIOTCA
BTOPHUYHON CTPYKTYpO# (2°). Xumudeckas CTPYKTYpHas GOpMyNa, OTpaKalollas JHIIb CHCTEMY XHMHYe-
CKHMX CBA3el, HO He MPOCTPABCTBEHHOE PACIONOXEHHE ATOMOB, — 3TO nepBuuHas (1°) ctpyxtypa. (Pucy-
Hok Upsunra I'efica).



CTPATET'MS U TAKTUKA BUOPUINYECKOV XUMUH 11

BHUPYC

BEJIOK

a - Cnvpanb JIBonHas
cnupasib

deHuasaHvH

BokoBas

rpynr
bokoBas SER

rpynna

OcHOBaHUS

OCHOBHas UeIlb



12 T'JIABA 1
Tabauya 1.1,
PA3JIKMYHBIE BUOIMOJIMMEPBI,
PACITOJIOXEHHBIE B [TOPAOKE YBEJIUYEHUA KX PASMEPOB U CIIOXKHOCTHU
Cy6GBeAHHHLBI, pac- Yucno
Knace ﬂpmepl XapakTepHbift Monekynap- cMaTpHBaeMbie IpH cy6n-
pasMmep HaA Macca noﬂpOGHOM OINnHuca- €OHHHL
HHH
Onuromeps AxturoMmmi D Ceepa amamer- 10° — 10*  Artomsl (wiH 10? (unu 10)
poMm 20 A OCTATKH)
Mautsie Genku XHMOTpPHIICHH Cdepa anamer-  10° — 10°  AMHHOKHCIOTHBIE 102—10° (unu
pom 40 OCTATKH 10° — 104
Hyx/eHHOBBIE TPHK Manouka aH- 10*—10°  HyxneoTuas: 10— 103 (unn
KHCJIOTHI Hott 100 A (MM aTOMBI) 10°—10%
Bonpume Genku  Acnaprart- Cobepa quamer-  10°—107  Cy6benHHMUbI WM 10—102
TpaHc- poM 70 A KOBaJIEHTHBIE Lie-
xapbamounasa TOYKH
Masnble xKOMn- Pubocoma Cdepa guamer- 10°—10"  To xe 10—10?
JIEKChI poM 200 A
Bombume Komn-  Mem6pasbi, Ctepa nuamer- 107 — 10'2 O6nactu, dpar- 10—102
JIEKChl BHDYCBI poMm 1000 A MEHTbI, KOMIIO-
HEHTHI
Unraxthas JHK OHK E. coli «llnanr» anaHol  107—10'2  Vuacrkw, 10—102
0,1cMm dparmMeHTHI,
KOMIIOHEHT b

! Bee ati mprMepst nonpobuo obcyxaaoTea B pa3sHbIX HacCTAX KHHUTH.
IMpHacTaBxa «ONHro», 4acTO yNOTpebaseMan B 3TOR KHHIe, SOBIMHO OTHOCHTCA K CTPYKTYPAM, COCTORILHM
M3 2 — 25 equHHN,.

TEPMHHOJIOrHH. 3aech Mpl pHBeaeM Haubonee ynoGHbIN, ¢ Halllelt TOYKH 3peHHs, CrIoCo6 Kiac-
cuHKaUKH YpOBHEH MaKpOMOJIEKYIApHOM CTPYKTYpbl. ClleayeT UMETh B By, YTO BBOTHMbIE
HaMH OIpefiesieHUA He ABJIRIOTCA XKECTKMMH, NIOCKOJIbKY XapaKTepHbIe YePTh! MHOTHX GHOJIOTH-
YeCKHX CTPYKTYP He YKJIaNbIBaloTCsl, CTPOTO FOBOPS, B TY HJIH HHYIO KaTeropmio. PaccMarpusa-
€Mble YPOBHH CTPYKTYPHOH OpraHu3aunH cXxeMaTH4YeckH H306pakeHb! Ha puc. 1.1,

MOHOMEPHBEIMH 3BEHBSAMH, H3 KOTOPBIX CTPOATCA GEIIKH H HYKJIEHHOBbIE KHCIIOTSI, ABJIAIOTCS
COOTBETCTBEHHO aMHHOKHCIIOTHBIE OCTATKH H HyKJIeOTHAbI. Ux amomnaa cmpykmypa u3pect-
Ha. JTO 03HAYAET, YTO H3BECTHBI THI KaXIOTO aTOMA H €r0 YCPeAHEHHOE MOMOKEHHE B IPO-
CTPaHCTBE, a TAKXKE YCPEAHEHHOE PACNpeeIEHHE YIEKTPOHHON IUTOTHOCTH. DTH CTPYKTYDHI He
SBJIAIOTCS aOCOMIOTHO KECTKHMH H 06/1analoT U3BECTHOMN NMOABHXHOCTBIO, HO MOJIEKYIAPHbIE
KoneOaHHs H BpallleHHs BOKPYT OAMHOMHBIX CBA3ei 06BIYHO He C/THILKOM CIWILHO HCKAXKaloT 06-
IUIYIO KaDTHHY, B OCOGEHHOCTH B YIIOPAROMEHHBIX, KPHCTA/UTHYECKHX CTPYKTYpax. Ilon xongu-
2ypayueli MOHOMEPHOTO 3B¢Ha (B TOM CMBICJIE, B KAKOM 3TOT TEPMHH MCTIOIb3YETCA B OpPraHH-
4ECKOH XMMHH) MOHHMAIOT €r0 aTOMHYKO CTPYKTYDPY, B TOM YHCJIC H3BECTHYIO CTEPEOXHMHIO
aCMMMETPHYHBLIX LICHTPOB. KoHgiopmayua oTBedaeT 60/iee MOMHOMY ONMHCAHHIO H BKJIIOYAET
CBEACHHR O MPEANOYTHTEIbHBIX OPHEHTAIMAX TPYNN, CNOCOOGHBIX MepeMellaThCs BCIEACTBHE
BHYTPeHHero BpaieHus. KoHdopMmauns onpenensercs ycpeaHeHHEM MO CTEPHYECKH AOMYCTH-
MBIM aTOMHBIM CTPYKTYPaM H OTBe4aeT Haubollee OTHOMY ONMHCAHHIO, KOTOPOE MOXHO OCy-
LIECTBHTL AJIS MOJIEKY]l B PacTBODE.



CTPATETHS U TAKTUKA BUO®UINYECKOH XUMHH 13

Tun noaumepa Ilpumep Coxpawerue
IMoaucTHpon —CH,—CH¢p—CH,—CH$p—CH,—CH¢d —

[lonHaMUA  —NH—(CH,)e—NH—CO—(CH,)};—CO—NH—(CH,)s—NH—CO —

[MonunenTtua —.NH—CH—CO—NH—(IJH—CO—NH——(|JH—CO - —Ala-Ser-Gly-
|
CH, CH,OH H
H COOH
CH,—CO /C cn,—c\o CH;—CQ
[Tonncaxapua HQ \NH CH, O NH HO NH NAG-NAM-NAG

\O 6] (@) o 0\
CH,OH CH,OH
(@) (@)
CH, O\P/O CH, >P< /CHZ ~
o” o’ No” o o o
- o 0 o}
[TonuHykneoTH OH OH OH
2N\ =(=\ _(=\ ApUpC
NT N o N NH—~ N
— v vy
NH— N e o °
N—T

PHC. 1.2. THnuuHbie TuHENANHbIE TONHMEPBI. HEKOTOPbIE CHHTETHYECKHE TONHMEDBI (HANPHMED, NONTHAMH-
[bl) HE OGNANAOT ONMpeeNEHHbIM HANPABIICHHEM LICTH, B TO BPEMA Kak APYTHE CHHTETHUECKHE H GONbLIMH-
CTBO GHONOrHYECKHX TIO/IMMEPOB XapaKTEPH3YIOTCA PACIIONIOKEHHEM MOHOMEDHBIX OCTATKOB M0 IPHHLMIY
«roJIoBa K XBOCTY». OCHOBHAs Lienb H306pa)eHa OObIYHBIM 1IPHGTOM, GOKOBbIE IPYINbI — KHPHBIM.

NEPBUYHAA CTPYKTYPA, T.E. I[IOCJIIEAOBATEJIbHOCTbDb 3BEHBEB

Benku H HYKJIEHHOBBbIE KHCJIOThI — HEpa3BETBIEHHBIE TUHEHHbIE OMMMepbl. CTPYKTYpa HX
KOBAJICHTHOMN LIEMOYKH MOXET ObITh 3aIIHCAHA B BHIE R, R,. . . R;.. . R , rae R, o3Havaer i-e
3BeHO B LienH. OcOOeHHOCTBIO Oe/IKOB, HYK/IEHHOBBIX KHCJIOT H GONIBIIMHCTBA MOTHCaXapHI0B,
oTnM4alomet HX OT MHOTMX CHHTETHYECKHX NMOJMMEPOB, ABIAETCA TO, YTO HX MOHOMEPHBIE
€IHHHLIb] BCEraa COSAHHEHB] 10 MPHHLHITY «T'OJIOBA K XBOCTY», T.€. LIEIIH HMEIOT ONpeaeeHHoe
HanpasJeHue. CrieloaTeNbHO, ofo3Hauenua R R, uR » R, OTBEYAIOT MOJIEKY/IAM, HMEIOLLMM
DPa3HYIO XHMHYECKYIO CTDYKTYDY, @ KOHLbI IOJIHMEpHOR end R | . . . R UMEIOT pa3Hble XUMH-
4yecKkHe CBoHcTBa. 111 ONMHCaHHA XHMHYECKOR CTDYKTYpPbl HEOOXOAHMMO YyKa3aThb N0OC1€006d-
meAbHOCMb BCeX OCTATKOB. [10/THAasA KOBAJIEHTHAasA XMMHUYECKasi CTPYKTYpa MOXeET coAepKaTh
HECKOJIBKO NMOJTUMEPHBIX Lieriel, a nociaeaHue MOTYT ObITh CoeIHHEHbI MexXay coGol nonepeu-
HbIMH KOBQJICHTHBIMH MOCTHKaMH; NOAOOHBIE Ke MOCTHKH HHOTAA COSHHAIOT YaCTH OJHON H
Tol e uenu. [TomHas KOBaJIeHTHAA CTPYKTYPA Ha3bIBAETCA NEPBUYHOU cImpyYKmYypoil (CTPYKTY-
po#t 1°). [Inn ee onucaHHA HeOOXOAUMO YKa3aTh KOHQHIypalHIO BCEX aCHMMETPHYHBIX LEHTPOB
KakK OCHOBHOH 1enu noJivMeEpa, Tak H OOKOBBIX Tpynmn kaxXaoro MOHOMEpPHOIoO 3BEHaA.

C noMoubK) TOHKHX XHMHYECKHX METOIOB Obljla yCTAHOBJICHA NEPBHYHAS CTPYKTYPa COTEH
GenKOB M HYKJICHHOBBIX KHCIOT. CBOIOKH INEPBHYHBIX CTPYKTYD PEryJIAPHO NyOIHKYIOTCH
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(Dayhoff, 1975). OnHako HamHcaHHE XMMHYECKOH (GOPMYJBI U1 BCeH NMEPBHYHON CTPYKTYDBI
nojiuMepa TpebyeT ype3Bbl4altHO MHOTO BPEMEHH, NI0ITOMY OOBIYHO IPHMEHSAIOT COKpALLIEHHH,
Hcnonb3ys andaBHTHBIA Koa. Kak npaswio, Kaxabiii U3 HyKJ1e0THA0B 0603HaualoT ogHoll Oyk-
BOM, a KAKAYIO U3 AMHHOKHCIIOT — Tpema (puc. 1.2)'. TepMmunn! nocaedosameavnocmnb u nep-
BUYHAA CMpYKmMypa 4acTO DPAcCMATPHBAIOTCA Kak B3aHMo3aMeHsieMble. OHH neHCTBUTENBHO
MIEHTHYHb] B ClTy4ae CTPYKTYDP, COCTOSLIHX H3 OOHHOYHOH IIENH, HEe CBA3AHHBIX NONEPEYHBIMH
MocTHKaMH. CrielyeT TakXe OTMETHTb, YTO HH TOT, HH ADYro#l TepMHH He Moapa3yMeBacT
3HaHHA KOHGQOPMAUHMH OTAE/bHBIX 3BeHbEB HJIM OCHOBHOH LIEIH.

BTOPUYHAA CTPYKTYPA OTBEYAET CITUPAJISIM,
NMNOCTPOEHHBIM U3 MOHOMEPHLIX 3BEHLEB

Mpuorue nenu 6HononHMepoB 0Opa3yroT JIOKAJbHO YNOPAHOYEHHBIE TPEXMEPHBIE CTPYKTY-
pbl. B cnyyae nMHeNHBIX TONHMEPOB, MOCTPOCHHBIX [0 NPHHIIHIY «TOJIOBA K XBOCTY» H COAEp-
JKAUIMX aCHMMETPHYHblE MOHOMEDHDIE 3BE€HBbS, €AHHCTBEHHO BO3MOXXHBIM BHAOM CHMMETPHY-
HOM TPEeXMEPHON YIOPAMOYEHHOH CTPYKTYDHI ABJIAETCA CHpalb. OHA HMEET BHHTOBYIO OCh
CHMMETPHH. B IHJIHHAPHYECKHX KOOPAMHATAX C OChIO Z, COBNaAaolleit ¢ BHHTOBOH OChbIO, NO-
JIOXKEHHE j-r0 3BeHa OCHOBHOM LIENH NMPOCTOro CIHPaJIBLHOIO MOMHMeEpa, COCTOAIIErO U3 1 + 1
3BEHBEB, ONpene/IieTCA U3 YpaBHeHHHA

y=Jz+ s, 1.1

X, =r cos(2wjzy/P + §) Y= sin@2mjzy/P + 6)

raej = 0,1, ... , n. Kak BuIHO U3 pHc. 1.3, r — paccTOsIHHE NAaHHOTO 3BEHA OT OCH Z B MJIOCKO-
CTH X — Y; Z; — PacCTOAHME MEXOY COCEIHHMH 3BEHbSIMHM IO BEPTHKAJH, BAONL OCH Z;
P — 1ar cnMpasu — paccTOAHME MO BEPTHKAJIH,Ha KOTOPOM CIIHPaJ/Ib COBEPLIAET OAHH IOJI-
HbIH 060poT. [TocTOAHHBIE 6z H § OIpenesAIOT NMOJIOXKEHHE HYJIEBOro 3BeHa. B 6onee cnoxHoH
CITHPAJIH KaXKO0€ 3BEHO COCTOMT U3 HECKONBKHX aTOMOB. P M Z; IDH 3TOM OCTaIOTCA OAMHAKO-
BbIMH [U15 BCeX aTOMOB. Oanako r ¥ (a3bi 6, U 6 XOTA U ABIAIOTCA KOHCTAHTAMM [UTS KaXA0ro
3B€HA, PA3/iH4HbI /I PA3HbIX aTOMOB, BXOASLUHX B JaHHOE 3BEHO.

Crnenyer paccMOTPETb HECKOJIBKO NpedelibHbIX cnydaeB. Ecnu r = 0, nonyuaercs npocras
JIMHERHAs CTPYKTYPA, NOpoXAaeMas onepaunel TPaHCIsAUMU Z — Z + Zg, X — X, y — y. TouHo
Takas )Ke HHeliHas CTPYKTypa nosy4aerca B ciyyae r # 0, Ho P = z,. Korna P = 2z, xoop-
IHHATA y Ka)XXO0ro aTOMa KaXXA0ro 3BeHa KOJieGneTca MeXAy 3HaAYeHHUAMHU 7 Sin 6 H —r sin §, B
TO BpeMs KaK KOOpAHHATAa X KoJiebneTcsa Mmexay 7 cos 8 U —r cos §. TakuM obpa3oM, nonyuaer-
cs cKiaavaTas, 3uriaroodbpasHas CTPYKTYpa, HallOMHHAIOIIAA MeXa FapMOHH; B 3TOM Jierko
y6enuThes, nmonoxus § = 0.

Bennuuna P/z;, — uMCnO 3BEHBLEB HA OAMH BHTOK COHpaJH. OHO He 06Gf3aTENbHO JOMKHO
6b1Th 1esibIM. CIIHpalib ¢ 71 3BEHBAMH Ha BUTOK HA3bIBAETCA CIHPAJIBIO /1-TO MOPSAKA; TAKHM
06pa3oM, paccMOTpEHHas CKaa4yaTas CTPYKTYPa ABJIAETCH CIIHPAJIbio 2-TO MOPAAKA; TOJTHIeN-
THOHAA a-CHpaib — 3TO CIHpaib mopsaxa 3,6.

W3 nByx unu Gonee oTAeNbHBIX CIIMPALHbIX Lene# MOTYT ObITh IOCTPOEHbI APYTHE CIHPAJIH.
B npupoae yacTo BCTpeuaroTcs ABOHHbIE H TPOMHbIE criupain. X Tak)xe MOXKHO ONMHCATh YpaB-
HeHHeM (1.1), HO Tenepb & H & . A1 aTOMOB Da3HOTO THIA B KAKZOH LEMH MOTYT Pa3/IHYaTLCA.
B oaHux MHOrouenoueuHsIX CHPaIAX OTAE/MbHbIE KOBAJIEHTHbIE LEMTOYKH HMEIOT OJHHAKOBOE
HampaBJjieHHe, B ADYTHX HanpaelleHbl HaBcTpedy Apyr Apyry. CornacHo Momend YoTcoHa H
Kprxka, JHK — 310 aBo#tHas cnupamb 10-ro nopsaxa ¢ aHTHNApaUIeibHO HaNPaBIeHHbIMH 11e-
naMH. CriorcThie B-CTPYKTYDhI NONHIENTHAOB — MHOTOLENOYeUHbIe CIIHPANH 2-T0 NOPAIKa, B

! Mo cuacTnHBOMY COBNANEHHIO OKA3a10Ch, YTO MPHPOAA UCTIONBL3YET AHATIOTHUHEBI CIOCO6 KOAHPOBa-
HHS.
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KOTODBIX GIOHM LIENH HAYT NapajuleJbHO OPYT APYTY, a APYrHe — aHTHNapaUleNIbHO. B MHOrO-
[ENOYEUHBbIX CIMPAIAX HMEETC CHMMETDHS, NO3BOJISAIONIAs HAaliTH KOOPAMHATHI OCTATKOB O-
HOM IIENH, €CJIA U3BECTHBI KOOPAMHATHI APYroii. 3aMeTHM, YTO, MOCKOJIbKY O€JIKH M HyKJIEHMHO-
Bbi€ KMCIIOTHI ABAMIOTCH CONMOMMMEDAMH M, BOOOIE rOBOPS, HE 00pa3yloT NepHOANUYECKOM no-
CIIEA0BAaTENLHOCTH OOKOBBIX rpynn pa3sHbIX THIIOB, BCE ONEPAILMH CHMMETDHH, ONMCAaHHbIE BbI-
111€, OTHOCATCS TOJILKO K OCHOBHOH LieNIH, HO He K GOKOBBIM rpymnmnam.

TepMuH émopuyHas cmpykmypa (CTPYKTypa 2°) OTHOCHTCS K TOM 4aCTH MaKpPOMOJIEKYIIbI,
KOTOpas HaXOJHTCA B CIMPAJILHOM COCTOSIHMHM, H ONPEJENIACTCS KaK IEPEYEHDb YYaCTKOB IEPBHY-
HOM CTPYKTYPBI, BXOAAIIEX B CIHPAJIb TOrO WIH HHOro THna. B Goyee obmieM Buae €€ MOXXHO
ONpPENEIATh KaK COBOKYIHOCTb BCEX TPEXMEPHBIX YYaCTKOB, HMEIOLIMX YINOPAIOYEHHYIO,
JIOKQJIbHO-CHMMETPHYHYIO CTPYKTYPY OCHOBHOM nemu. [Ins Genka, HanpuMmep, HeOOXOOMMO
yKa3aTh, Kakde 3B€Hbsl BXOAAT B -CIIAPAJIA U KaKue B B-CII0H, a TaxKe KakoBa NOJISAPHOCTD Le-
net. VuacTku, HE HMelomme GOpMy COHpaIM, 4YacTO Ha3bIBAIOTCA Ui yHoOCTBA ONHCaHMs
«xITy6K006pa3HBIMHU», XOTSA Ha CAMOM JI€JIE IO CBOEH CTPYKTYPE OHH MOTYT CHJIBHO OT/IHYAThCS
oT GecnopsaIOYHOrO KiIy6Ka. AHAJIOTHYHO B CJIyyae HyKJICHHOBBIX KHCJIOT JIOJDKHO ObIThH yKa3a-

PUC. 1.3. 'eomerpus npocToit cnupanu. Ock CIHpa co-
BIAJiaeT C OCBIO 2. P — miar CIHPaJH, Z, — paccTOAHHE IO
BEPTHKAIH Mexay ocraTkamu. IlonoxeHue HyseBOro
ocTaTKa ONpeJeseTcs BeJIMYMHaMH § (3amaromeit ero no-
JIOJKEHHE B IVIOCKOCTH X — Y) H 5: (BBICOTO# Haj 3TOI MIIO-
CKOCTEIO). Bce onMHAKoOBble TOBTOPSIOLIMECH 3JIEMEHTBI
CTPYKTYDBl HaXOAATCA HAa OJHHAKOBOM DAacCTOSHHH I OT
OCH CIIMPAJIH. DTa BeJIMYAHA Ha3bIBAETCA PAIHyCOM CIHpa-
. Paguyc cnupanm 4eTko 0003HaueH Ha BuAe cBepxy. Ha
pHCyHKe H300pa)ieHa cnupajib BOCBMOro Nopsika. 9To
3HAQYMT, YTO KOOPAHHATHI X H ¥ OCTATKOB, YAJICHHBIX APYT
OT Apyra Ha paccTosHue 82, N0 BEPTHKAH, COBNANAIOT.

4,12 3.1

3

o 0,8

x
Bun c6oky Bun cBepxy
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A

PHUC. 1.4. Tpu TUNHYHBIE TPETHYHbIE CTPYKTYPBI GENKOB (OKa3aHbI [I0I0XKEHHS JIHILL q-ATOMOB YIJIEPO-
na). A. MuOryio6MH COCTOMT B OCHOBHOM H3 -Clipaielf, 0603HaYeHHbIX TaTHHCKUMHE 6ykBamu ot A 1o H,
¥ CONEPXHT rpynmy rema (OKpailieHa), CBs3biBaloumiyio kucnopog. (Pucysox Wpsumra Ietica). 5. a-
XHMOTPHIICHH CONEP)KHUT TPH NOJMNENTHOHbIC LENMM H HA IEPBBIM B3IJISAA JMIIL OAMH HEGONBILON -
cnupanbHbIi yyacTok Ha C-konue nenoyku C. Ho s Hero xapaxTepHo TakKe HaJIMYHe 3HaYHTEIbHOTO KO-
JIMYECTBA CKIAOYaThIX CTPYKTYD M YETBIPEX OHCYIbGHIOHBIX MOCTHKOB (OKpaiueHsl). B. YacTh cnupanu
KOJUIareHa, COCTOSIUEH M3 TPeX MOJHMNENTHAHBIX Lened, Kakaas U3 KOTOPBIX HAXOOUTCA B CIMPaIbHOM
tdopme — Tak HasbiBaeMbI¥ nonu-L-nponu II. 3a cyeT B3aUMHOrO NEPENIETEHNs ITHX CIupasel o6pa3y-
€TCsl CBEPXCIHPANb, ONPEAENAIOIIas TPETHYHYIO CTPYKTYDY.

HO IS KQXKIOTr0 JaHHOTO Yy4acTKa MOC/AEA0BaTEIbHOCTH, BXOOHUT JIM OH B OIMHOYHbIE, NBOMHBIE
HJIM TPOMHBIE CIIUPAJIM WK HEeT. B HacTOsIee BpeMs H3BECTEH IPUMEPHO JECATOK JHCKPETHBIX
THIOOB BTOPHYHOM CTPYKTYPHI IS 6EJIKOB M HYKJIEHHOBBIX KHCJIOT H €llle HECKOJIBKO AJIA MOJIH-
caxapunos. Ecnu Monexyna yKnamsIBaeTcs B PAMKM OJHON COBEPIIEHHON BTOPHYHON CTPYKTY-
Pbl, HAMPHMED NPEACTABIAET cO60M -CTIUPAIb WM ABOKHYIO YOTCOH-KPHKOBCKYIO CITHPaJIb, TO
ONHCaHHE BTOPHYHOM CTPYKTYDBI ONpPEAENAET TOUHYIO KOHGOPMALHIO OCHOBHOM LieNH, a B CITy-
yae MepHOJHYECKOM MOC/IENOBATEILHOCTH, BEPOATHO, TakXe H GOKOBBIX Leneit. s Moekyi,
pa3Hble YaCTH KOTOPBIX HMEIOT Pa3HYIO BTOPHYHYIO CTPYKTYPY, TEPMHH «KOHGOPMAaLHUA» NPH-
MEHSIETCS TAKKE B CMBIC/IE BCEX MMEIOILMXCA CBEIEHHM 06 ux obLuel CTpykType.
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TPETUYHAS CTPYKTVPA,
T.E. TIPOCTPAHCTBEHHOE PACIIOJIOXKEHHME 3BEHBEB

Tpemuunas cmpykmypa (cTpykTypa 3°) Genka WM HYKJIEMHOBOM KHCJIOTBI — 3TO IIOJIHAs
TpeXMepHas CTPYKTYPa OOHOM HEAETMMOM CTPYKTYPHOM eaquHuLbI. [Iiis Oeka Takoi eJuHHLEeH
ABNIsieTCs OOBIYHO YacTHIA, Bce aTOMBI KOTOPO# KOBaJIEHTHO CBfI3aHbI MeXay coboi. OHa Mo-
JKET ObITh OHUM MOJIUNENTHAOM UJIH COCTOATD U3 HECKOJILKUX MOTMIENTHAHBIX LieneH, CBA3aH-
HBIX MeXIy co0o KOBaJIEeHTHO. 11 HYKJIEMHOBOM KHUCJIOTHI 3TO IMO0 ONHA KOBAJIEHTHAA Lielb,
Kak B ciyyae OonbmmHCcTBa Mojiekysl PHK, nmu6o aBe KOMIIEMEHTapHbIE LENH, KaK B Cllyyae
GonbsumHcTBa MOstekyn AHK. g onucaHus TPETHYHOM CTPYKTYDPbI HY)KHO ONMCAaTh HE TOJb-
KO JIOKaJIbHO-CUMMETPHYHbIE CTPYKTYPHI (2°-CTPYKTYPBI), HO TaKXe, HACKOJIbKO 3TO BO3MOX-
HO, M PAcCMOJIOXKEHHE B MPOCTPAHCTBE BCEX 3BEHBEB.

Ha puc.1.4 noka3aHbl TPH XapaKTepHbIe TPETHYHbIE CTPYKTYPBI 6enKkoB. OGBIYHO U3 TaKHX
PHCYHKOB TPYAHO H3BJieub HEOGXOAUMYIO OCMBICIIEHHYIO HH(OPMaIHMIO, TaK KaKk OHM CONEPKAT
CJIMIIKOM MHOTO nmeTasei. ITo3ToMy 4acTo NpUXOAMTCs NpuberaTh K CXeMaTHYeCKOMy H300pa-
>KEHUIO TPETHYHOMN CTPYKTYPBI, IOKa3bIBasi TOJIBKO OCHOBHYIO 1IETIb NNOJIMMEPA MJIM MHOTAA €1le
yKa3bIBas MECTO Ka)XKIOr0 OCTAaTKa, HAIpEMep B ClTydae 6e/IKOB — IOJIOKEHHE a-yTIepoaa. ITo
caenaHo Ha puc. 1.4 mius Toro, yroObl MOAYEPKHYTH TPU THIA Pa3IMYHBIX XapaKTEPHBIX 0CO-
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PUC. 1.5. YerBepTHYHAs CTPYKTYpa reMoriobusa. OH COCTOUT U3 YETHIPEX CYOBEAMHMIL, C KAXIOM U3 KO-
TOPBIX CBsi3aH reM. MiMeercs ocb CHMMETPHH BTOPOTO MOPAAKA, PACIIONIOKEHHAS B CEPEAUHE MOJIEKYIBI ¥
NEepNeHAMKYIAPHas IUIOCKOCTH pucyHka. ITosopoT Ha 180° nmepeBoauT @, B TIOJIOXEHHE o1, U 3] — B II0JIO-
xenue 3,. IToCKOMNBKY LenH « U 3 NOYTH HACHTHYHBI, UMEIOTCS TAKXKE JIBE OCH CHMMETPHH NICEBIOBTOPOrO
NopsiaKa, HAYIIKE B TOPH30HTAIbHOM M BEPTHKAIbHOM HAllPaBJIEHUAX B IVIOCKOCTH PHUCYHKA; IIPH IOBOPOTE

6EeHHOCTEM, ONPEAEAIOIMX TPETHYHYIO CTPYKTYPY. B MHOrI061HE TOYTH BCe OCTAaTKU 00pasy-
JOT CIUPAILHYIO BTOPHYHYIO CTPYKTYDY, TaK YTO ONHMCAHHE TPETHYHON CTPYKTYDPbI CBOAHTCA K
ONMCAHHUIO MPOCTPAHCTBEHHON OPUEHTALMH 3THX CIMPAJIbHBIX Y4acTKOB. XHMOTPHIICHH CONEp-
JKHT OYEHb MAJYIO AOJIIO Pa3/IMYUMON BTOPHYHON CTPYKTYPBI, M 3[eCh Jaxke rpyboe onucanue
TPETHYHON CTPYKTYDPbI JOJKHO COAepXaTh MHGOPMALHIO O NOJOXKEHHH KaXKIOro OCTaTKa.
s TPEeTHYHOM CTPYKTYPhI TPEThErO THIIA XapakTepHa CHMMETPHYHAs OpraHu3alus, OTBeva-
olIas gajabHeMy nopaaky. Hanpumep, 6maronaps nepuoau4yeckuM HapyIIeHUsM IIPOCTOM CIH-
paJIbHOM CTPYKTYPBI MOTYT 00pa30BHIBAThCA CBEPXCIHPAIIH, KaK OJHO-, TaK ¥ MHOTOIENnoYey-
Hble. [IpuMep TpexuenoyeyHoi CBEpXCIMpaIi KojulareHa npuBeaeH Ha puc.l.4.

TepmuH koHgiopmayus ynoTpebisercs Kak CAHOHMM TPETHYHOM CTPYKTYPBI. DTO 06ycnos-
JIEHO TEM, YTO €CJIM U3BECTHA KOH(OopMaLus (T.€. yroJl BpalleHUs BOKPYT BCEX NPOCTHIX CBA3EH
B MOJIEMEPE), TO TEM CaMbIM H3BECTHA M TPETHYHAsl CTPYKTYpa, H 0OpaTHO.
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BOKDYT OZIHOH M3 HUX Ct, IEPEXOAUT B 3, M ot; — B f3,, @ BOKpYr Apyrodt — o, B, Ha, Bf3,. A. [le3okcure-
moro6un. ITokaszaHna ogHa cBsi3anHas Monekyna audocormuuepara (API), crabuin3upyromas 3ty Gop-
My. B. Okcuremoriobua. OTMETHM, 4TO CyOBeOMHMIA IOBEPHYJach, TaK YTO PAcCTOAHHE MexXay [-
LHENSAMH M3MEHWJIOCh, a IOJIOXKHTENBHO 3apsKEHHOE MECTO CBsi3biBaHWA MHdochorimmuepaTa okasanoch
pa3spyLIEeHHbIM.

Ilpu u3yYyeHHH TPETHYHOM CTPYKTYPHI HE 00sA3aTENBHO ONPEAEATH NOAHYIO TPEXMEPHYIO
cTpykTypy. Hanpumep, yxe obmas ¢opMa MoIeKyIbl MOXKET PacCMaTPHBAThHCA KaK OIHA M3
XapaKTEPHUCTUK TPETHUYHOM CTPYKTYpPhI. Cro/a e OTHOCUTCA ¥ BOMPOC O TOM, HAXOOUTCS JTH
[IaHHBIK OCTATOK BHYTPH HJIX BHE KOMIIAKTHOH IN100YIAPHO#N CTPYKTYPHI GeKa Wil MOJIEKYIIbI
HYKJIEMHOBO#M KHCJIOTHI. B HacToslee BpeMa HMEETCA HECKOJIBKO JAECATKOB OE/IKOB H OOHA HY-
KJIEHHOBas KHCIJIOTa, I KOTOPBIX TPETHYHAs CTPYKTYpa M3BECTHA CTOJIb ACTAJIbHO, YTO 3TO
NO3BOJIAET NOCTPOUTH NPUOIHIKEHHYIO MOJIEKYIAPHYI0 Moaenb. Kaxxasi rox ynaercs paciiuu-
¢poBaTh OT 6 10 10 HOBBIX CTPYKTYD.

YETBEPTUYHAS CTPYKTVPA, T.E. PACIIOJIOXXEHUE CYBBEIWHHUIL]

BbICIIMM YPOBHEM CTPYKTYPHOM OpraHHM3alldH, KOTOPO# MbI 34€Ch PACCMOTPHM, SBISAETCS
yemeepmuuraa cmpykmypa (cTpykTypa 4°). OHa o6pa3yeTcs myTeM accouuanum (3a cyeT HeKO-
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BJIEHTHBIX B3aHMOJCHCTBHI) HE3aBHCHMBIX €OMHHL TPETHYHOH CTPYKTYpbl. CyOBeaHHHIIbI
YETBEPTHYHOM CTPYKTYPbl MOTYT ObITh KaK OAHHAKOBBIMH, TaK H pa3/IHYHbIMH, a HX Pacrnoo-
JKEHHE B YETBEPTHYHON CTPYKTYpPE — KaK CHMMETPHUYHBIM, TaK H HeCHMMeTpHUHBIM. [IpuMep
MPOCTON YeTBEPTHYHON CTPYKTYPB! MBI BUHIHM B Cjlydae reMorIoOHHOB NMO3BOHOYHBIX. Mone-
Kyna 3THuX 6eJIKOB COCTOHUT H3 UeThIpeX CyOBeIHHHII; OHA COOEPKHT IO ABE CYOBe AMHHLBI ABYX
THNOB — o ¥ . Kaxnaa cyOveaunuua npeactabnsaeT coOo#t OOHY MOMHIENTUAHYIO LEMNb, CIO-
JKEHHY10 B KOMIIAKTHYIO TPETHYHYIO I'TIOOYIAPHYO CTPYKTYpPY. C KaXaoif Lenbio cBA3aHa OJHA
rpynna remMa. MHTakTHBIN TeTpamep reMornoouHa azﬁz ¢ MoJ. Maccoit 66 000 nerko IHCCOUMH-
DYET Ha AHMeEpBI:

a B, 2 2af

aneHeliuas auccounauns 10 MOHOMEPOB TpebyeT Gonee xKecTKUX ycioBuit. B3aumHOe pacno-
JIOXKEHHE CyObelHHHL reMOrIo0HHa 3aBHCHT OT TOTO, COAEPXKAT JIH TeMbI B Kax Aol cyOnenu-
HHIIE CBA3aHHBIN Kucnopoa. ONHAKO, KaK MOKa3aHo Ha pHc. 1.5, Kaxabii aff-n1MMep Bceraa cBs-
3aH ¢ IPYTHM 0Cbi0 cuMmMeTpu C, (1oBopoT Ha 180°). KpoMe Toro, NockosbKy caMH 1o cebe a-
4 (-cyOLeNHHHIBI UMEIOT BECbMa CXOOHYIO TPETHUYHYIO CTPYKTYDPY, OHH TakKe CBA3aHBI OCBbIO
MCeBAOCHMMETDHH.

C 605ee cmoXHOM YeTBEPTHYHOM CTPYKTYPOIt MBI BCTpeyaeMcs B ciyuae pubocoMsl E. coli.
OHa conepxut Tpu Monekyinbl PHK u npubnu3uTenbHo 55 pa3Hbix 6enkoBbix uenei. Bce oHH,
KpOMe OOHOM, HMEIOTCA B EAHHCTBEHHOM 4YHCJIE, ONHH 0e/IoK — B ueThIpex 3K3emmnsapax. MH-
TakTHas 70S-pubocoma ¢ Monl. Maccolt 2,6 - 10% nerko pa3aenseTca Ha ABe CyOuacTHLIbI, HEpaB-
Hble 1T0 BenuyuHe: 30S ¥ 50S!. Kax BumHO u3 puc. 1.6, MOXKHO OCYLIECTBHTDH JAJILHERLITYIO JHC-
COLHMaLMIO KaXKa0# H3 ITHX cyOyacTHL ¢ 06pa3oBaHHEM LIEJIOTO pAda MPOMEXYTOYHBIX YaCTHII.
Huccoumanus 3akaHYHBAETCA NOTYYeHHEM HHIUBUAYAIbHBIX KOMIIOHEHTOB. 119 TaKHX CTPYK-
TYpHBIX 00pa3oBaHuif, kKak pHOOCOMBI, KOTOPBIE Ha CAMOM [IEJIE ABISAIOTCA HEKOTOPOH Hepap-
XHel ypoBHel YyeTBepTHYHOM CTPYKTYPBI, HHOT1a OKa3bIBAE€TCA YIOOHBIM TEPMHH «IATEPHYHASA
CTPYKTYpa», KOTODbIH OTpaxkaeT 0osiee BLICOKYIO CTeneHb accounauuu. Ho Mbl 6ynem u3be-
raTh NpHMEHEHHS 3TOr0 TePMHHA.

UeTBepTHYHANA CTPYKTYDPA HECKOILKHX O€IIKOB, COCTOALIMX W3 CYOBEeNMHHLL, B HacTOSALLEE BPE-
Ms XOPOILO H3BecTHA Onarogaps PEHTTEHOCTPYKTYPHBIM HCCIeIOBaHHAM. CII0XKHOCTb TAKHX
6enkoB BapbHpYET B IIHPOKHX Npeaeax — HayHHas cO CTOMb MPOCTHIX 6e1KOB, KaKk MEPOKCHA-
JHUCMYTas3sa (COCTOoALIAs U3 IBYX HAEHTHYHbIX CYOBEAHHHL), H BIUIOTH 0 TAKHX CJIOXKHBIX MOJIe-
KYJI, KaKk acnapraT—kap6amMowinrpaHcdepasa (cyObefHHHYHAS CTEXHOMETPHA KOTOPOM! OMHCHI-
Baetca GopMyoi TeCe)-

IIpuMeHeHHe 3MeKTPOHHON! MHKPOCKONIIHH NO3BOJIHIO OOHAPYXHTb M NPHOIHXKEHHO OXapax-
TEPU30BaTh Lienbld psag eule Oojee CIOXKHBIX YETBEPTHYHBIX CTPYKTYP; [PH 3TOM HHOTAA
JOMOMHUTENLHO HCMONb30BAJICH PEHTTeHOCTPYKTYPHbIN aHAIHN3 HH3KOTrO pa3peluedus. Ha puc.
1.7 noxa3aH s NpuMepa OYeHb KPYIHBIN CNOXHbIK OenoK, NHpyBaTAErHApOreHasHblit KOM-
nnexc E. coli. Mon. Macca 3TOT0 KOMIITEKCa COCTaBNAET mpuMepHo 5 - 10 nansron. Komnekce
COCTOHT M3 uened TpexX TunoB — t, p 4 f. CyMMapHbI#l CyObeAHHIYHBIN COCTaB NHpYBAaTOETH-
JpOreHasbl, NO-BHAHMOMY, OMHCBIBaeTCA GpopMynoH 1,4(P2);5 (f),- [pyro# npumep — BUpyc
TabayHolt MO3auk, cocToAMH H3 2130 naeH THYHBIX GeNKOBBIX CyOBEAHHHMILL, KOTOpPbIE 00pa3y-
JOT CIIMpaJib BOKPYT eqHHCTBEHHOM MoJekynbl PHK nnuHo#t 6400 HykneoTHaos. MMerorcs He-
KOTOpBIE NaHHbIE H O YeTBEPTHYHOM CTPYKTYDE elle Soiee CIOKHBIX CHCTEM — O 6enKoBBIX ac-
COLMaTax B BOJIOKHaX IONEPEUYHOIONOCATLIX MBILIL H O OeNKOBBIX CYOCTPYKTYpax B TaKHX
CPaBHHTENBLHO CJIOXKHBIX BHpYcax, Kak Oakrepuodaru T2 u T4.

1 B 1ex cryuasx, KOraa TOYHBIA COCTAB KPYMHbLIX CTPYKTYPHBIX 00pa3OBaHMi HEH3BECTEH HIIH KOTIA H3-
3a CJIOXKHOCTH HaCTHL NOJb30BATHCH NOJOOHBIMH JAHHBIMKM HeYNOOHO, NPHHATO MPHMEHATD AN HX 060-
3HaueHNA KoDHIMEHT ceINMEHTALMH B eAHHMUax Ceenbepra S.
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PHUC. 1.6. HekoTOpbI€ H3BECTHBIE B HACTOSIIEE BPEMsI COCTOAHUA puGocoM E.coli, BO3HUKAIOLIME B [6-
CTPYKTHPYIOLIMX YCIOBHSAX (10 MEPE BO3PaCTaHUA KECTKOCTH 3TUX YCioBui). Vicxomubie 70 S-4acTHIIbI CO-
Aepxat 55 pa3HbIX 6€nKoB (kax bl GEIOK, 32 HCKIIOYEHUEM OIHOTO, IPEACTAB/IEH OMHOM KOMHEH) U TPH
Monexkynsl pPHK.

PUC. 1.7. OnekTpoHHO-MHUKpOCKONHYeckas oTorpadus
MUpYyBaTAEruaAporeHasHoro kommiekca E. coli. HeraTtus-
HOe KOHTpacTupoBanue. (JIto6e3H0 npenocTasnesa a-pomM
Punom.)
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1.2.HexoTopsble LeHTPpaJIbHbIE BOIPOCHI OMOGH3NUECKOMH XMMHH

IToce TOro Kak Mbl NO3HAKOMHJIMCh C TEDMHMHOJIOTHER, HCTIO/Ib3yeMONR NIPH ONTHCAHHH CTPYK-
TYpPbI 6OIBIIHX MOJIEKYJT, MOXKHO COPMYJIMPOBATh DAL BONPOCOB, KaCalOLUMXCA TEX HJIH HHBIX
MOJIEKYJT M HX aCCOLHATOB, KOTOPBIE YaCTO BOSHHKAIOT y HCClleAoBaTeel, paboTatomux B 06-
nacte 6uoduinueckolt xumuu. He Ha Bce 3TH BONPOCH! MOXHO OTBETHTBH H HE BCE OHH MOTYT
6bITh NOCTaB/IeHbl NMPHMEHHTEILHO K 1000 cHcTeMe. 3amaua 3axiiodyaeTcs B TOM, 4TOOBI
ONpeNeSIHTh, KaKHe M3 HUX NeHCTBHTEILHO BaXKHbI OJIA H3YUEHHS TOH HJIH HHOHN CHCTEMBI, a 3a-
TeM pa3paborats 3PheXTHBHYIO CTPATETHIO HX PELIeHHA.

KAYECTBO ITPETTAPATOB

YT106bl Y3HATH, NOAXOOUT JIM JAHHAA MOJIEKYJIA HJIH CHCTEMA IS AETANIBHOTO H3YUEHHs, Clle-
OyeT OTBETHTH HA CJEAYIOLLHE OCHOBHbIE BOMPOCHI:

1. Moxcro au cuumamp npenapam yucmuim ? S1818emca au OH 20MO2eHHbIM no cocmagy? Ha-
NPHMEP, COOEPKHT JIH o06pa3el MOJTHMEPHBIE MOJIEKYJIb JIMIIb ONHOR MOJIEKYIAPHON Macchl?
Ha 3ToT BONPOC 4acTO MOXKHO OTBETHTH C NMOMOLLBLIO H3MEPEHHA PA3MePOB MOJIEKYJI, HCTIOJb-
3ysA TakHe METOIbI, KaK yIbTpaueHTpHbyrupoBanue, 3nekTpodopes u xpoMaTorpadHio (xoTo-
pble 6ynyT noapoOHO onucansl B 1. 11 u 12). Te ke MeETOAB! MOTYT OBITH HCTIOIL30BaHbI H IS
BbIJIe/IEHHA ONHOTO KOMIIOHEHTA H3 CMeCH MakpoMoJtekyJ. Ilpu 6Gonee neTasbHOM H3yYeHHH ro-
MOTEHHOCTH MOKHO HCIIOJIb30BaTh TaK)Ke XHMHYECKHI aHAIH3, YaCTO C MPHMEHEHHEM CIIEKTPO-
CKOIHYEeCKHX H3MepeHHH. HanpHMep, HepeKO BO3ZHHKAIOT BOMPOCK], HE COAEPKHUT JIH penapart
6enka NMPUMeCH HYKJIEMHOBBIX KHC/IOT, HET JIH B HEM KOBAJIEHTHO CBA3AHHBLIX C HUM CaxapoB (H
€CJTH €CTh, TO CKOJIBKO), COCTOHT JTH 610K H3 ONHOH HenpephIBHOR MOTHMENTHAHOM LIenH (H ec-
JIM 3TO TaK, TO KaKOBa e¢ MJIHHA). OTMETHM, UTO JaJIeKO He BCeraa CTOMT 3aIaBaTh BOMpPoOC 06
OTCYTCTBHH 3arpsi3HeHHA Oe/ika WIH HYKJIEHHOBOM KHC/IOTHI MaJTbIMH MOJIEKY/IAMH, TaK Kak I10o-
cnenHMe Hen30eXKHO NMPHCYTCTBYIOT B NpenapaTax. BoNbLIMHCTBO OHONOJWMEDOB — MOJH-
JNEKTPOSHTHI M OITOMY HAXOAATCH B OKPY>Xe€HMM NPOTUBOHOHOB. MHorna 6biBaeT BaXkHO Tlia-
TELHO NMPOKOHTPO/MPOBAThL THI MPOTHBOHOHOB, KOTOPhIe MPHCYTCTBYIOT B 0b6pasue. QueHb
4acTO AJIS HOPMAJILHOTO HYHKUMOHHPOBAHHA MAaKPOMOJIEKYJIbI ObIBa€T HEOOXOOMMO MPHCYTCT-
BHE HJIM OTCYTCTBHE T€X HJIH HHBLIX MaJIbIX MOJIEKYJI.

2. Hensremca nau npenapam Hamuerbim? Hem au 6 nem nospexcoenuli u He nOmepana 1u 6ax-
Haa e20 Yacmb npu évideseruu? BaxxHo 3HaTh, 06nafaeT /M Bbiie/IeHHAR MOJIEKYIa in vitro Tol
JKe CTPYKTYPOit H TEMH e CBOHCTBaMH, YTO H B XXHBOR KJIETKe, I'le OHA ObL1a CHHTE3HpOBaHa H
rae GoNbIHHCTBO 6HONONIHMEPOB OOBIYHO DYHKIHOHHpYET. MbI 3HaeM, YTO BO MHOTHX ClTy4a-
ax oTBeT Oyner Oe3yc/OBHO OTpHUATEILHBIM. In vivo MHOTHE MOJIEKYJTBI YIIAKOBAHBI B CJIOXK-
Hble CTPYKTYPBI. [locneqHHe HACTONBKO CIOXKHBI, YTO HX HCC/IeOOBaHKe DH3IHUECKHMH MeTOIa-
MH [IPAKTHYECKH HEBO3MOXHO. KpoMe TOro, Bx LeJJOCTHOCTB Tak JIErkO HapyUMTh, YTO GOJb-
LIMHCTBO METONOB BblIEJIEHHSA MOJIEKYJT IyTeM Pa3pYLIEHHA KJIETKH Pa3pyllaeT H 3TH CTPYK-
Typsl. Hanpamep, JHK in vivo, no-euaHMoMy, HHKOraa He ObiBaeT ¢cBOOOOHOMH, NOOOOHO BhI-
OeJieHHO# MOJieKkyJsie B pacTBope. OHa Bceraa B3aHMoneCTBYeT ¢ 6ekaMH H, OUEBHIOHO, YIIAKO-
BaHa B OpraHH30BAHHLIC HIIH YNIOPANOYEHHBIE CTPYKTYPHI B KJIETKaX KaK MPOKApHOT, TaK H 3y-
kapHoT. Hdaxke B mpocTeHmx Bupycax Monekyna JHK xak-to ynoxena. JJHK BHyTpu 6axTe-
puodara T2 nI0THO yNakoBaHa H 3aHHMaeT GOJIbLIYIO YaCTh BHYTPeHHEr 0 00'beMa rosioBkH da-
ra. Kak nokasano Ha puc. 1.8, ocMOTHUECKHH TH3KC, MPOK3IBOAUMBIN 1nd Beinenenua JHK u3
¢dara, NnpHBOANT K OrPOMHOMY YBENHUEHHIO 001ero oorema, 3anumaeMoro Monexkyno#t JHK,
XOTS HCTHHHBIA (COOCTBeHHBIN) MonekynspHbiit 06bem IHK ocTtaercs, no-suommomy,
NPEXKHHM.

TTOCKOJILKY YCHIOBHSA in VivO HEBO3MOJXHO NMOJHOCTBIO BOCIIPOH3BECTH in Vitro, NpHXOOHTCA
npuberaTh K OAHOMY H3 HECKOJIBKHX BADMAHTOB IIPOBEACHH HccnenoBanuit. UHOrma MOXHO H3-
y4yaThb OTAE/IbHbIE KIACChl MOJIEKYT BHYTDH KieTkn. s aToro tpebyercs, yTobsl H3yyaemble



PUC. 1.8. Bakrepuodar T2, nogBeprayThi#i OCMOTHYECKOMY IIOKY A1t ocBoGoxxaenus JHK. o cux nop
HEU3BECTHO, KakuM o6pa3om orpomHuas monekysaa JHK 6Gbuia HCXOOHO IUIOTHO CBEPHYTA Ui YIAaKOBKH
BHYTpH ronoBku dara. [A.K.Kleinschmidt, D. Lang, D. Jacherts, R.K. Zahn. Biochim. Biophys. Acta, 61,
857 (1962).]
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MOJIEKYIBI THO0 COCTABNAIN GOMBLIYIO AOJIO BCEH MACChl KIIETKH (KaK, HAMPHMED, reMOTJIOOHH
B 3PHTPOLHTAX), 160 06nanany ocoObIMH (PHIHUECKHMH HJIH XMMHYECKHMH CBOMCTBaMH, IO-
3BOJIAIOLIMMH HabII0AaTh HX HA POHE BCeX OCTa/IbHBIX KOMIIOHEHTOB KJIETKH (KaK, HanpuMep, B
clIy4ae HEKOTOPbIX TapaMarHH THBIX HJIH HHTEHCHBHO OKPAILEHHbIX MOJieky). C Apyroit cTopo-
HbI, HHOT[1a YAA€ETCA YBEIHYHTH KOJIHYECTBO HYXKHBIX MOJIEKYT BHYTPH KIETKH C IOMOUIBIO XH-
MHYECKHX H 6HONOTHUECKHX BO3AEHCTBHIA HJTH BBECTH CBOEr0 POAa 30H HIIH METKY, MMO3BOJIAIO-
LLYIO MMPOBOAMTD NMpAMbIe HU3HUECKHe HAOMI0NeHNA. DTH METOAbI OYeHb BaXKHbI, HO MX pa3pa-
60TKa HAaXOOHTCA MOK2 B HAYaJIbHON CTAMH.

Ecnu Monexkyny HEBO3MOXHO HMCCIEAOBATH in Vivo, TO HEOOXOAHMO MOCTOAHHO OTAABATh
cebe OTYET B TOM, YTO in vitro ee CBONCTBA MOTYT GbITh HHBIMH. Pa3/IHuHs MOTYT ObITh TAKHMH
pa3suTeNbHBIMH, KakK B ciayuae daroso#t JIHK, paccMOTpPEHHOM BbIIIE, HITH OUEHb HEOOIBITHMH,
HO He MEHEE BaXKHbIMH. B TeueHHe HECKONBKHX NECATHIIETHI reMOTIOOHH H3yuaii ropasao 6o-
Jiee HHTEHCUHBHO, YeM JTo60#t npyro# 6uononumep. O6 3TOM Oesike H3BECTHO OYEHb MHOTOE, B
YACTHOCTH YCTAHOBJIEHA €r0 MOMHasi TPEXMEPHAA CTPYKTYpa, HO ero GyHKIHOHANIBHOE NOBE/IE-
HHe (CBA3bIBAHME KHCJIOPOAA) in Vitro ObIJIO MO HeM3BECTHBIM MPHYMHAM HHBIM, YeM in vivo.
Bonee TOro, OHO pa3/IHYaioch B Pa3HbIX JabopaTOpHAX. B KOHIE KOHIIOB Ob110 06HapyXeHO,
4YTO CPOACTBO reMOTIOOHHA K KHCJIOPOAY PE3KO H3IMEHAECTCA MO BIHAHHEM MAJTBIX MOJIEKYJI OH-
tdbocdornuuepaTa, NPHCYTCTBYIOILHX B 3PHTPOUHATAX. B pa3HbIX 1aOOpaTOPHAX IPH OYHCTKE re-
MOTrNI0OHHa TepsUTH pa3nuuyHoe KoanyecTso audochornuuepara.

Cepbe3Hoit mpobeMoit apseTca H MOBPEXAEHHE MaKPOMOJIEKYJI IPH X OYHCTKE. BosbInH-
CTBO KJIETOK COAEPXHT (PEePMEHTHI, CrIOCOOHbIE THAPOIH30BaTh HIIH KaK-IH60 HHaue Moaudu-
LHPOBATh OENKH H HYKJIEHHOBbIE KHCJIOThI. OOBIYHO 3TH (epMEHTBI H30JIHPOBAHBI HIIH HX aK-
THBHOCTb IOJaBJIEH2 HHBIM COCOOOM, TaK YTO OHH HE CIMOCOOHBI 2TAKOBaTh KOMIOHEHTbI
KJIETKH, HO OHH MOTYT OCBOOOXAAThCA NMPH PA3PYILLUCHHH KIETKH.

3. IMoayualomca au npu ucnoAb306aHUU npenapama noemoparoujueca pesyaomamot? ObHa-
PYXXHBAIOT JIH MOJIEKYJIbI HACHTHYHbIE CBOKCTBA NP4 paboTe ¢ pa3sHbIMH npenapatamu? Mime-
HEHHA B COCTOSHHMH XXHBbIX OPraHM3MOB, H3 KOTODBIX MOJIEKY/bl ObINIH BBIACICHBI, HIIH HEHU3-
OexxHbIe HeOOMBIIHE BApHALIMK NIPH paboTe ¢ 0c060 YyBCTBUTENLHBIMH CHCTEMAaMH MOTYT MPH-
BOIHTE K NOJIYYEHHIO H3IMEHEHHBIX CTPYKTYD. XOPOLIHM KOHTPOJIEM [TIOCTOAHCTBA NPENapaTos
ABNAOTCA GYHKUHOHANbHLIE TeCThl. MMeeTca u pan waasimx GH3HYECKHX HIMEPEHHH, N0CTa-
TOYHO YYBCTBHTENBHBIX [JI1 TOTO, YTOOLI CTYXUTh KOHTPOJIEM KauecTBa npenapaToB. Ecnu U3-
BECTHA NPHYHHA HEHJAECHTHYHOCTH IPENAPAaTOB, HHOTAa ee yaaeTca ycTpauuThk. Hanpumep, nos-
pexaenne PHK 3a cuer ¢hepMEHTATHBHOIO PACIUICIUIEHHA MOXET ObITh CBEACHO K MHHHMYMY
MyTEM BBIACICHHA €€ U3 MYTAaHTHBIX O6aKTepHAIbHbIX WITAaMMOB, o6nanaronmx AeheKTHLIMH
HIIH HeaKTHBHBIMH pacmiennsionmMH PHK depmenTaMu; npucymas >XHBbIM OPraHH3MaM Ba-
PHAGENBHOCTL MOXET ObITH PE3KO YMEHBIUEHA 33 CYET HCMOJ/IL30BAHHA XHBOTHBIX KJIETOK, pac-
TYLIHX B KY/IbTYpPE B CTAHAAPTHBIX YCIOBHAX. [ eHeTHUECKHE BapHALIMM MOTYT ObITh YCTPaHEHBI
MyTEM HCIOJIb30BaHHA KJIOHHPOBAHHLIX KIETOK, MPOHCXOAAILMX OT OJHOTO F€HETHYECKH YHCTO-
ro npeallecTBEHHHKA.

BOITPOCBHI O CTPYKTYPE

Flocne TOro xak Mbl MOJIYYHJIH YHCTYIO H BOCTIDOM3BOJHMYIO CHCTEMY, MOXXHO NOCTaBHTh
MHO>XECTBO HHTEPECHBIX BONPOCOB, OTHOCALLUXCA K €6 MOJIEKYIAPHBIM XapaKTEPHCTHKAM.

1. Kaxoea ee cmpyxmypa? 3T0 €CTECTBEHHBIH BONPOC, H HA HErO MOXHO MOJIYUHTh OTBET Ha
pa3HbIX YPOBHSAX, B 3aBHCHMOCTH OT NMPHPOABI CAMOM CHCTEMBI, OT 3aTPAY€HHBIX YCHWIHHA H OT
KOJIHYeCTBa MMEIOLLErocs MaTepHana. OnpeesieHHe MEPBHYHON CTPYKTYPbl — 3TO B NEPBYIO
oyepeab 6HOXHMMYeECKasn, a He Qu3HyecKas 3anaya. OQHAKO 3HAHHE NEPBHYHON CTPYKTYDbI fB-
nserca obA3aTeNbHbIM MPEABAPHTENBHBIM YCIOBHEM MHOTHX QH3MYECKHX HCCIEMOBaHHH (CM.
BBeaeHne kK ToMy 1I). Unoraa ¢pu3nueckue MeTOabl OKa3bIBAIOTCA MOJE3HBIMH ITPH ONpeaeaeHHH
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NOCJIEAOBATENLHOCTH MOHOMEDHBIX 3BeHbeB. Heckobko HUXe OyayT NpHBeAeHbl COOTBETCTBY-
IOLLIME NTPHMEPBI.

HHbOpMaLHIO 0 BTOPHYHON CTPYKTYpE JIErye BCErO MOJYYHTD H3 CIIEKTPOCKOTIHYECKHX HCClle-
noBaHu#t. ONTHYECKHE METOAbI, 0OCyXKaaeMble B Il. 7 K 8, MOTYT JaTb HaJeXHbie CBEACHHUA O
XapaKkTepe BTOPHYHON CTPYKTYPHI OeJIKa B HYKJICHHOBOMH KHC/IOTBI H O KOJIHYECTBE PA3IHUHBIX
dopM. C ux nomoliusio, BOOOIE rOBOps, HeNb3s ONpedeNHTh, Kakie HMEHHO MOHOMEpHbIe
3B€HbA BXOOAT B T€ HWIH HHbIEC YYaCTKH BTOPDHUYHOM CTPYKTYyphl. deTanbHyto HHGoOpMaLHio 06
3TOM IS HYKJICHHOBBIX KHCJIOT MOXeT JaTh SIMP B coueranuu ¢ ADYTHMH MeTOOaMH (rn19)

IMonHaa TpeTHYHasA CTPYKTYpa 6HONOrHUeCKOH MaKpOMOJIEKYJ/Ibl MOXeT ObITh YCTAHOB/IEHA B
HACTOMllEE BpeMs JIHIIB C MOMOLIBIO PEHTTEHOBCKOH KpHcTalnorpaduH ¥ HEKOTOPBIX TECHO
CBA3QHHBIX C Hell OHGPAKIMOHHBIX MeTo#oB (rn. 13 u 14). Bee 3TH MeToabl TpeOYIOT BKIIOYE-
HHA MOJIEKYJI B XOPOILIO YNOPAAOUYEHHbIE KDHCTAJUTHYECKHE CTPYKTYDHBI, @ 3TO MOXHO CAeNaTh
JIMILB B CJTyYae HEKOTOPBIX OHOMONMHMepOB. 110 B TOM, UTO onpeae/ieHHasA YacTh OHOJIorHuec-
KMX MOJIEKYJ1 HITH CHCTEM HEYTIOPALOYEHA 0 caMolf cBoelt npupoae. TakHe CHCTeMbI HEBO3MOX-
HO HCCIIEAOBATH C BLICOKHM Pa3pellieHHEM C NOMOILBIO AHGPaKUHOHHBIX MeTonoB. Ecnn nosmy-
YHTb OOCTATOYHO COBEPILEHHbIE KPHCTAJUILI HE YOAETCA, MOXKHO IMOMBITATHCA HCCIIENOBATh
TPETHYHYIO CTPYKTYPY OHOMONHMepa, HCMIONb3ysd COUYETaHHE PANA MeHee HHPOPDMATHBHBIX Me-
TOOOB. JNEKTPOHHasA CIHEKTPOCKONHA H rHAPOAHHAMMYecKHe MeToab! (rn. 10-12) paror ceene-
HHA O pa3Mepe H popMe Monekynbl. Paa ¢pH3udeckux H XHMHYECKHX MOOXOQ0B MOXET AATh HH-
dopmanHio 0 TOM, AOCTYIHBI JIH ONpPEJE/ICHHbIE 3BEHbA AJIS B3aUMOLEHCTBHA C MOJIEKYTaMH
pactBopa. EcnH Takoe B3auMOAEHCTBHE HMEET MECTO, Mbl MOXEM 3aKJIFOUHTD, YTO ITH 3BEHbA
pPAacIoNIOXKeHb! IPEHMYLLIECTBEHHO HAa MOBEPXHOCTH H3y4aeMOH CTPYKTYpbI, & B IPOTHBOIOIOX-
HOM ciyuae — B rinyonne. HekoTopblie CIEKTPOCKOMHYECKHE METOABI MO3BOAKOT MOIYUYHTH 60-
Jiee OeTaNbHbIE CBEAEHHS O TPETHYHOM CTPYKTYpe. Tak, 3aTpaTHB 3HAUHTENIbHbIE YCHIIHA, MOX-
HO H3MEPHTBD C HX [TIOMOLLBIO PACCTOAHHE MEXAY ONPENEC/IEHHbIMH TOYKAMH BHYTPH H3ydyaeMoH
CTPYKTYPbI. TPYAHOCTD 3aK/IHOUAETCA B TOM, YTO ITPH 3TOM YAAETCA ONPEAE/IHTL B OTHOM OINbI-
T€ JIMIIL OJHO H3 PACCTOAHHUH.

JIpyrHe creKTPOCKOMHYMECKHE METOABI NPH YCIIOBHH, YTO MOJIEKYJIBI MOTYT OBITH YNOPANO-
YeHbl, MO3BOJIAIOT YCTAHOBHTb OPHEHTALIHIO OMNPEIEICHHBIX YYaCTKOB BTOPHYHON CTPYKTYpPBI
HJIH OTHAENBbHBIX 3BEHbEB B PAMKaX TPETHYHON CTPYKTYpPhI. B ciyuae yeTBepTHUHON CTPYKTYDBI
HMEETCA MHOTO Pa3jIMYHBIX IIOAX0A0B, KOTOPBI€ MO3BOJIAIOT ONPEASINTD YHC/IO H THIbI CyObe-
OUHAL. OOBIYHO OHH CBOOATCA K aKKYDATHOMY KOJIHYECTBEHHOMY HCCIICIOBAaHHIO HHTAKTHOH
CHCTEMBI H H3MEPEHHIO MOJIEKYJIAPHOMN Macchl Beex cyObenuHuL. Ecnu cucTeMa 0OCTaTOYHO Be-
JIHKa MO pa3MepaM, TO T€OMETPHIO PaCIONOXEHHA CYOBEIMHHL MOXHO YCTAaHOBHTBH C IO-
MOLLBIO 3JIEKTPOHHOTO MHKPOCKONA. B NpOTHBHOM cllyyae cBeieHHs O Helt MOTyT 6bITh oJTy4e-
HBI C MOMOILBI0 XHMHYECKHX METOAOB (HalpHMep, MPHIIHBAHHE) HIH HEKOTOPBIX (H3HUECKHX
METOHOB, JAIOMHMX HHGOPMALHIO O pacCTOAHHAX. EcnM cucTeMa COCTOHT H3 Majoro 4ucna
CyOBeIMHHI, HHOTIa MOXXHO MOJIYYHTh JAHHBLIE O CTPYKTYDE MyTEM TILATENbHOIO aHaIH3a ria-
PORMHAMHYECKHX NAHHBIX.

2. Moxcro au npedckazams cmpykmypy? J1aThb yTBEpOKTENbHBIA OTBET Ha 3TOT BOIPOC ObI-
JIO OOHOM H3 IJIaBHBIX Lienel 6HopH3HUECKOH XHMHH B T€MEHHE MHOTHX JIeT. PacCMOTDHM Ipex-
Jie BCero BTOPHYHYIO CTPYKTYPY. I'0BOps O npeacka3anud, HEOOXOOHMO pacCMOTPETh ABa ac-
nekTa. MOXHO JIH NpeacKka3aTh HIH KOJTHYECTBEHHO OOBACHUTD, HCXOAA H3 3aJaHHOM XHMHYEC-
KOH CTPYKTYDPBI OCHOBHOMN LIEITH MOJIHMepa, Haubolee YCTORYHBYIO T€OMETDHIO, HCIIOb3Ys MIs
9TOr0 M3BECTHBLIC CBEICHHA O KOBAJICHTHLIX H HEKOBAJICHTHBIX B3aumoneHcTeuax? Kak Oyaer
MOKAa3aHO B I'/1. 5 H 6, OTBET Ha 3TOT BOMPOC B OCHOBHOM MOJIOXHTENbHBLIN. OTOENbLHBIN BONPOC
3aK/IIOYAETCA B TOM, MOXHO JIH IIPeCKa3aTh XapaK TEPHCTHKH BTOPHYHOM CTPYKTYpPbI, KOTOpas
copMEpyeTCA NpH 3aJAHHBIX BHELIHMX YCIOBHSAX, HCXOAA M3 JAHHOM MEPBHYHON CTPYKTYDHI H
H3 ONpeAeNieHHOro Habopa BTOPHUYHBIX CTPYKTYDP. DTOT BONPOC CBOOHTCA 1A 6enKa K BOnpocy
O TOM, KaKHe OCTAaTKH OKa)XyTCs B CIIUPAJISX HJIH C/IOAX, a [UIA HYKJIEHHOBOM KHCIIOThI — KaKHe
OCTaTKH OKaXXyTcs B ABOMHOM ciupainu. [dNg TakuxX npeackasaHHuit HEOOGXOOHMO 3HATh, KakK Kax-
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nas 60KOBas Uenb H3MEHSET FHEPrHi0 BTOPHYHOM CTPYKTYDBI TOTO H/IM HHOTO THNa. J{OMKeH
MMETBCA TaKXKe CNocob MOMCKAa ONTHMANBHOR CTPYKTYDbI CPEIH BCEX BO3MOXKHBIX.

Jns HyKJIEHHOBBIX KHCJIOT pellieHHe 3TO! 3agauu mpoiue, 4eM aisa 6enxos. B 3ToM Bompoce
HMEKOTCA 3HauKTeNMbHbIe yenexH. OCHOBHbIE Mpeobnanaroime B3aHMOAEHCTBHS CBA3aHbI 3/1eCh
¢ 06pa3oBaHHeM YOTCOH-KPHKOBCKHX ap. BO3MOXXHOCTb TaKOrO ClapHBaHHA HENMOCPEACTBEHHO
BHIIHA U3 PaCCMOTPEHHA NEPBHYHOA CTPYKTYPBI. UTOOBI pacCUHTaTh 3HEPTHIO CMIADHBAHHSA MPH
TOM UM HHON NOCNenoBaTENbHOCTH OCHOBaHUM), HYXKHO Y4eCTh napaMeTpbl MeHee 40 TepMoOIH-
HaMHYECKHX B3auMoaeHcTBHH, DTOT Bonpoc Oyner paccMoTpeH B rin.23. B ciyuae 6enkos 3ana-
4ya OKa3blBaeTCA 3HAUHTENbLHO 6oee TpyaHOH. AMHHOKHC/IOTHAM NOC/IEI0BATEILHOCTD CaMa Mo
cebe He TaeT TakHX NPOCTHIX ClAeACTBHM, KaK MPABHJIIO KOMIIJIEMEHTAPHOCTH MIPH ClIapHBaHHH
OCHOBaHMi. UHCNIO nmapaMeTpoB TEPMOAMHAMMYECKHX B3aHMOOEHCTBHH, KOTOpblE MOJKHbBI
YYHTBIBAaThCA, OKa3blBaeTCA 3HAYHTEIBHO 60MbIie. ITO OOYCNOBIIEHO TEM, YTO YHCIIO Pa3HbIX
AMHHOKHCJIOTHBIX OCTAaTKOB PaBHO 20, B TO BpeMs Kak YHCJIO Pa3HbIX HYKJIEOTHAOB — BCEro 4.
HecMOTps Ha 3TH TPYAHOCTH, CYLLECTBYIOT, KaKk Mbl NnokaxeM, 6oee HIH MeHee HaleXHble
cnocoObl Npeacka3aHus BTOPHYHON CTPYKTYDHI G€/IKOB.

Ha BTOpOM 3Tane npeacka3aHus CTPYKTYDbI [€IaeTCs NMONbITKA Nepexona OT NMepBHYHON H
BTOPHYHON CTPYKTYDBI K TPETHYHOM CTPYKType. MaTeMaTHueckas CIOXHOCTb 3TOH 3adauM,
Kak Oynet BHOHO M3 AaJIbHEHILMX If1aB, OrpoMHa. s CTpOroro peueHus oka3biBalOTCA HeEAOC-
TaTOYHBIMH BO3MOXXHOCTH DBM — Kak CylLuecTBYIOILHX, TaK H TeX, KOTOPbIE NOABATCA B Oyny-
weM. OQHAKo 3a NOCNEeAHHE HECKOJIBLKO JIET ObIJT JOCTHTHYT 3HAYHTENbHbIN NMpOrpecc B pa3BH-
THH METOIOB IpeacKa3aHHA TOro, Kak MOJIeKyna Oenka HIH HYKJIEHHOBOM KHCJIOTH!I JOJIKHA
CK/1aAblBaTLCA B TPEXMEPHYIO CTPYKTYPY. DTO yOajoch clenaTh Omaronaps npaBHJIbHO BbiO-
PaHHBIM NPHONIH)KEHHAM H YTIPOLUeHHAM. TeM He MeHee ACHCTBHTENBHO YCMEIIHOE NMpeacKa3a-
HHEe TPEeTHYHON CTPYKTYPhI NOJIEMEPA 10 CHX NMOP He O6BIJIO OCYLLECTBIEHO. AHANIOMHYHOMN, HO,
NMo-BHOMMOMY, 3HAUHTENbHO Oonee mpocToi 3amauelt ABnsgeTcs Mpeacka3aHHe YETBEPTHYHON
CTPYKTYPBI HEKOEro KOMILIeKca, HCXOOA M3 3alaHHOM TPETHYHOM CTPYKTYPBI €ro KOMIOHEH-
ToB. Ecniu 6b1 nocnenuue 6b1IH XKECTKHMH, 3anaya Morja 6u1 ObITh pellleHa NyTeM MHHHMH3a-
HH MOJTHOM 3HEPTHH C MOMOLLBIO Nepebopa BceX pa3yMHBIX CTPYKTYP METOAOM NPOO H OluM-
60k. Taxue NONBITKH OENATHCH C LENbIO HCCIIEAOBAHHA BO3MOXHON CTPYKTYDPbl BOJIOKOH, 00-
pa3yoLUMXCA NPH arperaiuMy reMornoouta 60MbLHBIX CEpNOBHAHOKIETOUHOM aHeMuel. Y ike He-
60MnbLIOE KOJTHYECTBO AAHHBIX O CTPYKTYPE 3THX BOJIOKOH CYLLIECTBEHHO O61eryaeT BLIYHCICHHS
3a CYeT OrpaHHYEHHs YHCJIa FEOMETPHUYECKHX NepeMeHHbIX. BooOiue rosops, B 6yayieM mero-
[aM MpeacKa3aHHs CTPYKTYDPhl Oyder, oueBHOHO, NMPHHAAJIEXKATh OrPOMHaf POJIb — MOXET
6bI1TH, HE IPH pacyeTax a priori, a Kak cnocoby HCNoJBP30BaHHA BCEH HMEIOLLEHCH CTPYKTYDHOR
HHGOPMALIMH C UENBIO MOJIYYEHHsA BO3MOXKHO Gojlee TOUHON H OeTaJIbHON CTPYKTYDBI.

HUHorna ynaercs 3KCMEPHMEHTANBHO HCCIEOOBATh BOMPOC O CTENEHH B3auMoaeHcTBUA pa3-
JIMYHBIX YacTeH CTPYKTYPhI MeX Iy coOo, HanpUMep YCTaHOBHTDb, MOXET JIH OHH H3 CIIHPAJIb-
HBIX Y4aCTKOB HATHBHOTO I'NTOOyNapHOro 6enka BoIATH U3 3TOH CTPYKTYPbI, HE BIIHSASA IPH 3TOM
Ha ocTanbHbie. EcIM Ha caMOM e YIaIHTh 9TOT Y4aCTOK H3 MOJIEKYJIbI, CKaXXEM, C MOMOLLBIO
¢$hepMEHTATHBHOIO OTILEMUIEHHS, OCTAHETCS JIM OH CMHPAJBLHBIM B H30JIHDOBAHHOM COCTOAHHHK?
Kak cka)keTcs 3TO YAAJIEHHE HA OCTANbHOM CTPYKTYpe? JOonycTHM, YTO O€IOK HIIH HYKJIEHHO-
Bast KHC/IOTa NoABEpraeTcs NeHCTBHIO BHEIUHHX hakTOPOB, HANPHMED MOBBIIUEHHIO TEMIIEPATY-
pbl. SIBrIeHHE, COCTOsAIIEE B TOM, YTO Majloe BO3MYILEHHE BhI3bIBAaCT OONbIIOE H3IMEHEHHE B
TPETHYHOM H BTOPHYHOM CTPYKTYpPE, Ha3biBaeTCA KOONEPATHBHBLIM CTPYKTYDPHBIM NEPEXOAOM.
3DTOT BONpOC paccMaTpuBaercs B r1. 20 u 21. Takoe npeBpallieHHe NpeanosaraeT, YTo pa3jny-
Hbl€ H (BO3MOXHO) YAAJICHHBIE APYT OT OPYra Y4acTKH MOJIEKY/Ibl MOTYT B 3HaUHUTENBbHOM cTemne-
HH B3auMoaeficTBoBaTh. ClienoBaTenbHO, Npeacka3aTh CTPYKTYPY a priori 6yner BecbMa Tpya-
HO HM3-33a TOrO, YTO MOXET OKa3aThCA HEBO3MOXHBIM pPa3OUTh CUCTEMY Ha YaCTH B UENAX MPO-
BEIECHHS PacueTOB.

3. Asnnemca cmpykmypa xcecmkoi uau 2ubkoii? Bce MONEKy/IbI B TOH MM HHOM cTeneHH 06-
nanaoT rubkocThio. B cnyvae 60abLIMX MOJIEKY Hac HHTepecyeT, 06/1a3al0T JIH MOOBHXKHOC-
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TbIO OOKOBBbIE LIENH MM 6oJiee NPOTAKEHHbIE y4acTKH. HeKOTOpble MaKpOMOJIEKYJIbl, HANPH-
Mep reMorJIOOHH, MOTYT HaXOAUThCA B HECKOJILKHX AUCKPETHBIX KOHQOpPMaLHAX, KaK TOKa3aHO
Ha puc. 1.5. [Tono6HOE 06CTOATENBCTBO YaCTO HCIONB3YETCs OISl PETYISALMN UX OHOJIOrHUEeCKUX
dbyukuuit. JIpyrue MoJieKyiibl, HaIpUMED THIHYHBIA JeHATYPUPOBaHHbIN Oenok unu Gecnops-
OYHBIN IOJUMEPHBIN KIYyOOK, XapaKTepHu3ylOoTCs LEJIbIM CIIEKTPOM KOHboOpMaumii, ¥ Torma
yaaeTcs ONMCaTh JIMIIb YCPEAHEHHYIO CTPYKTYPY cucTeMbl. UTOOBI MOJIEKyIa pacno3HaBajia
JIMIIb BECbMA Crielu(HYECKYIO MHUILIIEHD U CBA3BIBAJIACh C HEM, B IPOCTEHIIeM BApHAHTE OHA 101~
JKHA IIPEACTaB/IATh COOOM KECTKYIO MaTpHIly, TOYHBIH OTHeYaToK MuiueHH. OOHAKO B psae
CllyyaeB BO3HMKHOBEHHIO CrelM(pHYecKHX B3aUMOOEUCTBHI CIOCOOCTBYET MMEHHO TI'MOKOCTH
MOJIEKYJI.

HexoTopblie MOJIEKYJIbI, HAIPUMEP MHOTHE KIMMYHOTJIOOYJIMHBI, IPEACTABIIAKOT c060it Habop
OTHOCHUTEJILHO XECTKHUX 00pa30BaHuM, COENUHEHHBIX MEXIY COOOM HECKOJIbKUMH r'HOKUMH CBsl-
3smH. I[1o-BUAMMOMY, rHOKOCTH, CBOMCTBEHHAA TAKUM CTPYKTYpaM, CBsA3aHa CO cnenupuyeckoi
(YHKUHOHAJIBHO# pOJibI0 MOJIeKyNbl. Kaxkaas Monekyia umMMmyHorno6ynuna G(JgG) umeer asa
LEHTPa CBA3bIBAHUS CO crenupuyeckuM aHTHreHoM (puc. 1.9). Eciu O6b1 uMMyHOrno6ynus G
OB1JT XKECTKOM MOJIEKYJION, OH MOT ObI CBA3BIBATH IBAa AHTUI'€HA, PACIIOJIO)KEHHBIX Ha IOBEPXHO-
CTH WK B 06BbEMeE, JIMILIL B TOM CJly4yae, KOrja UX pacrnojIOXKeHHe TOYHO OTBEYaeT reOMETPUH
3THX JBYX LeHTPOB. Eciu cBo6oaHAs FHEPrHs CBA3bIBAHUS B PACUETE HA OJMH LEHTD paBHa AGP,
TO KaXKyLIascs MaKpPOCKONHMYEeCKas KOHCTaHTa cBfA3biBaHUA IgG ¢ OOHMM aHTHMIEHOM paBHa
2 exp(— AG%/RT), rne Hamuune MHOXHTENA 2 06YCIOBIEHO TEM, YTO Kaxaas BeTb IgG Mo-
JKET crnelu(pHYECKH CBA3ATHCSA C OOHMM M3 aHTUreHoB. OnHako, nockosybky IgG obnanaer rub-
KOCTBIO, ropa3no 6oJiee BEpOATHO, UTO MOCJIE TOrO KaK OJMH U3 LIEHTPOB OyAeT 3aHAT, BTOPOM
TOXE€ OKaXXETCs 3aHATHIM. DTO — INPOSABIIEHHUE «XeIaTHOro 3ddexTa». X0Ta HTAIbLIUA CBA-
3bIBaHMsA CO BTOPBIM LIEHTPOM TaKas e, KaK ¥ C IEPBbIM, IOTEPS 3HTPONHH ropa3io MeHbIIe,
TaK Kak BTOPOH LIEHTp yxKe 3aduKCHpOBaH BOJIM3M aHTUIreHa O6arogaps TOMy, YTO NepBbIii 3a-
HAT @aHTUT€HOM. A JKE€CTKHUH JBYXBaJIEHTHBIH KIMMYHOTJIOOYJIHH cIOCOOEH HCNOJIb30BaTh XeNlaT-
HbIY 3G GEKT aJig yBeTMYeHUs CPOACTBA K aHTUIEHY JIMIb IIPH TOM YCJIOBHH, YTO €ro CTPYKTypa
CIIy4aifHO OOMYCKAaeT OOHOBPEMEHHOE 3aMOJIHEHHE 000MX LIEHTPOB CBA3bIBAHHA.

OnuH 13 cnioco6oB uccnenoBanus 0671aCTH JONYCTHMBIX KOHGOpMaLuii MaKpOMOJIEKYJIBI 3a-
KJIIOYaeTCsi B BapbUPOBAHUHM YCJIOBUM cpenbl. HekOBaJIeHTHBIE CUJIbI, CTAOMIM3HPYIOILIME Ma-
KPOMOJIEKYJIAPHBIE CTPYKTYPBI, 00cyXaaroTcsa B 1. 5. Micxons U3 CBOMCTB 3THX CHJI, MOXKHO

AHTHreH

AHTHTIEH -
CBSI3BIRAIOLI[HE
LIEHTPBI

PUC. 1.9. Cxema B3aMMOJEHCTBHUA aHTHUTEN ¢ aHTHreHaMu. Heckonbko Mosekynn uMmyHorno6ynunaa G B
THINAYHOM NPELMIMUTATE AHTHIEH — AHTHTEJNIO.
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3aK/IIOYHTD, YTO H3IMEHEHHA TEMIIEPATYPhl, PH, KOHLUEHTPALINK COJIM HITH COCTAaBa PACTBOPHTE-
ns cnocoGHBI BBI3BATh H3MEHEHHA B cTPYKType |. Uccnenopanue CTPYKTYPHI B 3aBHCHMOCTH OT
3THX TEPMOIHHAMHYECKUX MEPEMEHHBIX YacTO MO3BOJIAET BBIABHTbL UENAbIA pAN JHCKPETHBIX
CTPYKTYPHBIX (JOPM H M3MEPHTB Pa3HOCTb SHTAIBIHA H FHTPONHH MEXIY 3THMH HopMaMH.
HaunHblif Bonpoc ob6¢cyxaaerca B ra. 20-23.

B npHHUKIIE Ype3BblYatHO HHTEPECHO pa300paThcs B MEXaHH3ME BIIHAHMA H3IMEHEHHN OKpY-
JKAIOIHKX YCIOBHH Ha BTOPHYHYIO, TPETHUYHYIO H YETBEPTHUHYIO CTPYKTYpY. IlpeuMyniecTBeH-
Has YyBCTBHTENBHOCTB K ONPEAEICHHON NMEPEMEHHON YaCcTO JAET KIIHOY K IOHHMAHHIO TOro, Ka-
KOM THII HEKOBAJIEHTHBIX B3aMMOJeHCTBHI OTBEYAET 3a NPEHMYLIECTBEHHOE NMOJAEPXKaHHEe O1-
HOM omnpeneneHHON cTPYKTypbi. bonee cnenuanbHbI ciiyyalt BHEIIHHX BO3MYILEHHH — 3TO
CBA3b MEXOY KOHGOPMAIMOHHBLIMH H3MEHEHHAMH Ha Pa3HbIX CTPYKTYPHBIX YPOBHAX. Hamnpu-
Mep, BbI3bIBAIOT JIH H3MEHEHHA B YETBEPTHUYHOM CTPYKTYPE, TaKHe, KaK yaalieHHe OgHol cyobe-
JHHHIbI, H3MEHEHHA B TPETHYHON CTPYKTYpe Kako#-nubo apyro# cybrenuuuupi? Y HaoGopor,
KaK BJIHSIET H3MEHEHHE TPETHYHOM CTPYKTYDHI CyObeIHHHIILI HA XapaKTep H CTaOMJIBHOCTDb TOH
YeTBEPTHYHON CTPYKTYDPHI, B KOTOPYIO OHA BXOJAHT?

4. Hmeemca au 8 uccaeoyemoti cmpykmype umo-aubo 3HaKomMoe UAu OHA COBEPUUEHHO HED-
6biyna? V3 CKa3aHHOTO BbILLE CNIEOYET, YTO KAXKIOMY CTPYKTYPHOMY YPOBHIO 6€l1KOB HIIH Hy-
KJIEHHOBBIX KHCJIOT, MO-BHOAHMOMY, NPHCYLUH O0LIMe XapaKTepHble 0cOOeHHOCTH. HekoTophie
H3 3THX XapaKTEPHCTHK ABJIAIOTCA PE3yNbTAaTOM NEHCTBHA CHJI, ONPEOENAIOLUMX CTPYKTYDY.
Jaxe eCliH Mbl HE MOXXEM TOYHO MNPEACKa3aTh CTPYKTYPY, HHOTOA OKa3blBae€TCA BO3MOXXHBIM
pacno3HaTh HEKOTOPbIE €€ 3NEMEHTD], IPOTHBOPEYALLIME HALUHM CETOOHALIHHM NPEACTABJICHH-
aM. Takue CTPYKTYypHble OCOOEHHOCTH 4YacTO OKa3blBAalOTCA OYEHb BAXKHBI A NOHHMaHHA
dyukuun: HanpuMep, B cnyyae riio0ynapHbeIX 6€IKOB MOXHO B IIEPBOM IPHOIHKEHHH NpeIcKa-
3aTh OCOOCHHOCTH paclpeie/ICHHA aMHHOKHCJIOTHBIX OCTATKOB MEXTY TOBEPXHOCTBIO MOJIEKY-
JIbl M BHYTPEHHeH 06nmacThio. 3apAXeHHbIE TPYIIbl, HAPHMED JIH3HH HJIH apTHHHH, OOBIYHO
CONMbBATHPOBaHb! H OKPYXEHbI IPOTHBOHOHAMH. [1epeHoc H30IMPOBaHHON 60KOBOM LIENMH Tako-
ro THIAa BHYTpb IrNo0Oyabl He TONBLKO NMPHBEAET K NMOTEPE 3HEPTHH CONMBBATALMH, HO H OymeTr
BECbMa JOPOTro CTOHTD H3-3a 3JIEKTPOCTATHUECKHX B3auMonehcrpuit. Hanpumep, 3Heprus npu-
TAXEHHA OBYX IPOTHBOMOJIOXHO 3apAXEHHbIX HOHOB NPHMEPHO paBHA e/er, rne
e — 3NIeMEeHTapHBIN 3apAl, r — PAcCTOsIHHE MEXIY HOHAMH, PacCMaTPHBAEMBIMH KaK TOY€Y-
HbI€ 3apAObl, a € — IHIEKTPHYECKasA IPOHHLIAEMOCTD cpeabl MeXny HUMH. BHe 6enkoBoit rio-
Oynbl € paBHO MPHMepHO 80, a BHYTPH — NPHONH3HTENLHO B 20 pa3 MeHblue. [1o3ToMy, eciu
HeoOX0IMMO NePeHeCTH 3apAd BHYTPb, 3HEPTETHUYECKH 4YPe3BbIYaHHO BBIFOAHO MIOMECTHTDL BO3-
MOXHO OJIHXKe K HEMY ellle OOHH 3apAd NMPOTHBOMOJIOXHOrO 3Haka. OOHapy»XeHHe 3apanoB
BHYTpH rnobynsl 6enka nonobHo o6HapyKeHHIO 0a3HCOB B IYCThIHE. BepOATHO, OHH HAXOOAT-
CA TaM He ClIy4alHoO.

CpaBHuBas Mexay co0oH Te Ge/IKH HITH HYKIIEHHOBBIE KHCJIOTHI, CTPYKTYPA KOTODPBIX H3YY€HA
HOCTAaTOYHO XOPOILLO, MOXHO OOHAPYXXHThL 3aMeuaTe/IbHYIO TEHIEHIHIO: HEKOTOPbIE MOJIEKY-
Nbl, HECMOTPA Ha HX pa3iHuHe, 001aJal0T MOPAa3HTENILHO CXOMAHON CTPYKTYPOM, IPHYEM aXe
Ha pa3Hbix ypoBHSX. [103TOMy Bceraa HMeeT CMBIC/ CPaBHHBATh BHOBb HAIEHHYIO CTPYKTYDY C
H3BECTHBIMH CTPYKTYpPaMH. Ecnii OHa nonanaeT B onpeneneHHOe ceMeCTBO CTPYKTYD, NOI06-
HOE, HallpUMEP, CEMENCTBY CEPHHOBBLIX 3CTepa3, TO HHGOpPMALHA O WIEHAX 3TOr0 CeMeHCcTha,
MOJIyYEHHas paHee, CYLIECTBEHHO YCKOPAET H3y4YeHHe HOBOM cTPYKTYpPhI. Habmonaemeie CTpyk-
TYPHBIE PA3JIMYHA ABJIAKOTCA NMPH 3TOM PEllaIOIIMM O0CTOATENBLCTBOM 11 NOHHMAaHHA HCTOY-
HHKa MOOBIX QYHKIMOHANBHBIX Pa3/IH4HIA.

TIpoucxoxageHHe CaMHX 3THX CTPYKTYPHBIX CEMEHCTB, a TaKXE€ HX PacnpOCTPaHEHHOCTH
OCTAKOTCA 10 CHX NODP HEACHBIMH. KOHEYHO, rj1aBHON NPHUYHHON ABNAETCA OHBEPreHTHAsA 3BO-

[ JlaBneHue u BNEKTPHUYECKOEC NMOJNC TAKXC BaXXHbl, HO H3YHAIKOTCA PEXKE, TaK KK HX TPYAHEE H3MEHATD B
XOO€ IKCICPHMEHTA.
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mouKa. [IpUMHTHBHBIE OPraHM3MBI JOXKHBI OBIJIH COAEPXATh 3HAYMTEIBHO MEHBIIE Pa3iHy-
HBIX O€IKOB WIM HYKJIEHHOBBIX KHCJIOT, Y€M COBpeMeHHbIE, [IpocTeifiliuM OTBETOM Ha BCAKOE
HOBOE AaBJicHHe O0TOOpa Oblsia 6bl OyIUTHKALMA I€HOB C NMOCIeaylollel HeGombLIol Moauduka-
LMEN ONHOTO K3 IOYEPHHX I'€HOB, NpHBOAsALeH K HOBON GyHKUUH. [lelficTBHTENBHO, IEPBUYHAS
CTPYKTYpa HiH 60/1ee BbICOKHE YPOBHH CTPYKTYPHOM OpraHH3alMHd MOTYT HCMOJIb30BAThHCA NS
TOro, 4ToObI NPOC/IEANTD MYTH 3BOIIOLUHH OPTAaHU3MOB, MOAOOHO TOMY KakK ISl 3TOTO HCNOJb-
3yIOTCA CTPOEHHE KOCTEH HJIM APYrHe aHaToMuueckue ocobeHHocTH. [ipyroe, 6osee crnekyns-
THBHOE OOBACHEHHE HEKOTOPBIX CTPYKTYPHBIX FOMOJIOTHH, HabniogaeMbIx y GHONOINMEDOB,
CBA3aHO ¢ KOHBEPreHTHOMN 3Bomounell. CUHTAIOT, YTO HEKOTODPbIE OMOIOTHYECKHE CTPYKTYDBI
ABJISIOTCA CTOJIb ONTHMAJIbHBIMH IS PELIEHHS NAHHON QYHKIHOHAIIbHOM 3a1a4uH, YTO MOJIEKY-
JIbl, HCXOOHO YAAJIEHHBIE OT 3TOr0 ONTHMyMa, OyayT cO BpeMeHeM NpHONMKaTbCA K HEMY B OT-
BEeT Ha naBieHue oTbopa. TpyaHO OOKa3aTh, YTO KOHBEPreHTHAs JBOJIOLHMA BHECIA BaXKHBIA
BKJIaZl B CTPYKTYPHYIO KaDTHHY, HabnoaaeMylo ceroiHsa, HO TakKe TPYAHO MOJHOCTbIO HCKITIO-
YHTb TaKYIHO BO3MOXHOCTD.

HMHorpa cTpykTypa OKa3biBaeTCH CTOIb HEOOBIYHOMM, YTO NMO3BOJIACT CAeNaTh HENIOCPEACTBEH-
Hble BbIBOABI O GyHKIMKH. HanpuMep, Noxa 371€KTPOHHBIM MHKPOCKOIIOM 4acTHIbI 6eka dheppu-
THHA BBITIANAT KakK 6enkoBas 060104Ka, OKPYKaloilas 371€KTPOHOIUIOTHOE A1p0. XHMHUYECKHHA
aHa/IU3 IOKA3bIBAET, YTO OHO COCTOMT NpeHUMyilecTBeHHO U3 Fe,0,. CTaHOBHTCA ACHO, UTO
teppuTHH ABNAeTCA 6enKkOM — HakonuTeneM xenesa. OKCHABI XkKene3a HepaCTBOPUMBI B BOJE,
H 1711 OpraHu3Ma 6b110 6bl 3aTPYOHHTEIBHO TPAHCIOPTHPOBATh HX H BooOle obpaiiaThes ¢
HUMH. PeppPUTHH H3AIIHO pa3pellaeT 3Ty NpobjeMy NyTEM YNaKOBKHM Xene3a BHYTPH 6enka.

5. He usmenenst au ceolicmea uHouesuoyaabHuix 38eHves? BooObilie roBops, HaM XOPOLLIO H3-
BECTHbI HOHHBIE PABHOBECHSA, XHMHUECKHE H (H3HUECKHE CBONCTBA Bcex OObIYHBIX OOKOBBIX LE-
nek, BXOAAMX B O€JIKH U HYKJIEHHOBbIE€ KHCJIOThI. OAHAKO 3TH CBOMCTBA YacTO M3MEHAIOTCH,
KOra OCTaTKH OKa3bIBAlOTCA BKJIIOYEHHBIMH B YNOPAAOYEHHYK) BTOPHUYHYIO CTPYKTYPY WIH
CTPYKTYDbI BBICIIHX MOPAIKOB. DTO H3MEHEHHE MOXKET ABHUTbCA HCTOYHMKOM HHOOpPMAaLHH O
JIOKANTbHOM CTPYKTYpe BOJIH3H JaHHOTO ocTaTka. M3MeHeHHe CBOICTB MOXHO HMCCIEAOBATh NIPH
MOMOILIH HEKOTOPBIX (GH3HUECKHX METOIOB ¢ ropasao 6onee BbICOKMM pa3peLIEHHEM, YEM 3TO
yIaeTCA NPH HCCIIEAOBAHHH CTPYKTYPBI KaK LIEJIOrO METOAOM PEHTTE€HOBCKON KpHCTa/iorpa-
¢un. Hanpumep, onpeneneHHble CIEKTPOCKOMHYECKHE METOIbI 00/1aal0T BbICOKON 4yBCTBH-
TeJBHOCTBIO K XapaKTepy XMMHUYECKOH CBA3M HIIH K PACNPEACIEHHIO 3ICKTPOHOB BOKPYT JaHHO-
ro atoMa. Eciii 3TOT aTOM 4eM-TO BbIAENIEH, OH MOXET CIIYKHTb 30HAOM, IIOCKOJIBKY €70 MOX-
HO M3y4aTb Ha (OoHE BCelt MAaKPOMOJIEKYJIbI.

HMHorpa ki104oM K NOHUMAaHHIO GYHKLHHK JaHHOTrO 3BEHa ABJIAIOTCA aHOMAJIbHbIE XHMHYECKHE
CBONCTBA. I MAPOKCH/IBHBIE IPYINbI (HAIPHMEP, B ceEPHHE) 0ObIYHO 06nManaloT JHLIL HEGONDb-
UIOR PeaKLHOHHON CMOCOGHOCTBIO MO OTHOLUEHHIO K 31eKTPOGHIbHLIM peareHTaM. Ilomoxe-
HHE H3MEHAETCH TOJILKO NPH BbICOKMX PH, koraa oHH OenpoTOHHPYIOTCA. OOHAKO AABHO HM3-
BECTHO, YTO OIpedeICHHbI I CEPHHOBBIN OCTATOK B HEKOTOPBIX Oenkax obnafgaeT BLICOKOH peak-
ITMOHHOM CITOCOGHOCTBIO JaXke NIPH HeRTpalibHbIX pH. 3TO HCNONB3YeTCs CEPHHOBBIMHU 3CTEpa-
3aMH, B KOTOPbIX aKTHBHPDOBAHHDBIN CEpHH HIPaeT pOMb HYKICO(QWILHOTO arcHTa B MX KaTAIHTH-
4ECKOM LIEHTpeE. Tenepb H3BECTHO, YTO COCEAM YINOMAHYTOrO CEPHHA B TPETHYHON CTPYKTYpE
B3aHMO/JEHCTBYIOT C HHM TakKHM 00pa3oM, YTO 3TO NPHBOIMT K €ro cHjIbHON akTHBaUKHU. CHa-
4ajia CYHTalIH, YTO AKTHBALMA CBA3aHA C CHCTEMOH NnepeHoca 3apAaa, CTabHIH3HPYOLLEH HOHM-
30BaHHbIA cepuH (puc. 1.10.). Onnako Haubonee ToUHbIE PEHTIEHOCTPYKTYPHBIE JaHHBIE, HME-
IOILMECS B HAIllEM paclopsKeHKd, CBUAETENbCTBYIOT O TOM, YTO HabnlonaeMas XHMHYECKas ak-
THBHOCTb CEPHHA SABIAETCA PE3YJIbTATOM €ro BbIFOAHOTO PACIOJIOKEHHS DALOM C JEKTPO-
¢unbHBIM KapOOHMIIOM CBA3aHHOrO cybcTpaTa, a He Pe3y/IbTATOM €ro INOBBILIEHHON HYKIIEO-
GUABHOCTH.

6. Kaxum ob6pa3zom eo3nukaem oannda cmpykmypa? OOHUM U3 GYHOAMEHTAIBLHBIX pa3je-
710B 6MOJIOTHH ABJIAETCA MOPGhOJIOrHsA, pacCMaTPHBAIOLLIAs Pa3BHTHE U noaaepkaHue Gopmsl. B
cilydae GHONONHMEPOB MEXaHH3Mbl, OTBETCTBEHHbIE 32 (POPMHPOBaHHME CTPYKTYPBI, MOTYT
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PUC. 1.10. Mogaens o6pa3oBaHHa BOAOPOAHBIX CBA3EH MEXIY TPEMA OCTATKAMH B aKTHBHOM LIEHTPE XH-
MOTDHMIICHHA M IPYTHX CEPHHOBBIX 3cTepa3. Iloka3aHsl 1Be TayTOMEPHbIE CTPYKTYPbl. OHH 00pPa3yloT CH-
CTEMY, COODOLLUAIOLIYIO THAPOKCHIY CepHHAa HeGONMbLUON OTpHUATENbHBIA 3apan. OOHAKO HOBblE HaHHLIE
CTaBAT NOJ COMHEHHE HIEHO O HAIMYMH BOOOPOIHO#M cBsi3u Mexay Ser!® u His’?., [Cm. D. A. Matthews et

al., J. Biol. Chem., 252, 8875 (1977).]

ObIThL Pa3/IMUYHBIMH [UTA Pa3HbIX CTPYKTYPHbIX YPOBHel. UTO KacaeTcA NEPBHYHON CTPYKTYpbI,
TO, 3a MCKJIIOYEHHEM OOpa30BaHHA MNONEPEYHBbIX CBA3EH, 3TO B OCHOBHOM OHMOXHMHUECKas
npobiemal. Mexaun3m cuHTe3a creLMpHIECKHX AMHHOKHUCIOTHBIX ¥ HYKIIEOTHOHBIX IIOCIEN0-
BaTEIBHOCTEN H3BECTEH NOCTATOYHO ACTANBHO M 3Mlech oOcyxaaThcsd He Oymer. BTopuuHbie
CTPYKTYpPbI, B 0COOEHHOCTH Te, 0Opa3oBaHME KOTODBIX CBA3aHO ¢ B3aMMOACHCTBHEM JIMilUb
MEXOY COCeNHMMH (B paMKaX NEPBHYHON CTPYKTYPbI) 3B€HbAMH, B O11arONPHATHBIX OKPYXalo-
KX YCITIOBHAX 00pa3yoTca ObICTPO H CAaMONIPON3BOJIbHO. O AeTaNbHbIX CTAAMAX 3TOTO IIPOLEC-
Ca H3BECTHO MOCTATOYHO MHOIO, M 3TOT BONPOC NPHMEHHUTENBHO K 6e/IKaM M HYKJIEHHOBBIM
KHCIOTaM Oyaer obOcyXxaaThbesa B ri1.20-23.

MexaHH3Mbl GOpPMHPOBAHHA TPETHYHOM M YETBEPTHYHON CTPYKTYD 60J1€e CIIOKHBI M IPOTH-
BOpEUYHBEI. SICHBI JIHIIBL HEKOTOPBIE HX ACNIEKThi. PAN TPeTHUHBIX CTPYKTYp O€/IKOB H HYKJIEHHO-
BbIX KMCJIOT MOJXET in vitro o0pa3oBbIBaATLCA CAMOINIPOH3BONBLHO. DTH 3KCIIEPHMEHTHI NPOBO-
OATCA N0 Cleayolel cxeme: OHONOIHMED ¢ HATHBHON TPETHYHOM CTDYKTYpOR mMOaBepraroT
MaKCHMaJIbHO BO3MOJKHOR AeHATYPALlHH, 3aTEM ACHATYPHpYIollee BO3ACHCTBHE YCTPAHAIOT H
Habm0Mal0T BOCCTAHOBJIEHHE CTPYKTYDbI HITH QYHKLHOHANBHOR aKTHBHOCTH. HacKo/IbKO MOX-

1
XOTsA MexaHH3M HemaBHO OTKpPbITOro crnaiicuira PHK Moxer 6biTh ¢BsizaH H ¢ 60ree BbICOKHMH
YPOBHSAMH CTPYKTYPHOM OpraHM3aLyH.
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HO CYAHMTb, IPH 3TOM 06pa3ylOTCA MOJIEKYJIBI CO CTPYKTYPOit, HIEHTHYHOI BO BCEX OTHOLUECHH-
AX HCXOMHOM HATHBHOM CTPYKTYpE. B HEKOTOPBLIX CIIydasx OKa3blBaeTCA BO3MOXKHBIM Habiio-
JaTh OTHAENbHBIE CTAHH PEHATYPALMH, YTO MO3BOJIAECT CYAMTH O AETAJIAX Npoliecca obpasosa-
HHUA TPETHYHOM CTPYKTYphl. OMHAKO, KaK MPAaBW/IO, TPYAHO CKa3aTb, YEM ONPEAENAeTCd ITOT
MPOLIECC — TEPMOAHHAMMKON HMITH KuHeTHKOH. Ecii OH onpenensercs TEPMOJHHAMHKOH, TO
KOHEYHasi CTPYKTYpa SBJIAETCA TEPMOAMHAMHYECKH Haubolee ycTolunBo# U MOJIEKy/a «Iepe-
6upaeT» Bech HAGOp 3THX CTPYKTYpP. Eciu npouecc onpeaenseTcs KHHETHKOA, 3TO O3HAuaerT,
4yTO NepebHpaeTcs JHILB OrPaHHYEHHBIH HAG0P NPOMEKYTOUHBIX CTPYKTYD. IIpH 3TOM MOJIEKY-
jla B NPOLiECCE AOCTHKEHHSA KOHEUHON CTPYKTYPBI MPOXOAHT YePe3 COCTOSAHHA, Pa3[EIICHHBbIC
HH3KMMH KHHETHYECKHMH 6apbepaMu. B pesynbpTaTe KOHEYHAsA CTPYKTYpPa MOJXET OKa3aThbCs
MeTacTabunbHON M He COOTBETCTBOBAaThL aOCOIIOTHOMY TEPMOAHHAMHYECKOMY MHHHMYMY.

TOYHO Takoe k€ PACCMOTPEHHE H TaKas e HEONPEAEIEHHOCTh OTHOCATCA K Npoueccy obpa-
30BaHHA YETBEPTHYHOR CTPYKTYPhi. SIDKHM CBHAETENBCTBOM IKCIEPHMEHTAJIBHOTO HCKYCCTBA
MHOTIHX TaJIaHTJIMBBIX HCCIICAOBATENCH ABACTCA TOT PAaKT, YTO YAAIOCH OCYIIECTBHTD in vitro
caMocOOpKy pana HaubosIee CIIOXKHBIX YETBEPTHYHBIX CTPYKTYP — PHOOCOM, HYKII€OCOM H Ja-
K€ HENBIX BHPYCOB H3 OTHAENBHBIX KOMIOHEHTOB. Kak H B Cllyyae TPETHYHOH CTPYKTYpBI, BO-
NPOC BETHYaif11Iero 61ONOrHYECKOro 3HAYEHH 3aK/IIOYAETCA B TOM, IPOXOAMT JiK cbopka in vivo
TEM XK€ IYTEM, YTO H in vitro. OTBETHTH Ha HEro yTBEPAUTENBHO O4YeHs TpyaHo. Haubonee no-
Ka3aTeNbHBIA NOAXOM 3aKiIIouascsa Obl B TOM, YTOOLI HARTH MYTaHTOB, AedeKTHBIX No cbopke,
H CPaBHHTB IIPOMEXYTOYHbIE COCTOAHHA, HAKAILTHBAIOIHMECA in Vivo, O cTabHIBHBIMH IPOMe-
JKYTOYHBIMH GOpPMaMH, KOTODbIE MOXHO MONYYHTE in vitro. OAHAKO y 3THX MYTAHTOB IO ca-
MOH HX NpHpoAe npouecc COOPKH in vivo H3MeHeH, H HabIloaaeEMble TPOMEXYTOUYHbBIE HOPMBI
MOTYT HE COOTBETCTBOBATh TEM NOMJIHHHBIM popMaM, KOTOpbIe 06pa3yloTcs B HODME.

B HEKOTOPBIX CIy4yasxX MOXHO NOKA3aTh, Y4TO cOoOpKa in vivo NOKHA IPOXOAHThL HHAYE, YeEM
MpOLECC, NPOTEKAOLHI MOCIE MPOCTOrO0 CMEIIHBAHHA KOMMOHEHTOB. CrleayeT 3anaTh ABa
BaXXHeHIIHX Bonpoca. Bee mH MOnekynbl, ydacTBylOmME B Mpollecce ¢OOPKH, MPEACTABICHI B
KOHEUHOH cTpyxType? IMeIoT I BCe MOJIEKYIIbI, BXOAALIME B KOHEUHYIO CTPYKTYPY, TY K€ nep-
BHYHYIO CTDYKTYPY, KOTOPYIO OHH HMEJIH B MOMEHT HX NMPHCOCAHHEHHS K KOMIIJIEKCY in vivo?
Ecnn xoTsa 661 Ha oqHH Bonpoc OyaeT JaH OTpUUATENbHbIN OTBET, CIEAYET NPU3HATh, YTO Npo-
cTast npAMad cOopka in vitro MOXXeT M He OTBeYaTh B TOYHOCTH IpoLeccy in vivo. Hanpumep,
npH cOOpKe in Vivo HEKOTOPLIX BHPYCOB HYXHB! BCIOMOTaTeNbHbIE HE/IKH, CNOCOGCTBYIOIIHE
OpraHM3aliH BUPYCHOM o6onouku unu ynakoske JJHK B He#t. OnHako 3TH 6en1KH NOKHAAIOT BH-
PHOH €l1€ 10 OKOHYaHHA COODKH.

JpyruM pacnpocTpaHEeHHbIM ClIydaeM ABJgeTca GepPMeHTaTHBHAA MOAHGHKALMS TPETHUHOM
HJIH YETBEPTHYHOR CTPYKTYDBI NOCJIE YKIAAKH NOMHNENTHAHOM tenu. HarmaaHbIM npHMepoM
TaKOro poja fABJISECTCA HHCYJIHH. BhIIENCHHEIN U3 KIIETKH, 3TOT MaJICHbKHIt 6ETOK COCTOHT M3
JBYX MOJIMIENTHAHBIX Lened, COSAHHEHHbIX ABYMA AMCYIbOQHAHBIMH MOCTHKaMH (pHc.l.11).
MBHOroYHCIEHHbIE NONBITKH PEKOMOHHHPOBATD 3TH ABE OTAEBHBIC LENOYKH in Vitro OKa3ajJuch

PUC. L.11. ITepBuuHas ¢TPyKTypa NPOHUHCYJIHHA CBHHbLH.
OcTtatky OT 31 10 63 BLIPE3arOTCAH, B PE3YALTATE YETO 00-
pa3ytoTcs A- ¥ B-uenu pyHKUMOHANBHO aKTHBHOTO MHCY-
JIHHA.
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manoaddexTusHbIiMuU. TTo3xe 6B110 OGHAPYKEHO, YTO HHCYJIHH CHHTE3HPYETCA in Vivo KaK OHA
MOJKNENTHAHAs uenb. 1oce TOro Kak OHa CII0XHUTCA HEOOX0AUMBIM 06pa3oM, 6OMBILON LIEHT-
panbHBIi Y4aCTOK €€ BbIpe3aeTcsl pepMeHTATHBHBIM NyTeM, B Pe3yJIbTaTe Yero B KJleTke o6pa-
3yeTcs CTPYKTYpa U3 AByX Liemouek. Koraa c6opka compoBoXaaeTcs Takol XHMHUYECKOM MOIHU-
duxkanueit, noHMMaHHe ee MEXaHH3Ma 3aBHCHT OT BLIACHEHHS BpeMEHHOM MOCIeN0BaTEIbHOCTH
pPa3/MyHBLIX CTaAMM yYKHIaakH H MoaHdHKauHMH. Belno 6bl OYEHBb BAXKHO NMONBITATHCA ONpene-
JIUTh, ABJIAETCA JIM Ta HJIM HHas MoAHdHKaUMA NpeaBapUTENbHBIM TEPMOAHHAMHYECKHM YCIIO-
BHEM NPOXO0XXACHHA JAaHHOTO 3Tamna YKJIaJKH LENH H/IH K€ OHa 00yClIoB/IeHAa IPOCTO KHHETHYe-
CKMMH IIDHUYMHAMH.

BOITPOCHI, KACAIOIIMECA ¢ YHKINHA

3HaTbh CTPYKTYPY MaKPOMOJIEKY/IbI, HE HMES HUKAKOTO MPEACTABJICHHA O e¢ QYHKLHH, — 3TO
TO Xe caMoe, YTO JTH60BaThCA 30aHHEM, He 3Has HMYEro O ero Ha3HaueHHH MM ero oburare-
78X, DTO MOXET NOCTABJATh 3CTETHYECKOE YAOBOILCTBHE, HO HE AaeT MHIIM yMy. HekoTopsie
BOIPOCHI, KacarolKecss GYHKLMH, OTHOCATCA LEMHKOM K cepe OHOXHMHH HIH GHONOTHH, HO
MOHO Ha3BaTh HECKONBKO npobiieM, TpeOyrolHX BHHMaHHA CO CTOPOHBI OHOGH3HUeCKOH XH-
MHH,

1. Moxcno nu npeockazamo uau 06wacHumes @ynkyuro? Ecny 3anaHa TOMbKO CTPYKTYpa MO-
NeKybt, 661510 661 HEOGBIKHOBEHHBIM MTOABHUIOM IIPEACKa3aTh BCe pasHOoOpa3ue ee 6GHonoruye-
CKHX GYHKLMI, HCXOOA TOMBKO H3 OOILMX 3HaHHK B 06;1aCTH OMOXHMHH KJIETKH H H3 CTPYKTYDbI
JIDYTHX MOJIEKYJI, He pacnoJjiaras JONOJIHHTEIbHON, MoyYeHHOH u3 onblTa HHpopMauuelt o6
31Ok MOJiekye. Takol nyTh MOXHO Ha3BaTh MOJIEKY/IAPHOM apXe0/10THel, TOCKOJIbKY OH CpO.-
HH 3a7aue BOCCO30aHHA 06pa3a XH3HH H COLMAILHOM CTPYKTYDPBI Hekoero obiecTna no coxpa-
HUBLIMMCA 3[JaHUsAM H OPYTHM mnpeaMeram. IlpeanosioxuMm, Hanmpumep, uTo pacumdpoBaHa
CTPYKTYpa akKTHBHOTO LIeHTpa XHMOTPHIICHHA, ITOKa3aHHas Ha pHc. 1.10. MoxHo n4 Ha 3To# oC-
HOBE NPENCKa3aTh, YTO XUHMOTPHUIICHH ABIAETCA THAPOIHTHYECKHM HEPMEHTOM H YHTO CKODOCTh
OCYLIECTBJIAEMOrO HM THAPOJIH3a CHIBHO Pa3/IHYaeTCs B Cyvae CJI0XKHBIX 3GHPOB U aMHIOB?

BeposaTHO, yMecTHee 3a1aTh BONPOC, Kakas JONOJHUTEIbHA HHQOPMALHA, KPOME CTPYKTYD-
HOM, HeoOXxoaKuMa A/ MONHOro noHuManus GbyHkuuH. Boobiue rosops, ans Toro, YToObI npea-
JIOXKHTb IIPaBAONOAOOHBIN MeXaHH3M paboThl pepMeHTa, MOMHMO CTPYKTYPHBIX, HEOOXOTHMBI
KMHETHYECKHE H TePMOIMHAMHYeCKHe NaHHble. PasHULIA MexIy 3HaHHEeM TOro, YTO MpOLece
npaBgonogo6eH co CTPYKTYPHOM TOYKH 3PEHHA, H YTBEPKICHHEM, YTO OH JOCTATOYHO BEPOs-
T€H IHEPreTHYECKH HJIH KHHETHYECKH, YTOObI HMETh OHOJIOrHYECKOE 3HAUYECHHE, OYCHb BEJTMKA.

2. Bce au 6 cmpykmype agasemca Heo6xo00umbim? ITOT BOIIPOC OTHOCHTCA K Ka)KIOMY YPOB-
HIO CTPYKTYPHON OpraHM3aLMy M K KaXa0# nanHo#i ¢yuxkuuu. HanpumMep, Heobxoauma nu nns
BbINOJIHEHHA ONpeneeHHOM (GYHKUMH MHTAKTHas YETBEPTHYHAA CTPYKTYDAa HJH H30JIMPOBAH-
Hble CyOBEOHHHLBI MOTYT BBINOJHATH paboTy cTONb Xe Xxopomo? Ecnu 310 Tak, TO KakHe
HMEHHO CyObeANHHLb! OTBETCTBEHHBI 3a 3Ty GyHKLHI0? OOHHM H3 HauboJiee HHTEPECHBIX NPH-
MEpOB, KOria CBONCTBA OTHENMbHBIX CYOBEMMHHL OKa3bIBAETCH BO3MOXHBIM CPaBHHTBH CO
CBOCTBAaMH HaTHBHOM 4e€TBEPTHUYHOM CTPYKTYPHI, ABNseTca Oenok TpuntodancuuTasa E. coli.
OH uMeeT Cy6BbenHHUUHYIO CTPYKTYPY aofl,, H 10CTE TUCCOUHALHH MOXHO NONYYHTh OYHILEH-
Hbl¢ - U B,-cybbenuuuubl. OHM KaTaNH3HPYIOT CICAYIOILME PEAKLIMH:

a-Cybrenunuua: Mupon-3-rnuuepogochar 2 Uunon + Inuuepansaerun-3-¢ocpar
BZ-CyG'beunHHua: Hunon + Cepun? TpuntodaH + H,0
B cryuae uHTaKTHOTO ,f3,-pepMeHTa HabmonaeTcs Crefyrolmas pe3yabTHPYIOWAS PeaKLHs:
WHxnon-3-rmuuepodochar + Cepun 2 Tpunrtodan + [nuuepanbaerun-3-gocpar + H,0

Ha [OTyYE€HHE HJIH HUCMONIb30BAHUE B 3TOH IOCIEAHER peakLMH ¢BOOOOHOTrO HHOOJIA HET HHUKa-
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KHX YKa3aHu#t. 3TO MOXHO NPOBEPHTH, HANIPUMEDP, NyTeM A106aBACHHA B PEAKUHOHHYIO CMECh
PaIHOAKTHBHO MEYEHHOrO HH/I0JIA C TeM, YTO6bI YCTaHOBATH, BKJIKOYAETCA JIH OH B TPHNTO(dAH.

CxopocTh CHHTE3a TPHNTO(haHa HHTAaKTHBIM epMEHTOM Ha NMOPAAOK BBILLE, YEM 3TOrO Clie-
[OBAJIO OXHIATh Ha OCHOBAHHH CBONCTB H30JHPOBaHHbIX cy6benunul. Moxer 6biTh, 3TO 06-
YCJIOBJIEHO MIPOCTO TEM, YTO HHAON HE HAXOOMTCSA B PABHOBECHH C pacTBOopoM? UTo6b! npose-
PHTb 3TO, H3Y4aJIH MyTaHTHbIe GOpMbI pepMeHTa. FIcxons n3 u3BecTHOH FeHETHKH 3TOH CHCTe-
MBI, MOXHO Gb1IO IONYuHTh 6enKH, coaepxalye MH60 HEAKTHBHBIE a-LEMH, abfl,, TGO Heak-
THBHbIE B-uemnH, azﬁg. OHH OCYIIECTBIUTH TOJBKO YACTHYHbIE PCAKLKH, KaTAIM3MPYEMBble H30-
JIMPOBAHHBIMH AKTHBHBIMH CyObenuHunaMu. OnHaKo CKOPOCTB KaTallH3a B Cniyvae ayf},-Genka
6b1s1a 3HAIMTENBLHO BbilE, YEM B Ciyyae B,-CyGbeaHHuUIIEI, A B ClTyyae a,fi5-6enka oHa 6b1a Bbl-
11e, YeM IS H30JIMPOBAaHHBIX a-CyOnenuuun. CreqoBaTeNbHO, Kaxaas cyObeaHHHLA, BXOAS-
1af B HATUBHYIO YETBEPTHYHYIO CTPYKTYPY, Kak-TO H3MEHSAET CBOHCTBA APYro#t, Tak 4TO CKO-

POCTb KaTajiH3a BO3pacTaeT.
Kakne 0co6eHHOCTH TPETHYHON CTPYKTYPbl HEOOXOAMMBI AJ1s BBITOJIHEHHA JaHHOM bYHKUMH

H KaKHE He BaXXHbI [JIf Hee (ec/M TakHe ecTh)? Boobuie ropops, Ana GQyHKUHOHHPOBaHHUSA 60J1b-
LIHHCTBO GEMKOB H HYKJIEHHOBBIX KHMCJIOT JONXHbI HMETh HHTAKTHYIO TPETHUYHYKO) CTPYKTYDY.
CpaBHHBAA CTPYKTYDY HATHBHBIX H JIE€HATYPHPOBAaHHbIX (POPM, HHOIAA MOXXHO BBIJE/IHTh T€
YepThl TPETHYHON CTPYKTYDBI, KOTOPbIE HEOOXOAHMBI AJ1A GHONOrHYeCKO# aKTHBHOCTH. B cny-
Yyae NOJHGYHKUHMOHAIBHON MOJIEKY/bl 9aCTO YIAeTCA BbIABHTb YYAaCTKH, HrPAIOIIME Da3HYyIO
(YHKUHOHANBHYIO POJIb, IPHMEHSA Pa3IcficHHE €€ Ha YaCTH MYTEM MOCJ/IEAOBATENBHOTO pa3phi-
Ba CBA3clt. BHOMOrH cuMTalOT, YTO GHOJIOTHUECKYIO POJIb HIPAeT BCA NEPBHYHAA CTDPYKTYpa.
DTO NPEANOJIOKEHHE MOXHO CYHTATh AJOCTAaTOYHO OOOCHOBAHHBLIM, B IPOTHBHOM CJIy4ae TPya-
HO 6bU10 6b1 MOHATD, IIOYEMY B XOI€ 3BONIOLHOHHOTO O0TOOPA HeCyleC TBEHHbIE YaCTH He GbLITH
3JIMMHHHPOBAHBI M HE NPEKPATHIICA HX CHHTE3. BHOJIOrHYecKas poiib HEKOTOPBIX YYacTKOB MO-
JIEKYJbl MOXET NPOABIATHCA JIHIIbL KOCBEHHBIM IyTeM. HanpHMep, HEKOTOPBIE H3 HHX MOTYT
0Ka3aTbca HEOOXOAHMBIMH [UIA TOro, YTOOB! O6JIEriIHTH COOTBETCTBYIOLIYIO YIIAIKY OCTaJIb-
HBIX 4acTeit. In vitro, ogHaxo, yaaseHue ONpede/IeHHbIX Y4acTKOB MaKPOMOJIEKY/Ibl HHOI 1A He
NMPUBOAHT K HapYWIECHHIO ee GyHKunit. DTO, BEDOATHO, 03HAYAET, YTO MbI A0 CHX IIOP HE MOHH-
MaeM BCEX TOHKOCTEHR noBeleHHA 3TOR MaKpOMOJIEKY/Ibl HIH Te€X (PaKTOpPOB, KOTOPBIE in vVivo
PEryHpYIOT €¢ CHHTE3, aKTHBHOCTb M pacnai.

3. C kakumu Opyzumu monexynamu e3aumodeiicmeyem Oannas monexyaa? O6bIYHO MepBble
yKa3aHAs Ha B3aHMOJEHCTBHE OAHHOM MaKpOMOJIEKYJIbl ¢ KAKHMH-TO OPYTMMH H3 OIPOMHOIO
MHOXXECTBA MaJIbIX H 60JIbLIMX GHOJIOMHYECKHX MOJIEKYJT IOJIYYAIOT NPH HCCIIEAOBAHHH €€ (DyHK-
uHit. 3aTeM NBITAIOTCA YCTAHOBHTDb, CKOJILKO MOJIEKYJ1 JAHHOrO THIIA MOXXET B3aHMOAEHCTBO-
BaTh C PacCMATPHBAEMOR MAKpPOMOJIEKY/IOH ONHOBPEMEHHO, KaK MPOYHO OHH CBA3BIBAIOTCH H
BC€E JIH CBA3BIBAIOTCA OOMHAKOBO. Ha 3TH BONPOCHI MOJKHO OTBETHTb ¢ IOMOUILIO NPSAMBIX Tep-
MOIHMHAMHYECKHX H3IMEPEHHH CBA3bIBAHMS (HANIPHMEP, C TOMOUILIO PABHOBECHOTO JHAIH3a) WK
MPHMEHA% MEHEe MPAMbIE CIIEKTPOCKONHYECKHE METOAbI. EC/TH CBA3BIBAOILHECA MOJIEKYIBI 06-
JIamaloT NOAXOMALIMMH CNIEKTPOCKOMHYECKAMH CBOHCTBAMH (HaMPHMED, €CJTH OHH OKpallleHbl ),
3a HUMM HaOJIIOOAIOT HENMOCPEACTBEHHO. B IIDOTHBHOM Cllyyae MHOrZa MCNOJB3YIOT CIIEKTPO-
CKOITHYECKHE CBORCTBA MOJIEKY/IBI-MAaTPHLbI, C KOTOPOH OHH CBA3bIBaloTCA. B Oonee cTporux
HCCNICIOBAHHAX H3YYalOT TEPMOAHHAMHKY H KHHETHKY NMPOLIECCA CBA3bIBAHHSA.

B cniyyae cBA3bIBaHHSA MasIbIX MOJIEKYJT HaCTO MOXXHO NMPOH3BOAHTbL CHCTEMATHYECKYIO MOIH-
(HKALHIO MX CTPYKTYDBI, H 3TO MO3BONAET ONPEAEIMTb, KaKHE HX 0COOEHHOCTH y3HaloTca 6en-
KOM HIH HYKIICHHOBOM KHCITIOTOM M ¢ KaKo# Lebio. B kauecTBe NpoCcTOro NpHMepa MOXKHO IPH-
BecTH 6eNoK TpaHchePpHH, OYEHb MPOYHO CBA3bIBAKOLLHK Fe? * B OBYX 3KBHBAIEHTHDBIX y4acT-
Kax. Ero cpoAcTBO KO MHOTHM APYTHM H3BECTHBIM [IBYXBAJIEHTHBIM HOHaM, HAIIPHMED K Ca2*
# Mg? * | 3HaunTensHo HEXxe. OTCIOAa ClEAYeT, 9TO TpaHcheppuH — 3TO 6eNoK, nepeHocs-
LIHA XKee30.

Ecnu MakpoMonekyna cnelnpHyeckd B3aHMOACHCTBYET C IPYTHMH MOJIEKYJIaMH pPa3HOro BH-
I, TO XKEJAaTeILHO 3HATD, KaK MPHCYTCTBHE OHMX BIIHAET Ha CBA3bIBaHHE APYTHX. KOHKYpeHT-
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HOE CBA3BbIBAHME 03HAYaeT, YTO B HEM YYACTBYIOT OJHH H Te€ e (HIH NepeKpblBaOlIHeCH) HITH
e OTAeTbHbIE, HO B3IAHMHO HCKITIOUAIOLLHE IPYT APYTa MECTa; Noc/eAHee MOXeT 6bITh, HaNpH-
Mep, 00YC/IOB/IEHO T€M, 4TO CBA3BIBAHHE OAHON MOJIEKY/IbI BbI3bIBAET TAKOE CTPYKTYPHOE H3-
MEHEeHHe B MaKpOMOJIEKYJle, KOTOPDOe JIMKBHAHPYET MECTO CBA3bIBAHHA APYroi Momexyiml. C
APYTO# CTOPOHBI, CBA3BIBAHHE MOXKET ObITh KOONEPATHBHBIM, IPH KOTOPOM NPHCYTCTBHE O-
Ho#t MaJT0it MOJTEKY/IbI CTHMYJIHDYET CBA3bIBaHHE APYTHX MO0 TOro e copTa, TH60 CoBEpIIEH-
HO Apyroro. OTH 3¢dexTs! MOryT 6bITH BECbMa CIIOXKHBIMH, €CJIH B HHX Yy4aCTBYET OIHOBpeE-
MEHHO HECKOJILKO Pa3HbIX THNOB B3auMoaeicTeuit. Huxke Mbl OKaXXeM Ha psiae IPHMEPOB, Kak
MOSKHO aHAJTH3IHPOBATh NOAOOHKIE CITYYaH.

4.Kaxoea cmpyxkmypa @yuKkyuoHanvHo2o yenmpa? BonbummMHcTBO QYHKUHE MaKpOMOJIEKY
MoXeT OBbITh CBA3aHO C ONpeNeeHHBIMH HX y4acTKaMH. [To3ToMy BCe BONIPOCH! O CTPYKTYPE,
3aTpPOHYTHIC BhIlLE, MPHOOpETAIOT pELIAUICe 3HAYCHHE NPHMEHHTENBHO K 3THM YYacTKam.
KpoMe Toro, xenaTesbHO 3HaTh, KAKHE OCTATKH B MAaKPOMOJIEKYJTe AERCTBHTEIBHO KOHTAKTH-
PYIOT CO CBA3aHHON MOJICKyNOit. PacnonokeHs! IH HEKOTOPBIE H3 HUX TakK, YTOOBI HrpaTh PONb
B Kataym3e? OcoGeHHO BaXKeH BONMPOC O TOM, CONMPOBOKAAETCA JIH CBA3bIBAHAE HIIH GDYHKIMOHH-
pOBaHue CTPYKTYPHBIMH H3IMEHEHHAMH B «XO3AHCKOR» MaKpOMOJIeKy/ie WiIH B CBA3aHHOM ¢ Helt
Monexkyne. Hampumep, MHOrHe OenkH MpencTaBisaioT cobolt cMech MONeKyN, HaXOAMIHXCA B
HECKONBKHX OHCKPETHBIX KOHGOpMALMsX, H JMILIL OHA H3 HHX MOXET OKa3aTheA cTabuibHoIM
NMPH HaChILLEeHHH GelIka CBA3BLIBAIOIIMMHCS C HUIM MOJIEKY/IaMH. MHOTHe MaJible MOJIEKYJIbI, CBA-
3BIBAIOLIHECA ¢ JBOMHBIMH CIHPAIAMH HYKJICHHOBBIX KHCJIOT, BBI3BIBAIOT HEKOTOPOE HX pac-
KpYYHBaHHAE, YAIHHAA BCIO CTPYKTYpY. Bce 3TO O3Hauaer, 4TO AajIeKO He Bceraa CTPYKTypa nac-
CHBHOM, He paboTalowe#t MakpOMOJIEKY/Ibl HACHTHYHA CTPYKTYpe GYHKIHOHMpYIOLIEeH Makpo-
MOJIEKYIBI.

Ecnu npu GYyHKUHOHHPOBAHHH NPOHCXOMAT CTPYKTYPHBIE H3IMEHEHHS, NIPEXIE BCEro Heobxo-
JMMO BBISICHHTB, HA KAKOM CTPYKTYPHOM YPOBHE OHH OCYILECTBJIAIOTCA H KAKHE YYAaCTKH B HHX
BOBJIe4eHEl. MOXHO OayMaThb, 4TO B CIyYae OKCH- M Je30KCHreMoro6una (puc. 1.5) riaBHoe
CTPYKTYPHOE H3IMEHEHHE, CONPOBOKAAIOLIEE OKCHTEHAIIHIO, COCTOHT B TIEPECTPOMHKE YETBEPTHY-
HOMt CTPYKTYDBI, HO 3TO He 00A3aTenpHO Tak. KHCITOpOX CBA3bIBaETCA C IPYINAaMH reMa, paciio-
JIOXEHHBIMH BOJIH3H YUacTKOB KOHTAKTHPOBAHHA 4eThipex cybveannuu Genka. Ho ans toro,
4TOOBI TPOH3OLLIO H3MEHEHHE YETBEPTHUYHON CTPYKTYDPBI, CBOACTBAa OCTATKOB Ha MOBEPXHOCTH
IOJDKHBI OBITH Kak-TO H3MeHEHBI. JJefCTBHTENBHO, KOT/1a KHCIIOPO/ CBA3BLIBAETCHA C TEMOM re-
Mori06HHa, aTOM Xemne3a B reMe CABHIa€TCA, YTO BBI3BIBACT PAJl HeGONMBIIKHX H3IMEHEHHIt Tpe-
THYHOH CTPYKTYDPBI, H3MEHAIOLLMX NIOBEPXHOCTh CYOBENIMHHL. DTH H3IMEHEHHSA HE MEHeEE BaXKHbI
[T TOHHMaHHA MeXaHA3Ma KOONEPATHBHOTO CBA3BIBaHHA KHCJIOPO1a FeMOTJIOOHHOM, 4eM 3Ha-
YHTENBHO 6Onee 3aMeTHbIE H3MEHEHH] YETBEPTHUYHON CTPYKTYpPHhI. VIHOT1a B MaKPOMOJIEKYIIe
He NPOUCXOHT CTPYKTYPHBIX NEPECTPOEK NPH CBA3BIBAHHH C HEH IpYyro# MOMEKysbl, HO 3aTO
MOCJIEOHAA NMPETEPIEBaeT TakHe H3MeHeHHA. TTpexpacHBIM PHMEPOM Takoro pona SB/IAETCA
CBA3BIBAHHE reKkcacaxapuaa ¢ Molekynoft depMenTa nH3ounMa. Kak noxasaHo Ha puc. 1.12,
OIIHH H3 YYaCTKOB CBA3LIBAHHA caxapa B MOJIEKYJIe IH30LMMA He CIOCOGeH MPUCOEIHHATD caxap
B HOpMaJIbHOH KOHGOpMalHH Kpecia. dns Toro 4To6sl MPOH30LLIO TAKOE CBA3BLIBAHHE, caxap-
HO€ KOJIbLO IO/IXKHO NehOPMHPOBATHCA H MEPERTH B HOpMy NOMykpecna, 4TO SHEPreTHYECKH He
BBIrOOHO. TeM He MeHee 3TOT Mepexol OCYLIECTB/AETCHA, TaK KaK 3aTpaTa 3HEPrHH ¢ JTHXBON
KOMIIEHCHDPYETCA SHEPrHel CBA3BIBAHUA OCTAJIbHBIX MOJIEKYN caxapa. I py6o rosops, MH3ouuM
cnoco6eH HCMONMb30BATD 3HEPTHIO CBA3ILIBAHHA, CKOHLIEHTPHPOBAB €€ B OJTHOR TOYKE YIIEBOAHO-
ro KOMIIJIEKCa. 3TO NOMOraeT pa3pbIBy cBfA3H C— O B OMHOM H3 CaXapoOB, YTO ABJIAETCH YaCThIO
MEXaHH3Ma KaTaJIHTHYECKOr o NeACTBHA depMeHTa.

B cnyyae TH301HMMa CTPYKTYDHBIE H3IMEHEHHs B 06/1acTH aKTHBHOTO LIEHTPa JOCTATOYHO Be-
NHKH, u 61arogapst 3TOMy HX MOXKHO 4€TKO BHAeTh. OIHAKO cniocoOCTBOBATh MPOTEKAHHIO XH-
MHYECKHX PEaKUHH B AKTHBHOM LIEHTPE MOTYT H 3HAaUHTE/NIBHO MEHbLIHE H3IMEHEHHA. TakoBsl,
HanpuMep, U3MEHEHHA NETaJbHbIX OCOOEHHOCTEH JIOKANLHOIO OKpyXeHHsA. I'aBHOR uenbio
6HodH3NYECKON! XHMHH AB/IAETCH KONHYeCTBEHHOE 06BbsACHEHHE 3beX THBHOCTH QepMEHTOB Kak
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PUC. 1.12. Tperuunas CTpyKTypa Ju3ouuma Oesika KypHHOro siiiia B KOMIUIEKCE CO CBSI3aHHBIM cyOcTpa-
TOM (NAG—-NAM)a. XuUMHUECKYI0O CTPYKTYpPY cybctpara cM. Ha puc. 1.2. SIpKO OKpalleHHble
Najao4YKH — BONOPO/HBIE CBA3M MEXAY epMEHTOM H cy6cTpaToM. OTMETHM, 4TO caxap, 0003HaYEHHbIM
6yksoi#t D, nebopMHPOBaH Tak, YTO YEThIPE aATOMA JIeXKAaT B OMHOM IJIOCKOCTH. MecTO pa3phiBa CBA3H NOX
[IEHCTBHEM JIM30LMMA OTMEYEHO NMYHKTHPOM. (PucyHox Mpsunra Ieiica.)

KaTanu3aTopoB. OfHa U3 TPYOHOCTEM 30ECh COCTOUT B TOM, 4TO 3G (EKT BO3HUKAET B PE3yilb-
TaTe COBMECTHOrO AEUCTBHA OOJBLIOro 4mcia GakTopoB, KaXKIbli H3 KOTOPBIX caM IO cebe
BECbMa HE3HAYUTEJICH H NO3TOMY C TPYAOM MOANAETCA U3MEPEHHIO.

5. Kak ocywecmensemcs pezynayua @yrnkyuu? Ins 60IbIIMHCTBA IPOLIECCOB, IPOTEKAIOIIMX
B )KMBBIX OpraHM3Max, XxapakTepeH )eHOMEH roMeocTasa, T.€. B OpraHu3Me HabonaeTcs TeH-
JIEHIMS CONPOTHUBIATHCA JIIOOBIM H3MEHEHUSAM HIIM KOMIEHCHpOBaTh UX. Crioco6HOCTh 6100
TMYECKHX MOJIEKYJT K CaMOPEIUTHKALMK M KaTajJu3y OOLIMPHBIX KJIacCOB peakuuil TauT B cebe
ONACHOCTh BO3HUKHOBEHHMS XMMHYECKOM HECTAOMJIbHOCTH. B KOHIIE KOHIIOB, B3DbIB SBJISETCS
NMPOCTO aBTOKAaTAJUTHYECKOM peakuueii. SICHO, YTO XXMBbIE OPraHH3Mbl HAYYHITHCh KOHTDPOJIH-
pOBaTh CBOM XMMHYECKHE NMPOLECCHI TaK, YTOObI 06ecneynTh NpaBUiIbHbIN 6alaHC CHHTE3HpYe-
MBIX BellEeCTB, 3 (eKTHBHOE HCIOJIb30BaHHE HMEIOLLIEHCS SHEPTHH U CTIIa)KHBaHUe GIIyKTyaumi
IIMPOKOrO Kpyra napaMeTpoB OKpYJKaroulel cpeabl. 3TO 03HAYaeT, YTO HYHKLIHH MHOTHX 6HO-
JIOTHYECKHX MOJIEKYJI JOJKHBI PETYJIMPOBAThCS B OTBET HA HYXAbI opraHu3ma. Takas peryis-
LU MOXXET NPOUCXOOUTH HA Pa3JIMYHBbIX YPOBHAX.

PaccMOTpHM BO3MOXKHBIE MEXaHH3MBbI PEry/IsliMM aKTHBHOCTH (epmeHTa B KileTke. OnHEM
U3 PEryJIMpyeMbIX IapaMeTPOB ABAsAEeTCs obliee KonuyecTBO hepMeHTa. DTa BEIMYHHA ONpeae-
NIieTCA CKOPOCTSIMHM CMHTE3a H pacnana. pyroit napaMerp — 071 akTUBHOTO epMenTa. OHa
MOJKET U3MEHATHCH, HAIPUMED,, IPH H3MEHEHUH PABHOBECHS Ha YPOBHE YETBEPTHYHOMN CTPYKTY-
pbl, 0Opa3syrowleicss U3 aKTHBHBIX M HEaKTHUBHBIX GopM. Takoe paBHOBECHE MOXET PEryIHpO-
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PHUC. 1.13. CBaA3bIBaHHE KHCIOPOAA reMOrnoOHHOM Kak (YHKUHMA MapUHaNbHOIO AABJICHHA KHCJIOpOOa.
CrpenkaMH OTMEYEHO NPHMEPHOE MaplLMalibHOE AaBlieHHE B Kanuuiapax (30 TOpp) 4 B JIETKUX B YCJIOBHAX
BbICOKOropes (50 Topp). IlpHuBeneHsl KpHBbIE CBA3LIBAHHA UIA TPeX Pa3/IMYHBIX KOHUEHTpauui audocdo-
rnHuepara. CrnocoGHOCTH reMOroOHHA OTAaBaTh KHCIOPOI ONpENeNAeTCa Pa3HOCTHIO KOJMYECTBA CBA-
3aHHOTO KHCJIOPOA B JIETKHX H B KanmHApax. U3 pucyHka BHAHO, KaK 3Ta Pa3HOCTh BO3PACTAET NIPH BbICO-
koM ypoBHe nudocdornnuepara.

BaThca 3P dekTopaMH — MOJIEKyIaMH, KOTODPBIE He 00A3aTENbHO YYACTBYIOT B PeaKiMH, KaTa-
U3upyeMolt GepMEHTOM, HO MPOCTO CABHTAIOT €€ B CTOPOHY 06pa3oBaHHA aKTHBHbBIX HJIH He-
aKTHBHBIX (OpM.

AXKTHBHOCTb (pepMEHTa MOXET PETYITHPOBATLCA TaKXKe NMYTEM H3MEHEHHMS YHCJIa aKTHBHBIX
LIEHTPOB 32 CYET 3aNOJIHEHHA HEKOTOPBIX M3 HHX MOJIEKYITaMH HHrHOMTOpa. OOHHM H3 CNOCOo-
0G0B peryaauuH ABIAETCA H3IMEHEHHE NPOYHOCTH CBA3BIBAHHA MOJIEKYJT, IOABEPrarOLIHXCA KaTa-
JIMTHYECKOM PEaKLIMH, ITyTEM H3MEHEHHA CKOPOCTH HX CBA3bIBAHHSA HJIH OCBOGOXICHHA HIH Gna-
roaaps H3MEHEHHIO COOCTBEHHOK CKOPOCTH KaTajiu3a, OCYILECTBIIAEMOro ¢epMeHTOM. Dddek-
THBHas aKTHBHOCTh MOJKET PETyJIHpOBaThCcs H Ha 6oylee BHICOKOM YPDOBHE, MyTEM H3MEHEHHA
KOJIHYeCTBa MOJIeKy/ cyGcTpaTa, Ha KOTODPBIN AelCTBYEeT depMeHT, HIH MyTeM H3IMEHEHHA HX
JIOKAIIH3aLHH B KJleTKe. OT 3TOro 3aBHCHT, CMOTYT JIM MOJIEKYJIBI cy6cTpaTa oka3zaThes B chepe
nelicTBHA (pepMeHTa.

TOYHO TaKOro e poJa pacCMOTPEHHE NPHIOKHMO K TeM Oe/IkaM M HYKJICHHOBBIM KHCJIO-
TaM, KOTOpbI€ HE YYacTBYIOT B KaTanu3e. MX ¢yHKUHMH TakXe PEryJHpYIOTCA HA pa3/IM4YHbIX
ypoBHAX. IIpekpacHbIM NPHMEPOM SIBJIAETCA TeMOTJIOOHH. MBI OTMETHITH BhILIE, YTO Audocto-
rIMUEpaT H3MEHAET CBOACTBA reMoOriOOMHA: CBA3BIBAACH C JI€30KCH-GOPMON remornoGuHa
(puc. 1.5), OH cTAaGHNMH3HPYET €€ OTHOCHTENIBHO OKCH-QOPMBI, B pE3YJIbTAaTE YEro NpH 3aJaHHON
KOHLEHTPAUHH KHCJIOpOJa €ro CBA3bIBaHHE YMEHbIIAaeTcA. BNMHAHHEe M3MEHEHHA COAEpDKAHHA
nudochornuuepaTa Ha CBA3bIBAHHE FeMOTJIOOHHOM KHCIOpOAA MOKa3aHo Ha puc. 1.13. emo-
r7100MH IOCTaBJIAET KHCJIOPOA M3 JIETKHX B KAMM/UIAPHYIO CETh BCeX TKaHel. KonuyecTBO KHCIO-
poaa, KOTOpoe reMOTIOOHH CBA3BIBAET B JIETKHMX, ONPEAEIACTCA NAPUHANLHBIM 1aBJICHHEM KHC-
sopoaa B Bo3ayxe. Ha ypoBHe Mopst OHO paBHO npuMepHo 100 Topp. B xanunnspax reMoriio6uH
ocBobOXaaeT KHCIOPOA, H YCTaHABIHBAETCA HOBOE PAaBHOBECHE, ONpENENIAIOLICeCs YPOBHEM
KHCIIOpOa B TKaHAX, MPHOIH3UTEIBHO COOTBETCTBYIOIHM AasieHuo 30 Topp. Pa3HocTh ABYX
YDOBHE# CBA3bIBAHMA — 3TO KOJTHYECTBO KHCIIOPOAa, KOTOPOE KaxX/aas MOJIEKyJia reMoriIo0HHa
MOXET JIOCTaBHThb B TKaHH.
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Hudochornuuepat CABHraeT KPHBYIO CBA3bIBAHHA KHCIOpOAA reMOrIoOMHOM 3PHTPOUHTA.
dopma 3TONH KPHBOH TaKOBa, YTO YBEIHUEHHE KOHUeHTpauuH audocdorauuepara npuBOOHT K
6onee r3dpdekTHBHOMY OCBOOOXKAEHHIO KHCIOpoaa npu 6osee HU3KOM ero gasieHuH. [1oaTomy
OOHOM K3 HEMEAIEHHBIX PEaKLH} OpraHu3iMa Ha YMeHbIIeHHe aTMOocepHOTo AaBleHHs (HanpH-
MEp, C BBICOTON) SABIAETCH MOBBILIEHHE YPOBHA AHdocdornyuepata. 9T0 — CpoYHas Mepa.
JIONroBpeMEHHOE pELIEHHE 3aKII0YaeTcss B CHHTE3¢ GOMbIIEro KOJMYECTBa reMoriobrHa U B
YBEJIMYEHNH YHCIA SpHTPOUMTOB. Tak H MPOHUCXOANUT, HO 3TO 3HAYMTENbHO Oonee MeaneHHbIH
npouecc, Tpebylolmit HECKOILKHX OHeH, B TO BpeMs Kak nudochornuuepaTras aganrauus npo-
HCXOOMT 3a 4achl.

B cnyyae MoJIeKyJ, BBIMOJHAIOLMX Bonee 4eM OOHY GYHKUHIO, MPOLECC PETYIALUHH MOXET
CTaTh BeCbMa CJIOXHBIM. MOTyT nH pa3Hbie QYHKIHH OCYLIECTBAATLCA OOHOBpeMeHHO? Ecaun
na, TO BO3MOJHA M HX He3aBHCHMas perynsauua? Ecnu Her, TO YeM omnpeaensaerca OCHOBHAs
dynkuna? Ha npakTuke 0ObIYHO M3Y4YalOT PETyNAUMIO AKTHBHOCTH OT/EJbHBIX BHIOB MaKpO-
Monekyn. OQHaKO eclIH AJ1s BLINOJHEHHA Kakof-TO QyHKIHH HeoOX0OAUMO COT/IaCOBAHHOE [eH-
CTBHE LieNoro Habopa MOJIEKYJ1, ACHO, YTO JOJIXKEH CYLIECTBOBATH CIIOCO6 He TOJBLKO YNpaBie-
HHA QYHKLIHOHHPDOBaHHEM OTAE/NbHBIX BHOOB MOJIEKYJ/I, HO H PETYJIHPOBaHHA BCero aHcaMbns B
LenoM. JTa 3ajava, nmo-BHAHMOMY, PELLAeTcH ¢ MOMOILbIO Oonee OOLIHX peryaTOPHBIX Npo-
LIECCOB, HCMONB3YIOIWHMX OOIBbIIHE H MaJIble MOJIEKYIIBI, TPENHA3HAYEHHBIE H CHHTE3HPYEMBIE HC-
KIIIOUHTENBHO AN uene#t perynaumui. Croaa OTHOCATCA CTEPOHOHBIE H NMENTHAHbLIE TOPMOHBI,
LMKIHYECKHE HYKIIEOTHIBI, a TaKXKe OeNTKH, KOTOPbIE HX CHHTE3HPYIOT HITH B3aHMOACHCTBYIOT C
HUMH. Takne OefikH ABIAIOTCA OAHHM H3 HanbOonee HHTEPECHBLIX 00BEKTOB GHODH3INYECKHX HC-
ClleIOBaHHM, MTOCKOJILKY OHH HIPAlOT LICHTPAJBHYIO PONb B GHONMOTHYECKHX npoleccax.

B dyskuus apyrux 60/bIIHX MOJIEKY BXOAUT NMOANEPKAHHE CTPYKTYDBI KJIETKH U KOHTDOJIb
NepeHoca BELECTB B KIETKY M u3 Hee. MccrenoBanre perynsauny 3THX GyHKUHN NpeacTaBnsfeTcs
ocoBGeHHO NpHBIIEKaTEeNbHbIM, TaK KAK MOXET OKa3aThCA HEOOXOAHMON KOOpAMHALIMA Ha MOJIe-
KYJIADHOM YPOBHE COOBITHIH, MPOUCXOAAILMX HA OONMBILOM PAacCTOAHHHU APYr OT ApYyra.

1.3. HexoToOphbie cTpaTernyeckue nNoaxoasbl,
HCIOJIb3yeMbIe B OHodH3HUecKOM XHMHHU

IMonyyeHHe OTBETA HA MHOTHE NTOCTABIIEHHBIE HAMHM BOTIPOCH! CBA3AHO C GONBIUHMH TPYIHO-
CTAMH. ITH TPYAHOCTH OblTH GBI OUEHB BETHKH Jake B TOM crydae, eciu Obl peub 11171a TONbKO
0 Masiblx Mosekynax. CIOXHOCTB XK€ KPYNMHBIX MOJIEKYIAPHBIX 0Opa3oBaHMl HaklaablBaeT
JKECTKHE OTDaHHYCHHMS HAa BO3MOJXKHBIC BHOBI IKCIICPHMEHTOB H AenaeT Jo0O# 3KCMepuMeHT
BeéCbMa TpynoeMkuM. HauGornee cepbesHbIM NMPENATCTBHEM SABIAETCA OrPOMHOE YHC/IO mapa-
METPOB, ONPEAENAIOIIMX CTPYKTYPY MaKPOMOJIEKYI,  MHOXKECTBO NapaMeTpPOB OKpYKarolLek
cpenbl, MOTEHUHAILHO CBA3aHHBIX C UX (hyHKuHMel. BObIIOE YHCIIO IEPEMEHHBIX BEAET K ABYM
HENMPHATHBIM MOC/IEACTBHAM. UHCIIO BO3MOXHBIX 3KCIIEPUMEHTOB PACTET C YHCIIOM NEPEMEH-
HBIX B TEOMETPHYECKOI MPOrpeccHH, MO3TOMY BEPOATHOCTD CIIy4alHOrO BLIGOpa NEHCTBHTEb-
HO Ba)XXHOTO JKCnepuMeHTa Be3HanexxHo Mana. Bropas npo6ieMa COCTOHT B TOM, YTO JaXe ec-
JI¥ CeNaHO OYEHb MHOTO ONBITOB, TPYAHO OCMBICIHTE HX DE3YJILTAT C €AMHON TOYKH 3PEHHS.

BonbIMHCTBO HCCNeNoBaTeNed cCUHTalOT 6onee yAOOHBIM paccMaTpPHUBAaTh PEAKLHIO HAa OOHY
NEPEMEHHYIO; PE3YIbLTAThLI B 3TOM ClIyyae MOTYT ObIThb MpeACTaBIEHbl rpadUuecki B IByMep-
HOM IPOCTPAaHCTBE., MOXKHO TaKXe MMETh /IO ¢ IBYMA NEPEeMEHHbBIMH OIHOBPEMEHHO, NOJIb-
3yACh H306paXXeHHEM NIOBEPXHOCTH B TPEXMEPHOM NpocTpaHcTBe. HO mouTH Beerna npuxoauT-
CA OrpaHHYMBATBLCH ONHOBPEMEHHBIM PacCMOTpeHHeM He 6Gonee ABYX HmepeMeHHbIX. B To xe
BpeMSA CTPYKTYpa 6enka MOKET ONMUChIBATHCH COTHEN BaXKHBIX MIEPEMEHHBIX, M MAJIO KTO CIOCO-
OCH yaepXaTh B MaMATH TH MHOTOYHCIIEHHbIE JaHHbIE U HCTIONIb30BATh UX B HY>KHbII MOMEHT
JUUIS IPOBEACHHA HEOOXOAUMBIX KOoppensauuit. [ToaToMy ms noapobHuIx OHOPH3IHUECKHX HCCIIe-
JoBaHui Heob6xomMMo ynpouats cucTeMy. CTpaTerus 30eCh OTBEYaeT H3IBECTHOMY
TIPHHIMIY — pa3fensit ¥ BnacTeyi. Heo6XoauMMo BBIAENIUTD YaCTh CTPYKTYPhI, OOHY H3 MNepe-
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MEHHbIX, OOHO ABJIEHHE, & OCTAJIBHOC KOHTPOJIHDOBATH HJIH NbITATHCA obecneauTb €ro nocTo-
AHCTBO, TaK YyTOOBLl OJHOBPEMEHHO AHAJIIM3HPOBATHb H NBITATLCA MOHATH JIKIIL OOHH ACHEKT
HDOGHCMH. HMeercs HECKOJIBKO I'JIAaBHBIX MyTel peann3aluH 3TOR CTPaTEerHH.

HUCTIOJIB3OBAHUE CUCTEMbBI MEHBIIUX PASMEPOB
B KAYECTBE MOAEJIN

CTpYKTYPHOE pa3pelleHHe TI000ro MeToIa yXyauaercs ¢ POCTOM pPa3MEPOB MOJIEKYJb. B
MPHHLKIIE HET MPHYMH, N0 KOTOPBLIM HeEJb3s ObINO Gbl ONPEdeTHTh CTPYKTYPY OONBIION CHCTE-
MBI C pa3peliecHHeM B 1 A unu ewe nyuumm, Ho CYLIECTBYIOT OTPOMHbBIE TPYAHOCTH IIPaKTHYE-
CKOro xapakTepa (cM. 1. 13). I'opa3no nerue uccnenoBaThb HEGOIBIIYIO YACTh CHCTEMBI C O4EHD
BBICOKHM pa3pellleHueM, a 3aTe€M HCIIOJIb30BaTh 3TH Pe3yIbTAThl JUIA TOTO, YTOOBI CYIHTD O €€
CTPYKTYpE B LeNoi cucTeMe. HanpuMep, TPyaHO NOJYYHTh TOYHBIE KOODAMHATbLI ATOMOB o:-
CTIHPaNbHBIX YYaCTKOB BHYTDH rj00ynapHoro 6efika HIM aToMOB nBOHHBIX cnupaneit PHK
BHYTDH €€ TPETHUYHOM CTPYKTYPbI. I103TOMY HMeEET CMBICI HCCIEOOBATh Majble MOAENbHbIE
CIHpaJbHBIE CTPYKTYPHI B KQYECTBE CTPYKTYPHBIX Mozenei. Hanee Heo6xoauMo HaitTH crnocob
yOenHTLCA B TOM, YTO YCTAHOBIICHHAsA TAKHM 00pa3oOM CTPYKTYPA CYILLIECTBEHHO HE U3MCHACT-
cf, BXOAA KaK 4acThb B MOJIEKYJly O0Jbilero pa3Mepa. B kauecTse Apyroro nNpuMepa MOXXHO MPH-
BECTH CIIEKTPOCKOMHYECKHE METOABI, ABJIAIOIIHECH O4EHb MOLUHBIM OPYRHEM CTPYKTYPHOTO HC-
CNIEOBaHHA B CJIy4ae AOCTATOUHO MaJbIX MOJIEKYJI, Y KOTOPBIX CIIEKTPANbHBIN BKIaA KaxaoH
rpynnbl MOXeT OBITh ONpene/ieH H H3MeEPeH MO OTOeNbHOCTH. IT0CKONBLKY CIEKTPhl MOJIEKYI
Oonbuiero pasMepa noayyaloTCa NyTeM YCPeIHEHHs O MHOTHM 3BeHbAM, AeTaJIbHAas HX HHTEP-
nperauMs 3aTpyaHuTeNbHa. ECH, oHako, CBORACTBA OTAENBHBIX 3B€HLEB B 3aJAHHOM OKPYXe-
HHH M B 3aaHHON KOHPOPMalUHH H3BECTHBI H3 MOAELHBIX HCCIIEAOBAHHN, TO MHOTAA YRAETCA
YCTAaHOBHTb COOTBETCTBHE CIIEKTPA MOJIHMEPHON CHCTEMbI ONIPEAENCHHBIM THIOTE3aM OTHOCH-
TEeJIbHO €€ CTPYKTYPBI.

HABJIIOAEHHUE JIMIB 3A YACTHIO CUCTEMBI

Pa6oTa ¢ 4acTblo CHCTEMBI, QH3MUECKH OTAEIEHHON OT CHCTEMBI B LIEJIOM, BCErAa TAHT B Ce-
6¢ OmacHOCTB MOJIYUEHHA HEBEPHBIX PE3yNbTATOB, MOCKOJLKY 3Ta 4acTh Heoba3aTenbHO Hyner
BECTH cebs Tak ke, KaK B HHTAKTHO# cHcTeme. OaHa H3 BO3MOXKHOCTEH 060HTH 3Ty TPYIHOCTD
3aK/IIO9AETCA B TOM, YTOOBI HalTH “croco6 HabmonaTh OXHOBPEMEHHO JIHIIL 3a ITOH OMHOM
4acThIO, HO B COCTAaBE HHTAKTHOR CHCTEMBI. DTO OCHOBHAA LIE/Ib KCCIIEAOBAHHH, B KOTOPbIX HC-
MONb3YIOTCA 30HABI HIIH METKH. MHOTOa MakpoMOoJIeKy/ia caMa CONEPXKHT TaxoH 30HI, HanpH-
Mep HOH TIEPEXOIHOrO METAUIA B QYHKIHOHAIBHOM LIEHTPE HIIH BOITH3H HETO HIIH OKPALUCHHYIO
MPOCTETHYECKYIO TPYNNY, CKaxeM reM. B ADYrHX ciiydasix HCCIENOBATENb BBOOHT 30HA B 3a1aH-
HO€ MECTO CTPYKTYDBI IYTEM €r0 KOBAJIEHTHOI'O IIPHCOCAHHEHHA HJIH HEKOBAIEHTHOTO CBA3bI-
BaHHA. OT BHAA MCHONB3YEMOTO 30HIA 3aBHCHT, KAKHE JIOKAJIbHbIE OCOGEHHOCTH YOACTCA BbI-
ABUTB. K 3THM 0COGEHHOCTAM OTHOCATCA NOJNAPHOCTD, FTHOKOCTD, IPHCYTCTBHE ONPEAEIEHHBIX
3BEHBEB MAKPOMOJIEKYJIbI HJIH OPYTHX CBA3AHHBIX MOJIEKYN, HCTHHHAass KOHQOPMALHA CaMoro
30HMA, €ro MEKTPOHHAA CTPYKTYPA H NIPHPOAA €r0 CBA3H ¢ MAKPOMOJIEKYJIOH.

Bce HccnenoBaHHs, ONMHPAIOIIMECS HA BBEACHHE 30HAA, CBA3AaHbI C ONPEAEIECHHBIM PHCKOM.
30HO N03BOJIAET «3arjIAHYTh BHYTPb» CHCTEMBI, HO LIEHOH BO3MOXHOTO HapYIIEHHA €€ CTPYKTY-
pbI. 3TO HapyIIEHHE CKOPEE BCETO NPOH30#AeT B 06/1aCTH, HENOCPEACTBEHHO NIPHMBIKAIOLLEH K
30HOYy. K COXKaIeHHI0, 3TO H eCTh Ta 00J1aCTh, 0 KOTOPOH Mbl XOTHM MOJYYHTb CBEACHHA C IO-
MOLIBIO 30HAA.

CPABHEHME MEXY COBOU NMOYTH UIEHTUYHBIX CUCTEM

IIpsiMoit moAXon K BBISBJICHHIO POJIM OTHAENbHBIX CTPYKTYPHBIX NEPEMEHHBIX COCTOMT B
TOM, 4TO0BI IPOH3BOAHTD B CTPYKTYPE MaJlble BO3MYIIEHHS H Ha6MoaaTh HX pe3ynbTaThl. Kak
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310 Aenaerca? OOUH NOAXO 3aKTIOYAETCA B CDABHEHHH CBORCTB MOJIEKYI, OMEHb Maslo OT/IHYa-
ouExca apyr oT apyra. Hanpumep, HekoTopbie OenkH (LHTPOXPOM €, TEMOTJIOOHH M Op.) H
PHK (nanpumep, TpaucnoptHas PHK) OblnH BbIAEICHBI H3 Pa3HBIX HCTOMHHKOB. ITOCKONMBKY
CTPYKTYPa H DYHKUHOHAaNbHBIE CBORCTBA Y HHX MOYTH OAHHAKOBbI, 3TO MO3BOJACT CYOUTh O
TOM, KakKHe YacTH CTPYKTYDBI JO/IKHBI COXPAHATBCA HEH3MEHHBIMH. [T0-BHAMMOMY, HMEHHO
3TH 00/1acTH HeoOXoauMBI AnA GYyHKUMOHHPOBaHHA. Bonee uudOpMaTHBHBIM MOAXOAOM MO-
XKET ABJIATHCA CPABHEHHE CTPYKTYD, CXOOHBIX MeXay coboit, HO pasnmHyaroMxXca GyHKuHO-
HaIbHO. B 3TOM cityyae HMHOTA YOaeTCs ONPEHEIHTh KIIHOYEBbIE€ CTPYKTYDHbIE OCOOEHHOCTH.
Hanpumep, s TPHK, yyacTBYIOLIHMX B CHHTE3€ NENTHIOT/IHKAHA KJIETOYHON CTEHKH, Xapak-
TepHbI OIpeae/IcHHbIe YeTKHE H3MEHEHHSA CTPYKTYDbI MO CPABHEHHIO C MOAOOHBIMH MOJIEKYJIA-
MH, YYaCTBYKOLIHMH B O€JIKOBOM CHHTE3€ Ha pHOocoMe (cM. 1. 3). MHorne 6enks HMEIOT TOMO-
JIOTHYHYK) CTPYKTYDY, HO pasHble ¢GyHKUHH. OIOHHM H3 NPHMEPOB ABJAKTCA CCPHHOBbIE
3CTepa3sbl — XHMOTPHIICHH, TPHIICHH, 3J1acTa3a U T.A. BbIBAKOT Jaxe ClyvyaH, KOrJa MOJEKY-
Nbl, HANpHMED NEPOKCHAMMCMYTAa3a H 4acTh MMMYHOrnoSynuHa G, aGCOMIOTHO HECXOXKHe
(YHKIHOHAIBHO (HACKOJIBKO Mbl MOXX€EM CYAHTb), HMEIOT TEM HE MEHEE aHAJIOTHYHYIO CTPYKTY-
py.

Oco6eHno 3dbeXTHBHON CTpaTerHell BLIAEGNCHHA CTPYKTYPHLIX H GDyHKUMOHANBHBIX TMEpe-
MEHHBIX ABJIAETCA HCNOJIb30BAHHE MYTAHTHBIX GE/IKOB HITH HYKJIEMHOBBIX KHCIOT. [TpenMyiue-
CTBO 3TOr0 NOAXOJA 3aKJIIOYACTCA B TOM, YTO B TAKHX MOJIEKYy/JIaX NPOH3OLUIH 3aMEHbI JIHILbL
OOHOM HJIH HECKOJIbKHX aMHHOKHMCIIOT (HJIH COOTBETCTBEHHO HYKJICOTHIOB), HO 3TO NPHBENO K
TakHuM (DYHKIMOHAJILHBIM H3MEHEHHAM, YTO NO3BOJIMNIO HAEHTHGHIMPOBATH OOBEKT HCCIEmO-
BaHHA Kak MyTaHTHbI#. B cnyuae GakTepuit 30ech paspaboTaHb! Ype3BbIlYalfHO HCKYCHbIE NpHe-
MBI, C MOMOLIBIO KOTOPbIX H30HPATENbLHO CO3AAK0T H3MEHEHHS B HY)KHOM OeIKe HIIH HYKJIEHHO-
BOH KHCJIOTE, @ 3aTeM NOoOYKAAalOT OPraHH3M YCHJIHTBH CHHTE3 MYTaHTHBIX IPOAYKTOB B Tako#i
CTeMNeHH, YTOObI MOXHO ObIJIO BBIAEITHTH HX B NpENapaTHBHLIX KONHYecTBaX. VIMEHHO TakuM
nyTeM ObLIM MONYYEHbl COTHH MYTaHTHbIX OEIKOB-PENpecCOPOB JaKTO3HOTO ONEPOHA, COAED-
JKalUX OTAENbHbBIE AaMMHOKHCIIOTHbIE 3aMeHbl. Tenepnr ¢Tano BO3MOXHDBIM ¢ MTOMOLIbIO TOH-
KHMX T€HETHYECKHX MaHHMYIALHA H3IMEHATD MO )XEJTAHHIO MOYTH TH06YI0 aMHHOKHCIIOTY. DTO He-
MpocTas 3ajaya, HO BCE XK€ 3TOT MyTh MPOILE, YEM OPraHHYECKHR CHHTE3, MOCKOJIBKY ITOCIE TO-
ro, KaK CO3J1aH HYXHbIH IITaMM, OH OydeT Bceraa NpOH3BOANTbL MYTaHTHbIR O€TOK.

B cnyyae KneTOK 3yKapHOT TEXHHKA F€HETHUECKHX MaHHNYIALMH pa3paboTaHa 3HAUHTENbHO
cnabee. 3nech OOl NONAralOTCA HA CIIOHTAHHbIE My TalliH, IPHBOMALLHE K KakoMy-THOO de-
HOTHNHYECKOMY OedekTy. [Tocnenuuit MoxeT ObITh OOHADYXEH HENOCPEACTBEHHO B NMOJIEBLIX
HCCJIEAOBaHKAX, B JAGOPaTOPHH HITH B KJIMHHKE, HHOT/A B PE3Y/IbTATE CHCTEMATHYECKOTO TMIOKC-
Ka, HO YacTo Kak MoOOuHbI# nNpoaykT Apyroi padoTe. Hanpumep, MHOrHe MyTallHH, 3aTparu-
BaJOILHE reMOrJIOOHH, NPHBOAAT K aHEMHAM, A MOCJICAHHE JIETKO PACTIO3HAIOTCA KJIHHHYECKH. B
pe3ynbTaTe H3BECTHO OUEHBb OOJIBILIOE YHCIIO MyTaHTHBIX hopM reMornobHHa yenoBexa, ycra-
HOBJICHBI Pa3/IHYHA B AMHHOKHCJIOTHOM/ NMOCIENOBATENILHOCTH, 3@ B HEKOTODBIX CJIYYasiX IOHATHI
NPHYHHBI GYHKIHOHANbLHbIX H3MeHeHHH. HanpumMep, reMornobun CuaHel CONEPKHT €OHHCT-
BEHHYIO 3aMCEHY — BAJIHH B 67-M NOJIOXKEHHH 3-LieTIH 3aMEHEH B HEM Ha anaHHH, PEHOTHIIHYE-
CKHM TIPOSIBIEHHEM TaKOH 3aMEHbI B KJIHHHKE ABJIACTCA TeMOJIHTHYECKAA aHEMHSA. DPHTPOLMTHI
NMPH 3TOM CTAHOBATCA XPYNKHMH H JIErko paspyumarTtca. Mccnenosanus BblAEIEHHOIO H3 HHX
reMorjioOHHa MOKa3biBaloOT, YTO reM 3-uene# cnabo cpsa3an ¢ 6€KOM H JIETKO OTAENAETCA. DTO
NMPHUBOAMUT K ABYM nocaeacTeusM. JdeduuuTHbI 1o reMy 6e10K CTAHOBHTCA 3HAUHTENIBHO MEHeEe
3¢ deK THBHBIM NIEPEHOCUHKOM KHCIOPOAa — KakK MOTOMY, YTO COAEPKHT HA IBA CBA3bIBAIOLLMX
KHCJIOPOJl F€eMa MEHbIIIE, YeM HOPDMaJIbHbIH, TaK H BCIIEACTBHE H3MEHEHHA HOPMbI KPHBOHR CBs-
3bIBaHHUA KHC/IOPOAA, MPHBOAAILETO K MeHee 3hdeKTHBHOMY OCBOOOXKAECHHIO KHCIIOPOAa B Ka-
nuspax. KpoMe Toro, oTAeNAOIMACA reM BPEICH: OH, MO-BHAHMOMY, B3aHMOOCHCTBYET C
Kj1eToyHot MeMOpaHoit 3pHTpPOLMTA, YTO KAKHM-TO 06pa3oM yBeJHYHBAET JIOMKOCTDb NOCHEN-
"ero. Henpo4yHoCTH cBA3bIBaHHA reMa ¢ reMorino6HHOM CuoHeR MOXXHO AaTh IPOCTOE OO BACHE-
HHE Ha MOJIEKY/IADHOM ypoBHE. B HOpManbHOM reMorio6uxe BajiMH crocoocTByeT 06pa3oBa-
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HHIO «KapMaHa», B KOTOPOM M NMPOHCXOAUT CBA3biBaHHe reMa. CPOACTBO K reMy 3€Ch YaCTHY-
HO 06YyC/OBJIEHO CTpeMJIeHHeM reMa n3bexaTh KOHTAaKTa C BOAOMN, PACHOIOXKHBILHChL B HENO-
JIADHOM OKDYXEHHMHM KapMaHa. B MyTaHTHOM reMorjio6uHe, Korna BaJlHH 3aMeHEH Ha aJlaHMH,
KapMaH OKa3bIBaeTCs C/IMILKOM Mall AJif Toro, 4yTo6bl B HEM MOT pa3MeCTHTbLCA reM, H cBobo-
HO€ NMPOCTPAHCTBO, NO-BHAHMOMY, 3aII0JIHEHO BOAOH. DTO, €CTECTBEHHO, ocNlabngeT Henoasap-
Hble B3aHMOelCcTBHA.

Koraa reHeTHYEeCKHE BADHALIHH OTCYTCTBYIOT HJIH HE YIOBJIETBOPAIOT TpeGOBaHHAM OMbITA,
HHOIJa NpHMEHAETCA H3OHpaTenbHas XuMHuYeckas MoaHdukauus. HekoTopble aMHHOKHCIIOT-
Hbl€ OCTATKH MOTYT ObITh H36HpaTeIbHO MOOHGHUHPOBaHbI B MPHCYTCTBHH OCTANIbHBIX. Jaxe
eclii B Oenke HMEeeTCs MHOTO 3K3eMIUIAPOB OCTATKOB KaXIOT0 THMA, YacTO JIHIIbL OrpaHHYeH-
HOE HX YHCJI0 06/1a/1aeT BLICOKON peakUMOHHON cnocobHocThio. Ecnu B pesynbTraTe Moauduka-
UMH CTPYKTYpa HIH QYHKUMA Oefika H3MEHSIOTCA, MOXHO NMONBLITATLCA OOBACHUTL, KakKHM 06-
pa3oM 3Ta MoaudHKanusa NpHBena K TAKOMY pe3ynbTaTy. B clmyyae HYKIIEHHOBBIX KHCJIOT OCY-
ILECTBJICHHE crielHDHYECKON XHMHUECKON MOIH(DHKAIIMH 3aTPYAHHTENBHO, MOCKOJLKY 310€eCh I'o-
pa3go MeHbilE BHAOB 3BEHBEB, a XMMHUYCCKHE CBOMCTBA BCEX 3BEHBEB, K COXAJIEHHIO, OUEHb
6nu3ku. U BCe Xe CYeCTBYIOT MPHEMBI, CIOCOGHBIE YIPOCTHTD 3aa4y. IIpeanonoxuMm, uTo B
pe3ynbTaTe MOAH(PHKAIMH NIOJTYyYaeTCA reTeporeHHass CMeCh MOJIEKYJT, NPOPearipoBaBLUMX B He-
CKOJIbKHX pa3/IHYHbIX MecTax. BeposaTHO, HEKOTOPHIE H3 3THX MOJIEKY/l 6yayT HHAKTHBHPOBA-
Hbl, a APYTHE COXPAHAT HOpMaJbHYIO hyHKIHIO. Toraa MoxHO 6yneT ¢ NOMOLUBI PHIHYECKHX
METOAOB, OCHOBAHHBIX Ha CMOCOOHOCTH MoOJieKyn K (GYHKIHOHHPOBaHHIO (HampHMep, ¢ No-
Mombio ahHHHON XpoMaTorpaduu), pa3aeHTh NONYYCHHYIO cMecb. Ha mpakTHKe MoyueHHe
XHMHYECKH MOIHGHIIHPOBaAHHBIX MaKPOMOJIEKY) ABNAETCA HEPEAKO TPYIOEMKON npouenypo#,
NMPOBOAHMON MeToaOM NMpob u omKubok. TeM He MeHee HCNOIb30BaHHE TAKHX MaKPOMOJIEKY
HeoOXOaMMO 1A pAda APYrHX METOOOB, TaKHX, KaK METOA 30HOOB MJIH METOK, a TaKxXe AJif
H30MOPGHOTro 3aMEIEHUS TSAKEIbIMH aTOMaMH NPH H3YUYEHHH OOJNBLUINX MOJIEKY] METOAOM
PEHTTEHOBCKOM KpHcTannorpaduy.

BBIAEJIEHHUE IUCKPETHBIX COCTOSSHUN CUCTEMBI

MHorue 6HONMOrHYeCKHe MOMUMEPBI MOTYT CYLIECTBOBATh BO MHOXECTBE Pa3THYHBIX KOH-
dopmManui, KOTOphIE CTAOHTH3IUPYIOTCA NMO-Pa3HOMY MO OEACTBHEM TAKHX MapaMeTpOB cpe-
Ibl, KaK TeMnepaTtypa, pH u KoHeHTpauHs cofid. I1pH AeTaIbHBIX CTPYKTYPHBIX HCC/IEAOBAHH-
Ax 06b1yHO Heo6XxoaHMO paGoTaTh OAHOBPEMEHHO ¢ OAHON uHcTON dopmoii. ITosToMy GbiBaeT
MOJIE3HO PacCMOTPETh pasHooOpa3Hble YC/IOBHA, YTOGLI ONMpenenuTs o6nacTu ycTONYHBOCTH
pa3IHYHBIX KOHGOpMaIHHA U paloHb! KOHGOPMAIMOHHBIX NepexonoB. ITI0CKONbLKY 4acTO CTPYK-
TypHbI€ NPEBPALLEHHA MOJIEKYJI MPOUCXOIAT B OUEHBb Y3KOM HMHTEDBAneE YCIOBHiM, KaXa0€e YUC-
TOE COCTOAHHE MOXHO ynoaoOuTh (pase cucTeMsl, a KOHGOPMALHOHHBIE NPEBPAlLIEHUA HA3bI-
BaTh $a30BbIMH NepexoaaMH. Bce H3BeCTHbIE CBEACHHA OTHOCHTENBLHO BIIMAHHSA BHEIUHHX YCJIO-
BHA MOTryT GbITh NpPeACTaB/ieHbl B BUAe $Ha30BON AHarpaMMbl, MOAOGHO TOMY Kak H3obpaxa-
IOTCA COCTOSHHUA BOABI HIIH CIIJIABOB B 3aBHCHMOCTH OT TEPMOOHHAMHUYeCKHX nepeMeHHbIx. He-
KOTODBIE MMPUMEPDBI TOCTPOEHHA 3THX AHArpaMM NMpPHBEACHBI B I'/l. 22 H 24. BaxHo, uTO nocie
TOrO, KaK Takas $azosas AuarpaMma NOCTpPOEHa, H3 Hee Cpa3y BHAHO, KaKHe Npeesibl BHEIHHX
YCIOBHH MOKHO MCIOJIb3OBATL /11 M3YYEHHA CTPYKTYDBI UHCTBIX COCTOAHHN M B Kakux obna-
CTAX ClieayeT NPOBOOMTE HCCIENOBAHHE KOH(GOPMAIHOHHBIX MEPEXOAOB. DTO MOXKET CYLIECT-
BEHHO YTIPOCTHTb JajibHeAllIHe HCCNleNOBaHM .

Ecnn xoHdopmManus H3IMEHACTCA MOCTENEHHO, B LIMPOKOM HHTEPBaJle BHEIUHHUX YCJIOBHH,
TPYOHO NOCTPOHTH (a30BYI0 AnarpaMMy. bonee Toro, cTaHOBHTCA HEACHO, OMKCHLIBATD JIH CH-
CTEMY KaK Pl IHCKPETHBIX COCTOSHHH, MOCTENECHHO NMEPEXOMALLMX OPYr B Apyra, HJIH Npeano-
JIO)KUTh, YTO UMEETCA aHCAMONb H3 MHOTHX COCTOSHHIA.

TepMOaHHAMHYECKHE H KHHETHUECKHE MCCIENOBAaHHA, KOTOPbIE MOTYT MOMOYbL PAa3pELUUTD
3TOT BOMpOC, onucanbl B 1. 20 u 21. OObIuHaA TAKTHKA CBOJHTCA K MOMBITKE PACCMOTPEHHA
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CHCTEMB! KaK CMECH MHHHMAJIBHOTO KOJIHYECTBA AUCKPETHBIX COCTOSHHHI, HEOOXOOUMOro MJIs
OIMHCAHHA HMEIOLIHXCA KCIIEPHMEHTAIbHBIX OaHHBIX. B MpOCTBHIX clyyasx 3TO YHCIIO 4acToO
ONpenenseTca NPAMO H3 PACCMOTPEHHA CHCTEMBI. 1151 CIIOXKHBIX ClIy4acB HMEETCA MaTEMaTH-
YeCKHH anmapar, MO3BOJAIOLUIMHA ONPENEMTh YHCIO NEPEMEHHBIX, HEOOXOAHMOE IS ONTHCAHHSA
HACeJIEHHOCTH OUCKPETHBIX COCTOSHHH B Mpeesax TOYHOCTH u3MepeHuit (Jonmonuenue 1.1).

Hononuenne 1.1

OBIIAA CXEMA MHOI'OKOMITIOHEHTHOTO AHAJIM3A

Tlpennonoxum, YTO H3MEPEHD! / Pa3IHYHBIX IKCHEPHMEHTAJIbHBIX 1ADAMETPOB, KaXAblH B 7 IKCHIEPH-
MEHTAJIbHBIX YC/IoBUAX. O603HauMM uepes P 3Ha4YeHHe /-rO MapaMeTpa B j-X YCIOBHAX onbiTa. COBOKYI-
HOCTb P MOXHO NIPEACTABUTDb B BUIE ManPl[Ibl P pa3mepoM /! X r. MOXHO najiee NOCTPOUTh CHMMETPHY-
HYIO (r >< r) KBazpaTHy:0 maTpuny Q = PP+ YMHOXEHHEM MaTpuilbl P Ha TPaHCIOHMPOBAHHYIO
(P + P ;)- B MaTpuue Q conepxutcs Bes H3BECTHas Ham HHPOPMALHHA O CHcTeMe. MOKHO OBLIYHBIMH Me-
TOLlaMH Haihn cOBCTBEHHbBIE YnCa )\ H cOOCTBEHHBIE BEKTOPBI ‘l' MAaTPHIbI Q Ecnu E — edUHHYHAs
MaTpHua, To

Q-MNEI=0uQV¥, =\ ¥, ek =1,

Oka3biBaeTcs, UTO BEKTOPbI ¥  06pa3ytoT GasucHbIM Habop A1 ONHCaHUSA CHCTEMbI, AHAJIOTHYHO TOMY
K2K BOJIHOBbI€ (DYHKUMHM FaMH/IbTOHHAHA MOJIEKYJIbI MOTYT NPEOCTaBJIATh COCTOSHHUA MOJNEKYNIbl. Cob-
CTBEHHBIE YHCIA N, OKa3bIBAlOTCA Mepolt BKIada AaHHoro 6a3ucHoro cocrosnus. Ha npakTHke MOHO,
IPOCMOTPEB BCE N, OTPARHUMTLCA [T OMUCAHHSA CHCTEMBI JTHIIb HaHOONBLIMMHU M3 HHX. [I/IA pellieHus BO-
Ipoca O TOM, CKOJIbKO COOTBETCTBYIOWIMX COOCTBEHHBIX BEXTOPOB ¥, ClNyeT BKIIOMMTE B OMHCaHMe
CBOWCTB CHCTEMBI, MOXHO MCIIO/IL30BaTh CTATHCTHYECKHE TeCThI. Takas npouenypa sBAsSeTCs O4eHb Gop-
MajibHOM, HO HOCTAaTO4HO oOwel. Ha mpakTuke, OMHAKO, IKCIEPUMEHTANbHBIE JaHHBIE PEAKO 061aaaoT
IOCTaTOYHOH TOYHOCTBIO AJISl ONMPABAAHHSA €€ MCIIOJIb30BaHHUA, H CIEAYET NPUMEHATL NPHOIHXKEHHOE pac-
cMoTpenue. TIpuMep UCTIONb30BAHKS 3TON CXEMbl MHOTOKOMIIOHEHTHOTO aHANIH3a MO)KHO HaliTH B paboTte
R. H. Fairclough et al., J. Mol. Biol., 132, 557 (1979).

KpaTkue BbIBOIBI

HMeroTcs YeThIPE YPOBHSA CTPYKTYPHON OpraHu3auuy OHONOrHuecKux Moseky. [lepBuunas
CTPYKTYpa — 3TO KOBAJICHTHAA XHMHYECKas CTPYKTYPa HJIM IIOCJIEA0BATENbHOCTD 3B€HBLEB B Lie-
NH MOJMIMMeEpa IUTIOC BCE TIOTNEPEYHBbIE CIIMBKH BHYTDH LeENell WiIH MeXOy HHUMH. BTopuuHas

CTPYKTYpa — 3TO JIOKAILHO YIODAZOYEHHOE CIHPAIBHOE PACNONOXKEHHE 3BCHBEB. TpeTHUHAs
CTPYKTYpa — 3TO MOJIHAA TPEXMEPHAA CTPYKTYPa €OHHHIIbI, KOTOPAsA HE MOXET ObITh pasaere-
Ha 6e3 HapylLIEHHA KOBIEHTHLIX CBA3cH. YeTBepTHYHAA CTPYKTYpa — 3TO PAacClOIOXKEHHE OT-
IENbHLIX €MHHHI] TPETHYHOM CTPYKTYpPA BHYTPH KOMILIEKCA.

Cpenu HauboOJ1ee Ba)XKHbIX BOIIPOCOB, PaCCMaTPHBAEMBIX B OHODH3HUECKOM XUMHH, OTMETHM
cnenyromune. KakaM 06pa3oM MOKHO YCTaHOBHTB CTPYKTYPY? MOXHO JIH ee npeackasaTh HIH
pa3yMHO o0ObACHUTB? ClenyeT JIM CUHTATh CTPYKTYPhI CTATHYECKHMH WIH THHAMHYECKHMH?
Kax ynopsgo4eHHOCTDb U3MEHAET HU3IMIECKHE ¥ XUMHUECKHE CBOHCTBA MONTEKYNbI? Kax cBA3aHbl
CTPYKTYpa H 6Honoruueckan GyHkuusa? KakoB MeXaHH3M Perysauuu 6Honoruueckoi GyHkuun?

OCHOBHbBIE CTPATETHYECKHE MOAXOMBI K HCCEA0BAHHIO OHOIOrHYECKHX MOTHMEPOB OCHOBA-
Hbl Ha YMEHBIIIEHHH YUCJIA MCMONb3YEMBIX NnepeMeHHBIX, OOBIYHO OBIBaET HEOOXOOHMO YIIPO-
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CTHTB CHCTEMY MO0 MYTEM HCIONb30BaHHUA B KAUYECTBE MOJE/IH CHCTEMBI MEHBLIHX Pa3MEPOB,
JH60 NPUMEHEHHEM METOIOB, MO3BOJAIOLMX HAOIIOOATh 3a YAaCTBIO CHCTEMBbI, MM60 MyTeM
CpaBHEHHSA OBYX MOYTH HAEHTHUYHBIX CHCTEM, KOTJa MOTYT OBITh MOHATHI peKkThl, 06ycnOB-
JIeHHbIE MAJIBIMH Pa3THIHAME cHcTeM. HakoHel, Ta e LesIb MOXKeT ObITh JOCTHIHYTA IMYyTEM
BbIJIENIEHHS! OHCKPETHBIX COCTOAHHI CHCTEMBI NMOAOOPOM BHEHIHHMX YCJIOBHMH. BOJIBUIHHCTBO
3THX MOJXOJOB MOXET OBITH KPaTKO ONPENE/IEHO KaK «pa3densi ¥ BlAacTBYH».

3AJAYHN

1.1, UMeeTcs HenpepbIBHAA cClIMpalib paguyca r ¢ maroM P. ITokaxxute, 4TO nyTh, NPOXOAHMBIR
BIOJIb OJHOTO BUTKA CIIHPaIM (KOHTYDHAs JJIHHA), paBeH VP2 + 4x%r2, YVka3zanue: cnpoerupyii-
T€ CIHPaib Ha UMIMHAPHYECKYIO IIOBEPXHOCTh, HA KOTOPOR OHA JIEXXHUT, a 3aTEM Da3BEPHHUTE
LMJTHHAD.

1.2. TlpeanonoxuM, YTO HekHit Oestok cnocoOeH peryupoBaTh CBOK cOOCTBEHHBIN GHOCHHTES.
B pacTBOpe 6e10K MOXKET CylIeCTBOBATh B ABYX hOpMax — MOHOMEPHOHR H OKTaMEPHON, MeX-
Y KOTOPLIMH CYIECTBYET paBHOBecHe. MOHOMep HecTabMJIeH H MOXeT JeHaTypupoBaTh. OH
CTHMYJIMPYET CHHTE3, IIOBBILLIAN €r0 CKOPOCTDb; OKTaMep MHrHOupyeT cuHTe3. OOBACHHUTE, MO-
4eMy 3TO OKa3bIBaeTCs BBITOOHBIM JJIA OpraHH3Ma.
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2.1. CBoiicTBa aMUHOKHUCIIOT

DNeMEHTAPHbIMH €IHHHLAMH, H3 KOTODPBIX COCTOAT BenkH, ABNAOTCA 20 o-aMHHOKHCIIOT.
Hx cTpykTypa, Ha3BaHHe M OOIIECMPHHATBHIC TPexOyKBeHHbIE OOO3HAYEHHs NPHBEACHBI Ha
puc. 2.1. Bo Bcex 20 aMHHOKHCNIOTAX, KPOME TJIMUMHA, ¢-YIJIEPOAHBIA aTOM aCHMMETPHYEH,
npu4yeM B Oenkax W NENTHOAX, CHHTE3HPYEMbIX B pHOOCOMax, BCTpedaroTca TONbKO L-
CTepeoH30MephI (CM. pHC. 2.1), no3ToMy npHCTaBKy L Mpl OyaeM B AanbHeiflieM ONycKaThb.
TlpaBoa, B HEKOTOPBIX IPHPOAHBIX NENTHAAX OOHAPYXeHbI D-aMHHOKHCIIOTHI, ONHAKO 3TH NEM-
THAbl CHHTE3UPYIOTCA He B pubocomax.

JBe aMHHOKHCNIOTBI, H30JIEHLIMH U TPEOHHH, HMEIOT BTOPOM aCHMMETPHUHBIN LIEHTp npH (3-
yrinepoaHoM aTtoMe. Mx konpurypauus Toxxe nocTosaHua (cM. puc. 2.1). AMMHOKHCIIOTHI C ApY-
roif KoHurypaumen npu S-yriepoaHoM aTOME Ha3bIBalOTCA A/UIOH30JIEHLIMHOM M aJlJIOTPEOHH-
HOM.

IlepBHuHOIt KOBasIeHTHOU CTPYKTYpoO# Oeska AB/IsEeTCA MOJMIENITHAHAA LEMb:

NHj—CHR,—CO—NH—CHR,—CO—... —
—NH—CHR, _,—CO—NH—CHR,—COO"~

OOBIUHO, €CJIH 3TO CNELUHAJIBHO HE OTOBOPEHO, (POPMYJIBI MENTHAHBIX Lienel 3anMchIBalOT Ta-
KMM 06pa3oM, uTo6bi NH-rpynnsr Bo BceX nenTHAHBIX CBA3AX pacnojiaranuck cnpaea. Hanps-
Mep, 3anuchb Ile — Glu o603HayaeT AMNenTHA, B KOTOPOM H3o/eH1IMH — N-KOHLIEBOI OCTaTOK, a
rnyTaMuH — C-KOHLEBOW OCTaTOK.

MOHU3ALIUS AMUHO- U KAPBOKCHUJIBHBIX I'PYTIII
B AMUHOKUCJIOTAX M TNIENTUAAX

Ha puc. 2.1 npuBeaeHsl CTPYKTYpHbie HOpMybl Tpeobnanarowmx npu pH 7 HoHM30BaHHBIX
dopM amMuHOKkHcnOT. IIpH TakoM 3HaueHHH pH a-aMHHOrpynna npoTOHHpOBaHa, a KapOok-
CHMJILHAfA rpyNnna JenpoTOHHpOBaHa. TakuM oOpa3oM, npu HeATpanbHbIX pH aMHHOKHCIIOTHE He
HECYT 3apsia, a CYILIECTBYIOT B BHAE IBUTTEPHOHOB NH;'—CHR—COO‘ , obnamarolMx 3Ha-
YUTENLHLIM AHIIOJIbHLIM MOMEHTOM. YUeTrbipe aMHHOKHCIIOTHI NpH pH 7 HMEIOT AONOIHUTEND-
Hble 3apsAabl Ha OOKOBOM rpymme: acnaparHHoBas M rJIyTAMHMHOBAS KHCJIOThI — OTPHLIATENb-
HbIH, JIM3UH U APrHHHH — MOJIOXHUTE/IbHBIN.

Tak xak cBoiicTBa O€/IKOB CHJILHO 3aBHCAT OT pH cpenbl, HEOOXOAUMO 3HATh, IIPH KAKHX 3HA-
YEHHAX ITOTO NMapaMeTpa THTPYIOTCA pa3IHuHble QYHKUHOHAILHBIEC IPYNIbI AMHHOKHUCIIOT, a
TaK»Xe TO, KaK 3TH 3HAYEHHA H3MEHAIOTCA PH BKJIFOYEHHH aMHHOKHCIIOT B Oenok. Ina oTaens-
HbIX aMHHOKHCJIOT H HeOOJBIUMX MENTHAOB TaKyl0 HHOOPMAILMIO MOXXHO NMOJIYYHThL NMPAMBIM
NOTEHUHOMETPHYECKUM THTPOBaHHeM. IIpHcoennHeHHe HIH NOTEPA MPOTOHA AMHHOKHCIIOTOH
BBIABNIAIOTCA 1O H3MeHeHH:o pH pacTBopa. [ HHTaKTHBIX 6€IKOB IOJTHOE MOTEHLIHOMETpHYE-
CKO€ THTPOBaHHE NPH HAJIHUHM AOCTATOYHO OOJBIIOTO KOJTHYECTBA BELLIECTBA NIPEACTABIIAET CO-
Oolt mOBOJNILHO MPOCTYiO Npoueaypy. OOHAKO HHTEPINpeTalnus pe3yJbTaTOB 3aTPYAHEHA TEM,
YTO YaCTO HEACHO, KAKOM OCTATOK M3 MHOXXECTBA CXOAHBIX WJIM HOEHTHUYHBLIX ONpedcnseT Ty
MJIM HHYIO 001aCTh KPDHBOM TUTPOBaHHUSA. B TakMx ciyyasx HeoOXOOHMO HCNONbL30BaTh APYIHeE,
bonee cneunpHYHBIE METOABI HCCIIEAOBAHHA. Tak, IPH THTPOBAaHHH aMHHOKHCIIOTHBIX OCTAaT-
KOB C TAKHMH OOKOBBIMH TrPYIINAaMH, KaK y F’MCTHAMHA, YOOOHO NPHMEHATb AOEPHBIA MarHuT-
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HbIH pe3oHaHc (SIMP), B ciiyyae THPO3KHHA U MOAOOHBIX €MY OCTaTKOB BECBMa IOJIE3€H CIIEKT-
paNbHBIN aHaH3 B ONTHYECKOM OHana3oHe (cM. 1. 7 u 9).

Ipu 06pa30BaHUH NENTHOHBIX CBA3€l B OeKax U MOJHUIENTHAAX OTAC/IBHBIE AMHHOKHCIOT-
Hble OCTATKH TEPSIOT CBOM LBUTTEPHOHHBIA xapakTep. VX KuclnOTHO-OCHOBHBIE CBOfCTBA
OIPEAEAOTCA JIMIb JBYMA KOHIUEBBIMH OCTaTKaMu H 60KoBbIMH rpynnaMu. Ilpu sTom usme-
HeHHe KPHBOH THTPOBAaHMSA HAa y4acTKaX, COOTBETCTBYIOIIMX OTAE/IBHBIM OCTaTKaM, OOBACHSA-
eTCcs B OCHOBHOM ABYMs 3(deKTaMu: BO-NEPBBIX, IEKTPOCTATHYECKUMH B3aMMOACHCTBUAMH,
BBbI3BAaHHBIMH HM3MEHEHUAMH JIOKAJBHON XMMHUYECKON CTPYKTYPBI, H, BO-BTODBIX, TEPMOJHH3-
MHYECKHMH B3aHMOAENCTBUAMH, OOYC/IOBJIEHHBIMH CONPSXXEHUEM HOHHOTO H KOH(pOpMalMOH-
HOro paBHoBecul. PaccMoTpuM pasHuuy Mexay N- u C-koHuamu OenKkoB, ¢ OGHON CTOPOHBI, U
aMMHO- H KapOOKCH/IBHBIMH IpyIaMH CBOOOAHBIX aMUHOKUCIIOT — ¢ gpyro#t. Ilpu pH 7 B cBo-
0OMHBIX AMHHOKHC/IOTAX MMEET MECTO 3HAUHTE/IBHOE IEKTPOCTATHYECKOE IPUTAXKEHHE MEXAY
[OJIOKUTENIBHO 3apsA)KEHHON NH;-rpynnoﬁ M OTpHUATeNbHO 3apsykeHHoH COO™ -rpynmoit.
JaHHbie MO HOHHOMY PaBHOBECHI) ONMIOAJIAHHHOB, NpHBeAcHHBIC B Tabn. 2.1, MOKa3bIBaIOT,
4TO 3TO 3aTPYAHSAET YAAJIEHHE IPOTOHA OT NH3+ , a TaKkXe NnpucoeanHeHue npotoHa k COO™.
TakuMm obpa3oM, ecnu 11s Ala unu (Ala), BiusiHUE 3apAXKEHHBIX TPYII OYEHBb BEJTUKO, TO YXKe
s (Ala), B3aHMOOEHCTBHE MEXOY KOHLEBBIMH 3apAXKEHHBIMH [PYNNAMH HE CTOJIb BaXHO. B
HononHeHuH 2.1 paccMOTPEHBI OCHOBHbIE NPHHUMIIBI HOHH3ALUHOHHOIO PaBHOBECHA M MPOMII-
JIOCTPHPOBAHO HCIONB30BAHHE NAHHBIX THTPOBAHHA /11 OUEHKH 3HEPTHH 3JIEKTPOCTATHYECKO-

ro B3aMMOJCHCTBUA.
IoTeHUHOMEeTPUYECKOE THTPOBAHME HE MO3BOJIAECT MNPAMO ONpPEAECIHTb, KaKOH HMEHHO

ocTaToK TUTpyerca. Takyro HHPOpPMALHIO OOBIYHO MOKHO MOJIYYHTH JTHOO MyTEM CHEKTPOCKO-
[IHYECKUX HCCTIENOBaHHH, JIMOO NyTEM MCIONbB30BaHMA XHMHUYECKHX aHAJIOTOB H3yYaeMBbIX COSIH-

PUC. 2.1. Ctpykrypa 20 OOBIMHBIX aMHHOKHCIOT npu pH 7. Bce oHu #300pakeHb! B IIIOCKOCTH o-
YIJIEpOAHOro aToMa. B meMcTBHTENBHOCTH XK€ aMHHOTPYIIIA H BOOOPOA HAXOOATCHA HAll IUIOCKOCTBIO PH-
cyHka, a COO-rpynna — noj He.

[efo]o)n [efo]o)n
AnudarHyeckue . +
AMMHOKHMCIIOTBL  COO ™ Ccoo- H,N——(‘)—H H3N—C—H
*HN—C—H *H;N—C—H f"'z H;C—C—H
CHs s Hy,e” CQCH ?Hz
H,c” CH, 3 3 CH,
AJlaHUH Baynn Jlefuun H3onenun
?OO"
*HaN—C—H
HenonsipHble I
MHHOKHCJIOTBI -
2 [e{o]o)n ?00 - coo ?Hz
+
+H3N—(|'}—H +H2T (I:_H HaN—C—H Cle
H HC_ CH: CH, ?
CH2 SH CH3

I'muiun ITponuH Uucreun MeTHoHHH
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HEHUH. HaanMep, NPHUBEAECHHBIE HUXKE aHAJIOTH OJalOT BO3MOXHOCTB JOCTATOYHO JOCTOBEPHO
OIIPpEAECIINTh 3HAYCHUE pKa OJIMTOAJIAHHHOB:

CH;—CO—NH—CH(CH;)—COOH ¥ CH,—CO—NH—CH(CH;)—COO~ pK, = 3,72

NH3’L—CH(CH3)——CO—NH2 b NH,—CH(CH;)—CO—NH, pK, = 8,02
CO0~ CO0~ CO0O~ [ofelo )y
*H,N—C—H *H,N—(I:—H *H,;N—C—H *H,N—C|—H
ApOMaTHYeCcKUE CH, CH, CH, CH,
aMHHOKHCJIOTHL | |
] &
N\ /NH N~
¢ H
H
OH
T'uctuaud deHuNanaHuH Tupo3uH Tpunrodau
CO0O~ CO0O~
*HyN—C-—H *H,N—(|:——H
[MonsipHbie CH, CH, €00 €00
aMHUHOKHCIIOTHI| | *H,;N—C—H *H,;N—C—H
PN CH,
0” “NH, cl H—C—OH H—C—OH
77\ | |
0" 'NH, H CH,
Acnaparus I'nytamun CepuH TpeoHHH
cO0~ CO0~
+H3N_(|:—H +H,N—~(|:—H
3apskeHHbIe ?HZ CI:HZ (olololy CO0"
aMHHOKHMCITOTBI
e o *H,N—C—H *H;N—C—H
i T G G
CH, T—H /C\ CH,
NH,* C=NH,* o~ “o- |
I N
NH, o o

AcnaparuHoBas I'nyTamMuHOBas
Jlu3uH ApPruHHH KHCIOTa KHMCJ/IOTa
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Tabauya 2.1
HMOHHOE PABHOBECHE AN HEKOTOPLIX ONUT'OAJTAHUHOB
PaBHOBecue pK I pl(2
NH;’—CH(CH3)—COOH L NH}CH(CH;)—COO~ b NH,—CH(CH3)—COO~ 2,34 9,69
*Ala *TAla~ Ala~
NH;—CH(CH,)—CO—NH—CH(CH,)—COOH &
*Ala—Ala
« NH;—CH(CHS)—CO—NH—CH(CHS)—COO_ b
*Ala—Ala~
2 NH,—CH(CH,)—CO—NH—CH(CH,)—COO0~ 3,12 8,30
Ala—Ala~
*Ala—Ala— Ala 3——’ *Ala—Ala—Ala™ L Ala—Ala—Ala™ 3,39 8,03

*Ala—Ala—Ala—Ala £ *Ala—Ala—Ala—Ala~ 2 Ala—Ala—Ala—Ala~ 3,42 7,94

Hononuenue 2.1

IMPUHLUNITBI MOHU3ALIMOHHOI'O PABHOBECH A

Peaxuus vonusauuu H—A @ H* 4+ A~ xapakTepH3yeTCs KOHCTAHTOH AMCCOUHALMH
K, = H")ATYH—A)
VnobHo npeacTaBuTh Ka B dopMe, aHanoruuHoit pH:
pK, = —Ig K,

B ycnoBusix, Koraa KMcloTa HOHH30BaHa HamnosioBuHy, (H—A) = (A7), K, = (H*), unn pKa =pH .

KoHcTaHTa AHCCOLHALMH CBsA3aHa CO CTaHAApPTHOM cBOOOAHON IHEPryel AUCCONMALMM CIEAYIOHM 0bpa-
30M:
AG®° = —RTIn K,

AG® ecTb Pa3HOCTb CBOGOIHOM 3HEPrHH 06pa3oBanus NpoaykTos peakuud (HY u A7) u pearenta (H—A),
KOr/la OHH HaxXOAATCs B CTaHAAPTHOM COCTOSIHHH (IONYCTHM, 1 M BOOHbIH pacTBOp). JeACTBUTENLHOE U3-
MEHEHHE CBOGOIHON 3HEPrHH ITPH MOHU3ALUH, NPOHCXOAALEHR B APYTHX YCIOBHAX, PABHO
- + -
AGuom = AG®° + RTIn [(H")A™)/(H—A)]
Takum obpaszoM, ecnu KoHueHTpauuu (H'), (A7) w (H—A) SBAAIOTCA DPaBHOBECHBIMH [r.e.
HYYATYH—A) = K], To AG = 0.

HOHH3

JonycTHM, YTO peakuus HOHH3aUHH COMPAXKEHA C KAKAM-TTHOO0 APYTrHM NPOLECCOM HIIH B3aHMOAEHCTBH-
€M, HalpPHMEP NPHCOEAMHEHHE NMPOTOHA K A~ HM3MEHSET B3aUMOAEHCTBHE A~ ¢ HEKOTOPBIMH APYIrHMH
rpynnams Mosekyisl. O003HauuM H3MeHeHHe CBOOOIHON IHEPTHH, O0YCIIOBIEHHOE 3THM B3aHMOAEHCTBH-

€M, yepes AGc onp* Toraa nonsas ¢ceoGoaHas IJHEPrHS B PpeaKUHH HOHU3auMH OyneT paBHa

AG = AG + AG = AG® + AG + RT In [H*)}A™)/(H—A)]

NOonH HOHH3 conp cornp

Ecnu cucTeMa HaxoouTcs B PaBHOBECHH, TO AG
30BaHa HaAllOJIOBHHY, PaBHa

som = 0. Konuentpauus H*, npH KOTOPO# KHCIIOTa HOHH-

(H*),,, = exp [-(AG® + AG_ )/RT]
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Torna kaxymascs pK, passa
Pk, = —lg (H),,, = (AG° + AG_ )/2,303RT
Ecii MOHO HaliTH MOIETLHYIO CHCTEMY, B KOTOPOH OTCYTCTBYET CONpPSYKEHHE TMPOLECCOB HITH B3AHMO-
neiicTeui, To 1 Hee pK, 6yaeT paBHa
pK, = AG°/2,303 RT
CrlenoBaTeLHO, SHEPTHIO COMPSIKEHHA MOXHO BBIDA3UTh YEPE3 PA3HOCTh 3HaYeHHH pK
AG,,, = 2,303 RT (K] — pK,)

[+
TIpHMeHHAM 3TOT DE3YNBLTAT I AHANH3A EKTPOCTATHYECKOTOo B3amMoneHcTBus Mexay COO™ - u
NH;-rpynnaMH aJlaHWHa, MCIOMb3YA JaHHbIe, pHBeAeHHbIe B Tabu. 2.1, Benmunna pK a nn’n peakluH auc-
comammy COOJ — COO~ + HY onpenensiercs TurpoBanueM (Ala) ,; OHa paBHa 3,42, pK, nns Ala paBHa

2,34. Tak kak NpH KOMHaTHO#M Temmnepatype R7T «~ 0,6 KKaJ/MOIb, TO
AGCOHp = (2,303)(0,6)(2,34-3,42) = —2,5 KKaln/MoOJb.

TakuM 06pa3oM, 37IEKTPOCTATHYECKOE B3AHMOAECHCTBHE MEXIY NH;'=H COO™ -rpynnaMH yMeHbILAET Ha
2,5 KKaJ/MOJb cBOBOIHYIO 3HEPTHIO OCTATKa ajlaHHHA. 3TO0 objerdaeT AHCCOLUMALMIO AJTAHHHA

NH;—CH(CH,)—COOH # NH;—CH(CH,)—C00~ + H*

YTO IPONBJIAETCA B YMEHBILICHHH pKa.

con

NOHUM3ALIMA BOKOBBIX I'PVIII

I'lpH HaTHYHH HOHU3YEMBIX OOKOBBIX rpyMNn AaHHbIE THTPOBAHHSA MOTYT OKa3aThCs YPE3BbI-
4alfHO c10XHBIMH. I1pu pH < 2 NM3HH CyLLIECTBYET NPEUMYILIECTBEHHO B (JopMe

NH;— CH(COOH)—(CH,),—NH;

TuTtpoBanue nu3uHa faeT TpH 3HaueHus pK,. OmHO M3 HHX, paBHOE 2,18, COOTBETCTBYET (10
AHAJIOTHH ¢ aJIaHHHOM) HOHHM3allMKM KapOoKcHIbHOM rpynnel. 10 cpaBHEHHIO C aJaHHHOM 3TO
3HauyeHHe pK, CMEWIEHO B CTOPOHY MeHbIMX pH BciencTsue Gosiee CHILHOTO NPHTSIKEHUS
mexay COO™ -u NH;rpynnaMH MOJIeKYbI. JIByM APYTrUM NpoleccaM HOHH3alMH COOTBETCT-
BYIOT 3Ha4Y€HHUA pKa, paBHbie 8,90 1 10,28. OAHO M3 HHUX AOJKHO OTHOCHTBCS K HOHHM3ALMH -
aMUHOTDYINNbI, APYroe — K HOHH3aUMH £-aMHHOTPYNNbl. OAHAKO HENMOCPEACTBEHHO ONpEne-
JIUTh, KaKasi HIMEHHO BEJIMYHHA OTHOCHTCS K JaHHOM IPYIIE, MOXHO TOMBLKO NYTEM HCCIEAOBA-
HUSL MOJIENIBHBIX COCOHHECHHIA.

Turpopanue nunentuaa Ala — Lys gaeT Tpu YeTKHE TOUKM MOHH3ALHH, B KOTOPBIX 3Ha4ye-
HHUs pK, COOTBETCTBCHHO paBHbI 3,22, 7,62 u 10,70. HauMensiuee 3nauenue pK, COOTBETCTBYET
JIENPOTOHHPOBAHHIO KapOOKCHIILHOH! IPynIibl, YTO CJIEAYET U3 CPABHEHHA KPMBBIX THTPOBAHHS
JIBYX INNeNnTHOOB, Ala — Ala u Ala — Lys. J/Ing uaeHTHOHKAIME APYTHX 3HAYEHHIA pK, MOXHO
NIPEeUTOXHUTh ABE PABHOBEPOATHBIE MOLE/IH NPOLECCa, @ HMEHHO: (-AMHHOIPYINA TepseT po-
TOH paHblle, YeM 60KoBas Hellb, H NEPBON TepseT MPOTOH BOKOBas LEMb.

Ilpexne yeM oTOaTh npeanoyTeHye cxeme A unu b (cM. ¢. 48), HEOBXOAMMO YUECTD CIIEMYIO-
LIHE IKCMIEPHMMEHTaJIbHbIE JaHHbIE. Bo-NepBbIX, aIKHIMPOBaHHbIE aMHHOIPYIINbl UMEKT BoJiee
BbICOKHE pK,, YeM HECyIHE MPH «-YTJIEPOAHOM aTOMeE KapGOHHIIbHYIO TPYINY 3aMELEHHBIE
MeTtunamunsl. Hanpumep, pK, H-6yTunamuHa paBHa 10,59, Torma xak aMuHOrpynna B a-
aMHHOKHCIIOTE, HE YYaCTBYIOLIAs B 3JIEKTPOCTATHYECKOM B3aUMO/IEHCTBHH, THTPYyeTCS B 06/1a-
ctu pH 8 (cM. nanHBle 1715 OJIMrOasIaHHHOB, NIPUBEAEHHBIE B Tabn. 2.1). DTO N0Ka3bIBAET Npa-
BUJIBHOCTB cxeMbl A. Eciin 3Ta cxema BepHa, TO pK, £-aMHHOTPyYIIIb! JIH3HHA GYIET HECKOTLKO
BeIlIE, YeM pK, 6yTUIaMHHOIDYNIBLI H3-3a €€ 3EKTPOCTATHUECKOrO B3aUMOJEHCTBHS C IPYII-
no#t COO~. U Haobopor, a-NH;-rpynna 6yneT TUTPOBaTbCA IPH HAJHYHM 3apSyKEHHOM
s-NH;-rpynnbl, H, ClleOBATENBHO, O/ Hee 3HaueHde pK, NO/KHO ObITh HHDXKE, YeM I «-
aMHHOIpynnsl B aunmentuae Ala — Ala. DTH npeanonoxeHus MOMHOCTBIO MOLTBEPKIAIOTCH
3KCNIEpHMEHTAILHBIMY faHHBIMU. Eciin 611 661512 BepHa cxeMa b, TO OHa JA0JIKHA 6b1j1a 6b1 06B-
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NH;—(I;H—CO—-NH——CH—COO N

CH, {CH,),
NH}
/ 7,62 ’\
A NH,—CH—CO—NH—CH—COO " NH; —CH—CO—NH—CH—CO0~ g
CH, (CH,), CH, (CHy),
NH? rLH2

N4

NHZ—(I:H—CO—NH—CH—COO'
CH, ((|3Hz)4
NH,

ACHHTB, MOYeMY a-aMHHOTrpynna B Ala — Ala Tutpyercs npu pK, 8,30, Torna kak B Ala — Lys
C He3apsKeHHON GOKOBOM rpynnoi a-aMuHOrpynna TuTpyerca npu pK, 10,70. [Tockonbky 06b-
ACHHUTDb JTO NPH NOMOLLIH CXeMbl 5 HENb3s, ONUCLIBAEMBIH €10 IPOLECC HE ABIAETCA OCHOBHBIM
[IPH HOHM3aLUMH OUIMENTHaA.

IOna Toro 4tobbl ONpenesnTh, B KAKOH TOUKE THTPYETCA £-aMHHOTPYINA B COCTABE IOJIH-
nernTHaa, HEOOXOAHMO HCCIEA0BATh TAKHE COENMHEHHA, Y KOTOPBIX CBOOOAHBIE aMHHO- H Kap-
6OKCH/IbHBIE KOHLUBI HAXOAATCA HACTONBKO Aaneko OT OOKOBOM Irpynmbl, UTO MOXHO NMpEHe-
6pedb MEKTPOCTATHUECKMMH B3auMoAeHCcTBEsAMH. Hanpumep, ans Ala—Lys— Ala—Ala Ha6-
nonaloTCsA TPH 3Hauenus pK,: 3,58, 8,01 u 10,58. TepBrle nBa oueHb 6aHM3KH K PK,, MONYYEH-
HbIM s (Ala),, a pK, £-aMHHOTDYNIIbI HE3HAYMTENBLHO OT/IHYaeTCA OT pK, H-OyTHnaMuHO-
rpynnei. OQHAKO Y COENHHEHHH ¢ MHOTOYHCICHHBIMH HOHH3YEMbIMH OOKOBBIMH LENAMH KPH-
Bble THTPOBAHHA CTAHOBATCA YPE3BbIMAHHO CMOKHbIMH. Hanpumep, Lys—Lys—Lys naet npu
THTPOBAaHHH Cjenyloline 3HadeHus pK,: 3,06, 7,34, 9,80, 10,54 u 11,32.

NOHU3ALIMOHHOE PABHOBECHE B BEJIKAX

INpuBeneHHbIE BhILIE MPHMEPHI YKA3BIBAIOT HA TO, YTO THTPOBAHHE OTHAEIBHBIX OCTATKOB B
6enke 3aBHCHT OT MOC/IEIOBATENBLHOCTH aMHHOKHCIOT B HeM. OIHAKO 10 CHX TTOP Mbl HMEJTH Je-
JIO NHLB ¢ KOPOTKHMH NENTHAAMH, ob6anarouMMHE OTHOCHTEIBHO THOKoM kondopmaumueit.
benkoBsie ke MOEKYAbI, KPOME NIEPBHYHON, HMEIOT BTOPHUHYIO H TPETHYHYIO CTPYKTYpY. [1o-
3TOMY IPH aHAJIH3€ HOHU3AUMOHHOTO PaBHOBECHS B O€JIKax HEOOXOAHMO NPHHHMATE BO BHHMa-
HHE 3JIEKTPOCTATHYECKHE B3aHMOICHCTBHSA, BO3HHKAIOLLHE MEXIY BCEMH OJIH3KO PaClOIOKEH-
HBIMH YT K APYry 3apsaaaMH. [1onbITKH KOMHYECTBEHHOTO MCCIENOBAHHSA 3THX B3aMMONEHCT-
BHH B OTAC/BHBIX cllyyasx OblIH AOCTATOYHO YCNEWHBIMH, OJHAKO B LEJIOM 3Ta npobraeMa no
CHX IIOP OCTAETCA Ype3BbIYANHO coxHOM. Kak OyneT moka3aHo HHXe, BCE MOTHIIEKTPOMHTHI
€O31a10T BOKPYT cebs 061aKo M3 MPOTHBOHOHOB, YTO MPHBOAHT K OCJIa0J€HHIO HOHHBIX B3aH-
MoaelcTBuit. [TIOTHOCTD 3TON «HOHHOM aTMOChEDPDBI» 3aBUCHT OT KOHLIEHTPALHH 3/IEKTPOJIHTA
B PAaCTBOPE H OT FreOMETPHH GIH3KO PACIOIOKEHHbIX 3apAXKEHHBIX IPYIN MOIMMepa. B npuuum-
€ B YCJIOBHAX BBICOKOH HOHHOM CHIIbI JAHHBIE THTPOBAHHSA NPEXKIE BCErO OTPAXaKOT 3MEKTPO-
CTATHYECKHE B3AMMONEUCTBHA MeXAy Onu3NexaluMH 3apsXeHHeIMH rpynnamu. Cnenosa-
TENbHO, NPH TAKOM THTPOBAaHHH MBI NOJIy4aeM HEKOTOPYIO HHOOPMALIHIO O JIOKAIbHON BTO-
PHYHOM H TPETHYHOM CTpyKTYypax. OoHaKo caMH 1o cebe JaHHbIE MTOJIHOTO NMOTEHIMOMETPHYE-
CKOTO THTPOBaHHA €llie HEAOCTATOYHO HHPOPMATHBHBI.
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KpuBbie THTPOBAHMS HOHOB BOJOPOAA THNHYHOTO Genka nmpuBeaeHs! Ha pHC. 2.2. Haxe mis
MX NPOCTOM HHTEPNPETALHH HEOOXOAMMO 3HATH YC/IOBHS HOHH3AIMOHHOTO paBHOBECHA AA Go-
KOBBIX TPYNI BceX aMHHOKHCJIOT, BXOIALIMX B cocTas 3Toro 6enka. Kak oTmedanoch panee,
JaHHble MOTEHUHOMETPHYECKOTO THTPOBAHHMA Ml GOKOBbIX aMHHOKHUCIOTHBIX IDynm B OT-
CYTCTBHE JOCTATOYHO GIH3KO PACIOIOKEHHDBIX 3apAI0B MOTYT OBbITh NOJIyUEHBI IyTEM H3MEPE-
Hua pK, nentuaos. B Tabn. 2.2 npuseaeHbl 3HaYeHHS pK, ans pa3HbIX GOKOBBIX TPYIN U30JIH-
POBaHHBIX aMHHOKHCIIOT; HabmonaeMble 1uis 6enkoB 3HaueHHs pK, OTaebHbIX GOKOBBIX rpynn
OOBIYHO HE OTJIMYAIOTCA OT 3THX 3HAUYEHHH 6oJiblle ueM Ha eguHHUy. B Tabn. 2.3 npuBedcHb
JaHHble THTPOBAHUS HEKOTOPbIX AMHHOKHC/IOTHBIX OCTATKOB, BXOASALIMX B COCTaB psada Oen-
KOB. M3 Hee BHIHO, UTO HMEIOTCS HCKJIIOUEHMs, /I KOTODPBIX HAOMIOAAarOTCA 3HAUYHTEJILHO
6onbiune u3MeHeHHs pK,. O6bIYHO 3TO CBA3aHO C IHCTEPE3UCOM THTPOBAHHA, BbIPaXaro-
[LIAMCS B TOM, YTO KPHBbIE KHCJIOTHOTO H ILEJOYHOTO THTPOBAHUA He coBnanaroT. Ilonoburie
3hheKThl BO3HHKAIOT, KOTAA THTPOBAHHE COMPOBOKIAETCA KOHPOPMALMOHHBIMH H3MEHEHHUS-
MH.

IpeanonoXxuMm, uro OOKOBBIE LENH HEMOCPEACTBEHHO YYacTBYIOT BO B3aHMOJEHCTBHSX,
CTAOHIIM3UPYIOIKMX BTODHYHYIO HIIH TPETHUYHYIO CTPYKTYpYy. Torana 3T B3auMoAeACTBHA MO-
IyT HapymaThCA NPH HOHH3ALUHH 3TUX rpynn. PaccMOTpHMM, HanpuMep, OCTATOK THPO3HHA,
CBSI3aHHbIA BOAOPOIHOM CBA3bIO ¢ KapOokcuiioM apyroro ocrarka. Toraa npouecc THTpOBaHHA
MOXHO MpEACTaBUTD CJIEAYIOLIHUM 06pa3oM:

OH™ + Tyr—O—H - " 0—CO—R 2 Tyr— 0~ + "0—CO—R + H,0
Haxe ecii 8 3TOM B3aUMOJEHCTBHH HE YUaCTBYET OCTa/IbHAsA 4aCTh MOJIEKYJIbl, OHO, HECOMHEH-
HO, OKa3bIBAET 3HAYUTE/ILHOE BJIMAHHE HA HabmonaeMoe 3HaueHue pK, THPO3UHA, TaK KaK CBO-
Go/Has 3HEpPTHS BOJOPOAHOM CBA3H COCTABJISAET, BEPOATHO, HECKOJILKO KHJI0Kaopuil. Ecn xe
Tupo3ud 1 COO ™ -rpynna ¢u3uuecku He MOTYT pa3oHTHCh 6e3 Toro, 4yTobbl HEe U3MEHAIMCD

Lys(44)
40 -

His (30) 1

CyMMapHusbi 3apsia
CpsizaHHbIe TIPOTOHBI

PHC. 2.2. KpuBbi€ THTPOBaHHA OKCHI€MOTJIOOHHA JIOLLIA 11 IPH HOHHOH cine 0,02 u TeMnepatype 29°C. A.
Hna nomyyeHUs MpaBHILHBIX 3HAYCHHI H30MOHHBIX pH 3KClIepHMEHTaNbHBIE AaHHbIE ObUIH yBEJIHYEHBI HA
TPH 3apAO0BLIC COHHHIbI. TeOpeTHUECKast KPHBAs YUHTHIBACT H3MECHEHNSA HOHH3ALMOHHBIX XapaKTEPUCTHK
BCEX GOKOBBIX T'PYNII, BbI3BAHHBIE 3NIEKTPOCTATHUECKHMH B3aMMOACHCTBUAMM B M3BECTHOM YeTBEPTHYHOM
CcTPYKTYpe 6enka. Cnnoummas KpuBas — TEOPHA, IYHKTHP — AaHHbie Koua u ap. (1937). 5. 3aBucHMocTs
PACCYHTAHHOI'O YHCJIa NPOTOHOB, CBA3LIBAEMbIX KAXKAOMH HOHU3YeMON eauHnteH, oT Benuvunbl pH. C o3Ha-
yaeT Glu mmtoc Asp, N — N-koHuepo#t yyacTok. Yucna B ckO6Kax yKa3blBalOT YMCIIO IPYII AAHHOTO
Thna. [W.R. Orttung, Biochemistry, 9, 2394 (1970).]



50 I'JIABA 2

Tabauya 2.2
3HAUYEHH A pKa AJ1s1 MOHU3YEMBIX I'PYTII B AMMHOKHUCIIOTAXY
AMHHOKHCITOTA a-COOH oz-NH3+ Bokoeas pl(a B Oxraaemoe
rpynna aAMHHO- 3HaYeHHEe
KHCJIOTE pl(a B Genke
AnaiHH 2,3 9,9 - - -
Y
APpruHHH 1,8 9,0 —NH—C\ 12,5 2 12
NH,
Acnaparui 2,0 8,8 - - -
AcnaparmsoBas
KHCJI0T2 2,0 10,0 — COOH 3,9 4,446
LiucTeun 1,8 10,8 —SH 8,3 8,5-8,8
I'myraMHHOBas
KHCIIOTa 2,2 9,7 — COOH 4,3 4,44,6
TnyramMun 2,2 9,1 - - -
nuuun 24 9,8 - - -
TCHeTHAMH 1,8 9,2 \ 6,0 6,5-7,0
[
H
H3zonedux 2,4 9,7 - - -
Jleituun 2,4 9,6 - - -
JIn3un 2,2 9,2 - NHJ+ 10,8 10,0-10,2
MeTHOHHR 2,3 9,2 - - -
dennnanaHuH 1,8 9,1 - - -
Nponuu 2,0 10,6 - - -
CepuH 2,1 9,2 - - -
Tpeouun 2,6 10,4 - - -
Tpunrodan 2,4 9,4 - - -
THupo3un 2,2 9,1 @OH 10,9 9,6-10,0
Banuu 2,3 9,6 - - -

D 3navenns pKa B OONBLUIMHCTBE cy4aeB nony4eHs! npu 25°C. Oxunoaemoe pKa B Oesikax ONpeaesifeTcs NPH MOMOLUH MO-
HENBHBIX COENHHEHHHA, B KOTOPbIX TUTPOBaHHE GOKOBBIX LiENEH} HE 3aBHCHT OT BJHAHHSA -3aMECTHTEIEH.

TaKKe MOJIOKEHHS APYTHX OCTATKOB, TO AJIS HOHH3ALMK NOTPeOyIOTCA AONOIHUTENbHbIE JHEP-
reTHYecKHe 3aTpaThbl, 0Oyc/lIOBJeHHbIE TUO0 OTTAJKMBAaHHEM OTDHUATEJIBHO 3apAXEHHBLIX H
61H3Kk0 pacnoyioxeHHbIXx rpynn Tyr— O~ u ~O—CO—R, 1160 nameneHueM KoHGpopMaluu
JApyrux ocraTkoB. [TonHas cBoOoaHad YHEPrHs HOHHM3ALHH paBHA

AG om = AG s + AG o 2.1
rae  AG,,,,, — CBOOOMHAas  3HEPrui  HOHH3ALMH  HM30JIMPOBAHHOTO  THPO3MHA, 2
AG o — cBobonHas 3Heprus, oOyCIOBIEHHAs Pa3pLIBOM BOAOPOAHON CBA3H, 3JIEKTPOCTATH-

YeCKMM OTTAJIKHBAaHHEM H KOH(POPMAIIHOHHLIMH H3MeHeHUAMH. Kak BuaHo u3 JononHeuus 2.1,
BnusHHe AG ., 3aKiouaeTcs B H3MeHeHHH pK;. IMockonbky AG . > 0, pK; cMelaeTcs o
6GObIINX 3HAYECHHHA, YEM OXKHMIAEMBIE B C/TY4a€ THTPOBAHHS H3OJHPOBAHHOrO THPO3HHA.
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Tabauya 2.3
pl(a, HABJIIOJAEMBIE 1J1S1 HOHU3VEMBIX I'PVYIIIT B HEKOTOPBIX BEJKAX!

AMHHOKHCITOTA Benok pl(az)
MK rpynna
AcnaparuHosas u Jluzouum (3 u3 16 rpynn) pi
ryTaMHHOBas B-Jlakrornobynun (49 u3 51 rpynns) 4,8
KHCITOTBI ( 2 u3 51 rpynnsi) 7,3
CbIBOPOTOYHBIN anpOyMuH 4,0
HHcynun 4,7
I'ncrnoun Muornobus (6 u3 12 rpynn) i
(6 u3 12 rpynn) 6,6
B-JlakTornoOynun 7,4
JIM3ounum 6,8
HHcynuH 6,4
CbIBOPOTOYHBIN aTbOYMuH 6,9
Tupo3ux XumoTtpuncurored (1 u3 4 rpynn) 9,7
(1 u3 4 rpynn) 10,4
(2 13 4 rpynn) In
Hucynuu 9,6
CbIBOPOTOYHBIN aIbOYMHH 10,4
Pubonykneasa (3 u3 6 rpymm) 9,6
JIu3un CbIBOPOTOUYHBIN anbOYMHH 9,8
JInzounum 10,4
XumoTpuncudoreH (3 u3 13 rpynn) In
ApPruHvs HHcynmuH 11,9
a-Kapbokcun -H- 3,6

;) R. H. Haschemeyer, A. E. V. Haschemeyer, Proteins (New York: Wiley, 1974).
) . AeNpOTOHHPOBaHA NpH Beex 3Havenuax pH, I1 — nporonnposana npu Beex 3nayeHnax pH.

Ecnu xoHGOpPMAaILMOHHOE H3MEHEHHE, CONMPOBOXKIAKOLIee NMPoLEecC HOHW3alKuH, o6paTHMo,
TO Takol xe 3¢ dexT HabnogaeTca ¥ IpU NpoBedeHHH o6paTHOro THTpoBaHus. Yacro, ooHa-
KO, BO3BpallleHHe K HATHBHON KOHG)OPMALIMH NPOHCXOAKT OYEHb MEJIEHHO MJIH JaXKe OKa3blBa-
€TCs HEBO3MOXXHBIM. B Takux cinyuyasax npH o6paTHOM THTPOBaHHMH OCTATKH THPO3HHA THTDY-
FOTCA HOPMAJIbHO, TaK KaK OTCYTCTBYET CBA3b MEX/Y IPOLIECCOM MOHH3ALMH H KOHGOPMALHOH-
HbIMH H3MEHEHHAMH. Boriee meTanbHble IKCIEPHMEHTANLHEBIE JaHHbIE IPHBENEHLI B I'1. 7, rae
ONHCAHO THTPOBAHHE OCTATKOB THPO3HHA, BXOMALIMX B cocTaB puboHyKiea3sl, MPHYEM B AaH-
HOM cliy4ae creumduyeckas HOHH3aHUA THX OCTATKOB MOXeT HabGnoAaThCA ONTHYECKHMH Me-
TOJdaMH.

Jns Toro uTo6bl HaHIY4IIHM 006pa3oM MpoaHalU3NpOBaTh KPHBYIO THTPOBAHHA (CM., Ha-
MpHMep, PHC. 2.2), HY)XHO CONIOCTABHTb €€ C H3BECTHBIMH NAHHBIMH 10 AMHHOKHCIOTHOMY CO-
cTaBy. Pa3nuyHble y4acTKH KPHBOH CTaBAT B COOTBETCTBHE H3BECTHOMY YHCITY CIOCOOHBIX K HO-
HHM3alMH OCTATKOB (B3TOMY C ONPEAENEHHLIM BECOM) B NMPEAIIONIOKEHHH, YTO MOC/EHHE THT-
pYrOTCA HOpMaJIbHO. Eciii npH 3TOM He yaaeTcs MOJIyYHThL COOTBETCTBHSA MEXAY HaOMoAaeMbIM
H 0XXHIaeMbIM YHCJIOM NPHCOEAHHEHHbIX HJIH NOTEPAHHLIX MPOTOHOB, TO AEIAETCS NPEANONO-
KEHHE, UTO HEKOTOPBIE OCTATKH HE THTPYIOTCS COBCEM, MTOCKOJIBKY OHM Y4acTBYIOT B CTaOHIH-
3auMH KoHbopMauun Genka. s 6osee TOHKOro aHanusa HEOGXOAMMO YUHTHIBATE CABHI pK,
H3-3a 3JIEKTPOCTATHUECKOTO B3auMoneicTBHA. JocToBepHble 3HAYEHHA TAaKOrO CABHIa MOXHO
MOJIYYMTh TOJIBKO B TOM CJIy4ae, €C/IH H3BeCTHA TPeTHUHas CTPpyKTypa. Kak BuaHo U3 puc. 2.2,
NpH 6J1aronNpUATHON CUTYaLMH XapakTep KPHBOH THTPOBAHHA MOXHO IOBOJIBHO XOpPOIUIO 00B-
ACHHTDb KOJHYECTBEHHO.
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MOJIAPHOCTB BOKOBBIX I'PYIIIT AMUHOKUCIIOT

M3 Bcero cka3aHHOr O AICHO, YTO MOXHO YETKO Pa3rpaHUYHTh 3apAKEHHbIE H He3apsOKEHHbIE
aMHHOKHCNIOTBI NIPH M0OBIX 3HaueHHsaX pH. Beino Obl mone3Ho pacnonaraTk H APYTHMH CIIOCO-
6aMu oaHO3HAYHOH KnaccHHKAUHH AMHHOKHMC/IOT, OCHOBAHHBIMH HA Pa3/IMYHAX B UX CBOMCT-
Bax. MOXHO MOMNbITAaThCA CAENATDb 3TO, HCXOAA U3 HHTYHTHBHBIX XHMHYECKHX NpEeACTaBIEHHH O
MOJIAPHOCTH GOKOBBIX IPYIIl. AMHHOKHCIIOTBI C HEMONAPHBIMH 60KOBBIMHM IPYIINIAMH XYK€ pac-
TBOPAIOTCA B BoAe. B 3TOT Knacc, O4eBMAHO, BXOAAT aMHHOKHCIOTHI ¢ alHpaTHYECKUMH yrie-
BOAOPOAHBIMH OOKOBBIMH LIEMSAMH: aJIaHHH, BaJIMH, JeHLUHH U H3oneluuH. K HenmonsapHbIM aMu-
HOKHCJIOTaM MOXHO OTHECTH TakXe QHHHNAJIAHWH, TPHNTO(AH H METHOHHH.

Ha npyrom koHue wkansb! nofispHoctu Haxonartcs Glu, Asp, Arg u Lys. [TonspHel Takxe ac-
napardHoBas H [JlyTaMHHOBAas KMCJIOThI, COAepKaliie aMuaHYIo 60koByro rpynny. I'uapokcuin-
coaepkalliie aMMHOKHCJIOTBI — CEPHH H TPEOHHH — TaKXXe MONAPHbI M3-3a OOJbLIOro aM-
[OJIBHOTO MOMEHTA H CIOCOOHOCTH THApOKCHNA oOpa3oBbIBaTh BOAOPOMAHLIE CBA3H. Bee 3TH
MOJIEKYJIbl AKTHBHO B3aMMOJEHCTBYIOT C BOAOH M XOpoIlUO B Hell pacTBOPAIOTCA.

TonApHOCTE OCTABLUMXCA NATH AMHHOKHCIIOT HE CTOJIb ICHA. 3HAYEHUSA K, 1T IUCTEHHA H
THCTHAHHA HACTONBKO OJIH3KH K 7, 4TO BO MHOTHX O€/IKax NpH GH3IHONOTHYECKHX YCIIOBHSX 3TH
AMHHOKHCJIOTB! NeMCTBHTENBHO MOTYT ObITb 3apsKeHHbIMH. TakuM 006pa3oM, OHH MOTYT
ObITH MOJNAPHBIMH, HO €CJIH OHHM HE3apsKeHbl, TO OHH COBEPUIEHHO TEPAIOT CBOM MOJAPHbIE
cBoiicTBa. B THpO3HHe apoMaTHYECKOE KOMbLIO KOMNIEHCHPYET BIIMAHHE TMAPOKCHILHONR IPyIMIbl
H 06b14HO Tyr BeneT cebs Kak HEMONAPHbIN OCTaTOK. [JIMUMH U NPONHH — OcoOble AMHHOKHC-
0Tbl. UX CTPYKTYpA 3HAYHTEILHO OTJIMYAETCA OT CTPYKTYDBI OCTalbHbIX 18 ocTaTkoB. ['nu-
LHH JIMIEH ONTHYECKH aKTHBHOTO aCHMMETPHUYHOTO o-yrjiepoaa, OTKyaa CleayeT, YTO OH Mo-
XKeT CYLIECTBOBATh B KOHDOPMALMOHHbIX COCTOAHHUAX, HENOCTYITHbIX APDYTHM aMHHOKHCIOTAM.
OH He uMeeT OOKOBO# I'pYMNIbI, HO €ro NOBelecHHE B COCTaBe DEJIKOB MO3BOJISET OTHECTH €ro K
KaTErOpHH HemoMsAPHBIX OCTATKOB. IIpPONHH Xe Ha caMOM Jieie ABNACTCA HMHHO-, @ He aMHHO-
kucnoToi. IToaToMy ero KoHGOPMAaLIMOHHBIE CBOHCTBA OTIMYAIOTCA OT CBOUCTB BCEX OCTAIb-
HbIX OCTaTKOB. TpynHO YTO-HHOYNL CKa3aThb O €ro NoJAPHOCTH, HO, YYUTLIBAA €ro JIOKaau3a-
M0 B 6enKkax, MOXHO NPHATH K 3aKIMIOUEHHIO, YTO Pro yailie BeneT cebs Kak NnojJsapHbIi ocTa-
TOK.

B Ttabn. 2.4 npuBeneHb! NaHHbIE 10 PACTBOPHMOCTH Pa3/IMYHbIX AMHHOKHCJIOT B BOAE NPH
HeATpanbHbIX PH, KOTOpBIE AaI0T BO3MOXHOCTb IPOBEPHTL HALUIHU MOJYHHTYUTHBHbIE PACCY K-
neuna. Ucnonb3ya npuHLMI «oaA00HOE pacTBOPSETCS B NOAOOHOM», a Takxe TO 06CcToATENb-
CTBO, YTO MOJIEKYJbl BOAbI MOJIAPHBI, MOXXHO CKa3aTh, yTo OoJbllasg 4acTh NpeacTaB/IeHHbIX
JIaHHBIX KaueCTBEHHO COTJIACYETCA C HALUMMH BbIBOAAMH. OHAKO K 3THM AAHHBLIM HE CJEAyeT
NOAXOANTL C TOYHBIMH KOJIHYECTBEHHBIMH MepKaMH, TaK Kak B Tabj1. 2.4 npHBOAATCA pacTBO-
PHMOCTH LUBHTTEPHOHHBIX HOPM aMMHOKHCIIOT, TOTAA KaK Hac HHTepecyloT CBOACTBA aMHHO-
KHCJIOTHBIX OOKOBBIX IpyNmn Kak COCTABHBIX YacTel nmenTuia.

CyuecTBYIOT 1 60onee cepbe3Hble OrpaHHYEHHA NIPH UCIIONB30BAHHH JaHHBIX 110 PACTBOPHMO-
CTH aMHHOKHCIOT. PacTBopeHHe TBEpAOro BELeCTBA B BOJEe — paBHOBecHbIH npouecc. Ha ne-
ro BJIMAIOT U CPOJICTBO 3TOTO BELLIECTBA K BOJAE, H CPOICTBO MOJIEKYJT APYT K APYTY B KPHUCTAJLIE.
Hac HHTepecyloT 3ech TOMBKO B3aHMOIEHCTBHA NMEPBOro THIA, HO Mbl HE YBEPEHEI, YTO B3aH-
MOOEHCTBHA BTOPOTO THIA He HrparoT BaXHOW pONH B MNpolecce pacTBOpeHHs. B
NPHHLHIE MOXHO 6b1710 O6bI OOpPaTHTLCS K APYTHM JaHHBIM, Ye€M T€, KOTOpbi€ NPHBEACHbI B
Tabn. 2.4, HanpUMeP, K JaHHBIM O PaCTBOPHMOCTH ra3oo6pa3HbIX aMHMHOKHCIIOT HIH HX 60KO-
BbIX rpynn B BoAe. ITonyynThk Takyrwo HHGOPMALHIO C MOMOLIBIO MPAMbBIX H3MEPEHHH HEBO3-
MOXHO, OJIHAKO €CTb ApYyro#f, KocBeHHbl noaxon. Tak, 3Has TEPMOJAUHAMHUKY UCIIADEHHS [aH-
HOTO BELIECTBA ¢ MOBEPXHOCTH KPHCTaNja H TePMOJAHMHAMHKY PacTBOPEHHS TBEPAOTO BELIECT-
Ba, MOXXHO NMOJIYYHTH NPeCTaB/IeHHEe 00 HHTEPECYIOLIEM HAC PaBHOBECHH MEXy NapoM H pac-
TBOPOM.

Taudopa npeaoknn albTePHATHBHBIN IOAX0A, KOTOPbI# B OTCYTCTBHE JaHHBIX O ra3o-
obpa3Hoil (aze MOXKHO MCNOJBL30BATh MU MPOCTOr0 TEPMOAHHAMHYECKOTI'O ONMHUCAHHUA CBOUCTB



CTPYKTVYPA BEJIKOB 53

Tabauya 2.4
KJACCU®PUKALIMA CBOMCTB AMUHOKHUCIOT
PacTBOpHMOCTD AG s
OcTaTok THn aMMHOKHCIOTBl  LBHTTEpHOHHON dopmbl KKaJ1/MOoMnb Et(gH — HZO
npu 25°C, Monb/Kr

Trp Henonspuas 0,07 3,00
Ile Henonspuas 0,26 2,95
Tyr Henonspuas ¥ <0,00 2,85
Phe Henonspuas 0,17 2,65
Leu Henonspuas 0,16 2,40
Val Henonsipuas 0,50 1,70
Met Henonspxas 0,38 1,30
Cys? Henonspuas <0,00 1,00
Ala Henonsipuas 1,86 0,75
Gly Henonspuas ¥ 3,33 0,00
His He onpenenen — —
Pro Monspuas ™ 14,1 2,60
Ser Monspuas 4,02 —
Thr Monspuas — 0,45
Asn Tlonapuas 0,19 —
Glu Tlonsapuas 0,29 —
Asp 3apskeHHas 0,042 —
Glu 3apsxeHHas 0,062 —
Lys 3apsxeHHas 3,959 1,50
Arg 3apsikeHHas 4,064 0,75

) TMpusonsTcs AaHHbIE 219 NONYUHCTHHA.

2) MNpu HATHYNH NPOTOHUPOBAHHOW GOKOBOM 1ieNH; B OTCYTCTBHE NPOTOHA 3TA BETHYMHA GydeT
HAMHOFO BBILIE.

3) O6sluno.

4) Conn HCI.

TOr0 OKPY)XE€HHA, KOTOpOE NPEeANOYHTaIOT Pa3Hble aMMHOKHCIOTBI. OH CpaBHHMBal pacTBOPH-
MOCTb aMHHOKHC/IOT B BoJ€ (KaK B TUIIHYHOM MOJIAPHOM PacTBOPHTESIE) H B 3TaHOJie. DTaHON
CNY>XHI MOJIETbIO HEMOJIAPHOTO PacTBOPHTENSA, Bee ellle 061aaarouero cnocobHOCTLIO pacTBO-
PATh aMHHOKHMCJIOTBI B KOJIMYECTBE, JOCTATOYHOM [1/15 IpOoBeeHHs H3MepeHu#t. Tak kak B 060-
HX pacTBOpax B3aHMOAECHCTBUA C KPUCTAJIHYECKOR (a30of OOMHAKOBBI, MOXHO HCMHOJIB30BATh
aHHbIE O CBOOOOHOM 3HEPrHH PaCTBOPEHHUSA NPH pacueTe AG Ans nepexoaa 1 MOJIb OCTaTKOB H3
3TaHOJ/Ia B BOAY MPH NOCTOAHHON KOHUEHTpalHu. AG, eCTECTBEHHO, OYA€T 3aBHCETb OT B3aHUMO-
NEHCTBHS PACTBOPHTENS Kak ¢ DOKOBbIMH LENAMH, TaK U C 3apSAXKEHHbIMH aMHHO- U Kapbok-
CHJILHBIMH rpymnami. B kayecTBe cTaHAApTHOH aMHHOKHCJIOTHI, JIMIIEHHOW O0OKOBO# rpynnsl,
Taudopa u3bpan rauuuH. Bknaa 60koBoi#t rpynnbl B ¢cBOOOOHYIO 3Hepruio nepeHoca Tandopn
OMpeNE/IHII KaK pa3HOCTh Mexay AG Ui COOTBETCTBYHOILEH aMUHOKHCIOTH U AG IS TNIHLH-
Ha. [JIns 3TOro UMEKOTCA pa3yMHbI€ OCHOBAHMS, MOCKOJIBKY C AOCTATOYHOH CTENEHbIO TOYHOCTH
MOXHO CYMTATh CBOOOAHYIO SHEPTHIO NEPEHOCA aTUTHBHON QYHKIHEHA CTPYKTYPb! MOJIEKYJIBI.

B ra. 5 Mbl pacCMOTPHM BOMNPOC O CBOOOMHOMN JHEPTHH MEPEHOCa 3HAYMTENBHO NoapoOHee.
31eck ke Mbl IPUBENEM TOJILKO HEKOTOPBIE PE3YAbTAThl, HEOOXOAUMBIE O MOHUMAHHA NPOO-
JIeMbl B LIeJIOM. PacTBOpHMOCTh aMMHOKHCIIOT B 3TaHOJIE 3HAYHTEJIbHO MEHbLUE, YEM B BOJE.
Ona rniuuuda AG = — 4,63 KKajl/MoJb; OTCHOOA CIENYET, YTO €C/IM Obl 0Ka3aJ10Ch BO3MOXKHBIM
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npoBeJeHHe NMPAMOro IKCNEPHMEHTA, TO IJTIHUHH CAMONPOH3BOJIbHO Nepeluen Obl H3 ITAHOJIA B
Boay. Jlns deunnananuda AG = — 1,98 kkan/mMoJib. Pa3zHOCTh Mexay 3TUMH NBYMS BeJIHYHHA-
MH, paBHas + 2,65 KKaj/MoOJb, NpeacTaBasieT CBOOONHYIO IHEPTHIO NIEPEHOCA AGncp 6okoBom
rpynnbl denunananuia. OTMETHM, YTO OHA MOJIOXKHUTENbHA, TakK e Kak H AG OOKOBBIX IpyIn
OONBILIMHCTBA APYTHX AMHHOKHCIIOT (cM. Tabn. 2.4). Takum o6pa3oM, u3onuposanHas 60koBas
LeNb, HE «OTATOLLEHHAS» OCTANBLHOM YaCTbIO AMHHOKHCIIOTBI, MOTJIa 6bI CAMOIIPOH3BOJILHO MNe-
PeXOaMThb H3 BOABI B 3TaHOJI. SICHO, YTO NoAo6Hble 60KOBbIE TPYIIbI OYAYT NPEANOYTHTENIBLHO
pacnosiaraThcs BO BHYTpeHHeH o6nacTH cBepHyTOro Oenka uiu no Kpailibeil mepe uiberatn Boa-
HOTO OKPYXEHHS.

3HaueHus AGnep oTpaxkaroT AeiicTBre ruAPOPOOHBIX CHJI, MTPAIOLLHX BaXHYIO POJIb B OIpe-
JeJIEHHN TPETHYHON CTPYKTYpbI OenkoB. B ri. § noapo6Ho o6¢cyxaaercs Bce, YTO B HACTOsALLEE
BpEMsl H3BECTHO O NPHPOE ITUX Cull. JlauHble 0 AG . MOXHO HCIIO/Ib30BaTh AJ1s pa3ie/icHus
aMHHOKHCIIOT Ha ruapodobubiit u ruapodunbHbli knaceei. Kak suano u3 tabn. 2.4, npencras-
JIeHHs 00 ITHX KAaTEropUsaX HENJIOXO COracytoTCA ¢ NPOCTHIMU HHTYUTHBHBIMH NPEACTABIIEHH-
AMH O NONIAPHOCTH aMHUHOKUCIOT. Ka3anock 6b1, 3TaHOoN BbIGpaH B KayecTBE 3TAJIOHHOT O HEMO-
JIAPHOTO PacTBOPHTENS MPOU3BOIBHO, OAHAKO BbIOGOD APYroro pacTBOPHTENS JIMLLIb B HE3HAYH-
TENBLHOW CTENEHH U3MEHSAET OCHOBHbIE BHIBOJbI.

2.2. XMMHUECKHii cocTaB OeJIKOB

Benku cocToaT U3 20 06bIYHBIX aMUHOKHCIOT. VIHOT1a IpH BbIENIEHHH H aHanu3e 6e/ka Mbl
obHapyKHBaeM TOJIBKO 3TH aMHHOKUCIOTHI. OIHAKO 3a4acTyio B OenKax HaXoasT U ApyrUe coe-
[JHHEHHs!, HJTH KOBAJIEHTHO CBA3aHHbIe ¢ 6eJIKOBOI MOJIeKyno#, HITH NPHCOEAHHEHHBIE K Hell ApY-
riuM o6pa3oM, HO Tak MPOYHO, YTO HX HEBO3MOXKHO OTACIHTL NPH oOYHCTKe. B 3TOM pasnene Mbl
nONbITAEMCS CYMMHPOBATb BCE, YTO KACAETCS COCTaBa THMHUYHBLIX GENKOB.

AMMWHOKMHCJIOTHBIN COCTAB

Ipexae Bcero pacCMOTPHM CaMH aMHHOKHCIIOTbI. ABTOMaTHUYECKHE METOIbI aHaIH3a aMHU-
HOKHCIIOTHOTO COCTaBa 0e/IKOB B HACTOsIEE BPEMS NOBEAEHBI A0 BLICOKOTO COBEPIIEHCTBA, B
pe3ynbTaTe Yero Mbl paclrojiaraéM OrpoMHbIM (GakTHYeCKHM MaTepHalioM. Heckonbko OCHOB-
HbIX OCOOEHHOCTER aMHHOKHC/IOTHOTO COCTaBa OEJIKOBLIX MOJIEKYJ Ob1JIO BLIABIEHO B CaMOM
Hauaje uccrenoBaHuit. Tak, BCTpeuaeMOCTb JaHHON aMHHOKHMC/IOTbI CHIIBHO MeHseTcs oT 6esika
K Oenky, onHako B 0OLleM HEKOTOpble AMHHOKHUCIIOTH! (TakHe, KAK METHOHHH H TPHITOGAaH)
BCTPEYAOTCA OTHOCHTENILHO peko. JIpyrue (alaHuH U NeHLIHH), KaK IPAaBHJI0, BCTPEYAIOTCA Ya-
e Bcero. Ha puc. 2.3 npeacrasned aMHHOKHCIIOTHBIR cOCTaB pada O6€lKOB ¢ COBEPINEHHO pa3-
HBIMH GHOJIOTHYECKUMH CBOUCTBAaMH.

MicToHb! NpencTaensT coboi HebonblMe OCHOBHBIE OenkH, cBsa3biBatolmecs ¢ JHK B
xpoMaTHHe. OHH cOnEPXKaT OTHOCHTENBLHO MHOTO MOJIOXHKTENBHO 3apsAXXEHHBIX aMHHOKHUCIIOT,
KOTOpble 00ecneynBaloT H3BECTHYIO PTIEKTPOCTATHYECKYIO cTabunH3aunlo XpoOMaTHHA NyTEM
B3auMOAEHCTBHS ¢ OTPUUATENBHO 3apsikeHHbIMH pochaTamu JHK.

Benok nypnypHbIXx MeM6paH in vivo cBs3aH ¢ MeMOpaHaMH H, Kak MoJiaraloT, B OCHOBHOM
JIOKQJIM3YETCH Ha BHYTPEHHEH CTOPOHE NMUNUAHOTO OHcnos. IT03TOMY BNOJIHE JTOTHYHBIM Npea-
CTaBIAETCH TOT (PAKT, UTO OH COAEPKHUT OTHOCHTEIBHO MAJO 3apsaXeHHbLIX AMHHOKHCIIOT, HO
3aTO BeECbMa 60raT HENOMAPHBIMH OCTATKaAMHU.

Ilpyu cpaBHEHHH cOocTaBa APYTrux O6€NKOB, MPUBENAEHHBIX HA pUC. 2.3, BUAHO, 4TO 1Jid He6OJIb-
WHX TNOOYNAPHBIX UM GHOPUINAPHBIX O€KOB (B OTJHYHE OT KPYIHbIX rMobynspHbIX) Xapak-
TePHAa TEHACHUHUS K YBEJIMYEHUIO CONEPKAHHUSA MONAPHBIX aMHHOKHCIOT. DTO MOXHO 0OBsc-
HHTb, UCXOA U3 OTHOLLEHHS IIIOLLAAH TOBEPXHOCTH K 06beMy MoNekynbi. HeM Gonbiie 3TO OT-
HOlLeHHE, TeM 60ublue NOKHO ObITh YHCIIO NMOMAPHBIX OCTATKOB, MOCKOILKY, KAK Mbl YBUAHM
HHKE, OHU CTPEMSTCS pacnojliaraThCs B OCHOBHOM Y IOBEPXHOCTH 6eNKoBOM rnobynsl. Ipeano-
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PUC. 2.3. AMHHOKUCIIOTHBIN cocTaB naTH 6enkoB. ITopsaaoK pacnonoxeHnss aMUHOKHCIIOT IPUMEPHO CO-
OTBETCTBYET YOBIBAHHIO UX THAPO(POOHOCTH.
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KHUTB KaKyro-Tnbo comep)KaTeNbHYHO KOHUEIUHIO OTHOCHTENIBHO CPEIHEro aMHHOKHCIIOTHOIO
coctasa 0e/IKOB HOBOJILHO TPyOHO. MOXHO JMIIb OTMETHTh, YTO aMHHOKHCJIOTHBIA COCTaB
6e/1KOB JAHHOrO OpPraHM3Ma HJIM JAaHHON TKaHH HAXOMMTCH MOCEPEANHE MEXY IKCTPEMATILHbI-
MH 3HAUEHHAMH, XapaKTEPHBbIMH ISl CHIILHO MOJIAPHBIX H COBEPHIEHHO HENOJAPHBIX OENKOB.
TMpuBeneHHbIe Ha pHC. 2.3 IPUMEPHI CIEUMATILHO NOA0OpaHb! Tak, YTO6b! NOIYEPKHYTh HAbMI0-
JaeMble pa3/IHyHs B cocTaBe 6enkop. B npeaenax kaxxaoro JaHHOTO Kjacca 6€nKos 3TH pa3fiu-
YA HACTOJBLKO BEJIMKH, YTO 3aTPYAHSAIOT NPOCTOE MX pa3OHeHHe Ha KJ1acChl MNOJIAPHBIX H HEMO-
JIAPHBIX.

OnpeneneHue aMHHOKHCIOTHOTO cocTaBa GenkoB — GonbLias 061acTh HCCIENOBaHHIA, B KO-
TOPpO#i JaHHbIE OTHOCHTEJILHO JIETKO NOJIYYHTh, HO HEMb3s OMHO3HAYHBIM 06pa3oM HCHOIB30-
BaTh IJIA M3BJIEYEHMA NOJIe3HOH HHOOPMALMH O CBOMCTBAX CTPYKTYDbI. BbIIH NpearpHHATHI
MHOTOYHCJICHHBIE MOMBITKH PACCUHTATDb CPe/HUI aMHHOKHCIOTHBIA COCTaB OTAENbHbIX OENKOB
B HaZIEXIE, YTO MOAOOHBIE CPEIHHE B KAKON-TO CTEIEHH KOPPEIHPYIOT ¢ OCHOBHBIMH CBOHCTBA-
MH 3THX MakpoMoJiekysl. MiHoraa uccneaoBaTelNb pacnonaraeT JHilb JaHHbIMH 00 aMHHOKHC-
JIOTHOM cocTaBe. [103TOMy NpeacTaBNseTCsd BeCbMa XeJlaTeNbHbIM HaAYYHTBCS HCNO/b30BaTh
3TH AaHHbIE XOTA Obl IUIA IVIAHHPOBAHMUA NaJIbHERIIHX UCCIEOOBAHHHA.

[Mockonbky Benuyuny AG . A7 OaHHO# aMHHOKHCJIOTBI MOXHO HCMO/NB30BAaTh B KA4eCTBE
Mepb! TRAPOHOGHOCTH (CM. Tabi1. 2.4), MBI MO>KEM IIOCTPOUTH HIKANy cpeaHeit ruapodobHOCTH

H,:
7 — i
Hy= Y, AGLx; 2.2)
!
roe AG' = — cBobonHas 3Heprus nepeHoca i aMHHOKHCJIOTHOTO OCTaTka (-ro THNa, a

nep —
X; — MoOJIbHas [10JIs NOCNENHEro B AaHHOM Genke. Bennuuna H j, BbIuHCIeHHas ans 150 uccie-

IOBaHHbIX OeJIKOB H TMeNnTumos, kKojebnercs B npenenax ot 0,44 no 2,02 xkan - (Monb
OCTaTKOB) ™~ ! Opnako, kak MOKa3bIBAIOT JaHHBIE DUC. 2.4, 3HAYEHHA cpeqHeli rHIpohoOHOCTH
6onbiIMHCTBA 6E/IKOB rPYNIHPYIOTCA B y3Koi obmactu 6nu3 1,00 kkanm - (MOJIb OCTAaTKOB) ™~ !
CrnenoBaTenbHO, NOAOOHBIH apaMeTp He MOXET IIPHHECTH OOMNBIIYIO NONB3Y NPU NPOBEACHUH
YEeTKOTO Pa3/IHYHA MeXAY MOJIEKYJIaMH OekoB.
3uHaueHHe BelMYHHbl » OTIPENENSAETCs [T1aBHBIM 06Pa30M MOJIPHOM NOJIEH HEKOTOPBIX H3
HenonApHbIX 60KOBbIX rpynn. Ha ocHOBe MpocTOro pacyeTra OTHOLLUEHHA BCTPEYaeMOCTEN X
KaKHUX-THOO TIpeacTaBIAIOIIMX HHTEpec OOKOBBIX rpynn OblJI0 NMOCTPOEHO HECKOMLKO OPYrHX
wkan. Hanpumep, B BoipaxxeHn R = Zxk/ EX ¢ k MOXeT COOTBETCTBOBATb THAPOMHIBLHBIM,
k J

aj — ruapodobHbIM 60KOBBLIM IpynnaM Ju60 K — MHOJAPHBIM, a / — HEMONAPHLIM U T.4. On-
Ha U3 0cobOeHHOCTell 6eNKOBBIX CTPYKTYD COCTOMT B JOBOJIBHO YCTOHYHMBOM TEHOCHLIMHU 3aps-
JKEHHBIX MJIH CHJIbHO IOJIAPHBLIX OCTATKOB PACHOJIaraThCs y NMOBEPXHOCTH Monekyn. Eciu cun-

Yucno 6enkos

PHC. 2.4. Cpenusa runpogobuocts H,paccyuTan-

0 L=h ! L=l yam ns 150 GenKOB B COOTBETCTBHK C yPABHEHHEM

0,5 _Lo 1,5 2,0 (2.2). [C.C. Bigelow, J. Theoret. Biol., 16, 187,
H¢ , KKajlf MOJIb OCTaTKOB (1967).]1
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TaTb,4TO k cOOTBETCTBYeT Arg, Lys, His, Gly, Glu, Asp, Asn, aj — lle, Tyr, Phe, Leu, Valu
Met, MOXHO MOCTPOUTB 1IKany R, B KOTOPO# OYAET B CHIILHOM CTENEHH OTPAXKEHA 3TA TCHICH-
uus. KoHKkpeTHBI# BbIOOP OCTAaTKOB A1 Pacy€Ta BEJMYHHBI Ry 10 HEKOTOPOH CTENEHH NPOHU3-
posieH. OHAKO 3TO OTHOLIEHHE MOXET CIIY>KHTb BeCbMa MOJIE3HbIM KPHTEPHEM, TaK Kak 3Haue-
Hus R; Ans pasHbix OenkoB CYHIECTBEHHO Pa3iH4alOTCe. Tak, R, nna 13 6enxoB U3MeHANCH OT
0,36 no 2,03, Toraa kak napaMeTp H¢ OJIS TEX XKe 6_em<oa nexan B npeaenax or 0,86 oo 1,29
kkan - Monb~ . XoTa Mexay BeIMUMHaMM Rym H‘25 HMeeTCsl HEKOTOpash aHTUKOppensauHMs,
HEJNb3% CKa3aTh, YTO OHU MEHSAIOTCA B NPOTHUBOMNOJIOXKHBIX HanpasieHUsax. CneIoBaTeNbHO, HC-
NoJb3ys ONHOBPEMEHHO 00a nokasaresis, Mbl 10Jy4aeM 60blie HHGopMauMu o6 HeceayeMoi
cucteMe. Crioco6, KakuM Jiyyllie HCMOMb30BaTh 3TH LUKa/bl, 3ABUCHT OT KOHKPDETHOH 3adauM, a
yTOGB! HARTH ONMTHMALHYIO KOMOHHALNIO NApaMeTpoB R; H H ,, Hy*HO UCNOJb30BATh CTATH-
CTHYECKHE METOMIBI.

MPEJICKA3AHUE CBOVCTB BEJIKOB
10 AMUHOKHUCIIOTHOMY COCTABY

AHa/IM3UPys JaHHbIE N0 AMHHOKHCIIOTHOMY COCTaBY MeMOpaHHBIX O€JIKOB, MOXKHO YCTaHO-
BUTb, BJIAETCA JIM TOT UK UHOMA OEJIOK BHYTPEHHHM (T.€. COAepkKallUHM 0O0bLIOE KOJIUYECTBO
HENOMAPHBIX H OTHOCHTEILHO MaNo 3apAKEeHHbIX OCTATKOB) WK BHEWIHUM. B nocneanem cny-
yae MeMOpaHHbI# 0€/IOK BeCbMa NMOX0X Ha THMHYHbIA pacTBOPUMbI HeMeMOpaHHbIH Oenok. He
Tak gaBHo ®. bappaHTec CpaBHUI BEMHYMHBL Ry A5 60nbwioro yucna MeMOpaHHbix Oe/KoB ¢
COOTBETCTBYIOLUMMH 3HaYeHUAMHU H . T1pu pacueTe H , OH UCKIIIOUHII IaHHbIE [UTA TPUNITOdAHA.
W3 pe3ynbTaTOB €ro MCC/IEAOBAHHUM, NPUBEAEHHBIX B Tabn. 2.5, BUAHO, YTO Ry /A BHYTPEHHHX
H BHELIHHUX MeMOpaHHbIX O€/TIKOB CHIILHO OTJIMYAKOTCA APYr OT APYra, Yero Helb3s cKa3aThb O Be-
nuumuHax H .

MoxHO 3a0aTbCs BONPOCOM, Kakas JIMHEHHAas KOMOUHauus R; v ﬁ¢ ONMTHUMA/bHA AN pas-
rpaHHYE€HHUS BHYTPEHHHUX ¥ BHELLIHHX MeMOpaHHbIX 6enkoB? CooTBeTCTBYIOWANA GyHKLMA Z Ha-
3bIBAETCA AUCKPUMHHAHTHOR M 3alHCbIBAeTCA B BHAE

Z = —0,345R, + 0,6OI-7¢. 2.3)

CpeanHe 3HaueHus Z A7 BHYTPEHHUX H BHELIHUX MeMOpaHHbIX OeJIKOB paBHbI COOTBETCTBEHHO
0,52 + 0,11 10,12 £ 0,16. Insa HeMeMOpaHHbIX Oe/IKOB cpeaHee 3HaueHue Z coctasnser 0,16 +
+ 0,17. Eciu BenHuYMHA Z HEKOTOPOro Oeka HaAXOAWTCA B Npeaesiax yKa3aHHbIX CTaHAAPTHbIX
OTKJIOHEHHI1, TO BEPOATHOCTh OIIMOKH B ONpee/ieHHH ero xapakTepa He npesbiliaeT 8%.

B kauecTBe MpHMeEpA UCMONbL30BAHUA napamerpa Z A/ BbisiBIEHHA HEKOTOPbIX OCOOEHHO-
CTeil CTPYKTYDHOH OPraHu3auuu 6e/IKOB PACCMOTPHM pe3yNbTaThl, MPUBEACHHbIE B TAb/. 2.6.
BennuuHbl 1-7¢ U Z paccyMTaHbl O/ HECKOJILKHX MeMOpaHHbIX O€/KOB, BKJItOYas ABa, OTHOCH-

Tabauya 2.5
CPABHEHHME R, U H,, /17151 HEKOTOPbIX BEJIKOB")
Cpennss 205 HeMeMOpaHHbIX 24 mMeMbpanHbix Genka
nepeMeHHas OenkoB
CYHTAKOLHECH CHYHTANOLHECSH
BHYTDPCHHHMH BHCLIHUMH
R 1,26 + 0,42 0,59 + 0,18 1,37 + 0,35
H 0,996 + 0,098 1,197 + 0,097 0,986 + 0,075

1) F. J. Barrantes, Biochem. Biophys. Res. Commun., 62, 407 (1975).
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TEJIbHO KOTOPBIX H3BECTHO, YTO OHM COCTOAT U3 HECKOJIbKUX cyonenunun. ITpexae Bcero MHTe-
PECHO 3HaThb, I'/ie CKOpee BCEr0 PacloJIOXKEHbI OTHAENbHbIE CYObEAUHUIBI: BHYTPH UIIK CHAPYKU
MeM6pan? Bce cyObennnunb! 6eka penenTopa aueTHIXOJIMHA U YeThIpe CYObeAUHULBI LUTO-
XPOMOKCHAa3bl (17151 KOTOPBIX €CTh COOTBETCTBYIOLIME AAHHBIE) MMEIOT CXONHbIC 3HAYCHUs H ;.
OnHako 3Ha4YeHHs mapaMeTpa Z roBOPAT O TOM, YTO OAHA CYyOBEOMHHUIA UTOXPOMOKCHAA3bI
IIOJXKHA PAcnoJiaraThCs BHYTPH, a TPH APYride — Ha MOBEPXHOCTH MeMOpaHbl (cM. Tabn. 2.6).
3HaueHus Z nns cyObeauHUL Oejika pelenTopa aueTHIXOJMHHA He OTJIMYAOTCA APYT OT Apyra.
Orcioaa cienyer, YTO Bce OHH JIOKAJIM30BaHbl B MEMOpaHe B OHOM H TOM K€ MeCTe. Y TBEPXK-
JIEHHE, YTO MapaMeTp Z sBJIIETCA CTPOTUM CTPYKTYPHBIX KPUTEPHEM, ObIJIO ObI CITHILIKOM CMe-
JIBIM, HO Kak rpyOblif nmoka3zaTeNb OpraHu3alyu CyObeIUHHUI] B CIIOXKHOM YeTBEPTHYHOM CTPYK-
Type OH, BUAMMO, BIIOJIHE NIPUTOLEH.

MHOI'ME BEJIKU COOEPXAT
HEOBBIYHBIE AMMHOKMHCJIOTBI

Ecnu Mbl XOTHM BBISICHUTb HEKOTOPBIE OCOOEHHOCTH CTPYKTYPhI U QYHKLMH OEJIKOB HCXOOS
M3 UX XMMHYECKOTO COCTaBa, TO HY)KHO pacCMaTpPUBaTh HE TOJIbKO aMHHOKUCIIOTHI, HO ¥ APYTHE
COeIMHEHHs, KOTOpbIE MOT'YyT BXOJMTh B MX cOCTaB. MoJiekyna 6enka, mocjie Toro kak OHa CUH-
Te3upoBajiach B pubocoMe, MOXKET IpeTepneBaTh pa3jiMuHble H3MeHeHuss. B caMmoM mpocTom
c/ly4ae MPOMCXOAMT Pa3phiB OJHOM HJIH HECKOJIbKMX MENTHIOHBIX CBA3€M, YTO MPUBOAMT K 06pa-

Tabauya 2.6
AMMHOKHWCJIOTHBI COCTAB HEKOTOPBIX MEMBPAHHBIX BEJIKOB Y

Benok H , xxan VA CxeMaTHUYECKOE NpEICTaBIIEHHE

PeuenTop aueruixonnHa 1,184 0,37 W“W
Cybpenunuua 1 1,182 0,38

Cybbvenununa 3 1,140 0,31
Cy6benununa 4 1,140 0,31
ALETHIXOJIMHACTEPa3a 1,059 0,25

LlnToxpoMokcuaasa 1,185 0,45
Cy6benununna 1 1,185 0,51 W
Cybbenunuua 2 1,011 0,25
Cybpennnuua 4 1,033 0,16
Cybbvenunuua 6 1,029 0,14
Nat — K*-ATPaza 1,272 0,42
Bonpas cy6peauHuna 1,248 0,42
Manas cy6bsenununa 1,309 0,44
Pononcun (6b14mit) 1,208 0,51
Benok nypnypHoit MeMOpaHbI 1,247 0,56

DH . cpenHsas ruapodo6HOCTD, onpeneneHHas ypaBHeHWeM (2.2). Z — AUCKPUMHHAHTHAs (GYHKUMS, ONpENeNCHHAA
ypaBHeHHeM (2.3), (uHelHas KoOMOUHaNMA cpeaHel ruaApoGOOGHOCTH M OTHOLUEHUS YKMCIIA 3aPAXKEHHBIX AMUHOKHCIIOT K
uucny ruapodobueix). [M. A. Raftery, R. L. Vandlen, K. L. Reed, T. Lee, Cold Spring Harbor Symp. Quant. Biol., 40,
193 (1976).]
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PUC. 2.5. Pa3nuuue B CTPYKTYpe 00JIaCTH aKTHMBHOTO LIEHTPa TpUIICHHOTreHa (A) u TpuncuHa (b). B karta-
JM3€ HEMOCPEACTBEHHO YYaCTBYIOT aMUHOKKMCIOTHBIE octaTki HisY?, "Asp'®? u Ser!%S. IMpu pacuennennn
[ETTHAHON LENH TPHUIICHHOTeHa ¢ 06pa3oBaHueM TpHIcHHa cBa3b Lys!®-Ile'® runponusyercs u noseasercs
3apskeHHbI N-koHen Ha Ile'S. DTOT ocTaToKk MeHseT CBOe NMONOXKeHHe M 06pa3yeT CONMeBON MOCTHK C
Asp!%4, B pe3ynbTaTe uero MeHsETCA B3aMMHAs OPHEHTAlMA KaTATMTHYECKH aKTHBHBIX ocTaTkoB. Kpome
TOrO, 3HAYUTEJIbHBIE CABUIM NPETEPNEBAIOT OCTATKH, PACIOJIOXEHHbIE C NPABOM CTOPOHBI OT AKTHBHOTO
LEHTPA, YTO B CBOKO OYepeab OTKPBIBAET 00/1acTh CBA3bIBaHHUA Oenka ans cyocrpaTa. [A.A. Kossiakoff et
al., Biochemistry, 16, 654, (1977).]
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30BaHHIO MHOTOLIENIOYEYHOTO Oenka. ITOT NpoUECC CNOCOOEH PE3KO MEHATL CTPYKTYPY M (DyHK-
uHio 6enKOBOM MOJEKyNbl. B 3kcTpeManibHbIX cliyyasix, Koraa oTaeNlbHble NOJIMNENTHAHbIE Lie-
M1 CBA3aHbl TOJILKO HEKOBAJIEHTHBIMH CBA3AMH, 3TH LENH MOTYT IHCCOUMHPOBaThb. OQHAKO ro-
pa3ao 4yaule NPOHCXOOAT MEHEE CYLLUECTBEHHbIE H3MEHEHHA CTPYKTYpPhI. Ec/H pacluennenue nern-
THAHOM CBA3HM NpOHCXoauT npH pH 7, To B 6enKOBO#M MOJIeKyJie NOABJIAIOTCA KOHIIEBbIE 3aps-
JKEHHbIE NH;- 1 COO™ -rpynnel, KOTOPbIE CHJBHO OTJIHYAIOTCA APYr OT ApYyra Nno CBOHM
CBOWCTBaM H, CJIENOBATENbLHO, MO-Pa3HOMY B3aHMOJAEACTBYIOT CO CBOMM OKpy)XeHHeM. Pac-
CMOTPHM, HanpuMep, OeJIOK TPUNCHHOreH — MpellecTBEHHHK TPHIICHHA. Pa3pbiB TOJILKO O4-
HOIi NMEeNTHAHOHN CBA3H BbI3LIBAET MOSABJIEHHE YPE3BbIYAUHO BLICOKON (epPMEHTATHBHON aKTHB-
HocTH. Mcxoos U3 TpexMePHOM CTPYKTYPBI MOJIEKYJT IaHHOTO ePMEHTA U €ro Npelllec TBEHHHK-
Ka, MOXHO BHIETb, YTO pa3pbiB LIENH NO3BOJIAET aMHHOKHCIIOTHBIM OCTaTKaM, JIOKaJIH30BaH-
HbIM BOJIH3H aKTHBHOTO LEHTpa, CYLIECTBEHHO H3IMEHHTBb CBOe MecTononoxeHue, Ha puc. 2.5
MOKa3aHo, KakK nepeMeilaeTcs oOpa3oBaBLIascs MPH pa3pbiBe LENH NH; -rpynna. Kpome Toro,
H3MEHSAET CBOE NMOJIOXKEHHE H PAL APYTHMX OCTATKOB. B pelynbTaTe BCex 3THX CTPYKTYPHBIX H3-
MEHEHHH OTKPBbIBAeTCA aKTHBHLIA LEHTP, YTO MO3BOJIAET MOJIEKYJie depMeHTa CBA3LIBATLCA C
cybcTpaToMm.

[Tpu 1pyrom nocTTPaHCIALUHOHHOM MPOLIECCE H3IMEHAIOTCA CAMH AMHHOKHCIIOThI. Heckob-
KO TaKMX NPHUMEPOB MOKa3aHO Ha pHC. 2.6. B pane cnyyaeB QyHKUHOHAIILHOE H CTPYKTYPHOE
3HAYEHHE ITHX MPOLIECCOB HEM3BECTHO. ONHAKO TaKoe M3MEHEHHe, Kak 0Opa3oBaHHE 3apsKeH-
HOW Ipynmbl y cepvHa B pe3yJyibTaTe ero ¢GochOpHIHPOBaHHSA, MOXET CYLUECTBEHHO MOBJIHATD Ha
JIOKaJIbHYO CTPYKTYpPY Oenka. HekoTopbie U3 3THX MoaudHKauui npeacTaBasOT TOJIbKO Mep-
BbI# 3Tan B 60ee COXHBIX NepecTpoiikax OenkoBoi Mosekynbl. Hanpumep, MHOTHe 6eNKH co-
IEPXKAT KOBAJIEHTHO CBA3AHHbIE YITIEBOAHbIE OCTATKH, HAYHHAsA OT OAHON-OBYX MOJIEKYJ caxa-
pa, JIOKaJM30BaHHbIX B ONHOM MECTE, H KOHYash MHOXECTBOM KDYMHBIX OJIHrOCaxapHIHbIX
BKJIlOYeHHIH. HeKOTOpble U3 M3BECTHBIX CIOCOOOB NMPHUCOENHHEHHS YITIEBOAOB H300paXkeHbl Ha
puc. 2.6. HanGonee npeAno4YTHTENIbHBIMH MECTAMH TaKHX IPUCOEAHHEHHH ABIAIOTCA OKCHAMH-
HOKHUCJIOThI. CTPYKTYPHBIE NOCIEACTBHA NIPHCOECAHHEHHS YrIeBOAOB H GOPMHPOBAaHHUA TaKHUM
00pa3zoM TJIMKONPOTEHAOB €lle HENOCTATOYHO ACHBI. OJIMrocaxapuabl Ype3BbIYaMHO THAPO-
GUNBHBI, YTO MOXET OKa3blBaTh M3BECTHOE BIHMSAHHE HAa CBONCTBA KOMIekca. MHOrHe MeM-
OpaHHble OeNKH cooepKaT 3HAYHTENIbHOE KOJIHYECTBO CBA3AHHBIX caxapoB. bbITb MOXeET, yrie-
BO/lbl, HMEIOLLHE CHITBHOE CPOACTBO K BOAHOIM (a3e, 00ecneynBaroT «Bbl TATHBAHHE» YIJIEBOICO-
neprxaule yacTH Oenka U3 TMnUAHOro Oucnos.

VrneBoHble CTPYKTYPbl 3HAUHTENBHO XECTYE NENTHAHBIX, HO 0 CHX NOP HEACHO, UrpaeT
JIH X JKECTKOCThb KaKyr-IH0O posib B PyHKUHMOHHPOBaHHH Oenka. M3BecTHO, YTO NO KpalHEH
MeEpe HEKOTOPbIE MIMKONPOTENAB! YCTOWYHBbBI K HEOOpaTHMOMN TeMIOBOH IeHaTypalUHWH, OAHAKO
POJIb CaxapoOB B TOM IOKA Takxe HesAcHa. M Bce-Taku Mbl pacnosiaraeM KOe-KakHMH JAHHBIMH O
(DYHKUHOHAJILHOM POJIM OCTATKOB caxapa B Oenkax. MMEHHO OHHM B MEpPBYIO Oo4YeEpedb ONpeaess-
IOT HEKOTODbIE HMMYHOJIOTHYeCKHE CBOMCTBAa. OHH K€, BEPOATHO, yYacTBYIOT B MEXaHH3ME
MEXKJIETOYHOTO Y3HAaBaHUA H CBA3aHbl ¢ MHOTOUYHCIIEHHBIMH SBJIEHUAMH, NPOUCXOISIUMMH Ha
MOBEPXHOCTH KJIETKH. YTJIEBOAHbIE YaCTH HeMEMOPaHHbIX O€/IKOB, BHAMMO, ABIAIOTCA GaKTO-
paMH, OTIPEOEIIAIOLIMMHE CEKPELMIO OEJIKOB U3 KIIETKH, UX MOSABJIEHHE B CLIBOPOTKE (JINOO B HHOH
BHELIHEH cpeae) H OKOHYATEIbHOE Y/IaJIeHHE U3 CUCTEMbI B pe3yNibTaTe npouecca aerpagalHu.

METAJ1J1bI 1 [TPOCTETUYECKHE I'PVIIITBI

HekoToprie 6eNKu coaepKaT NPOCTETHYECKHE IPYINbl HEAMHHOKHCIIOTHON NPHPObI, Onpe-
[IEJIEHHO MMEIOILHE 3HAYEHHE IS CTPYKTYDPbI 6enkoB M ux ¢dynkuuu. Hanpumep, umeercs 60b-
10it Knacc 0enkoB, st OMONOrMYECKON aKTHBHOCTH KOTOPBLIX HEOGXOAUMO HaJHYHE OAHOTO
unu 60Jiee HOHOB MeTa/ls1a. Buaumo, MHOrHM OeflkaM HeOOXOAMMO NMPHUCYTCTBHE B HX COCTaBe
HEKOBAJIEHTHO CBA3AHHOTO ¢ 6€JIKOM OQHO- THOO0 ABYXBAJEHTHOTO HOHOB LUENOYHbIX METAJUIOB.
Ca?* -cBA3LIBAIOILMHA Y4ACTOK OJHOTO M3 TAKMX GEJIKOB 1OKa3aH Ha puc. 2.7, A. DTH HOHBI NIPH-
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PHC. 2.6. CTpykTYpa HEKOTOPBIX MOAHGHLHPOBAHHbIX GOKOBBIX IPYII aMHHOKHCIIOT. Bee 3TH H3IMEHEHNs
IIPOHCXOOAT MOCJIE TOTO, KaK COOTBETCTBYIOINE OObIYHbIE AMHHOKHC/IOTB! BCTPAHBAKOTCA B MENTHAHYIO
uens B pubocome.

CYTCTBYIOT B KJI€TKe B 6ONBIINX KONHYECTBAX, OENIKH Xe Kak Obl MPHCNOCAONIHBAIOTCA K TAKHM
YCIIOBHSIM M M3BJIEKAIOT H3 HHX MaKCHMaNbHYIO Bbiroay. ITo-BuANMOMY, B OOJIBLLIHHCTBE ClTyya-
€B 3TH HOHbI MPHHHUMAIOT YYACTHE TOJMBKO B CTAOHIH3aUMH CTPYKTYPHI Oenka.

CnoxHee o6CTOMT O€N0 ¢ NMepeXodHbIMH MeTannaMH. B Buae cBOOOMHBIX KATHOHOB OHH
BCTPEYAIOTCA B OHOJIOTHYECKHX CHCTEMAX OYEHb PEKO, YTO BAXKHO IS KIIETKH, TAK KaK MHOTHE
6enkH HeOOPAaTHMO pPa3pyLIAOTCA NPH KOHTAKTE ¢ KATHOHAMH TAXeENbIX MeTalnnoB. benkam He-
NMPOCTO OBLINIO MPHCNOCOOHTHCA K HCIONL30BAHHIO MPEHMYILLIECTB 00pa30BaHHA KOMILUIEKCOB C
TaKMMHM KaTHOHaMH, KaK Fe?t, Zn?* u Cu?*. MMH Hcronb3yroTes Ba OCHOBHBIX npuemMa. He-
KOTOpbIEe O€NTKOBBIE MOJIEKYJTBI COAEPXKAT YUYACTKH, COCTOALLHUE TONBKO H3 TaKHX aMHHOKHCJIOT,
KOTODBIE NONYCKAOT 0Opa30BaHHUE MPOUYHBIX CrIEUH(PHUYECKHX CBA3EH C OTIOENbHBIMH KaTHOHA-
Mu. B kauecTBe npuMepa ykaxem Zn2* - wiu Cu?* -ceaA3biBatoLMe y4aCTKH B paie GepMeHTOB.
Ha puc. 2.7, b n306paxeHa CTPYKTypa OJHOIO M3 TaKHX KOMILIEKCOB.
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B apyrux 6enkax HOHbI MeTasjia 06pa3yoT KOMIIJIEKC C OJHOM HIIH HECKOJILKHMH rpynnamu
JIMra’iaa, acCOUMHPOBaHHOTO ¢ 6enikoM. MHoraa nuraHa kak 6b! H30JHpYET aTOM MeTanna. Ha-
Hbonee H3yuyeHHBbIN NMpHMep TAKOro pona — remcoaepawune 6enku. B takux Genkax conep-
XHTCSA YeThIpEXBAJIEHTHBIN AHrana — nopduprHHoBOE KoabLO. KoMmnneke nopdupHHa ¢ HEKO-
TOPbLIMH MeTaJUITaMH MMeeT ABA AOTNOJHUTENbHBIX MECTA CBA3LIBAHHSA, BbIlllEe H HHXE IIOCKO-
¢TH nopdUPHHOBOrO Kojibla. B reMorno6une H MHOTIOOHHE OOHO M3 3THX MECT 3aHUMAET T'H-
CTHAHMH caMoro Oesnika, Toraa Kak Apyroe octaercs cBOOOAHBIM U MOXeET ObITh 3aHATO TAKHM
JIMraHzioM, kak kucnopon (puc. 2.7,1). bonee cnoxHble CTPYKTYPbI cooepkaTca B 6enkax, cBsi-
3aHHBIX C HOHAMH Pa3HbIX METaJIJIOB.

OnaHuM U3 nyTeil pa3peinieHUs BONpoca O TOM, HACKOIbKO CHIILHO BJIIHAET MeTall (M CBs3aH-
HbI€ C HUM JIMTaH/bl) Ha CTPYKTYPY 6€KOBOK MOJIEKY b, MOXET CJIyXHTb CpaBHEHHE X010hep-
MeHTa (Cofep alllero MeTajli) ¢ COOTBETCTBYIOILMM anogpepMeHTOM (TeM xe OenkoM, HO Ge3
NpOCTETHYECKON rpynmbl). Y remMcoaepxailuux 6enkos, Takux, Kak reMorjio6MH U MHOTJIOOMH,
3TH CTPYKTYPBI OYE€Hb CHJILHO OT/IMYAKOTCA APYr OT APYra, YTO He YAUBUTEIBHO, NOCKObKY B
HATHBHONR MOJIEKYJIE C FEMOM KOHTAKTHPYET 60bLIOE YUCIO AMHUHOKHCIIOTHBIX OCTATKOB. Y na-
JICHHE reéMa OKa3bIBAET CJIMIIKOM CHIILHOE BJIMAHHE HAa OKPYXXAKOLIYKO €ro 4acThb MOJIEKYJIbI,
4YTOObI CTPYKTYPa B LIEJIOM MOTI/Ia OCTAaThCA HEH3IMEHHOH.

I'. BelXOK CpaBHMII PAA CBOUCTB reMcoaepxaluux cyObeIHHHL reMoriobMHa H COOTBETCT-
BYIOLLMX INIOOHHOBBIX MOJIMNENTHAHBIX LEnei. XapaKkTep acCOLHALMH CYObEIMHHL OKA3aJICH CY-
LUECTBEHHO pa3/MuHbIM. HH)Xe nmpuBeaeHbl HEKOTOPbIE PABHOBECHBIE COCTOAHUA CYObEOHHHIL
reMornobuHa. Muaekc 4 OTHOCHTCA K reMcoepKalliiM LEMNAM, HHAEKC 0 — K LensaM 6e3 rema.
OO6Las kapTHHA JOCTAaTOYHO ¢/10XHa. HanpruMep, HanH4He reMa cnoco6CTBYET accoUMaUMH (-
CyOBbEeNHHHL M MHHTHOHPYeT accouHanmio a-cyopeaunul. bonee Toro, o4eBHAHO, YTO F€M MOXET
B/IHATL Ha 0Opa30BaHHEe YeTBEPTHUHON CTPYKTYPbI, JaXe €CJIH OH M He YYacTBYET HENOCPeaAcT-
BEHHO B 3TOM IIPOLIECCE B KAYECTBE KOMIOHEHTA, BXOAALLErO B COCTAB PEAaKUHOHHOCMOCOOHOM
obnactu cyobreaunuu. Ero aeficTeue, no-BHAHMOMY, CBOOHTCA B OCHOBHOM K TOMY, UTO OH H3-
MEHSAET BTOPHYHYIO U TPETHUYHYIO CTPYKTYPbI CYyOBEeIHHHLL.

'emorno6un 20,8, = (@,8,),
U3onuposanHbie 3-cybbeaHHHLbI 28,), = B,), 28,), = B,),
U3onupoBaHHble a-CyObeIHHHLBI Aa,) 2 (), 8o, 2 Ha,), P (@)

Peaccounaums npu 4°C a, + B, — af,

2, + 28, = (@,),8,),
o, + Bo — ahﬁo

B oTnuuHe OT reMorjio6uHa MHOTHE ApYyrue 6ekd, MPOCTO CBA3LIBAIOIINE H30IHPOBAHHDIH
KaTHOH, TIPH YAAJICHHH H3 HUX TTOC/IEAHErO HE NIPeTEPIEBAET 3HAYHTENBHBIX CTPYKTYPHBIX H3Me-

PUC. 2.7. HekoTOpbie THNHYHBIE METAUICBA3BIBAIOLIME YYaCTKH B Oenkax. Ha 3TOM pHCyHKe moKa3aHbl
pealibHbl€ TPEXMEPHbIE CTPYKTYPbl METAJIOCOAEPKALUMX KOMIIIEKCOB (METaIIbl H300paKeHbI LIBETHBIMH
KpyKKamh). A. Ca®* -cBA3BLIBAIOIIMI YUACTOK Tepmonu3una (B. MaTbi03). 5. Zn?* -cea3piBatouinit yuacTok
aKTHBHOTO LEHTpa KapOokcunenTugasbsl A. Monekysbl BOAbl, PACIONOKEHHbIE BEPTHKAIBLHO, HE MOKa3a-
Hel. [D.M.Blou, T.A.Steitz, Ann.Rev.Biochem., 39, 78 (1970).]B. BbicOKONOTEHUHANBLHbIA XKeNe30CePHBIN
6enoxk Chromatium, cofiepXalMil 4eTbIpe HOHA XKeJe3a, YeThIpe JaOUIBHBIX aTOMA CEPBbI H YEThIPE OCTAT-
Ka nucTeHHa. CXOoHyO Ipyniy aTOMOB HMetoT fakrepranbuble deppenokcunst (cp. puc. 2.28). [L. H. Jen-
sen, Ann. Rev. Biochem. 43, 461 (1974).] I'. Muorao6us. Xene3onop$pHUpHHOBLIA KOMILIEKC CBA3aH ¢ 6er-
KOM yepe3 rHcTHOHH. Ha pHCyHKe MoKa3aHo, YTO IIeCTads KOOPAWHALMOHHAA CBA3b JIMTaHAa He 3aHATa,
3TO — MECTO CBA3bIBaHHA KHcnopoaa. PakTHYECKH HACHTHYHBIE CTPYKTYPBI CYLIECTBYIOT H B reMOrnoou-
He. [R.E.Dickerson, I.Geis, The Structure and Action of Proteins, New York, Harper and Row (1969).]
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PHUC. 2.8. CTPyKTYpa HEKOTOPBIX IIPOCTETHYECKHX rpynin. OHH AalOT NPENCTABICHHE O NPHYMHAX NOsABJIE-
HHA y 6€/1K0OB XUMHYECKHX H (OTOXHMHMYECKHX CBOMCTB, OTCYTCTBYIOIUHMX Y OOBIYHBIX GOKOBBIX IPYNI aMH-
HOKHCJIOT.



CTPYKTYPA BEJIKOB 65

HeHd#t. KpoMe TOro, BO MHOTHX METaJ/JIONPOTEHAAX BO3MOXKHA 3aMeHa OJHOIO KaTHOHA Ha
apyro#. OcobenHo HHPOPMATHBHO 3aMellieHHEe aTOMOB XKeJle3a HIH LHHKA KOOaNnbTOM, TaK Kak
H3YyueHHe Pa3/IMYHbIX GH3HYECKHX H XHMHYECKHX XapaKTePHCTHK Co?* nosBonser onpenenuts,
YYacTBYET JIH KATHOH B GYHKLIHOHHPOBAHHH Genka HITH €ro BIIMSAHUE OKa3biBaeTcs foee clnox-
HbIM. OHA M3 NPHYHH CTOJIb MPUCTAJILHOIO BHHMAHHA K METAIONPOTEUAAaM COCTOUT B TOM,
4YTO aTOM METa/Ula MOXHO HCINONbL30BATh B KAYECTBE CIEKTPOCKOMHYECKOTO 30HOAa, HeMNo-
CPEACTBEHHO BXOAAILEr0 B (PYHKIHMOHAIbHBIA LEHTP PepMEeHTa. TO 3HAYHTEIBHO Objerdaer
MHOTHE QHU3HYECKUE UCCIIENOBAHHA, TaK KaK NMO3BOJIAET YCTPAHHTD HEXKEJIATE/IbHbBIC HCKaXKEHH A
CTPYKTYPBI, BbI3bIBAEMBbIC BBEICHHEM UYXAbIX OENKY 30HAOB.

MHorue 6ekH HCMOb3YIOT B KauecTBe KoakTopa He MeTalbl, a He6OIbIHE MOJIEKYJTbI
OpraHUYeCKUX COCAHHEHHM. BOMBIUMHCTBO ITHX MOJIEKYJ1 CBA3bIBAETCSH, NNO-BHAUMOMY, C JIN3H-
HOBBIM OCcTaTKOM. HekoTOopble H3 HHX H300pa)keHbl Ha pHUc. 2.8. Bce oprannueckne KohakTopsl
coobiaroT OeNKy XMMHYeCKHe CBONCTBA, KOTOPbIMH He 00/1aJal0T COCTaBAOLIMEe ero oObIu-
Hble aMHHOKHCJIOTbE. HanpuMep, anuHHas ruOkas uenb B OHOTHHE H B JIMNIOEBON KUCIOTE MHO-
3BOJIAAET 3THM KO(EPDMEHTaM NepeMelliaTh CBA3bIBAIOIIMICA ¢ HUMH cyOCcTpaT ¢ OJHOTO MecTa
CBA3bIBAHHUA B epMeHTEe Ha ApYyroe. JeTanbHoe pacnooXeHHE 3THX OPraHHYECKHX MOJIEKYN B
Oenkax HEH3BECTHO; HEACHO TAKXe, UTO MPOHUCXOAHUT C JIOKAJILHON CTPYKTYPOMH B UX MPUCYTCT-
BUH. TeM He MeHee MHPOAOKCAH H PETHHAJIB CJTYXKAT OYEHb MOE3HbIMH CMIEKTPOCKOMTHYECKHMH
30HAaMH, NO3BOJIAIOLIMMH MOJYYHTH HHPOPMALHIO 06 HX OKpYXeHHH B Oenmkax.

2.3. TlepBuuHas cTpyKTYypa

M3yyeHHe KOBAJIGHTHOM [MEPBHYHON CTPYKTYPbI O€/Ka clieayeT HayaTh MpexKae BCEro ¢ onpe-
NEJICHHS YHCI1a M THIIOB MOJIMNENTHAHBIX Lienel, H3 KOTOPbIX OH COCTOHT, & TAKXKE C YCTaHOBJIE-
HHA Pa3MepOB KaXKao# U3 HUX. Bo MHOrHX cliyyasx oTaenbHas H30HPOBaHHas OeNkoBas cyObe-
IMHHLA COCTOUT H3 OOHOMN LIENH, OAHAKO B IPHPOAE PACHPOCTPaHEHbl H MHOTOLETIOYEYHbIE Oel-
KH. X BOBHHKHOBEHHE MOXeT ObITb CBA3aHO ¢ pacllUen/ieHHeM OOHON ucxoaHoM uenu. B rn. 11
# 12 onucaHbl METObI, ¢ MOMOILLbIO KOTOPBIX OOLIYHO MOXKHO Pa3eUTh LENH B COOTBETCTBHH
C MX 3apsAI0OM HITH MOJIEKYIAPHOM Maccoi. TeMH xe cnoco6aMu MOXXHO NMPHOHXXEHHO onpee-
JIMTh MX pa3Mepbl. MHorna 6osiee TOuHbIe pa3Mephbl NOJIYYaOT MyTEM aHAIH3a XMMHYECKHM Me-
TOAOM OTHOLICHHS YHCJIa KOHUEBBIX OCTATKOB K HX OOLLIEMY YHCITY HJIH M3 JaHHBIX 00 aMHHO-
KHCJIOTHOM COCTaBE C YYETOM TOIO, YTO KOJIMYECTBA HAHMEHEE PaclpOCTPAHEHHbIX aMHHOKHC-
JIOT B LIENH JOJIXKHBI BbIpa)aThCs LeNbIMH YHcIaMH. CpeaH BceX H3BECTHBIX OEJTKOB caMble KO-
POTKHE LIENH BCTPEYAKOTCH B HEKOTOPBIX MOJIMIENTHAHBIX TOPMOHAX, HalpUMEDP B CEKPETHHE
WM TJTIHOKATOHE, H B PANE «KAPJIHKOBBIX» OENKOB, TaKHX, KaK pepPEeadOKCHH, COAEPXKAILMX OT 25
a0 100 aMHHOKHCIOT. bonee THNMHYHBI NENTHAHBIE LiENH, BKIoyarowre ot 100 go 500 amMHHO-
kuciaoT. Haubonbluas H3 H3BEeCTHBIX Lienel cOCTOUT 6osee yeM H3 3000 ocTaTKOB, OAHAKO Ta-
KHE IUTHHHBIE LEMH BCTPEYAIOTCH PEOKO, €CTH He CUUTATh QUOPHINAPHBIX OEIKOB.

MeToab! onpeaeneHHss aMHHOKHCIOTHOM NMOC/IeA0BATE/IbHOCTH NOMHNENTHAHBIX Lenel Xo-
pouwio orpaboTanbl. Ha MHOTHX CTaaHMsX HCCIEAOBAHHUS MPHMEHSIOTCSA aBTOMAaTH3HPOBAHHbIE
npoueaypbl aHajin3a, 0COOEHHO MPH NPOBEACHHUH MO3TAMHOIO OTLICNICHHS KOHUEBbIX aMHHO-
KHCJIOTHBIX OCTATKOB, HauYHHas ¢ N-KoHLa. B 6,1aronpusATHBIX Cy4asx MOXHO ONpeaeNHTh Mo-
clleaoBaTeNbHOCTDb 60 M DObILIErO YHCIA OCTATKOB NOYTH Oe3 BMeluaTelbCTBa HCCIlenoBaTels.
TakuM obpa3om, A/is MHOTHX HebonbluHX O6eNKOB onpeae/ieHHe aMHHOKHCIOTHOR NOC/Ied0Ba-
TENbHOCTH ABJISETCA TeNepb eABa JIM He PYTHHHON onepanueit. [ KpynHbix OenkoB uiu 6e-
KOB, 00nagarolluX MI0X0H PaCTBOPHMOCTLIO, 3TA 3a1a4a Oosee cnoxHa. OOHAKO, KakK MpaBU-
JI0, €C/IH HEOOXOAUMO 3HATH MOC/IEA0BATENBHOCTD O€JIKa H €CTh TOTOBHOCTL BBINMOJHUTL TPedy-
ouytocs paboTy, OKOHYATE/IbHbIH YCMEX MOYTH rapaHTHpoBaH. OTHOCHTENLHAA MPOCTOTA
ornpeneseHHs NMOCIea0BaTENLHOCTH OCTATKOB Cpa3y K€ BbI3bIBAET ABAa BONpPOCA: KaKyto HHDOP-
MAalHIO MOXHO HENMOCPEACTBEHHO HM3BJIeYb M3 MOCJENOBATEIbLHOCTH H KaK 3TH JAHHbIE MOTYT
NPHIOAHTLCSA NMPH NPOBEAEHHH APYTHX 3KCNEPHMEHTAIbHbIX HCCIIEAOBAHHN?
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ANCYJIb®UIHBIE 1 APYTUE ITOINEPEYHBIE CBA31

[lepBbiit 3Tan MOJIHOTO WK JaXX€ YACTHYHOTO YCTAHOBJIEHUS MOCJIEAOBATENBHOCTH OCTAT-
KOB OOBIYHO COCTOMT B OTNIPEE/ICHUH HaTUUUsl KAaKUX-TTHOO CBsA3elt MeX Ay pPa3IMuHbIMH YacTAMHU
uenu. HauGosnee pacnpocTpadeHbl AUCYIbGOUOHBIE CBA3U, HOPMHUPYIOLLIMECS TPU OKUCIIEHUH NTap
uuctenHoB. OOpa3oBaBUIMiCA AUCYIbGUO YACTO PAaCCMATPUBAETCS KaK OTHAEIbHBIN 3JIEMEHT U
Ha3bIBaeTCsa HUCTHHOM. Kak nmoka3aHo Ha puc. 2.9, cuctema cBsizeit C— S —S — C B UHCTHHE He-
JIMHEWHA U OOBIYHO MMeEET HEIJIOCKYI0 KOoHpopmauuw. [103TOMy HanMuve HUCTHHA Hajaraet
CHJIbHBIE OTPAHMYEHHsI HA OENIKOBYIO CTPYKTYpPY. JIBa yuacTKa NENTUAHOMN LENH AOJKHbI ObIThH
CONMUIKEHbI B IPOCTPAHCTBE U K TOMY K€ JOJIKHBI pacnoyiaraThbCs o ONpeaeeHHbIMHU YIiIaMHu.
DTO 03HAYaEeT, YTO MPH NPOYMX PABHBIX YCIOBHSAX TPYAHEE Pa3pyLIUTh CTPYKTYPY OeskoB, co-
Iep Kalux aucyibhuanbie cBsA3u. B caMoM aene, HekOTOpbie HeOObLINE OENTKU, B KOTOPBIX OT
S no 7 nucynbGhuIOB NPUXOAATCS MeHee ueM Ha 100 aMHUHOKHUCIIOTHBIX OCTaTKOB, U3BECTHBI KakK
HanbOosiee ctabuibHbie. OHM MOTYT BBIAEPKHMBATh IKCTPEMAJIbHBbIE YCJIIOBHS, BO3HHMKAIOLLHE
MPU KUMAYEHUH UJIM BO3AEHCTBUH CHIIbHBIX KHCIIOT, B KOTOPBIX OYEHb MHOTHE OEJIKH JOBOJIbHO
OBICTPO U HEOOPATHUMO IAEHATYPUPYIOT.

BooO011ie roBopsi, 60BIIMHCTBO OEJIKOB MOXKHO pa3euTh HA TPH Kjlacca B COOTBETCTBHUH C
ux SH-rpynnamu. HeGonbiuas yacTh OEIKOB HE COAEPXKUT HU LIMCTEMHA, HU LMCTHHA; MHOTHE
IpYyTHe COAepKaT OOUH HJIM HECKOJILKO LIMCTEMHOB, HO HE UMEIOT MCTUHOB. CyILLECTBYIOT TaK-
Ke O€JIKM ¢ OAHUM MJTH Yallle HECKOJIbKUMH LMCTUHaMH. VI oueHb peiko BcTpeyaroTcest Oenku, co-
Jiep)Kallie ¥ UUCTEUHbI, U HUCTHHBI. IS 3TOro UMEITCA HOCTATOYHbIE OCHOBAaHMSA, TaK Kak
CTPYKTYpa TaKoi MOJIEKYJIbl Obljia Obl HECTAOUILHOM BCJIEACTBUE PEeAKLMA TUCYIbGUIHOTO 06-

MeHa
—S—S—Cys, + Cys;—SH 2 Cys;—SH + Cys,—S—S—Cys;

KOTOpPbIE MOTYT ObITh JIUOO BHYTPUMOJEKYISAPHBIMH, JTHO0 MEXMONEKYIAPHbIMU. [Jaxe eciu
cBoOoaHbIe SH-rpynnbl U AUCYIbOUIHBIE CBSA3H CTEPUYECKH HE MOTYT ObITb CONTMXKEHBI, UMEET-
Csl IMLLB y3Kasi 00/1aCTh BHELIHUX YCIIOBHi, IPH KOTOPbIX OHU MOTYT CYLLIECTBOBAThb B OEJIKOBOIA
MOJIEKYJIe OTHOBPEMEHHO. EQUHCTBEHHBIM MCK/IFOYEHUEM SIBIISIFOTCS CbIBOPOTOYHbIE albOyMHu-
Hbl, KOTOPbIE OOBIYHO UMEIOT 17 muCyIbGUOHBIX CBA3€el U 0OHY cBOOOaHY0 SH-rpynny. OnoHa-
KO 3TH OeJikM BecbMa HEOObIYHBI TaK)X€ M B APYTMX OTHOLLECHUSAX.
3HaHHEe CUCTEMBI OUCYIbGOUIHBIX CBsA3el B Oeske MHOrAa ObIBaeT MOJIE3HbIM IPHU Onpeaese-
HHUH €ro TPeXMEePHOM CTPYKTYpPhI. Ec/ii G€JI0K COCTOUT U3 HECKOJIbKUX Lienei, TO MOTYT CYyLLECT-
BOBaTb KaK BHYTPH-, TaK U MEXILENoYeuyHble OUCYIbGHUIHbIE CBA3U U KOBaJICHTHasA CTPYKTypa
0OBIYHO HUMEET AOBOJILHO CIIOXHYIO TOMNOJIOrHI0. B kauecTBe npuMepa Ha puc. 2.10 npuBeaeHo
cxeMaTH4Yeckoe M300pakeHue CTPYKTYpbl uMMmyHornooynuHa G (IgG). MoxHo BuaeTh 4 mnen-
TUOHbIE UENH U B OOLLIEH CITIOKHOCTH 15 nucynbduaHbIX CB3ell — 4 MeXILENoYeyHble, a OCTallb-
Hbl€ BHyTpHLeNoueyHble. Tonosoruueckas Mojiellb, IOKa3aHHasi Ha ’TOM PHUCYHKE, MO3BOJISET
MPUATH K HHTEPECHOMY IMPEAINOJIOKEHHIO, YTO JaHHBIN OEJIOK COCTOMT U3 obnacTeit, Kaxkaas u3
KOTODPBIX HE3aBUCUMO CKPEIUIAETCS CBOMMH OucyabduaamMu. Yem Oosbliie MOSBIAETCS TOYHBIX
CTPYKTYPHBIX JAHHbIX 00 KUMMYHOIJI0OMHE G, TE€M sICHEE CTAHOBUTCS, YTO OEJIOK MpeacTaBiseT
c0o00if COBOKYNMHOCTb OTAENbHBIX TOMEHOB. c
2

PUC. 2.9. CTpyKTypa UHCTHHOBBIX OUCYIbOUIOHBIX CBsi3eil. OTMETHM, YTO METHUIIEHOBBIE IPYIINbI PACIIO-
JIOXKEHBI B Pa3HbIX MJIOCKOCTSAX. ¢ — IBYTPAHHBIH YroJ MEXIY IUIOCKOCTSAMHU. IToKka3aHbl ABA ONTHYECKUX
M30Mepa C OZHUM U TeM JKe 3HaueHueM yrna ¢. (Ilo pucynky, npenocrasnenHomy C. BeiixokoM.)
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KpoMe nucynbhuaHbIX cBsideil B 6ekax Ob1jI0 0OHAPY)KEHO HECKOJIBKO APYTMX THIIOB IOIe-
peuHbIX cBA3eii. OHM, OJIHAKO, BCTPEYAOTCS 3HAYUTEIbHO pexke. HekoTopwie hubGpUIsSpHbIE
6enKi, 0COBGEHHO YacTO NMPUCYTCTBYIOLIME B COEANHUTENBHBIX TKAHAX, COAEPKAT DAL MEXKIIENO-
yeyHbIX clUMBOK. ITocmeqHueE CyKaT IS YBEJTMYEHHS XKECTKOCTH, a TaK)Ke, BO3MOXXHO, obecre-
YUBaKOT 00OpaTUMOCTh AehOpMaLMK CTPYKTYPHI Oejika. BONMBIIMHCTBO 3THX CLIIMBOK BO3ZHHKAET
MpH MpeBPAIEHUH E-aMUHOTPYIIIbI JIM3MHA B aJIbJETHAHYIO MO AeHCTBHEM JTU3HIOKCHAa3kl. B
XOJI€ 3TOM peakiu 00pa3yroTcsl yHUKaIbHbIE PYHKIMOHAIbHBIE IPYNIbl, KOTOPbIE MOTYT JTHOO
JIMMEPU30BaThCS MOCPEACTBOM aIbA0JIbHON KOHIEHCALUU C 00pa30BaHUEM MTONEPEYHBIX CBA3EH
MeXAy OCTaTKaMH, JIMOO pearupoBaTh ¢ HeMOAUGHUIIMPOBAaHHBIM JIM3UHOM. Kaxxnas Takas pe-
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PHUC. 2.10. Monens aucynbbuanbIxX cBsa3eit B umMMmyHorno6ynune G. Maaexcel L u H OTHOCATCA K JIETKUM H
TSXKEJIBIM LIEMSAM COOTBETCTBEHHO, OykBhI C u V 0603HayaoT 06/1aCTH, aMHHOKHCIIOTHAs NOC/IEI0BATE b~
HOCTb KOTOPBIX COXPAHACTCA HJIM, HA0O0POT, 3HAYHTENLHO MEHsAETCA Y pasnuuHbix BUOOB IgG. Kaxnas
BblJIENIEHHAsA 00J1acTh MOCI/IENOBATE/IbHOCTH CBOPAYMBAETCAA B IOMEH C HE3aBHCHMOM TPETHYHOM CTPYKTY-
POH, H, TakuM 06pa3oM, pe3yNbTHPYIOIAA CTPYKTYPa HaOMHUHAET 6e/ok, cocTosumit u3 12 cyonenunul,
XOTS OH NpPENCTaBIIsAET cOO0# OAHY KOBaJIEHTHYIO eauHuny (puc. Mipsunra Ieiica).
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PUC. 2.11. HexoTopble nyTH 00pa30BaHUs JIM3UHOBBIX CLIMBOK B KOJIareHe, 3nactuHe U pubpune. 4. Jlu-
3HHBI MOTYT COEOUHATLCA APYT ¢ APYTOM, ¢ THCTHAHHOM HIIH C TJTyTaMHHOM, 00pa3ys ¢COOTBETCTBEHHO IH-
Mep, TPUMeEp H TeTpamep. b. CxeMaTHYECKas HWLTKOCTPAUUs TOro, Kak BHYTPHMOJIEKYIAPHbIE U MEXMOJIE-
KYJIAPHBIE CBA3H MOTYT CKPENJIATh Mexay co60i Monexkynbl B BOJIOKHAX KOJjlareHa.
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aKUHUA MOXET B CBOKO OUepellb MOPOKIATD LIEMOYKY HOBBIX PEaKUHi, KOTOPbIE YACTO MPHBOAAT
K OOBEMMHEHHIO TPEX MJIM YEThIPEX AMHHOKHCIOTHBIX OOKOBBIX ueneil. HekoTopbie H3 H3BECT-
HBIX NMOMEPEYHbIX JTU3UHOBBIX CBSA3€il B KoJIJIareHe ¥ 1acTHHE NOKa3aHbl Ha puc. 2.11. Ha Tom
K€ PHUCYHKe NOKa3aHbl CLUIMBKH MEXY IIyTaMHHOM H JIMN3HHOM, KOTOPbIE BCTpPeYaroTcs B Gu-
OpuHe, Oenke, yYacTBYIOWIEM B CBEPTHIBAHMHM KPOBH. DTH MONEPEYHbIE CBA3H, MO-BUIMMOMY,
CTabUIM3UPYIOT CTYCTKH KPOBH.

[MEPBUYHAS CTPYKTYPA U AHAJ 113 BTOPUUHON
U TPETUYHOM CTPYKTYPhI

3HaHHe NEePBUYHOMN CTPYKTYPbI HEOOXOAHUMO /11 MHOTHX OHOXMMHYECKHX U OHO(H3HUECKHX
uccnenoBaHui. S pkUM NPUMEPOM 3TOrO SIBJAETCS ONpeNe/IeHUE TPEXMEPHOR CTPYKTYpbI Oenka
NPH IIOMOLIUH PEHTTEHOCTPYKTYPHOrO aHaju3a. DTOT METOA PeNKo 0OagaeT JOCTATOYHO BbI-
COKHM pa3peleHHeM, YTOObl MOXHO ObIJIO YBHAETH OTHOENbHBIE aTOMbI. YacTO PEHTreHOCT-
PYKTYPHbIE TaHHbIE OKa3bIBAIOTCA HEAOCTATOYHO ACHBIMH JAXe A TOrO, YTOOBI MOXHO OBLIO
ONHO3HAYHO NPOCIEOHTh XOA MONHUMENTHAHON UENH MO BCcel CTPYKType Oenka. OOHAKO NpH
OOBIYHOM pa3pelleHHH, KaK MPaBujio, MPOCMATPHBAETCH 0O/bILIAS YACTh NOJHIENITHAHOTO CKe-
JleTa, a HeKOTOpble GonbluHe DOKOBBIE IPYNIbI BUAHBI JOBOJILHO OTYETAHBO. B Takux cnyvasx
OIHOBPEMEHHOE HCIMOJIb30BAHHE NAHHBIX 00 aMHMHOKHCIOTHOHR MOCAENOBATENBLHOCTH H KpH-
crannorpadryeckix KapT 3JIEKTPOHHOW IMJIOTHOCTH MOXET NO3BOJIMTb HAWTH €AHHCTBEHHO
BO3MOXHYIO CTPYKTYPY, COOTBETCTBYIOIUYKO TEM M IPYrMM OaHHbIM. bonee noapobHO 3TOT
METOI paccMaTpHBAeTCs B 1. 13, HO HEOOXOAUMO NOMHHTL, YTO OOBIYHO METON PEHTIEHOCT-
PYKTYPHOT'O aHAJIM3a He 001afaeT 0OCTaTOYHbIM pa3peuieHHeM, YToOb! Obl1a BUAHA BCA NOCe-
OBATENbHOCTh aMHHOKHCIOT. CllelyeT TaKXe YYMThIBATH, YTO OaHHble 00 3TOM mocnenosa-
TENBHOCTH CaMH 4acTo comepxaT owHOkH. COBMECTHOE HCIOIb30BaHHE ODOMX METOIOB 3HA-
YHTEIBHO PACHIHPAET HX BO3MOXKHOCTH.

He MeHee Ba)kHa pOJib JAHHBIX O NEPBHYHOMN CTPYKTYPE NIPH aHaIH3€e pe3yIbTaTOB, NOJTyYEH-
HbIX JIIOOBIMH METOOAMH, HCIOJIL3YIOLHMH XHMHYECKYIO MOTHGHKALHIO HITH BBEICHHE B MOJIe-
KyJly MeTKH. EClH H3BEeCTHO TOJILKO TO, YTO CLIMBAKOLUME peareHT NMPOB3aHMOAEHCTBOBAM C
OCTATKaMH JIH3HHA HJIH YTO CNEKTPOCKOMHYECKAA METKA NPHCOEAMHHUIACHE HMEHHO K JIH3HHY, TO
3TO €Ul MaJIO O YeM rOBOPHUT. MOXHO JIH CYUMTATh 0Opa30BaBILKICA NPOAYKT € AHHCTBEHHbIM?
JaeTt nu 3TO Kakyro-1ub0 uHpopMauuio 06 ykjaake NMENTHAHOR LEMH ¢ 00pa3oBaHHEM TpeX-
MEPHO# CTPYKTYpbI? 3HAS MOCHEO0BATENLHOCTD H HAEHTUPHUHPOBAB C NIOMOLIbIO NENTHAHbBIX
KapT MeveHbie MENTHAbI, MOXXHO ONPENESMTh CreuudHuYecKue MecTa XHMHUYecKo# Moauduka-
LHHH.

Hanpumep, Ha puc. 2.12 noka3aH NoJHNENTHAHbIHA cKeeT Oblubeil puboHyKIeasbl A. XUMH-
yeckoe HccnegoBanue Oeika nokaswiBaeT, uTo 1,5-audTop-2,4-AMHHUTPOOEH30J1 CLIMBAET OCTAT-
k1 nmu3rHa 7 u 41. HeoxxnaaHHas YyBCTBHTENBHOCTh OeNnka K MOAH(MHKALUHKM HOAYKCYCHOM KHC-
JIOTOH MPHUBOAHUT K JHOOONBITHOMY 3aK/TOYEHHKO: THCTHAMHB! 12 U 119 MOOupUUHUPYIOTCA MO
NPUHUMITY KHJIH-HJIH»; 9TO MOXHO OOBACHHTH TEM, YTO OHH PACNOJIATAIOTCA B AKTUBHOM LEHT-
pe bepMeHTa Hemaneko Apyr oT aApyra. ConocTasss CBEAEHHA O NOCIeAOBATENbHOCTH U 00e
rPyNnsl XHMHYECKHX MAHHbIX, JIETKO BUAETH, YTO MJIOCKOE PACTIOIOXEHHE NIENTUAHOMN LIeNH UC-
KrouaeTcs. Mosekyna qo/kHa ObITh yI0XkeHa B NIPOCTPAHCTBE DoJlee CIIOXHBIM 00pa3oM, U
pe3yNnbTaThl PEHTTEHOCTPYKTYPHOTO aHaM3a ACHCTBUTENbHO NOATBEPXKIAKT 3TO.

IMEPBUYHAS CTPYKTYPA U INPEACKA3AHUE BTOPUYHON
U TPETUYHOUN CTPYKTYPbI

WHorma aHanu3 nocaeioBaTENbHOCTH aMUHHOKUCIOT MOXET NMPHBECTH K DOJiee onpeneseH-
HBIM BBIBOZIaM O CTPYKTYpe Oenika. B HacTosilee BpeMs CyLLECTBYIOT METOAbI, MO3BOJIAIOLIHE C
HEKOTOPO# (XOTA H He OYeHb DOMBILION) CTENEeHbIO JOCTOBEPHOCTH NMPEACKA3LIBATh PACIIONOXKE-
HHE Pa3HbIX THIOB BTOPHYHON CTPYKTYPbI BAOAL Lenu. OHH noapoOHO oOcyKaarTcs B 1. 5.
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PUC. 2.12. INenTuaHblf OCTOB PUOOHYKJI€a3bl U3 MOMXKENYIOYHOMN >ene3bl Obika. [Toka3aHbl aBe mapbl
OCTaTKOB, KOTOPbIE PAClOJIaraloTCcs B TPETHYHON CTPYKTYpe BOIM3M APYr Apyra WM MOTOMY, YTO OHM
cKkperueHs! ciunBKo# (Lys’ 1 Lys*!), wmm moToMy, YTO OHH HEMOCPENCTBEHHO YYaCTBYIOT B DyHKLHOHHPOBA-
Hum axTuBHOTO NenTpa (His'? u His''%). (Pucynox Vpsunra Ceitca.)

CoBpeMEHHOE COCTOSIHUE ITOr0 BONPOCA HIUTIOCTPUPYET puc. 2.13, rie cpaBHUBAIOTCS PE3Yib-
TaTbl IPUMEHEHUS] HECKOJIbKUX Pa3JIMUHBIX MOAXOAOB K ONPEAETIEHHUIO CTPYKTYPbI aICHHJIATKH-
Ha3bl. bblla NMpeanpuHATa NMONBITKA NPEACKAa3aTh 0 aMHHOKHCIOTHOM MOCIEA0BATEIbHOCTH
PacIoJIOXKEeHHe BAOJIb LIENH Y4aCTKOB BTOPHYHOM CTPYKTYPbI TPEX THIOB: x-CIUpasieit, 3-cjioeB
u (-u3ruboB. Pe3ynbTaThl CPaBHUBAJIUChH C NEHCTBUTEBHON TPEXMEPHOMN CTPYKTYPO#, MoJy-
YEHHOM METOJIOM PEHTTeHOCTPYKTYPHOTrO aHanu3a. Kak BugHo u3 puc. 2.13, pacnosioxxeHue o-
crnupaneii u 3-u3ruboB JOBOJILHO XOPOLLO MPeaCcKa3bIiBaETCsl HECKOJILKUMH Pa3IMYHbIMU METO-
J1aMH, TOrJa KaK TOYHOCTb JIOKAJIM3alHMK ($-CJIOEB BCE €llle OCTABJIAET XKeJIaTh JIYUILEro.
Haub6oJiee 3aMaH4YMBO KCIIOJIL30BaTh HHPOPMaLKIO 06 aMUHOKHCIIOTHOM MOCTIEA0BATENbHO-
CTH TS IpEACKa3aHusl TPETHYHOM CTPYKTYPbI OGEJIKOBOI MOJIEKYJIbI, & OTCIOAA, BO3MOXKHO, U €€
yukuuu. HekoTopbie MPUHLMITBLI U MOJIOXKEHUS, IPUMEHSAEMBIE ISl PELLIEHHs ATOM 3aAa4u, U3-
JIOXKEHBI B IJ1. 5. 31€Ch Mbl MPUBEIEM OJIMH PE3YJIbTAT, KOTOPHIN WITHOCTPUPYET COBPEMEHHOE
COCTOSIHME 3TO# 0OnacTH ucciemoBaHus. Ha puc. 2.14 mpoBemeHO CpaBHEHHE TPEXMEPHOI
CTPYKTYPbI HHTHOMTOpPA TPUIICHHA U3 MOKETYAOYHO KeJie3bl ObIKa, ONpPEeAETIEHHOW METOIOM
PEHTTEHOCTPYKTYPHOTO aHaJiu3a, ¢ MOJEJIbHOMN CTPYKTYPO#M, MOCTPOEHHON Ha OCHOBAaHUH NaH-
HbIX 00 aMHHOKHCJIOTHOM MOCJIEN0BATEIbHOCTH, B KOTOPBIX MCIOJIb30Bajach HHGOPMaLHs O
TEpMOJIMHAMHUKE B3aMMOOEHCTBUI MEXIY aMHHOKHUCJIOTHBIMH ocTaTKkamMu. McxomHoit cuura-
Jlach BBITAHYTass KOoHGopMalus. YToObl NPOCIEeaUTh NMPOLECC YKIAAKHA MOJIEKYJIbI, PACCYMTHI-
BaJIM CUJIbI, IEUCTBYIOLIKE MEXIY PAa3/IMYHbIMU OCTATKAMM, MOJIYYEHHbIE U3 TaHHBIX 00 HEP-
THU UX B3aUMOJEUCTBUSA. B pe3ynbTaTe NOCTUIIM HEIJIOXOr0 KaYeCTBEHHOrO COTJIACHS MEXIY
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PUC. 2.13. PacnpeneneHue THIOB BTOPHYHON CTPYKTYDhl B aJ€HUJIATKMHA3€. YKa3aHbl 06/1acTH, KOTO-
pbl€, COrJIaCHO MPEICKA3aHUAM Pa3/IMYHBIX TEOPETHYECKUX METOIOB, CYHUTAIOTCA [B-CNOAMH, (-H3rubamMu
WK a-cnupanaMu. Ha pucyHke npencrapieHs! Takxe 061acTH BTOPHYHOM CTPYKTYPbI, ONpENeIeHHbIE Me-
TOOOM PEHTT€HOCTPYKTYPHOIO aHajiu3a, U pe3ysibTaThl, NOJYYEHHbIE NPU OOBLEAUHEHHUH BCEX TEOpeTHYE-
CKMX noaxonoB. Ilpencka3anus 6b1M cAeNnaHbl A0 TOrO, KaK CTajla W3BeCTHA CTPYKTYpa 6Genka. [G.E.Shultz
et al., Nature, 250, 140 (1974).]

3KCIIEPUMEHTOM M TeopHeit. PacueThl NeHCTBUTENBHO Npeacka3anu oopa3oBaHue rinodyaspHoi
CTPYKTYpbI. BoJiee TOro, moJjiyyeHHOE B PE3ybTATE BBIUKUCIICHUH DPACIOJIOKEHHE HEKOTODPBIX
YYacCTKOB HNENTUOHOIO CKeJIETa 0Ka3aJIoCh BECbMa CXOIHBIM C AE€HCTBUTEIBHBIM. DTO NpPEACKa-
3aHHeE MOJIYYHJIOCh HE CTOJIb YCIEUIHBIM, YTOOBI MOXHO Ob1JI0 BOOOILLIE OTKAa3aThCsl OT TPYAOEM-
KHX METOJIOB PEHTIeHOCTPYKTYPDHOI'O aHaiu3a OefnkoB. Bce ke pe3ynbTaThl pacyeTOB JI0CTa-
TOYHO OJIM3KH K PEATbHOCTH, YTOOBI C ONTUMHU3MOM OTHOCHUTbLCS K IIEPCHIEKTHUBE Pa3BUTHSA MO-
NOOHBIX TEOPETHYECKHUX MMOJAXOMO0B.

HekoTopsie nocaenoBaTeIbHOCTH aMHUHOKKCIIOT COAEPKAT NOBTOPbI. Kak noka3aHo B npu-
Mepax Ha puc. 2.15, 3Tu 0651aCTH MOTYT OBITH Pa3THYHBIMH IO MPOTSHKEHHOCTH; 3TO Cpa3y Ha-
BOOUT HA MBICJIb O BO3MOXHOCTH CYILIECTBOBAHHS B TPEXMEPHOH CTPYKTYPE 3JIEMEHTOB CHM-
METPHUH HJIH TNICEBAOCUMMETPHH. JIJIMHHBIE TOBTOPHI MOTYT NPHBECTH K OOpa30BaHHUIO B MOJIe-
Kyne 160 CHMMETPHYHBIX O0acTeil, MO0 MHOXKECTBEHHBIX JIOMEHOB, KOTOPbIE MOTYT ObITh
MOXO0XXHUMH Ha CyObeIMHMIBI CyObeaMHMUYHBIX OenkoB. KOpOTKHE NOBTOPbLI MOTYT YKa3bIBaTh
Ha HaJIMYME CIIUPAJIbHBIX CBEPXCIHUPAJIBLHBIX CTPYKTYP — THIIA CTPYKTYDP, OOHapy>KE€HHBIX B KOJI-
JlareHe ¥ Opyrux GpuOpunnsapHbIx Oenkax.
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Puc. 2.14. CxeMaTHyecKoe H300paXkeHHE NMENTHAHOrO OCTOBAa HHTHOHTOPA TPHMIICHHA H3 NOMKENYAOYHOA
xene3bl. A. U306paxeHue cTPYKTYDBI, MONY4EHHO! METOIOM PEHTTEHOCTPYKTYPHOrO ananu3a. 5. Ctpyk-
Typa, HallleHHas METOAOM MHHHMH3alUHH KOH(GOPMaLHOHHON 3HEPIMH MOJIEKYJIbI, IPHYEM B KaueCcTBE Ha-
yanbHOM NMPMHHMANach Pa3BEPHYTas LENb (3a MCKIIOYEHHEM CMHPAIH, DPACloNoXeHHOR Ha C-koHLUE).
[M.Levitt, A.Warshel, Nature, 293, 693 (1975).]

AMHWHOKHWCIIOTHAS
TMOCJIEAOBATEJIBHOCTS BEJIKA
U AHAJIN3 EI'O ®YHKILIUN

JaHHble 006 aMHHOKHC/IOTHOIM MOC/IeA0BaTENBHOCTH MOTYT OKa3aThCA YPe3BbiYaiHO MHPOP-
MaTHBHBIMH B TE€X CIIyyasix, KOria YTO-TO Y>K€ U3BECTHO O QyHKuuH Oenka, OCOOEHHO €C/IM OH
B3aUMOAEHCTBYET ¢ ADYTHMH KPYNHBIMH OuononumMepamu. JIBa npuMepa OeKOB Takoro poaa
(rMcTOH H rHKOQOPHH) npuBeneHs! Ha puc. 2.16. THCTOHBI MPOYHO cBA3bIBAOTCA ¢ [IHK. Mb1
YK€ YKa3bIBAIH, YTO OOMNBLIOE YHCIO MOJOXKHTEIbHO 3aPAXKEHHbIX AMHHOKHUCIOT B rMCTOHAX,
NO-BHAUMOMY, HEOOXOAHMO M1 CTAaGHIM3aLMH B3aUMOIENCTBUA C TaKUM NonHaHHoHoM. Kak
BHIHO U3 puc. 2.16, A, y N-KOHLia NOC/IeA0BATENLHOCTH HAXOAUTCA HEOOBIYHBIN KJ1acTep MnoJo-
KHTENBHO 3aPAXEHHbIX aMHHOKHCJOT. HampaluMBaeTcs DpearoioKeHHe, YTO 3TOT Y4acTOK
HUMEET BBITAHYTYIO KOHQOPMALIHIO U MOXET cupaieobpa3Ho 3aKpYYHBATbLCA BAOJb NOBOJIBHO
npoTsixxeHHoro yyactka JJHK. OctanbHas yacTe Oe1KOBOM MONIEKYJIbI HMEET OOBLIYHBI aMUHO-
KHUCIIOTHBIN COCTaB H, NO-BHAUMOMY, CBEPThIBAETCA ¢ 0Opa30BaHHEM THIHYHON rNOOYNApHOH
CTPYKTYPBI.

I'nukodopuH — MeMOpaHHbI) GENOK, BbIAEAAEMBIH H3 3DUTPOLUTOB. XHMHUYECKHE NaHHBIE
HaBOAAT HA MBbIC/b, YTO OH ABJACTCA TPAHCMEMOPaHHBIM OENKOM, T.€. OJIHA €r0 YacTh HAXO-
IHUTCA BHE KJIETKH, ApYyras — BHYTDH, a TPeThbs Kak Obl «npolinBaeT» MemOpany. U3secTHo,
4YTO OCTATKU CaxapoB MeMOpaHHbBIX JIMKONPOTEHIOB MOYTH BCEraa HaXOOATCA Ha HapyXHOM
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PUC. 2.15. AMHHOKUCIIOTHAs! IOC/IENOBATEILHOCTh ABYX GENKOB, BKIIFOUYAKOLIAs TIOBTOPLI. A. ®eppenokcuH P. aerogenes; Mbl BAIUM 3HAYUTEIbHOE CXO/I-
CTBO NEPBBIX U NMOCTIEAHUX 27 aMUHOKUCIIOT. BOceMb LIMCTEMHOBBIX IPYIIN 06pa3yoT KOOPAMHAUMOHHBIE CBS3M C aTOMaMH XeJjie3a (CM. puc. 2.7 u puc. 2.8).
5. ®parMeHT KoJtareHa. 3a HCKJIFOYEHHEM TPEX OCTAaTKOB BOJIM3M N-KOHLA KaXKIblil TPETHI OCTATOK ABJSETCA [JIMLMHOM. BOJIBILIOE YHCIIO POJIMHOBBIX
OCTaTKOB HE AOMNycKaeT oOpa3oBaHus o- U B-CTPYKTYDP M NPUBOAMT K GOPMHPCBAHHIO CIHPAJH MOJIMIIPOIMHOBOrO Tuna. [lepuoauyeckoe pacnosioxeHue

OCTaTKOB I'JIMIMHA CIOCOOCTBYET 0OPa30BaHUIO TPEX CIUpasieil, KOTOPbIE, B CBOKO OYEPEb MEPEIIETAsACh, 00Pa3yIOT TPEXLENOYEYHYHO KOJIJIareHOBYHO CITH-
paib.
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PUC. 2.16. AMUHOKUC/IOTHbBIE NOC/IEA0BATEIbHOCTH ABYX O€/IKOB, OOHApY KHUBAIOLIHE HEKOTOPbIE OCOOEHHOCTH CTPYKTYPhI U byHKuMH. (Bce 3apsikennbie
OCTaTKH MOKa3aHbl UBETHbIMU OykBaMu.) A. I'ucTon 2a tenenka. [lepBble 36 ocTaTKOB conepxat 12 NOJOKUTEbHBIX 3aPAA0B U HH OJHOTO OTPULATENL-
HOro. DTa 00J1acThb, NO-BUAMMOMY, B3aUMOIEHCTBYET ¢ OTPULIATENLHO 3apsiKeHHbIMHU hochaTamu nsoiHoM cnupanu JHK.



ST ST

Elsfru)) -Ser - Thr-Thr - Eg:;;-Val-AIa-Met-His-Thr -Thr -Thr - Ser - Ser - Ser—VaI-Ser-LyS-Ser-Tyr—
10 20 1

) €9

lie -Ser -Ser -Gln -Thr -Asn-ASP_Thr -His -LyS _Arg_Asp_Thr-Tyr-Ala-Ala -Thr-Pro -ATg _Ala

30 40
His- Glu_val-Ser- GlU_ [le- Ser- Val- ArZ Thr- Val- Tyr- Pro- Pro- Glu_ Glu_ Glu_Thr_Gly-Qlu /
50 60
—
Hi JIETOYHAs
AYZVal_ Gln- Leu-Ala-His-(pre)-Phe-Ser-Glu_[le- GIu_ [le_Thr- Leu-a Ly (coy)-Phe-Gly-Val meMGpana

70 80 ﬁﬁﬁﬁﬁﬁﬁ% ?ﬁﬁﬁﬁﬁﬁ
SALEALE | LBAAAAN

Met-Ala-Gly-Val-lle-Gly-Thr-1lle- Leu - Leu- Ile- Ser- Tyr-Gly- [le-Arg- Arg_ | eu- 1le-LYys

90 100 %
Lys_Ser-Pro- Ser- Asp_Vai-L¥s_Pro_Leu- Pro- Ser- Pro-ASP- Thr-ASP-Val- Pro- Leu- Ser- Ser S
110 120
131

Val- Glu_jje- Glu_ Asn_Pro- GlU.Thr-Ser- ASP-Gln-
130

r

PUC. 2.17. 5. I'nuxodopuH 3puTpounToB uenoBeka. CHO o6Go3HayaeT OCTATKH, K KOTOPBIM OJIMrocaxapulibl MPHCOCOHRAIOTCA WIH O-TJIMKO3UIHOM
CBA3bIO (KPYXKOK), WM N-IJIHKO3UIHON CBH3bIO (KBaApaTHkK). I'iuxodopun sBnsercs TpaHcMeMmOpaHHbIM GenkoM. Caxapa AOJIKHBI PacnosiaraThCs Ha
BHelLHeR CTOPOHE KIeTKH. JUTHHHBIA Y4aCTOK, COCTOSIIMI U3 HENOAAPHbIX ocTaTkoB oT lle”? 1o 11e®, no-BuaAHMOMY, IPOHKKaeT yepes MeMOpaHy, ¥ MO3TO-
MYy €cTh OCHOBaHHA Npeanoaarath, 4To C-KOHel HaXOAKWTCS BHYTPH kiaeTku. [M.Tomita, V.T.Marchesi, Proc.Natl.Acad.Sci. USA, 72, 2914 (1976).1
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MOBEPXHOCTH KJIETKHU. [TOCKONIBLKY 3TH OCTATKH CKOHUEHTPHPOBAaHbI Ha N-KOHLIEBOH MOJIOBUHE
NOC/IeA0BATEIbLHOCTH IMMKOGOPHUHA, HMEHHO aHHAsA 4acTb OeIKOBOI MOJIEKYJIb! IODKHA ObITE
BHelwHel. ToT yuacTOk rnmukodopHHa, KOTOPBIH HAXOAUTCA BHYTPH MeMOpaHbl, N0JIXxeH ObITh
HEMOJAPHLIM (rHAPOPO6HBIM), UTOOB! MOT 00pa30BaTLCA TECHBIH KOHTAKT ¢ nunuaamu. Ipu
HCCNIEOBAHHH MEPBUYHON CTPYKTYPbI INIMKOGOPHHA BLIABJSETCSA B BBICUICH CTENEHH HEOObIU-
HbIH y4acTOK U3 20 aMHHOKHCIOTHBIX OCTATKOB, UMEIOILHX JOCTATOUYHO BLICOKOE CPOACTBO K
aunuaaM. Ecnu Ob1 3TOT yyacTOK HaXOAMIICA B pa3BePHYTOH KOHGOPMaUHH, UEMOYKa oKa3zanach
Obl 1OCTATOUYHO AJIMHHOM, YTOOBL! NPOTAHYTLCA Yepe3 BeCh MUNMUAHBbIN Oucoi. B TakoM cnyyae
kopoTkas C-KoHleBas moJjspHas 06/1acTh N0KHA HAXOAUTbLCA BHYTPH KJIETKH. 3aMeTHUM, YTO
nepexoa K MOJIAPHLIM OCTAaTKaM ¢ 06X CTOPOH HEMOJAPHOH 06/1aCTH AOBOMBHO Pe30K. Mox-
HO NPEANOOXHUTDb, UTO MOJIEKYNA XeCTKO GHKCHPOBAaHA B JIMMUAHOM OHCNIOe H YyTO NMobble ee
nepeMeLLECHUA BHE WJIH BHYTDb KJIETKH CBA3aHbl ¢ OOJILLIMUMH 3HEPreTHYECKUMH 3aTpaTaMH.

CPABHEHWE AMMWHOKHNCJIOTHBIX MTOCJIEAOBATEJIBHOCTEN
POACTBEHHBLIX BEJIKOB

B ra. 1 roBopMiioCh, YTO JaHHbIE 06 AMHHOKHCIOTHOH MOC/NEN0BATENLHOCTH CTAHOBATCSH
fonee yOenuTeNnbHbIMH H HHHOPMATHBHBIMHU, KOT/1a Mbl HMEEM BO3MOXHOCTb CPABHMBAThL MO-
CNIeNOBATENBHOCTH CTPYKTYPHO M QYHKUMOHAILHO POACTBEHHBIX MOJIEKYJI. 31eCh MPHBOAUTCH
HECKOJIbKO TaKuX MpUMepoB A 6enkoB. Hanbonee nonnas uabopMauus 06 aMHHOKHCIIOTHBIX
MOC/EA0BATENbHOCTAX HAKOMJ/IEHA AN TreMOTNIOOMHOB M DOACTBEHHBIX UM TeMCOAEPMALIMX
6enkoB — MHOrNoOHHOB. CpaBHEHHE NMOCAECAOBATENLHOCTEH B Npemenax OOHOro BHAa ¢ Oue-
BUAHOCTLIO YKa3bIBAE€T HA TO, YTO MEXAY - U 3-CyObeNHHHUAMH reMOrJI0O0MHOB U MHOTJIO0OHU-
HOM CYLLECTBYET YETKOE COOTBeTCTBUE. [10-BUAMMOMY, ¥ KaKOro-TO NMPEAKOBOro OpraHuM3mMa
Obl1 TONBLKO OOWH INOOHMHOBBLIH reH, KOTOPbLIH MOC/e MHOTOKPATHLIX AYMJMKAUWR oka3ancs
NPEACTAB/IEHHbIM B BUJIE€ HECKONIbLKUX KOMUH. B pe3ynbTaTe AMBEPreHUMH 3THX HOBbIX M€HOB B
XOZ€e IBOJIFOUHH U NMOABUIOCh BCE MHOXECTBO ITOOMHOB. AHANU3UPYA MOCNENOBATENbHOCTH JIH-
60 «Ha rnas», 1Mbo OoJiee TILATEILHO C MOMOLUBIKO KOMIBIOTEPA, MOXHO MOCTPOUTH reHealNo-
rHYECKOE PEBO MJIH, TOBOPA 3BOIOLMOHHBIM f3bIKOM, QHUIIOreHeTHYECKOE NpeBO. Muornobun
B DOMNblUEl CTENEHU OTNMYAETCA OT o- U (B-lLiened reMornobuHa, 4YeM 3TH UENH OPYr OT Apyra.
CnenoBaTenbHO, '€H MHOTJIOOHHA, BEPOATHO, HOJIXKEH ObINT 060COOUTBCA OT reHa reMorjioouHa
O OMBEPTE€HUMHU a- U (B-uenei (puc. 2.17).

BmecTo B-Lenei B reMornioOMHe YENOBEYECKOro MJ101a coaepxaTcsa ase y-uend. CpaBHeHHe
NOC/IeN0BATE/ILHOCTEN 0KA3bIBAET, YTO y-UENb 3HAYHTENbHO GONblle NOX0XkKa Ha B-Lienb, YeM
Ha a-Uemnb reMornoOMHa B3pocC/Ioro YenoBeka. B reMornobuHe B3pocnoro 4yenoBeka NPHCYTCT-
ByeT B HEOOJBILIOM KOJIMYECTBE €LE OAUH NPEACTaBUTENbL CEMENCTBA FeMOTTIOOHHOB, UMEIOLLIMI
naBe §-uenu BMecTo 3-lieneit. OHM ele Gonblie MoxXoxu Ha 8-uenb. TakuM oOpa3oM, y yenoseka
eCTb MO MeHbIUEA Mepe TPU reHa Ha KaXkKAyH reMOrJIOOMHOBYIO Uenb (3-THNA B T€MOrNOOHHE.
[Tockonbky Bce 3TH Oenku ABnAOTCA GYHKUMOHALHBIMH, HMEET CMbIC/T CPAaBHHTbL MEXIY CO-
0o UX MOCNenOBaTENbHOCTH. BEpPOATHO, H3IMEHAIOLLIHECA OT MOCHEAOBATENLHOCTH K MOCJIEN0-
BATENbHOCTH OCTATKH HE SABJAKOTCA HNA Oenka QYHKUMOHANBbHO BaXHbIMHU. CpaBHHTENbHbIM
aHAMH3 MOXHO PACIIMPHTb, COMOCTABJIAA UENH reMOr100HHa YeNioBeKa U APYTrUX NO3BOHOYHbIX.
MO>HO NPeanoNioXKUThb, YTO MPHU AUBEPreHIIHH OPraHM3MOB B XOJ€ 3BOJIIOLIMM Pa3iHuue nocrne-
[OBATeNIbHOCTEH aMHHOKUCIOT B reMOTJIOOHHE Takxe OyaeT yBelMYMBaThCA. JJeACTBHTENBHO,
reMorIoOHH 4eIOBEKA MO CBOEH aMHHOKHC/IOTHOM MOC/ICAOBATENLHOCTH OYeHb OIH30K K reMo-
r7100HHY rOpHIIIBI, HO 3HAYMTENBHO OTJIMYAETCA OT FreMOrJIOOMHA KEHI'YPY H COBEPLUEHHO HE MOo-
X0’ Ha reMOrjI00MH JISTYIUKH MM Kapra.

CyluecTBYIOT [IBa cnocoba OUEHKH MOJHON KapTHHbI aMHUHOKHCIOTHBIX MOCHEN0BATEIbHO-
cTel, yuuThIBalOLIeH HX CTPYKTYPY M dyHkuuu. YenoBek, CKIOHHBbIA K 000011eHHAM, OYIET yT-
BepXKAaThb, YTO BCE 3TH GenkH, Oyayuu reMornobMHaMH, BbilIOJIHAKOT ONMHAKOBbIE (DYHKLIHH.
CpaBHMBas aMHHOKHUCJIOTHbIE MOC/EN0BATENLHOCTH B réMOrjao0HHAX MHOTHX OHOJIOrHMUECKHX
BH/IOB, MOXHO 3aME€THTb, YTO TOJILKO 4YaCThb OCTATKOB TOXAECTBEHHA IJIA BCEX BHIOB
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PUC. 2.17. ®dunoreHeTHUECKOE APEBO, MOCTPOEHHOE MYTEM CPABHEHHS MOCIENOBATENBLHOCTEN aMHHOKHC-
JIOT B reMorno6unax ¥ Muornobune, [IMHa Kaxkao# BETBH MPOMOPLUHOHANIBHA YHCITY TOYEUHBIX MYTAalHH,
HEOOXOOUMBIX IS TIepexoa OQHOM NOCIEA0OBATENBHOCTH B APYryr0. TOUKH BETBNEHHA 0003HAYaOT MOJIO-
JKEHHA BO3MOXHBIX 06LIMX npenkoB. Uncna Ha Ka)XXNON BETBU ApeBa YKa3biBAKOT YHCIIO MYTaLMH, NPHXONS-
uleecs Ha Kaxxasie 100 octaTkoB. A. [onHoe ceMelcTBO rNMo6uHOB keHrypy. 5. onpo6Hoe npeacTaBneHue
B-ueneit reMornobuHOB H GENKOB PONCTBEHHBIX €MY THIOB Yy pa3iHuHbIX BUOOB. [M.O.Dayhoff et al. Atlas
of protein sequence and structure, vol. 5 (Silver spring, Md.: National Biomedical Research Foundation,
1972).]

(puc. 2.18). KoHcTaHTHbie 001acTH, BEPOATHO, aOCOMOTHO HEOOXOOMMB! Al OOecneyeHus
dbyHKuMu reMoryioouHa. Ha caMoM nene 3To He Tak NPOCTO, Kak KaXeTcs, H B GYHKUIHOHUPOBA-
HHH 3TOro Oef1Ka NPHHHMAKOT YYaCcTHE U APYTHE CTPYKTYPbi. [10-BHAHMOMY, BO MHOTHX Cllyya-
AX Mapb! (WIH OOJbLIHE TPYINbI) AMHHOKHCIOT MEHSAIOTCA TAKHM 00pa3oM, YTO NMPH 3TOM Tpe-
THYHAs CTPYKTYypa 6enKa 0CTaeTCs npexcHei, HECMOTPSA Ha H3MEHEHUE €T0 NMEPBUUHOM CTPYKTY-
pbl.

PacnpocTpanss 370 0600L1eHHe fajiee, MOXHO 3aKIIOUYHTh, UTO a- H B-UeNU UHMEIOT MOYTH
OOMHAKOBYIO CTPYKTYpPY. IIpM CpaBHEHHH aMMHOKHCIIOTHBIX MOCIEA0BATENbHOCTENR 00eux Le-
nefl YUCIO MAECHTHYHBIX (QYHKLHOHAJBHO HEOOXOAHMBIX OCTATKOB €lie B OOMNblUEH CTEneHH
yMeHbiuaeTcss. OHO MOXET CTaTh €lle MEHbLUE, €C/IH YyYeCTh TAKXKe NOC/IeNOBATEbHOCTH B
MuoraobuHax. 3aech HanO, OAHAKO, MMETDb B BUAY, UTO reMOrIo0OMH QyHKUMOHHPYET Kak arpe-
raT cyObenaMHHML, TOTJa Kak MHOTJIOOHMH arperaTtoB He obpasyer. [103TOMy yMeHbLUEHHE YKCTIa
HEU3MEHHBIX OCTATKOB IPH COBMECTHOM aHaJIM3€ 0C/e0BaATEbHOCTH a- U 3-Leneft ¥ MUOTJIO-
OHMHa MOXET NPOJIMTh CBET HA TO, KAKHE OCTATKH BAXKHbI JJI KOHTAKTOB CyOBbEAUHHIL B TEMO-
rno0uHax.

VueHble, HHTEPECYIOLINECH AeTalsIMH MeXaHH3Ma (YHKUMOHHPOBaHMA reMOTrJIo0HHa, pac-
CMaTpHBalOT (HUIJIOTEHETHUECKOE APEBO ¢ APYroi TOUYKH 3peHHA. XOTHA BCE ITH OeJIKH — reMo-
rnoOuHbl, TpeOOBaHHA, NPEABABIAEMbIE K HUM Pa3/IMYHbIMH OpraHu3MaMu, HeoaMHakoBbl. Ha-
NpUMEpP, XOJIOAHOKPOBHbIE H TEIJIOKPOBHbIE OPraHU3Mbl CYLUIECTBYIOT NPH Pa3IHYHbIX TEMIIE-
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paTypax; opraHi3Mbl, 0OHTalolIKHe Ha GOMBLION BLICOTE, HYXKIAKTCA B 0cOObIX CBOKCTBaX KHC-
JIOPOACBA3BLIBAKOIUMX OeNKOB; pbi6aM HYXXHO HAMOJHAThL CBOW MN/aBaTeNbHbIH NMy3bIpb H T.A.
AMHHOKHC/IOTHBIE NOC/IEA0BATENLHOCTH KaK pa3 ¥ MOTYT CTAThb 30/10TOH XH/IOH NP H3yYEeHHUH
NPOLECCOB NepPecTPONKH CTPYKTYPbI Oefika, NPOUCXOAALLMX B OTBET HAa HHAMBHAYaNbHbIE NO-
TpeOHOCTH pa3/IMYHbIX OPraHH3MOB.

Ipyroe ceMelicTBO O1M3KOPOACTBEHHBIX OeNKOB 00pa3yeT HECKOJIbKO CEPHHOBBIX 3CTEpas.
K HHM OTHOCATCA NPOTEOJHTHYECKHE (PEPMEHTBI XHMOTPHIICHH, TPHIICHH, 3/1aCTa3da H TPOM-
Oun. Ha puc. 2.19 cpaBHHBaIOTCS aMHHOKHCJIOTHbBIE MOCAEA0BATENILHOCTH 3THX YETbIpex Oes-
KkoB. CpaBHEHHE BbIABIIAET COOTBETCTBHE HE TOJBLKO B AMHHOKHCIOTHOMR NMOC/IeA0BaTEILHOCTH,
HO H B pPaclOJIOXKEHHH MHOTHMX OHCYJb(GHIAHBLIX MOMNEPEYHBLIX CBA3EH, a TAKXKE B JIOKAITH3alUHH
OUEHb PEAKLHOHHOCNOCOOHOro OCTaTKa CepHHA, KOTOPBIH, KaK H3BECTHO, HAXOAHUTCS B aKTHB-
HBIX LHEHTpax BceX ITHX PpepMeHTOB. MOXHO NPEAno0XKHUTh, YTO TAKOE CXOACTBO NMEPBHYHbBIX
CTPYKTYP JOJIX)KHO NPHBOIHWTE K CXOACTBY MX TPETHYHOMN CTPYKTYpPbl. UMEHHO 3TO H npeacTas-
JIEHO Ha pHc. 2.20, raoe H306paXkeHbl TPH U3 YEThIPEX YIIOMSHYTHIX Bbilue OenkoB. Cnenyer, oa-
Hako, 0OpaTHUTh BHUMAaHHE HA TO, YTO, HECMOTPS Ha CXOACTBO NOC/IEO0BATENILHOCTEN, CTPYKTY-
Pbl 1 MeXaHH3MOB GYHKIIHOHHPOBAHHSA, NO3BOJIAIOLLIEE PACCMATPHBATL 3TH YeTbipe Genka kak
POICTBEHHBIE B 3BOJIIOIIHOHHOM CMBICIIE, BCE XKE CUMTATh HX TOXIECTBEHHbIMH HHKAK HEJb3A.
Pa3nHyreM aMHHOKHCJIOTHbBIX MOCAEA0BATENLHOCTEN, H 0COOEHHO NPOCTPAHCTBEHHBIX CTPYK-
TYP, MOXHO OOBACHHTL HEKOTOPbIE OCOOEHHOCTH CYOCTPATHOM crieuPHYHOCTH ITHX GENTKOB H
MEXaHH3Ma UX JeHACTBHUA.

MYTAHTHBIE BEJIKH; TEMOI'JTOBHMH

OCHOBBIBAsACh HAa Pe3yNbTaTax aHalM3a aMHHOKHCIIOTHBIX NOC/eI0BATEIbHOCTEH MyTaHT-
HBIX GEIKOB, MOXKHO MONbITATLCA HAEHTHGHUHPOBATL OCTATKH, UIPAIOLLKE BaXHEALIYIO PONb
B QYHKLHOHHpOBaHHH 6enKoB. [Tockonbky 6OAbIIHHCTBO MyTaUK# MPHBOAMT K ONPENEIIEHHbIM
(yHKUMOHABHBIM HAPYLUEHHAM, HX H3YYEHHE JAET BO3MOXXHOCTb MOHATH cneuHduyeckue 3¢-
($heKkTbl aMHHOKHCIIOTHBIX 3aMeH B Oenke. OOHaKo BbIOOD MyTaHTHBIX OG€NKOB, ¢ KOTOPBIMHU
MOXHO paboTaTb, HECKONLKO orpaHHueH. EcaH MyTauus OOMHHAHTHA W JeTajbHA, TO (nO
OonpeaeSeHHIO NETANbHON MyTallMH) OPraHH3M He cnocobeH JaBaTh MOTOMCTBO HIJIM AaXKe XKHTh
JOCTATOUHO AOJIr0O, YTOObLI MOXHO ObIJIO BbIAENUTL MyTaHTHbill 6enok. IToaToMy Haubonee
BpeIHbie MYTAallHH peanbHO HaOMoaaTh Henb3d. Koraa meno kacaercs 6akTepuii, TO HMelOTCA
METObl, NO3BONAIOILHE OOONATH 3TH TPYAHOCTH, HAIIPHMEDP HCIOJIL30BAHHE TEMIIEPATYPO3aBH-
CHMBIX MYTalHii, KOTOpbIE JIETANbHBI IPH OAHUX TEMIlEpAaTypax, HO JONMYCKAKOT Pa3BHTHE NPH
npyrux. K coxaneHvio, npoBOAHTb FreHETHUECKHE IKCIIEPHMEHTDBI Ha BBICLUMX OPraHH3Max Kak ¢
NPaKTHYECKOH, TaK H C 3ITHUYECKON TOYKH 3PDEHHUA 3HAYHTENBHO TPYHHEE.

B pe3yabTaTe MHOTOYHCAEHHBIX HCCIEAOBAHHA OOHApY)XXEHO HECKOJILKO COTEH MYTaHTHBIX
reMorno6uHoB uenoseka. Ha puc. 2.18 cyMMHpoOBaHbl JaHHble Ana (3-cyObeNHHHU psga 3THX
MYTaHTHBIX ¢opM. [IpH TILATETLHOM H3YUEHHH PHCYHKA BUIHO, YTO MyTallHH JIOKAJIU30BaHb! B
y4acTKaX CTPYKTYDbI, B KOTOPBIX MEHbILIE MEXBHIOBLIX Pa3IHUHKA. DTO MOXHO Ob1JI0 Npencka-
3aTh 3apaHee, €C/Ii CYHTATh, YTO ONpede/ieHHbie OCTATKH HEOOXONHMMBI I HOPMAJbHOIO
(GYHKUHOHHPOBAHHA reMorjobuHa.

IMoapo6Hblit aHanu3 peHoTHNna KaXX A0 MyTaHTHOM (OpMbi OYEHDb NOJIE3EH A/ TOHMMAaHHUSA
MOMEKYTAPHBIX OCHOB MHOTHX 60/e3Hell YeloBeKa, OJHAKO OH BBIXOAMT 32 PAMKH 3TOH KHHUIH.
Ocob0oro ynoMuHaHHs 3aciy>XMBAET JIHIUL reMoro6ud S. OH Obin nepBbIM O6HAPYXEHHBIM
MYTaHTHBIM reMorjao6uHoM. B HEM MPOHCXOAMT 3aMeHa BCEro OAHON aMHHOKHCIIOTHI B LUEC-
TOM MONOXEHHH 3-11enu (r1yTaMHHOBAA KHCIIOTA 3aMEHAETCA Ha BalIHH). DTOT MYTAHTHBLIi Oe-
JIOK HHTEPECEH TEM, YTO OH B OTJIHUME OT OCTAJILHBIX LUHPOKO PacnpoCTPaHEH CPEdH KUTeneH
LlentpanbHol Adpukd. Y roMos3suror mno redy remorjobuHa S pasBuBaeTcs ocobas Oone-
3Hb — CEpPMNOBHAHOKJIETOUHAS aHEMHA. B yC/IOBHSX MOHM)XEHHOTO MAPUHAIBLHOTO OaBJICHHA
KHCJIOpOJAa B KPOBH, OCOOEHHO B KamWIApax, Y HOCHTENsA TaKOro reHa MimeHsetcs gopma
3PHTPOLHMTOB — OHM MpEBPAILAOTCA H3 ABOSKOBOTHYTBIX JUCKOB B BBITAHYTbIE HEPEryJIspHbIE
CTPYKTYDBI. Takue «CepnoBHAHBLIE» KIIETKH, 3a1EPXKHBAACh B KAMULIAPaX, MPENATCTBYIOT HOP-
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@ HuBapuantHbie O OTCyTCTBME MYTAalMiA
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O»>4 @ >1 B MHBapHaHTHOM LIEHTpe

PUC. 2.18. CtpykTypa (-1enHu reMoryjio61uHa yenoBeka, WUTHOCTPUPYIOIIas KOHTAKThI C COCEOHUMHU CyOne-
nuauuamMi. A. [Noka3aHbl OCTaTKH, KOTOPbIE MOTYT BAPbHUPOBATh B 3-NOJAOOHBIX LENAX OOBIYHBIX FEMOTJIO-
OMHOB MO3BOHOYHBIX. 3aMETHM, YTO OOJILLIMHCTBO HHBAPHAHTHBIX OCTATKOB pacroJiaraeTcs BOIU3U Kap-
MaHa, CBS3bIBAIOILErO IreM, Wi B 00/1aCTH KOHTAKTa o~ U B,-cyObennHuL, Iie B NPOLECCEe OKCHIeHALMK
MPOUCXOIAT U3MEHEHHUS YETBEPTHYHOMN CTPYKTYPhI. OueBHIHO, 3TH 00J1aCTH UMEIOT BaXKHbIE CTPYKTYPHBIE
0COBEHHOCTH, TPeOyIOLIMEe YHHKAJIBLHOCTH OCTaTKOB. C APYroi CTOPOHBI, TECHBIH KOHTAaKT ay H Bz‘
CyOBEOMHML] OCTAETCS B MPOLECCE OKCHI'CHALMH NMPAKTHYECKH HEM3MEHHBIM. 30eCh BO3MOXEH BBIOOD M3
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60JIBIIOrO YKCIa BADHAHTOB, COXPAHSIOIMX B LEJIOCTH 3TOT KOHTAKT. 5. [Toka3ana jokanu3anus HEKOTo-
PbIX MyTaUMH B 3,-Lenu reMornobuna uenoseka. OHU COCPENOTOUEHBI B 06/1aCTH reMOBOr0 KapMaHa H Ha
rpaHuue pasjgena o, — 3,-cyGbeaMHHL. DTO COrIacyeTcs ¢ NPEACTABICHHEM O TOM, YTO CTPYKTypa AaH-
HbIX obnacTeit KpaitHe Ba)kHa [UTsi HOPMaJIbHOM (pyHKuuK Genka. BpI1o 3aMeueHo, YTO MHOTHE OCTaTKH B -
LEnsX reMOrino6KuHa He OABEPraroTCs HUKAaKMM H3MEHEHUSIM M MyTauusaM. OTyacTH 3TO OTPaXkaeT CTaTH-
CTHYECKYIO NPUPOY MyTareHe3a, OIHaKO HEKOTOPbIE OCTATKH, MO-BUAMMOMY, HACTOJIKO BaXKHBI, YTO JIFO-
60€ MX M3MeHeHHe IPUBOAUT K JieTasibHOMY ucxony. (Pucynku Mpunra Ieiica.)
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PUC. 2.19. CxemaTHueckoe u306paKeHHe AMUHOKMCIIOTHBIX MOC/IENOBATENPHOCTER YETHIPEX POACTBEHHBIX §enkoB U3 cEMEHCTBAa CEPHHOBLIX 3CTEpal.
Uephble KPYKKH 03HAYAKOT OCTATKH, TOXIECTBEHHbIE N0 KpaltHel Mepe B AByX Genkax. ByksaMu 0T 4 10 F 0603Hau€HbI COOTBETCTBYIOLLHE aucynbdua-
HBIE MOCTHKH {(OHH MOKa3aHb! KpacHbIMH uepToukami). [B.S.Harley, Phil. Trans. Roy. Soc. London, Ser. B, 257, 77 (1970).]
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MaJIbHOH UHDKYJIAUMH KDOBH, YTO BJle4eT 3a COOOM cepbe3Hbie NOBpexAcHUA TkaHeh. Kpome
TOro, Oyayun Gosee XpynkKHMH, CEPHOBHAHbIE 3PUTPOUMTHI Pa3pylLIaroTcs GbICTPEE, H 3TO MPH-
BOJHUT K Pa3BHTHIO aHEMHH.

Kaxum xe o6pa3oM npocTtas 3aMeHa OJHOH AMHHOKHC/IOTBI MOXET TIPHBECTH K TakKHM
60NbIIMM H3IMEHEHHSM B CTPYKTYDE Lenoi K1eTKkn? OTMETHM, 4TO B reMOIJIOOHHE aMHHOKHC-
JIOTHBIT OCTATOK 36 HAXOAMTCA BJAJIM OT IPynibl reMa (cM. puc. 2.18). OH Takke He BXOONT B
0671aCTh NOBEPXHOCTH pa3eNna a,3,-Cy6beAHHHL TeTpaMepa. T103TOMy CBA3LIBaHHE KHCTOPOa
reMOrno06HHOM S He AOMKHO CYLIECTBEHHO OT/IHYATHLCA OT HOpMaibHoro. OMHAKO 3Ta MyTaLHs
TIPHBOAHUT K NOSBAECHHIO HETOJAPHOIO OCTATKA HAa BHELIHER CTOPOHE MOJIEKYNbI, TaM, Iie B
HOPMAaJIbHOA MOJIeKysie OObIYHO pacrosiaraeTc OTPHLUATENBHO 3apsKeHHbIN ocTaTok. [axe
ecnH Gosblile HHYEro He MEHAETCH, MOXHO AYMaTh, YTO TaKas 3aMeHa TIOBbIIIAET CKJIOHHOCTD
MOJIEKY N1 reMOrJIoOxHa K arperauud. TpyaHo, npaBaa, NpeAcka3aTh a priori, YTo reMorJIoOHH B
Ae30KkcHpopmMe AomxeH obpa3oBbIBaTh CTPOrO YNOPAZOYEHHbIE TPYb64aThle arperaTel, MOKa-
3aHHbIE HA DHC. 2.21. DTH TPpYOKH HMEIOT TEHAEHLMIO OOPa30BLIBATH KJIACTEPDl, ODHEHTHPYACH
napasjiesbHO APYT Apyry. YTobbl pa3MeCTHNNCH TAKHE CTPYKTYDbI, 3pHTPOLHTHI AOJIKHBI H3-
MEHHTb cBOIO hopMy. Bonbilas OCh CEpNOBUAHON KIIETKH lapajulenbHa 60MbIIHM OCAM comep-
XKalMxcs B Hell TpybuaThIx knacTepos. HekoTopbie AeTaiu MOJEKYISPHOrO MEXaHH3Ma cep-
NOBHAHOKNETOYHON aHEMHUHU NMpHUBEAEHbI B [ONOMIHEHHH 2.2,

Hononuenue 2.2

HCCJIEJOBAHHW A BOJIOKOH, ®OPMHWPYEMBbIX
AE30OKCHUTI'EMOTJIOBHUHOM S

HndopMaiuio 0 CTPYKTYpe BOOKOH reMornobuna S(HbS) maioT kcnepHMeHTasIbHbIE JAHHBIE TPEX
THUNOB. 3/IEKTPOHHANA MHKDOCKOMHUA M MeTON IUDPAKLUHMH PEHTTEHOBCKHX Jiyyelf Ha BOJOKHAX TO3BOJISIOT
NOJY4YHThb NpeAcTaBicHHe 00 yaKkoBKe TETpaMepoB reMornobusa, uzobpaxendolt Ha puc. 2.21.4. Onxako
HUMEIOLLETOCH Pa3PeILEHHs HEAOCTATOYHO, YTOObI Pa3THYHTh OPHUEHTALMIO OTOENLHOMN a,f,-Cy6beaAuHULBL
B BOJIOKHE. 3TO [€NaeT TILETHBIM NONbITKH BBIACHUTD, CYIIECTBYET JIH HEMOCPEACTBEHHBI) KOHTAKT MEX-
Ay MyTaHTHLIM Val®% B 01HOM TeTpaMepe i yuacTKaMu MOBEPXHOCTH COCENHHX TETPAMEPOB B TPy64aTOM
BOJIOKHE. EciiH 6b1 Takue y4acTKH ObUIH H3BECTHBI, MOXHO 661710 Obl 10A06PaTh CNELMBUYECKYHO XHMHYE-
CKYHO MOAH(HKALHNIO HIIH HAHTH COeIMHEHHE, CIeLM(HUUECKH CBA3BIBAIOLIEECH ¢ JAHHBIMH YYaCTKaMH H npe-
NATCTBYOLIEE UX KOHTaKTy ¢ Val®, Takoii cnoco6 neuenus omHOM U3 MOMEKYNSPHLIX GonesHelt Mor Gbi
CNACTH XHU3HL MHOTHM JIIOOSM.

HononHuTenbHy 0 HHGOPMALUIO O CTPYKTYPE BOJIOKHA MOHO MOTYYHTh yTEM H3MEPEHHS ONTHYECKO-
ro NMOTJIOLLEHHS HA OPHEHTHPOBaHHBIX 0Opa3uax. IIpupona 3THX 3PdeKTOB, Ha3BLIBAEMBbIX JTHHEHHBIM AH-
XPOH3MOM, 006cyxkaaercs B 1. 7. [eMOBble rpynnsl MOraoWAKT NOJAPH3OBAHHbIA CBET NMPEUMYLLECTBEH-
HO TOrAa, Koraa NiIoOCKOCTb FeMa OPHEHTHPOBAHA NnapaiienbHO OcH nonspH3auuH. [Tockonbky TeTpaMep
COOEPXHT YETHIPE reMa, HEMOCPEACTBEHHAA MHTEPNPETALHA Pe3yNbTAaTOB NONAPH3ALHOHHBIX H3IMEPEHHH
OOBONBbHO TpyaHa. OmHAKO HafAEeHHblE Pe3y/bTaThi MO3BONAIOT OrPAHHYUTL BOIMOXHBIE OPDHEHTALHH
TeTpaMepa B Tpybke. HekoTopble pa3pelieHHble OPHEHTAUMH AeACTBUTENBHO NONYCKAIOT MPAMOE Y4acTHE
36 B MexcyOBLeAMHHYHOM KOHTAKTE.

ANbTepHaTHBHBIH NOAXO/ 3aK/IFOYAETCs B BLIYUCIIEHHH JHEPTeTHYECKH Haubonee 61aronpusaTHOR OpH-
€HTALHH TETPAaMEPOB B BOJIOKHE M3BECTHON CTPYKTYDbI. [JIA MPOCTOTHI MPEANONaraeTcs, YTO KaxIblit
TeTpaMep reMornobuHa CBA3aH CO CNEAYIOLIHM BHHTOBOM OCBIO CHMMeTpHH. TakuM obpa3om, ob6xoasch
TOJILKO OOHHM HHAMBUAYAIbLHbIM TETPAMEPOM, MOXHO MOJIYYUTH BCE BO3ZMOXKHbBIE OPHEHTALMU MOJIEKYT B
TpyOke. PacueTbl, BLINOMHEHHbIE K HACTOALIEMY BPEMEHH, MOKA3bIBAIOT, YTO CPEAH Pa3THYHbIX OPHEHTa-
LA CyllecTBYIOT Haubosiee NMPEANOYTHTENBHbIE, OLHAKO ITO €Ll HE MO3BOJAET BbIOpATb CPEAM HHX
€IMHCTBEHHYIO, KOTOPOX MOXHO OOHO3HAYHO MPHUNHCATHL HaubOsee CTAbMIIbHYIO CTPYKTYDY.

CylIecTBYIOT HEKOTOPbIE OCOGEHHOCTH (HH3MKO-XHMHUECKOro nosenehus HbS B pacTeope. Kak npasu-
JIO, KHHETHKA arperauuy WIH acCOUHAUHH BeCbMAa YYBCTBHTE/IbLHA K KOHUEHTPauHH. YacTo CUHTAIOT, YTO
JIKEMHTHDY IOLLUM CKOPOCTb 3TANOM 06pa3oBaHus TPyOKH MIIM BOJIOKHA ABISAETCA aCCOUMALIHA HECKOMBKHX
cy6peaMHNL NP GOPMUPOBAHUH 3apOABILA KPHCTAIIN3ALNH, KOTOPBIH 3aTeM 6bICTPO pacTer, NpHcoean-
HAS K cebe Apyrue CTPyKTYpHbIe equHULb! (CM. puc. 2.21,8). Inf NpocThIX MEXaHH3MOB CKOPOCTh 00pa30-
BaHHA 3apOobliua U, CJIeJOBATENBHO, CKOPOCTDh arperauuHt WiH NOMMMEPH3alMH NPONOPLUHOHAIBLHA ¢, rae
¢ — KOHUEHTPaUHA cBOGOAHBIX cyObeIMHHL, a 1 — YUCIIO cyOBbeauHul B 3apoastiie. O6bIYHO 1 paBHO 2
unu 3. Onnako Xobpuxrtep, Pocc 1 UTOH OOHAPYXKHIIH, 4TO WIS KHHETHKH 00pa3oBaHusi TpyOOK reMormio-
Ouna S n > 30 (CM. PHUCYHOK).



PHC. 2.20. TpeTuyHas CTPYKTYypa TPeX POACTBEHHBIX CEPUHOBBIX npoTea3. A. Tpuncud. 5. XUMOTPUIICHH.
B. Onacra3za. 3nech noKa3aHbl TOJBKO NMOJIOXKEHHS o-YTJIEPOAHBIX aATOMOB, a TaK)K€ HECKOJIbKO GOKOBBIX
rpynn B 06J1acTH aKTHBHOTO LEHTpa (Y€PHbIEC KPY>XKH) U OAUCYNbGHAHBIE MOCTHKH (KpPacHbIe KPY>KH). Bee
TPH POTEa3bl PaCIUEIUIAIOT NENTHAHBIE CBA3H OOUHAKOBBIM 06pa30M, HO TPHIICHH [IPEUMYILLECTBEHHO pac-
LWEeIseT HMX B YYacTKaxX, PACHOJIOKEHHBIX IIOCJI€ MOJIOXHTEIbHO 3apAXKEHHBIX OCTaTKOB,
XUMOTPHIICHH — Mocsie 6onbiiux ruapodoOHBIX OCTaTKOB, a 3/1acTa3a — I0C/e MajblXx ruapodobHbIX
OCTaTKOB. Pa3MuHyI0 CnemuGHIHOCTh K CYyOCTPaTy MOXKHO MOHATDH, aHAJIM3UPYS Pa3/IMuHe B CTPYKTYpE
CBA3bIBAIOILMX KAPMaHOB, NMPUMBIKAIOLIMX K KaTaTHTHYECKOMY LeHTPY. (Pucynku Vpsunra Ieiica.)
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PUC. 2.21. HexoTopbie 0COGEHHOCTH arperalyu Ae30KCHreMOorioo1uHa S, KOTOpbIit OTBETCTBEH 3a 3abone-
BaHME CEPNIOBUAHOKIECTOYHOM aHemuelt. A. [peanonaraeMas CTPYKTYpa OTAENbHOTO CIUPATIBHOTO BOJIOK-
Ha. b. CxeMaTHYeCcKOe H300paXxeHHe MeXxaHH3Ma (POpMHMpOBaHHA arperaTa NpH HOHHXKEHHOM [aBICHHH
kucnopoaa. Hykneauus (06pa3oBaHue 3apoabiilla KPHCTAJVIH3AIMKE) — CaMbIi MEUIEHHBI] 3Tal, JMMHTH-
pyloluit CKOpocTh 3TOro npouecca. Kak Tonsko 3apoabiiu o6pa3yercs, NaabHERIUHA pOCT ATHHHBIX BOO-
KOH NNPOHCXOOHT AOBOJILHO ObICcTPO. BOJIOKHA 3aTEM arperupyoT, pacnonaraschk napajineibHo APYr APYTY,
H MOTYT Pa3MEeCTHTBLCA B 3PHTPOLUTE TONBKO NPH COOTBETCTBYIOILEM H3IMEHEHHH €ro (OpMBI.
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3aBHCHMOCTb BPEMEHHOM 3a/lep KK npoiiecca Hykneauun (1/¢, MU~ 1y 0T cyMMapHO#t XOHUEHTpAUMH Te-
morno6una S npu 30°C. TaHreHC YIJIa HAK/IOHA NPSIMOMN, TOCTPOEHHON B JIOTAPHMHUYECKHX KOOPAHHATA-
Tax, paBeH 32. TakuMm 06pa3oM, CKOPOCTh HyK/i€alliH MPHMEPHO NMPONOPLUHOHAIbHA ¢®, oTxyna cnenyer,
YTO HAMMEHbILHe CTAaGWIbHBIE IEHTPHI COMEPXKAT IO KpaitHelf Mepe 32 Mosekynbi remornobuHa.
[J. Hofrichter et al., Proc. Natl. Acad. Sci. USA, 71, 4864, (1974).]

310 nopasuTenbHbll pesynsTaT. CTOMbL GONbIIOE 3HAYEHHE N HUKAK HE BBITEKACT M3 M3BECTHON HAM
CTPYKTYPHI TPYOKkH. Ho creayioliue 0TCIoAa BHIBOAB! O BO3MOXHbIX METO/IaX JIEYEHHA CEPIIOBHAHOKIIETOY-
HOM aHeMHH oueHb BaxHbl. CKOpOCTb 06Pa30BaHHS CEPIIOBHAHBIX KIJIETOK CYIIECTBCHHO 3aBHCHT OT KOH-
LHEHTPAlLMA TeMOTJIOOHHA B 3pHTPOLMTE, OT 06BeMa NOC/IEAHEro, OT JI0ObIX TEPMOAHHAMHYECKHX Napa-
METPOB, KOHTPOJIHPYIOLMX ITH IEPEMEHHBIE, 2 TAK)K€ OT NMPOYHOCTH KOHTAKTOB MOJIEKYJl FeMOTJIO0HHA
apyr ¢ ApyroM. Ecnu Mbl y3HaeM, KaK YMEHBILIHTb CKOPOCTb OOpa30BaHHs CEPIIOBHAHBIX KJIETOK, TO CMO-
KEM JIYYILe JIeUHTh 3TY G0se3nb. DPUTPOLUNT HAXOAKUTCA B NEpuepUUECKAX Kanunnspax OueHb HENOATO.
Kax TONbKO OH BO3BPALLAETCA ONATH B JIETKHE H CHOBA OKHCJIAETCS, TPYOKH NEpecTaloT ObITh YCTORYHBBI-
MH. TakuM 06pa3oM, ecJIH CKOPOCTh 00pa30BaHUs CEPIIOBHAHBIX KJIETOK JOCTATOYHO Mana, TO 3PHTPOLH-
Tbl He YCIIEBAIOT NPEBPATHTLCH B CEPIOBHAHBIE 32 BPEMSA NMPOXOXKAEHHA Hepe3 KanH/uIApbi.

2.4. BropuuHas cTpyKTypa

MbI yXKe yKa3biBaJIH, 4TO aMHHOKHCJIOTHbIE LeNH MOTYT 06pa3oBbIBaTbL BbICOKOYNOPAIO-
YeHHbIE JTOKaJIbHbIE CTPYKTYPHI CO CIIHPaNbHONK CHMMETPHENR. DTH CTPYKTYPbI BaXHbI 110 MHO-
ruM npuuuHaM. CHpaIb BBHIY €€ CHMMETDHH JIETKO pacno3HaTh U onucaTh. Ha puc. 2.22 u3o-
6pakeH OJMH U3 YYACTKOB KapThl 3IEKTPOHHOMH IJIOTHOCTH MHOT/IOOMHA, MOCTPOECHHOR METO-
JIOM PEHTTEHOCTPYKTYPHOTO aHaIu3a. I/ HenmPUBBIYHOTO rila3a 6oJblIas yacTh KapThl NOKa-
KETC COBEPILEHHO XaoTuuHo#. OJHAaKO cnupanyu cpasy ke OpPOcaloTCs B I/1a3a Kax TEMHbiE
KPYTH (BHA C TOpLA) WJIM KaK NEPHOMHYECKH PACNONOXEHHbIE TEMHbIE NATHA (BUA cOOKy) (3TH
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PUC. 2.22. YacTb KapThl 3JEKTPOHHOM IUIOTHOCTH [JIsi MMOTJIO6HMHA, IMOJIyY€HHONH METONOM PEHTIEHO-
CTPYKTYPHOTO aHajiu3a. JIBe a-Criipay, pacroyioKeHHbIE NEPIEHAUKYIIAPHO MJIOCKOCTH PHCYHKA, 0603Ha-
yeHpl OykBo#t C; onHa cnupanb, BuauMas c6oKy, pacrnosoxesa mexny E u E’ . TToka3aHbl Tak)e BUI reMa
c60Ky M cA3aHHBIE C HUM OCTAaTOK FMCTHIMHA M MoJeKyna Boasl W (cp. ¢ puc. 2.7, I') (M. ®. ITepyTn).

obnactu 0603Hauensl 6ykBamu C, E u E’ Ha puc. 2.22). KBanudbuuupoBaHHbl#i KpucTamiorpad
pa3jiMyaeT CnMpajibHble YYaCTKH Ha KapTax 3JIEKTPOHHOM MJIOTHOCTH U IPH XYALIEM pa3peliie-
Huu. ITosBeHHe cnyupasiei yacTo CIYXKUT BaXKHbIM yKa3aHHEM Ha TO, YTO pacuiudpoBKa CTPYK-
Typbl HAET B NPaBUJILHOM HamnpabjieHHUd. TOoYHas joKanu3auus cnupajieil 1aeT BO3MOXHOCTb
NEPEUTH K OMpPENESIEHHIO CTPYKTYPbl OCTAJILHON YaCTU MOJIEKYJIbI.

Cnupanu cTabunu3upyroTcs OMMXHAMH B3aumonencTBusiMu. Takum o6pa3oM, B OTIIHYME
oT 6onblueit yacTu 6eTka OHH MOTYT ObITH BblAEEHb! (JIUOO ¢ MOMOILIBIO hepMEHTOB, MO0 my-
TEM HCIOJIb30BaHHS MOIC/IBHBIX COCMMHEHHIT) 1 M3YUeHbl HE3aBUCHMO. DTO BaXkKHbIM mar o6-
1LEH CTpaTEruy «pa3ensail ¥ BIacTByi». B ri. 5 o6cyxaaeTcs BOnpoc 0 TOM, IoYeMy omnpene-
JIEHHBIE CIIHpaJIbHblE CTPYKTYPbl BHYTPEHHE CTabuibHbI, a B Il. 20 — (GaKTOpbI, KOTOPbIE
ONpenensoT ux ob6pa3oBaHue U CTAOUIBHOCTD.
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Hanuune cnupanpbHbIX CTPYKTYD OKa3bIBAETCA YPE3BBLIYANHO NOJIE3HBIM MPH CNIEKTPOCKOIH-
4ecKHX uccrenoBanHax 6enkoB. Kak npaBuio, CrieKTPpbl Y4YBCTBUTENILHBE K JIOKAJILHOR CTPYKTY-
pe OTOENBLHBIX OCTATKOB HJIH 0Opa3yeMbIX HMHU nap. B c/10XHON TPETHYHOMN CTPYKTYPE CYLLIECT-
BYET TaK MHOTIO JIOKAJILHBIX KOHPOpPMaLHH, YTO CNIEKTP MOJXKET CTaTh HeMHOpMaTHBHBIM. O -
HakKo NoAoOHe JIOKANBHOM CTPYKTYPbI OCTAaTKOB B CIIUPAJISAX HJIH 3-CJIOSIX rapaHTHPYET, YTO HX
Bknan oynet 3aMeTeH. MMeHHOo 6naroaaps 3ToMy MHOrHe KOHPOPMALHOHHbIE H3IMEHEHUS Oel-
Ka, COMPOBOXAAKOILMECS HM3MEHEHHAMH BTODHYHOH CTPYKTYpDbI, MOXHO OXapaKTe€pH30BaTh
CHEKTPOCKOMHYECKH. DTO HE €IUHCTBEHHBIA H3BECTHBIH HaM YPOBEHb CTPYKTYPHOH opraHH3a-
LHH, HO 4aCTO HMEHHO OH OKa3bIBaeTCA HanboJiee NOAXOAALLMM /151 KOTHYECTBEHHOTO HCCIEN0-
BaHHA.

a-CITUPAJIb

Haubonee H3BECTHBIM 3/IEMEHT BTOPDHYHOH CTPYKTYpbl IHOJIMIENTHAOB — MpaBafd o-
cnupajib. OHa JOBOJIBHO TOYHO BOCIMPOH3BeAEHA Ha pHC. 2.23,4. OCHOBHBIE XapaKTEPHCTHKH
CIIHpajH: HA OOHH BHTOK MPHXOOHTCS 3,6 aMHHOKHMCJIOTHBIX OCTaTKa; Ha OJAMH OCTATOK CIIHpa-
JIM NpUXoauTeA 1,5 A war cnupanu 3,6 - 1,5 = 5,4 A. JInamMeTp cnupainu 6e3 yyera O0KOBbIX
DY COCTABAAET IPUMEPHO 6 A . Ka)i(}lblﬂ kapOoOHH nenTHAHOH rpynnbl (De3 yueTa KOHLUE-
BbIX 3(eKTOB) B @-CIHPAJIH CTYKHUT aKUENTOPOM NPH 0Opa3oBaHUH BOJOPOAHOMN CBA3M 1S 0O-
Hopa N—H nenTHaHON rpynnel, OTCTOSALLIEH OT HEro Ha PacCTOAHHH YEThIPEX OCTaTKoOB. Ta-
KHM 00pa3oM, ec/iM pachoJIOXKHTL a-ClIHpajib N-KOHLOM BBepX, a C-KOHLIOM BHH3 (Kak H300pa-
)KeHo Ha puc. 2.23,4), Tto Bce C—O-rpynnbl OyayT HampaBieHbl BBepx, a Bce N—H-
rpynnbl — BHH3.

BoKoBbIe rpynnpl HanpaB/eHbl B CTOPOHY OT CMIHPAJTH, MOCKOJILKY BCE OCTATKH ABAAOTCA L-
aMHHOKHCIOTaMH (CM. Takxe pHc. 1.1). Takum o6pa3om, B 3Ty CTPYKTYPY MOT'YT BCTPaHBaTh-
cst MIoObIe OCTATKH ¢ THOKHMH OOKOBBLIMH LIENIAMH MPH YCIIOBHH, YTO OHH HE CTOJIb OOBbEMHBI,
4TOOBI CO3/1aBaTh CTePHYECKHE NpenaTcTBUA. OOako, Kak OyaeT NMoKa3aHo B rJl. 5, NPOMHH MO
CTEPHYECKUM COOOPaXkeHHAM HE YKNIalblBa€TCA B o-COHPanb. KOHEYHO, A1s HEKOTOPBIX 60KO-
BBIX LieNMel HaXOXK/ACHHE BHYTPH o-CIHPAIH 3HEPreTHYECKH HEBLITOAHO. Tak, HanpuMep, MOJIH-
L-rnyramMaT npu BbICOKHMX 3HaueHHAX pH OyaeT nolHaHMOHOM. DJIEKTPOCTATHUECKOE OTTAJIKH-
BaHHE MeEXAY OOKOBBIMH rpynnamMH CHJILHO AeCTAOHIM3IHPpYET CIIMpalib H NMPH HU3KOH HOHHOM
CHJIE CNIOCOOCTBYET NMEPEXOoayY K BLITAHYTON CTPYKTYPE, MOCKOIbKY 3TO BEAET K MAKCHMH3ALIUHU
pPacCTOAHHUIN MeXIYy OTPHLATEILHO 3apSAXE€HHbIMH OOKOBBIMH IpyNNnaMH H TEM CaMbIM K MHHH-
MH3ALHH 3HEPTHH 3JIEKTPOCTATHYECKOTO OTTAIKUBAHHUSA.

OnaHo u3 Hanbonee BreyaTNAIOIINX JOCTHKEHHN CTPYKTYPHON XHMHH — npenacka3anue ITo-
uHroM ¥ Kopu cylecTBOBaHHA PEryiapHON CTPYKTYPbI THINA o-CIIHPAJIH (4 Tak)Xe CYILECTBO-
BaHHUA NIPABHJILHBIX CTPYKTYD B HECKONBKHX IPYTHX YHOPAAOYEHHBIX MOMHIENTHAHBIX KOHPOP-
‘MalMAX) 3a 6 JIET 1O TOrO, Kak OHa BrepBbie Oblsla OOHapyXeHa B KPHCTAJIHYECKOH CTPYKTYpe
MHUOrjI006MHa. UHTEpecHO NpocaeAnTh 3a PAcCy)KACHUAMH, KOTOPbIE IPHBEIH aBTOPOB K TaKO-
MY BbIBOAY. JdNHHBI cBA3e# H YIibl ObIJIH H3BECTHBI U3 PEHTrEHOCTPYKTYPHbIX HCC/IEOBaHHIM
LIeJIOro psAjia MajibIX NENTHAOB. Pa3yMHO ObIJIO NPEANOIOXHTD, YTO HX 3HAYEHHSA HE U3MEHATCA
B JIIOOOH BTOPHYHON CTPYKTYpe. [IpakTHYECKH BO BCEX M3BECTHBIX CTPYKTYPaxX pa3Mephbl Iel-
THOHBIX IPYNN OOMHAKOBBI, a BXoadAlMe B HUX rpynnbl C—O u N—H HaxoaaTcs B MIOCKOH
mparc-KOHGOpMaLHHK:

INpeanonoxxeHne 0 TOM, YTO Takas KoHdpopMauus COXPaAHACTCA BCEraa M BO BCCX OCTATKAX,
OUYEHb YIIPOCTHJIO JAIbHENIIEE PACCMOTPEHHE H CPa3y )K€ HABEJIO HAa MBICJIb: €CJIM Ka)XaAbI# nern-
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PUC. 2.23. Tpu Hau6Gosnee O6IMX THIIA BTOPHYHON CTPYKTYDHI NOIUNENTUAOB. M306pakeHnl TONBKO aTo-
MBI CKesleTa noynentuaHoi uenu. IlapamienorpaMm moxasbiBaeT IUIOCKOCTb, B KOTOPOM PaclOIOKEHA
nenTuaHas cBa3b. A. I1paBas a-cnupains. 5. [IBe aHTHNapajulebHbie Heny B B-ciioe. O6paTuTe BHUMaHUE,
4TO yepenayrommecss GOKOBBIE IPYNIBI PACONIaraloTCs Ha MPOTHBOMOJIOXKHBIX CTOPOHaxX 3-cnos. B. JleBas
crupansb noymnponusa II. (Pucynku Upsunra Ieiica.)

THUOHBIA CKEJIET MMEET OOHY U TY XK€ CTPYKTYPY, TO H BECh MOJIMIIENITHAHBIN CKeJIET JOJIXKEH 06-
JagaTh PeryasipHOi BTOPHYHOM CTPYKTYPOI THIa Kakoi-mu6o cniupamu. Mcxons us atoro, ITo-
yuHr 1 KOpH cTanu MCKaTh TaKue MOJIMNENTHAHBIE CIIMPAIM, KOTOPbIE MOXHO OBbIJIO ObI MO-
CTPOUTD U3 OOBIYHBIX AMHHOKHCJIOTHBIX OCTAaTKOB. YTOOBI OrpaHHYHTH KOJIMYECTBO BO3MOXK-
HBIX THNIOTETHYECKUX MOMEJIEH, OHH HAJIOXKHMIIH IBa JOIMOJHUTENbHBIX TpeGoBanus: 1) Kouue-
CTBO BOJOPOIHBIX CBsA3€M Mexxay nmenTuaHbiMu rpynnamMu N—H - + - O = C 10/KHO ObITh MakK-
CHMAJIbHBIM M 2) CaMHM CBA3H JOJDKHBI ObITH IO BO3MOXKHOCTH OJIM3KHU K JIMHEHHBIM. DTH Tpe-
60oBaHuUs OCHOBBLIBANUCH HA TOM, YTO FHTAJILIUA BOOOPOIHOM CBA3U [ CUCTEMBI, HAXOAALICH-
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csl B ra3000pa3HOM COCTOSIHMH, COCTaBJIseT 5 — 7 KKaj/MoJib, TOrIa Kak KOHGOPMaLHOHHbIE
3HEPTHH MOBOPOTA BOKPYT ONHHAPHBIX CBA3EH 3HAUMTE/ILHO MEHBILIE H, C/IEAOBATENLHO, MOXKHO
3aKJIIOYHTDh, YTO SHEPTHH BOAOPOMHBIX CBsA3eH UrpaloT Hauboree BaXHYIO POJb.

B-CJIOU U APYTUE TUIILI BTOPUYHON CTPYKTYPEI

U3 puc. 2.23 cnenyet, YTO NpaBas a-CNUpalb NPEXKPACHO YOOBIETBOPAeT KpuTepusaM [lo-
nuHra ¥ Kopu. Bbl10o Takxe NoCTY/IHPOBAHO CYLIECTBOBAHME JIEBOM CNMPANIH M ABYX THNOB -
CloeB. AHTHNApaenbHbIA 3-coi H300pa)keH Ha puc. 2.23,5. Kakaas oTaenbHas Lenb ABis-
€TCA CIHPAIBIO C OChIO CHMMETPHH BTOPOTO NMOPAAKA, T.e. 00pa3yeT CKIagYaTyio CTPYKTYpY.
Bce nenTHObI NPUHAMAIOT yyacTHe B 00pa30BaHMH BOOOPOIHDBIX CBA3eH, OJIHAKO BCE ITH CBA3H
06pa3yloTcs MeXOy pas3HMYHbIMH LenaMH. ['eoOMeTpHsA menTHIHOrO ckenera B $-Cjloe COOT-
BETCTBYET Hauboee BLITAHYTON KOHGOPMaLHU LIEMH, ellie oMYycKaeMO# PH HOPMaIbHbBIX 3Ha-
YEHHUAX JUIMH CBsi3ell M BAJICHTHBIX YIJIOB; CMEILEHHE BAOb OCH paBHO 3,47 A Ha octarok. Bo
MHOTHX Oenkax oObeaMHEHHE napavieNbHbIX H aHTHNApaie/bHbIX S-Lenel MPUBOAUT K o6pa-
30BaHHIO DOJBLIOrO CTPYKTYPHOro ocToBa (puc. 2.24, a takxe Jononuenue 2.3).

Bce ueThipe BTOpPMUHBIE CTPYKTYPbI, 0OHapYKeHHble Mubo B 6enkax, 1460 B MOJENbHBIX NO-
JIMMENTHIHBIX CHCTEMax, COBNajasiu ¢ npeackazadHbiMu Ionuurom u Kopu. OnHako, Kak Oy-
JeT NOKa3aHo B I'Jl. 5, KPUTEPHH, NEpBOHAYANILHO HCTIOJIb3YEMBIH I UX OCTPOEHHMS, OKa3alica
HE COBCEM TOUYHBIM H Ob1J1 H3MEHEH C YYETOM COBPEMEHHOIO NMPEACTABJICHHA O CHIAX, CTabMIH-
3UPYIOLIMX KOHGOPMAlMH MAaKpOMOJIeKyl. YacTh TpyaHocTel Kacauch 3¢ dek THBHON NpOYHO-
CTH BOOAODPOIHBIX CBsA3el. pyroe cepbe3HOE 3aTPYAHEHHE BO3HHKIIO B CBA3H C BJIHAHUEM OOKO-
BbIX LeneH. UMEHHO OHM B OCHOBHOM OMNpEAENAIOT, OOpa3yeT M JaHHaA AMHHOKHCIIOTHas 10-
CNefOBaTE/IbHOCTh HEYNOPAOOUECHHYIO CTPYKTYDPY, a-CIIHpasib, B-CJIOH HIH HEKOTOpBIE APYrHe
CTPYKTYDbI, obHapyxeHHble B 6enkax. Cnupanb 3,, HHOra HaxoOAT B KOPOTKHX Yy4acTKax
CTPYKTYPBI IOOYNApHBIX O€IKOB. DTO, MO CYLLIECTBY, BADHAHT a-CNIUPAJIH, B KOTOPOM Ha OIMH
BUTOK NMPHXOAMTCA 3 ocTaTKa BMeCTO 3,6. (B KOPOTKMX y4acTKax CTPYKTYPbI TOGYNAPHBIX
6enKoB MHOr 1A HAXOAT M BA APYTMX BaPHAHTA CNIUpaJIeH: a-CMpanb U T-Cnupas. Onucaxue
3THX CTPYKTYP MOX>HO HaiiTH B KHure JIukepcoHa H Ieiica (1969).) "'opasno wupe pacnpocTpa-
HeHa B-CTPYKTYpa, H300paxeHHas Ha pHc. 2.25. OHa 1aeT MenTHAHOMN HeNH BO3MOXKHOCTDb Kpy-
TO NOBOPAYHBATh, COXPAHASA MPH TOM 3HEPreTHYECKH BbITOAHbIE 3HAUeHHS KOHGOPMAIIHOHHBIX
YIJIOB H OHY BHYTPHLENOYEYHYHO BOOOPOAHYIO CBA3b. 3-M3ruOsl cipaBeA/IHBO HA3bIBAIOT 3J1€-
MEHTAMH BTOPHUHON CTPYKTYPBI, NOCKOJIBKY OHH BO3HHKAIOT B pe3ylbTaTe OIHKHHUX B3aHMO-
NeWCTBHM H UX MOXHO pacCMaTpUMBaTh KaK Hayasio CIIHPAIM C HYJIEBbIM LLIArOM.

U

PUC. 2.24. CxeMaTHYECKOE NPENCTABIEHHE CHCTEMB! BOIOPOAHBIX CBA3eH B 3-croe, 06pa3oBaHHOM ABYMS
ONMHAKOBBIMH CYOBEOHHHLAMH alIKOTOJIbACTHAPOreHa3bl U3 MeYeHH nowanu. B kaxno#n cybbequHuue cy-
L1eCTBYET WECTHHENOYEUHBIN napannensHelil 3-cnoit. Mexay nByMs cyOneaMHHIIAMH pacnonaraercs AByX-
LEMOYEYHBbIH aH THNAPAIENbHBIA CIIOH. YKa3aHO MONIOXKEHHE OCH CHMMETDHH C2. [M.G.Rossman et al. In:
The Enzymes, 3d ed., vol. 9, ed. P.Boyer (New York: Academic Press, 1975), p.61.]
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PUC. 2.25. Ctpyxrypa §-u3rubos asyx Tunos. (PucyHok MpeuHra [efca.)

[MOJIMITPOJIMHOBBIE CITUPAJIM U KOJIJIATEH

INocnenHuit M3 pacnpoCcTPaHEHHbIX THIIOB BTOPHYHON CTPYKTYPbl — IOJIMIIPOJIHHOBASA CITH-
panb. I[1ponHH He MOXET 06pa30BbLIBATh OOBIYHBIX a- B 3-CTPYKTYD H3-3a OrpaHHuYeHHH, Hana-
raeMbIX Ha €ro CKejeT NATHYJIEHHBLIM KOoJAbuoM. ONHAKO OH MOXET 006pa30oBbLIBATh BE OJHO-
CIIUpPaNibHbIE CTPYKTYPBI, KOTOPbIE ABJAIOTCH YHHKAJIbHBIMH CDEdH MOJMNENTHAHBIX BTOPHY-
HbIX CTPYKTYD, TaK KakK He COMepKaT BOAOpoaAHbIX cBs3del. ITonunponud I — neBas cnupans,
conepxawas 10 octaTtkoB Ha 3 BHTKAa. Bce nenTHAHBIE CBSI3H B HEW HAXOOATCA B yuC-
KOHGOpMalIMHM, YTO OOBOJILHO PENKO BCTpeYaeTcs B OOBIMHBIX NENTHAHBIX CTPYKTYypax.
IMonunponuH Il — nepas cnuMpanb, H €€ MENTHAHbIE CBA3ZH HAaXOOATCSA B MPAHC-TIONIOKEHUH.
B3auMonpeBpalleHHe 3THX ABYX GOPM MOXKET ObITh BbI3BAHO H3IMEHEHHSIMH B pacTBOpHTENE. B
HOPMaAaJbHBIX BOAHBIX Oydepax cTabunbHoi popmoit aBnsercs cnupanb 1. OHa uMeeT 3 octaT-
Ka Ha BUTOK M CMELUEHHE BAOJIb OCH CIIHpasH 3,12 A Ha ocTaToK 1O CpaBHEHHIO C 1,5 ABa-
cnipanu. CtpykTypa nonunponuHda II, uzobpaxesnas Ha puc. 2.23, npeacrasngeT coboit 6o-
Jiee BLITAHYTYIO LEMNb, YEM a-CMTUPaiib. B Takoit BLITAHYTON cimpanu Ka)kaas O0KoBas Lenoyka
MOXET ObITb CH/ILHO yaalleHa OT BCeX OCTaIbHbIXx. Ha caMOM [eJsie MOJMIPOIHHOBBIE CITHPAJIH
B 3HAYHTE/ILHON Mepe cTaOHIM3HPOBaHbl HMEHHO B PE3YJIbTATE TAKHX CTEPHUECKHX OrpaHHye-
HHHA.

INonu-L-npoNuH — CHHTETHUYECKas CTPYKTypa. Llenk H3 OAHHX NPOJIMHOB MJIH daXke y4yacT-
KU ¢ OOJIbILHUM KOJHYECTBOM IPOJHHOB B OONBUIMHCTBE OE/IKOB BCTPEYAlOTCA KpaliHe pelko, H
MOTOMY OUYE€Hb TPYAHO HAHTH BTODHYHYIO CTDPYKTYDY, MOXOXYIO Ha CHHpalb noau-L-
nponuHa II. YauBHTENbHOE HCKITIOYEHHE COCTABAIOT, ONHAaKO, OenkH ceMelfcTBa Kosjiaresa.
OHH UMEIOT B BbICLLEH CTENEHH HEOOBIYHBIN COCTaB, B KOTOPOM IpeobnaanaroT NPOaHH, THAPO-
KCHIPOJIMH M rUUMH. TponokonaareH CONEep)KHT TPH MOJUMENTHAHbIE LENH: IBE TOXKIECTBEH-
Hbl€, Ha3bIBAEMBIE «\-LUEMSIMH, H €IIE OOHY, TaKXke ONMM3KYI0 K HMM, — a,-Lenb. Mon. mMacca
kaxao# okono 95 000. IlocneaoBaTebHOCTH BCEX LEMEH HMEIOT B Ka)XKAOM TPEThEM MOJIOXKE-
HHH TNTHUHH, TOrAa Kak OAHO (MH 00a) U3 MPOMEXYTOUHbIX [TOMTIOKEHHH 3aHHMAaEeT NPOJIMH HITH
THAPOKCHIIPOJIHH (CM. pHC. 2.15). Bricokoe comep)xaHue NPOJIHHA B KOJJIar€HOBBIX LENSAX orpa-
HHYHBAET BO3MOXKHbIE CTPYKTYPbl NOJHIIPOJIHHOBBIMH CIHpaisMH. M30nHpoBaHHBIN Tpomo-
KOJLIareH uMeeT MoJ. Maccy 285 000 H npeacrtasnset cobOo# nanoukoobpa3zHyo MOJIEKYTY OJIH-



CTPYKTYPA BEJIKOB 93

\‘\
PUC. 2.26. Tpexuenoueunas cnupab KojiareHa. 4. Bum Ha cTpyKTypy nepreHauMKyIapHO OCH CIUpay. 5.
By BOONL OCH CMpanu: MOKa3aHbl MEXIENOYeuHble BOLAOPOMHbIE CBsA3M. M306paskeHa MOCienoBaTeb-
HocTh (—Gly—Pro—Pro—) ,- OTMETHM, YTO OCTATKH NpPOJHHA HAXOAATCA CHApYXH, a IJIMIH-
Ha — BHYTPH cnupaid. KaxxaeIM TPeTbUM OCTaTKOM JOJKeH ObITh IVIMLMH, TaK KaK B LEHTPE CIMPAIH
HET MecTa s 6onbuiero ocratka. Bee C*-aTOMBI INIMUMHOBBIX OCTATKOB LBETHbIE. [L.Stryer, Biochemis-
try (San Francisco: W.N.Freeman and Company, 1975).]

HO# 3000 A u Tonbko 15 A B nuamMeTpe. OH oOpa3yeT TPOHHYIO CIIMPAJIb U3 TPEX 3aKPYYEHHBIX
OTHOCHMTENBHO APYT Apyra cnupainei (puc. 2.26). OTa TpoifHas cnupaib COOEPKHUT MEXLEIO-
YyeyHbl€ BOJOPOAHBIE CBA3HM. Bce MpOJIMHOBBIE KOJIbLIA BBICTABJIEHbI HAPYXKY, BCE INIMLKMHBI pac-
IIOJIOXEHBI BHYTPH, TaK KaK OCHOBHAsi OCOOEHHOCTD NOCJIEAHUX — MaJIblif 00BEM, @ TPH LENH
yIIaKOBaHbl HACTOJIBLKO IJIOTHO, YTO AJIA II060ro ocTaTka ¢ 60IbIHM 00bEMOM HE XBATHIIO Obl
MecTta. [ TMIUHBI PaclojIoKeHbl TAKUM 00pa3oM, YTOObI Ha KaXKAOM YPOBHE TPOHHOM ciupanu
(paccTosiHME IO BEPTHKAJIM MEXAY OCTaTKaMHM PaBHO 2,9 A) B OHOM U3 LIENEH BCEraa HaxoauJI-
Csl TJIMLMH.

IlceBmomoBTOPSAIOIIAACH ITOCIEN0BATENBHOCTh OTAEIbHbIX LieNel TPOMOKOoJIareHa co3aeT
npo6emy s GOpMHUPOBaHUs TPOMHOM cniupanu. Tpu uenu MOryT ObITh CABUHYTHI APYT OTHO-
CUTENBHO IPYyra Ha TPHM OCTaTKa WM Ha J1000€e YHCII0 OCTaTKOB, KPATHOE TPEM, H BMECTO Na-
JIOYKOOOpa3HOM KOJIjIareH OyAeT UMETh CTPYKTYPY C «pa3IoOXMaYeHHbIMU» KOHLIAMH, YTO NPHU-
BeAET K 6ecropsIouHOMY MEXMOJIEKYIAPHOMY arperupoBsaHuio. Mexay TeMm Ouosioruyeckas
pOJIb KOJJTareHa COCTOUT B 0Opa3OBaHUM CTPOrO OPHEHTHPOBAHHBIX BOJIOKOH. DTH JKECTKHE,
OYEHb JUTMHHBIE BOJIOKHA MPUOAIOT MEXaHUYECKYIO IPOYHOCTh COENUHUTENbHON TKaHu. B BO-
JIOKHE MOJIEKYJIbI TPOIMOKOJIJIareHa OPraHu30BaHbl B PETYIAPHBIE YETBEPTHYHBIE CTPYKTYDBI
(puc. 2.27). «Pa3noxmaueHHbIe» KOHIIbI NPENSITCTBOBAJIA Obl MpaBMIIbHON yKiaake. IToaTomy
U1 obecrieueHusi NMPaBHIBHOTO PACMOJIOKEHHS LTIl TPOMOKOoJuIareHa APYr OTHOCHTENBHO
JIpyra CHHTE3UPYETCsl MPEALIECTBEHHUK — MPOKOJUIareH. MoJiekyIsipHas Macca KaxIoH Lenu
npoxosuiareda passa 120 000. HeGoblne MOMOTHUTEIbHbIE YYaCTKH MOJIEKYJIbI, PaCIOJIOKEH-
HbIE HA OJIHOM €€ KOHII€, UMEIOT CBOUCTBA, 0OJiee XapaKTepHble sl OOBIYHBIX TTIOOYIAPHBIX
6enkoB. OHH CBOPAUYMBAKOTCS, CIIMBAXOTCSA AUCYIbMUIHBIMY CBA3SMH U 00pPa3yrOT CTPYKTYPHOE
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PUC. 2.27. HekoTopble 3Tansl GHOCHHTE3A KOMIareHa ¥ o6pa3oBaHus KOIareHoBbIX BOIOKOH. [P.Born-
stein, Ann.Rev. Biochem, 43, 567 (1974).]

A0PO, KOTOpOe obecreunBaeT TOUHYIO YKJIaIKy Lienel B KOJIareHOBOM CUpany. 3aTeM 3TH A0-
MOJIHUTENbHBIE YUACTKH YOAIAIOTCA B Pe3yJbTaTe NPOTEOIH3A.

PACIMNIPOCTPAHEHHOCTE BTOPUUYHBIX CTPYKTVYP B BEJIKAX

B THnHuHOM Oesike, TpexMepHasi CTPYKTYpa KOTOPOrO ONpeacsicHa METONOM PEHTIEHO-
CTPYKTYPHOIO aHanmu3a, 06bIYHO OKOJIO 60% OCTAaTKOB TaK MK HHAYe YUYAaCTBYIOT B GOpPMHPO-
BaHHH BTOPHYHBIX CTPYKTYp. B Tabn. 2.7 npuBedeHbl HMEIOLUHECA CErOAHs AdaHHble. U3 Hee
BHIOHO, YTO OONBUIHHCTBO O€/IKOB CONEPKHUT B 3HAUYHTENILHLIX KOJIMYECTBAX KaK a-, TaK H -
CTPYKTYDPbI. ®eppedokcHH P. gaerogenese NpeacTaBIsET PEAKOE HMCKIIOYEHHE, MOCKOIBKY OH
$akTHYECKH He COOEPXKHT Momnarolleics oOHaApYKEHHIO BTOPDHUHON CTPYKTYPbl. DTO JIErKO
OOBACHATB. DTOT 6€EJI0K COCTOUT BCETO NHIIb M3 54 aMuHOKHCNOT. BoceMb u3 Hux — Cys (cM.
pHc. 2.15). OHH rpYIIHPYIOTCA IO YEThIpe ¢ 0Opa3sOBaHHEM JIMTAHAOB JUIS IBYX 3KETIe30CEPHBIX
KJIaCTEPOB KyOHUYeCKOR CTPYKTYpHI (CM. pHC. 2.7).

CxeMaTHyecKoe H300paxkeHHe TPETHYHOH CTDPYKTYPbl ¢eppeaoKCHHa TNpHBEAEHO Ha
pHc. 2.28. Kak Mbl BHIHM, NENTHAHAA LUENb €1Ba MOXET 00eCneyHTh CBA3b OQHOIO LEHTPA KO-
OpAMHALMH C ADYTHM. DTH OrpaHHYEHHs He JAIOT BO3MOXHOCTH 00pa3oBaThCs BTOPHYHBIM
cTpykTypaM. Takue TPYIHOCTH BO3HHKAIOT HE Yy BCEX O€NKOB, COMEPKALUMX MPOCTETHYCCKHE
rpyIniel; TaK, HApUMEP, FeMOrTTIOOHH H MHOTJIOOHH cOaepXaT OYeHb MHOTO a-CITHpaielt, oqHa-
KO OHH CBEPHYTBI TAKHM 00pa3oM, 4TO 06pa3yeTcs MeCcTO CBA3bIBaHHsA reMa (CM. puc. 1.4u 2.18).
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Tabauya 2.7
BTOPUYHBIE CTPYKTYPhI B BEJIKOBBIX KPUCTAJIJIAX D
Cnupanu B-croun B-u3rubni
Benok
% YHCIIO THNbI % 4HCIO 4YHCIIO THNBI YHCIIO  4HCNIO
CTPYKTYDbI B-cnoep  uenelt ctpyxtypst  B(I)  B(ID)
Kap6oanruapasa 20 T a,ay, 3, 37 2 13 m, a, (W) 3 1
Kapbokcunentunasa A 38 9 a, ay 17 1 8 mna 10 3
XuMOTpHIICHH (311acTasa,
TPHUICHH) 14 3 3pc 45 2 12 a, 2u 11
KoHkaHaBanuu A 2 1 — 57 3 18 a, a2a _ -
LInToxpom bs 52 6 a, 310 25 1 5 ma 1 1
LlnToxpom ¢ 39 5 — — — —_ - 3 3
QeppeaoKCHH — —_ - 4 1 2 a — —
D 1aBOAOKCHH 30 4 — 30 1 5 — — —
HHcynuH 52 3 a, 310 6 1 1 a,a2a — —
JlakTaTaeruaporesasa
(MM ManaraersaporeHa-
3a) 45 10 — 20 3 12 m,a 6 4
JInzouum 40 6 a,ap3, 12 2 6 a 4 2
Muoren 57 6 a, 310 4 1 2 — 5 —_
Mpuorno6un
(remorno6us) 79 8 a, 310, T — — —_— - 6 —_
Hykneasa 24 3 - 14 1 3 a — —
Hurubutop TpHncuHa
M3 NOMKENYTOYHOH
JKene3bl 28 2 a,mn 33 1 3 a — —
Tanaun 28 5 — 15 1 7 a — —
Punbonykneasa 26 3 30 35 1 6 (m),a 1 1
Cy6TUNH3HH 31 8 — 16 2 8 na 16 1
TepMonHu3uH 38 7 — 22 1 10 m, a, (u), — —_
KI

1) INpoueHTHI yka3BIBAOT JOMH BCEX OCTATKOB, BKTIOYEHHBIX B CIHPANH H B-CTIOM COOTBETCTBeHHO. Mcnonbiyemsie
CHMBOITbI O3HAYAfOT CNEAYIOWIEE: @ — Q-CIIMPANb; apy — Qq-CAHPANL; 319 — 3g-CIHPabh; ¥ — ¥-CIHPasb; a —
aHTHNapanne/nbHas B-cTDYKTYpa; a2a — aHTHNAapaleSbHas S-CTPYKTYpa, CBA3aHHas OChIO BTOPOro NMOPAIKA;

U — WAIHHApHYeCKad -CTPYKTYPa; K — (3-CTPYKTYpa THNA KIEBEPHOrO JIKCTa; N — TNapasnenbHas B-CTPYKTypa;
NI — NONHNPOJIHHOBAA CTPYKTYDA; 32K/ITIOYEHHE CHMBOJIA B CKOGKH YKa3bIBAaET HA TO, YTO COOTBETCTBYIOLIAS CTPYK-
Typa uckaxeHa. [A. Lilias, M. Rossmann, Ann. Rev. Biochem., 43, 480 (1974).}

Ilpu paccMoTpenud Tabn. 2.7 HAAO YYHTBIBATB, YTO B Hel IPHBeAEHA crielMbHYECKas NOI-
6o0pka 6enkoB. BONBLUIMHCTBO H3 HUX HMEET MATYIO MOJIEKY/IAPHYIO MAcCCy, H HX yAaJ10Ch Bble-
JIUTh B KPHCTAJTHYECKOM (hOpMe B BHAE XOPOLLO YNOPAAOYEHHBIX KDUCTAJIOB, YTO NO3BOJIHIIO
NOJNYYHTh INGPAKUHOHHBIEC JAHHBIE 10 HATHBHOMY 6eNIKY H €ro H30MOP(MHBIM POH3BOAHBIM C
BBLICOKHM pa3peuieHueM. I10 Bceit BHIMMOCTH, 3HAYHTEbHAA NOJIS BTOPHYHBIX CTPYKTYD B MO-
nekyne 6enka cnocoGeTBYeT 06pa30BaHHIO YIOPAAOUYEHHBIX KDHCTa/IOB, [IpaKTHYECKH HaJH-
uMe CIIHpaselt H B-croes B 6e1Kax MOXKHO YCTAHOBHTD [10 Pe3yIbTATaM CIEKTPOCKONHYECKHX HC-
cnenoBaHuit pactBopoB 6enkoB. Ho mis Toro utoGbl moiTH Aanblie B BLIACHHTB, CKOJILKO B
CTPYKTYpe CIHpaneh, Kakoi OHH JUIHHbI, CKOJIBKO Lienel coaepXUTCA B $-CJ/I0oe K T.I1., OObIYHO
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PUC. 2.28. TperuuHasi cTpykTypa ¢deppenokcusa us P. aerogenes, onpeneneHHass METOAOM PEHTIEHO-
CTPYKTYPHOro aHanu3a. Ceeryble Kpyxku — C%, uBeTHbIe KpY>KKkH — Fe, nabunbHas cepa U aTOM cepbl B
ocTaTke uucTenHa. JKenesocepHble KyOnyeckue kiactepsl n306pakens! iBeTHbIMU. [L.H.Jensen, Ann.Rev.
Biochem.,, 43, 461 (1974).]

HaJ0 UMETHh KPUCTAJUIHYECKYIO CTPYKTYPY. OCOOEHHOCTH PaClOIOKEHHSA BTOPUYHBIX CTPYKTYP
ABJIAIOTCA OOHOM M3 OCHOBHBIX XapaKTEPUCTHK TPETHYHOU CTPYKTYDPhI. K OOCY>XIEHHIO KOTO-
POt MbI NIEPEXOAUM.

2.5. TperuuHasi CTpyKTypa

Panee ObLT NOKa3aH psA TPETHYHBIX CTPYKTYP. OHU OYEHb CJIOXKHBI, ¥ OOBIYHO OO TOrO, Kak
yaaeTcs BBISICHUTh OCHOBHBIE€ UX OCOOEHHOCTH, MPUXOOUTCS HeMayo noTpyauThkes. Ha onnom
PHCYHKE OYEHb TPYOHO IIOKa3aTh Pa3/IMYHbIE ACNEKThI CTPYKTYPbl. HEKOTOpPBIE U3 HUX MOXHO
IpeacTaBUTh cebe TOJIbKO Ha peasibHOM Moaenu. OObeMHass MOAENb YaCTO OKa3blBaeTCs HENO-
CTaTOYHO HarnsaHou. Puc. 2.29 usobpaxkaeT Takyro Moaenb 1 pubonykieasbl. Y13 Mmonenu
BHIHO, YTO O€NKH — JOBOJIbHO IUIOTHbIE CTPYKTYDBI; OUEBUIEH TaKXe NEHCTBUTEIBHO CIIOXK-
HbI# XapaKTep MOBEPXHOCTH MOJIEKYJIbI U (GOpMBI 06J1acTH CBA3bIBaHUA (KapMaHa) cybcTpara.
JeTanu xoaa NOJMNENTHIHOM LEMH ¥ XapaKTep BTOPUYHBIX CTPYKTYD IO TaKOi MOJENH ycTa-
HOBUTb HEBO3MOJXXHO.

Ecnu npu noCTpOEHNH MOAENH HE NPUHUMATh BO BHUMaHKUE BOOAOPOAHbIE aTOMBI, TO Ha HEH
MOXXHO YBUAeTb Oonbiie neraneif. Takas Monens npencTaBieHa Ui FeKCOKMHa3bl A Ha
puc. 2.30. PuUCYHOK BBIIOJIHEH ¢ MOMOLIb0 DBM.

Ha puc. 2.31 — 2.33 uzo6paxeHs! 60nee abcTpakTHBIE MOAENH CTPYKTYPbI u3ouuma. Ha
HHX KaXXIOU XMMHYECKOM CBSA3U B CKeJeTe U OOKOBBIX LEMAX COOTBETCTBYET OTPE3OK NPSIMOMH
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PUC. 2.29. O6bemHass Monesb pUOOHYK/I€a3bl S MNOKeIyIOuHOH »xene3bl Obika. Iupokwuii xeno6,
NPOXOASILIMA BEPTUKAIIBHO U OCOGEHHO XOPOLIO 3aMETHbIN B BEPXHEH YacTH MOJIEKYbI, ABaseTcs obnac-
ThIO CBsA3bIBaHHA cybcTpaTa (cp. puc. 16.14). (PoTto npenocrasneno ®. M. Puuapnacom.)

UK. XyIO0XXHHUK HECKOJIbKO MCKa3WI CTPYKTYPY, YTOOBI cenaTh ee 60jiee HarasagHoM, HO na-
)K€ B 3TOM CjIlyuyae TPYOHO pa306paThCs B TaKOM 3amyTaHHOU CeTKe CBs3edl. A Bedb 3TO elle
OYeHb MaJIeHbKui 6enok. s 6onmbmmnx 6enkoB nogoOHble H300paXKeH!sl HE OYEHb IOJIE3HBI.

Euie 60s1ee aGCTPaKTHBIMH BBITJISAAT PUCYHKH, HA KOTOPBIX H3006pakeHb! uib C*-aTOMBbI
¥ yKa3aHbl HECKOJILKO HanboJjiee BaXKHbIX OOKOBBIX LieNeil, IPOCTETHYECKHE IPYIIIbI HJIH MOJIO-
KeHUs nucynbGuaHbiXx cBaseif. [TonoOHbI npuMep npusBeaeH Ha puc. 1.12, roe uszobpakeHa
4yacTh MOJIEKYJIbI JIn30nMMa. B KauyecTBe APYroro npuMepa yka)keM TEepMOIU3HuH (puc. 2.34).
Bonbiuas HarasaHOCTh MOJENEH, COCTOAIIMX TOIBKO H3 C*-aTOMOB, He JOJI)KHA BBOIUTH B 320-
JIy>KACHHE CBOEH MPOCTOTOM, MOCKOJIbKY peaJibHbIE CTPYKTYPbI 3HAUUTENIBHO CJIOXKHEE, YTO JIer-
KO YBHIETHb U3 CPaBHEHMS C APYTMMH MoaesaMu. M HakoHel, nmociaeaHuit cnocob uzobpaxeHus
TPETHYHO! CTPYKTYPBI HIUTIOCTPUPYET pHc. 2.35, roe npeacrapiieHa CTPYKTypa KapboaHruapa-
3b1 yesioBeka. Ha pucyHke ocob6oe BHUMaHHE yaeleHO Hanbosiee XapaKTEPHBIM 0COOEHHOCTAM
(epmeHTa (TakKM, KaK CKPYYEHHBIH (3-CJIOH), TOraa Kak JIpyrue 3JIEMEHThI CTPYKTYPbI ITOKa3a-
HbI B yIpoileHHOM Buae. Ha caMoM nene Takoit pucCyHOK (haKTHYECKH SIBJISAETCS JIMIIb HaGpo-
CKOM CTPYKTYpbI. B 3TO# KHHUIre MBI HCNIOJIb3yEM MPOCTEUIINE THIIBI MOJesel, HeoOXoauMbIe
JUJTS WIUTIOCTPALUH HEKOTOPBIX M3ydaeMbIX npobiieMm. CrnenyeT, OOQHAKO, IOMHHUTb, YTO YacCTH
CTPYKTYPBI, HE IOKa3aHHbIE HA PUCYHKE, MOTYT OBbITH IJIsi HEE OYEHb BaXKHBI.
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PUC. 2.30. Tpernunas CTpyKTypa reKCoKMHasbl A U3 ZIPOXXKeH, HAPUCOBAHHAA Ha 3JIEKTPOCTATHYECKOM
rpadonocrpouTesne ¢ nomonisio IBM. IMokasaHb! Bce aTOMBI, KPOME aTOMOB Bomopoaa. [Tocnenuue yuu-
TBIBAIH MYTEM YBE/MUEHUA Pauyca Gomnee TAKENbIX aTOMOB, K KOTOPbIM OHH MPHCOCIHHEHDI. A. Hatus-
Has FeKCOKHHa3a M ee Cy6CTpaT — riiioko3a (LBeTHAs MoJekyna). 5. KOMIUIEKC reKCOXMHA3BI C TMTIOKO30.
O6paTHTe BHUMaHHE HA H3MEHEHUE CTPYKTYDBI GepPMEHTa, BBI3BAHHOE CBA3LIBAHHEM IJTIOKO3bL. depmedT
TaK OKPY>KaeT MOJIEKYITY IJIFOKO3bl, UTO I OCBOGOKNEHNS CBA3aHHOTO JINTAH/A HeobxoauMs! koH(GOpMa-
LIHOHHBIE U3MEHEHHSI CTPYKTYDPB! hepMenTa. (Pucynox npegocrasnen T. Cretitiem.)
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PUC. 2.31. ITonosxeHue 3apsKEHHBIX IPYII B TPDETUYHOMN CTPYKTYPE JIM301MMA U3 Oeka KypHHOTrO siifla.
Ha 3TOM H Ha OBYX CJIEAYIOLIMX PHCYHKaX M300paXkeHbl BCE aTOMBI B MOJieKyJe Oenka. JIJis HarjasaaHOCTYH
XYIOXHHMK HECKOJIbKO MCKa3MJ CTPYKTYpY. BokoBbie ocraTku Lys, Arg, Asp u Glu noka3aHbl IBETHbIMH,

Tak e Kak 4 N- u C-konusl. (Pucynox Mpsunra I'eiica.)

PUC. 2.32. TTonoxxenue ruapodobHbIx GOKOBBIX IPYII B CTPYKTYPE JIM301MMa U3 Gejlka KypHHOTO sifla.
LiseTHbIMH H306paXkeHbl cieayromme GokoBbie rpymnbi: Trp, Tyr, Phe, Pro, Ile, Leu, Val, Ala,
Cys—S—S—Cys u Met (cM. noamuch K puc. 2.31). O6paTuTe BHUMaHKe Ha OOJBIION KJIaCTEP HEMOJISAP-~
HBIX OCTAaTKOB C PaBOM CTOPOHBI MOJIEKYJIbI M HAa MEHBILIHIA KacTep cieBa OT 061acTH CBA3BIBAHUS caxa-

pa. (Pucynox HMpsunra Ieiica.)

PUC. 2.33. INonoxeHre BOAOPOAHBIX CBA3€H MEXIY OCTATKaMH B CTPYKTYPE TM30uuMa U3 6esika KypuHOro
situa. Bce 3TH BOAOpPOAHBIE CBA3M MOKa3aHbl UBETHHIMH. HEKOTOpbIE CBA3H y4acTBYIOT B 06pa30BaHHH 00-
acTeif BTOPUYHON CTPYKTYpPBI, KaK [(3-coit (BHM3Y CJI€Ba) U OBE q-CIHPAJIH, MPOXOMSIIME BEPTUKAILHO
crnpaBa HEAAJIEKO OT LIEHTPa MOJIEKYIIbI. [Ipyrue CBsI3U He YYacTBYIOT B 06pa3oBaHiu Kakux-mu6o Habmoaa-

€MbIX BTOPHYHBIX CTPYKTYp. (Pucynok MpBunra I'eiica.)
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PUC. 2.34. TpeTHuHas CTPYKTYpPa TEPMOJIH3HHA — INPOTEa3bl, 06Nanaouelt upe3BbiyaltHo BLICOKOM Tep-
MOCTa6HIbHOCTBIO., OGpaTHTE BHHMAHHE, YTO CTPYKTYPa COCTOHT M3 ABYX OTHAJICHHBIX APYT OT OAPYyra H
HE3aBHCHMO CKJIaAbIBAIOIIMXCA JOMEHOB. C*-aTOMBI H300paXKeHbl CBET/ILIMH KPY)XKaMH, COCOIHHCHHbIMH
IPYT ¢ IPYTOM TAakKuM 00pa3oM, 4TOOBI MOXHO ObiJI0 PAa3/IHYHTD NOJIHICNTHARBIA CKeJIET. ATOM LIMHKA IO-
Ka3aH 3a4€PHEHHBLIM KPYXKOM, 4eTbipe HOHa CaZ+ — LBETHBIMH KPY)XKaMH. BHIHBI MHOTOYHMCIIEHHBIE
a-cnupasiy. [B. W. Mattews et al., Nature New Biology, 238, 37 (1972).)
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PHUC. 2.35. CxemaTH4€ecKOe H306paKeHHE TPETHYHOM CTPYKTYPbI KapGOaHrHAPa3bl Y€JIOBEKA, MOTYYEHHOE
METOAOM PEHTI€HOCTPYKTYPHOro aHanu3a. IToka3aHbl NOJMIENTHAHAS LENb U TPH OCTATKA FHCTHAHMHA,
CO€IMHEHHBIE KOOPAWHAMOHHBIMH CBS35SMH C HOHOM IIMHKA B aKTUBHOM LIEHTPE MOJIeKyJibl. CliMpam u30-
6pa>keHbl B BUIE IWIMHAPOB; OTHAEJbHBIE LENH 3-CII0EB — B BHAE CTPEJIOK, HANpPaBJieHHbIX OT N-koHua k C-
koHny. O6paTuTe BHUMaHue Ha CKpyyeHHOCTH (3-cioeB [K.K. Kannan et al., Cold Spring Harbor Symp.
Quant. Biol., 36, 221 (1971).]

OBIIASI OPTAHM3ALIMA INETITUOAHOI'O CKEJIETA

INpoiie Bcero Ha MpOCTEHIIUX MOOENAX BBIABJIAIOTCA BTOPHYHBIE CTPYKTYPHI. B Tabn. 2.7
CYMMHPOBaHbI JaHHbIE O BTOPHYHOM CTPYKTYpE psina 6enkoB. Dtu Oenku comepxat ot 100 o
300 aMMHOKHCJIOTHBIX OCTaTKOB Ha cyObenuHuny. JaHHbIE O JOJIE OCTATKOB B a-CIIUPAJIbHBIX
o6macTaX U YKCIIe a-CiUpaJiel, IPUBENEHHBIE B TA0JHMIE, YKa3bIBalOT HA TO, YTO THUIIMYHASA O-
cnupasb B r100yIsipHOM GeJike COCTOMT npuMepHO u3 10 ocTaTkoB. JIIMHA TaKO# CMpasd CO-
cTaBjseT NpubmM3uTENbHO 15 A, 4TO NPHMEPHO PaBHO pagHycCy CyOBeIMHHIBI B 3THX GeIKax.
Yucno (-CI0€B HAMHOTO MEHBILE, HO KaXXIbli COANEP)KHT 3HAYMTE/ILHO OOJbIlle OCTaTKOB.
BONBIIMHCTBO OGHIMPHBIX (B-CJIOEB COCTOMT M3 4-6 memeit u conepxuT oT 20 1o 40 OCcTaTKOB.
OHH MOTYT 3aHHMAaTh 3HAYUTENIbHBIE 00JIACTH B TPETHYHOM CTPYKTYPE, HO HOCHTH(DHUHUPOBATH
HX TPYOHEe, YeM a-CIMpaji. AHTHNApAJUIEIbHbIE (3-CJIOH BCTPEYAIOTCA HECKOJIBKO Yallle, YeM
napaJuiejibHble, HO MHOTHE M3 CJIOEB COAEPKAT KaK Te, TaK H Apyrue. B kauecTBe mpuMepa MOX-
HO NPHUBECTH PACIOJIOKEHHUE 3JIEMEHTOB BTOPHYHOM CTPYKTYPHI B MOJIEKYJIe KapOoaHruapassl
yesioBeka (puc. 2.35). OrMeTuM, 4TO OOIIMPHEIY B-CII0M MEPEKPYYHBAETCS, YEM-TO HalTOMUHAs
no ¢dopMe neBwlit nponesuiep. Takoe mepekpyurBaHue XapakTEPHO i BceX OOMIMPHBIX 3-Cl10EB
B roOyIapHBIX 6ekax. 3T0 MOXKHO MOHATH, €CJIH YUECTh HanboJiee BLITOAHbIE YIJIbI BHYTPEH-
HEro BpALLEHNUA I OTHEIbHBIX OCTAaTKOB (3-cj1osi. Bojiee noapobHo B-cTpykTypa onucasa B [1o-

MoJIHeHuH 2.3.
B HeKOTOPBIX 6€1Kax 1Ba TaKMX EPEKPYYEHHBIX CIIOA OPMUDPYIOT CTPYKTYPY, IIOXO0XKYIO Ha

6040HOK (CM., HAapUMep, puc. 2.43). a- U B-CTPYKTYPbI HE UMEIOT SIPKO BbIPAXKEHHOH! TEHICH-
UM PacnoJiaraThCsi B KAKMX-TO ONPEAESICHHbIX MECTaX TPETHYHON CTPYKTYPbI, HAIPUMED BHYT-
DY WIH Ha IIOBEPXHOCTH, B o61macTu N- unu C-koHua u T.4. He cymecTByeT Takxe Kakoi-nu6o
TeHAEHLHH MIEMEHTOB BTOPHYHOM CTPYKTYPhI 06pa3oBbIBaTh KIacTePhbl B TPETUYHOH CTPYKTY-
pe. B cBepHYTBIX r106YNApHBIX 6eikax a-CUpaid OOBIYHO HE PACNOoaraloTCs NapalieIbHbIMU
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Hononuenue 2.3

TOITONOTUA 5-CJIIOEB

HekoTopbie U3 MHOXeCTBa OGHapYXeHHBbIX B Genkax (-C/10€B CXeMaTH4eCKH H300pajkeHbl Ha PHCYHKE.
Kaxabi cnoit moka3aH B IPOEKIHH Ha TUIOCKOCTD, CIUTOILIHBIMH CTPEIKaMH YKa3aHbl HAlPaBJICHHUA OTOENb-
HbIx nenei (0T N- k C-koHuy). CoeqHHEHNs OTAENbHBIX Lenel, PacONOXEHHbIE Hall IIIOCKOCThIO PHCYHKA,
H300pa)KeHb! LIHPOKHMH OBONHBIMH JIHHUAMH, JIEXKaLHe B IOCKOCTH — TOHKHMH JIBOHHBIMH JIHHHAMH H,
HaKOHell, MPOXOJALIHeE NOA MIOCKOCThIO — TOHKHMH OIHHAPHBIMH JIHHUAMH. CIIOH, HAaTIOMHHAIOILHE 1H-
JIHHApHYECKHE OOYOHKH, 0O03HAYEHbI CIIPaBa K CJIEBa YePTO4YKAaMH. PHCYHOK HIUTIOCTPHPYET TOJIBKO TOIMO-
JIOTHIO 3-CTPYKTYD, HO HE JAaeT NPeACTAB/ICHHS O JUTHHE H KOH(POPMALIHH OTHE/IbHbIX LENel HIIH HX COeoH-
HECHHHA.

YT0ObI OLUEHHTDb CTENEeHb a0CTPAKTHOCTH H300PaXKEHHBIX TOMOJIOTHYECKHX NIPEACTABICHHH, HAO cpaB-
HHTb 3TH DHCYHKH ¢ §0see peaTHCTHUECKHMH H306paXeHHAMH CTPYKTYpP KapOoaHTHApassl (CM. pHC. 2.34),
NaKTaTAeruaporeHassl (cM. puc. 2.39,4), nusoumma (cM. pHC. 2.33), CyNnepOKCHAITHCMYTa3bl (CM.
pHc. 2.43) 1 BapHabenbHOro N1OMEHa HMMYHOTJIOOYIHHA (CM. pHC. 2.43).

ket PHuapacoH BbiBena pAA NOJNE3HbIX 0006IIEHHIT H3 H3BECTHBIX CTPYKTYD (3-CJIOEB, B TOM UHCIIE
clieytoLHe.

1. Bce nepekpecTHble COSAMHEHHs (32 UCKIIIOUCHHEM OIHOTO) ABJIAIOTCA NPaBbIMH (COCAMHEHHS, Pacoo-
JKEHHbIE BbILLIE IVIOCKOCTH 3-CNI0A, H300paskeHbl HAYLLIMMH B HalpaBJICHHH OT BEPXHETO JIEBOTO yIiia B Npa-
BBIIt HHXKHHI; COEIHHEHHSA, PACIIONIOKEHHbIE HHXKE MIOCKOCTH 3-CINOsS, HaNpaB/IeHbl B IPOTHBOMONOXHYIO
cTopoHy). [J. S. Richardson, Proc. Natl. Acad. Sci. USA, 73, 2619 (1976).]

2. INapannenvHas 3-CTPYKTYpa HaGIIOAAETCA TOMBKO B CIIOAX, COCTOSALLMX M3 NATH K OOJIBIIEr0 YKCHA 1ie-
nef.

3. CTPYKTYDbI, COCTOALIME TONLKO H3 NaPa/lJIENbHLIX MIH TONMBLKO H3 aHTHMNAPAIENbHBIX CJIOEB, IPEaNo-
YTHTENbHEE, YEM CMELIAHHBIE CTPYKTYPHI.

4. Tononoruyeckue y3Jbl He BCTpeuaroTcsa. HU oouH K3 ¢noeB, H300paXeHHBIX HA PUCYHKE, HE 3aBAXKETCA B
y3eJl, €C/IM €ro NOTAHYTh 32 N- ¥ C-KOHUBI B pa3Hble CTOPOHBI.

5. N-KOHLIEBOH y4YacTOK LeNH ¢ Gonbuiel BePOATHOCTHIO, YyeM C-KOHLEBOM, pacrnonaraercs B CEpeOHHE
CIOfA. DTO COFNIACYETCA ¢ MPEACTABIICHHEM O TOM, YTO CBEPTLIBAHHE LIEMH MOXET HAYHHATLCA OO OKOHYA-
HHA CHHTeE3a NENTHOHON LiENH.

CxeMaTHYeCKHE CTPYKTYPbI, H306paxarolue 3-C/IOH, PACHONOXKEHbI B IOPAAKE BO3PACTAHHS YHCIIA LEneh
CBEpXYy BHHM3, a B TMOpsiDKke YOLIBAHHA OTHOLUEHHA HOJMH aHTHNAPAJUIENbHOM CTPYKTYPHl K OONE
napajjienbHOR — cjieBa Hampaso. Ha pucyHke HCNonb3yloTCs Cleoyloilne coxpaienus: LDH — naxrat-
neruaporenasa, STI — uHrHOMTOpP TpHNCHHa M3 cOeBbiX 6000B, Lys — nu3ouum smuHoro 6Genka,
T4Lys — nu3ounM dara T4, HiPIP — BricokonoTeHnHanbHbIA Xenedocoaepxamwmit 6enok, PTI — uuru-
OHUTOP TPHICHHAa H3 MNOIXEIYOOYHOU xene3nl, LADH — ankoronpaeruaporeHas’a M3 IICYECHH,
Therm — TepMonu3suH, Rhod — ponanasa, Adenyl K — ageHunaTkuHasa, cyt bs ~— IHTOXPOM bs, Hexo
K — rekcokunasa, Rubr — py6penokcnn, PGK — docdhoranuepuarkniasa, Chym — xumoTtpuncus, Con
A — xoHKaHaBanuH A, PGM — docdormokomyrasa, ImmC — KOHCTAHTHBIA JOMEH HMMYHOTOOYIH-
Ha, ImmV — BapuabenbHbll DOMeH MMMyHornobynmsa, Cu,ZbSOD — Cu, Zn-cymepKCHOAOHCMYTa3a,
TIM — TpHo3odochaTuszomMepaza, CPDH -— rnuuepansacruapodocaroernaporedasa, CarbAnh —
KkapboaHruaposa, S. Nucl — Hykneasa u3 S. aurens, RNase — pHOOHyKIIea3a nomkeya10uHoH xenesnl. [J.
Richardson, Nature, 268, 495 (1977).]
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naxkeramu. He cyliecTByeT M onpenesieHHbIX CIOCOO0B YNIAaKOBKH 3/IEMEHTOB COCEAHHX BTOPHY-
HBIX CTPYKTYP, 32 MCK/TFOYEHHEM, MOXET ObITh, OY€Hb CNELMATBHBIX MOCIEAOBATENbHOCTEN
aMHHOKHC/IOTHBIX OCTaTKOB.

OCHOBHOH BONPOC, BO3HHKAIOLUMI NMPH H3YYEHHH TPETHUYHON CTPYKTYPBI, COCTOHT B TOM,
KaK €€ pacCMaTpHBAaTh — KaK €IHHOE LEIO€ HIH KaK COCTOALLYIO H3 OTHENbHBIX
JOMEHOB.MOXXHO NPHBECTH NPHMEPHI 000HX BapHaHTOB. B 60bUINHCTBE PACCMOTDEHHBIX BbI-
Llie CTPYKTYP NENTHAHASA LeNb NepecekacT CTPYKTYPY BO BceX HaNpaBJICHHAX MHOTO pa3. OnHa-
KO B TEPMOJIH3HHE (CM. DHC. 2.34) CTPYKTYPY MOKHO pa3OHTh Ha ABE COBEPLUCHHO HE3aBHCH-
Mble 0651acTH. BakHO BBISAICHHTB, MOTYT JIM 3TH OTAeJIbHbIE OONIACTH CYILeCTBOBATh B BHIE CTa-
OMNBHBIX CBEPHYTHIX CTPYKTYP B OTCYTCTBHe OCTaNIbHOMN yacTH Oenka. Ecnu 3TO peanbHo, TO
MOJYKHO HCCJIEIOBATh NPOLIECC HX PEACCOLHALIHHE H, C/IEA0BATENBbHO, HEMOCPEACTBEHHO NOJYYHTh
HEKOTOPbIE CBEACHHA O creLM(PHUECKHX B3aHMOAEHCTBHAX H CHIIaX, Y4AaCTBYIOLUUX B CTaOHNIH3a-
LMK TDETHYHOM CTPYKTYpBbI.

Hanuune 0OMEHOB MOKET OTPaXaTh X014 00pa30oBaHUA TPETHYHOI CTPYKTYPBI H3 pa3BepHY-
TO# nenTHAHOIM nenu. BeicTpee Bcero coGHPaOTCA B CBEPHYTYIO HIIH YIOPAOOUYEHHYIO CTPYKTY-
Py YYacTKH NMPOTSXKCHHOMN NMOJHMNENTHOHON LieNH, PACNOJIOKEHHBIE IO COCEACTBY B €¢ MEPBHY-
HOMN CTPYKTYPE, TaK KaK OHH ¢ O0JibLuelt BEDOATHOCTBIO MOTYT OKa3aThCA COMHIKEHHBIMH B NIPO-
CTPAHCTBE NPH NPOH3BOJIbLHON KOHbopMauuu Oenka. B ri. 21 Mbl 00cyauM KONHYeCTBEHHBbIE
JaHHble O AMHAMHKE NpoLecca CBEPThIBaHUA 6enkoB. 34eCh MbI XOTHM TOJIBKO OTMETHTbB, UTO
€CJIM CTPYKTYPaA OeNka nenuTca Ha AOMEHBI, TO MOC/EAHHE NPEeacTaBIAOT coboit BaxkHbIe Npo-
MEXXYTOYHBbIE COCTOSIHHA B MpoOliecce CBEPTHIBaHNA. BO3MOXHO Takxke, 4To 6ok npeTtepnesa-
eT KOHQOPMAUUOHHbIE H3MEHEHHSA, MPH KOTODPBIX BHYTPEHHAA CTPYKTYPa JOMEHOB OCTAETCA
HEM3MEHHOM, a UX OTHOCHTE/LHOE PACNOJIOKEHHEe 3aMeTHO M3MeHseTcA. TakuM o6pa3om,Oe-
JIOK, COCTOALUMIA U3 NOMEHOB, OyAeT ckopee HMETh I'HOKYIO CTPYKTYPY, YeM 6enok, B KOTOPOM
pa3HYHbIe YYaCTKH CKPEIUIAIOTCA MexXay cO60i nepekpeliuBaOIUMMHCS MOJMIIENTHAHBIMH Lie-
naMu. (B kauecTBe npuMepa MOXKHO NPHBECTH CTPYKTYPY HMMYyHornobynuna G, usobpaxen-
Hy!O Ha pHc. 1.9 1 2.10).

OKPVYXXEHHWE OTAEJIBHBIX OCTATKOB

JlaHHBIE O TPETHYHOM CTPYKTYpe OeKOB Aar0T KJIIOY K PelleHHIO0 BONPOCa O CHilax, KOTO-
pble NOJKHBI Y4aCTBOBATh B HX CTAOMIN3auMH. 3aeCh Mbl CHOPMYITHPYEM HECKOIBKO OOLIMX
NMPaBHJl, KOTOPbIE ObUIM BbIBeAEHbl NIPH M3YYeHHH MHOTHX H3BECTHBIX TPETHYHBIX CTPYKTYD
O6enkos. B rn. 5 npuBeaeHsl He3aBHCHMBIE GH3HKO-XHMHUYECKHE 10KA3aTeNbCTBA, O0BACHAIOLLHNE
HIIH MIOATBEP X JalOllMe 3TH npasuna. IlocneqHne Heab3s CYUTATh AGCOMIOTHBIMH, H HCKITIOYE-
HHA U3 HUX OOBIYHO CBS3aHbI C BYHKIHOHAILHBIMH CBOHCTBaMH.

1. KoHdopMauuH OTAENbHBIX NENTHAHBIX I'PyNN NieXaT B 06nacTax Hanbonbuefi cTaGuNLHO-
CTH, NpPeAcKa3blBaEMbIX Ha OCHOBAHHH HCCIeJOBAHHA MOOENbHBIX COEAUHEHHH H MOJy3MIIHPH-
YECKHX IHEPTETHYECKHX pacueToB. O6pa3oBaHHE BTOPHYHOM M TPETHYHON CTPYKTYP PEKO MpPo-
HCXOIMT 3a CUET HapYUIeHHA JIOKAJIbHON CTaOHILHOCTH HeOONBLIMX IPYIN OCTATKOB. B Tex cy-
4asx, KOT4a 3TO HMEeEeT MECTO, Pa3yMEETCA, MEHAIOTCA CBOHCTBA 3THX OCTAaTKOB, a HHOT 1A BO3-
pactaeT M HX POJib B KaTa/n3e U APYrHX QyHKuuax. Ho B le/IOM TeHaeHUMA OTAENbHBIX OCTAT-
KOB HaXOOHUTbCA B MX HanOoJiee YCTONYMBBIX COCTOSHHAX OKa3blBaeT CHJibHElllIee BIHAHHE HA
TO, KAKHMH MOTYT ObITb BTODHYHAs H TPETHYHAA CTPYKTYDBI.

2. 3apsixeHHBIE OCTATKH IOJKHBI PAcnonaraThcs Ha MOBEPXHOCTH MOJIeKybl 6enka (cM., Ha-
npuMep, puc. 2.31). MBI yxe YIOMHHAJIH O TOM, HacKOJIbKO HEBBIFOOHO NMOTPY)XCHHE BHYTPb
MOJIEKYNBl 3apsiaoB. Ha moBepXHOCTH MOJIEKYNbl pacnpefelieHHe 3apAnoB y pa3HbiX OenkoB
MOXeT ObITh Pa3H4YHBIM. UHOrAa OHO OKa3bIBaeTCA JOCTATOYHO OOHOPOAHBIM. O6nacTh ye-
peayIOLIMXCA NMOJIOKHTENbHBIX H OTPHLATE. >HbIX 3apAAOB 001analoT MeHbUIEH 3Hepruei, yeM
KyacTepbl Nogo0HbIX 3apsagos. OQHAKO pacnpeleneHne 3apaaoB B KIacTepHOit ¢OpMe BcTpeya-
€TCAl IOBONBLHO YacTo, M CedyeT 0XKHUAATh, YTO TaKHE TPETHYHBIE CTPYKTYPbI 60Jiee nonBepxe-
Hbl Pa3pyILLEHHIO OIPDH NOHHXEHHON MOHHOM CHJe,
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AHH30TPOMNHBIE pacnpene/ieHHs 3apsaAoB NPHBOAT K MOSBIEHHIO Y MOJIEKYJIBbI 60BIOrO

JHNONBHOrO MOMEHTA. BecbMa BepOATHO, YTO ONpeaeNneHHble pacrpeae/ieHHs 3apA10B HIPAIOT
BaXKHYIO OHOJIOTHYECKYIO POJib, CIOCOOCTBYA CBA3BLIBAHHUIO APYIrUX OOJBUIMX HJIM MaJIbIX MOJIE-
KyJ1 HJId, BO3MOXHO, MPHBOAA K NPEANOYTHTENbHBIM OPHEHTALMAM B CHIIBHBIX 3/IEKTPHYECKHX
NoNAX, HaPHMEP MOJIAX, CYLUECTBYIOIUMX MEXIY O06eMMH CTOPOHAMH HEKOTODBIX MeMOpaH.
KyoHOBCKHE B3aMMOJEHACTBHSA SBJSIOTCA CAMBIMH AATbHONCHCTBYIOIUHMH H3 CHJI, KOTODBIE
y4acTBYIOT B CHJIBHBIX B3aHMOJEHCTBHAX, NpeobnafaoluuXx B OHONOTHYECKHX CHCTEMAX, U, Be-
POATHO, MOXHO HAWTH NPHMEPHI TOr'O, KaK 3TH CH/IbI CrieLH(PHUECKH HCTIOIb3YIOTCA IS IOCTH-
JKEHHS omnpeaeneHHbIX (QYHKUHOHaNBHBIX Lenei. B psane cnyyaeB 3apsabl 0OHApyXHBaKOTCA
BHYTDH O€NKOBOM MOJIEKYNBI, MPH 3TOM OHHM HEH3MEHHO OKa3bIBAlOTCA Ha OCTATKax, HEMNo-
CPEACTBEHHO YYaCTBYIOLUMX B MPOIIECCE KATATH3a HIH BBIMOJHAIOIHX APYrHe QYHKIUHH.
3. 'napodoOHbIE HEMONAPHBIE OCTATKH B OCHOBHOM IOJIXKHBI PAcronaraThCsi BAYTDH TPETHY-
HOM CTPYKTYPBI INOOYASPHOrO BOAOPAcTBOPHMOTro Oenka. Hano oTMETHTE, YTO 3TO NMPaBHIO
Henb3sA ¢chopMyaHpoBaTE 6€3 HEKOTOPBIX OrOBOPOK. [IpuMep, B KOTOPOM OHO 6€3YCIOBHO Bbl-
MOJIHAETCS, MpeacTaBeH Ha puc. 2.32. Ho maxe 34ech NOKaIH3alMg OCTATKOB HE TaK CHIBHO
OrpaHHYeHa, KaK B cjy4yae 3apskeHHbIX rpymni. [ToTepu sHepruy NpH 3KCIOHHPOBAHHH HECKOJIb-
KHX HEMOJIAPHBIX OCTATKOB HE TaK Y)X BeJIMKH. B ONMHroMepHpix OenKax KOHTAKThI MEXAY CyOb-
e¢IMHHLAMH 4acTo 0Opa30BaHbl HEMOJISIPHBIMHM OCTaTKaMH. OOHAKO OTHeNnbHas cyObeaHHHUA
MOXeT ObITh JOCTATOYHO CTaOHNBHON caMa no ceGe M HMeTh YaCTHYHO rHApodoOHYIO OBEpX-
HOCTb, HEOOXOAHMYIO AN B3aHMOJENCTBHA ¢ APYTHMH CyObeAHHHIIAMH.

HcKnioyeHus U3 3TOTO MPaBHIa MOTYT HMETh MECTO B ClTyuae 6€JIKOB, CHJIBHO B3aHMOIEACT-

BYIOILHX C THIHAAMH. XOTA MBI 0 CHX ITOP HE PAcnoiaraeM AaHHBIMH HH 00 OOHOR TPETHYHOIM
CTPYKTYpe MeMOpaHHOTO 6€/IKa M/IH JIMMONPOTEHAA, NOJYYEHHBIMH MPH JOCTATOYHO BbICOKOM
pa3pelieHHH, MO3BOJIAIOLUIEM YBHAETh OTAENbHbIE 60KOBBIE IPYNNbI, TEM HE MeHee ObLIO Obl
BECbMa YIHMBHTEIBHO, €C/TH Obl 3TH MOJIEKY/IbI HE HMENH 3HAYHTENLHOTO YHCIIA IKCIIOHHPOBAH-
HBIX HapyXy r'HAPOGOOHBIX OCTATKOB. 3BECTHO HECKONBLKO GETKOB, KOTOPbIE COBEPLIEHHO He-
PacTBOPHMBI B BOAE, HO XOPOLIO PAaCTBOPHMBI H DYHKUHOHAILHO AKTHBHBI B OPraHHYECKHX pac-
TBOpHUTENAX. UX CTPYKTYPY MOXHO 6b1710 6b1 CPAaBHHTE CO CTPYKTYPOH OOBIYHOTO Genka, Bbl-
BEPHYTON HaM3HAHKY. 3aps)KEHHbIE I'PYNINbI, TO-BHAMMOMY, HAXOAATCA BHYTPH, B3aUMOOEHCT-
BYSl APYT C APYT'OM M HCIIO/b3YA A CTaOM/IH3ALHHU B Cliyuae HEODXOMHMOCTH CBA3aHHbIE HOHBI.
I'napo¢oOHbie OCTATKH KOHLEHTPHPYIOTCH Ha MOBEPXHOCTH H YY4aCTBYIOT BO B3aHMOJAEHCTBHAX
C PacTBODHTENEM.
4, GaKTHYECKH BCE€ TOHODHI H aKLENTOPB! BOJAOPOAHBIX CBA3EH HAXOMATCA TaM, i€ OHH MOTYT
06pa3oBbIBaTh 3TH CBA3H. OHH NHOO pacnojararoTcsd Ha MOBEPXHOCTH, 06pa3ya BOAOPOAHbIE
CBA3H ¢ BOOOHA, NTHOO BCTpauBalOTCA B 0071aCTH YMOPANOUYEHHOH BTOPHYHON CTPYKTYpPBI, TH60
JIOK&JIM3YIOTCA TaM, TI€ OHH MOTYT 0Opa30BbIBATh BHYTPEHHHE BOJAOPOIHBIE CBA3H B TPETHU-
HOM CTPYKTYpe (3TO XOpowo BHAHO Ha pHuc. 2.33). Ecan 6b1 He 06pa30BbIBATIOCH JOCTATOYHO
6onbLIOE YHCTI0 BOAOPOIHBIX CBA3EH, 3TO MOIJIO Obl OKa3aThCA CIHIIKOM HEBBITOIHBIM 3HEPre-
THueckH. [103TOMY nmonsgpHble GOKOBbIE PYINBI CTPEMATCS PACNONIOKHTLCA Ha MOBEPXHOCTH,
TaK KaK TaM CYLUeCTBYeT OO/bLIaA BEPOATHOCTDL HAWTH NapTHepa O 06pa3oBaHHA BOAOPOI-
HOM cBA3M. BHyTpeHHHe MoaApHbIe 60KOBBIE LEMH YacTO GOPMHPYIOT BOAOPOIHBIE CBA3H APYT C
JPYroM HiH Xe ¢ OMKafIMMH Y4aCTKaMH MOJIMMENTHRHOTO CKENETa.

3aMeTHM, OOHAKO, YTO OOJBIIMHCTBO TPETHYHBIX CTPYKTYD GEKOB H3BECTHO TONBKO M3 pe-
3yJbTATOB PEHTTeHOCTPYKTYDHOrO aHaiu3a. [Ipu 3ToM paspelieHne, ¢ KOTOPBIM MOJYYeHbl
PEHTreHOBCKHE AaHHble, PeAKO ObIBAET AOCTATOYHO BBICOKHM, YTOOBI MOXHO ObIIO YBHAETH
BOIOPOAHbBIE CBA3H. [IpH HHTEpNpeTalUH ITHX JAHHBIX Mbl CKJIOHHBI NPEYBETHYHBATD YHC/IO
BOJOPOAHBIX CBA3EH, MOCKONBKY, HCXOOA M3 COBPEMEHHBIX MPEACTaBICHHH, Mbl OyMaeM, YTO
TaKHe CBA3H 00/AXHbI Gbimb.,

HexoTopble AeTaJIH OpraHH3aldH TPETHUYHBIX CTPYKTYD MOTYT cTaTh 60j1€€ ACHBIMH, €C/TH
H3YYHTBb pacnpeaciicHHE B HUX THIOB OOKOBBIX IPYyNmn, BCTpPEYAIOWIHMXCA B a-CHpansx. Ecnu
CNUpaJTb PACMONAraeTcss BOMM3HN MOBEPXHOCTH, TO H3 CAMON €€ CTPYKTYDPBbI ACHO, UTO HOKOBbIE
uenH OyayT Hampap/ieHbl ONEPEMEHHO BHYTPb M HapyXXy Oejika, eC/iM JBHraThCAd BIO/b LIEMH.
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I'unpodobusie O I'mapodunsubie

OCTaTKHU

O

OCTaTKH

OcraTku ¢ NpOMEeXyTOYHBIMU
CBOMICTBaMU

PUC. 2.36. Pacnonoxenune H-cnupanu B TPETHY-
HOM CTPYKTYpE B-CyOBeAMHHULIBI FeMOTI0O0HHA Yesto-
Beka. 'uapodo6ubie GOKOBBIE LIENH B OCHOBHOM JIO-
Kanu3yloTcss BOMM3M MOBEPXHOCTH H-cimpanu,
TaM, rAe OHa KOHTakTupyer ¢ A-, E-, u F-
CTIMPAJISIMH, PACIOJIOKEHHBIMH Ha PHCYHKE Nepen
HEH.
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TakuM 00pa3oM, MOXXHO OXHIaTh, YTO paclpede/ieHHE MOJAPHBIX H HEMOJAPHBIX OOKOBBIX
IPYNI A1 TaKOH CIHpaiu 6ydAeT NEpHOAHYECKHM, YTO H 6b171I0 0OHApYX€HO B AENCTBHTENBHO-
cTH. B KauecTBe npuMepa Ha pHc. 2.36 uzobpaxeHa oaHa U3 cupanel reMornobHHa. 3aMeTHM,
4TO Ha N-KOHUE LeNMH HaXOAATCH OCTATKH MpoJinHa, Takoe pacro/io)XEHHE NMPOJHHOB 4acTo
BCTpeyaeTcd B Oenkax. MoxeT co34aThbCA BIUaTIIEHHE, YTO HX POJIb 3aK/IIOUAETCA B TOM, YTO-
6bl HEe MO3BONMHTH TAKOW CTAGHIBHOM BTOPHYHOM CTPYKTYpPE, KaK a-CIIHPaJib, NPOAOKATHCA
HeorpasHuueHHo. [TonunenTuaHas uens B 3-CJI0€ MOXET IIOBOPAYHBATDh HA3ad caMa ¢ MOMOUIbIO
B-u3rub0B, H MOITOMY Takas CTPYKTypa MeHee CKIIOHHA BbIXOAMTS 3a npeaens! rno6ynsl. Boko-
BbI€ LEMH (-C/I0EB HANPABJIEHbl BBEPX H BHH3 OT IJIOCKOCTH ciof. Ecnu crol pacnosnosxeH BOH-
34 NOBEPXHOCTH, TO paclpeaencHie O0KOBbIX aAMHHOKHC/IOTHBIX Henel 0ObIYHO TOXE MOXHO
NpEACKa3aTh.

MJIOTHOCTHh YITAKOBKHN AMMHOKHWCJIOTHBIX OCTATKOB
B CBEPHYThBIX MOJIEKYJIAX BEJIKA

Hackonbko MIOTHO ynakoBaHbl OCTaTKH B Oenke? IeHCTBHTENBLHO JIH OH ABJISAETCA NOYTH
CIUTOHIHOM CTPYKTYPOH HJIH )K€ B HEM €CTh ITYCThIE HITH 3aMOTHEHHBIE PACTBOPHTENEM 0051acTH?
B TpeTHuHO! CTPYKTYpe OEMKOBBIX MOJIEKYJT HHOTIa HAXOAW/ITH HECKOIBKO GOJBHIMX MOMOCTEMN.
B MHorno6uHe ectb 06/1aCTh, XOPOLLUO COOTBETCTBYIOLLAA pa3MepaM aToOMa KCEHOHA; 3TO 06b-
ACHAET TOT (akT, YTO O/IOK CBA3BIBAET OJHH 3KBHBAJIEHT 3TOTO HHEPTHOIO rasa. PuboHykiea-
3a S MMeeT HECKOJbKO MOJIOCTEH, KOTOpble, MO-BHAMMOMY, MycThl. B aH3louuMe H a-
XMMOTPHIICHHE MMEETCA elle OoJbile NMONOCTeH, BEPOATHO, 3aMoHEHHbIX PacTBOpHTENEM. B
KPHCTATHYECKOH CTPYKTYPE ot-XMMOTPHIICHHA GBUTO HaltieHO 16 BHYTPEHHMX MOJIEKY BOABI L.
OnHako BH3YaNbHO GONBIIHHCTBO G€/TKOB BLIMIAAHT OOBOJIBHO INIOTHBIMH CTPYKTYPaMH, Kak
3TO BUAHO HA pHC. 2.29 u 2.30.

JINs H3YdEeHHS 3TOrO BOMPOCA MOXKHO NPOBECTH KOJIHUECTBEHHBIN aHanu3. OOMH U3 N0AX0-
[0B 3aKJIIOYAETCA B MCMONb3OBAHHH TOYHbIX KOODAHHAT ATOMOB ISl BBIYMC/IEHHS MJIOTHOCTH
ynakoBKH. ECJIH CUHTATB, YTO KaXKAbill aTOM npeacTaBnseT cobo#t cdepy, paanyc KoTopoit pa-
BEH BaHAEPBaalbCOBY PAAHYCY aTOMA, TO INIOTHOCTH YIIAKOBKH BbIPAXXAETCA OTHOLLUECHHEM CyM-
Mbl 06bEMOB aTOMOB B Kakoi-TH60 061acTH K moJiHOMY 06BeMy, 3aHUMAaeMOMY JaHHOM o6nac-
Th10. 3TO OTHOHIEHHE AJIS HauboJiee IIOTHOTO pacnonoxeHus cdep cocrasnser 0,74, ana Gec-
KOHEYHbIX uMauHapoB — 0,81 u ans conowHoro Teepaoro Tena — 1,00. Onpeaenenus mwioT-
HOCTH YIIAKOBKH BOJIM3H NMOBEPXHOCTH HEAOCTATOYHO TOYHBI, H PE3yNbTaThl, [IOJYYCHHbIE AMA
HeOOMBILIOro YHCIA paccCMaTpHBAEMbIX ATOMOB, He BMNOJHE OAHHAaKoBbl. OAHAKO ec/iH Oenok
pa3e/IuTh Ha CpeaHHe N0 BenH4YHHe 00beMbl H paCCYHTATD IJIOTHOCTD YIIAKOBKH, KaK 3TO IIOKa-
3aHO Ha pHC. 2.37, TO OOHApY)XHBAETCA DA MHTEPECHBIX OCOOEHHOCTEH.

3HayeHHe cpeaHel MIOTHOCTH YIIaKOBKH BO BHYTPEHHHUX 06nacTaAx puboHyKea3sbl S npuMep-
HO paBHO 0,75, 4TO NEXHUT B NIpeaenax, HalACHHBIX 1A KPHCTA/UVIOB THIIHYHBIX HEOOMBIWHX Op-
raHHyeckux Moyiekya. Hanpumep, ana kpuctamioB Gly— Phe — Gly mioTHOCTBE YyIIakOBKH paB-
Ha 0,749. OaHaKO OHAa HEMHOTI'O KOJIeOIeTCA, NaXe eCIH YCpeAHEHHE NIPOBOAUTCA IO AOCTATOU-
HO 6onblIHM o6nacTaM 6enka. Hago oTMETHTB, 4TO B 06/1aCTAX, COCEAHHX ¢ 60pO3 KO aKTHB-
HOTO HEHTpA, MJIOTHOCTh YNMAaKOBKH HEBEIHKA, TOTAA KaK B 00/1aCTAX, PACMONMOXEHHBIX PAAOM
(T.€. mankbllle OT aKTHBHOTO LEHTPA), OHAa HAMHOTO MPEBBILAET CPEAHION BEJIHYHHY., 3TO MO-
XET HrPaTh ONPENEIEHHYO QYHKIMOHANBbHYIO poib. Bosee prixnsie obnactu obnagarot 60b-
el rH6KOCThIO, UTO AONYCKAET BHYTPEHHHE ABHXEHHUSA, TOBOPOTHI 60KOBBIX rpynn H T.4. O0-
JIACTH ¢ BBICOKOH IJIOTHOCTBIO YIAKOBKH, MO BCelt BEPOATHOCTH, 06nanaloT ouyeHb OobluoR

! He cneayer myTaTh NONOCTH H BHYTPEHHMH PACTBOPHTENb, PACCMATPHUBAEMBIE 3M1€Ch, C NIOJIOCTHIO I

BHYTPEHHMM DacTBODHTENEM MexOy GeNKOBLIMH MOJIEKY/IaMH B KpHcTaie. Takoit pacTBOpHTEND B 60/b-
LIOM KOJIHYECTBE HAXOMHTCHA MEXIY MOJIEKYJIaMH GellkoB B KPHUCTAIaX, OHAKO OH HE PacCMATPHBAETCH
KaK 4acTh TPETHYHON CTPYKTYDBI.
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PUC. 2.37. Ceuenue, MpoBeaEHHOE YePE3 LIEHTP PUOOHYKIEa3bl S U3 MOMXKETyIOYHOM Kele3n! Obika (¢ppar-
MEHT COOEPXUT ocTaTku 21 — 124). CTpyKTypa moMelieHa B KyOUYECKY O PELIETKY C IUTHHOM pebpa suei-
KK 5,6 A . B KaXKIOMH KIeTKe yKa3aHbl KOJMYECTBO aTOMOB B COOTBETCTBYIOLIEM Ky6e H CPEHSs INTOTHOCTh
YNIaKOBKH 3THX aTOMOB (T.€. HoJis 00beMa Kyba, KOTOPYIO OHM 3aHMMaloT). LIBeTOM noka3aHbl NpUMepHbIe
30HbI PaBHOM INIOTHOCTH. YUTOOBI O4EPTUTH MOBEPXHOCTH MOJIEKYJIbI, YKa3aH THIOTETHYECKHUI CION MoJte-
KyJ1 pacTBOpUTENsA, 0603HaueHHbIX OykBoii S. [F. M. Richards, J.Mol.Biol., 82, 1(1974.)]
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KeCTKOCThio. TakuM 00Opa3oM, pacipeae/ieHHe IOTHOCTH YNAKOBKH IO3BOJIAET YyCTAHOBHTD,
KaKHE€ THIIbI OBH)XXCHHA BO3MOXHBI IJIA CTPYKTYDbI B LICJIOM. OHO yKa3bIBaeT Ha HEKOTOPYHO
MOABHXHOCTb OCTATKOB B 06/1aCTH aKTHBHOT'O LEHTPA, a TAKXe Ha TO, YTO B 3HAYMTEJIbHBIX ITe-
pPEMELICHHUAX OOJ/KHBI YYaCTBOBATh XECTKHE YUACTKH CTPYKTYDPBI. Hepemel.uaﬁCL KaK Lenoe,
3TH 061acTH MOTYT NepeaaBaTh KOHd)OpMaU.HOHHblC H3MEHEHHA HA 3HAYHUTCNBbHBIC pACCTOAHHUA.

® OBbbEM U IIJIOTHOCTSL BEJIKOB

CyMMHpysA BaHOEpBaaJIbCOBbI 0OBEMBI BCEX aTOMOB, MOXKHO PacCYMTaTb MOJIEKYIAPHBIA
o61beM Genka. TToayyaeMblll TaKUM MeTOIOM 061beM paser 16 900 A 3 nns pubonyxeasst S (ec-
1 [IpeHeOpeyb OCTATKaAMH, HEOJOCTATOYHO XOPOIIO HACHTHOHLHDOBAHHBIMH C ITOMOLLbIO
PEHTTEHOCTPYKTYPHOIO aHain3a) u npubau3utensHo 18 100 A3 na nusouuMa. DTH BETHUMHBI
Ha 10% Gonbuie 06eMOB, H3IMEPEHHBIX B PACTBODAX M NMOJYYEHHBIX H3 JAHHBIX O MOJIEKYIAD-
HbIX Maccax ¥ IKCMEPUMEHTANIBHO ONIpEAENCHHbIX IIOTHOCTeH (cM. 1. 10).

DKCIEPHMEHTANBHO HaliIeHHbIE NIOTHOCTH p (I/cM?) Jal0T OCHOBAaHHE MPEANONAraTh, uTo
CBAI3aHHAsA BOJA HMEET TY XK€ MNIOTHOCTD, YTO H OCTaNIbHAA. Takoe nonylieHHe 65110 661 BNIOTHE
NPHEMJIEMO, HO OHO NIPOTHBOPEUHT PEHTI€HOBCKHM JaHHBIM, [10BEPXHOCTD 6eNKOBOH MOJIEKY-
JIbl HECET MHOTO 3apAMNOB, a 3apsXKEHHBIE TPYMNbI, KaK H3BECTHO, TECHO CBA3BLIBAIOTCA C BOAOH,
YBEJIHYHBAA €€ MIOTHOCTb. DTOT 3MEKTPOCTPHKUHOHHBIN 3ddeKT cocTapnseT 16 Al na 3aps-
JKEHHYIO Ipynmny. Pn6ouyknea3a S Hecer 24 3apsaa, YTO MOXKET YMEHBIIHTD KK YLUMHACA OObeM
B pacTBope Ha 400 A3 Ha mornekyny 6enka. DTOT 3bdexT MOr 6b1 OGBACHHTL YMEHBILEHHE Ka-
xyuerocs obrema 6enka, HO, KAK Mbl BHIMM, OH HEIOCTATOYHO BEJIHK, YTOOBI MMOJIHOCTBIO
KOMIICHCHPOBATh pa3HHUY B OObeMax.

IMpobneMa ewe ycnoxHAeTcA, el IMIOTHOCTL p PACCUMTHIBAETCA MO KOOPAMHATAM,
HaHIEHHbIM U3 PEHTT¢HOBCKHMX NAHHBIX, KaK QYHKUMA PACCTOAHMA OT HEHTpa Macc Genka. Pe-
3yNbTAaThl, NONYYEHHBIE JUIA HECKONILKHX O€NKOB, NMpHBEAEHbI HA PHC. 2.38, rae maercs p ans
cteprueckux 060I04EK ¢ pagHyCaMH, YBeTHUMBAIOIMMHCS Ha 2 A . Ha oueHp ManbIX paccTos-
HHAX BEJIHYHHBI MJIOTHOCTH CHJIBHO QNYKTYHDPYIOT, MIOCKOABLKY 00BeMBI chepHUecKHX c/loeB (H
COOTBETCTBEHHO YKC/IO aTOMOB, KOTOPbiE OHH COMEPKAT) Manbl. 3aTeM QYHKIMSA BHIXOAUT Ha
MaTo, Iie p MOYTH He 3aBHCUT OT PpAcCTOAHHA. /i pa3THYHBLIX MasbIX 6EIKOB 3TO COOTBETCT-
ByeT ynasieHnio Ha 8-16 A oT uenTpa macc. TIpu 6onblueM paauyce NIOTHOCTh OCTENEHHO Na-
Ja€T, YTO CBA3AHO C HENPaBH/IbHON HOpPMON NMOBEPXHOCTH Kaxxaoro Genka. B 3Tux pacuerax

MOJIEKY/IbI DACTBOPHTENA HE YUYHTBIBAIOTCH.
B npocThix cnyuasx, Moaenupys 6e/Kin OQHOPOAHBIMH TBEPABIMH TE€JIAMH, Mbl JOJIKHBI 110~

JIYUHTB NIOCTOSAHHY 0 NIJIOTHOCTB, COOTBETCTBYIOLUY 10 AEACTBHUTEILHOR INTOTHOCTH O€eJika B pac-
TBOpe. OOHako OHA MeHblIe Ha 10-25% . DTo pa3snuuMe oKa3bIBaeTCA Aaxe Oombiue paccMoOT-
peHHOro Bbile. CYHIECTBYIOT TPH BO3MOJXHBIX OOBACHEHHA. He TONBKO BIHAHHE 3JIEKTPO-
CTPHKLUHH, HO H Apyrue 3PdekTsl MOTyT yBETHUYHMBATD MJOTHOCTb MOJIEKYJT BOABI, CBA3AaHHLIX
Ha NOBEPXHOCTH OenkoB. ECNH cuNTaTh, YTO OEMKH OKPYXEHbI BOAHOH 000/IOUKOMN TOMIMHOHA B
OZIHY MOJIEKYJ1y, TO OHA JOJIXKHa 6b11a 6b1 KMETb ITOTHOCTH OT 1,35 10 1,60 r/cM>, 4TO6BI YCT-
pPaHHTb Pa3/IMuHA MEXIY PAcCUCTHOH M HabmoAaeMOH MIOTHOCTbIO. DTH 3HAUEHHA KaXYTCA
CJIMIIKOM GONBLIMMH, OCOOEHHO €CJIH YUECTh, UTO INIOTHOCThL OCTAJIbHOM BOAbI NPHOIH3NTEb-
HO paBHa 1,0 r/cm3.

BTopoe BO3MOXHOE OOBACHEHHE COCTOHT B TOM, UTO BHEIIHHE 06,1aCTH 6eJIKa MOTYT HMETh
64/1bLLIYIO TNIOTHOCTD, YEM BHYTPEHHHE. M3 pHc. 2.37 Takoro 3ak/itoYeHHs COEIaTh HENMb3s, HO
HaJ0 YYHTBIBaTh, YTO rHAPOGOOHBIE OCTATKH, HMEIOLIME B CPEIHEM MEHBINYIO, YeM Y MOJAP-
HbIX OCTAaTKOB, INIOTHOCTb, CTPEMATCA PacCloONIOKHTbCS BHYTPH MoJekynsl Oenka. Hamuuue
nnarto npu p ot 1,1 no 1,2 I/cM> JIETKO MOXHO Gb1I10 6bf 06BACHHTD TEM, YTO HMEETCA BHYT-
peHHsAs 06/1acTh, COCTOALLAS U3 OJHHUX JIMIIDb YIJIEBOAOPOAONOAOOHBIX coeqnHeHnA. B neficTBu-
TEJILHOCTH IIPH ITUX 3HAYCHHUAX p YHCIIO MENTHAHBIX LENEH MOXeET OBITh IaXke HECKOIBKO 6O /b-
LIHMM, OOHAKO IJIs NOJTHOTO COTJIACHA ¢ 3KCNIEPHMEHTAIBHO MOJYYEHHBIMH /1A PACTBOPOB 3HA-
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PHC. 2.38. 3aBMCHMOCTB CPEMHEN IIOTHOCTH CHEPHYECKOTO CJIOS OT PANMYCa ITOTO CIIOS IS HECKOTLKMX
6en1koB. LIEHTDEI chepHUEcKUX CII0eB HAXOAATCA B LEHTPE Macc COOTBETCTBYIOLUEro Genka. Ipu pacuere
IUIOTHOCTH, BLIDAXKEHHOR B r/cM>, YUMTBIBaNIMCH Bce aTOMBI, KDOME aTOMOB DPaCTBODHTEJIS.
[W. Kauzmann, Nature, 248, 447, (1974).]

YEHHSMM p IIIOTHOCTH BHEILIHUX obnacTeit 6enka qomkHa 6bina 6bt nocTurate 1,50-1,55 r/em3,
3TO CJIMILUKOM Oonbluas BETHYHHA N0 CPABHEHMIO ¢ U3BECTHBIMH INTOTHOCTAMM KPHCTAJUTHYe-
CKHX MENTHOOB.

TpeTbe 06bACHEHHE 3aKIIFOYAETCA B TOM, YTO BHYTPH 6€llka B A€HCTBUTENBHOCTH HAXOAUTCS
605bLIE MOJIEKYJT BOIbI, YEM CJIENYET H3 NAHHBIX PEHTTEHOCTPYKTYDHOTO aHanu3a. [1pu aToM
IJIA pa3pelleHHs NPOTHBOPEYHI MeXAY KCIEPHMEHTOM H Teopuelt Tpebyercs ot 100 no 300
MOJIEKYJT BOJBI Ha OHY MOJIEKYJly Oefika, 4TO KaXXeTCs BebMa MaJloBeposaTHbIM. TakuM obpa-
30M, MBI IPHXOUM K 3aKJTFOMEHHIO, YTO KaXKIbIH U3 3THX TPEX MEXAHU3MOB, BEPOATHO, BHOCHT
JIMILB HEKOTOPBIM BK/IaA B peilleHHe TpobieMbl. DTOT NPHMED CIYXHT IUIS HIUTIOCTPALHH TexX
TPYAHOCTEN, C KOTOPBIMH Mbl CTAJIKHBAEMCS, NBITAACh OTBETHTD AaXKe€ HA OTHOCHTEIBHO IIPO-
CThbl€ BONPOCHI, KACalOLMECA TPETHYHON CTPYKTYpPhI Oenka.
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AUHAMHWYHA WU CTATUYHA TPETUYHASA CTPYKTYPA?

TIpuBeaeHHBIE BLILIE PACUEThl MJIOTHOCTH YNAaKOBKH YKa3bIBalOT Ha HEOOXOAHMOCTD MOJy-
yenus vHGopMauuu 0 rHOKOCTH pa3nuuHbix obnacTelt 6e1Ka ¥ ero NpOHHLAEMOCTH U1 PacTBO-
PHTENA WM APYTHX MayibiX MOJEKy. O6ILUMX OTBETOB Ha 3TH BONPOCHI HE CYLUECTBYET, HO He-
KOTODPbIE METObI B IPUHLUMIIE IO3BOJIAIOT NPOHUKHYTh B CYTh NpobieMpi. JIBHXXEHHA apoMa-
THYECKHX aMHHOKHCJIOTHBIX GOKOBBIX HENeH MOXHO 0OOHAPYXHUTb CMEKTPOCKONMHYECKHMH METO-
aMH, HanpHMep, MO NaHHBIM O nonspu3auud ¢nyopecueHuun. B 60NMbLIMHCTBE Clyyaes pe-
3yNLTAaThl, OJIy4EHHbIE OJIA 3THX OCTATKOB, COOTBETCTBYIOT OXKHIAAEMBIM CKOPDOCTAM Bpallle-
HHsA OeNKOBOM MOJIEKY/IBI B 1IEJIOM; 3TO JaeT OCHOBAHHE NPEANONaraTh, YTO OHHM XECTKO 3a-
KpeIUIeHbI B MOJieKyJie. OQHaKo KoiebaTeNnbHble ABUXEHHA ¢ MaJTbIMH YIJIOBBIMH AMIUTUTYJAMH
MOTYT B TaKHX 3KCTIEDHMEHTAX H He MPOABNAThLCA. [IpHKDENIEHHbIE CHADYXH MEYEHbIE MOJIEKY-
JIRI OOBLIYHO CTOJIb XK€ XECTKO CBA3aHBI, HO HE ICHO, HE MPENATCTBYET JIM HX B3aUMOAECHCTBHE C
MOBEPXHOCTLIO 6€/IKka HOPMAJIbHBIM ABHXXCHHAM.

Meton AMP, 0coBGeHHO ¢ HCNOB3OBaHHEM H30TONA 13C, ABNAETCA MOILHBIM CPEACTBOM HC-
ClleOBaHHA OBHXXEHHSA ONpeleeHHbIX GOKOBbIX uenei, Tak Kak aTOMbI HEKOTOPBIX THIOB, Ha-
MPHMED £-yTJIEPOAHBIE ATOMBI JIN3HHA, MOXKHO PETHCTDHPOBATh He3aBHCHMO. BooOiiie roeops,
pe3ynbTaThl YKa3bIBAKOT HA TO, YTO OOKOBBIE LIEMH HAa MOBEPXHOCTH HMEIOT 3HAYHTE/ILHYIO Bpa-
waTeabHyio ceobony. HamHoro Mensmielt cBo6ozo#t, eci oHa BooOuie ecTh, 001aaaoT ocTaT-
KM BHYTDH MOJIEKYJIbI. DTOT pe3yNbTaT COrJIacyeTcs ¢ JAaHHBIMH PEHTTE€HOCTPYKTYPHOIO aHa-
nu3a. BoKoBeie LeNH Ha NOBEPXHOCTH MOJIEKYJT B 6eNKOBBIX KPHCTAIaX KaXXYTCA Pa3ynopano-
4YEeHHBIMH, YTO MOXXHO OOBACHHTD HX BPALIATELHBIM ABHKeHHEM. OCHOBHAA Macca MOJIEKYIIbI
NpeACTABJIACTCA BEChbMa XKECTKOH, HO CJIEAYET MOMHHTb, YTO HMEIOLUHECH JAHHbIE PEHTIEHO-
CTPYKTYPHOIO aHajn3a PenKo MOJy4aloTCAd ¢ JOCTATOMHO BLICOKHM pa3pellieHHEM, YTOOBI
MOXHO OBLIIO ¢ YBEPDEHHOCTBIO 06 3TOM FrOBOPDHTD.

OlLieHKa NPOHHLIAEMOCTH O€NKa HIH JOCTYIMHOCTH OTAE/TbHBIX €r0 OCTATKOB — OYEHDb CJIOXK-
HbI#A Bonpoc. B 0611eM OH CTAaBHTCA ClEAYIOIHM 00pa3oM: MOTYT JIK MaJible MOJIEKYJIbI PO-
HHKHYTh BHYTH Oellka H y4acTBOBATh B XHMHUECKMX PDEAKLMAX HIIH H3MEHATD CHEKTPOCKOMHYE-
CKHE CBOMCTBa BHYTDEHHHX OCTATKOB? [N pa3sIHYHBIX MaJIbiX MOJIEKYJl HHOrAa MOIydarTCs
pasHble pe3yabTaThl. Hanpumep, MOJEKYIbI KHCIOPOAA, NO-BHAKMOMY, CIOCOOHBI JOCTHIaThL
BHYTDEHHHX o0nacTelt 6elka H TYHUIHTS GIyopecleHLH 0 OONBIIMHCTBA (M/IH JaXKe BCeX) OCTaT-
KOB TpunTodana B rnodbynapuom Oenke. MoHbl HOga MOTYT HOCTHYBL TOJILKO HEKOTOPBIX H3
HHX. BMecTe ¢ TeM U Te K ApYrHe OOHHAKOBO 3((eKTHBHBI B KaueCTBe TYLUHTENEH GayopecLeH-
UHMH, €CJIH TPETHYHAA CTPYKTypa 0Oenka pa3pyuieHa DeHAaTYPHPYIOIMMH areHTaMu. HeusBect-
HO, 0OYCIIOBJIEHO JIH Pa3/IHYHE BO B3aHMOZEHCTBHAX C HATHBHBIMH CTPYKTYPDaMH 3apAIOM HO-
auna, ero OONBUIMMH pasMepaMH HIH Goliee TOHKMM JIOKAILHBIM BIHAHHEM OKDPY)XXEHHA Ha
MPOLECC TYILIEHHS.

Llenbiif psan KOBaIEHTHBIX XHMHYECKHX MOAHGHKAHA OOKOBBIX aMHHOKHCIOTHBIX L€l Mo-
3BOJISET YCTAHOBHTDb, YTO TPETHYHAA CTPYKTYpa 3alUMIIaeT MHOTHe OCTaTku, obnamaiomue
OOBIYHON peakUHOHHOMN CIOCOOGHOCTHIO B CBOOOAHBIX AMHHOKHCIOTAX WIH B KOPDOTKHX NENTH-
nax. Ecnn nanHy1o G0KOBYIO rpynny MOXHO MOOHQUUHDPOBATE, TO, BOOOL1IE rOBOPS, MBI BIPaBe
3aKJIIOMHTH, YTO OHA KCIOHHPOBAaHA B pacTBOpHTeNb. Ecnu peakuus nporekaer 06e3 moTepn
GYHKUHOHANLHON aKTHBHOCTH, MOXHO OBITh YBEDEHHBIM B TOM, UTO OHA HE BbI3bIBAET CEPbE3-
HBIX HApYyLUEHHH CTPYKTYPHI Oenka. OOHAKO €C/IH OCTATOK He CocoOeH BCTynaTh B PEAKUHIO,
ONBIT MOKA3bIBAET, YTO HENb3A C YBEPEHHOCTBHIO 3AK/IIOUHTD, YTO OH MOTIPYXEH B CTPYKTYDY.
JloxanbHOEe OKpYXXeHHe, Ja)kKe Ha MOBEPXHOCTH Oeslka, MOXET CYLUECTBEHHO OTJIHYAThCA OT
OOBIYHOTO BOJZHOTO OKDYXKEHHA.

PacyeTsl IHHAMHKH OeNIKOBBIX CTPYKTYD ZalOT MHOrooGellaloumit cnocos HccnegoBaHus
THOKOCTH H NPOHHLAEeMOCTH GeNKOBBIX MOJIEKYJT (CM. NPHMeD, NpHUBeAcHHBIA B JONonHEeHHH
2.49).
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Hononnenue 2.4

PACYETBI MOJIEKYJIAPHOU ITUHAMMKU BEJIKOB

IunaMHKa TPETHUHBIX CTPYKTYD GenxoB Gbuta nOApoSHO paccMOTpeHa B HeNaBHHX paboTax M. Kap-
nmoca. OH UCMONBb30BAN METONA MOMEKYNAPHOR AHHAMHKM NS ONpEdeNeHHs MOABMKHOCTH OCTATKOB B
CTDYKTYPe HHTHOHTODA TPHIICHHA, BbIIENEHHOTO H3 MOMKEITYIOUHON Kefe3b! 6bika. B 3ToM MeToze CHIBI,
AeHACTBYIOUME HA OCTATKH, ONPENENAIOTCA U3 NMPEABADHTENHHO PACCUHTAHHOMN MOTEHIMATLHON $ynxuun
(THna OnHCaHHOM B I, 5). CHna, IPUXORAIANCA HA KAXAbIH aATOM IUIH OCTaToK, paBHa

F=- Y VV;
J

rae V;; — noTeHuman B3aMMOAEHCTBHA MEXAY i-M U j-M aTOMaMH.
Ana cBoGoaHBIX aTOMOB HIIH MOJIEKYJI Maccolt /m; KaXkiasi CHIa, COMIAcHO 3akoHy HblOTOHA, BBI3BIBAET
YCKODEHHE 8;:
Fi=ma;

B pactierax METOAOM MONEKYJIAPHON AMHAMMKH 06a ypaBHEHHS PEIIaiOT COBMECTHO [T BCEX / aTOMOB NPH
MaJlbiX 3HAYCHHAX NPHPALLEHHSA BPEMEHH. 3aTEM PacCYMTBIBAIOT HOBbIE NOJIOKEHHA aTOMOB H [IOBTOPSAIOT
BCE BBHIYMCIIEHUS,

Pe3yabTaThl 3THX PAcYETOB NPHBOAT K HECKOILKHM BAaXXHbIM CJIEACTBHAM (cM. pHc.). CpenHeksanpa-
THYHOE OTK/IOHEHHE OCTATKA OT IOJIOXKEHUS, NOJIyYEHHOTO METONOM PEHTIEHOCTPYKTYPHOTO aHaJIH3a, COo-
crasnsier 1 A. DT0 3HauMTeILHAA BEJIMUMHA, KOTODAd YKA3BIBAET HA TO, 4TO CTPYKTYPA KaK Ghl «aBILIATY,
nenas GenoK MPOHUUAEMBIM A1 Manbix MoJiekysl. He Bce ocTaTku ABHXYTCA oqHHAKoBO. HekoTopsie 06-
nacTH o6nagaroT GosbLuel NOABHXXHOCTLIO, YeM ApYTrHe. OMHAKO MOABHKHOCTb HECKOJILKMX OCTATKOB Ha-
CTOJIbKO BENHKA, YTO XOA NOJIHIENTHIHON LENH, HAKACHHDIN U3 DEHTTeHOBCKHMX OJaHHbIX, CTAHOBHTCH HEIO-
Ka3aTeJLHbIM.

METObl CPABHEHUS TPETUYHBIX CTPYKTYP

TperHunble CTPYKTYPBI MHOTHX GEITKOB ONPEEIEHB! METOIOM DPEHTTEHOCTPYKTYPHOrO aHa-
nmu3a. Beto 661 BECEMA NONE3HO, XOTA 3TO M TPYAHO CAE/1ATh, MPOBECTH TIIATEILHOE cpaBHe-
HHE TAKHX CTPYKTYD Mexnay coboii. Eciu TpeTnunbie CTPYKTYphI OYEHb TIOXOXH, BU3YAILHOE
HaGJ/T0ICHHE NO3BONSAET PACMOIOKHTD HX B OAMHAKOBOMR ODHMEHTALIHH; H NIPH 3TOM CPa3y MOX-
HO OGHapYXUTh OTACILHBIE pa3nnuns. CpaBHHTE, HATIPHMED, CTPYKTYDBI HECKOITBKHX CEPHHO-
BBIX 3CT€pas3 HIH a- H B~Cy6belHHUL reMOrTIOGHHA H MOJIEKY bl MHOTTTO6HHA. YeM CHIIbHee pas-
JIHYHA, TEM TPYAHee OOHapyKHTB CXOACTBO CTPYKTYp. CTaHOBHTCSA HEBO3MOYKHO HANTH ODHEH-
TalHH ABYX MOJIEKY]1, KOTOpbIe 06neryumi 661 cpasHerre. KOMIIBIOTEp MOXET METOIOM Npo6
H OIMO60K HAaTH OPHEHTALNH, DA KOTOPKIX CTPYKTYPhI MMEIOT MAaKCHMAILHOE CXOACTBO, HO
3TO MHOrAa NMPHBOAMT K MOTEPe MHTYHTHBHOTO YyBCTBA CTPYKTYPHI y HcclenoBaTens. Jns
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A. CTpyKTypa MHrHOMTOpA TPHIICHHA M3 NOIKENYIOYHOM sKeMe3bl GbiKa, MOTYYEHHAs METOIOM DEHTTre-
HOCTDYKTYPHOTO aHanu3a; C*-aTOMbI NMOKa3aHbI HE3aKPALIEHHBIMH KPY>KKaMH, aTOMbI CEPbI B OCTATKaX
UMCTHHA — 3aKPAIUEHHBIMH KpyXKaMu. 5. CTPYKTYpa MOJEKY/Ibl PACCYHTAHA IS MOJIEKY/IAPHBIX [BH-
EHHUH, poucxoaaumx 3a 3 - 10~ %,

CpaBHEHHs HEOOXOOUMO ONpeneeHHOe abCTPakTHOE WIH MPOCcTO 0600IIEHHOE TpeaCTaBIeHHne
CcTPYKTYp. VIMeIoTCs 10 MeHbILIeH Mepe ABa NOAXO0Aa K 3TOi npobieMe, OKa3aBLIMECs NTOJIE3HbI-
mu. B 060ux 0co60e BHUMaHME YAEIAETCA JIEMEHTaM BTOPHYHOM CTPYKTYPBI, IOCKOJIbKY HX
OTHOCHUTEJILHO JIETKO HAEHTHGHUIMPOBATH BU3YaIbHO.

Hau60s1ee 4acTO MCONMBL3YETCA METOM, COCTOSALLMIA B IOCTPOEHUH NPOCTEHILEN CXEMBI, OT-
paxarolieit OCHOBHbIE OCOOEHHOCTH BTOPHYHOM CTPYKTYPBI MOJIEKYJIbI H B3aUMOCBSA3b COCTaB-
JISFOLIMX €€ 3JIEMEHTOB. DTH CXEMBI HE IOX0XKH Ha pealibHble CTPYKTYPbI, OQHAKO HX JIETKO OIH-
caTh ¥ 3anoMHUThL. Ha puc. 2.39 npeacrasneH HaOop Takux cxeM s OENKOB ¢ LEHTPaMH, CBS-
3bIBAIOIMMH HYKI€OTHABI. CTPYKTYPHbIE CXOACTBA M Pa3/IMYUA CX€M COBEPIIEHHO OYEBHAHBI.
OHU MOTYT CIIY>KHTh OCHOBO#M JJIsl OC/eAyoiero 6oJsiee qeTanbHOro 1 60see cTpororo cpaBHe-
HMs CTPYKTYD C MCIOJIb30BaHHEM MIPOCTPAHCTBEHHBIX MOJeEel I KOOPAUHAT aTOMOB.

Hpyroit METOA IJisi CPABHEHHS BTOPUYHBIX CTPYKTYp 60jiee KOCBEHHBIN, HO OH He TPedyeT
HaXOXIEHHs] OPUEHTALIUH, B KOTOPOM CTPYKTYPhI B3AUMHO COBMeCTHMbI. OCHOBHas uiest 3Toro
METOAA 3aK/II0YaeTCsA B HCIOJIb30BAHUH I CPABHEHHS HE KOODOHMHAT aTOMOB, a PacCTOSHUM
Mexay HuMmH. Hanmpumep, MOXXHO BBIMMCIIMTH BCE pacCcTOsHHs Mexay C%-aToMaMH H pasfe-
JIATH UX Ha [Be (MM OOJIblllee YKCII0) KATETOPHH, XapaKTEPU3YIOLIHe CTeNneHb OIM30CTH OCTaT-
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KOB B TPETHYHOM CTpyKTYpe. IIpH 3T1OM Tepserca Gonbiuas 4acTh MHGOPMALMH O CTPYKTYPE,
TOCKOJIbKY MEXATOMHBIE PACCTOSIHUS ONPENENIAIOT €€ He TaK MOJIHO U TOYHO, KaK KOOPAHHAThI
camux aToMOB. OTHaKO NOJIy4aIOIIMECs CBOAHbIE JAHHbIE JIETKO NPEACTABHTh B BUAE ABYMEp-
HOM KapThI (puc. 2.40). ITo BepTHKaILHOMN M TOPU30HTAILHON OCSAM HAa PHCYHKE OTJIOKEHbI HO-
Mepa aMMHOKHMCJIOTHBIX OCTAaTKOB B ITOJIMNENTHAHOM Lienu, HauuHas ¢ N-koHna. Touku, xapak-
TEPH3YIOIIME PACCTOAHHA MEXAY TapaMH OCTaTKOB, JIOKAJIM30BaHHBIX HEAAJIEKO APYT OT Apyra
B NIEPBHYHOM NOC/IEOBATENbHOCTH, OKa3bIBAIOTCA PACIOIOXKEHHBIMH BOJIM3M QMAaroHaIM Kap-
Thl. EcTecTBEHHO, Iaphl TaKHX OCTATKOB Yaille Bcero GyayT 61M3K0 paciosioKeHbl H B TPETHY-
HOM CTpYKTYpE.

Jnsa kaxaoro 6enka cTpouTcs cBosi KapTa. CXoaHble 0COOEHHOCTH BTOPHYHOM CTPYKTYPBI
YETKO BBIAE/IAIOTCA Ha Takoi kapTe. Hanmpumep, a-Cliupaiu BHIMISAAT NPSAMBIMH C TAHT€HCOM
yIjia HakJIOHa, PaBHBIM — 1, CMEIlIEHHBIMHM OTHOCHTE/ILHO IUArOHAIM Ha TPH OCTaTKa, TaK KakK
BOAOPOMAHBIE CBA3H MEXIY NMEPBbIM H YETBEPTHIM OCTATKAMH B «-CIIMpaM TPeOYIOT OYEHb
6/m3koro pacnosioxeHus C*-aTOMOB NEPBOTO U TPETHETO OCTATKOB. Bee B-C1ou TakKe BBITJIs-
AT NpSIMBIMH JIMHUAMHE. TaHreHC yriia HakJIoHa IPSAMO, COOTBETCTBYIOLLEH NTapalyIeIbHBIM f3-

PUC. 2.39. Hyk/1€eOTHACBA3bIBAIOIINE ZOMEHBI O€JIKOB M HEKOTODbIE POACTBEHHBIE HM TPETHYHBIE CTPYK-
Typbi. A. CxeMaTHueCKO€e H300paXkeHHe YaCTH TPETHYHON CTPYKTYPBI JIaKTaTACTHAPOreHassl. CTpenkamu
yKa3aHO HampasJieHue uenei B B-cioe oT N-koHna k C-koHuy. 5. CxeMaTHuecKue H306paskeHusi CXOMHbIX
MoJienelf TPETHYHBIX CTPYKTYD JIaKTaTASrMAPOreHasbl H Apyrux Oenkos. TpeyronbHMKaMH MokasaHsl 3-
CIIOM, PAaCIONIOXKEHHBIE TAKHM 06pa3oM, uTo ux N-KOHIBI HaxonaTcsa 6mmke k HabmonaTemo. Butku 060-
3Ha4aloT a-cnupaid. Bykebl A,N u F yka3bpIBalOT IOJIOKEHHA H3BECTHBIX MECT CBA3BIBAHMs a€HMHA B MO-
nexynax NAD wm ATP, nukorunamuzaa B NAD u ¢naBuHa coorBercTBeHHO. [M. G. Rossmann In: The
Enzymes, 3d ed., vol. 9, ed. P. Boyer (New York: Academic Press, 1975), p.61.]
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PUC. 2.40. luarpamMma pacCTOSIHHIM Mexay napamMu C* -aTOMOB B JIAKTaTAETHAPOreHase. W30muHuH IPO-
BelleHBI Yepe3 aphl aTOMOB, HAXOAAIIMXCA Ha paccTosHusAx 0; 4; 8; 12; 1 16 A mpyr ot apyra. Ilo ropu3os-
TaNbHOW ¥ BEPTHKAIBLHOM OCAM OTJIOXKEHbI HOMepa O0cTaTKOB. Ha pHcyHke u306paxxeHa TONBKO MOJIOBHHA
MATpHIIBI KOHTAKTOB, IOCKOJIBKY BTOpas IIOJIOBHHA TOX/AECTBEHHA NEPBOA ('ii = rj,.). YeTsIpe CTPYKTYP-
HBIX JOMeHa OGBeNeHbl MyHKTHPHBLIME JMHHsMA. [A. Liljas, M. G. Rossmann, Ann. Rev. Biochem., 43,

475, (1974).]

CJ10sIM, paBeH — 1, HO OHa CMeIlleHa JajTbllie OT QHArOHAIH. 11 aHTHIAPAIIENbHBIX CJIOEB TaH-
TeHC yIjla HaKJIOHA paBeH + 1.

CxeMaTHYECKHE CTPYKTYPHBIE KapThl MOTYT IOMOYb BBISBHTH CXOIACTBO B CTPYKTYPHBIX
0COGEHHOCTAX H 06JIErYNTH CPABHEHHE AEHCTBUTEILHBIX KOOPAHHAT. OHH TaK)XKe BEChbMa I10J1e3-
HBl [JI BBISICHEHHS TOrO, CBEPTBIBAIOTCA JIM LENH C oOpa3oBaHHEM OOMEHOB. JIOMEHBI
BBICTYNAIOT HA KapTe Kak rpymnsl (Kj1acTepbi) 6IM3KHX KOHTAKTOB, AAJIEKO OTCTOSAIIME OT ApY-
THX TaKHX ke rpynn. M3 xapakTepa KapThl KaKAOro JOMEHa MOXKHO CYMTh O TOM, NIOXOKH JIH
HX BHYTPEHHHE CTPYKTYphI. Hanpumep B akTaTaernaporeHase MOKHO BHIETD YEThIpE JOMEHA
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(cM. puc. 2.40). IepBble 1Ba MMEIOT CXOOHYIO CTPYKTYDPY, H, KaK BbISICHHJIOCh, OHH CXOAHBI U B
(YHKIMOHAILHOM OTHOLIEHHH. DTOT ()epMeHT cBsi3biBaeT AuHYKIeoTHX NAD. Kaxabiit u3
JTHX ABYX JIOMEHOB CJIY>)KMT [JIsl CBA3BIBAHHSI OJHOM MOHOHYKJICOTHAHOM 4acTH KopepMeHTa.
CxeMaTHYECKHE CTPYKTYPBI 3THX JOMEHOB NMPHBEAEHBI Ha puc. 2.39.

CBA3b MEXAY CTPYKTYPHBIM
U ®YHKLVOHAJIBHBIM ITOJOBMEM

B xauecTBe MPOCTEHIIEro ciydasi CTPYKTYPHOIrO MOA0OMsl MOXHO B3ATh Be (Wid Gonbiuee
YHCJI0) MOJIEKYJIbI G€IKa ¢ TOBOJIbHO CXOAHBIMH CTPYKTYPaMH B Onu3kumu ¢yHkmusMu. OnHa-
KO 0COOBIN HHTEPEC NPE/ICTABIISAET CPABHEHHE TaKUX GEJIKOB, KOTOPBIE ABHO CXOAHBI JIN60 TOJb-
KO B CTPYKTYDHOM, JIHOO TOJILKO B (DYHKIHOHAJILHOM OTHOLIeHHH. CpaBHEHHE IIEJIOr0 psAna
6eNIKOB, CBA3BIBAIOIMX HYKJIEOTHbI, JAaET 3aMevyaTe/IbHbIM npuMep 31oro. JIBa ymoMsHyThIX
BbILIE IOMEHA, cBsi3bIBaromue NAD B jakTataeruaporesase, Obum o6GHapy XeHbl Takxke B pac-
TBOPUMOI MaJIaTAErUAPOreHase, B rMLepanbaerua-3-pochaTaeruaporeHase u B aJibKOrojb/e-
rugporenase neuend. Ha puc. 2.39 npuBeneHo cxeMaTHYeCKOe H306paXkeHHe BTOPHYHOM CTPYK-
Typbl 3THX o6nacTeli. B mepeuncieHHbIX BbilIe YeThIpex Oejlkax He oTMe4aeTcs Kakoi-mibo
3HAYMTEILHON TOMOJIOTHH B MEPBHYHBIX CTPYKTYpax. Bosiee TOro, moysoxeHus: AUHYKJICOTH -
CBSA3BIBAIOIINX JOMEHOB B NMEPBUYHOM CTPYKTYPE COBEPILUEHHO pa3jMyHbl. B Tpex Genkax sToT
IIOMeH pacnoJjiaraeTcs B o0acTu nepBbix 150 octaTkoB ¢ N-KOHIIa, TOrAa Kak B aJIKOTrOJIbIETH-

PactBopumas
MaJlaTAeruaAporeHasa

A
) I'nuuepanbaoerus -
X / tdocdaraernapo -
reHasa
AJIKOTOJIbJerUApOTeHa3a
U3 MeYeHU

PHUC. 2.41. CxemaTHuecKoe H300pakeHHe YETBEPTHYHBIX CTPYKTYP YEThIPeX G€IKOB, COMEPIKALIMX CXOM-
Hple obnactu ca3biBaHuA NAD. Ocu CHMMeTpHE NoOKa3aHbl cTpeikamu. (M.G.Rossmann et al. In: The
Enzymes, 3d ed., vol. 9, ed. P. Boyer (New York: Academic Press, 1975), p.61.]
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PUC. 2.42. CxonctBo obnacre#t cBA3bIBaHHA cyOCcTpaTa B XHMOTPHIICHHE H CyOTHIN3KHe. [lenTHnHas nenb
cybcTpaTta nokasaHa XHpPHBIM wpupToM. O6paTHTe BHEMaHHe, YTO NOMHMO ocTaTkoB Asp'® i Asp®2,
Ser!%% u Ser??!, His*” u His®, yuacTByIOLIHX B KaTA/IHTHYECKOM npouecce, CXOOHLIM 06pa3oM B 06oux ben-
Kax pacloJIOKeHbl H JPYTHE OCTATKH, CIOCOOCTBYIOIINE CBA3LIBAHMIO NMENTHAHON uenH cyberpara. [F.Liljas,
M.G.Rossmann, Ann.Rev.Biochem., 43, 475 (1974).]

JporeHase Me4YeHH OH HAYHHAeTCA €O 196-ro ocratka. [MonoxeHHs NOMEHOB B YETBEPTHYHOM
CTPYKTYpe GEIKOB TaKxxe HE COINIACYIOTCS Mexay coboi. Kak moxasaHo ma puc. 2.41, B
rnuuepansaerua-3-pocharaeruaporenase yeTnipe 00nacTu ceasbiBanua NAD o0pa3yor B ueT-
BEPTHYHOM CTPYKTYpE OOHH KJ1acTepP, TOTAA KaK B JJAKTAT/AErHAPOreHa3e OHH Pa3fie/ieHbl Ha JIBe
naphbl.

BecbMa npHMeYaTeNbHO, YTO TAKHE XK€ HIIH O4eHb CXOOHBIE CTPYKTYDHBIE 10MeHbI OOHApY-
J)KeHbl B Oenkax, He cBa3biBakolX NAD. Hanpumep, ¢naBoookcHH, cBs3biBakommit FMN,
CONEPXXHT OOHH HOMEH, 3KBHBAJICHTHbIH ONHOMY H3 ABYX HOMEHOB JIaKTaTOerHADOTreHa3bl.
d>occbornnuepaTana3a HMEET OBAa TAKHX NOMCHA, H ONHH H3 HHX YYaCTBYET B CBA3bIBAHHH
ADP. AneHHnaTKHHA3a, NO-BHAMMOMY, TOXE COJEPXHT CXOJHbIE IOMEHBI, TAK )Ke KaK H poja-
Ha3a. Jla)xe CYOTHIIH3MH, NPOTEOTHTHYECKHN GepPMEHT, HACKOJIBKO H3BECTHO, HE B3aMMOAEHCT-
BYIOLLHH ¢ HYKJIEOTHIAMH, HMEET B CBOCH TPETHYHOM CTPYKTYpE AOMEH THNA, 0OHAPY)XEHHOI O
B JIAKTATIAETHAPOreHase.

Bunumo, npupona, Hans 3¢ bexTHBHBIN cn1oco0 NocTpoeHHA 061aCTH CBA3bIBAHHA, BO3Bpa-
L1aJ1ach K HEMY CHOBa H CHOBA. [IpHM 3TOM BO3HHKAaeT pAA HHTEPECHBIX BONPOCOB, HA KOTOPbIE
NmoKa HeT oTBeTa. OOYC/IOB/IEHO JIH 3TO CXOACTBO TOMBKO 3Boionuei? IMenu nu Bce TaxHe
GenxH B najeKOM npouuioM oauoro obwero npeaxa? Eciu 310 nefcTBHTENBHO ObINIO TaK, TO
nocnenyrLIas JUBEPreHIHA CTPYKTYPhI H GyHKIMI CTepa Bce CXOACTBO, KpOMe noaodus Tpe-
THYHOH CTPYKTYDbI 3THX NIOMEHOB. MOXeT ObITh, CXOACTBO AOMEHOB O0YCIIOBIEHO MPOCTHIMHU
CTPYKTYPHBIMH OTPaHHYEHHAMH, HaJlaraeMbIMu Ha Gentku? BO3MOXHO, 4TO CYLIECTBYET HE Tak
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PUC. 2.43. CpaBHeHHE CXeMaTHYECKOTO NIPEACTaBIeHus CTPYKTYP Oblubei cynepokcuaaucmyTassi (SOD) u
BapHabenbHOro JOMEHa TsXKeNod uend ummyHornobymuna G(V, H). OcCHOBHas 4acTh CTPYKTYpbI — f3-
604OHOK (TTOKa3aH B LIBETE) — COCTOUT M3 CEMHMIIENOYEUHOro (3-CJI0si U B 060MX GenKax MoYTH ONMHAKOBA.
(PucyHok npenocrasines 1. PuyapacoHoMm.)

y>K MHOTO CIIOCOOOB CBEPTHIBAHHSA MENTHAHOM LIEMH, MPUBOAAILIMX K 00pa30BaHUIO TEPMOAMHA-
MHYECKH CTabuIbHOM KOHGOopMalmu 061acTH CBA3bIBaHUA. BBITH MOXeET, Takue AOMeHbI 001a-
JalOT KaKUMH-TO YHHMKAJIbHBIMH (H3MYECKMMH OCOOEHHOCTAMH — CTPYKTYpOH, IMOKOCTBIO,
JKECTKOCTBIO U T.A., YTO JeJIaeT UX 0COOEHHO MOAXOAMIIAMY WK 3(deXTHBHBIMM 11 NOR06-
HOM QYHKIHOHAILHOM posin? OTBETHUTH HA MOCTABJIEHHBIE BhILLIE BOIPOCHI MOXXHO OyIEeT TOJb-
KO TIOCNe JeTaIBbHOTO H3y4eHHsl (GHU3NYECKUX CBOUCTB ITUX JOMEHOB H CHJI, KOTOPBIE UX CTabH-
JIM3UPYIOT.

CeMeiCTBO CXOOHBIX HIIH SKBHBAJIEHTHBIX HYKJIEOTHA-CBA3BIBAIOLIMX IOMEHOB OblIO OOHa-
pyxeHo M. PoccMaHOM B pe3ysibTaTe L€JICHANPABJIEHHOTO NMOMCKa OMM3KUX CTPYKTYpP, KOTO-
pble MOrJIH 661 00YCIIOBUTH BO3HMKHOBEHHE POACTBEHHBIX HIIH IIOYTH TOXIECTBEHHBIX QYHKIIM-
OHAJIbHBIX LEHTPOB. 3aMETHM, YTO 3TOT JOMEH — TOJIBKO YaCTh TPETHUYHOU CTPYKTYPHI KaX-
noro 6enka. B 1pyroM HHTEpECHOM cilydyae pedb HaeT 00 yuacTHH JIMIb OYeHb HeOOBbIION OIH
Bcelt 6eskoBoM Mosiekynbl. KaTanuTuueckue LEeHTPbl XHMOTPUIICHHOBOTO CEMEMCTBA MpoTeas
Ype3BHIYANHO NMOX0XKH HA KaTAJTMTHYECKMH LEHTp cyOTmm3nHa (puc. 2.42). Ux cxomcTBo cy-
LIECTBYET HECMOTPA Ha TO, YTO OOLIMI XapaKTep CBEPThIBAHUA MOJIMIENTHAHLIX Lieneil B 060ux
Genkax COBEPIIEHHO pa3jiMyeH. DKBHBAJIEHTHOCTh 3THX YYaCTKOB IpeAINoJiaraer, OYeBHOHO,
nogobue KaTaIMTHYECKAX MEXaHM3MOB. 31eCh BO3HHKAIOT BOIPOCHI, CBA3aHHbIE C POJIBIO M-
BEPreHIMH U KOHBEPTeHIIMU B 3BOJTIONUH GeJIKOB. MOXET 0Ka3aThCs, UTO CYLLIECTBYET OYECHb He-
6OJIBLIIOE YHCIIO KATATMTHYECKHX MEXAaHU3MOB, NOCTYIHBIX O€JIkaM, KOTOpbIE HE HCIONb3YIOT
I GYHKIHOHHPOBaHKS KOGaKTOPHI WM MPOCTETHYECKHE IPYIIBI. DTO MOXKET ObITH 00yC/I0B-
JIEHO T€M, 4TO 20 OGBIYHBIX aMHHOKHCIIOT PEAJIM3YIOT JIMIIL HAYTOXHYIO JOJIIO H3BECTHBIX XH-
MHYECKHX BO3MOXKHOCTEH, 3aJI0)KEHHBIX B MaJIbIX OPraHHYECKHUX MOJIEKYJIaX.

BepositHO, Hambosiee  YAMBHUTENBHBIA M3  M3BECTHBIX CJIy4a€B CTPYKTYPHOTO
nogoous — CXOOCTBO TPETHYHOM CTPYKTYPhl CYNEpOKCHANMCMYTa3bl U OOHOro nomeHna Fab-
¢parmenTa ummmyHorno6ymuna G. Kak cneayer u3 puc. 2.43, o6umit BUI TPETHYHON CTPYKTY-
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pBI 06eBX MOJTEKY I (32 HCKITFOUEHHEeM ONHOM 06/1aCTH) NpakTHYECKH TOXAECTBeH. B HacTosLee
BpEMA MBI HE MOXXEM IPEAT0KHTh HHKaKOro 0ObACHEHHS TaKOMY CXOACTBY. ITH aBa Oelka BbI-
MOJIHAIOT COBEPLIEHHO pa3Hbie GyHKUMH. B caMOM faene, yYaCTKH LENTH, OTBETCTBEHHBIE 3a Ka-
TAIHTHYECKYIO aKTHBHOCTD CYNEPOKCHAAHCMYTA3bl, H CBA3BLIBAKOIIME aHTHUIEeH UeHTPHI IgG
CTPYKTYPHO pasnuunbl. He uzbpasna nu npHponaa Kaxoit-To OCHOBHOM CTaOHIIbHBINH CTPYKTYD-
HBI#t KapKac, KOTOPbI# OHa COXpaHSeT HEH3MEHHBIM OaXXe B MOJIEKYJIaX C COBEPLICHHO Pa3HbIMH
MepBHYHBLIMH CTPYKTYPAMH H JIMIL HE3HAYHTEBHO MOOM(HLUMPYET IS HOCTH)KEHHS COBED-
LIEHHO pa3/H4HBLIX (GYHKUMOHANBHBIX uenei? Mim 310 CXOOCTBO oTpakaeT TO obcrosdTens-
CTBO, YTO CYILECTBYET CPDABHUTEILHO MAJIO Crioc0B0B, KOTOPBIMH CETMEHTEI NENTHAHBIX Lenel
MOTYT CBEPTLIBaTLCA B IPOCTPAHCTBE, 00pa3ys KOMNAKTHLIE rIoOynspHble cTpykTypei? U, Ha-
KOHell, NOCNeqHAS BO3MOXHOCTb, KOTOpas CTAaBHT TPYAHYIO 3adauy nepel OHOXHMHKaMH: He
ABJIAKOTCA JTH OAMH UK 06a 3THX Genka noupyHKUHOHAILHLIMH H He 00/1a1at0T JIH OHH HHBIMH
BHaMH aKTHBHOCTH (B JONO/THEHHE K H3BECTHBIM), AOCTATOYHO OM3KMMH, 4TOOLI 0OYC/IOBHTD
CXOACTBO HX CTPYKTYp?

2.6. YeTBepTHUYHAN CTPYKTYpa

MHorue 6enky, BblOe/eHHbIE H3 KIIETKH, COCTOAT M3 HECKOJIBKHX CYOBETNHHALl, HEKOBAJIEHT-
HO CBA3aHHBIX Mexay coboit. ITo cBoeMy cocTaBy, CJIOKHOCTH M OpraHH3alMH CyOBeIUHHILI
MOTYT CHJIBHO pa3jH4aThcA. B mpocTelfieM cinyyae 610K COCTOHT TOMBLKO M3 OBYX TOXIECT-
BEHHBIX CyObeqHHHU. DTH CyObeAHHHLIBI HMEIOT OMHHAKOBYIO NEPBHYHYIO H TPETHUHYIO CTPYK-
TYDY, @ B paMKaX YeTBEPTHYHOR CTPYKTYDHI CBA3aHbI MeXAY COGOH OChIO BpalllaTETLHON CHM-
METDHH. B kauecTBe mpHMepa MOKHO NNPUBECTH AJIKOTOJIbAETHAPOreHa3y H3 fedeHH, TPEeTHYHAsA
CTPYKTYpPa KOTOpPO# yxke 06cyxnanacs. benku, cocTosime U3 pa3sMHuHbIX CyObeIMHHILI, OPraHu-
30BaHbl HECKOJIBKO CIIOKHee. HanpuMep, ykakeM Ha reMOorjIo0HH (a,8,) 1 PHK-nonumepasy u3
E.coli (a8’ 0). N3BecTHBI Genku ¢ ewme Gonee croxHO# cyObenHHHUHOM opranu3ammeit. Hexo-
TOpBIe MIMEIOT 6OJIbILIOE YHCIIO CYOBETHHHL PA3IHYHbIX THIOB, OOIIKH pa3Mep KOTOPBIX H CTe-
XHOMETpHSA CTPOro (pUKCHPOBAaHBI, HAPHMeD NMHPYBATIOETHAPOreHasa [t,,(P,)15(F5) 5] Apyrue
6enxu npeacTaBaAOT cO60M NOMUMEPHBIE CTPYKTYPEBI, COCTAB KOTOPBIX MOXKET ObITh IOCTOAH-
HbIM, a obluMe pa3sMmepsl MEHAIOTCA, HAIPHMEDP MHKPOTPYGOUKH [(aB),}. Tlpu uccnenosanun
Takux 6eMKoB HeO6XOMHMO OTBETHTB Ha CIEAYIOLIMe BOnpockl. M3 kakux cy6beIHHHL OHH NO-
crpoenbl? KakoBo npocTpancTBeHHOe pacrnonoxenne cybvenuunu? YTo crabHmH3HMpyeT Ta-
Kylo opranusauuio cy6penunun? Kak cy6senqunuusl co6uparorcs in vivo? KaxoBul pyHKUMO-
HaJIbHBIE NPHYHHBI Harmuns B 6enkax cy6beaunuu? OTBETHI Ha HEKOTODPBIE H3 ITHX BONPOCOB
MBI 0auM, a OCTaJIbHble 0OCYIUM B JasibHEHILIEM.

COOBPAXEHU A CUMMETPHUHU

Jns 4eTBepPTHYHBIX CTPYKTYP ¢ HeOONbILIMM 4HCIOM CyObeAMHHI MOXXHO COeNaTh HEKOTO-
pble NPERNOJIOXKEHH OTHOCHTEILHO THIIOB CTPYKTYPHI HAa OCHOBe COOOpakKeHHIt 0 CHMMEeTpHH
Monekyn. B Tabn. 2.8 npHBeneHsl RaHHbIE O CYOBeAHHHYHOM COCTAaBE MJIS HECKOJIBKHX THITHY-
HbIX 6enkoB. Kak BUAHO U3 3TOM TaOMHLBI, YHCIO TOXIECTBEHHbIX CYOBLEIMHHI YacTO OKa3bi-
BAETCA KPATHBIM 2 WIH 3, a He 6G/IBILIMM NIPOCTHIM YACIAM. DTO clIeAcTBHe Hanbonee BeposAT-
HbIX CHMMETPHUYHBIX CIIOCOOOB YIAKOBKH TBEpABIX Tell B TpeXMepHOM NpocTpaHcTBe. (0630p
onepauHit CHMMETDHH NpHBeAeH B JlomonHeHuH 2.5.)

PaccMoTpuM npocreinmit npuMep 6e/KoOB, COCTOAILMX H3 CYOBLeAHHHII ONHOrO THNA, Opra-
HH30BaHHBIX B OHY H3 HACAJILHBIX IPYNI TOYeuHO# cHMMeTpuH. [IpHBOIHMBIE HHXKE IPHMEDBI
Bceraa MoxeHo o0oOwmuThe Ha Oonee cnoxuele cnydyad. Kaxnas cyOnenunuua, BooOuie
roBOps, — aCHMMeTpHuHOe 00pa3oBaHHe. Bosiee TOro, Bce COCTAB/IAIOLINE €€ a-YTIIEpOOHbIE
aTOMBI TaK)Ke aCHMMeTpHuHbI. [103TOMY deTBepTHUHAA CTPYKTYpa OeJIKOB He MoXXer comep-
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PUC. 2.44. BO3MOXHbIE IPYNIIbI TOYEUHON CHMMETDPHH [UIsi HAOOPOB OIMHAKOBBIX CYOBENHHHLL. A. AHCAM-
61 cyOBbeqMHHUL C aKCHaIbHOM cuMMeTpHuel. IToka3aHo MOJI0XKEHHE Ocell BpalleHHUs AJIsi CTPYKTYP C CHM-
MeTpHER C2, C3 Hu Cs' b. AucaMbmu ¢ auagpuyeckoi cumMerpueit. IToka3aHo NOJI0)KEHHE B3aUMHO IEPIIEH-
IUKYJISAPHBIX OCE CHMMETPHH UIS CTPYKTYP C CHMMeETpPHEH Dz, D3 uD,. B. AHcaMbnu ¢ KyOnueckoi cum-
meTtpueii. [TokaszaHbl HEKOTOPBIE OCH CHMMETPHH B Ky0e 1 B CTPYKTYpax ¢ TeTpasapudeckoit (7), okTasapu-
yecko#t (O) u uxocasapuueckoit cummerpuer. (Pucynku Vpsunra I'efica.)
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»aTh HU IJIOCKOCTEH 3ePKAJIBHOTO OTPaXKEHUs, HU HHBEPCHOHHBIX Ocei. ENMHCTBEHHO BO3MOX-
HbIMH U1 GEJIKOB ONepalMsMM TOYEUHOM CHMMETPHH SIBJISIOTCA BpalleHHs. Bce BO3ZMOXHBIE
cnocobbl PacmoyioKeHus CyObequuuL, obnanaouye TOIbKO OCAMHM BpAllEHHs, pacnagaroTcs
Ha TpM Kj1acca Ipymi TOYeYHOM CUMMeTpHUH (PHC. 2.44).

1. Axcuanvnasa cummempus. DTH CTPYKTYPbl 00J1alatOT TOJIBKO OAHOW OChHO BpALLEHUS.
ITycTh n — yucio cyObeauHuUL; TOrAa NOBOPOT Ha 360/n rpaaycoB NEPEBOAUT CTPYKTYPY camy
B cebs. CnenoBaTenbHO, BCE LEHTPHI CYOBEAMHUL MOXXHO PACIOJIOXKUTh B BEPUIMHAX NMPaBHIIb-
HOTO MHOTOYrOJIbHHKA. [ PyNIBI TOYEYHOM aKCHATILHON CHMMETPHH 0003Ha4yaroTcs aubo n, Jiu-
60 C,. ®aKkTHYECKH B OJIATOMEPHBIX Oenkax npossisercs cummerpus C, u C.

Homnonuenue 2.5
OINEPALIUU CUMMETPUU

OnepauusiMi CHMMETDHH SIBIISIIOTCS IOBOPOTHI, Apajule/IbHbIE NEPEHOCHl WM APYTrHe npeobpa3opa-
HHS, IPH KOTOPBIX 0OBEKT He H3MeHsieTcss. Onepauyn TOYEYHOH CHMMETPHH NIPEACTABIIAIOT COO0# 0COObI
KJacc npeobpa3oBaHuif, KOTOPbIE HE TONBKO OCTABJISAIOT OOBEKT HEM3MEHHBIM, HO M OCTABJISIOT MO Kpaif-
Helt Mepe OIHY TOYKY B 00BekTe HemoaBukHOM. Hanpumep, nosopoT Ha 180° MeHsieT MecTaMu ABE TOX-
JIECTBEHHbIE CYyOBEIUHHULIBI, H €T0 MOXHO NMPEACTAaBUTh CIEAYIOLMM 06pazom:

Ocp cummeTpuu C.

TakoMy NOBOPOTY COOTBETCTBYET OCh CHMMETDHH C,. OT0 npuMep Onepauuy TOYEYHON CHMMETDHH,
MOCKOJIbKY TOYKa, PaclojIOXeHHas Ha OCH, OCTAeTCs NPHU 3TOM NPeo6pa3OBaHHM HEMOABIXKHON. CUMMeT-
PHYHOE PACIIONIOKEHHE ABYX CYOBEUHHUII MOXKHO MOMYYHTh C MIOMOILBIO ONEPALMK 3€PKAJIbHOTO OTPaXe-
HUS. DTO TaK)Ke NPUMED ONepaLMy TOYEYHONH CHMMETPHH, NIOCKOJIbKY 4acTh 06BEKTa, PacoioKeHHast Ha
CaMoif IIOCKOCTH, OCTAETCS B PE3yJIbTATE OTPAXKEHUS HEMOBHXKHOM.

3epkasbHOE OTPaXeHUE
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Onepanyst HHBEPCHM COOTBETCTBYET OMHOBPEMEHHOMY IIOBOPOTY BOKPYT OCH CHMMETDHH C, u oTpaxe-
HHIO B INIOCKOCTH, NMEPNEHAUKYIAPHOR 3TOM OCH. DTO TaKXKe ABJIAETCS ONEepaLHell TOYCYHON CUMMETPHH.
HenonsuxHol OCTaeTCs NMPH 3TOM €AUHCTBEHHAs TOYKA, HAXOMAALIAACA HA TEPECEUEHNH OCH BDAILEHHS U
IJIOCKOCTH OTPXXECHHA. DTa TOYKA Ha3bIBAETCSA TOYKON MHBEPCHHM.

WUnBepcust

I'pynne ToueuHO# CHMMETPHH JaHHOTO 06BEKTA COOTBETCTBYET COBOKYITHOCTh BCEX ONEPALNH CHMMET-
PHH, KOTOpPBIE OCTABISIOT 00BEKT HeM3MeHHBIM. TTOJTHOCTBIO aCHMMETPHYHOMY OGBEKTY COOTBETCTBYET
TpyIna CHMMETDHH, Ha3biBaemas rpynno#t E. K Tako# rpynne CAMMETPHH OTHOCHTCS TOJIBKO TOXIECTBEH-
HOe npeo6pa3oBaHue, KOTOPOE OCTABIAET OGBEKT HEU3MEHHBIM U HEMOIBHXKHBIM. [Ipyrue MPHUMEDBI Orepa-
Il TOYEYHOH CHMMETPHH NPHBOAATCA B TeKCTe. K onepauusM cMMMeTpHHE OTHOCATCS IapaJUle/ibHbIE Tie-
PEHOCBI, @ TaK)Xe BO3MOJXKHbIE BPALLIEHHUs] H HEKOTOPBIE Apyrue onepauuu. OHU HAa3bIBAIOTCS ONEPALHMAMH
NPOCTPaHCTBEHHOH CHMMETpPHM. B kauecTBe mpHMepa PaccCMOTPHM IPOCTOHM MNapaslebHBIA NEPEHOC
BIOJIb OCH.

IlapaJinesibHbIA TEepeHoC

B pe3ynbTaTe KOMOHHALMM NapajieJIbHOrO EPEHOCA ¢ BPAILIEHHEM M0JTy4aeTcsi BUHTOBast ocb. OHa 06-
pasyer cnupaib WM «1eHTY». Ha pacyHKke H306paXXeHO coueTaHue BpaleHus BOKPYr ocu cummeTpus C, ¢
napaule/IbHbIM IEPEHOCOM BIOJIbL 3TOM OCH. [JJONMOIHUTENbLHBIA MaTepUal 10 BONPOCaM, CBA3aHHBIM C CHM-
MeTpHel, MOXXHO HaliTH B 1. 13. Onepauuu CHMMETPHMH MPEKPACHO M3JIOXKeHbI B KHure IT1. OTkuHCa.
[P. W. Atkins, Physical Chemistry, San Francisco, W. H. Freeman and Company, 1978. NmeeTcsa nepe-
Boa: Orkunc I1. Ousnueckas xumusi. B 2-x T. — M.: Mup, 1980.]

BuHTOBAast OCh
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Tabauya 2.8

CYBBEAUHUYHBIN COCTAB BEJIKOB, COJIEPXAIIVX BOJIEE OMHON CYBBEAMHHUBID

Monekynapuas
Benok HcTounnk Monekynapras Uncno cybnenn- Macca cyonens-

macca benxa HHI HHLL
dakTop pocTa HEPBOB Mpziib 26 518 2 13 259
JT10TeHHH3HDYIOUIHIt TOPDMOH OBua 27 322 1 12 500
1 14 830

HUHra6uTOp XMMOTPHIICHHA Kaprtodens 39 000 4 9800
CynepokcuagucMyTasa E.coli 39 500 2 21 600
eMO3pUTPHH Phascolosoma 40 600 3 12 700
FanakTokHHa3a Yenosek 53 000 2 27 000
I'emornobux Mnexomuraruiee 64 500 2 16 000
2 16 000
Tu- Ts-xomnnekc E.coli 65 000 1 4] 500
1 28 500
ManaTtaeruaporesasa Kpsica 66 300 2 37 500
ABHIHH KypHHoe sifuio 68 300 4 18 000
Tponouun Kponux 80 000 1 37 000
1 24 000
1 20 000
Ilenoynas docdarasa E.coli. 86 000 2 43 000

INpokapGokcunenTHaasa A Kpynsslit poratbit

CKOT 88 000 1 40 000
2 23 000
Cepun-TPHK-cunTeTasa E.coli 100 000 2 50 000
Hyxneosunandochokunasa JpoxKu 102 000 6 17 000
TyOynun IMopoceHok 110 000 1 56 000
1 53 000
JlakraToeruaporeHasa “w 140 000 4 35000
TpunrodaHcuuTeTa3a E.coli 148 000 2 45 000
2 28 700

2. Ju3dpuuecxan cummempun, STOT THI CHMMETDHH BCTPCYAETCA MPH HAJIHYHH XOTH ObI
OnHOMI OcH BpallieHUs Cz, NEePNEeHANKYIAPHOH APYTOft OCH BpaILEHHs 71-ro nopsaaka. MaHUMAaNb-
HOE YHCNO CYy6benHHHIl B OJTHTOMepe PaBHO 21, rie n1-moboe HaTypanbHoe uncno. [lo npusATO#H
HOMEHKJIATYP€, ITH IPYNINbI TOYEUHOH! CHMMETpHH 0603Ha4YaloOTCs Dn, rae n-HanGonbumit no-
PAROK OCH BpALLECHHs, UMerolleitics B rpynme. JIpyras HOMEHK/IaTypa NpeaaraeT TouHoe 060-
3HaueHHe Bcex ocel cummerpun. Hanpumep, rpyrme D, coorBerctByer o6o3nauenue 222, no-
CKOJIbKY HRJTHYHE ABYX B3aUMHO NEPINEHIHKYJIAPHBIX OCell BTOPOro NOpsAKa aBTOMATHUYECKH
NMOPOXAAET TPETHIO, NEPIEHIHKYNAPHYIO HM OCh BTOPOTo Nopaaka (cM. puc. 2.44). I'pynmne D3
NMPHCBOEHO 0003HaueHHne 32, rpyrme D, —42.

3. Kybuueckasn cummempun. TlpaBunbHeilt Ky6 UMeeT TPH OCH CHMMETDHH YETBEPTOrO MO-
panxa (IpoXoaslKe Yepe3 HEHTPhI NPOTHBOMNOJIOKHBIX IPaHelt), YeThipe OCH TPETHETO MOPAIKA
(Bmonp aHaroHaelt, cBA3LIBAIOIMX IPOTHBONONOXKHbIE BEPIUMHDI) H LIECTL Ocelt BTOPOro mo-
panxa (MpoBeaEHHBIX Yepe3 UEHTPBI NPOTHBOMONOKHBIX peGep). TodedyHble rpyNbI BpallleHHS,
OTHOCAILMECH K KyOHUeCKOt CHMMETDHH, HMEIOT IO KpaliHell Mepe YeThIpe OCH TPEThEro NOpAl-
Ka. K HHM OTHOCATCA TeTpaj’apuyecKas, OKTaSApHYECKAsd M HKOCajapHueckas rpymmsi. Ha
PHC. 2.44 IpHBENEHBI HEKOTOPBIE OCH CUMMETDHH, KOTOPbI€ MOTYT MMETh MECTO B NOMOGHBIX
CTPYKTYpax.
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Tabauya 2.8

MonexynsapHas

Benok HcTounnk Monexynspuas Yncno cyObenu- Macca cybnenn-

Macca fenxa HHI HHL
lac-Penpeccop To xe 160 000 4 40 000
Metuonun-TPHK-cHHTeTa3a “u 170 000 2 85 000
Pennukasa dara QB i 205 000 1 70 000
1 65 000
1 45 000
1 35000
Apunamunasza YenoBek 223 500 6 38 100
JleftunHaMHHoNeENTHAA3a CBHHbBS 255 000 4 63 500
H3oumTpaTaernaporesasa JpoxOKH 300 000 8 39 000
AcnapratTpaHckapbaMoHnnasa E.coli 310 000 6 33 000
6 17 000
Hurporenasa Clostridium 330 000 2 59 500
4 27 500
2 50 700
EHonasa T.aquaticus 355000 8 44 000
nyTamMuHCHHTETa3a Neurospora 360 000 4 90 000
PHK-nonumepasa (kop) E. coli 400 000 2 39 000
1 155 000
1 165 000
AnodeppHTHH Jlowanb 443 000 24 18 500
CnyTaMHHCHHTeTa3a E.coli 592 000 12 48 500
H3oumtpaTaeruaporeHasa KpynHbi# poraTbiit

CKOT 670 000 16 41 000
OBOMakporno6ynuu Kypusoe situo 650 000 2 325000
I'emMorno6un Arenicola 2 850 000 48 54 000
IMHpyBaTOErNOPOreHa3 bl KOMILIEKC E.coli 5 000 000 24 91 000
24 65 000
24 56 000

Dp. W. Darnall, I. M. Kiotz, Arch. Biochem. Biophys., 166,651 (1975).

nDOCTOC TeTPa3aAPHUCCKOEC PACITIONTOXKEHHE YETBIPEX TOXKIACCTBCHHbIX Cy61:CﬂHHHI.I HE oGnana-
€T 3aKOHUYeHHON TeTpasapuyeckoit (7) cuMMeTpHeil. DTO CBA3aHO C TEM, YTO OTAENbHAA CYOB-
€IWHHLA B BCPILIHHE TETPpa3apa aACHMMECTPHYHA H ITO3TOMY OCH CHMMECTDPHH C3 OTCYTCTBYIOT. Ta-
KHM 06pa3oM, TeTpasfip, B BEpPIIHHAX KOTOPOTO PaclONOXKeHbl CYObeHHHIIbI, HMEET TOJIBKO
CHMMETDPHIO D,. JINIsl OCTPOEHHA CHCTEMBI cybpeaunul, uMeroweit cumMMerpuio T, Heobxoau-
MO M0 KpaitHelt Mepe 12 TOX[IECTBEHHBIX MOHOMEDPOB, 0Opa3yIOIHX TPEYrOJIbHHKH C JIOKaJlb-
HOlt cuMMeTpHeit C; B KaX10it BepIIHHE TETPasapa. AHAJIOTHYHO, OKTa3PHIECKOE PACTIONONKe-
HHE OTAENMLHBIX cyObenuHHuL o61anaeT TOMLKO CHMMeTpHEHR D,. [Ins n0cTpOCHHA 3aKOHYCHHOR
oKkTasapHyeckoit (O) rpynnbl CHMMETDHH B KaX/A0H BepILIHHE JO/KHBI PACNIONAraThes YeThIpe
cybveaMHHLBI, 06pa3ylolHe KBaapar. 4 peanu3auny 3TOH CHMMeTpuH Tpebyerca 24 cybbe-
JUHANB]. 3aMETHM, YTO OKTA3[p HMEET YEThIpEe OCH TPEThEro NopsanKka, TPH OCH YeTBEPTOro
MOPANKA H LUECTh OCEH BTOPO[O NOPANKA, T.€. TOT e Habop 3IeMEHTOB CHMMETPHH, YTO M HC-
THHHBIA Ky6. I cO30aHNA cCHCTEMBI CyObeAHHHUIL ¢ KYOHUeCKON cuMMeTpHelt Takke Heobxoau-
MO 24 cy6penuBH1bI; 06pa3ys Tpeyro/bHHKH, OHH PacliofaraloTcs 1o TPH CyGheIHHHLLI B KaX-
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CHUMMeETpUYHBIA ACHMMETPHYHBIN

3 CUMMETPHUYHBIX 6 cMMMeETpHY HbIX
6 cUMMeTPUYHBIX 6 aCUIMMETPUYHBIX 6 acUMMETpPHUYHBIX

5

PUC. 2.45. CumMeTpus KOHTAKTOB MexXay cyOnenuHuuamu. A. CxeMaTuuyeckoe H3o00pakeHHe CHMMeT-
PHYHOTO M aCHMMETPHYHOTO KOHTAKTOB. 5. TpH CTPYKTYDPBI C CHMMeTpHE#H D, , NpHYEM Kaxaas CONEPHKHUT
pa3snuuHbie HAOOpbI CUMMETPHYHBIX U aCHMMETPHYHBIX KOHTAKTOB. ITJIOTHOCTH YyNakOBKH CYOBEIMHHUIL
BO3pacTaeT, MOJIHOE YHUCJIO KOHTAKTOB yBeIH4YMBaeTcs oT 6 no 12. (Pucynox Mpsunra Ieiica.)

ol BepimHe Ky6a. CXoqHBIM 00pa3oM MOJXKHO IOKa3aTh, YTO 3aKOHYEHHAs: MKOCA3PHYECKast
cuMMeTpus noTpebyer Hamuuus 60 TOXIECTBEHHBIX CYyObEeaMHHIL.

Cy1liecTBOBaHME CTOJIb GONBIIOrO YKC/Ia TOXAECTBEHHBIX CyObeAMHMII, HEOOXOMUMBIX IS
MOCTPOEHHS Ipynn KyOHuecKo# CHMMETPHH, IPAKTHYECKH MaJIOBEpOATHO. HeCKOJIbKO BO3MOX-
HBIX MPUMEPOB NpHBENEHO B Tabin. 2.9. OnqHako GONBIIMHCTBO OJIMTOMEPHBIX OeslkoB, oOnana-
IOLMX XOTh KaKOW-TO CHMMETpHel, MONagaloT B KJ1acchl JHOO ¢ akcHabHOM, MO0 ¢ Au3apu-
4yecKoi cuMMeTpHelt. CTPYKTYPHBIN CMBICH IPYII TOYEYHON CHMMETPHH CTAHOBHTCS OoJiee 1mo-
HATHBIM NIPH PaCCMOTPEHHH PEaJIbHbIX KOHTAKTOB MEXAY NMOBEPXHOCTAMHM CcyObenunuu. Cy-
LIECTBYIOT ABa BO3MOJXKHBIX THIIA KOHTAKTOB MEXIY CYObeAMHHIIAMM: CHMMETPHYHBIN U acCUM-
MeTpuuHbI#t (puc. 2.45). IlepBelif peanonaraeT HaIM4YKHe OABYX TOXKIECTBEHHBIX KOHTAKTHBIX
obnacreit B cyObeAMHMIIAX, CBA3AHHBIX OChI0 CHMMeTpHH C,. ACHMMETDHYHBIM KOHTAKT Npea-
IoJjIaraeT, 4YTo KOHTaKTHbIE 00J1acTH B CyObeIMHALIAX PA3J/IMYHBI H, CIEOOBATEILHO, 3TH 00/1a-
CTH I KaXKAOH CyObeIMHHIBI OCTAIOTCA OJOCTYNHBIMHE AJIS 0Opa3oBaHusl OJIMTOMEPOB Goltee
BBICOKOTO nmopsinka. Takum oOpa3oM, pH aCHMMETPHYHBIX KOHTAKTaX, €CTECTBEHHO, 00pa3y-
FOTCA JIEHTBI ¥ cnupand. Eciu mar cnupaii paBeH HYJIIO U N€OMETpHA KOHTAaKTa NpaBHJIbHA,
NocjIeA0BaTe/IbHbIe aCHMMETPHYHBIE KOHTAKThI CO3A0T OJIMTOMEPHI C aKCHAJILHON CHMMeT-
pueii, NOPAAOK KOTOpOi 6oblie AByX.

HHoraa pa3MuHBIM THIIAM CYObeAMHUYHBIX KOHTAKTOB MOXXET COOTBETCTBOBATh OJIHA M Ta
ke rpynmna Toue4yHoi cuMmMeTpun. Ha puc. 2.45 npeacrasjieHsl TpH IPYNNBI U3 IIECTH CyObeau-
HUII, IPHYEM KaXKJas U3 nocyiennux obnagaer cummerpueii D,. OnHako ofHa CTPYKTYpa HMeeT
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Tabauya 2.9
TIPUPOIJA KOHTAKTOB MEXY CYB'I:E[IMHML[AMM”
Benok CummeTprs KonTakTHpylouHe Yucno BaHaepBaans- Yucno sono- Yucno nap
obnactu COBLIX KOHTaKTOB DOAHBLIX CBf3eR  MOHOB
o~ XHMOTPHIICHH C2 A 443 9 1
B 57 6 -
KoHkanapanuH A D, Ik A - 2 -
lix B 142 14 6
Il C 174 14 -
TI'emornodun

OxcureMorno6us C2 aIB‘ 110 5 -
a]BZ 80 1 -
oo, - - -
8,8, - - -
af, 98 5 -
Jle3okcHreMornobun C 2 o 132 69 1 1
aa, - - 2
8,8, - - 1
HHcynun D3 OP 111 8 -
0Q 99 2 1

DA, Lilias, M. Rossmann, Ann. Rev. Biochem., 43, 485 (1974).

[Ba pa3NIHYHBIX HabOpa U3 Tpex CHMMETPHYHBIX KOHTAKTOB. BTopas, ¢ 60onee n10THOMR yrakoBs-
KOif, HMEET TPH CHMMETPHYHBIX H LIECTh ONMHAKOBbIX ACHMMETDHYHBIX KOHTAKTOB, 00pa3yio-
LIHX ABa TpeyronbHHKa. Ilocneauss rpynna ynakosana HanGosee ninoTHO. B Helt mMmeroTcsa 12
KOHTaKTOB: LJeCTh ACHMMETDHYHBIX H IIECTh CHMMETPHYHBIX — MO TPH ¢ ABYMA Pa3HbIMH TH-
naMH CHMMETDHH.

IlaHHBIE O CHMMETDHH BeCbMa Ba)KHbI NMPH ONMHMCAHHM CYOBETHHHUYHBIX CTPYKTYp. OmHaKo
NIPH OYeHb NOAPOOHOM HccenOBaHHH MOTYT HabmionaThea HeGonbIIHE, HO BaXXHbIe B GYHKITHO-
HaJIbBHOM OTHOILEHHH OTKJIOHEHHA OT CTPOTOi CHMMETPHH Ja’ke /11 HOMHHAILHO HAEH THUHBIX
cyObenuHHIl. DTO MOXeET NPOABIATLCA B BUAe HeGOMBLIHX TPAHCIAIIHOHHBIX CABHTOB OAHON U3
CyOBeAMHHII B YETBEPTUYHON CTPYKTYDPE HITH B HEKOTODBIX HEIKBHBAJICHTHBIX H3MEHEHHAX B
TPETHYHOR CTPYKTYpe. XOTA GONBLINHHCTBO GeNKOB, COCTOAIIMX H3 MHOXECTBa CYOBLEAMHHUIL,
ofpa3yeT CHMMETDHYHYIO CHCTEMY, MBI HE MOXEM a Priori YCTaHOBHTB, YTO IUIA ITOTO TPedy-
erca. HanpuMep, rekCokiMHasa, BbIAENICHHAS H3 IPOXJKeH, COCTOHT H3 ABYX TOXIECTBEHHBIX
cy6benuHHL, obpasyrommx quMep 6e3 TOUYEUHOH CHMMETPHH: 1B 6¢ MOHOMEDPA CBA3aHbI JPYT C
APYroM BHHTOBOH OCBIO, HO reOMeTPHs HX TaKOBa, YTO CHHPAIbHAN LENOYKA U3 MHOTHX CyObe-
AWHHUIL He obpasyerca (puc. 2.46).

AHAJIN3 YNCJIA CYBPBEOAUHHWL U NMOJUTIENTUOHLIX LIETIEN

Haubonee noctosephylo HHGOpPMALMIO O pacnonOXeHHH CyGBLEOHHHI B YETBEpTHUHOM
CTPYKTYpPE JAlOT PEHTTEHOCTPYKTYPHBIE H 3JIEKTPOHHO-MHKPOCKONHYECKHe JaHHble. J1ns aToro
4acTO OKa3bIBA€TCsA JOCTATOYHBIM BBINOJHUTL PEHTTEHOCTPYKTYDHbIE HCC/IEAOBAHUA C HU3KHM
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PUC. 2.46. CTpykTypa TIeKCOKMHA3bl M3
IPOXKKeH, MOJydeHHass IPU HHU3KOM pa3spe-
1IeHHH. [IBe CyOBbeqUHMIBI CBA3aHbI BUHTO-
BO#H OChbI0. MHOTOTpaHHHK B MPaBOi CyObe-
JIUHULIE IPEACTABIISET CO00M r1toKko3y. (Pu-
cyHok npenocrtasneHn T. Creiiuem.)

paspemenueM. [IpuMeHeHHe IS OTAEBHBIX THIIOB CyOBEOUHHMI CrielM(pHUIECKUX KpacuTeseH,
HampUMeEpP COOTBETCTBYIOLIMX AHTHUTEN, 3HAUHUTEJILHO YBEJIMYMBAET MHGOPMATHBHOCTh
3JIEKTPOHHO-MHKPOCKOIHYECKHUX JTaHHBIX.

ONeKTPOHHO-MHKPOCKOIIUYECKHE U PEHTTEHOCTPYKTYPHBIE MaHHbIE MOT'YT OBITH JOMOJHEHBI
WM JaXke 3aMEHEHbI pe3yJIbTaTaMH, IOJy4EHHBIMHU C TOMOILLBIO 60J1ee IPOCTHIX HU3HYECKUX U
XHUMHYECKHX MeTonoB. Hanmpumep, ¢ MOMOILIBIO THAPOOUHAMHUYECKMX METOIOB, OINHCAHHBIX B
1. 11 1 12, MOXXHO ONpPEAEIUTh MOJIEKY/IIPHYIO MAacCy MHTAKTHOMN YETBEPTHYHOHN CTPYKTYDHI
(074 q) ¢ TOYHOCThIO 1—10% B 3aBHCHMOCTH OT METOHA ONPENE/IEHHS H IPUCYTCTBUS HEAMMHO-
KHMCIIOTHBIX COCTaBHBIX yacTeit!.

Bo MHOTrHX ciIydasx MOJXXHO Npeanojarath, 4YTo Kaxnas cyOorequHuua obpa3zoBaHa OmHOIM
MOJIMNENTHIHOM nenbio. Eciiu 3T0 He Tak, TO MOXHO noaobpaTh YCIIOBHS, MPH KOTOPBIX BCE
HHAMBHAYaJIbHbIE TIOJIMIIENTHAHbBIE LIETIH B YeTBEPTHYHOM CTPYKTYpE pasaesstorces. s pasae-
JieHHs OOBIYHO HCIONb3YIOT CHJIbHBbIE JE€HATYPUPYIOLIHE areHThl, TaKHe KaK JOAELHICYIbdaT
HaTpHs, 1 00paboTKy BOCCTaHABIMBAIOLMMH areHTaMH [Jis pa3pylleHHs BCeX AUCYIbOUIHBIX
cBsa3eit. YacTo Bce MOJTydYalOIIHEcss OCTATKH UCTEHHA AIKHIMPYIOT HOOYKCYCHOM KHCIIOTOM MITH
HOJALeTaMHIOM 1A IPeI0TBPAIleHHs BOCCTAHOBJICHUA AUCYIbGUIHBIX CBsA3El IPH MOCIIEAYIO-
IIHX U3MepeHnsaX. MeTonbl pa3fesieH|s NOYTH BCeria Aal0T BO3MOXKHOCTD ONPENEIUTh YHCIIO
Pa3IMYHBIX THIOB MOJIMIENTHAHBIX Leneit. Hanpumep, ¢ noMolbio 351eKTpodopesa 4acTo pas-
OensaloT Oenkd, KOTOpble aGCOMIOTHO MOCHTHYHBI, 3a MCKIIOYEHHEM E€OMHHYHBIX 3apAHOBBIX
pasnuuuit. Moneky/spHyio Maccy KaX1o# U3 AeHaTYPUPOBaHHBIX Lenel (M) MOXHO onperie-
JIMTH THAPOAMHAMHYECKMMH METOIaMH, XOTS H HE BCETZa C TaKo# Xe TOYHOCTBIO, KaK B ClIydae
HaTHBHBIX OeIkOB. B KauecTBe albTepPHATHBBI HCIIOJIb3YIOT XUMHYECKHE METOABI /I ONpeaerie-
HHSA YHCJIa aMHHOKHCJIOT, IPHXOAsLIerocs Ha onuH N-koHel. BMecTe ¢ aMHHOKHCIIOTHBIM aHa-
JIN30M 3TO JAeT BO3MOXKHOCTb AOCTATOYHO TOYHO ONpENETMTH MOJIEKYJIAPHYIO MacCy LEIH.

HenocpencTBeHHBI! IEpeX0a OT MOJIEKYJIAPHOM Macchl MOJIUNENTHAHON LIEMH K MOJIEKYJIAP-
HOM Macce CyOBeOMHHIIBI HE BCeraa mpocT. EciM CymecTBYIOT LEMH TOJNILKO OOHOrO THIA,

1) B npouecce usmepenuii Hano GbITH YBEPEHHBIM B TOM, YTO HE IPOUCXOMMT 3HAUYMTEILHOM MUCCOIHA-
LMK Ha CyOBEOMHMIIBI, TIOCKOJIbKY NPH OUCCOLMALMY BEIMYMHA OLIMOKH MOXET BO3PACTH Ha NMOPSHOK.
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TOrAa — WCK/IIOYasA T€ CIIyyaH, Koraa CyObeduHHLbl COCTOAT U3 HECKOJIbKHMX Lienel, CIUMTBIX
Mexay cob6oit TUCYIbOUIHBIMH CBA3AMH, — MOXHO YCTAHOBHTD NIPAMOE COOTBETCTBHE MEXAY
ofHON Lienblo H oOHOM cyOnenuHuLeH. Uncao CyOBeAUHHI TOTAA PABHO NMPOCTO OTHOUIEHHIO
M q/Mc. s OenkoB, cOCTOMINMX U3 MOJTHIENTHOHBIX Lene HECKOJLKHX THIIOB, HEOGXOOHMO
3HaTh HE TOJILKO MOJIEKY/IAPHYIO Maccy Kaxao# cyGseIMHuLb1, HO K Aomo (W) no macce, npH-
XOOALIYIOCA HA KAXAbIK THII LIENH B ueTBEPTHYHOM CTpYKTYpe. Toraa uncno uened kaxaoro TH-
na Oynet pasuo W M, q/M .- ITOT pacyeT NOXOXK Ha pacyeT NPH MPOCTOM KOJIMYECTBEHHOM aHa-
JIM3e, HO HHOTAA HMEHHO 3/€Ch JIEKHT OCHOBHasA TPYAHOCTh. HanpuMep, OHA HIIH HECKOJIBKO
cyOpeauHuL MOTYT 6bITh HecTAOHILHBIMH HJIH MOXKET 0Ka3aThCA, YTO HX TPYIOHO YAEPXaTh B
PacTBOPEHHOM COCTOSHHH, H TOT[a TakHe CyOBbeAUHHIIL] Jierye, YeM JPYTHE, YIIYCTHTDL H3 BHOY
B NpOLIecce pa3fe/IcHHS HIH aHalIH3a.

Ecnn cy6 e AMHHILIBI COCTOAT U3 NOJIHIIENTHAHBIX Liened HECKOJILKHX THIIOB, TO IIOC/IE HX pa3-
JeNeHusA BO3HHKAET BOMPOC: KaKYIO H3 Lened npunucats Toi Wik uHolt cyOpeaunune? OObIuHO
OKa3bIBaeTCs HEOOXOOHMBIM BEPHYTHCA K HATHBHON CTPYKTYpE H MOMBITATHCH, HCTIONb3YSA 60-
Jlee MATKHE YCJIOBHA OeHATypalliH, pa3le/HTh e Ha CyObeAMHHIBI, COXPAHAIOUIHE HATHBHYIO
TPETHYHYIO CTPYKTYDY. 3aTE€M IOCJIe OUHCTKH CYOBbeAHHHI ONPeaeNsaoT MOJIEKYIAPHYIO MaccCy
H aMMHOKMCJIOTHBIH cocTan cyObeAHHHI Kaxxaoro Tuna. Hanpumep, npu n106aBneHHH cHpHOrO
IEeHaTYPHPYIOLLETO areHTa reMornoOHH pacnagaercs Ha OBe «- H IBe [-LeNMoukH. B ycrmoBHAX
MATKOH OeHAaTypauuH oOpa3yloTcs rnasHbiM 006pazoM of-auMepsl; c¢BOOOOHBIE o- H f3-
cyOBeIHHHIIbI BCTPEYAIOTCA OMeHb peako. OCHOBLIBAACh HA AMHHOKHCJIOTHOM COCTaBe LieneH,
reMorno6HH MoxHO Obio 6Bl Ha3BaTh YETHIPEXCYOBEAHHHUHBLIM O€/IKOM, HO B PEaKUHAX OH

Befier cebs kax GelIoK, cocToAIMI H3 ABYX CYOBbeNMHHII, KaXaAasA H3 KOTOPBIX NIPEACTABIIAET CO-
foi nByXuenoueuHblil a-nuMep. BecbMa ynoOHbI# XHMHYECKUI METOI aHANH3a YETBEP THYHOI

CTPYKTYpPBI — CIUMBaHUE CyObeAMHHUL. B cllyyae NpOCThIX OMIMTOMEPOB, ¥ KOTOPBIX BCE CyOBe-
JMHHULBI TOXAECTBEHHBI, 6€710K 06pabaThiBalOT PaCTBOPOM C H3BLITKOM MOMEKYN AHMETHICY-
OepuMuara:
NH NH
Il Il
MeO — C — (CH,);, — C — OMe

DTa MOJIeKyJ1a CLIHBAEeT OCTATKH JIM3HHa, COXpaHss IPH HEUTPATIBHOM pH IIOJIOXKHTE/IbHBIC 33~
pPA4bL HA MCCTE NOJIOXKHTEIBHO 3apsKEHHOH aMHHOTIDYINBI. B pe3yabTaTe NnoJIydaercs

*+NH, *NH,
H I
R — (CHy),NH — C — (CHy4 — C — NH(CH,), — R’

MHOrHe 13 3THX CIUMBOK 06pa3yroTcs B Npeaeax OAHOM CyObeIMHULBI H OCTAKOTC «HEBUOH-
MbIMH» [J1t OOJIBILMHCTBA aHAJUTHYECKMX MeToaoB. [Ipu oOpa3oBaHMH Ke CILHBOK MEXITY
cy6penvHunaMl GOPMHUPYIOTCH KOMILIEKCHI C MOJEKYIADHOM Maccoi, MmpeBblllarolie Maccy
ONIHO# CYyOBEAMHUIIbI BABOE, BTPOE H T./.; TAKHE KOMIJIEKCHI JIETKO BBIAB/SIOTCS NPU 06padoT-
Ke 6enKka CUIIbHBIMHM IEeHATYpHUpYOWMMH areiTamMi. Haunbonbiiee nonyuyeHHOe 3HauyeHHe OaeT
HUXHUH NIpenen yucna cy6seAMHHUL NIPH YCJIOBHHM, YTO PAacTBOP AOCTAaTO4YHO pa3daeieH, uToOb!
MOXHO OblJI0 npeHeGpeuYb MEXMOJIEKYIRPHBIM B3aHMOAEHCTBHEM.

B psne ciyyaeB Gelok HaXOOHTCA B OHUHAMHYECKOM PAaBHOBECHH C JHCCOLMHPOBAHHBIMH
cyOBeqHHHIIAMH. 3TO OCMOXHAET NPHMEHEHHE ONHCAHHBIX BbIlLlE METOOOB, HO obJeryaer Hc-
NOJIL30BAHHE OJHOTO AOMOJIHUTENBHOTO METOAA, KOTOPbIH HHOra OKa3bIBaeTCHA BechbMa -
(ekTHBHBIM. JIONMYCTHM, YTO CYHIECTBYIOT ABAa BAPHAHTA TOMOOJHIoMepHOro 6enka. 3To Mo-
ryT 6bITh OeJIKH pa3HBIX BHAOB, O€/IKH M3 pa3/IMMHBbIX TKaHeldl [HanpHMep, JJAKTaTAerHAPOreHa-
3a u3 cepaua (H) u Mbimn (M) ubimuieHKa) HJIH HATHBHBIM H XMMHYECKH MOIHOHUHPOBAHHBIMN
npenaparhl. 31ech O4eHBb BaXKHO, UHTOOBI 3TH 1Ba BapHaHTa Oeska Hecnn pa3Hble 3apsagst. [Tycts
11st Kakaoro Buaa Genka 6yner HabmionaThes, HanpuMep, creayiowee pasHoBecHe: M, @ 4M u
H, @ 4H. CMewHBane AByX BHIOB MOJIEKYJ IPHBOIHUT K obpa3oBaHulo Leaoro Habopa ru-
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OpHAHBIX CTPYKTYD. B Tex cnyuadx, koraa caMmocOopka KakHx-1H00 onpeae/icHHbIX TOMOOJIHIO-
MEPOB He ABJIAETCA NPEANOYTHTENBHON, pacnpenenicHie rhOpuaoB Oyner OHHOMHAILHBIM. Ec-
7 HavyasIbHbIC KOMYecTBa My U H, 6b171H OMHAKOBBI, TO B PABHOBECHH 1OJ)KHO HabnionaTbcs
cyienylollee COOTHOLLIEHHe Mexay npoaykTamu: H (1) : HyM(4) : HyM,(6) : HM(4) : M, (1). Ec-
JIM CKOPOCTb YCTAHOBJIEHUS PAaBHOBECHSA HE CJIMILIKOM BeJiMKa, MOXKHO 0s1aroaaps pas3jin4usMm B
3apsagax MOHOMepOB M u H BblAENMTb KaXKObi KOMIOHEHT CMECH METOIOM 3JIEKTpodopesa.
Uucno HabnronaeMbix B 3TOM 3KcnepuMenTe noaoc Ha 1 6osbiue yucna cyoneauHuu.

B3AUMHOE PACIIOJIOXKEHUE CYBBEOUHUILL

HndopMaunio 0 B3aMMHOM pPacnofiOKEHHH CYOBEeOMHHII MOXKHO NOJIYMHTh H C MOMOLILIO
METOZIOB HCCJIENOBAHHUA PacTBOPOB 6enkoB. 1 JOCTATOYHO CHMMETPHYHBIX O€JIKOB, COCTOS-
LWMX U3 CyOBbeAMHHI OMHOTO HMJIH ABYX THIOB, JIy4lle HCIOJIb30BaTh c/iabble JeHATYPHPYIOLLHE
areHThl IUIA NONYUYECHHA GparMeHTOB, coaepXaluux Oonee ueM OOHY CyObeaAHHHIY KaxxabId. 'o-
MOOJIHTOMEDDI ¢ AKCHAJIBHON CHMMeETpHEH HMEIOT TOJIbKO OAMH THI KOHTaKTOB MeEXay Cy0b-
eIHMHHIAMH. B HHTAKTHOM onMroMepe Ha cyObeqHHHLY NPHXOAMTCA OOMH KOHTAKT, TOrda Kak
moboit pparMeHT MOJeKy bl 6yIeT HMETh TONBKO n-1 KOHTAKT Ha n cyObeauuuu. 3TH aBa 06-
CTOATENbLCTBA O3HAYAIOT, YTO OHCCOLMALIMA TAKOTO OJIMTOMEPA, BbI3BaHHAsA JItOOBIM BO3EHCT-
BHEM, OCJIA0NAIOIMM KOHTAKThl MEXIY CyObeAHHHLAMH, NPOHCXOAUT IO NPHHIHIY «BCE HITH
HHYero». MHbIMH CI0BaMH, BEPOATHOCTb OOHAPYKeHHS 3HAUYHTEJIbHbIX KOHLEHTPALMHA YacTHY-
HO IHCCOLIHHPOBAHHBIX OJIATOMEPOB OYeHb Maa.

HanpoTus, 0/THroMepHbIe 6e/IKH, COCTOALLME H3 CYyOBeAMHHIL HECKONbKUX THIOB (MTH HMEI0-
LUHe KOHTAKTbl HECKOJIbKHX THIOB), JOBOJIbHO YacTo HHCCOUMHPYIOT noaramHo. Mcxoas u3
JaHHBIX O COCTABE H OPraHM3alMM TAKHX NPOMEXYTOYHBIX acCOLMATOB, MOXHO MHOIOA cle-
JIaThb BbIBOJ 00 0COOEHHOCTAX PACHONIOKEHNA CYOBEINHHL B HCXOAHON YETBEPTUYHOMN CTPYKTY-
pe. Hanpumep, B reMornoSHHe 4acTO BCTPeHalOTCA NPEBPALLECHHS THIA a3, & 2af3. B numepax
CBA3BIBAIOTCA MeXIY cOOOM Bcerna ONHH H T€ XKe a- K 3-CyObedHHMUbI, OTKYAA claeayer, YTo
OIHH THN a-(3-KOHTaKTa Oonee ctabuneH, yeM Apyroil. 3To yKa3bIBaET HA TO, YTO TeTpPaMep
uMeeT CUMMeTpHIO C,. P CTPYKTYD, COTAcyIOLMXCA ¢ CHMMETpHEH C, H COCTaBOM a,f3,,
NMpeAcTaBnieH Ha pHC. 2.47.

B 6onee cnoxHbIX cnyyasx, HaNpUMep B ciyuae 6e/IKOB C LIECThIO HACHTHYHBIMHU CyObenu-
HHLAMH, BbIOEJIEHHE TPHMEDPOB Cpa3y Xe HCKIIOYaeT BO3MOXHOCTb 00pa3oBaHHA MHOTHX TH-
MOB CTPYKTYDP. /1A arperatoB, COCTOAILNMX H3 CYOBEeNHHHI PDa3/MYHBIX THIOB, ONpedeNcHHE
MPOMEXYTOYHBIX aCCOLIMATOB CTRHOBUTCA OCOOEHHO Ba)XKHBIM, IIOCKOJIbKY OHO MOJKET YKa3aTh,
KakHe cyObenHHMIbl HAaXOOATCA B KOHTAKTE APYr C APYrOM, XOT#, pa3yMeeTcsl, XeJaTeIbHO
uMeThb Ooniee npAMble daHHble 00 X B3aHMHOM pacnoioxeHud. OOHH H3 BO3MOXXHbBIX NOAXO-
IIOB 3aKJiloyaeTca B 60/1ee TOUHOM onpeneneHHH GopMbl arperata. B HEKOTOPBIX CiTyuasx s
3TOr0 MCNONb3YIOT TMAPONHHAMHYECKHE MeTOAbl (OCOOEHHO €CTH €CTh YKa3aHHA Ha TO, YTO
H30JIHPOBaHHble CYOBEAHHHLBI HMEIOT NPHOH3HTENBHO TY )K€ TPETHUHYIO CTPYKTYPY, YTO H B
HHTAKTHOM arperate). Toraa MOXKHO aHATH3HPOBATH TONBKO U3MeHeHue THAPOIHHAMMYECKHX
cBoicTB npH cOopke. B ri. 10 MBI mokaxeM, YTO ITO NO3BOJIET C OOCTATOMHON TOYHOCTHIO
pa3nHuaTh KOHQOpMaLuK reMornobuHa THIA JHHEMHOMN, NIOCKON KBaJpaTHON H TeTpas’upH-
yeckoit. JTa npoueaypa, OJHAKO, He CTOJb YYBCTBHTENBHA, YTOObI MOXKHO OBIJIO OTIHYMTH
OpYr OT ApYra MpOMEXYTO4YHbIE COCTOSAHHA.

Bropoit moaxon 3akmovaercs B NPHUMEHEHHMH CILIMBAIOUIHMX areHTOB. B crywae crmoXHbIX
arperaToB aHAIN3 Pe3Y/ILTATOB CIIMBAHHA YacTO OblBa€T JOBOJILHO CJIOXKHBIM JENOM, IO3TOMY
yao6Hee HCNOJIb30BaTh TAKHE CLIHBKH, KOTOpbIE NPH XKeJTAaHHH MOXHO Pa3opBaTh, Kak, HaNpH-
Mep, CLUMBKH, 00pa3yemMble BOCCTAHAB/IMBAIOLHM PeareHToM 6uc-MeTHITHOOY TUPHMHIATOM
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PHC. 2.47. HekoTOpbI€ BO3MOXKHBIE CIOCOOBI PACMONIOKEHUA CYObEAMHHUIL B reMOrI06HHe, COBMECTHMBIE C
OCbio cUMMeETPHH C, (HapaBIIeHHE OCH YKa3aHO CTPEJIKON HITH IBETHBIM KpPYxKoM). JIpyrue pacnonoxe-
HHS MOXHO MONYYHTh, MEHAA MECTAMH « U 3-cyObeauHuLbl. CripaBa OT KaXX10# CTPYKTYDPbI IPEACTABIECHbI
THIBI BO3MOJKHBIX THMEPOB, KOTOPBIX MOXHO OKHIAATh IPH CLLHBAHHH reMOrnoOHHa «KOPOTKHMH» pea-
FeHTAMH.

CoxpaseHue OHONOrHYECKOR aKTHBHOCTH IIPH CUIHBAHHH JBYX ONpeaereHHbIX CyObeIuHML yKa-
3BIBAET Ha TO, YTO OHM MHGO CONMPHKACAIOTCA APYT ¢ APYroM, b0 yaaneHsl APYr OT Apyra He
Oosiee 4eM Ha JVIMHY cummMBaloilero areHra. OcoGeHHO HaeXHBbI# KOHTPOJIb — BbIAEJICHHE
cnennGHUeckd CIIMTON naphl CyOLeAHHUI B nocaeayomas c6opka ee ¢ HeMOAM(PHIHPOBAHHEI-
MH cyObeIMHHIIAMH B YETBEPTHUHYIO CTPYKTYDY, B KOTOPOM BCE MOJIEKYJIbI COAEPXKAT OOHY H TY
*e TMONepedHyl0 CBA3b. ECIH MOJyuMBIIHECA MOJIEKY/IbI COXPAHSIOT OHONOTrHYECKYIO aKTHB-
HOCTb, 3HAYHT, CLIMBKA BPAI JIH BbI3bIBAET KaKHe-THOO Cephe3HbIe HCKAXEHHS CTPYKTYDHI.

Ha p#uc. 2.47 noka3anbl NpHMeEpPH BO3MOXHBIX CIIHBOK IUIN Pa3/IMMHBIX THNOTETHUYECKHX
CTPYKTYP reMorjiobuna. OueBHAHO, YTO MHOTHE CTPYKTYPBhl MOXHO HCKJIIOYHTB, €CIIH MOITy-
YHTB XOpoumi Habop cyObeAUHRL, CHIHTBIX JOCTATOYHO «KOPOTKHMH» peareHTamMHi. Hu onux
H3 NTepPEeYHCIEHHBIX Bhllile METOAOB He MOXeT O¢3 MpHBJICUeHHA NONMOJIHUTENbHON HHpOopMaLHK
IaThb ONpPeEdeNeHHON MOIENH pactooXeHHsA cyObeqdHHL Jaxe Ok TaKoro mpocroro Genka,
Kak reMorno6un. OnHaKO COBMECTHOE HCNONb30BaHHE BCEX TPEX METOHOB IO3BOAET MCKIIIO-
YHTh H3 PACCMOTPEHHS GONBIIHHCTBO BO3MOXHBIX CTPYKTYD.

CyliecTByeT HECKOJIBKO CIOCOGOB, MO3BOJIAIOIIMX NPAMO HU3MEPATH DACCTOSHHA MEXOY
onpeeieHHbIMH TOYKaMH MaKpOMOJIEKYJI B pacTBope. s pacum$ppoBKkH B3aHMHOTO PacIioo-
JKEeHHA cyObeqMHHI NOJIE3HBIMH MOTYT OKa3aThCs ABA H3 HHX — METOJ HeRTPOHHOro paccesi-
HHAA H METOA H3YYEHHSl CHHIJICT-CHHIJIETHOTO NepeHoca 3Heprud. bonee noapo6Ho 3Tu MeToab1
obcyxnarorcs B ri1. 8 H 14 COOTBETCTBEHHO.

YETBEPTUYHAS CTPVKTYPA
ACIIAPTAT-TPAHCKAPBAMOWJIA3BI

ITone3no paccMOTpeTh ONHH mpuMep Gonee moapo6Ho. UayueHme acnmapTaT-TpaHcKap-
6amomnnasnl (ATCa3br) u3 E. coli BecbMa MOYUHTENBLHO, NOCKOIBKY 3Ta MOJIEKY/Ia HMeeT HaHGo-
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Jiee CIOXKHY10 CyObeNHHHYHYIO OPTraHH3aLHIO U3 BCeX GeJIKOB ¢ H3BECTHOH TPETHUHON H YeTBep-
THYHOMN CTPYKTYpOH. PEPMEHT KATAIM3HPYET CNENYIOLIYIO PEAKLHIO:

COO-
|

?~OPO;~CO~NH,+Asp= NH,~ CO~NH~CH~CH,-COO~ +HOPO}~ +H*  (2.4)

210 nepBbIi War B OHOCHHTE3e MUPHMHAHHOB. MHTepecHas ocobeHHoCTb hepMeHTa 3aKioua-
€TCA B TOM, YTO NPUCYTcTBHE MUpUMHANHA CTP 3HauHTeNbHO CHHXAET CKOPOCTh PeakuuH, Ka-
TanusupyeMoi ATCa3ol, npH 11000 NOCTOAHHON KOHUEHTPALMH acliapardsda. 9T0 HHTHOHpO-
BaHHe [0 MeXaHH3MY OOpaTHOI CBA3H npeacTasiseT coboli GHOOrHYECKH BAXKHBIH perysTop-
HbIA npouecc. VIHTepecHO, uTO MHruOMpPOBAHHE NMPOHCXOOMT HA NEPBOM 3Tane GHOCHHTE3a,
OGnarogaps yeMy npenoTBpAllAeTca Oecnone3Hoe (Wi Jaxe BpedHOe) HAKOIUIEHHE NMPOMeXYy-
TOUYHBIX MPOOYKTOB PEAKIHH.

HaruBHas ATCas3a Beaer ce0s npH yabTpalleHTPHGYrHpOBaHHH KaK YacTHUA ¢ KOHCTaHTOR
cenuMenTammu 11,3S. KoMOMHHDYs pa3nHuHbie IHAPOOHHAMHYECKHE H3MEPEHHSA, YOAIO0Ch MO-
JIYYHTDb HE3aBHCHMBIMH METOIAMH 3HaYeHHs MoJ.Maccel 3 - 105 1 3,1 - 10°. 310 oueHb xopo-
ILIEe COTJIACHE MeXIy pe3yabTaTamul.

Ox. Iepxapt u I'. [llaxMaH HCNONB30BaIH H-THAPOKCUMEPKYPHOEH30aT NS paCLUEenIEHHA
ATCa3bl Ha CYOBEOHHHLBLI. DTOT PEareHT KOBAJICHTHO CBA3BIBAETCA C CYIbOrHODHILHBIMH
rpynnaMH uMcTeHHa. JaHHbIft MeTol OOLIMHO MOJIE3€EH B TEX CIyyadx, KOrda CTEPHYECKH Hello-
CTYTIHbIE B HHTAKTHOH YeTBEPTHYHON CTPYKTYpE CYIbGrHAPHIbHbIE IPYINLI B H30JIHDOBAHHBIX
cyObeIMHHLIAX OKa3bIBAKOTCA 3KCIIOHHPOBAHHBIMH B PAacTBOPHTENb. IIpA ynbTpaueHTpHYru-
POBaHHMH NPH OOCTATOYHO BBICOKHX KOHLEHTPAUMAX PTYTH ObuUin OOHApy)XeHbl OBa THIA Ya-
cTHll. OHH KMeNIH KOHCTaHThl CEIMMEHTALIHH, paBHbie 5,8S u 2,8S, OTHOLIEHHe HX MacC IPHO-
JIM3HTENBHO paBHANOCH 2 : 1. IIpH Hccnen0BaHHH H30JIHPOBAHHBIX CYOBEAHHHI ObIJIO COEAHO
4Ype3BplYaHO HHTepecHoe Habmionenne. CyObennsuin! 5,8S obnamany monHON KaTalHTHYeC-
KO aKTHBHOCTBIO B peakluy (2.4), Ho He HHruOupoBanuch CTP. CyObenuuuiinl 2,8S oKa3anuch
JIHLIEHBI KATAJIHTHYECKOH aKTHBHOCTH, HO Moram cBa3biBaTh CTP. Ilo3toMy cyObenwmHHLBI
nepBoro THMNa ObUM Ha3BaHbI KaTAMHTHYeCKMMH (C), a BTOpOro — perynsatopHsiMH (R). Ipu
CMeILHBAaHHH cyObenuHul C- 4 R-THIIOB pereHepHpOBaIMCh HCXOOHbIE 11,3S-MoseKyibl H BOC-
CTaHaB/IHBaNach peryaatopHas ¢yukuus CTP.

Boinu omnpenencHbl MOJIEKYJIAPHBIE Macchl M30JIHPOBaHHBIX cyOneauHuu. Mon.Mmacca C-
cyOBeIMHHLIbI OKa3aJIach MPHOMHIHTEMLHO paBHol 9,6 - 104, a R-cy6benuuuusl — 3 - 10 3a-
TEM HALUIH NpOocTeRIyI0 KOMOHHALMIO MOJIEKYJIAPHBIX MAace, COTIACYIOUIYIOCA C MOJIEKYNIAD-
HOHM Maccoit HaTuBHOH ATCa3bl M oTHOWEHHAMH Macc C- u R-cyOnenHHHL:

2C O6maa Macca 1,92 - 10°
4R Ofmas Macca 1,20 - 10°
Haruenas C,R, O6was Macca 3,12 - 108

Cornache ¢ HabmogaeMo#i MoJieKyapHOH Maccol HaThBHOH ATCa3bl 0ka3anock BeCbMa XO-
poLKM; OTHOLLeHHe Macc cyObenuuul C:R no kpaftHeit Mepe kaueCTBEHHO ObLIO TakiKe BIIOJIHE
npuemMinemMo. Ins obecneyeHHss MaKCHMaTbHON CHMMETPHH CHCTEMBb! GBbIIIO BLIIBHHYTO NPEANO-
JIOXKEHME, YTO KaXKJas KaTaIuTHYecKas cyObeIMHHIA HMeeT ABA 3KBHBAJICHTHBIX MECTa CBA3bI-
BaHHA ¢ R-cyObenunuueif. 310 J0KHO O3HAYATh, UTO Kaxaas 5,8S-cyOBLeoHHHIIA COOEPKHT

! 3Ty BeMuuHbI NOMy4YeHb! U3 ypaBHerus llleparn — ManaenskepHa H METOIOM PaBHOBECHOTO Y/bTPA-
ueHTPpHYr¥pOBaHHS.
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[IB€ OAMHAKOBBIC LIETIOYKH ¢ MOJI. Maccolt 4,8 + 104, TaxuM o6pa3oM, GbLT MPEANOOKEH LENo-
YeyHbIH COCTaB Cylye

OnHako HA CaMOM Jele CHTYyallus oKa3anach 0osee coxHOHN. [IpH HccienOBaHUH MEPBHY-
HBIX CTPYKTYpP OblmO OOHapyXeHO, 4TO MoJ.Macca I-LEMOYkH pasHa 1,7 - 104, a c-
uenouku — 3,3 - 10%. 3rto 3HaunT, 4yTo C-cy6BeAMHMIA JOJIKHA MMETh COCTAB ¢, ¥ 0bwmyro
mon. Maccy 9,9 + 104, a R-cy6benunuua — coctasr, u 06uiyro Mont. Maccy 3,4 - 10%. KomGumu-
PYA 3TH BEJMUMHBI [JIA [IOJyYEHHA MOJIEKYJIAPHOA MacChl HATHBHOTO (pepMeHTa, HaXOOUM:

2C Obwas Macca 1,98 - 10°
3R Obwas Macca 1,02 - 10
HartusHas C,R, Ofaa Macca 3,00 - 10°

Llenoueunsi#f cocTas pepMeHTA NpH 3TOM OyaeT Cele Takas Moaenb TakXe COracyeTcs ¢ uMe-
IOIIMMHCS THAPOJMHAMHYECKHUMH JaHHBIMH, HO 3HAYHTEJIBHO OTJIHYAETCA OT MPEATIOXKEHHON
paHee.

O cnpaBedJIMBOCTH 3TOH MOOEH CBHIAETENLCTBYIOT H JBa JOMOJIHHTEIBHBIX 3KCTIEPHMEH-
TalbHBIX (pakTa. bb1o 06HAPYXEeHO HECKONIBKO THIIOB KpUCTaLIoB ATCa3si. B onHoH U3 popM
tdepMenT oOnmamaeT oOCbIO KpHCTAMIOrpapHYeCKOM CHMMETDHM TpETBLEIO MNOpAIKa, B
Ipyro#f — ocbl0 BTOPOTO NOPAAKa, a B TpeThbel, Haubonee nHpopMaTuBHON dopme Mosekyna
ATCa3sl MMEET B KpHCTAJIIE 32(D3)-cumwe'rpmo. DTO 3HAYHT, YTO UYHCIIO CYOBLETHHHI KaXK A0~
ro THIIA B YeTBEPTHYHON CTPYKTYpE AOMKHO ObITh KPATHO LIECTH. XHMHYECKHHA aHAJIH3 yKa3bI-
BaeT Ha CYLIECTBOBaHHe 1IecTH HOHOB Zn?*t B unTakTHOM 11,3S-Monekyne. Kaxasifi uon Zn2+
CBA3BIBAETCA C OQHOM r-Lienouxkot. Dra HHPoOpMaLHsa HAPAAY C JAHHBIMH O MOJIEKYJITPHOR Mac-
ce ybexxmaeT B TOM, YTO LIENOYEUHBI COCTAB HATHBHOTO Oenka cooTBeTCTBYET POpMyIie Cels-

HMHayuupoBaHHYI0 pTyThlo auccouHauuio ATCaszsl MOXHO mNpeACTaBHTh B BHAE
Cefg — 2c; + 3r,. B pAfle H3AWHBIX IKCMEPUMEHTOB C pacTBopamu lllaxman ¢ cOTpyaHHKAMH
3a[aJIMCh LEJIbIO BBIACHHTH, COXPAHAIOT JIA OTAE/BHBIE C3- H I,-CYyOBEOMHHLBI CBOIO LENOCT-
HOCTb B HATHBHOHA 4eTBEPTHYHOH CTPYKTYpe. HekoTOpble H3 NOJYYEHHBIX HMH DE3yIbTaTOB
HWUTIOCTPHpYET pHC. 2.48. [Ins [0oKa3aTenbcTBA TOTO, YTO 5,8S-CyOheJHHHLIA COCTOHT H3 TPEX
LIETIOYEK, c3-cy6'bennﬂnua 6b11a 06paboTaHa AHTApHBIM aHTHAPHAOOM; NPH 3TOM obpa3oBancs
€} — BapHaHT CyOBEIHHMUbI C M3IMEHEHHBIM 3apsaaoM. B BomHOM pacTBOpe Mexmy Cy- H c53-
$hopMaMH He YCTAHAB/IMBAJIOCH PABHOBECHS, IPHBOAALLETO K 06pa3oBanuio ruOpHIOB; 3HAUAT,
cyGreanHuuHasA CTPYKTYpa crabunbHa U MOHOMep He crnocobed k obmeny. O6paboTka ¢y HC§
OBYXMOJIADHBIM  DacTBOPOM  I'YaHHOHHTHAPOXJIOPHAA — CHJIBHOTO  [AE€HATYPHDYIOLIETO
areHTa — NpHMBOAWIA K OOpa3oBaHMIO C- U C-MOHOMEPOB ¢ KO3DGHULUHMEHTOM cedHMEHTALHH
1,9S. CMemmBaHHe 3THX MOHOMEPOB H MOCJEAyIOlIee yOaNneHHE ACHATYPHDPYIOLIEro areHTta
MPHBOAHUIIO K 0Opa30BaHMIO YeThIpEX MPOAYKTOB peakUHu. OHH GbINM HAEHTHOHLMPOBAHBI KAK
Cys C5€%, €5 M €§ (cM.pHC.2.48,4).

Jlnsa 10xa3aTenbCTBA COXPAHEHHS LEJIOCTHOCTH ABYX C4-3/IEMEHTOB B HATHBHOH CTPYKTYpE
ATCa3s1 ¢y- H cg-cyﬁwnnﬂnuu CMELLMBAJTHCH C PETYIATOPHBIMH CYOBEAHHHLAMH /IS BOCCTA-
HOBJIEHUs] HATHBHOI 4eTBePTHYHON cTPYKTYphI. Ecoi 661 B nipoliecce cOOPKH CTPYKTYpa Cy Ha-
pyulanack, TO JO/DKHO 66110 ObI HA6MI04aThCA CEMb IPOAYKTOB: Cgles cscsré, c4c§r6 U T.0. Me-
TOOOM 371eKTPOGOpe3a HX, BePOATHO, PA3AE/IHTD HeJib3A. BO BCAKOM Ciiydae, HCIOJIb3ys 3HAueE-
HUA OMHOMHANBHBIX KO3((HLMEHTOB, JIETKO OKA3aTh, YTO YHCThIE Cel H Cirg 6ymyT cocTas-
JIATH TOJILKO 1/64 yacTh 061ero KonyuecTna NpoaykToB. B aelicTBuTensHOCTH 66110 OGHApY-
JKEHO TPH pa3HBIX NPOAYKTA (B OTHOLIEHHH 1:2:1), KOTOPBIE HAEHTHOHLHPOBAIH KaK Cels» c3c§
H C3rg. OTCIOAa ClieflyeT, YTO OTAENbHBIE C4-3NIEMEHTBI CTPYKTYDB! COXPaHSIOT CBOIO LENOCT-
HOCTb B YeTBEPTHUYHOR CTPYKTYpe Oenka (puc. 2.48,5).

AHaJIOrHuHbI€ SKCTIEPHMEHTHI OBbIJIH BbINOJIHEHBI HA I-CyObeAUHHLIAX. AHAIH3 OKa3aica 60-
Jiee CI0XKHBIM MO AByM npHukHaMm. O6paboranHbie PTYThIO I',-CyOBEAHHHLIbI HE ABAKOTCA CTa-
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PUC. 2.48. AHanu3 pacnosioxeHus CyObeAuHuI acnapTar-Tpanckapb6amonsasbl (ATCassl), NpOBEEHHBIH
€ MMOMOILBIO TeKTpodope3a cMecelt HATHBHBIX M 00paGOTaHHBIX AHTAPHBIM AHTHAPUIAOM cyObenunun. Ha
Ka)kZIOM PHCYHKE, CXeMaTH4YeCKH H300paXkaloleM peakiuo, 06paboTaHHbIe SHTaPHBIM aHTHAPUHAOM Cy0'b-
€NMHUIBI NIOKa3aHb! B uBeTe. A. Cybbenuuuus! C; 1 c§ COXPaHAIOT CBOIO LIEJIOCTHOCTH B BOAHOM PacTBOPeE,
O[IHAKO TUCCOLMMPYIOT NPH A06aBNEHNH TyaHUAHHXIOPH/A. C,-CyObeMHMLA CONEPXKHUT TPH c-tend. 5. ¢, u
c§ COXPaHSIOT CBOIO LIEJIOCTHOCTD B POLIECCE PEKOHCTPYKUMHU HaTHBHOM ATCa3bl, npoucxoasiue# ¢ 1obas-
neHueM 1,. B HaruBHOM ATCase conepxarcs aBa 3EMEHTA Cy. B. 1, U r; COXPaHSAIOT CBOIO LIEJIOCTHOCTD B
TpolLecce PEKOHCTPYKIMH, MPOUCXOAsILIeH ¢ H06aB/IeHHeM C;, HO OOMEHHMBAIOTCS CYOBEAMHMIIAMH TIDH MH-
KyOMpOBaHHMH B OTCYTCTBHE ¢,. B natuBHO#t ATCase conepxatcs Tpu rz-cy61>enunmlb1. [H.C. Schachman.
In: The Harvey Lectures, vol. 68 (New York: Academic Press, 1974).]
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PUC.2.49. CtpykTypa ATCas3bl, onpeneneHHas METOAOM PEHTIEHOCTPYKTYPHOrO aHanu3a. KaTaauruue-
CKHMe CYyOBeAMHUIbI PACIIONIOKEHBI BBILIE U HHXKE PETYIATOPHBIX (UBETHBIX) CyObeauHun. Och CHMMETPHH
C, mokasaHa YEPHBIM TPEYTrONBHHUKOM, CTPEJIKH YKa3hIBAIOT Ha MOJNIOXeHHe ocelt cummerpuu C,. Bonee
noapo6Hyro HHGOpMaLHIO MOXKHO HakTH B uTepatype. [H.L. Monaco, J.L. Crowford, W.N. Lipscomb,
Proc. Natl. Acad. Sci. USA, 75, 5276 (1978).]

GUILHBIMHM THMEPAMH, a CYLIECTBYIOT B JHHAMHYECKOM PaBHOBECHH ¢ MOHOMepamu. IloaTomy
NepBOHAYAILHO MOJNTyYeHHass MOJI.Macca Ui r, 6buta paBHa TOMBKO 3 - 10*. Ina ucxomHoi
dbopMs1, comepixaet HOH Zn2*, MOXHO HaltTH Goylee CTaGHIBHBIE YCIOBHSA, U JEHCTBHTENb-
Hasi MOJI.Macca, ONpeAesieHHas METOAOM YJIbTpPalUeHTPpHGYrHpOBaHHsA, OKa3ajach paBHOM
3,38 - 10%. OGpaboTKa OTAELHON 1,-CyOBeAMHUIbI SHTAPHBIM aHTHAPUAOM NPUBOAMIIA K 006-
Pa30BaHMIO Iy, ONHAKO NPH 106aBIeHNH C; peaccourauus ¢ o6pa3oBaHHEM HATHBHOM CTPYKTY-
psl ATCa3sl He npoucxoauna. [1o-BHOIMMOMY, OCTATOK JIM3MHA, BECbMa Ba)kKHBIN 11 COOpKH,
OTCYTCTBOBAJI.

Yro6bl 0GOHTH 3TY TPYAHOCTb, HATHBHBIMA Cl-3IEMEHT Ob1T 00paboTan ASHTApHBIM aHTH-
IPHMIOM B HaZieXKe Ha TO, YTO TaKUM 00pa3oM OyIeT 3allyileH BaXXHbIN OCTAaTOK JIM3MHa. Me-
TON OKa3aJCs yOauyHbIM, H BhIAEJICHHbIE TaKUM 06pa3oM 15-CyObeAMHALIBI OKA3aTHCh cnoco6-
HbIMH K peacconmaimu. OQHaKo B YCIIOBHAX, B KOTOPBIX Mpoxoauia c6opka, Bee euie Habmona-
nach HEKOTOPasi AUCCOLMALNSA I5- U rz-cyﬁwnnﬂnn. ITo3TOMY, €C/TH OHH HHKYOHDPYIOTCS BMECTE
10 [06aB/eHUs C;-CyOBEAMHHML, KAPTHHA IEKTPODOPETHUECKOrO pasaeneHus rubpunos ATC-
a3pl OyneT pa3smMa3aHHO#M, OHa OyaeT npeacTaBisaTh co6OM ceMb HepaspelaeMbix nonoc. Eciu
’K€ BMECTO 3TOro ObICTPO CMeLIaTh MEXAy coboi r;—, Iy- M c3-cy6unnnnuu, peaccouMHUpOBaH-
HBII HePMEHT NPOSBUTCA B BUIE YEThIPEX AUCKPETHBIX JTEKTPodopeTHyeckux nosoc. M coot-
BETCTBYIOT COEMMHEHMS Cglg, Col I3, Col Iy M c6r§. OTO0 yKa3plBaeT Ha TO, 4YTO I,-3JIEMEHTBI
COXPaHSAIOT CBOIO MHAMBHAYaJIbHOCTh B HATHBHOM (hepMeHTe,~M CyObeIMHHYHBIN COCTaB IO-
CJIETHEr0 MOJKHO 3aIMCaTh B BUAE (C4),(r,); (PHc. 2.48,B). [loka3aTeIbCTBOM TOTO, YTO B MO-
HOMepa B KaXXIOM [,-3JIEMEHTe KOHTAKTHPYIOT MEXAY cO60# B HATHBHOM CTPYKTYPE, MOXET
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CNYXHTb PEKOHCTPYKUMA aKTHBHOH ATCa3bl M3 YHCTBIX T,-AMMEPOB, KOBAJIEHTHO CLIMTBIX C
buc-uMHI03PHPOM.

CtpykTypa ATCa3ssl, onpeaesieHHas METOAOM PEHTTEHOCTPYKTYPHOTO aHa/IH3a, CXeMaTH-
YecKH H300pakeHa Ha puC. 2.49. Kak Mbl BHOHM, 3Ta CTPYKTYpa NPEKPACHO COOTBETCTBYET
IaHHbIM, TOJIy4eHHBIM IJIi PACTBOPOB. [Be KaTaMTHYECKHE CYyOBEAMHHIBI HMEIOT CHMMET-
pmo C; ¥ 1o GpopMe HANIOMHHAIOT TPEYTONLHHK. OHH He KOHTAKTHPYIOT Mexay cobo#, uto
OOBLACHAET, NMOYEMY B OTCYTCTBHE PETYIATOPHBIX CYOBEOHHHMI HE TNPOHCXOAMT peaKLHs
2c3 5 (C,),- AHaJIOTHYHO 3TOMY 00JIaCTh KOHTAKTOB MeEXIAY OTOEIbHBIMH rz-cy61>ennﬂuuaMH
BECbMa HEe3HaYMTEbHA. DTO COIJIacyeTcs C TeM OOCTOATENLCTBOM, UTO He yaanoch OOHapy-
AT peakuuio 3r, « (r2) 3 B OTCYTCTBHE KATATHTHYECKHX CYObeAnHNL. COCTOAILANA M3 HECKOTb-
KHX cJioeB cTPYKTypa ATCa3sbl (COHOBHM) HMEET B LEHTpe OOMBIIYIO MOJOCTh, 3alOHEHHYIO
DacTBOPDHTENIEM. DTO COBEPIHEHHO HOBasf IJig Hac 0COOEHHOCTh OeNKOBOH Mojekynawl. M3
CTPYKTYPHBIX JAHHBIX MOXHO 3aKIIHOYHTb, YTO, KDOME C, U I'), HEKOTOPbIE COBOKYIHOCTH Cy6b-
€QHHHI TAK)Xe HO/IKHBI ObITh CTaOMIbHBI HJIH MO KpaitHet Mepe MeTacTabunbHbI. B caMoM ne-
71e, aCCOLMAT C4(r,); MOXKHO NPHTOTOBUTD, KOOABIIAA HEGObIIHE KONMYECTBA C; K HMEIOLIHMCS
B H36BITKE I,-CyOBeANHMUAM. XHTPOCTD 316Ch COCTOMT B TOM, 4T06b1 6bICTPO «cOOpaTe» Bee
cybacconmaThl ¢, M He OONYCTHTh OCYIIECTBIEHMA 6onee NpPEANOUTHTENLHOH peakUHH
€3 + ¢3(ry)3 — (¢3),(ry);. Korna weboneiuoe komMyecTBO r, N06aBiaseTCs K HMEIOLIAMCS B
H30BITKE ¢;, obpasyrorcs cybarperatsl (c;),(r,),. OHH, NMO-BHOMMOMY, HMEIOT CTPYKTYPY
«CIHIBHYA», Y KOTOPOr0 ONHA TPETH PETYJNATOPHON 4acTH «OTKyLIeHa». YMCThIA accouuaTt
(c;),(r,), 6bICcTPO NepexoanT B HaTHBHYIO ATCa3y npu 106aBNeHHH COOTBETCTBYIOILETO KOJH-
4ecTBa T,.

CTABMJIBHOCTh YETBEPTHUUYHBIX
I'JIOBYJIAPHBIX CTPYKTVYP

U3 paccMoTpeHHbiXx HaMH npuMepoB ATCa3bl ¥ Apyrux 0O0BLEKTOB COBEPILUEHHO OYEBHIHO,
4YTO JJIf MOHHMAaHHA CBOKCTB, ONpeAeAOIINHX CTAOHILHOCTD YeTBEPTHYHON CTPYKTYPbI, Hallo
H3YYHTb KOHTAKThl MeXKay cyObeaInHHIAMH. YHCITO YeTBEPTHYHBIX CTPYKTYP, ONpeae/IeHHbIX C
BBICOKMM pa3pelleHHeM METOAOM DEHTTeHOCTPYKTYPHOrO aHajiM3a, MOKa JOBOJIBHO OrpaHH-
yeHHO. OOHAKO BeCcbMa HHTEPECHO ObIIIO 6b1 Y3HATD, YTO MOXET CIIYXXHTD KJIFOYOM K pa3raike
CHJI, CBA3BIBAIOLINX CyOBEeAHHHLIBI Mexay cobolt. B Tabn. 2.9 cyMMHpOBaHbI AaHHbIE O THMAX
B3aHMoOAeNCTBU MeXXAy cyObeAHHHLIAMM, HAXOAALMMHCH B KOHTaKTe. Kak BUOHO 13 Tabimnnpl,
Bceraa npeob1agaloT BaHAepBaalbCOBbl KOHTAKTBI. 3TO FOBOPHT O TOM, YTO MEXIY acCOLHH-
POBaHHBIMH CyOBEAHHHLIAMH CYLLIECTBYET XOPOLIee CTEPHYECKOE COOTBETCTBHE. Bhlllle nns OT-
OeNnbHBIX cyObeauHHU 6enka OblTa paccYHTaHa IJIOTHOCTH YNAKOBKH BHYTPDEHHHX OCTATKOB.
AHaNIOTHYHBIA NOAXOA MOXXHO HCHONB3OBATh IJISi PacueTa IUIOTHOCTEH MeXCYOBheaMHHYHBIX
KOHTAKTOB. Pe3ynpTaThi NOKa3aJIM, YTO IUIOTHOCTD YIIAKOBKH OOKOBBIX Lienelf Ha NOBEpXHOCT AX
KOHTAKTHPYIOLLHX CyOBbeIHHHI MOYTH TaKas e, KaK H B KDHCTaJ/UIaX aMHHOKHCIIOT. Jpyrumu
CIIOBaMH, MOBEPXHOCTH OENKOBBIX MOJIEKY/T B 3HAYHTENLHOM CTENEHH KOMIUIEMEHTAPHBI APYT
apyry.

OTOe/bHBIR BaHAEPBAaabCOB KOHTAKT «CTOHT» TOJBKO HECKOJLKO COTEH Kamopwit. ITo-
CKOJIBKY Ha MMOBEPXHOCTH CyOBbeAMHHLIBI HacuUThIBaeTCH 0 100 4 Bonee KOHTAaKTOB, OHH MOTYT
BHECTH CyMMapHBI# BKJIad B 3HEPTHIO accoUHaluH cyoreauHul ot 10 o 50xkan. OaHako ans
TOro, YTo6bl COCAHHUTD OBE CYOBEOAHHHLUBI MEXAY COO0H, HEOOXOOANMO YIAHTh HMEIOLLMHCA
Ha X NMOBEPXHOCTH PACTBOPHTENb. DTO B CBOK OYEpeAb BHI3LIBAET MOTEPHO OONBLIOro YuCaa
BaHAEPBaaIbCOBBIX KOHTAKTOB. TakuM 06pa3oM, YHCTas BaHAEPBAAbCOBA HEPrus accolHa-
UMK CYyOBeOMHHI CIIMIUKOM Maja AJii TOro, YTOOBI NMOJHOCTHIO OOBACHATL B3aMMOJEHCTBHE
CyOBeqHHHILL.
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KoHcTanTa OHCCOLHALMM [T CHCTEMBI, COCTOSLIEH U3 ABYX cy6beqUHMUL, JIEXKHT B 06nacTH
ot 10~8 10 10~ 16 monb - 1~ 1. Dro cooTReTCTBYET CBOGOMHOM IHEPTHM JHMEPH3AlMH, BapbH-
pyrowedt or — 11 o — 22kkan/mons np 25°C. Ipu cBA3bLIBaHHH ABYX GENKOBBIX cy6be IHHHIL
¢ ofpa3oBaHKeM KOMIUIEKCA TEPAIOTCA TPH MOCTYNaTebHbIE M TPH BpallaTeNibHblE CTENEHH
cB060abI, NOCKOJILKY NBe CYObeAMHMIbI YK€ HE MOTYT ABHIaThCA HE3aBHCHMMO APYT OT ApYra.
MHorHe 60x0BbIE LENH, 00/1aAalolHe DOCTATOYHOM CBOGOOON NepeMELLCHHS Ha NMOBEPXHOCTH
H30JIHPOBAaHHON MOJIEKY/bl Oefka, OKa3bIBalOTCA HENONBHMXHBIMH Ha MOBEPXHOCTH CyOBbenu-
HUL. DTH 3(deKTh NPHBOOAT K YMEHBUIEHHIO 3HTPOIHH, YTO HNOJIXKHO KOMIIEHCHPOBATbCH
JHeprueil B3aMMONEHCTBHA OBYX cyObeOHHMU, ecnu oOpasoBaBUIMICA KOMIIIEKC cTabuIIeH.
OLEHKH TaKHX MOTEPb 3HTPOMNHH B PACTBOPE He OCODEHHO HANEXKHbI, HO M3BECTHO, YTO OHH
BapbupytoT oT 70 o 100kan - rpag~! - Monp— !, uro cooTBeTcTBYET CBOGOMHOIM IHepriu 20-
30xxasn npu KOMHATHOM TeMnepatype. ClneaoBaTeNbHO, O/ KOMIIEHCAIIHH MOTEPH SHTPOIHH H
TOJIY4EHHS TIPH 3TOM OTPHUATEbHBIX 3HA4YeHHH AG? 115 IHMEPH3aLHH IHEPTHA B3AHMOICHCT-
BHH OCTATKOB IBYX CyOBeIMHHII JOMKHA BapbHpoBaTh OT — 30 mo — S50xkan - Monmb~ 1

3HayMTeNIbHAA YAaCTh 3TON IHEPIHMHM, NO-BHAMMOMY, obycnoBieHa ruapodobHbIMI B3auMoO-
NeNCTBHAMH, 0OCYKIAEMBIMH B 1. 5. BBIJIO NOACYHTAHO, YTO NIPH TECHOM KOHTAKTe ABYX be-
KOBBIX cy6BequHuL oT 1000 10 2000 A2 nnomwaan NoBEPXHOCTH, paHee NOCTYIIHOM 11 PacTBO-
PHTENSA, OKa3bIBAETCS 3aKpbITON. ECIIH 3TH KOMIL/IEMEHTapHBIE TOBEPXHOCTH COCTONAT B OCHOB-
HOM H3 HEINOJIAPHBIX rHAPOGOOHBIX OCTATKOB, TO NpPEKpallleHHe HX KOHTaKTHPOBAHUA C BOAOM!
BENET K 3HAUHUTENIbHOMY BBIHIPbINIY B 3HEPTHH. [10 HEKOTOPBLIM OLICHKAM YMEHBILIEHHE MIOIA-
M KOHTaKTa ¢ Boao# Ha | A2 faeT BHIMIDBILI 3HEPTHHA 25 Kan *+ Monb ™~ . DTo NPHBOAMT K TO-
My, Y4TO BKJaa ruapodoCHBIX B3aHMOIEHCTBUM COCTABNsET OT — 25 10 — 50 xkan - Monb ™~ !
Ha aBe 6enkosble cyOpeauHHLBI. TakuM obpa3oM, naxe 6e3 IeTasbHOro PAaCCMOTPEHHSA CIelH-
(HUECKHX TMOJIAPHBIX KOHTAKTOB MEXIY ABYMS CYOBeIMHHLAMH MOXHO KaU€CTBEHHO OObAcC-
HHTb HEPTHIO HX aCCOLHALMH B OCHOBHOM rHAPOGOOHBIMH 3ddeKkTaMu.

BaxkHy10 ponbs B 06pa3zoBaHHH YeTBEPTHYHON CTPYKTYPBI HHOrA MIPalOT 3JIEMEHTHI BTO-
pHYHOM CTPYKTYpDbI. B anikoronbaoeruaporeHase (CM. pHc. 2.24), KOHKaHaBAJIMHE A H MHCYJIHHE
obpazoBanue nap cyObenMHMU BedeT K GOPMHPOBAHHIO NPOTAXEHHBIX 3-cnoeB. Kak BUAHO U3
Tabn. 2.9, B nByXx nocnenuux benkax o6Hapy>KeHO JOBOJIBHO MHOT'O BOOOPOAHBIX CBS3€l HA MO-
BEPXHOCTH KOHTaKTa. ClIOM MOTYT HCIIO/Ib30BATHLCA B 00/1aCTAX KOHTAKTA M HHAue, B koHkaHa-
BaJIiHe A U riuuepanbaerua-3-pochaTaernaporenase OQHa MOBEPXHOCTD CIOA B H3OJMPOBAH-
HON cyObeAMHHLE HAXOAKWTCA Ha NoBepXHOCTH Oenka. Korna cy6senMHHUbI COEIHHAIOTCA BMeC-
Te, UX $-C/IOH, IUIOTHO YKNAAbIBasACh APYT HAa Apyra, o6pasyloT KOMNakTHBI MAacCHUB, B KOTO-
POM IBa CJIOA CBA3aHbl OCbKO CHMMETPHH BTOPOro Nopsaxa.

® CITNPAJIBHBIE YETBEPTUYHLBIE CTPYKTYPEI

Jlo cux nop Mbl paccMaTpHBaIX OENKH ¢ OTHOCHTENBHO MPOCTON YETBEPTHYHON CTPYKTY-
poii. BONMBUIMHCTBO H3 NMPHBEOCHHBIX BhILLE MOJIO)KEHHH CNPaBeaIMBLI H /I 60s1ee CIIOXKHbBIX
arperaToB, TAKHUX KaK IOJIOBKH BUPYCOB HJIH CIUpajibHble 0O0pa3oBaHus U3 cyObeAMHHL, HaliieH-
Hbl€ B aKTHHOBbIX MOJIHMEPAX, MUHKPOTPYOOUKax, OTPOCTKax U3 6akTepHodaros u ewe Honee
CITIOXHBIX CTPYKTYPax BPOA€E NONEPEYHONOIOCAThIX MBILIL B BOJIOKOH Kojinareda. OaHako ans
Takux 06pa3oBaHmii U3 cyObeaMHHL HEODXOAHMO YYHTBIBATb HECKOJIBKO HOBBIX (pakTopoB. ns
HX OLEHKH MOJIE3HO Ha4yaTh C PACCMOTPEHHA TEPMOOHUHAMHYECKHX acnekTOB O0Opa30BaHuA JIH-
HENHBIX CI0€B CYOBEAMHHLL.

HonycTum, 4to k o — KOHCTaHTa PaBHOBECHS PEAKUMH NPUCOCAMHEHHSA OIHOTO MOHOMEDa K
KOHLY LIENH — HE 3aBHCHT OT AJIMHBI NMOcneaHeH, KaK CXeMAaTHYeCKH NOKa3aHO Ha pHc. 2.50.
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JIiviHeMHas 10JIMMEPHU3aLIUs

o[- (7

CnupanbHasg NOJIMMEpHU3aLUs

PHC.2.50. [iBa OCHOBHBIX MeXaHH3Ma nonuMepusauuu cydopeaunuu. Ha puc.2.51 cxeMaTHuecku H3o6pa-
EHO MpeAnosaraeMoe NMOBEICHHE KAXKIOr0 U3 HUX B 3aBHCHMOCTH OT KOHUEHTpauuH benka. [F. Oosawa,
M. Kasai, J. Mol. Biol., 4, 12 (1962).]

Torma MOXHO HE YYHTBHIBATL HENOCPEACTBEHHbIE B3aHMMOIEHCTBHA OJIMIOMEPOB  HJIH
nomuMepoB!. OTHOCHTEbHBIE MOJIAPHBIE KOHLEHTpaUMH M uene# kKak GYHKLHH [UTHHBI MOXKHO
BBIPA3UTh NPOCTO YEPE3 KOHLUEHTPALKH m CBOOOLHOroO MOHOMepa:

M,) = km?
M,) = kmM,) = km? 2.5
M) = kmM,_,) = k= 'm'

CyMMapHasi KOHLEHTPALMA TTIOJIMMEPHBIX Lenel (c LJTMHAMH, PaBHBIMH | H 6onbleMy uuc-
J1y) paBHa

® o

Comu= Y, WM)= Y ki7lm' = k) Y (kmy=m/1-km) (2.6)
i=1 i=1 i=1

rie HCIob30BaNoch TO 06CTOATENBCTBO, HTOMPH O < ¥ € 1 (T.e. m < k; 1y nns GeckoHeunot

reoMeTpuueckol nporpeccun Y x' = x/(1 — x).

! Hanpumep, o6pa3opanue TerpaMepa H3 ABYX JMMEPOB IOJKHO HMETH Ty K€ KOHCTAHTY PAaBHOBECHS
kﬂ, 4TO U 0O6pa3zoBaHKe AUMEPA W3 IBYX MOHOMEPOB: (M D= ka(MZ)2 = kgm“, 4YTO COBNAJAET C YPABHEHH-
eM (2.5).
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CyMMapHOE KOJIHYECTBO MOHOMEDA, NPHCYTCTBYIOIEE B PACTBOPE, MOKHO MOJIYYHTh CyM-
MHPOBAHHEM YHC/Ia MOHOMEPOB, CONEPKALMXCA B LiENAX pa3HOi OTHHBI:

@

M= Y i0)= Y icimi=m § i~ tmi? @7

CYMM

i=1 i=1 i=1
CymmupoBanue B (2.7) IETKO BBINOJIHAETCA, €C/IH YHECTb, YTO KaXIbIA WIEH 3TOK CYMMBI €CTh
ld/dk m)ik /nY. Tlockonbky onepauyy CyMMHPOBaHHs H DubbepeHUMPOBaHUA KOMMYTHPYIOT
Mexxny cobolt, ypasHeHHe (2.7) NDHHUMAET BHI

Moy = mld/dk m) [ Y (k,,m)"] (2.8)

i=1
Mb! yXke BBIYHCIMIIH 3TY CYMMY B ypaBHeHuH (2.6). IMosTromy
Mg = mld/de mtk,m/( = km)] = m/(1 = km)? 2.9)

M o OGBIYHO H3BECTHO, H MOITOMY ONpEE/EHHE OTHOTO H3 NAapaMeTPOB /M WIH K, IaeT BO3-
MO>KHOCTb BBIMHCJIHTB APYroft. 3aTeM, HCNOJB3Ys YpaBHEHHE (2.5), JIerko pacCUHTaTh KOHLUEHT-
pauMH 11 BCEX AJIHH.

CpenHenCIEHHOE 3HAUEHHE CTENEHN MOJIMMEPH3aLUMK PABHO CPENHEMY YHCITY MOHOMEDOB,

NPHUXOASALIEMYCA Ha OOHY UCIb:
(Y = Mg/ Copng = 1/ = k) 2.10)

Hac nHTepecyeT M3MEHEHHE BEJIMYMHBI (/) B 3aBUCHMOCTH OT M cymm €OHHCTBEHHOH mnepe-
MEHHOH, KOTOPas HEMOCPEACTBEHHO PDETYIHPYETCs JKCNIEpUMEHTATOpOM. 1o Mepe mocTeneHHo-
TO YBEIHYCHHA M\ OT HYJIEBOTO 3HAYCHHSA BE/IHYUHA 1 [kak cnenyer u3 ypaBHeHus (2.9)] Men-
JIEHHO BO3pacTaeT, H Tak xe Beaet cebs (i) [cM. ypaBHeHue (2.10) u puc. 2.51, A]. IIpu mobom
.JAHHOM 3Ha4eHHuH (i) MIHHBI Ueneil MOryT ObITh Pacnpene/ieHsbl B IIMPOKOM HHTEPBAJIE 3HaYe-
HHUIA.

PaccMOTPHM Teneph NPOCTYIO MOOENb CHHPAJIbHON MOJHMEDH3AlUHH, NPEACTABICHHYIO Ha
puc. 2.50. Ha HeM H300pakeHa cniupasb, COAEpKallas TPH MOHOMEPA HA OOHH BHTOK, OOHAKO
BCE NOCJIenyoiHe cooOpa)keHHs cnpaseluBsl 114 1000k cnupans. o Tex nop, noka nepBbIit
BHATOK CIHPAJIH He 3aBepIleH, Kaxnoe npubaBneHHe MOHOMepa MOXET ObITH ONMHCAHO OOHHM H
TEM K€ 3HaYE€HHEeM KOHCTAHTBI accounauut . OHako Npu Havasle 3aN0IHEHHA BTOPOrO BUTKA
Ka)XAbIH HOBBIH MOHOMeED 06pa3yeT KOHTaKThl YXKe ¢ IByMA cyObenMHHIIAMH, a He ¢ onHo#i. ITo-
3TOMY cBODOIHAs 3HEPTHA TAKOH acCOUMAUMH CYOBENMHHII H3MEHHTCA H npouecc Ho6aBeHHs
HOBBIX CyOBeJUHHIL 6YIEeT XapakTepH30BaThCsA HOBOH KOHCTAHTOHN kb. IMockonbky mpu ¢opmHu-
POBAHMH CTPYKTYPhI KOHTaKThI MeXAy CYOBeNHHHLAME IHEPTETHUECKH BHITOOHBI, TO k, » Kk .
HMHTYMTHBHO MOXHO NPEANOJIOXHTD, YTO OaHHAs MOIOEIb NPHBEAET K MPEICTABJIEHHIO O KO-
olnepaTHBHOM NnojuMepH3anHH. Llenu, AMHA KOTOPBIX 60/bIlIE OQHOrO BUTKA CIIHPAJIH, MOIIH
ObI pacTH 3a cYET KOPOTKHX lienel, MOCKOBKY /I HHX KOHCTAHTh! CBA3bIBAHHA HOBBIX MOHO-
MEDOB BBIILIE.

IMycTh j — nHHA caMo KOPOTKOH CIIHpaJIH C NPOYHBIM CBS3bIBAHHEM MOHOMepoB. Toroa

PaBHOBECHE DEaKLMH NMOJTHMEPH3aUMH OyneT BHIPAXKAThCA CEAYIOIIHMH YPAaBHEHHAMH:
Y= ki"lmi mna i<

M) = k] I i<j @.11)

M) = K%+ m pnsi >

B npHMepe, NOKa3aHHOM Ha pHC. 2.50, j = 4. Kak u B ciyuae nHHeHHOM NOJTMMEPH3aLIMH, T0N1€3-
HO PaccUHTaTh CYMMapHYIO KOHUEHTDALMIO MOHOMEPOB Oenka.
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PUC.2.51. dusudeckue 0COOEHHOCTH OBYX MEXAHH3MOB MOJIMMEPH3allMH, NOKa3aHHbIX Ha pHc. 2.50. A.
JInne#tnas nonumepusauns. KoHueHTpauus cBoGOAHOrO MOHOMEPA /M (CIUTOLIHAS JIMHHS) U CPENHEYHUCIIEH-
HO€ 3HayeHHe CTeNeHH MOoNMMMepH3aluH (i) (MyHKTHPHAA JIMHHA) MOHOTOHHO BO3PacTaroT ¢ POCTOM CyM-
MapHOM KOHUeHTpauun Oenka L— b. CnupanbHas nonuMepusanus. KonuesTpauusa cBoGoAHBIX MOHO-
MEpOB /m (CTI/IOLLIHAsA KpHBas) TMHERHO PacTeT 10 KPUTHYECKOTO 3HAaYEHHA KOHUEHTPALHH H fajlee 0CTaeTCs
MOCTOAHHOM. 10 TeX MOp NOKa KOHLEHTPaLUs 1M\ \spy HE NOCTHFAET KDHTHYECKOTO 3HAUCHUA, CPEMHEHHCIICH-
HOE 3HAYEHHE CTENEHH NOJUMEPH3aLUH (MYHKTHPHAsA KpHUBasl) PaBHO 1, a 3aTeM pe3ko ysenunuuBaercs. Ko-
JIHYECTBO BEIIECTBA B UTHHHBIX MOJHMEDAX (UBETHaA KPHUBAs) PABHO HYNIO 0O AOCTHKEHHA KPHTHYECKON
KOHLEHTPAllUM, a 3aTEM JIMHEHHO YBEIHYMBAETCA ¢ POCTOM CyMMapHO# konuenrpaumu. [F. Oosawa,

M. Kasai, J. Mol. Biol., 4, 12(1962).]

= W&
Mmepaa = Y, (M) =Y ikiTtmi+ k72 Y ikt i (2.12)

i=1 i=1 i=j

BTOpO# uneH 3TOro ypaBHEHHs MOXHO TIPEACTABHTh B yIOGHON (OPMe, eCIlH ero YMHOXHTD U
pa3fienuTs Ha ki~ 2

o ® Jj=1

2 ie2 il s i L

K2k Y ikl iml = (kK ( Yy ikylmt— Y ik, 1m'> (2.13)
i=Jj i=1 i=1

IlepBas U3 OABYX CYMM B NPaBOf YacTH PABEHCTBA MOKET ObITh BBIYMC/IEHA, KAK B YPDABHEHHH

(2.8). 910 naeT BO3MOXXHOCTBb NPEICTABUTh CYMMAapPHY!O KOHLEHTPALMIO MOHOMEDA B BH/IE

o . o
M = E ik,;“ m’+a<[m/(l—kbm)2]— Z ik’b‘lm’) (2.14)

i=1 i=1

e o = (k,/k,)’~ 2MHOrO MEHbIIE CAMHALDI.

Terniepp MOCMOTPHM, YTO MPOHCXORUT NIPH MOCTENEHHOM YBEMMMEHHH OT HyJf CyMMAapHOH
KOHLEHTpalli¥ MOHOMEPOB B pacTBope. BHauane mk, < mk, < 1, Tak uTo B ypaBHeHud (2.14)
€IMHCTBEHHBIM OOJIBLINM 4IeHOM OyZaeT nepBblii YieH B iepBoft cymme. To, utom cymMM npubsu-
3HUTEIBHO PABHO /7, O3HAYAET, YTO Bce HoOaBieHHbIe Oe/IKOBBIE MOJIEKY/IBI OCTAIOTC MOHOME-
pamu. C poctom m cymm 1O 3HAYEHHA l/kb BEJIMYHHA /M YBETIHYHBACTCA IO TeX NOD, MoKa mk, He
CTaHeT GJM3KMM K efIMHHMIEe. OTMETHM, YTO MIPH ITOM BEJIMYHHA MK, BCE €llle OCTAETCA 3HAYM-
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TeJIbHO MeHbIEe | H I0ITOMY KOHUEHTPALMA OJIATOMEPOB AJIHHOMH, MEHBILIE YeM j, OCTAETCH Ma-
soi. YUnen (1 — kbm)“2 CTAHOBHTCSA OYEHBb OOJIBIIHM [0 MEpe TOro, KakK M NPHOIHXKAETCa K
l/kb. Tax kak m_ — BeJIHYMHA KOHEYHasA, KOHLEHTpauHus cBOOOAHBIX MOHOMEPOB HHKOrAa
HE MOXET NOCTHYE BEIMYMHBI 1/K,, OJIHAKO IPH MaJIbIX 3HAYEHHAX 0 OHA MOXKET NPHOIH3HUTD-
¢s K 3Toi BenuunHe. [1pu m cymm? G6npmx 1/k,, KOHUEHTpALKs CBOOOHBIX MOHOMEPOB OCTa-
€TCs NOCTOAHHOM H O/1u3KOo#t K l/kb, a H30BITOYHBIE MOJIEKYTBI OeTka 6yayT BK/IIOYATHCS B CITH-
panbHble NOMUMEpPHI (cM. pHc. 2.51, B).

CyliecTBeHHas OCOOEHHOCTE CMHPAILHON MOJHMEPH3AlHMH 3aK/IIOYaeTCsd B TOM, 4YTO Cy-
LIECTBYeT KPDHTHYECKAsA KOHUeHTpauus Oejxa, MPHOMHM3HTENBHO BbIpa)kaeMas DPaBeHCTBOM
Mo = ky !, Ipu KOHUEHTPaUMAX, MEHBILHX KPHTHYECKOM, BCe BEJIKH CYIIECTBYIOT B BUIE MO-
HOMepOB. [IpH KOHUEHTpaUuHaAX, OOJBIIMX KPHTHYECKOH, CONepXaHHE MOHOMEPOB B PacTBOpE
COXpaHAeTCA MOCTOAHHBIM, & BeCh NONOTHUTE/BHBIN 6€/10K 00BeIHHAECTCA B JOBOJILHO IUTHH-
Hble MOJIMMepHl. YHCIeHHOe 3HaueHHe CpeAHell CTeneHH MOJIMMEPH3alHH NAETCs NMPUOIHKEH-
HbIM paBeHCTBOM (i) = 1/(1 — kbm), IO aHaJOTHH C ypaBHeHHeM (2.8). OgHako, TOCKOJIBKY
k,m = 1, Benuuuna (i) Gynet orpomuolt. O pH3MYECKHX IPHIHHAX ITOTO yaKe roBopuiock. Kak
TOJILKO JOCTHTAETCA KPHTHYECKAA NJIHHA j, HanbHelilee NPHCOCAHHEHHE MOHOMEPOB K 3TOMY
accoLMaTy CTaHOBHTCA 60Jiee BBITOAHBIM, YeM CO3/1aHKE HOBOTO, OCKOJIBKY K, 3 k. Crenosa-
TENBHO, MPH CIIHPAILHON MOJMMEPH3ALMH MOXHO OXHAATh CYLLECTBOBAHHA PABHOBECHS MEX-
Iy JJITHHHBIMH MOJIHMEPaMH M CBOOOOHBIMH MOHOMepaMH. MIMeHHO 3TO Hab/1ronanocs B CHCTE-

Max THIA aKTHHA H MHKPOTpPYOoOuek.

OINPEJEJIEHUE OJIWUHBI CTIMPAJIBHBIX ACCOLIMATOB

OnHcaHHBIA BbIIIE MEXAHH3M CIIMPAJIBHON IOMHMEpH3auMu NpeacTapiser coboit mpocToit
crmocob obpa3oBanusa Oosbiunx arperaTtoB. M npyrue MexaHu3Mbl IOJHMEPH3ALHH, B KOTOPBIX
BCJIEN 3a cTamHel, HeOMaronpUATHON A/ HHHIHAUHH NOJMMEDPH3aLHH, CAeAYIOT OJIaronpusaT-
Hbl€ CTamuu OBICTPOro pocTa arperaTos, MOryT NPHBOAUTE K TaAKOMY Xe pe3yabTaTty. Hu onun
H3 3THX MEXAaHH3MOB HE [aeT Y3KOro pacrnpene/ieHHs MOJUMEPOB MO [UIMHAM, OJHAKO in vivo
HaOmomaeTca y3KOoe pacrnpele/ieHHe IJIA TAaKHX CTPYKTYD, Kak MNaJloyKkooOpasHble BHPYCHI H
XBOCTOBBI€ OTPOCTKH 6akTepHOodaroB. DTH CTPYKTYPBI MOXHO BOCCO3NABAaTh in Vitro H3 HX
KOMIIOHEHTOB, NIPHYEM KPHBas pacnpeleseHds He MeHseTcsa. [103Tomy, 4ToObl OGBACHHTD 06-
pa3oBaHHE TAKOM CTPYKTYPbI, HAAO NPHHHMATEL BO BHHMAaHHE TOJIbKO T€ MaKPOMOJIEKYJISPHbIE
KOMIIOHEHTBI, KOTOpble OOHApyXKHBalOTCA B YXE IOJHOCTBbIO arperHpOBaHHON CTPYKTYpe.

A 5 B

PUC.2.52. CxeMaTHUecKOe NPENCTABICHHE MEXaHHIMOB OBPa30BAHHA Y3KOTO paclpeIe/eHUs MOIHMED-
HbIX arperaTos N0 AMHHaM (o6bscHeHHe B TekcTe). A. Bellok Hu apyras MofieKyia HrpaeT pofb sApa arpe-
rata. 5. Mofenb ¢ IOCTENEHHBIM yBESIMYEHHEM HANpsixeHus. B. COopka Mo NPHHIMIY HOHHYCA.
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PUC.2.53. ®a3osas auarpamMma caMoc6opku 6enKkoBbIX arperaTos Bupyca Tabauno# Mo3auku npu 20 °C B
3aBHCHMOCTH OT pH M HOHHOI#M cuyibl pacTBOpa. [IyHKTHPHBIMH JIHHHAMH BbIENEHb! 00/1aCTH, B KOTOPBIX
MO>HO 0OHapyXHUTh GONbIINE arperaThbl, HO He 065A3aTEBHO OTCYTCTBYIOT MaJlbie. 31eCh MOXHO YCMOT-
DETh aHAJIOTHIO C KPUTHYECKMMH KOHUeHTpanusaiMu. Haxonsiuuiics Ha rpanuie $ha3oBbix 06nacTed arperat
THNa «3aBHTOK» ABIAETCA MeTacTabuibHbEIM. Ha pHcyHKe MOKa3aH Tak)Ke pe3yabTaT THIHYHOTO 3KCIepH-
MeHTa, B KOTOpoM pH H3MeHseTcs pH NOCTOAHHON HOHHOM cue, paBHo# 0,1. ArperaThbl C KOHCTaHTOH ce-
IUMeHTauuH, 6onbielt 30 S, — cnMpanM ¢ LAPOKUM pacnpenenenueM no mmHaM. [A. Klug, A. Durham,
Cold Spring Harbor Symp. Quant. Biol., vol. 36 (1971).]



CTPYKTYPA BEJIKOB 145

Tlono6uoe y3xoe pacnpenesieHHe 1O AJIHHAM MOXXHO OOBACHHTD C IOMOLIBYO HECKOJILKHX MeXa-
HH3MOB nojuMepu3auni. HekoTopble npuMepsl IIpeAcTaBlIeHbl Ha pHC. 2.52.

B MaTpHYHOM MeXaHH3MeE OTAEIbHASA [JTHHHAS MOJIEKY/1a CTYKHT MaTpHUEH IS CBA3bIBAHHSA
H ynopsanounBaHus Genkos. Ee nnuHa, TaknuM 06pa3oM, COBNAJAET ¢ IUTHHOH KOHEUHON CTPYK-
TYpPbl. DTOT MEXaHH3M XOpouIo O06BACHAeT 06pa3oBaHHE MHOTHX IAIOYKOOODPa3HbIX BHPYCOB
THNA BHpyca TabauHol MO3auKH. B 3TOM ciiyyae Kaxablii U3 TpeX HyK/JI€OTHIOB OOHOLENOYEY-
Holt Monekynsl PHK BHpyca CY)XMT 115 CBA3bIBaHHA OOHOM cyObenuHHIbI Oenka 000mouKkH.
Ecnu cbopka GenkoBoit 060/104KH BHpyca NpoHcXoouT B orcyTcTBHe PHK, To 06pa3yrorcs na-
JIOUKOOOpa3Hbl€ CTPYKTYDhl PA3/IHYHON IUTHHBI, BO BCEM OCTAJILHOM OYEHb IOXOXHE Ha 0060-
JIOYKH OOBIYHBIX BHPYCOB. B 3aBHCHMOCTH OT KOHLEHTPAUHH Oe/Ka H yC/IOBHI, XapaKTEPH3YI0-
LLIUX OKPY)XEHHE BHPYCa, CPEHHE 3HAYEHHA OJIHH MOTYT ObITh Kak 60/Ibile, TAK H MEHbIIIE, YEM
y 06BbIYHOro BHpYCa, XOTA B KaXIOM ciydae B orcyrcreue PHK Habnromaercs lIHpokoe pac-
NpeAc/iEHHE N0 MTHHAM,

I1pu 6omee noapobHOM H3yueHHH caMocOOopKH OenkoBoit 060104KH BUpyca TabauHoit Mo3an-
KH MOXHO HaliTH YCJIOBHS, B KOTOPbIX TOMHMO MOHOMEPOB H JJTHHHBIX CITHPAJICH CYLIeCTBYIOT
HECKOJILKO NMPOMEXYTOUYHBIX GopM (pHc. 2.53). CoOTBETCTBYIOIUHH PHCYHOK IO aHAJIOTHH C
OMHCAHHEM MaKPOCKOIHYECKHX (ha3 UHCTBIX BELIECTB H/IH NPOCTHIX CMeceH MOXKHO Ha3BaTh da-
30Bo# nuarpamMmoit. ITockonbKy nepexonbl MKy pa3HYHbIMH YETBEPTHYHBIMH CTPYKTYPAMH
MPH H3MEHEHHH OKPYXXAIoLleH Cpelbl MPOHCXOOAT OOBOJIBHO PE3KO, KaXIYI0 GOPMY MOXHO
ynono6uTs Makpockonudecko#t ¢asze. M3 puc. 2.53 BUOHO, YTO MOOENb NPOCTOH CIMpa/IbHOMN
MOJIMIMEPH3ALIMH HE MOJXKET aJcKBaTHO OMHCaTh npouecc cOOpkH BHpyca TabauHOM MO3auKH.
Bonee peanbHas MOAeNb OOMXKHa BK/IFOUATD JONOHHTENbHBIE TApAMETDBI I YY€Ta PAna Npo-
MEXYTOUHBIX cocTOosHNK. U B moboM ciyyae nobasg naogoTBoOpHas MOAE/b AOXKHA YYHThI-
BaTh NPHHUMIIBI 06pa30oBaHNA 3apOabiielt U POCTA Leneil A OOBACHEHHUS NOABICHUSA OYCHD
IJTHHHBIX CTEPXEHBKOB.

3acnyXHBarOT KpPaTKOTO YIIOMHHAHMA €LUe JBE MOIE/IH, IPHBOASALIME K JHCKDETHBIM 3Haye-
HHAM JUTHHBI nonuMepa. B mepBo# H3 HUX NOCTYJHUPYETCH, YTO A IPHCOSOHHEHHs NMEPBOro
MOHOMEDA CYILIECTBYIOT BeCbMa ONaronpusaTHbIE YCIOBHA, TOTOA KaK MPHCOCIHHEHHE KaXXA0H
nocleayowen cyobeIHHHLbLI CTAHOBHTCS BCE MEHEE M MEHee BbIrOOHBIM. HanpHMep, KOHCTaH-
Thl aCCOLMALMM ANs peakuun M, + M, 2 M, | MOTYT HMeTb BHR k= kx, rmex < 1.3ty Mo-
JI€1b YaCTO HA3bIBalOT MOIEJIBIO C IOCTENEHHBIM YBeJIHUEHHEM HanpsxxeHus. CBobomHas 3Hep-
IUst HANpsHKEHHUS Ha OIMH CYOBbeIHHHYHBIN KOHTAKT cocTasifeT — R7TIn x, DTa SHEPrHA MOXET
HJIH PacnpelesaThbcsl MEXAY BCEMH CyOBenMHHUAMH (IPDHBOOA B Pe3yNbTaTe K OOHOPOIHOK
CTPYKTYpE), WJIH IEPHOIHYECKH HAKAIUTHBATLCA B ONpeaeeHHbIX MecTax. Eciu yBennueHHe Ha-
MPSXKEHHSA TIPH arpeTHPOBAaHHH CYOBEAMHHIL JOCTHTHET O0MBILION BENNYHHBI, TO pa3MepPhbI LiEMH
6ynyT ompenensaTbhcs TEM YHCIOM CYOBLEeOHHML, NMPH KOTOPOM CBA3BIBAHHE MOMOJHHTENBHBIX
MOHOMEPOB CTAHOBHTCA SHEPTETHYECKH HEBBITOAHBIM. DTO NPHBOIHT K JOBOJIBHO OCTPOMY ITH-
Ky B KDHBOM pacnpele/eHHs ITHH TOJIHMepOoB. JJaHHBI! MEXaHH3M MOXeT ObITh OTBETCTBEH 3a
pacrpeneeHse JJIHH XBOCTOBBIX OTPOCTKOB HEKOTODPBIX 6akTepuodaros, A/isi KOTOPBIX HE AO-
Ka3aHO HaJIHYHE MOJIEKYJIbI-MAaTPHLbI.

B ocHoBe BTOpOM MoHOenH (CM. pPHc. 2.52,B) neXHT NPHHUMI HOHHYca. EcnH neiTaThbes
CrpynnupoBaTh MOJIEKYJIbI paanoﬁ AJIHHbLI, TO TOJBKO ONpE€Ac/IEHHbIE COOTHOLUCHHA HX OJIHH
NPHBEAYT K CTPYKTYDE, KOTOpas He 6yaeT HMeTh BbICTYNAOLIKX KOHLOB. Takas Mogenb Tpeby-
eT NMPHCYTCTBHA B arperarte CyObe IMHHI HECKOJILKHX THIIOB — 3TO MOTYT ObITh pa3/iHUHbIC TH-
nbl GENIKOB HIIH Pa3/IMYHBIE TPETHYHBIE CTPYKTYPBI OfHOro Genka. U xots oo cHx nop He o6Ha-
PYXX€HBbl CHCTEMBI, YCTPOEHHBIE MO NMPHHIMITY HOHHYCA, CaMa THNOTE3a NPEACTAB/IACTCA HHTE-
pecHOl H ee Henb3d yNycKaTh H3 BHOY, 00cyxaas 6osiee CloXHBIE GHOIOTHYECKHE aCCOLHATHI.

B xuBoOit KieTke NpH GOPMHPOBAHHH JIHHERHBIX HJIH CNMpaJibHbIX acCOLMATOB MOTYT Cy-
UECTBOBAThL H 6onee CA0XKHBIE MEXaHH3IMBbI, ONpEOENsIOIIHE HX IJIHHY. B KileTke MOryT cy-
LEeCTBOBATh CrieuupHueckue 061acTH, rie HAUHHACTCA HIH 3aKaHYHBaeTcs nmonuMepn3anus. K
TOMY K€ BHYTPHKJIETOYHAS CPeAa BOBCE He 00A3aTENbHO I0JKHA ObITH ONHOPOOHON; 3TO MO-
KET CMocoBCTBOBATE MOTHUMEDPH3ALINH B OJHHX 00IaCTAX H NOAABJIEHHIO €€ B Apyrux. O4eBHIHO,
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YTO HEKOTOpbIe MOJTHUMEPH3OBAHHbBIE CTPYKTYPbI, TAKHE KaK MHUKPOTPYOOUKH H BOJIOKHA aKTH-
Ha, IPOCTHPAKOTCA HA 3AMETHBIC PACCTOAHHA BHYTPH KJIETOK. OHH, Nno-BHAUMOMY, HIrparoT
’KH3HEHHO BaXXHYIO POJIb B OTIpeAe/ieHHH POPMBI KJIETKH, ee NEPEeNBHIKEHHS H IETICHHS, a TaKXKe,
BO3MOXHO, B OPraHH3alHH CBA3H MEXIY NIOBEPXHOCTDLIO KIIETKH H e¢ BHY TDEHHHMH 06/1acTaMH.
®akTophl, perynupyioune GopMHpPOBaHHE TAKHX CTPYKTYD HIIM HX pa3sMep, 4pe3BbIuYaitHO BaX-
Hbl JJIi MOHHMaHHA OHONIOrHH KJIETKH.

KpaTkue BuIBOABI

Benxu CHHTE3HpYIoTCcH H3 20 aMMHOKHMCIIOT, HO MHOIOA COOEpPXAT M APYrHe XHMHYECKHE
rPYNNsl, HANPHMEP HOHBI METAJUIOB, OPTAHHYECKHE NTPOCTETHYECKHE TPYIIILI M caxapa. AMHHO-
KHCJIOTBI MOXHO rpy6o pa3eNHTh Ha OBA KJIacca: MOMsAPHbIE H HEMONAPHBIE.

Paznuunibie Ge/IKH 3HAYUTENHHO OTIHYAIOTCA APYr OT APYra Mo CBOeMy aMHHOKHC/IOTHOMY
COCTaBy, H CYIIECTBYET OYEBHIHAA KOPPEALHA MEXIY COCTAaBOM H CTPYKTYPOHR HIH QyHKLHEH.
AMHHOKHCTIOTHBIE NIOC/IEN0BATENBHOCTH ONPENENTHTh OTHOCHTENBHO JIETKO, H 4acTO ITH JaH-
Hbl€ NO3BOJIAIOT MOJYYHTh JOMOMHHTEbHYIO HHGOPMALIMIO O CTPYKTYpe B dyHkuuH. bonee To-
ro, 3HaHHE NOCNEN0BaTEILHOCTH NIPAKTHUYECKH HEOOXOAHMO As Onpeae/ieHHs NOJIHOR CTPYKTY-
psl Genka.

B Genxax Haubonee pacnpocTpaHeHbl TPH THIA BTOPHYHBIX CTPYKTYP: a-CITHPAJTH, 3-CJIOH H
B-n3rubpl. Bce BMecTe OHM colepKaT Gosiee MOMOBHHBLI BCEX aMHHOKHCIIOT 6e/IKOBOM MOJIEKY-~
nel. B Tex Genkax, B KOTOPBIX YaCTO BCTPEUAKOTCA OCTATKH NPOJIMHA, -CITHPAIH H 3-cliou 06-
pa3’yloTcs pedKO; BMECTO HHX MOTYT GOPMHPOBATbLCA CIIHPAIH MOJIHIPOIHHOBOrO THIA.

TpeTHUHBIE CTPYKTYPHI OONBUIMHCTBA 6¢JIKOB OpraHW30BaHbI B [IJIOTHO YIIaKOBaHHbIE I7100y-
JIbI WIH B HECKOJIBKO ITTOOYNAPHBIX JOMEHOB. B TaKHX CBEPHYTBIX CTPYKTYpPaX HENOJIAPHbIE 60-
KOBBIE TPYHONBI CTPEMATCHS OKA3aThCA BHYTPH MOJEKY/BI, a GOKOBble TPYNNBI IMOJAPHBIX
OCTAaTKOB — CHApy>XH. Mexay aMHHOKHCIIOTHBIMH OCTaTKaMH, a TaKXXe MEXAY OCTATKaMH H
PAcTBOPHTEINIEM, MO-BHAHMMOMY, 00Opa3yeTcs OOLIMPHas ceTh BOAOPOIHBIX cBa3elt. CpaBHEHHE
YKJIAOKH HENMH B Pa3/IHYHBIX Gelkax JaeT BO3MOXKHOCTD ITyOxke MPOHHKHYTh B HX CTPYKTYDY.
CeMeticTBa 6e1KOB CO CXOOHBIMM HITH TMIOYTH TOXIECTBEHHBIMH CTPYKTYPaMH BCTPEUYAIOTCA O0-
BOJIBHO YacCTO, HO OCOOEHHO YIHBHTENBHO CXOACTBO THIIOB OPraHH3aLMH 3-CJIOEB H a-CIIHpaJelt
B Genkax ¢ COBEpIIEHHO Pa3/JIHYHBIMH QYHKLIHAMHU.

OOBIMHO YETBEPTHUYHBIE CTPYKTYPHI AE/AT HA ABA THMna. [J1s MHOrHX 6€KOB THIIMYHO IJI0-
OyNApHOE pacronoxeHne cyOreanHuu. B Tex cnyyasx, korga cyOBeIHHHIBI TOXIECTBCHHBI,
OHH IMOYTH BCETOA PACIIONIOKEHBI CHMMETPHYHO; OOHAKO pa3pelieHbI TOTbKO HEKOTOPBIE OIpe-
IeNeHHble YeTBEPTHYHBIE CTPYKTYDhbI, TaK KaK caMH Mo cebe cyObeIHMHHLB! ACHMMETPHYHBI.
B03MOXHBI C/IEAYIOIIHE THINBI CHMMETPHH: aKCHallbHasg, IHIOpHUEcKan H KyOuueckas. [Ipyrue
6enkn 06BeANHAIOTCS B CIHPAJIbHbIE YETBEPTHYHBIE CTPYKTYPBI, B KOTOPBIX COCENHHE CYOBenn-
HHUBI CBA3aHBI MEXAY OO0l BHHTOBOM cHMMeTpHel. JITHHY TakHX CTPYKTYD H/IH pacnpenere-
HHE JJIHH PETYJIHPYIOT DA3IMYHbIE MEXAHU3MBI.

3AJAYH

2.1. U3 Tpex ucTouHHKOB — TpyOKo3y6a (A), 606pa (B) n BepOmona (C) — BeiaeneHbl 6emnkw,
IKBUBAJICHTHBIE MO CBOHM (QYHKUHSM H CXOOHBIE MO CTPYKTYpe. DnekTpodopeTHUECKHE 10O~
BH)XXHOCTH TpeX 6e/IKOB HECKONMBKO OT/IHYAIOTCA APYT OT APYTa, HO I KaKIOro CYILIECTBYET
TONBKO OnHA Nosoca. Ecnu cMemats A 1 B unu A u C, To Ha nekTpodoperpaMMe Habmona-
FOTCA TPH NMONOCH; eciH cMewats B u C — HaGmopaercs 5 nonoc. OGBACHUTE 3TOT (aKT.

2.2. Ja#Te npocToe 0ObACHEHHE, IOYEMY TPUMED H AHCK ABIAKTCA OTHOCHTEIBLHO CTaOHIIbHbI-
MH OJIHTOMEPHbIMH ¢opMaMu Oenka Bupyca TabayHoifi Mo3aukH (cM. pHc. 2.53).

2.3. donycTHM, 4TO 6€/I0K COCTOHT H3 OOHOM! MMOJHNENTHAHON HENMH U U3 JAHHBIX PEHTTEHOCT-
PYKTYPHOTO aHAJIH3a H3BECTHO, YTO OTOe/NbHaA CyObennHuLa oOnagaeT NOUYTH TOYHOM CHMMET-
pHei C2. Kaxoit BLIBOI MOXHO COeNaTh O NEPBHYHON CTPYKTYpe H O pacnonoxeHun N- u C-
KOHLOB B TPETHYHOM CTPYKTYpe?
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2.4. YcTaHOBNIEHO, YTO PHOOCOMHBIH 60K, COCTOMIIMI H3 85 AMUHOKHUC/IOT, MMEET B puboco-
Me aauHy 150 A. B pacTBOpE OH CYILIECTBYET B BUAE H30JIMDOBAHHON cyObequHuLbI. UTO MOXK-
HO CKa3aTh O BO3MOXHOH BTOPHYHOM CTPYKTYpe 3T0ro Gesika B pacTBODE H B TOM ClIy4ae, KOraa
OH HaXOOMTCH B KOHTAKTe ¢ ApyruMH GenkaMu B puGocome?

2.5. INocnenoBaTembHOCTL AMHHOKHCIIOT B FHIIOTETHYECKOM Oerike 3alHchIBACTCH B BHAC

N-Ala-Arg-Val-Ser-Met-Lys-1lu-Glu-Ala-Lys-Gly-Asp-Trp-Thr-Gly-Gly-Gln-
Met-Thr-Gly-Asp-Ala-Asn-Phe-Arg-Ala-Ser-Val-Glu-Leu-C.

VCTaHOBIIEHO, 4TO 3TOT Oesiok 06pa3yeT oueHb CTAOHMTIBHYIO BTODHYHYIO CTPYKTYPY H CYIIECT-
ByeT B PacTBOPe B BUOE AuMepa. M301HPOBaHHbLI MOHOMED JIErKO CBA3BIBAECTCA ¢ MeMOpaua-
MH, IMMep — He cBa3bIBaeTcA. Kakie MOXHO cenaTh 3aK/TIOYEHHA O BTODHYHOM, TPETHYHOU H
YeTBEPTHYHOR cTPYyKTYpe Oenka?
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Tnaea 3 Cmpykmypa
HYK/1CUHOBBIX KUC/I0M

3.1. CBoiicTBa HYKJICO3HOOB U HYKJICOTH/IOB

MOHOMEpHbBIE €IHHHLIbI HYKJIEHHOBBLIX KHCJIOT Ha3bIBAlOTCH HYKJIeOTHOAMH. OHH COCTOSAT
u3 docdara, caxapa U NypHHOBOrO HJIH MUPUMHAHHOBOI'O OCHOBAHHsA (Ha pHC. 3.1 nMpHBedeHbl
CTPYKTYpHBIE GOPMYNBI H Ha3BaHUS HaHOONee PacnpoCTPAHEHHbIX OCHOBAHHME H caXapoB).

Bce obHapy)XeHHble B HYKJIEHHOBBLIX KHCJIOTaX caxapa OTHOCATcA K D-crepeonszomepam,
H300pakeHHbIM Ha pHuc. 3.1. O6bluHble OCHOBAHHA M OoMbluas 4acTh MHHODHbIX OCHOBAHHM
HMEIOT NIIOCKYIO CTPYKTYDY, H ¥ HHX HET CTE€peOH30MePOB. JIHIIbL HECKOJILKO MHHOPHBIX OCHO-
BaHUM (TakuX, Kak OocHOBaHHe Y) MMeEIOT aCHMMETPHYHBIA aTOM yriaepona B OOKOBO# Lenu.
YacTs MOHOMEPHO! €IMHMILBI, COepKalliasg TOJIbKO caxap U OCHOBAHHME, Ha3bIBAETCA HYKJIEO-
3UO0M, TaK YTO HYKJIEOTHIBI ecTb NpocTo hpochopHbie 3dupsl Hyk1eo3nnoB. Hykieo3nast 060-
3HAYarwT ABYMs OyKkBaMH JIaTHHCKOro ajidaBuTa. bosnbinass OykBa OTBeYyaeT OCHOBAHHKO, a
MaleHbkasi — THNYy caxapa. Tak, aneHO3HH (KOTOPblit COCTOHT H3 caxapa pHO03bl H OCHOBAHHUA
afeHruHa) 0003HAYaKT rA, a A€30KCHUTYAHO3HH (C caxapoM 2’ -0e30KCHpHO030ii 1 OCHOBAHHEM
ryaniHoM) — dG. Ecin U3 KOHTEKCTa sICHO, KaKO#i TUN caxapa MMEETCS B BHAY, NIPUCTABKY T
00b1yHO onycKkawoT. [IpH 0603HaUeHHH HYK/IEOTHIOB K 00/1b1110# OyKBe, OTBeYArOLIEH HYKIe03H-
ny, nobasasitoT OYKBY P, COOTBETCTBYIOLLYIO dhochaTy (CM. BbiLHe).

TTONMUHYKJIEOTHAHY O NOCIEN0BATENLHOCTD COKPALIEHHO 3aMUChIBAIOT B BUIE

- . . pNpNpNpNpNpNpNp . . . unu (pN),, unu (Np),,

TeM caMbiM NOIYEPKHUBAETCSH, YTO OCTOB IOJIMMEPA NTOCTPOEH U3 OCTATKOB CaXapoB, CBA3aH-
HbIX bochoanadupHbiMu MocTHKaMu (pHc. 1.2). B PHK caxap npencTasieH TONbKO pH6030if 1
npeobnanaroT YyeTbipe Hykaeo3duma — A, U, C u G, XOTA NOCTATOYHO 4YacTO BCTPEYAKOTCA H
«HeOObIYHBIE» HYK/EO3HAbl, 0c00enHO B TpaHcnopTHbIXx PHK. B IHK caxap npeacrabiieH 2’ -
ne30kcupub030it, U mpakTHYeCKH BO BceX H3BecTHbIX JHK npucyTCTBYIOT nHILb 4eTbipe
Hykneosuna — dA, dT, dC u dG. Uckmoyenne cocrasnsnioT JHK psina BUpYCOB, B KOTOPBIX
OJIHH U3 OOBIYHBIX HYK/IEO3HIOB 3aMeELLIEH YACTHYHO HJTH NOJTHOCTb IO MHHOPDHBIM HYKJIEO3HIOM.
Hanpumep, THK HekoTopbix 6akTepHodaros conepXHT S-ruapokcumetun-dC smecto dC,
MOHO- HUJIH AHcaxapuabl 4acTO NPHCOCAMHSAIOTCA K UENH yepe3 IMAPOKCHUIT.

- o OcHoBaHue
\ 7/ HO
P o
7/ \
HO—CH, OcHOBaHMEe ~O 0—CH, OcHoBaHue
o) 0
OH
O\ /O
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HO OH HO OH (o) 0
Hyxkneo3un 5'-HYKJI€eOTU A 3-HYKJIeOTUA

N pN Np
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B 3TOM KHHTE, €C/TH HET HHKAKHX ClIELHaIbHBIX OTOBOPOK, Mbl Oy1eM NpeacTaBasTh ONHHOY-
HYIO NOJIMHYKJIEOTHAHYIO Lenb B Buae ApBpCp. . . pZ, noapa3yMeBas IpH 3TOM, YTO KaxKaas
doctonnxbupHas cB3bL HanpasjieHa OT 3’- K 5’-THAPOKCHIIY caxapa, c/ieBa Hanmpaso. Takum
06pa3oM, S5’-KoHell MOJEKy/bl OKa3biBaeTCA CleBa, a 3’-koHeu — cnpasa. Ytobbl Obio ACHO
HanpaB/IeHHe aHTHNAPAUIENbHBIX Lienel, HX KOHLbI NPHHATO OTMe4aTh LuppaMu 5’ u 37,

NOHU3ALIMOHHOE PABHOBECUE HYKJIEO3MIOB
1 HYKJEOTUJOB

Bcee 06b1uHbIE HYKIEO3H B! TIPH HEATPaNbHLIX pH He3apsikKeHbl, YTO COOTBETCTBYET GopMe,
NMpeacTaBlieHHOM Ha pHC. 3.1. BONBIUIHHCTBO HEOOBIYHBIX HYKJICO3HAOB TAKKE HE3APSXKEHBI, XO-
15 7-meTun-G npu pH 7 3apsixen nonoxurtensHo. HampoTus, Bee hocdaThl B HYKIEOTHAAX HITH
NOJIMHYKJIEOTHAaX — Npu  Tex pH, npu koropeix o00blMHO paboTalT ¢ ITHMH
COEHHEHHAMH, — 3apsKeHbl OTPHLATEJILHO.

Dochonnsbup ABIAETCA CHIILHOR KUCIOTOH. 3HaueHne pK, €IMHCTBEHHOTO cmocobHOro K
HOHM3alMH NpoTOoHa O6nH3Ko K 1:

(@) (@)
I I
R—O— P —O—R'2HY"+R—0O0— P —O—R’
| I
OH (O

TaxuM obpa3oM, ecnu npeHeOpeus KOHUEBLIMH IhdheKTaMHu, TO MOKHO CUATATD, 4YTO HA KAXK-
ABbIH OCTATOK MOJIMHYKIICOTHAHON LENMH NPHUXOAUTCA OOUH OTpHMUATENbHbIA 3apan. Hanuunem
60NIBLLIOT0 CYMMAapHOTrO 3apsAAa NOJIMHYKIEOTHABl CYLIECTBEHHO OT/IMYAKOTCH OT THIHYHBIX
6enKOB, B KOTOPBIX GOJIBUIMHCTBO OCTATKOB HE3apSXKEHO, a MOJIOXKHTE/NbHbIE H OTPHLATEb-
Hble OOKOBBIE LieNH OObIMHO MPEACTABNIEHbI B CONMOCTABHMOM (XOTA M HEPABHOM) KOJIMYECTBE.

dochoMoHOIDHpHASA TPYNNA NPHCYTCTBYET B H30JIHPOBAHHBIX MOHOHYKJIEOTHAAX MJIM HHOT-
[1a Ha KOHLIAX NMOJIHHYKIEOTHAHbIX ueneit. OHa HMeeT Ba NPOTOHA, CTOCOOHBIX K HOHH3ALIMH, C
pK,, THTHYHBIE 3HAYEHHS] KOTOPBIX NPHBEIEHBI HA CXEME!

) 0] )
] pKa=0,9 i pKa=6,2 fi
R—O— P —OH 2 Ht*+R—O— P —OH = 2H* +R—0— P —O-
| ! |
OH (O (O

TakumM o6pa3oM, npu pH 7 6osnbuias yacTh Mosiekyn pochoMoHoIDHpa HECET ABOHHOM OTpHLA-
TenbHbIA 3apan. [lonyyaemele npy THTPOBAHHH MHO60r0 MOHOHYKJICOTHAA 3HAaYeHHA pK, OKko-
710 1 H 6 HECOMHEHHO OTHOCATCA K hocdaTHOM rpynne, NOTOMY YTO IPYII ¢ TAKUMH pK 2HET BCOOT-
BETCTBYHOLLMX HYKJIeo3unax. bonee Toro, 3T 3HaYeHus OMHU3KM K Ha6roaaeMbIM B MPOCTOM Caxa-
podochate. Hanpumep, rmoko3o-3-pochat umeet pK ,0k0n00,8u5,7.

VY Hykneo3unos o6e1uno Habmronaercsa pK, 0kono 12,4, 4To CyIECTBEHHO OTHYAETCA OT pK »
XapaKTePHBIX 1151 HYKJICOTHAOB. DTO 3HaYeHHE DK, CBA3AHO C HOHH3ALHEH IHAPOKCHIIBHOM rpyI-
nbl caxapa (418 1JII0KO3b1, HApUMep, Habmopaetrca pK, = 12,1). OTpHuaTenbHpIA 3apan HyKe-
OTHIA NOJDKEH HECKOMBKO CABUTaTh pK, THAPOKCHIILHOH rpynnel caxapa B obnactb 6onee BbIco-
Kux pH 13-3a CHJILHOTO 3JIEKTPOCTATHYECKOTO OTTAJIKMBAHHSA B TPOEKPaTHO AENPOTOHHP OBAHHOM
OTpHUIATENIbHO 3apsikeH HOU popme. [ToaToMy pK, rHAPOKCHIA CKOPEE BCero 6yAeT HAXOAMTHCA B
obnacti pH, npu KOTOPBIX HYKJIEOTH MOABEPracTCs THAPOJIM3Y, H OTPBIB YJIEKTPOHA OT caxapa B
CcOCTaBe HYKJIEOTHIA HJIH NOJIHHYKJICOTHAA HAbMI0AaTh He yaacTcs.
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PHUC.3.1. CTtpykTypHble HOPMY/bl KOMIIOHEHTOB HYKJICHHOBBIX KHCNOT. 4. O6bIuHbIe OCHOBAHMS H Ccaxa-
pa. 5. HekoTopbi€ H3 MHHODHBIX OCHOBaHH} U HYKNeo3nnoB. TIpHUBeaeHbI TaKKE CTAHIAPTHBIE COKpAILie-
HHA.

[loBeneHHe mpu THTPOBAHHWM OOJILILIHHCTBA HYK/IEOTHIOB M HYKJIEO3HOOB OYEHb CJIOXKHO,
NOTOMY YTO OHU COIEPXAT MHOTO IPYNI, ABJAOLIHXCA MOTEHUHATLHLIMH JOHODAMH HJIH akK-
LENTOpaMH NpOTOHOB. [Ipexne ueM 06cyXaaTh 3TOT BONPOC, OTMETHM, YTO JaXe I/ HEHO-
HH30BaHHON (GOPMBI OCHOBAHHIl He CpPa3y OYEBHAHO CYLUECTBOBAaHHE €IHHCTBEHHOM JIOKAaIH3a-
LIMH MPOTOHOB Ha rerepoatomMax. Kaxxnoe OCHOBaHHE B IPHHLMIIE MOXET NPHHHMATDb DA Tay-
ToMepHbIX PopM. Heckonbko popM, Mexay KOTOPBIMHU CYLLECTBYET paBHOBECHE, NOKa3aHbl HA
pHC. 3.2. M3 COBOKYMHOCTH AOCTYNHBIX KPHCTAIIOrpadHYECKHX H CHEKTPOCKOMHUYECKHX OaH-
HbIX MOHO CHOEJATh JOCTATOYHO HAaAeXHbIK BbIBOM, YTO B BOAHBIX PACTBOpaxX NpeobnamaroT
KEeTO-aMHHO-Tay TOMeEpbI, MoKa3aHHble HA pHuc. 3.1.

Haubonee 3¢pdekTHBHBIMM METOIAMH MCC/IEAOBAHHS TAayTOMEPHBIX GOpM sABaAtoTca AMP-
H UK-cnekTpockonus, NOCKOJbKY C HX TOMOLBIO HACTO YAaeTca HabnoaaTh CrekTpalbHble Mo-
JIOCHI OT HHAMBHIYAJIbHBIX MPOTOHOB. MAeH THOHUMPOBATDL 3TH MOJOCHI MOXHO NyTEM CpaBHE-
HHS CO CMEKTPAaMH COOTBETCTBYIOLUHX NMPOH3BOAHLIX, B KOTOPbIX BO3MOXHOCTH TayTOMEpH3a-
UHH OrpaHHYECHbI, CKaXXE€M, B pe3y/IbTaTe 3aMeHbl HEKOTOPBIX NPOTOHOB METH/IbHBIMH IpyMna-
MH. 1o oueHKaM, pa3HOCTh B SHEPTHH MEXIY OCHOBHBIMH TayTOMEPHBIMH (FOPMaMH H HEKOTO-
PbIMH M3 GOPM, NPHBEAECHHBIX Ha pHC. 3.2, HEBEJIHKA, MO3TOMY BONMPOC O TOM, HIpalOT JIH HEO-
ObluHble TayTOMEPHI KaKyk-HHOynb pofib B GOPMHPOBAHHH CTPYKTYPbI WIH (HYHKLHOHHPOBA-
HHH HYKJIEHHOBBIX KHC/IOT, OCTA€TCA OTKPLIThIM. B HacTos11ee BpeMaA npAMble JaHHbIE HA 3TOT
CYET OTCYTCTBYIOT.

Ecny npHcOeOHHUTDb HJIM YOANMTh NPOTOH H3 OCHOBAHHA, TO MOJYYHBLUMICA NMPOAYKT, Kak
NPaBHJIO, MO-NPEXHEMY CMOXXET MPHHUMATb HECKOJIBKO TayTOMepHbIX hopM. NaedTHdHKauus
HauboJiee CTAOUIBHBIX H3 HHX 3KBUBAJIEHTHA OTBETY Ha BONPOC O TOM, KaKHe NPOTOHL! yaaJe-
HBI HJIH KAKHE TPYIIbI CBA3LIBAIOT NPOTOHBI NIPH 3HaUYeHHAX pH, cooTBeTCcTBYIOWMX HabMonae-
MbiM pK,. C 3TO# uenbio 6b1/10 BHINOMHEHO BOBLIOE YHCIO KCMEPHMEHTAIBHBIX PAaboT; pe-
3yJALTAThI [JIS YEThIpeX OObIYHBLIX PHOOHYKJIEO3HAOB CyMMHPOBaHbI Ha PUC. 3.3. OTMETHM, 4TO
ocHOBAHHA A M C MOryT HaXOOMUThLCA B HEWTPAJILHON HITH NMONOXHTENbHOMN dopMe, U — B HEAT-
paIbHON MJIM OTPHUATENbHOMK, a G MOXET CYLIECTBOBATh BO BCeX TPeX COCTOsHMAX. Hanuuue
¢ocdaTos capuraer Bee 3HaueHUs pK,, IPUBECHHBIE HA PUC. 3.3, BBEPX HA HECKOJIBKO NECATHIX



CTPYKTYPA HYKJIEMHOBBIX KUCJIOT 151

. o)
R Il
N HNCOCH,
H,C / | \> ﬁ
N\ N R’ = CH,CH,CCOCH,
L |
CH, H
OcHoBaHHue Y
o) - C|H3 o}
H
H\N N NF N ~N N
> Jo LD
HiC /‘\ N H X N = N
N N N N N
H.C™ | v | |
3 R R R
N2 -gAUMeTHIITyaHO3UH 7-MEeTUATYAaHO3UH HUHo3uH
2dmG 7mG I
CH, CH,
N\
C=CH C=—CH
/o /]
CHy CH, H CH; CH, H
N

ANV
N HOCH, O OcHOBaHMe

NF N\ NZ N\
KN' T> CHJSJ\NI >

N
| OH OCH,
R R
Né-A? _psonentennn-  N°-A?.pjoneHTeHUN - 2'O -METHIIHYK/IEO3HI
aeHO3UH 2-MEeTUNITHOAAEHO3MH 20m (A,C,G nnu U)
61A 2ms6iA
(0] (@] S
H H H R H_
\N)i 2 \N/uj/ N .
o)\T H, O)\T O)\T
R H R
Ouruapoypuaun IlceBaoypHuauH 4-TUO Yy pULHH
E D l// 4s

eauHuubl pH. 3TOT coBHr 0OYCIOBIIEH 3IEKTPOCTATHYECKHM NPUTSKEHHEM Mexay dochaTamMu
H Mo6bIMH MOJIOKHTENBHBIMH OPMaMH M OTTAIIKHBAHHEM MEXAY dochaTaMu ¥ MoObLIMH OT-
pHuaTenbHbIMH popMaMu. HabnronaeMselii caBur 6onpiue ans 5’ -HyKJ€OTHAOB, YeM Ans 2'-
WK 3’ -U30MEPOB. 3TO H MOHATHO, NOCKOJBLKY 5’ -MOJIOKEHHE ONHXKe K BO3ZMOXXHBIM MECTaM
WOHH3aUHH OCHOBAHHH.

Bce cBO¥cTBa 1€30KCHPHOOHYKNE03HAOB M N€30KCHPHOOHYKIEOTHAOB, BLIABASEMBIC IPH HX
THUTPOBAHHH, XOPOLIO KOPPETHPYIOT CO CBOHCTBAMM COOTBETCTBYHOILIMX PHOOKOMIOHEHTOB, 33
TeM MCKI/IHOYEHHEM, YTO IS Ae30KCHPUGOKOMIOHEHTOB 3HaueHHsA K|, OKka3plBAlOTCA, KaK npa-
BHJIO, Ha HECKOJNIbKO AECATBIX Bbille. 1 ONIMTOHYKJIEOTHAOB HIIH MOJIMHYKJIEOTHAOB BCe Hab-
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PHUC.3.3. MOHH3aUHOHHOE PABHOBECHE [/IA YeThIPEX PHOOMOHOHYKICO3HAOB. AHANIOrHYHbIE MPOLECCH] HO-
HH3ALMH XapaKTEPHbI A/A Ae30KCHPHOOMOHOHYKIIEO3HAOB.
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nioaaeMble 3HauYeHUs pK, HECKOMNBKO CMELIEHbI BCIEACTBUE 3MEKTPOCTATHYECKOTO OTTANIKHBA-
HHA MEXOy ocTaTKkaMH. bonee 3HauMTenbHble M cnoxHbie >ddexkTrl HabnmonaloTCA, Koraa
rpynnbi, CNOocoOHBIE K HOHU3ALMH, YYACTBYIOT B (PODMHPOBaHMM BTOPHYHON CTPYKTYPBI 1O-
CpenCTBOM CriapHBaHUA OCHOBaHMH. B 3THX cnyvasx, kak H 11 6enkoB, THTPOBAHHE HYKJIEOTH-
JI0B OKa3bIBAETCsA CONPSAXKEHHBIM ¢ KOH(POPMALIMOHHBIMH NEPEXOIAMH, YTO MOXET IPHBOIHTE K
odexb 6onblMM cMeleHHaM pK . HekoTopele IPUMEPBI TakOro pOAa paccCMOTDEHBI B 1. 22.

Bce 00b1uHBIE OCHOBaHHA HYKJIEHHOBBIX KHCJIOT BeCbMa CXOAHBI 0 CBOHM OCHOBHbBIM XHMH-
YeCKHM H (u3HuyeckuM cBoiicTBaM. Hanpumep, oHH oOnagaloT (MM, COTNIacHO OLEHKAaM, O0J-
KHBI 06N1a1aTh) JOBOJILHO BLICOKMM [IHMONBHLIM MOMEHTOM — OT 2,5 10 noytH 7]J1. Takum 06-
pa3oM, C YUCTO 3IEKTPOHHON TOYKH 3PEHHA OCHOBAHHA AOJIXHBI PacCMaTPHBATLCA KakK MOMAp-
Hble coenHueHusa. HecMOTpsa Ha 3TO, Bce 0ObIYHbIE OCHOBAaHHA, KDOME ypalluyia, MOUYTH Hepac-
TBOPHUMBI B BoAe. PacTBOpPHMOCTEL NypHHOB B 5-10 pa3 MeHblle, YeM MHPHMHIMHOB, HO 3TOT
OHana3oH H3MEHEHHUs PACTBOPHMOCTH 3HAUHTENbHO MEHBILIE, YeM AJIA Pa3HbIX OOKOBBIX Lienei
aMHHOKHCIOT. Takum o6pa3oM, rpyb0 roBops, MOXKHO CUHTATh BCE OCHOBAHHA MOJIADHLIMH H
ruapoOoOHBIMH COENUHEHHAMH (UTO 3BYYHT HECKOJIbKO NapanokcanbHo). Bo BcakoM cnyuae,
HET HHKaKMX OCHOBAHHM KJacCH(PHUHPOBATH HYKNEOTHOHbIE OCTATKH NMOAOOHO TOMY, KaK 3TO
ObLN10 cenalo AN aMHMHOKHCIIOT B 1. 2.

3.2. Hykneoruanslii coctaB JJHK u PHK

[TPABHUJIA YAPTAPDA 1JI4 JHK

INonasnsouee donbiinHCTBO Mosiekyn JJHK sBnsoTcs ABYXUENOYEYHBIMH, YTO HAjlaraeTr
OTrpaHHYEHHs. HAa HX HYKJICOTHAHBIA cocTas. [lis 3THX GHOMONMMEpOB BCceraa x, = Xt M
XG = X¢» TA€ x — MOJIbHas nona. JTOT (akT, OTKPHITBIA H OOCTOATENBHO H3YYEHHbIH
3. Yapraddom, Ob11 0THHM U3 Ba)KHERILNX CPEAH TeX JaHHbIX, KOTOPbIE IPHBEJH K KOHLENUHH
nBoiHon cnupanyi ana JHK. OH o3Havaer, 4YTO /1A ONHMCAHHA COCTABa COBEPLIEHHOMN OBYXIlie-
noueyHodt IHK neobxonmuma TosbKO oaHa nepeMeHHas xg, (= 1 — x,, 1) GC-conepxkanue
npupoaHsix JHK cyumiectBeHHO pa3snuuaetcs. Tak, mns JHK HekoTopwix OakTepmii
Xg+c = 75%. BeposTHO, CYLIECTBOBaHHE CTOJb IUMPOKOTO MHTepBana 3HaueHud GC-
coaepxaHus 0e3 noTepH cNOCOOHOCTH OPraHW3MOB XpPaHUTh HEOOXOAMMYIO F€HETHUECKY IO HH-
dhopMauHIo CTaHOBHTCS BO3MOXHBIM 61aroaaps BbIPOXAEHHOCTH FreHETHYECKOTO KOAa H TOMY
dakTy, uto yacte JJHK He koaOHpyeT HHKaKHX GENIKOBBIX MOC/E€A0BATENBHOCTEN. Y KHBOTHBIX
XGg+c = 40 — 45%, u, BooGuie ropops, JHK y 6nuskux opranu3Mos uMetoT cxomHoe GC-
coaepxaHHe. BoiaeneHa ouenb Hebonbluas MUHOPHasA dpaxums sykapHoTHueckoi JHK c skcTpe-
MAaJIbHBIM HYKJIEOTHIHBIM COCTABOM — TakK Ha3biBaemas catennutHaa JHK; nia caTe/sIMTHON
HOHK xpaba, HanpuMep, X, ¢ PaBHa Bcero 5%. buonornueckas posnb TakHMX CaTEIHTOB HENO-
CTaTOYHO fAICHA, HO B TeX C/Iy4asx, Koraa OHM MccaeaoBaHbl 60siee neTaqbHO, YCTAHOBJIEHO, YTO
06b14H0 3T1a IHK COCTOHT M3 PETrYNsiPHO NOBTOPAIOLIMXCA KOPOTKHX MOC/IEA0BATENLHOCTEN.

B coctaB HekoTopbix IHK BxoasaT HeoObIuHbIE OCHOBAHHA, 3aMellalouiue OauH (MM 6oJee)
NHpUMHAKH WnH nypuH. Hanpumep, B THK T-ueTHbIX (haros, Kak Mbl y)Ke YIIOMHHAH, Npeo6-
Nagaer rioKO3HIMpOBaHHbIA 5-ruapokcuMeTHn-C. OH obpa3yer ¢ ryaHHHOM TakHe K€ Mapbl
OCHOBaHHUH, Kak OOBIYHBIA LUMTO3HH, M npasuiia Yapradda octaioTcs cripaBea/IHBbIMH, €CITH
NpH BBIYUCIIEHHH X ~ Y4€CThb Bce aHanory uutosuHa. JIHK dara SP2 comepxut dU smecto dT;
HU3BECTHO M eule Heckonbko JJHK ¢ HeOObIYHBIMH NHPHMHAMHAMH. HexoTopble OCHOBaHHA OT-
nenbHbix JJTHK MeTHNIHPOBaHbI, NpHYEM NPHCYTCTBYIOT OHH B OU€Hb CeUHaIbHbIX MOC/EN0Ba-
TEABLHOCTAX. ITa MOAHGHKALHA CJIYKHT MEXaHU3MOM 3aLLUHThl NPOTHB BHY TPHKJIETOUHBIX pe-
CTPHKTAa3, KOTOpbi€ B OTCY TCTBHE METHIIHPOBaHUs paciiemnsyi 661 JHK B 3THX MecTax.
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Jns Hekotopbix NHK, ononako, mpasuno Yapradda ne sbimonnsercs. Hanpumep, ons
AHK 6akrepruodara X174
xa = 0,25, xt = 0,33, xg = 0,24, xc = 0,18

3TO 03HAYaET, YTO B GOPMHDPOBAHHH ABYXLENOYEYHOH CTPYKTYPBI, OOpa30BaHHOMN H3 OOBIYHBIX
AT- u GC-nap, MOryT y4acTBOBaThL MakcuMym (0,18 + 0,25) - 2 = 0,86 ot obuiero yucna oc-
HoBauu#t. B geiictBuTensHocTn JHK @X174 B otnuure ot JHK OonbluMHCTBA OpYTrHX Opra-
HH3MOB fBJIAETCA OJHOLIETIOYEYHON MOJIEKYIOH, B HET HHKaKHX OCHOBAHHIA CYUMTATH, 4TO Oyner
MPOUCXONHTL AOCTATOYHO 3(hGEKTHBHOE ClapMBaHHe OCHOBaHMil B Mpenenax ogHo# uenu. Ha
CaMOM [ieJie OOJIA CIapeHHbIX OCHOBaHMH 3HaYHTeMLHO MeHbiue 0,86. BrinonHenne npasun Yap-
radda ne o3nauaer, yto JHK obsazarensHo sapnsercs apyxuenoueynoit. CnocobHocTh ob6paszo-
BbIBaTh TaKylo CTPYKTYDPY onpenensierca 0coOeHHOCTAMH HYKJIEOTHAHOMN MOCAE€a0BATENLHOCTH
H MOXET OBbITh BBIIBJIEHA PANTHYHBIMH OH3HYECKUMH MeTonaMH (rin. 22).

HVKJIEOTUAHBIA COCTAB PHK

Ananorom npasun Yaprapda ans PHK Obinu 661 yenoBusi x, = xy M Xg = X» OAHAKO HH
OOMH H3 OCHOBHBIX THNOB KJieToyHoit PHK — Ttpancnoprnas PHK (TPHK), matpuunas PHK
(MPHK), pubocomHas PHK (pPHK) unu rereporednas snepHas PHK (raPHK) — ne noaun-
HAETCA JAHHOMY NPABHIY. DTO €CTECTBEHHO, TAK KaK BCE OHM ABJIAKOTCA OAHOLIENO4YEYHBIMH KO-
BaJICHTHBIMH CTPYKTYpaMu. [1paBuna Yapradda BbinonHAroTCA AU 118 HEOOIBLIOrO YUCIa
PHK BupycHO# NMPUPOABI, H HEKOTOPbIE U3 HHX OKa3a/INCh COBEPLLIEHHbIMH ABYXLENOYEYHbIMH
monekynamMd. Hykneotuausiit cocras 6onpimHcTBa PHK TakoB, 4TO 3akpyYyMBaHHE LENH Ha
cebs He MOJKeT MPHBOAMTH K CIAPHBAHHIO BCEX HYKIIEOTHAOB. bosee TOro, HEKOTOpbIE HEOObIY-
HbI€ OCHOBAHH$ CTOJIb CHILHO MOOH(HLIMPOBAHEI, YTO HOPMaJIbHOE ClIApHBAHHE OCHOBAHHM XH-
MHUECKH HEBO3MOXHO. M3 onbITa H3BECTHO, 4YTO, XO0TA B SonbiuHHcTBe PHK 3HaunTenbHOE KO-
JIMYECTBO OCHOBAHMI CNIApEHO, MAKCHMAJTbHAA CTENeHb TAKOTo CIapUBaHUs AOCTHIAETCA PENKO.

BuocunTtes PHK Haunnaercs ¢ 5'-KoHLA KoHAeHcauuel AByX mouekyn pppN (rae N coor-
BercTByeT G uiH A). Ipouecc HAET Mo HanpasBJ/IeHHIO K 3’ -KOHLY A0 TepMuHauud. TakuM 06-
pa3oM, HauanbHbIN TpanckpuntT PHK ponxen conepxath 5’ -tpudocdaT u cBobonHbiit Hedoc-
dopunupoBaHHbIA 3’ -KOHEl, OAHAKO OOHAapyXuTh S’'-TpudochaT NpakTHYECKH HHKOraa He
yaaBajioch, MOTOMY 4TO S0NbLWHHCTBO THNOB PHK, npucyTcTBYIOLIMX B 3HAYHTENBHBIX KOJIH-
yecTBax in vivo, oOpa3yloTcs B pe3ynbTarTe gerpagauuu 6onee KpYNHBbIX NMPEALIECTBEHHHKOB
PHK. TpynHee coenaTth kakue-nu6o BbIBOALI O 3 “koHue. Ecnu 6b1 pocdaTt B 3TOM cnyyae yna-
J10Ch OOHAPYXHTh, MOXKHO ObLJIO ObI ¢ YBEPEHHOCTBIO CKa3aTh, YTO 3TOT KOHEL 06pa30BaH B pe-
3yJIbTaTE NPOLECCHHTA, HO 3’ -¢pochaT B OHONMOrHYECKH aKTHBHBIX CHCTEMAX MOYTH HHKOTrAa He
obHapyXKuBaeTcA. MHOTHE H3BECTHBIE HYKJIEa3bl MOTYT pacLUeIATh GOCHOOHIPHPHYIO CBA3Db,
06pa3ys cBOGOAHEIN 3’ -THOPOKCHII, H NO3TOMY HEJIb3s OAHO3HAYHO CKAa3aTh, B PE3Y/IbTATE Ka-
KOTO Mpouecca — CHHTE3a UM Jerpajallid — BO3HMKAET TAkOW KOHEW.

Bupycubie PHK, xax 1 MPHK npoxapHOT, COCTOAT B OCHOBHOM H3 YEThIpeX OOBIYHBIX OC-
HoBauui. MPHK Xe 3ykapHoOT B HX BUPYCOB, Kak NPaBHIIO, COAECPKAT METHIIHPOBAHHbIE OCHO-
BaHHs, 4 KPOME TOTO, Y MHOTHMX H3 HHX Ha 5’-KOHLE UMeeTCs HEOOBbIYHAsA MOCIEe0BATENIBHOCTD

G3'pppNpMp . . . (pA),pA¥

OHa conepXHT 5’-5’-TpudochaTHLIH MOCTHK, KOTOPLIH CHHTE3HPYETCA NOCJE TPAHCKPHIILHH
MPHK u, BeposTHO, Ba)keH ans TpaHcasuud. Kpome toro, y mMHorux u3 3tux MPHK Ha 3'-
KOHLIE HMeeTcs y4acToK H3 100 i Gonee ocTaTKoB PA. DTH OCTATKH B OONBILIMHCTBE (ECIH HE
BO BCEX) CIyyaeB TAK)KE MPHCOEAHHAKOTCA MOCE TPAHCKPHUILIHH.

5’- 1 3’-xoHubl pu6ocoMubix PHK He MoanduLmpoBaHbl, HO coAepKaT OONbLIMA NPOLEHT
MMHOPHBIX ocHOBaHH#. B TpancnopTHbeix PHK nons HeoObluHBIX OCHOBAaHMI M HYKJIEO3MOOB
MOxeT nocturaThk 20% oT obLuero yncna. Belio oOHapykeHo, yTo y 6osiee pa3BHTBIX B 3BOJTIO-



CTPYKTYPA HYKJIEMHOBBIX KHCJIOT 155

LIMOHHOM OTHOLLICHHH OPraHH3MOB COJEP)KAHHE HEOOBIUHBIX HYKIIEO3HIOB BhIlLE, YeM y Oonee
NPHMHTHBHBIX. Bce HMelolLLIHecs 1aHHble TOBOPAT O TOM, YTO 3TH MOAHGHKALIHH OCHOBAHHH pe-
aNM3YIOTCA Noc/e TpaHCKpHnuuy npeawecrseHinkoB TPHK u pPHK.

HeT HMKakux yka3aHH# Ha TO, uTO HykKieoTHaHbl#t coctaB PHK uaun JHK xoTb kak-To
KOppenupyeT ¢ OHOnOorHuecKuMH QyHKUHAMH 3THX MOJieKyJl. TeM He MeHee HeKOTOpbIe U3 GU3N-
4eCKHX CBOMCTB ABYXIENMOYEUHBIX MOJIEKYJI, TaKHe, KaK TepMOCTAaOUNIBHOCTD M MJIaByyas IJIOT-
HOCTb, H3MEHSAIOTCA MOYTH JIMHERHO B 3aBUCUMOCTH OT MoJbHON nonu G + C. 3ra cBA3b Je-
KHT B OCHOBE MHOTHX aHAJIMTHYECKHX M IpenapaTHBHbIX MeTOAOB (rin. 22). Kpome Toro, Bpsn
JI¥ TIpHpPOAA HE BOCMOJIB30Banach CPaBHHTEBHON JIErKOCTBIO DACXOXXACHHUA ULened ABONHON
cnupanH B 06/1acTAX C BLICOKHM X 4 , 1 [UIA TOrO, 4TOGbI CBA3aTh TakHe 00nacTH ¢ KakuMH-ubo
crneunpryeckuMe QYHKUHSIMH, Tak nH 3TO HAa CaAaMOM Jiefe — I0Ka HEACHO.

OPYTI'UME KOMITIOHEHTBI HYKJIEMHOBBIX KHCJIOT

TMTomMuMoO caxapos, PpochaTOB M OCHOBAHHI HYKJIEHHOBbIE KHCIIOTbI COAEPKAT H APYIHe KOM-
noHeHThi. Tak, HekoTOpble PHK uMeroT yyacTKkH, NPOYHO CBA3bLIBAIOLLIHME ABYXBAJICHTHbIC Ka-
THOHBI, M iTl Vivo 3TH Y4aCTKU, BEPOATHO, 3aHATbl Mg2® u nonuamunamu. TToCKOMbKY HYKNEH-
HOBBI€ KHCJIOTbI ABIAIOTCA MOJIHAHHOHAMH, OHH AOJIKHBI 06Pa30BBIBAThL NPOYHBIE KOMIIJIEKChI
C NOJIMKATHOHAMH COOTBETCTBYIOLLMX pasMepoB. ITo3TOMy TakHe NONMHaMHHbI, KaK ClIEPMHH H
CNEPMHINH, MOTYT HIPaTh BaXKHY10 ponb B ¢pyHkuuoHupoBaiud JJHK unu PHK in vivo. U peii-
CTBHUTENBHO, €CTh AAHHbIE O BHICOKOCIELHGHUYHON NOKANH3alMK 3THX coennHenuit Ha TPHK in
vitro. ITo-BHAHMOMY, KpOME YKa3aHHbIX KATHOHOB HYKJIEHHOBbIE KHCIIOThI HE HECYT HMKaKHX
CNEeUMAILHO CHHTE3HPOBAHHBIX H CBA3AHHBIX ¢ HUMHM IIPOCTETHUYECKUX rpynn. Chneayer MMeTh B
BHIY, ONHAKO, YTO B KJI€TKE HYKJIEMHOBbIE KHUC/IOTHI PEAKO CYLUECTBYIOT Kak CBODOMHbie MOJTE-
KyJibl, OHHM ITOYTH Bceraa MpOYHO CBA3aHbl CO crneuuduyeckuMu 6enkaMu. Huxe Mbl paccMOT-
PHM OCHOBHBIE CBOMCTBA TaKUX HYK/IEOMPOTEHAHBIX KOMIIIEKCOB.

H3BecTeH OAMH ciiydail crelinpuyeCcKoro KOBaAJIEHTHOrO B3aHMOIEHCTBHA MEXIY aMHHOKHC-
JIOTAMH H HYKJIEMHOBBIMH KHCJIOTAMH, KOTODbIN OCYLIECTB/IAETCA [IPH aMHHOAUH/IHPOBaHUH,
unu axkrusauuu TPHK!, Kaxnwti Buox TPHK y3maercs creuududeckol amMHHOAUMI-
TPHK — cuHTETa3011, KOTOpas KaTalH3upyeT CICAYIOLLYHO PEaKLUIO:

~,OH

ATP + TPHK—CpCpA
pLp. \OH

+ NH{—CHR—COO~ =

OH
|
= AMP + PP, + TPHK—CpCp A —O—CO—CHR—NH,

H3BecTHO, YTO alMIMPOBAHHE B HEKOTODPBIX CyYasX MPOMCXOAUT CreuHGHYECKH MJIH 1o 2 -,
WJIM 110 3’-THAPOKCHTY KOHUEBOro aaeHo3uHa (aBe OH-rpynne! Ha cxeMe). OaHAKO aMHHOKHC-
JIOTHBIA OCTATOK JOBOJILHO OBICTPO MHIPHPYET MEXIY 2'- M 3’ -NOJIOXKEHUSAMH caxapa, U, BO3-
MO>HO, 3TOT IIPOUECC HTPAET KaKy0-TO POJib B MEXaHH3Me CHHTe3a 6enka. MHTepecHO, uTo He-
kotopvie PHK BHUpDYcOB pacTeHHMil comep>KaT KOBANCHTHbIE CTPYKTYpbLI, CXOAHbIE C 3'-
KOHUEBBLIM yyacTkoM TPHK, 1 HekOoTOpble CHHTETa3bl MOTyT aMHHOALMIHPOBATE 3TH BHPYC-
Hble PHK. 3Hayenne 3TOro sBfaeHus in vivo HEACHO.

! B mocnenuee Bpems 06HAPYKEHb MHOTOYMCIIEHHbIE KOBAIEHTHDBIE COSIMHEHHS GEIIKOB C BHPYCHBIMH
PHK u OHK, a Takxe ¢ nnasmuaamu. Kpome Toro, ¢pepMeHTHI TOMOW3OMEpa3bl, HIMEHSAIOILME YHCIIO
cBepXBHTKOB B KonbueBbiXx JHK, Takxke CBA3BIBAIOTCA ¢ HUMH KOBaJIEHTHO B npoliecce (GyHKIMOHHPOBA-
Husi. O6b1uHO GeIOK NPHCOEMMHEH K 5 -KOHUY MONHHYK/IEOTHOHON tenH GochoaH3DHPHOM CBA3BIO Yepes
OCTaTOK TUPO3HHA (pexXe — cepuHa). — Ilpum. peo.
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3.3. I'lepBuuHas cTpyKTYypa
CTPOEHWE KOBAJIEHTHOW LIETTH

YHCIo NOMHHYKICO THAHBIX Lienel B MOJIEKYJIe HYKJIEMHOBOH KHCIOTHI MOXHO ONpPEAE/InTh,
CO3[aB YCJIOBHSA, NPH KOTOPBIX NMOJHOCTBI pa3pylIalOTCA Napbl OCHOBaHMIt (Takue YCIOBHS
HMEKOT MECTO, HalpHMeEp, B OpraHHYECKHX PAaCTBOPHTENAX,IPH BLICOKOI TeMmepaType WIH B
BOIHBIX PACTBOPAX NPH LieoYHLIX pH ), 1 3aTeM H3MePUB MOJIEKYIAPHYIO MACCY H KOJTMYECTBO
Kaxkno# u3 uened. HekoTopnie THNBLI CTPYKTYD, 0Opa3yeMble KOBaJICHTHBIMH LENAMH B 0OHa-
PY>XeHHbI€ B IPHPOIHLIX HYKJIEHHOBBIX KHCIIOTaX HJTH MOJTYYEHHBIE HCKYCCTBEHHO, H300pakeHbl
Ha puc. 3.4.

[Toutn Bce PHK cocTosT M3 onHO#M koBaneHTHOM Henu. OOHO M3 BO3MOXHBIX MCK/TFOYEHHHA
coctaBasger 28S-pPHK sykapuoT, KOTOpas, NO-BHAHMOMY, CONEPXHT KOPOTKYH 5,8S-uensb,
NPHCOECAMHEHHYHO HEKOBaNeHTHO. Ipyrum ucknrouenuem ssnsetrcs PHK HekoTopbix onyxone-
POOHBIX BAPYCOB, BEPOATHO, CYLLIECTBYIOLIAsA B BUIE AUMEPA U3 IBYX OOMHAKOBLIX uened. Mme-
FOLLHECA [0 3TOMY NOBOAY NaHHbIE Mbl PACCMOTPHM HHXE.

INMonasnsiowee 60abMHCTBO JJHK cOCTOUT H3 OBYX OAMHOYHBIX LieNel OMHAKOBOR NTHHBI
¢ KOMIIJIEMEHTAPHBLIMH MOCEN0BaTENbHOCT AMH, YTO NMPUBOINT K CIapMBAHHIO OCHOBaHHMIf No
BCeH IMHE MOMeKybl. MHOraa pasnuuue B COMEPKaHHH HYKJICOTHIOB B 3THX LieNAX NO3BOJAET
pa3AeNaTh UX H HCCJIENOBATh O OTACNBHOCTH. Pa3znenenue ueneif in vitro mokasbiBaeT, 4To He-
kotopnte JJHK uMeroT omHouenoyeuyHsle pa3pbiBbl. Hanbonee u3yyeHa B- 3TOM OTHOLLUECHHH
OHK d¢ara T5, B koTOpOIt OQHA Lenb ABAAETCA LUENOH, a Apyras, KOMIJeMeHTapHas eif, cocTo-
HT M3 YeThipex GparMeHTOB, TOYHO MOAOTHAHHBIX K nepBoif uend. Oanu npuponHbie JHK sB-
JIAKOTCA KONBLEBLIMH, a OpYrHe — JIMHEWHbIMU. MHoroa HabniomaroTcs maxe CUEnJIEHHbIE
konsuesbie [JJHK.

Cpenu npupoanbix JHK He 06Hapy)keHO MOJIEKYJT CO LUNMHILKAMH, OOpa3yroLHMHCA B pe-
3yNbTaTe 3aKpYYHMBaHUs LENH HA ceOf M NpeaAcCTaBAOLIMMH cOOOM COBEPLICHHYH ABOHHYIO
CNHpanb, 3a HCKJIHOUYEHHEM HECKOJILKHX OCHOBaHHH B nerje. OAHAKO TakHe CTPYKTYPBI JIETKO
MOXHO MOJYYHTh HCKYCCTBEHHBIM NyTeM. TOYHOCTb U3MEpPEHHUS COAep KaHUA HYKJIEOTHAOB He-
AOCTATOYHO BBICOKA I/I TOTO, YTOObI OTJIHYHTH HX OT ABYXLIEMOYEUHBIX MOJIEKYJI, OMHAKO 3TO
MOXHO CeNnaThb, H3MEPUB, HAIPAMEDP, MOJIEKYJIADHYIO MAacCy B NEHATYPHPYIOLUHX YCIIOBHSAX.

[nuHa uened HYKJIEHHOBBLIX KHCJIOT M3MEHSETCA B OTPOMHBIX nmpeaeniax. CaMble KOpOTKHE
npuponusie PHK (TPHK) coctosT u3 75—84 3Benbes, camsble JuiMHHbIe — PHK 13 knacca re-
TeporenHsix saepHbix PHK (rsPHK) — moryT conepxats 00 2 - 10 3BeHbeB.

Camebie Huskomonekynspuble [JHK, oOHapyXeHHble K HacTOALUEMY BDEMEHH, COOEPXaT
TOJIBKO HECKOJIBKO ThICAY 3BEHbEB, TOrNa Kak Hanboee KpynHble NOCTUTAKOT MJIMHbI LEJIbIX 3Y-
KapHOTHYECKHX XPOMOCOM H conepxat 10 108 3senbes. M3Bec THBI IBYXLIEIOYEYHbIE MOJIEKYJIBI,
y KOTOpbIX oaHON uenbto sasercs PHK, a apyroit — JJHK. Onu 06pa3yroTcs Kkak IpOMeExXy-
ToYyHble GOpMBbI, Koraa oOpaTHas TpaHmckpunrTasa cuHTedupyeT [JHK, komnieMeHTapHYyH
PHK. Takue KOMIJIEKCbI BO3HUKAKOT HA KOPOTKOE BpeMsA — IO KpaifHei Mepe B OrpaHHYe HHOM
obnacth — u npu cunTeze PHK nva JHK. I'n6puast PHK — JHK nerko nosyuyaroTcs in vitro
NyTeM OTXKHra ABYX Lene ¢ KOMIMIEMEHTaPHBIMH NTOC/IEN0BATENILHOCTAMH, V3BECTHO HECKONb-
KO cnyvaes, korna yuactkd PHK u JIHK xoBaneHTHO cluMBaIOTCS ¢ 0Opa3zoBaHHEM OAHOM LiemnH.
3TO NPOUCXOOUT npu HHHUMauuy cuHTe3a JHK obpaTHOM TpaHCKpHNTa30#, MOCKOABKY 3TOT
depmenT ucnonbiyer PHK-3aTpaBky ans Hayana cuHTe3a Hosod JJHK.

He yauBHTENBHO JIH, 4TO NPHPOAA, KaK IPABHJIO, HE HCIIOJIb3yeT MOJIEKYJIbI, B KOTOPLIX DH-
GoHYKIEOTHABI H N€30KCHPHOOHYK/ICOTHA LI CBA3aHbI B OAHY Uenb? Bo3MoxHO, 310 00ycnose-

! [Mockonbky 2 -OH-rpynna HaXoOMTCA B YUC-TIONOXEHHH N0 OTHOLLEHUIO K octonu3IPUpHON CBA3H, B
wenouHbix pacrTeopax PHK runponusyercs. [IpuMeHeHHe wienoun, TakuM obpa3zomM, Oe3onacHo nHLIb 4/Is
JHK.
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PHC.3.4. HekoTophle THOBI CTPYKTYP, 06pa3yeMble KOBAJIEHTHBIMH LETIAMH HYKJIEHHOBBIX KHCIOT. CIH-
paNbHbIE YYACTKH 3alITPHXOBaHbl. A. CTPYKTYpbI, HAOMIOAAIOLUHECS B IPHPOIHLIX HYKJIEHHOBBIX KHCIIO-
Tax. 5. CTPYKTYpbI, CHHTE3HPOBAHHbIE HCKYCCTBEHHO.

HO TEM, YTO, KaK OyJeT noKa3aHo HHXe, pubO- M Ae30KCHPHOOKOMIIOHEHTHI [IPEANOYHTAIOT 00-
pa3oBBIBATh ABOHHBIE CIHPAIM C COBEPUIEHHO PAa3HON CTPYKTYpPOI.

HYKJIEOTUOHBIE NMOCJIEAOBATEJIbLHOCTHU

MocnenosaTeIBHOCTh OCHOBAHHHA YCTAaHOBJICHA [JIA [OBOJIbHO OONBLIOrO YHC/Ia CpPaBHH-
TenbHO KOopoTkuX PHK M nuub 11 HECKOMbKHX OOsnee AnMHHBIX. Bce 3TH maHHbIEe MOT/H OBl
ObITb NOJTYYEHbI ¢ MOMOLIBLIO YTOMHTEBHOTO KACCHYECKOTO METOa CIElH(pHYECKOTO HyKJIe-
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a3HOIO paclUeieHHs MOJIEKY/T Ha MEePeKPhIBAIOILIHECA 00NMacTH, aHAJIOTHYHO TOMY Kak OblH
YCTaHOBJIEHbl AMMHOKHC/IOTHbIE NOC/IEA0BATE/ILHOCTH OONBIIHHCTBA OenkoB. ONHAKO HOBbIE,
3IETaHTHbIE METOAHKH 3HAUMTEIbHO YCKOPHIIN ZejI0.

o caMoro nocjegHero BpEMEHH pacliH(ppOBKa HYKJICOTHAHBIX INOCIeAOBaTENbHOCTEH
OHK npeacrasisia NOYTH Hepa3peLIHMYIO TPobieMy He TOBKO H3-3a 60JIbILOrO pa3mMepa Mo-
JIEKYJ1, HO TaKXXe M3-3a OTCY TCTBHA NOAXOAALIMX HykKJlea3. HacTo npuberaiu k TpaHCKpHOHpO-
BaHMIo yuactkoB JJHK c o6pa3zoBannem PHK unn xe kakuM-m160 06pa3oM BcTpauBasid Onpe-
nenenHble pubonykneotHas! B JHK, 4T0o0bl HCONb30BaTh HMEKOLUMECS PUOOHYKIIEA3bI 1)1 Ya-
ctruuHoro pacuwensenus JHK. OaHako 3a nocnenHue HECKOIBKO JieT Ob1/I0 OTKPLITO O0nblLioe
YHCJI0 BbICOKOCTIEUHGHUHBIX pecTpHkTa3. OHH pacwennsioT apyxuenovyeynyro JHK B onpene-
JIEHHBIX NOCJIEIOBATEAbHOCTAX, COCTOALUMX H3 YETbIPEX-IIECTH OCHOBaHHH, H NMO3BOJAIOT pac-
YJIEHHTb AJIMHHBbIE MOJIEKYJIbI Ha (parMeHThl, NMOAAANOLIMEcs aHanu3y. Jns onpeneneHus no-
CN1e10BaTeIbHOCTEN B TAKHX PECTPHKIHOHHBIX ¢pparMeHTax 6bU1M pa3paboTaHbl HOBbIE, OYEHb
MOLLHbIE METObI. K1H04EBBIM MOMEHTOM B 3THX MeTOAax ABJIAETCA BO3MOKHOCTD pa3/iesieHUs
(c nomoub10 3nekTpodopesa) pparmentor JHK, koTOpblie pa3adyaoTea no AHHE HA OJHH HY-
KJIEOTHI, B TO BpeMs Kak caMH ¢parMeHTbl coaep>kaT 10 HECKOJbKHX COTEH 3BEHbEB; ITO MO-
3BOJIIET TOYHO JIOKAJIH30BATh MECTAa XHMHYECKHX H/TH (hepMEHTAaTHBHbIX pPacLUelIEeHUH NpocTo
H3MEPEHHEM JJIHHB onyyarmuxcs ¢pparmMedToB JJHK. DTH HOBbIe MeTOABbI CTOJIb ek THB-
Hbl, UTO OHM 33 KODOTKO€ BpeMsl OAJIH BO3MOXHOCTb NOJIYYHTh HHPOpPMaLHIO O NMOCIeNO0Ba-
TenbHocTaX JHK, npesocxoasauryio no o6beMy Bce HaKOIJIEHHbIE 33 JNECATH/IETHA NAaHHbIE O
nocnaenoBaTenbHocTAX 6enkoB 1 PHK.

CBeneHHs 0 NOC/IEA0BATENBHOCTH OCHOBAHHHA B HYKJIEHHOBbIX KHCIOTaX MO3BOJIAIOT I1yOke
NOHATb Kak Ouonornueckue, Tak ¥ ¢pusmueckue ceoiictea PHK u JHK. ITockonbky reHermye-
CKHif KOO M3BECTEH, IIOUYTH BCEra MOXHO YCTAHOBHTb, kakas 6e/KoBas MOC/IENOBATENBHOCTD
JOJIKHA CHHTE3HPOBAThCA NOA KOHTPOJEM KOHKPETHOH HYK/JIEOTHOHOH NMOC/Ien0BaTeIbHOCTH.
EnuHcTBEHHAs HEONpeNeJeHHOCTh HMEETCS B BbIGOpe PAMKH CYMTBIBaHHSA, HIIH (ha3bl TPHILIET-
HOTO Koaa. 3nech, OAHAKO, HMEKOTCH JIHILbL TPH BO3MOXXHOCTH, H OOBIYHO TOJILKO NPH NpPaBHIIb-
HOM BbIOOpE paMKH MOXHO MOJIYYHTb OTHOCHTEIBHO NPOTSIKEHHYIO MOCIEeA0BaTEIbHOCTD
MEXIY HHHUMHPYIOLLHM H TEPMHHHPYIOLIHM KOOOHAMH. [TOCKOMIbKY 3THX KOJOHOB HECKOJIBKO,
a TpoitkH 6ykB 06pa3yloT Bcero 64 KOAOHa, ClydaifHas MocjaeI0BaTENbHOCTb HJIH NOC/Ie10Ba-
TEJILHOCTB C HENPABHJIBLHOM Pa3of OyneT KOAHPOBATH CKOPEE BCETrO TOJIBKO KOPOTKHE parmMes-
ThI NOJIHNENTHAHON LENH MEXIY KaKAbIMH HHHUHMHPYIOLUHMH U TEPMHHHDPYIOLIMMH KOAOHA-
MH.

IMomMuMO coOCTBEHHO CTPYKTYPHBIX reHoB B JJHK uMeroTca o6n1acTH, y4acTBYIOLLHE B pery-
JIALMH aKTHBHOCTH reHoB. CBolicTBa 3THX 00s1acTelt 40 KOHIIA HE BbIACHEHBI, HO HEKOTODBIE HC-
C/IeMOBaHHbIE YYaCTKH 06/1anaroT 0c000i CUMMETpHER — Y HUX HMEIOTCA NMaJMHAPOMHbBIE IO-
CJ1€40BATENBLHOCTH B MIPOTHBONOIOXKHbIX LENAX. DTO O3HAYAET HAJIMYHE TOYEK JIOKATLHON Cy-
nH nceBao-C,-CHMMETPHH, Kak MOKa3aHO B NpHMepe Ha puc. 3.5. [Ipyrue y4acTkH, KOTOpbIE,
BO3MOXHO, ABJIAIOTCA NPOCTO MPOMEXYTKAMH MexXay reHamH (cneficepamMu), HHOIrIa MpeACTaB-
JastoT co00it 61M3KHE K NEPHOAMYECKHM IOC/IEA0BATEIBHOCTH. XOTA TakHe OCOOEHHOCTH mo-
3BOJIAIOT HACHTHOHUHPOBATh HEKOAUPYIOLLME YYaCTKH B MOJIEKY/1aX HYKJICHHOBBIX KHC/IOT, Mbl
NMOKAa HEe B COCTOSHHHM NPEACKa3biBaTh (DYHKUHMOHANIbHbIE CBOMCTBA PETYJATOPHbIX Y4acTKOB
TOJBKO Ha OCHOBAHHH HX NOCIEOOBATENbLHOCTH.

3Has HYKNEOTHAHYIO NOCNAEA0BATENBHOCTh OAHOLENIOUEYHOR MOJIEKYJIbI, MOXXHO IIOCTPOHTDb
NPEeano0XHTENbHbIE MOAE/H €€ BTOPHYHOA CTPYKTYPBI, [IPHYEM YaCTO MOXKHO OO0OHTHCH 6e3
NPHMEHEHHA CIIELHAJIbHBIX aITOPHTMOB, €CJIH PYKOBOACTBOBATHCA ONMpPEAEICHHBIMH NPaBHJIa-
MH. Tak, AJMHHbIE HENpepbIBHbIE B3aHMHO KOMIJIEMEHTApHblE YYacTKH NOYTH Bceraa oyayt
06pa3oBbIBaThL ABYXIENOYeUHble LITHAbKH. OOHH JJIMHHBIA IBYXUENOYEYHbI Y4aCTOK NMpEaIo-
YTHTeNbHEE ABYX 60/€e KOPOTKHX ¢ CYMMAapHOH MJIHHOM, paBHOR NpPOTAXEHHOCTH NEPBOTO
y4acTka. M3 AByX 3KBHBaJIEHTHBIX B3aHMHO HCK/IIOYAIOLIMX CIHPaNbHbIX YY4acTKOB Oosee cra-
OMJILHBLIM ABJIAETCA TOT, Y KoTOoporo Bbliie GC-coaepxanue. Ecnu GC-conepixanune aByX Takux



Vuacrtok, 3amumaemeii PHK-nonumepason (UVS)

Vuacrok,
3alMIaeMBbI PeNpeccopomM

VuacTtok
CBSI3BIBAHUS
CAP-6Genka

z-MPHK

TCATTAGGCACCCCAGGCTTTACACTTTATGC TTCCGGCTCGTATG G"GQG'G!AE-I-SGAAACAGCTATGACCA
BAGTAATCCGTGGGGTCCGAAATGTGAAAT ACGAA GGCC GAGCATAC c CTCGCET CTTTGTCGATACTGGT

PUC.3.5. YacTb HyKJIEOTHIHOM [IOCEA0BATENLHOCTH perynsaTopHo# o6nactu lac-onepona E.coli. [IBe o6macTu ¢ nceBno-C,-cuMmeTpuelt («naaus-
OPOMBI») 3aKPalIeHbl. YKa3aHbl BO3MOXKHBIE MECTA CBS3bIBAHHUS PHK-nonumepassl, /ac-penpeccopa (MHrH6HTOpa TPAHCKPHILKAK 3TOTO OINEpPOHA) U
CAP-6enka (o6uwero akTuBaTopa HEKOTODPbIX 00/lacTelt TPaHCKPHILMK). YKa3aHa 4acTb NOCAEI0BATENLHOCTH, KOTOPast TPaHCKPHUOHUpYeTCs B Ha-
yaneHblA yyactox MPHK, konupyromeit 3-ranakrosunasy (z-ren). (ITo pucynky V. I'unbepra.)
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Y4aCTKOB OMHAKOBO, 60Jiee CTaBHIIbHBIM ABJIAETCA TOT, OCTATKH KOTOPOTO HaXoAsTCA 6mxe
OpYT K IPYTy BAOJB LENH (pa3Mep NeTJIH, ONHAKO, NOJIKEH OCTaBaThCA BOJIbIIE ONPENEIEHHOTO
MHHHMAJIBHOTO 3HAYEHHA).

3TH npaBusia MOTYT NOKa3aThCsl IPOM3BONIBHBIMHE, HO B [J1. 23 MBI JI€TAlbHO pa3bepeM HX
¢dn3nueckyro ocHoBY. O B3aUMOAENCTBHAX HYKIEOTHAOB H3BECTHO HOCTATOYHO MHOTO IJIA TO-
ro, 4Tobbl 3TH NPaBHJIA MOXHO ObIJIO HCIOMB30BATH 1A KOJMMYECTBEHHON OLIEHKH CTaGHIIbHO-
CTH KOHKPETHBIX CTPYKTYD. 3t deKTHBHOCTL TAaKHX NPOCTHIX MPABHJT OCOOEHHO SPKO MpOSBIA-
€TCAA, ecIH O6paTHTBCA K OCHOBHOMY Da3THYHIO MEXIY OGe/IKAMH M HYKJICHHOBBIMH KHCJIOTa-
MH. [Insa 6e1KOB, KaK Mbl 3HaeM, He CYLIECTBYET NPOCTLIX MPABHJ KOMIIJIEMEHTAPHOCTH, KOTO-
pbl€ NO3BONKIIH Obl YCTAHAB/IMBATL BTOPHYHYIO CTPYKTYPY TOJBLKO Ha OCHOBAHHH PacCMOTpE-
HHA NAPHBIX B3aUMOIEHCTBHA MEXIY OCTaTKAMH.

IMPEATIOJIOXEHHSA O BTOPUYHON CTPYKTVPE,
OCHOBAHHBIE HA CPABHEHUH TTOCJIEJOBATEJIBHOCTEM TPHK

IMocne ycTaHOBJIEHH HYKJICOTHAHON nocnenoBaTebHOCTH Heckonbkux PHK pasHoro npo-
HCXOXOEHUA CO CXOOHBIMH CTPYKTYpaMH H QYHKLUHSAMH 3agaya NOCTPOCHHA BO3MOXHON Moae-
JIH BTOPHYHOM CTPYKTYDBI CYIIECTBEHHO ynpocTHiaack. Hanpumep, s NepBOM H3 MOJEKY
TPHK, nocienoBaTelbHOCTh KOTOPO#H yaanock onpenenuts (P. Xonmu), Mornn 6uiTh npeaso-
eHbI TPH cn1ocoba yKIaaKH LUeNnH, NPHONH3HTENBHO IKBHBAJIEHTHbIE 10 OTHOLLEHHIO K CQOPMY-
JIMPOBaHHBLIM Bbile nNpasunaM. Bropas n3 TPHK c paciundpoBaHHO# N0c1e10BaTENBHOCTBIO
(T'. Llaxay) Morna 6bITh YJIOXKEHA YK€ TOIBKO OOHUM H3 TPEX YKa3aHHbIX cnoco6os. 310 6blna
MOIENb «KJIEBEPHBIN JIHCT», KOTOpAs Tenepb H3BECTHA KaK XOpollas annpoKCHMalus BTOPHY-
HOM cTpykTypsl TPHK. Ha cxoncrBo cTpykTypbl Bcex TPHK yka3biBaloT HECKONBKO (akTOB.
Bo-nepBbix, pa3Hble HHOHBHAyanbHble TPHK M HX cMecH yIHBUTENbLHO OJIH3KH N0 CBOUM GH3H-
4YeCKHM cBONCTBaM. Bo-BTopeix, Bce TPHK BBINOMHAIOT B OCHOBHOM ONHHAKOBbIE€ (YHKUHUH H
CBA3BIBAIOTCA C OMHUMH M TEMH )K€ Y4acTKaMU, B YACTHOCTHU € COOTBETCTBYIOUIHMH Y4acTKaMH
pH60coM, GpakTOpoB cHHTe3a 6esika H GepMeHTOB, KOTOpble MOryT Moauduuuposats TPHK.
Ha ocHOBaHHH 3THX COOBpaXkKeHHN MOMENDL KJIEBEPHOTO HcTa OblTa BbIOpaHa 3amo0ro oo Toro,
KaK ynanoch Mojy4uThb NpsAMble GH3HYECKHE HITH XUMHYeCKHE A0Ka3aTeIbLCTBA ee ClipaBeaTHBO-
CTH.

Mo Mepe pacliHdPOBKH NocienoBaTeNbHOCTH Bee Gonbliero uucna TPHK cranosunoch sic-
HO, 4TO Ha CAMOM [I€/I€ HMEETCS HECKOJIBKO CEMENUCTB «K/IEBEPHbBIX JIHCTOB», IOXOXHX OAHO Ha
APYToe M pa3IHyaroLiMXcs ML B AeTanaXx. Puc. 3.6 HnarocTpupyeT TPH TaKHX ceMeHCTBa, OX-
BaThIBAKOLUHKX Bce H3BecTHbie TPHK, KOTOpBIE BBINOJIHAKOT OAMHAKOBBIE QYHKUMH HA puboco-
Me. 31ech e NpHBEAEHbl HAa3BaHHA Pa3INYHbIX yuacTKOoB TPHK, koTOpBIMHU MBI 6yaeM NOJTL30-
BaTbCs B 3TOM KHUre. HekoToprie 0cOOEHHOCTH ABMAKOTCA OAMHAKOBBIMH IUIA BCEX CEMENCTB;
clola OTHOCATCS IUTHHA aKUENTOPHOTO M aHTHKOAOHOBOro crebiieit, pa3Mep aHTHKOJOHOBOH
NETJIH, YacTh NOCIENOBATENLHOCTH NCEBAOYPHANIOBON nmeTnu. pyrue cBoicTBa, TakHe, Kak
pa3sMep crebs QUrHAPOYPHAHIOBOMN LUNHJIBKH, CTPOCHHE AOMOJHUTEILHON NET/IH H AeTalH
OUTHAPOYPHAMIOBON NETIIH, COXPAHAKOTCA TONBKO B Ipeaenax AaHHOTO ceMeHcTBa.

Heckonbko TPHK co cneunanbHBIMH GYHKUMAMH HE MOTYT ObITh OTHECEHBI HH K OTHOMY H3
OCHOBHBIX ceMeicTB. TpH H3 HHX npHBeaeHbl HA pHC. 3.7. Monekyna TPHK, oTBeTcTBEeHHAas 3a
MHHIHALHIO 6eTIKOBOTO cHHTe3a B E. coli, HMeeT H3MEHEHHYIO AJTHHY aKuenTopHoro crebis.
3Ta MOJEKysla He CocOOHA BLIMOJHATL MHOTHE (GYHKUMH, CBOHCTBEHHbIE 06bIuHBIM TPHK.
J1. UlynbMaH B pe3y/IbTaTe 3JIETaHTHBIX IKCIEPUMEHTOB N0 XHMHYECKOH MOANMDHKALMH NMOKa-
3aJ1, YTO BcE ITH (DYHKUHHM BOCCTAHABJIMBAIOTCA, €CJIH BOCCTAHOBHTbL OOBMHYIO AJTHHY akLeln-
TOPHOTrO cTebnsA. DykapHoTHYeckas HHHUMHpYtouas TPHK uMeeT HOpMaJIbHBIH aKLENTOPHbIN
crebenb, HO y Hee HeT nocnenosaTenbHocTH GTYC, npucyTcTBytoieH y Bcex 06b1unbix TPHK.
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PUC.3.6. HyK1eOTHIHBIE TTOCIEI0BATEIEHOCTH H BTOPHUYHBIE CTPYKTYDPbI B POPME. KJIEBEPHOTO JIUCTA IJIA
Tpex TPHK, xaxaas H3 KOTOPBIX NPEOCTABIAET OJHH H3 OCHOBHBIX H3BeCTHBIX KnaccoB TPHK. PsooMm ¢
TPHKZC'"' u3 E.coli K12 yxa3aHbl Ha3BaHHA COOTBETCTBYIOIIMX y4acTkOoB TPHK. HyxmeoTHAHbIE OCTaTKH
H CTPYKTYDHbIE OCOOEHHOCTH, XapakTepHbI€ A écex oObI4HbIX TPHK, BB1AENEHbI IBETOM. YKa3aHbl Tak-
xe obime naa xaxaoro kinacca TPHK cTpykTypHbie 0COOEHHOCTH.
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TPHKM u3 E.coliCA265
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PHUC.3.7. HyxneoTHOHBIE TMOCICAOBATENILHOCTH U U oo )
BTODHUHbBIE CTPYKTYDB!I B JOPME KIIEBEPHOIO JIHCTA G A GCucC m'G
ans Tpex ueobbrunpix TPHK. Hykneotunssie Gp G G
OCTAaTKH H CTDYKTYpPHbIE OCOGEHHOCTH, KOTODBIE A
«HApYIIAIOT» TMPABHIA, OTMEUEHHbIE HA puc. 3.6, U-A
BbileJIEHBI HBeTOM. JIBa BHAA TPHKfM“ — 3TO g g
usHuHKpyiome TPHK; BO3MOXHO, OHH B3aHMO- G.C
neiCTBYIOT ¢ pHOOCOMAMH HHAYE, YEM ITO IENAIOT G- C
nopmanbubie TPHK. TPHK u3 S.qureus ydacTByeT Cm A
B 6HOCHHTE3€ NENTHAOTIMKAHOBOM KIeTOuHOH 060- U A
JIOMKH, U eft BOOOILLE HE HYXHO CBA3BIBATECA C PHOO- c U

COMaMH. A

Ha puc. 3.7 uzobpaxena takxe TPHK, koTopas yuacTByeT B CHHTe3€ MENTHIOTTTHKAHOBBIX
CTPYKTYP KJIETOUHOH O00ONOUKH, a He B CHHTe3e OekOB Ha pubocoMax. ¥V 3Toi MOJIEKYNBbI OT-
CYTCTBYXOT MHOTHE 4e€pThl, THIIHYHbIe ans apyrux TPHK.

NHOOPMALINA O MOCJIEAOBATEJIBHOCTH
N AHAJIN3 CTPYKTYPHI 1 ®YHKHHU

3HaHHe HYKNEOTHAHBIX NOCNEO0BAaTENLHOCTEN CO30a€T HeOOXOAUMBIE NPEANOCHIIKH AN UC-
MOJb30BaHUA MHOTHX IKCIEPUMEHTAIbHBIX METOAOB. 3TH JaHHBIE HYXXHbI IJifl YCNEUIHOTO NPH-
MEHEHHS MeTO/1a XMMHYECKOM MOAHDUKALNHK ¢ LEbIO HCCNIEAOBAHHS K/1aCCOB JOCTYNHBIX M He-
JOCTYNHBIX OJI1 DeakUWH 3BEHbEB (CM. 0OCyXIeHHe TPeTHUHOH CTpyKTypbl TPHK Huxe B
3TO# rnase). MHpopMauus o nocaenoBaTe/ILHOCTH HeOOXoAuMMa Jjif aHa/IM3a AAHHBIX, IONTy4a-
€MBIX C IOMOLILIO Ppa3/IHYHBIX XHMHUCCKHX HIIH CbHBHllCCl(HX 30HOOB, KOTOPBIC MO3BOJISAKOT OLE-
HHBaThb PAacCTOAHHE MEXAY OIpelc/iCHHBIMH 3BEHbSAMH, YYAaCTBYHOLIHMH, HApHMeEp, B 06pa-
30BaHHH BHYTPHMOJIEKYIAPHBIX CLIMBOK. OHA MOXET HCIONb30BAaThbCA TAKXKE B COUETAHHH CO
CINEKTPOCKOMHYECKHMH HJIH APYTHMH (H3HYECKHMH AAHHBIMHM AJIA TOro, 4TOObLI NONLITATBHCA
YCTAHOBHTB, KAKHE U3 NPEANONAraeMbixX CIHPAIbHbIX YYaCTKOB IPHCYTCTBYIOT B HATHBHOM MO-
JIEKyne. DTH MeTOAbl PacCMOTPEHBI NOAPOOHO B . 24.

3HaHHe HYKJCOTHAHBIX NOCIEAOBATENLHOCTEN OKA3bIBAETCA KpailHE BaXXHBIM M I YCTa-
HOBJIEHHUS XapakTepa B3aHMOACHCTBHSA pa3NHYHbIX HYKJIEHHOBBIX KHCIOT APYr ¢ aApyrom. Ha-
NMPHMED, NaHHBIE O NOCECA0BATENLHOCTH B aHTHKOAOHOBOH netne TPHK no3sonsioT npeacka-
3aThb, kKakoit konoH MPHK ctumynupyer ceassisanne TPHK ¢ pubocomoii nyTeM ciapuBaHHs ¢
TPHMILIETOM OCHOBaHUH aHTHKOoAOHOBOM neTind TPHK. 3aeck, oaHako, cTporue npasuiia cnapi-
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TPHK'}“tm MU EJIOMBI, TEYEHH KpPOJIUKA | TPHKS$Y u3 S. aureus
MOJIOYHOH XeJse3bl OBLBI
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BaHHUA OCHOBAaHHN HECKOJIBKO CMSAMYAlOTCA. 5'- H LEHTPAJNLHOH HYKJIEOTHABI KOAMPYIOLIETO
TpHIieTa (COOTBETCTBYIOLIHE 3'- M LEHTPaJIbHOMY HYKJIEOTHIAM AaHTHKOAOHA) 06pa3yioT
00bIYHbIE Mapbl OCHOBAHHM (HCKIIIOUEHHE COCTaBAOT HHHIHKUpYlowne TPHK), a ans Tpetsero
HYKIIEOTHAA BO3MOXEH Gonee IIHPOKUit Habop B3aHMOICHCTBHIA:

Antukogon TPHK, 3/ -ocHoBaHue G A C U 1
Konou MPHK, 5’-ocHoBanHe U,C UG A,G AUC

CnocobHocts uHo3uHa (I) 06pa3oBbIBATE NApEl ¢ TPEMSA Pa3sHbIMH KOMIUIEMEHTAPHBIMH K
HEMY OCTATKaMM NMOATBEPXACHA (H3NYECKUMH HCC/ICAOBAaHUAMH Ha MPOCTbIX MOAENBHBIX CH-
creMax. QHeprus BzaumoneicTBus G - U ocrTaercda MOKAa HECKOJBKO HEOMpeAesieHHON. SIcHO
nuub, yto GU-napa, OKpyXeHHas B ABOWHON cnupajiv NpaBWILHBIMH NapamH, ociabiser
NBOMHYIO CIIMpaJlb B ropa3fgo MEHbIIEH CTENEHH, Y4eM APYrHe HENMpaBUIbHbIE NAPbI (TAKHE, KaK
A - Cum G - A). TeM He MeHee HEACHO — IO KpaitHel Mepe AJA MOAENBHBIX KOMIUIEKCOB B
pacTBOpe — MOBBILIAET HJIH MMOHHM)KAeT IHEPTHIO CIIHPAJIM TaKas napa.

PaccMOTpHM elle OOHH NIPHMEDP, KOr'Ia 0COOEHHOCTH B3aMMOJECHCTBHA MEXIY HYKJIEHHOBBI-
MH KHCIIOTaMH ObLIH Npeacka3adHbl HA OCHOBAHHM aHa/IM3a MX NMOCJIEAOBATENBHOCTEH H JIHLIbL
no3aHee MOJYUHJIH 3KCIEpHUMEHTanbHoe nmoaTBepxaeHne. Ha 3’-koHue 16S-pPHK u3 E. coli
HMEETCA YYACTOK, OO HEKOTOPOMH CTENEHH KOMIUIEMEHTAPHBIA MOCHENOBATEILHOCTAM, PacIo-
JIOJKEHHBIM Ha 5’-KOHUE y4acTKa MHHUHALMKM OeJIKOBOTO CHHTE3a BO MHOrHX BHpycHbIXx PHK,
KOTOpBIe PyHKLHOHHPYIOT Kak MPHK (puc. 3.8). B3auMOAERCTBHE ITHX YUACTKOB HCIIONB3YET-
CA, OYCBHIIHO, A1 y3HaBaHMA obnacTu HHUIHauuMK U opueHTauud MPHK B npaBHIbHOM cTap-
TOBOM IOJIOXXEHHH. Pa3Hble yYacTKH HHHIHALMY 00/1aAaI0T PA3HOM CTENMEHbIO KOMIIJIEMEHTAD-
HOCTH K 16S-pPHK, 1 BNO/HE BO3MOXHO, YTO OHH Y3HAIOTCA C pa3HOM BeposTHOCTHIO. Cleno-
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5" AUUCCUAGGAGGUUUGACCUAUG 3’ (MPHK)
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PHUC.3.8. KoMnneMeHTapHbIE NOCIEN0OBATENBHOCTH, pacnonoxeHuble y 3’ -konua 16S-pPHK u3 E.coli B
HanpaseHuH 5’ -xonua oT AUG-y4acTka, ¢ KOTOpOro HayuHaeTcH cHHTe3 Hbenka Bo MHorux daroesix PHK
u MPHK E.coli. (M3 paboTsl Joan Steitz u Karen Jakes.)

BaTeNbHO, 3TO B3aHMOAEACTBHE MOXET HIPaTh POJIb B Y3HABAHHH H BJIMATHL HA YaCTOTY HCIOJIb-
30BaHHA KOHKpeTHbIX MPHK. DTH HHTepecHble NpeaAnONOKEeHHS, OAHAKO, eLUE HYXIAKTCA B
NMOATBEPXIECHHH.

METO/bI ITPAMOI'O CPABHEHMS IMOCJIEAOBATEJILHOCTEN

CpaBHEHHE TOCNENOBATENLHOCTEMH ABNASTCA MOLLIHBIM METOIOM HCCJICIOBAHHUSA H HaCTO OKa-
3bIBA€TCA BECbMa NOJIE3HBIM, [TOCKOJILKY €r0 YAaeTcs MPOBOAXTD Aaxe B TeX C/yyasx, Koraa ae-
TaNbHblEe NMOC/EA0BAaTEBLHOCTH HEH3BeCTHbI., OnpenesicHHEe CTENEHH rHOpHaM3aUMH, KOTOpas
npeacTan/isier cobo Mepy COCOOHOCTH OMHOUHBIX Lened 0OBEANHATLCA B ABYXLIEMOYEUHbIE
CTPYKTYPbI, MOXET HCNOJIb30BaThCA O/ NMPEABAPHTE/ILHOTO aHAJIM3a TOMOJIOTHH NOCNea0Ba-
TenbHOCTEH. [ BLIABICHHA CTaOHIBHBIX ABYXUENOYEUHbIX 00nacTel, 00pa3oBaHHbIX OIHOLE-
noueudbIMH JJHK nnn PHK M3 pa3sHbIX HCTOYHHKOB, HCTIOB3YIOTCA pa3jiHdHbie MeToabl. Oco-
6eHHO HHGOpPMaTHBHA KHHETHKA TaKoH pekoMOHHauuHu (ri. 23).

HccnenoBaHus cXoOCTBa nocaeqosateabHocTel B rubpuaisix JHK unu romonorun Mexay
pa3nuyHbIMH NpUpOaHbLIMH JJTHK MOTryT ObITh BLIMONHEHbI — C HE OYE€Hb BLICOKHM pa3peLleHH-
€M — ¢ MOMOLLIBI 3JIEKTPOHHOH MHKPDOCKONMHH. XOTA COBPEMEHHBIE METOAbl OTPAHHYHBAIOT
pa3peluenre 50 — 100 mapaMH OCHOBaHH#H, MHOTHE HHTEPECHbIE BONPOCHI YAAE€TCA BLIACHHUTD H
Ha 3TOM YPOBHE. DTOT HOAXOA 3HAYHTENLHO NMPOLUE, YEM XHMHYECKOE ONpEAC/IEHHE NTOCNEN0Ba-
TEIbHOCTEN U3 ThICAY HYKJICOTHIOB.

INpennonoxuM, uTo nocnenosatenbHOCcTH ABYX JHK MOeHTHYHBI MO BCe IIHHE MOJEKY-
JIbI, 33 HCK/TFOYEHHEM OJHOTO HENMpepbIBHOTO yyacTKa MUTHHOM B 100 unu 6onee nap. Eciu atu
nee JHK cMewaTs, moaBeprHyTh AeHATYPALMH, a 3aTEM PEHATypaUHH (pHUC. 3.9), Mbl MOTYYHM
HEKOTOPOE KOJHYECTBO THODHIHBIX CTPYKTYD, Ha3bIBaeMbIX rerepoayriekcamMu. OHH MeHee
CcTabuIbHLI, YeM HOpMaJibHblE TOMOAYIUIEKCHI, MOCKOJIbKY ClTIapHBAHHE OCHOBAHHH B HHX Heco-
BepLIEHHO. B nNpHHUHKNE reTepoayniekcsl JOJXKHBI MOCTEHEHHO THCCOUMHPOBaTh, a pa3lie/ieH-
Hble HUTH PeKOMOMHHpOBaTh ¢ 00pa3oBaHHEM TOMOIYIUIEKCOB. OQHAKO MpH TEeMIepaTypax,
MPH KOTOPbIX OBOHHAA CNIHpab ABJAETCA CTAOHIBLHON, 3TOT MPOLECC COMPSXKEH C TAKON ru-
TaHTCKOM 3Heprueit akTHBALMH, YTO 3HAYHTE/IbHBLIC H3MEHEHHA NPOH3ORAYT TONLKO B KOCMOJIO-
rHYeCKOM MacluTabe BpeMeHH. YYacTKH ¢ HeCrlapeHHbLIMH OCHOBaHHSAMH, TaKUM 06pa3oMm, Oy-
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PHC.3.9. CxemaTHueckoe n3obpaxxenne nnasneHus JHK u oOpasosanus retepoayniekca npH peHarypa-

unu. flokazaHa TOJIBKO OIHA H3 ABYX 3KBHBAJICHTHBIX [IAP reTepOAYyNJICKCOB, KOTOpbIE MOTYT o6pa3oBsi-
BAaTHCA B Kaxkao# M3 paccMoTpenHsix cmecet JHK.

LOYT OCTaBaThCA (PUKCHPOBAHHBIMH, H X MOHO OYIET OT/IMYMTDL OT [ABYXLENOUYEHYHBIX Y4acT-
KOB Ha 3JICKTPOHHbIX MHKpodoTorpadusx no obpasyeMbIM UMH METIAM.

Ha puc. 3.9 u306pakeHbl NET/IH TPeX THNOB, KOTOpbie HA0I0AalOTCs B 3aBUCHMOCTH OT TO-
ro, oOycIoBIEHO JIH pa3jIMyue B NMOCIENOBATENBHOCTAX AEELHAMH, 3aMELLIEHHMH HIIH HHBEP-
cusimu. 'ubpunbl Mexxay asyms monekynamu JJHK oGpa3yloTcs naxke B TOM ciyyae, €CJIH UX
MOC/Ien0BaTEbHOCTH COBNANAlOT JIMUIL HA KOPOTKOM yuacTke. TakuM o6pa3oM, 351ekTPOHHAs
MHKPOCKOIHUs MOXeT ObITh HCTIONb30BaHAa, HAIPUMED, A1 BbIACHEHHS TOro, MMEIOT JIH ONpe-
neneHnble pparMenThl JHK oaMHAKOBBLIA reH, W OIS TIOKAJM3alMH ITOrO reHa.

Ha puc. 3.10 npuBenexa anekTpoHHas MukpodoTorpadus rubpuaa JHK — PHK. Moneky-
na 6b11a BU3yaIM3MpOBaHa NyTeM 00paboTku npenapata 6enkoM reHa 32 6aktepHodara T4.
ITOT Oenok MMeeT OOJbIIYIO KOHCTAHTY CBA3bIBAHHMA TONLKO ¢ oaHouenouyeynon JJHK, nosTo-
MY O/ITHOLICTIOYEYHBbIE YYACTKH KaXXYTCH YTOJLUEHHBIMH M3-3a TOTO, YTO OHH MOKPBIThHI OENKOM.
ITO MO3BOJIAET Pa3IMUYMTL OAHHOYHBbIE M ABOHHBLIE LEMH NOA MHKPOCKOMOM. Ilocre oTykHra
pacteopa PHK u IHK noa 371eKTpOHHbIM MHKPOCKONOM BLIABJIAIOTCA 0Opa3oBaBlUHecs rere-
pOayIIEKChl, YTO NMO3BOJIAET KAPTHPOBATh I'eHbl, Koaupyrowre 3T PHK. Cneayer oTMETHTD,
4T0 oyerb KopoTkue PHK, Takue, kak TPHK, 06pa3yioT CITHIIKOM KOPOTKHE reTepOayIIeKChl,
4TOOBI UX MOXHO OBLIO YBHACTDL MOA EKTPOHHLIM MHKPOCKONOM. B ?THX cyyasx A5 BH3ya-
nu3audH Mecta cBasbiBanus ¢ JHK k Monekynam TPHK npuMcoenMHAIOT 3/EKTPOHHO-

MHKPOCKONHYECKHH Mapkep (HanpHMep, 3IEKTPOHOINJIOTHLIA Oenok GeppvTHH MM LUAPHK H3
MOJIMCTHPOJIOBOTO JIaTEKCa).
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PUC.3.10. I'ubpun PHK — JHK. A. QnexTpoHHas MukpopoTorpadus. 5. CxeMaTHueCKOE H300paKeHHe
Toit e Mmonekynbsl. JHK sBnserca Kogupyollei nensio miasMuasl pSpl7, conepxaiueit ABa COCEIHHX IH-
CTOHOBBIX reHa Mopckoro exa. C IHK ru6punuzoBansl Mosnekyasl MPHK 3Tux rucToHoB. [IByXuenodey-
HbI€ Y4aCTKH KaXXyTcs Ha poTorpaduu 6osiee TOHKMMH, IOTOMY YTO OHH HE CBA3aHbI ¢ 6eJIkoM resa 32, kKo-
TOPBI# MOKPHIBaeT BCIO ocTanbHylo JJHK. Uncna ykassIBalOT JJIMHBI ABYX I€HOB H Yy4acTKa MeXAy HUMH B
ThICAYaX HYKJIEOTHOHBIX OCTaTKOB. [[aHHble mpepocrasieHsi M. By u H. Hesuaconom. Cell, 9, 163
(1976).]
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B 6onbiunHCTBE cydaes 3¢deKTHBHOE HCNOIL30BaHHE TEXHHKH reTePOAYIIEKCHOrO KapTH-
POBaHHs, KOTOPYIO MbI TOJILKO YTO ONHCAJIH, TPeOyeT aKKypaTHOrO M3MEPEHHA IHH OOHO- H
aByxuenoyeunbix yyacTkoB JJHK. U3Mepenue pacCTOAHHA MEXAY PA3NTHYHBIMH METISAMH HITH
0COOEHHOCTAMH rHOPHIOB NO3BOJAET NOCTPOUTD hH3nueckyro kapTy JJHK. Ecnu renernueckoe
3HAUEHHE HEe/ICUMH HJIH JIOKAJIH3AUHUA OTOE/bHbIX T€HOB H3BECTHbI, GH3HUECKas KAPTA MOXET
OBbITb HCMOJIBL30BaHA IJIA MOCTPOCHHUA T€HETHUYECKON KapThl. MeTOoa ABNAETCA 0COOEHHO MOLI-
HbIM MOTOMY, YTO OH MO3BOJIAET JIOKAJIH30BaTh I'eHbl, UCNOJb3Yys JIHIIL BblAEJICHHbIE TPAHC-
kpuntel PHK, naxe koroa He yaaercs 0OHapYyKHTb MyTaHTHbIE PeHOTHNbI. B NpHHLIKIE OH NO-
3BOJIAET KapTHpoBaTh Aaxe obnactu JJHK, koTopbie BOBce He Obl/IH TPpaHCKPHOHPOBaHBI. JI1o0-
60it H30NHpOBaHHbIA UK cHHTEe3NpOoBaHHbIA ¢pparMenT JJHK MoxeT Ob1Th ruOpuan3oBaH ¢ 00-
pa30BaHHUEM [IBYXLEMOYEYHON CTPYKTYPbI M 3aT€M HACHTHPHUHPOBAH C MOMOLILIO 3JIEKTPOHHO-
ro MHkpockona. JJIMHbI COOTBETCTBYIOLIMX YYACTKOB MOXXHO H3MepHTb aOCOJIIOTHBIM METO-
IOM, €CJIH B [1OJIe MUKPOCKOMNA UMEETCA CTAHOAPT MJIMHBI 11 KATUOPOBKH yBenHueHHs. [1pH He-
KOTOPbIX YCJIOBHAX C MOMOLULIO 3JIEKTPOHHOTO MHKPOCKONA yAAeTCA MOJYYHTb KOHTYPHYHO
amuHy JJHK, Haxoosuiyocs B IpeKpacHOM COOTBETCTBHH ¢ TEMH pa3MepaMH, KOTOPbIE BLIYHC-
JIAIOT MCXOAS U3 H3BECTHOH reOMETPHH MBOMHON cnHpaiii. ONHAKO KOHTYDHAA OJIHHA 3aBHCHT
oT npouenypbl HaHeceHusa JJHK Ha noaioxky, koTopas noaaepxubaet obpasel B MHKPOCKOIE.
IMo3TOMY Ha NpakTHKe WIS 60Jiee TOUHOrO H3MEPEHHUA MIHH K KaXXIAoMy obpa3uy 106aBnsioT
monekynbl JHK H3BeCTHON O/IMHBI M HCTIONb3YIOT HX B KaueCTBe BHYTPEHHEro CTaHIapTa.

MHoOrHe acneKkThbl 3/1IeKTPOHHOH MHKPOCKOIIHH OCTAlOTCA, BEPOATHO, 10 CHX MIOP B TaKO# e
CTENEHH HCKYCCTBOM, Kak M Haykoi. UToOblI pacmpaBHTL MOJIEKYY HA MOOIOXKKE KAK MOXHO
Oonee paBHOMEPHO, HyXHa Oonbilas TiiaTenbHocTh. B Tex Toukax, roe uens JJHK nepecekaer
caMa cebsl, aHanM3 ee X04a CTAHOBHTCA HEOAHO3HAUYHBLIM. [To3TOMY 3neKTpoHHbIE MHKpOdOTO-
rpa¢uH KOMNAKTHBIX, NEPENJIETEHHbIX MOJIEKY/T OObIYHO MasloHHPOPMaTHBHbI. MHOTHE METO-
JHKH HE MO3BOJIAIOT MOJMYUYHTD CTOJIb YETKNIO Pa3/IMUMsA MeXIAY OJHO- H ABYXLENOYEYHbIMH 00-
1acTAMH, KaK HA puc. 3.10.

HyxHO HMeTb B BHAY, YTO MO 3/IEKTPOHHLIM MHKPOCKOIMOM HCCJIEAYIOT OTAENbHbIE MOJIE-
KyJ1bl 00pa3ua, H UX KOHKPETHbIE CTPYKTYPHbIE OCOOEHHOCTH MOTYT OKa3aThCA NMPOCTO pe3yiib-
TaToM (hNyKTyaluHH, KOTOpas MPOM3OLLIA B MOJIEKYJIE HA NOMI0OXKe. Tak, mepeceyeHus Uenu
JIETKO MOTYT HMHTHPOBATh MET/IH; H3rHObi, Pa3IMYHMBbIE JIHILIbL HA Npeaesie pa3peileHHs, MOX-
HO BOOOLIIe MPONYCTHTDb, H MOJIEKY/Ia OydeT Ka3aTbCsA KOpoue, YeM OHA €CTh B OEHCTBHUTENIBHO-
¢TH. [103TOMY HEOOXOAMMO NPOCMATPHUBATL MHOTO MOJIEKYJT H HCMOJIb30BaTh CTATHCTHYECKHE
KPDHTEPHH IJIS OLEHKH JTI00BbIX HAOMI00aeMbIX CTPYKTYPHBIX OCOOEHHOCTEH.

B 60nbLIMHCTBE C/TyyaeB BO3ZHUKAET HEONPEOE/ICHHOCTh, CBA3aHHAA C XMMHYECKON HIECHTHY-
HOCTBIO ABYX KOHLIOB JIMHEHHOW MOJIEKYJIbI, DTO IKBHBAJIEHTHO HEONPENENEHHOCTH (HU3HYECKO-
ro HampasBJIeHHA NOCIEN0BATE/ILHOCTH B KOJIbLIEBOH MoJsiekyie. IIpennonoxuM, HanpuMep, 4To
KapTHPYETCA Ae/ICUHOHHAA METJIA B CEPENMHE LieMH. B 3TOM cllyyae a priori HEH3BECTHO, ABJIACT-
CA JIM OaHHbIA KOHEll 3’- WM 5'-KOHLOM LIEMH, KOTOPAas HECET yYaCTOK, KOMIIJIEMEHTAPHBIN
MPONYyLIEHHOMY. YCTpaHHTb 3TY HEONpPENEEHHOCTb MOXHO HJIH ¢ NOMOILBIO F€HETHYECKHX
JNaHHbIX, WM — 0oJiee NpAMBIM MyTeM — N00aBJIeHHEM B cpeay cneuudHueckux hpepMeHTOB,
BbI3bIBAIOLIHX YacTHUHYIO Aerpagauuio uenu JJHK ¢ onpeneneHnoro konua. Ecnu reHsl kapTH-
pyloTca ¢ noMolilbio rubpunos PHK — JIHK, HHOraa B pacnopsi>KeHHH HCCIENOBATENsA OKa3bl-
BaloTcA npeniiecTBeHHHKH PHK, uMerowne 1ONOJHUTEILHbIE OCHOBAHHS WJIH Ha 3'-, WM HA
§5’-koHUE. B 3THX cnyyasix MOXHO ONpEAE/TIHTh PU3HYECKOE HANPABJICHHE LICIH.

3.4. BropuuHas CTpYKTypa

T'OBOPA O NEPBHYHOM CTPYKTYPE HYK/IEHHOBBIX KHC/IOT, MbI HE MOTJIH OOOHTHCH 663 HCIIOb-
30BaHHsA Moaesiell BTODHYHON CTPYKTYPbI Kak cnmocoba n3obpakeHHs YKIaaKH LielH WIH CpaBHe-
HHA MOcnenoBaTebHOCTeN., OObIYHO NpH paciundPOBKE NOCIEN0BATEIbHOCTEH HOBLIX OJHOLIE-
MOYEUHBIX MOJIEKYJI pe3yJIbTaThl NPEACTAB/AIOT B BHIE HEKOTOPOI 3CTETHYECKH MPHBIIEKATEIb-
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HOM CXeMBbI, cornacylolleiics B nepBoM NPHONHXKEHUH C NPHBEACHHBIMH BbILLE NMPAaBUIIAMH.
OcTtaBnsif B CTOPOHE BONpoc 06 afekBaTHOCTH TAKOro NPEeACTABJIEHHA MOJIEKYJIbI, OTMETHM,
4TO OHO BeCbMa MOJIE3HO KAaK MHEMOHHYECKMII NMPHEM [JIA ONHCaHHA OOLUMX 4epT MociaenoBa-
TenbHOCTH. ECITH Xe npaBuna cnapMBaHus onpeaeseHbl CTPOro, KOJMYECTBO HHGOPMALIHH, He-
06x0aMMoOe AN TOYHOrO OMNpeneSieHHs MOCAeN0BATENbHOCTH, YMEHBLIUTCA NPUOIH3NTENBHO
BIBOE.

PaccMoTpuM foJtee AeTaNbHO KOMHYECTBEHHbIE aCEKT bl BTOPHUYHOM CTPYKTYDPbI HYKNEHHO-
BbIX KHCMOT. BOJIBIIMHCTBO UMEIOLUMXCA 3[1€Ch AAHHBIX NOJYYEHO B Pe3yJIbTaTe PEHTIEHOCT-
DPYKTYPHBIX HCCJIENOBAaHUI BOJIOKOH [IBYXLICIIOYEUHBIX HYKJIEMHOBBIX KUCHOT (ra. 14). OnHoue-
MOYEYHbiE KOMIOHEHTHI, KaK MPaBH/IO, HE NalOT XOPOLIHX BOJOKOH, MO3TOMY AaHHble 00 HX
BTOPHYHOH CTPYKTYpe ABJIAIOTCA MeHee NpAMBIMHU (rj1. 22).

CITAPUBAHME OCHOBAHUN — INNTABHASI OCOBEHHOCTD
ABYXHEIIOYEYHbBIX HYKJIEMHOBBIX KHUCJIOT

HekoTopble 0COOEHHOCTH ABYXUENOYEUHBIX MOMHHYKIEOTHAOB HENOCPEACTBEHHO YKa3bIBa-
IOT Ha TO, YTO UX OpraHU3auHUs PagHKaJILHO OT/HYAETCA OT OpraHu3auuHi 6eJKOBbIX MOJIEKYI.
B nByxuenoueyHOH CTpyKTYpe OnpeaeseHHble rPYNIbl OCHOBAHHM HYKJEHHOBBIX KHC/IOT OKa3bl-
BAIOTCA NMPAaKTHYECKH HEAOCTYNMHBIMH [JIA Pa3/IMYHBIX XHMHUECKHX areHTOB. DTO 3acTaBiifeT
NPEeANno0XKUThb, YUTO OCHOBAHHMA PACMOJIOXEHb! BHYTPH CTPYKTYpbl. HanpoTus, Bce OOKOBbIE
rpynmnb! 6€1KOB JIOKaTH30BaHbl CHAPYXH 00pa3yeMbIX MOJIEKYJIaMH CIiMpanel WK Cl0€eB (CM.,
Hanpumep, puc. 1.1). Bce HykJIeHHOBBIE KHCTOTbI HE3aBHCHMO OT MOCIEN0BATEIBHOCTH CIOCO0-
Hbl 00pa30BbIBATh OJMHAKOBYHO NBYXLENOYEUYHYIO CTPYKTYpY. B Oenkax ke nmocnenosaTens-
HOCTb SIBJIACTCA peLiarolinM GakTopoM, OT KOTOPOTO 3aBHCAT CaMO HAJIMYHE OMNpENEIEHHON
BTOPHYHOMN CTPYKTYPbI H €€ THII.

Hnes o Takoit CTPYKTYpPHON OpraHH3alK HYKJIEHHOBBIX KHCIOT, IPH KOTOpPO# Bce OOKOBbIE
rpYMNibl pacnoioXKeHbl BHYTPH CTPYKTYPbI H KOTOpas MOXET «NpHcnocabauBaThea» K M1000i
MOC/eA0BATENBHOCTH OOKOBBIX IPYMN, KaXKeTCA napanokcanbHol. Koy K IOHMMaHHIO 3TOro
obcroaTenscTBa aany npasuna Yapradga ans coaep>kaHus pa3IHYHBIX OCHOBaHHH, HO HYXHO
NMPU3HATh, YTO OHH OTHOCHJTHCh TOJIBKO K MOJIEKYJIe HYKJIEHHOBON KHCJIOThI B 1I€JIOM, @ HE K OT-
nenbHbIM nensaM. IlbiTasce 06beaMHUTE BCO 3TY HHDOpMauuio, dxeliMc YoTcod u ®pencuc
KpHK BBIABHHY/IH HEKO O CeHGHUYECKOM B3aHMOIEHCT BUH MEXKIY KOMIIJIEMEHTAPHBLIMH OCHO-
BanuaMH: A ¢ T unu U, G ¢ C. HaroMHHM, YTO B TO BpeMA He ObIIO NMPAMBIX JAHHBIX O CHELH-
(bHueckOM B3aHMOAEHCTBHH MEXIY OCHOBAaHHAMH. Kpome Toro, BbIGOD HMEHHO 3THX, a He ApY-
THX BO3MOXHBIX Map OCHOBaHHt 611 00yC/IOB/IEH TeM, YTO YOTCOH H KpHK OCTaHOBH/IKCHL Ha
NMpaBHIbHbIX KETO-aMHHO-TayTOMEPHBIX popMax oCHOBaHHHA, OOHAPY)XXEHHbIX JMLIbL HE33A0JII0
10 3TOr0 M He ABJAIOLUMXCA eule OOLIENPHHATBIMH.

Baxuefimeit ocobeHHocThio AT- 1 GC-nap, Ha KOTOPYIO 0OpaTHIH BHHMaHHe YOTCOH H
Kpuk, 6b11a He IpocTO XOpolIas reOMeTPHA 06pa3yeMbIX BOAOPOAHLIX CBsizel. Jpyrue KoHpu-
rypauMH cnapHBaHHsA OCHOBaHHHN TakXke 00/1amaloT 3THM CBOHCTBOM M NeHCTBHTE/BHO NpeBa-
JIMPYIOT B KOMIIJIEKCAX MeXIY H30JHPOBAHHbIMH MOHOMepaMH (Ii1. 6). OcoOeHHOCTBIO Tpeaso-
>keHHON Y 0TCOHOM H KPHKOM CXEMBI ABJIAETCA TO, YTO PACCTOAHHA MEXIY MECTAMH IIPHCOEIH-
HEHHA OCHOBAHMH K caxapaM OKa3bIBalOTCA MPAKTHYECKH ONHWHAKOBbIMH mas AT- u GC-nap.
INoaToMy oaHa M Ta e reOMETPHA ABOHHON CMUpaH OJHHAKOBO XOPOLIO NOAXOAUT 118 000HX
THIIOB nmap §e3 Kakoro-mHbo HapylIeHHS WM NOTEPH CHMMETPHH (puc. 3.11). Bropoii BaxxHoR
0ocobGeHHOCThIO MonlenH YoTcoHa — Kpuka sBnseTcs CyLIeCTBOBaHHE OCel NCeBIOCHMMETPHH
C,, nexalmx B IIOCKOCTH nap ocHoBauit. [ToBOpPOT BOKpYr 3THX oceli nepectasnser N°—C!'-
IIHKO3HIHYIO CBA3b NypHHa ¢ N!—C!'-cBA3bI0 XOMI/IEMEHTAPHOTO NUPHMHIONHA. DTH OCH CY-~
ecTBYIOT Kak B AT-, Tak ¥ B GC-napax (puc. 3.11), oTkyna cienyet, yto reomerpus AT-, TA-,
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PUC.3.11. YOTCOH-KPHKOBCKHE IapLI ocnonamm AT n GC. BaxHol OCOGCHHOCTHO ITHX CTPYKTYD SIBJISA-
ercH nocrosmcrno pacCTOAHMMA c'—cl'nu Yrjios, KOTOpble eBu N’ — 'y N! — ¢t 06pa3ylor ¢ Bek-
topom C!" — C!'. Vkasana oce mncespocummerpun C,. [S. Arnott, S.D. Dover, A.J. Wonacott, Acta

Cryst, B25, 2192 (1969)].
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Tabauya 3.1
CTPYKTYPA MOJIMHYKJEOTUAHBIX ABOVUHBIX CTIMPANIENR
MonuuykncoTHa OtHocuTens-  UUCNo OCTATKOB PaccTtosuue Yron Mexay JByrpasnuii Kongopmauus
Has Bnax- HA BHTOK MEXY OCTAaTKaMH MIOCKOCTBHO yron Mexay caxapa
HOCTb, L) BONb OCH OCHOBAHHH# W NNOCKOCTAMH
cnupanu, A OCbIO CNUpany, OCHOBAHUM,
rpao rpaa
OHK-A,Nat 75 11 2,55 70 16 C¥-3100
OHK-B,Na* 92 10 3,46 - - -
OHK-B, Li* 66 10 3,37 88 5 C¥-3u00
OHK-C, Li* 66 9,3 3,32 84 10 C%'-3n00
I'mbpun JHK— 75 11 2,62 70 - -
— PHK, Na*
DparMeHTbl 75 10nnu 11 2,9unu 2,64 - - -
nposxiokepoii PHK
Peosupyc, a- 75 10 nnu 11 3,0unn 2,73 - - -
WK B-dopMbl
Poly (rA - rU) 10 unu 11 3,1 - - -
Poly (rI - tC) 12 3,0 - - -
Poly (fCH* - rC)" 12 3,11 - - -
Poly (rAH* - tAH*)D 8 3,8 - - -

! CTpyKTypbI ¢ napaniesbHbIMU LETIAMH.

GC- 1 CG-nap onuHakoBa. Ka)x1o€ U3 4eTbipex 3BEHbEB MOXKET 3aHUMATh JIKO0OO€E MOJIOXKEHHE B
nBOIHOA cniupand. OCHOBaHHs B Ka)X10H LleNH ABORHON CMIHpalu HMEIOT B TOYHOCTH OOHHAKO-
BO€ OKPY>XEHHE.

CTPYKTYPA JIBOWMHBIX CIMPAJIEM HYKJIEUHOBBIX KUCJIOT

DUKCHpPOBaHHAs CTPYKTYPA YOTCOH-KPHKOBCKHX Nap OCHOBaHHi OOMycKaeT 60IbIIOE MHO-
roo6pa3ue ¢popM asolHoM cniupand. B Tabn. 3.1 cymMupoBaHbl napaMeTpb! psiaa GpopM, KOTO-
pble ObinH OOHapyXeHbI 3KcnepuMeHTanLHO. Ha puc. 3.12 1 3.13 cxeMaTuyecku H300pakeHa
MOJIEKYJIApHasA CTpyKTypa A- U B-dopm JHK, a na puc. 3.14 nokasanbl 06beMHbIE MOETH
JHK-B u PHK-11. DTH pHCYHKH cneAyeT H3YYdTb 60ONlee BHUMATENBHO MApajIeIbHO C TEKC-
TOM 3TOTO pa3fena.

[IpuBeneHHbIE CTPYKTYPBI HMEIOT HEKOTOPBIE 0611He OCOBEHHOCTH. Bee 3TH CTPYKTYpbI AB-
JIAKOTCS MPaBbLIMH CIIMPANAMH. Bce HMEIOT OCH CHMMETPHH 2-T0 NOpAAKa, KOTOPbIE NMPEACTaB-
JISOT COOOM UCTHHHBIE OCH CHMMETPHH A Pochoau3dUpHOro ocToBa H OCH NMCEBIOCHMMET-
puM 1A caMHX nap. [TOCKO/ILKY OHM ABJIAIOTCA OCAMH Bpaluenus, ¢pochoanddupHbie OCTOBBI
NOJDKHBI ObITh OPHEHTHUPOBAHBI B IPOTHUBOIOJIOXKHLIX HanpasieHUAX. KoHubl ABOAHOMN cnupa-
JIH XHMHYECKH H CTPYKTYPHO HAEHTHUYHbI, TaK KaK Ka)Kablif COOEpXHUT NO OOHOMY 3’- U 5'-
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ITapsr
OCHOBAaHHUH

5

PUC.3.12. Osoiinas cnupans JHK B B- u A-dopmax. A. Ocu cniupaneii exaT B IIOCKOCTH pucyHKa. Ha
9TOl CXeMaTHYECKOM HIUTIOCTPALMH OCHOBaHMs H300pakeHkI B BuAe GPYCKOB, a2 aTOMBI OCTOBA, 3a HCKIIIO-
YeHHEM aTOMOB BOAOPOAa, H306paXKeHbl KaXKAbli MO OTAEILHOCTH B BHAE KPYXKKOB. OTYET/IMBO BHIOHO,
YTO IUIOCKOCTH Iap ocHoBaHuit B A-JIHK HaksioHeHbI K ee ocd. 5. Ocu crpaieit (+ ) epneHauKy/IAPHbI IUIOCKO-
cta pucyHka. B JHK-B och MPOXOAMT NMPSAMO MEXAY OCHOBaHHSMM, OOpa3ylIIMMH Napy, TOraa Kak B
JHK-A napsi OCHOBaHHI!, IOBOPaYMBAasACh BOKPYT OCH (€CJIH IepeMeIaThCs BAOJb MociieqHel), kak 6b1 06-
pa3yior nosbii muHHAp. (Pucynku UpBuHra Ieiica. Beimonnens! npu yyactun B.Cenxepa.)
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PUC.3.13. Ocu cummeTpuu B JJHK-B. IToka3anb! 1Be OCH CHMMETPHH 2-10 nopsaka (0 ) ¥ OCb IICEBAOCHM-
METPHH C2 (0). (Pucynok Mpreunra I'eiica.)

KOHIY OOAMHOYHBIX ueneii. B Jlonondenuu 3.1 npeacTaBiieHO IPOCTOE XHMHUYECKOE NOKA3aTeNb-
CTBO TOro, YTO NMOJMHYKJICOTHUAHBIE LIENU CO CIAPCHHBIMHA OCHOBAHUAMH NOJIXKHBI ObITh QHTH-
napauiC/ibHbIMH.

Jomonxenue 3.1

KAK JOKA3ATD, UTO HEIIN B ABYXLEITIOYEYHOM
KOMITJIEKCE AHTUITAPAJIJIEJIbHBI

OpnHol 13 Ba>kHEHIIMX 0COGEHHOCTEH BCeX ONMCAHHBIX IO CHX MOP ABOMHBIX CIIMpAJIeH SIB/ISETCA aH THIA-
paJIeNIbHOCTD 00pa3yroluX ux ueneit. To, 4TO Takas CTPYKTypa AEHCTBUTENLHO PEATTM3YETCH M1l MOJIe-
kyn THK u PHK B pacTBOpe, MOXXHO NOKa3aTh C HCIOJIb30BAHHEM MPOCTOM M 37IETaHTHOM METOMMKH aHa-
JIM3a NOCIeN0BaTEeNbHOCTEH, paspaboTanHolt AptypoM Kopu6eprom. Monekynest JHK u PHK cunresupy-
I0TCs (pepMEHTATUBHBIM NyTeM U3 5’ -TpudocthaTos. Huxe npuBeneHa cxeMa, NOKa3bIBaroLas, Kak CHHTE3
13 o-2P-MeueHBIX MPeNIIECTBEHHUKOB MOXKHO MCIIOb30BATh [NIS aHAIH3a YacTOTHI BCTPEYaeMOCTH pa3-
JIMYHBIX KOMOMHAIMI COCEIHMX BIOJIb LENH 3BeHbeB. [IJis OonpeneNieHusi BCTPEYAEMOCTH COCEOHHX € A
3BEHBEB 3Ta CXE€Ma BBITJISOUT CICAYIOIIMM oOpa3om:

5 JHK-nonumepasa I
ppp*A + pppT + pppG + pppC pGp*ApCpTp*Ap*ApCpCp*A. . .
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AHTHNAPAIENILHOCTD LEened UMeEET pellalolliee 3HayeHHe NPU CnapuBaHUH OCHOBAHHI B 011-
HOLENMOYeUHbIX MoJsiekynax (Takux, xak TPHK). IMapannensHoe cnapuBaHue HE MOXeET oDecre-
YUTH OOpa3oBaHHe WNMHIEK. JIBoliHbIE ciHpaii, H3o0paXkeHHble Ha pHC. 3.12, 3.13 u 3.14, uMe-
0T BTOpO# HaBoPp ocell nceBI1OCHMMETPHH C,, TPOXOAALLMX MEXAY COCEAHHMH NMapaMH CBSI3aH-
HBbIX BOJIOPOJHBIMH CBA3AMH OCHOBaHHU. [I/18 CAMOKOMIIIEMEHTAPHBIX MOC/IEI0BATEILHOCTEH,
Takux, kKak GpC mnn ApT (MM MaNTHHAPOMHBIX NOCIEAOBATENBHOCTEN, aHAJIOTHYHBIX MPHBE-
JEHHBIM Ha pHUC. 3.5), OCH, NpoXoasiIHe MeXAY ABYMS LEHTPAIbHBIMH NMapaMH, ABJIAIOTCH HC-
THHHBIMH OCAIMH CHMMETPHH, MOCKOJIbKY MOBOPOT Ha 180° He U3MEHACT MOJIOKEHUS OCTOBA H
NEPEBOANT Napbi OCHOBAHHHN B HACHTHYHBIE MMOMOKEHHUSA.

Ewe onno#t 0coO6€HHOCTBIO BCeX BOMHBIX CIIHPANICH ABNAECTCA CT3KHHT (MEXIIJIOCKOCTHOE
B3aHMOAENCTBHE) OCHOBaHHI. XOTA OTHOCHTEJIBHOE PACIOJNIOKEHHE COCEAHUX Map OCHOBAHHi
MEHSETCH, BO BCEX Cy4YasX PACCTOSTHHE MEKAY MJIOCKOCTAMH COCEIHHX NMap COCTABIAET OKOJIO
3,5 A. DTO COOTBETCTBYET BaHAEPBAANLCOBLIM PANMYCaM IIOCKHX APOMATHUECKHX COEHHe-
HUli H ABIAETCA HAMMEHBIIIMM PACCTOSHHEM, Ha KOTOPOM €llie He NPOHCXOANT B3aUWMHOIO OT-
TaJIKHBaHHA XMMHYECKH HE CBA3AHHBIX IpyIIl.

HecMoTps Ha Bce OTMEUEHHOE CXOACTBO, CTPYKTYpa ABYXLENOYEUHBIX MOJIEKYST HYK/IEHHO-
BbIX KHCJIOT BO MHOTOM pa3/jiHyaeTcsd. DTH pa3/INuHsA KacaloTCA YHC/Ia nap OCHOBaHMI HAa BUHTOK
OBOWHOMN CMpaH, yI/ia MeXAy napaMH OCHOBAHHH H OCbIO CITHPAJIH, YI/1d MEXAY MJIOCKOCTA-
MH, B KOTODBIX JIE)XKAaT OCHOBaHMs, JHAMETpaA CIHPAJIH, XapakTepa xeno0kos cnupann. Heko-
TOpBIE U3 3THX OCOOEHHOCTEN BUAHBI HA TPOBOJIOYHBIX MOIE/AX, @ )KETOOKH JIyylie BCEro BbISB-
JIAIOTCA Ha O0BEMHBIX MOJENNAX, OKa3aHHbIX Ha pHC. 3.14,

PaccMoTpuM Haubonee pacnpocTpaHeHHble cTpykTyphl. JIHK B B-dopme oOHapyxeHa B Bo-
JIOKH&X, CoJlepKalUMX HOHbI Nat, IpH BLICOKOH OTHOCHTENIbHO#M BJIAXHOCTH. DTO JAET OCHOBA-
HHA N0JIaraTh, YTO OHa COOTBETCTBYET hopMe, NPHCYTCTBYIOLIECH B OOBIYHBIX BOJHBIX PACTBO-
pax, U Tenepb H3BECTHO, YTO ITO NEHCTBHTENBHO TaK (HEKOTOPbIE A0KA3aTE/IbCTBA NIPHBEIEHBI
B ri. 22). AHK B B-dbopme conepxuTt 10 nap ocHOBaHHH Ha BUTOK ABOHHOM cnupasu. ITapsl oc-
HOBAHHH ABJIAIOTCA NPAKTHUECKH MJIOCKHMH H NEPNEHAUKYIAPHBI OCH cnupanu. JIBoliHas criu-
panb HMEET [1Ba XKeJIoOka: Manblil )xeoboK, JiexauHit Mexxay 1 -yriepoassIMH aTOMaMH caxa-
POB KaXX10it U3 uenelt, 600N KenobOK, pacnoNoKEeHHbIH HAMPOTHB MAJIOTO C APYroif ¢To-
POHBI cHpand. [uaMerp CiHpad paBeH NMPHMEPHO 22 A.

B-dbopMa 0ObIYHO CYHTAETCH YOTCOH-KPHKOBCKOH CTPpYKTYpoit. TeM He MeHee niepBOHayab-
Has Moaenb YorcoHa u KpHka, XoTs ¥ OblJla OCHOBAaHA HA NaHHBIX, MOJIYYEHHBIX 1A B-bopMbl

JdHKasa
-+ Gp*+ Ap+Cp+ Tp*+ Ap*+Ap+ Cp+Cp* + ...

Jlonio 3BeHbEB KaXXAOTO THNA, NPEAIlECTBYIOWHX A, MOXKHO BbIYHC/IHTb MO AaHHLIM 00 OTHOCHTENb-
HOM pacrpene/ieHHd METKH MEXIY 4eThbIPbMs HyKJleoTHAaMH. HIcX0As M3 3TOro M 3Has CONEPKAHHE OCHO-
BaHHUM, MPOJENAB aHAJIOTHYHbIE IKCTIEPHMEHTbI AJIS KaXXAOTO W3 YeThIPEX THNOB MedeHbIXx TpudocdaTos,

MOYXHO ONpPENEIHTD YAaCTOThI BCTPEUaeMOCTH Bcex 16 komOunauui 6nnxaifiunx coceneit. [Insa airunapan-
TIEIBHOTO YOTCOH-KPHKOBCKOTO CMIapHBAHHUA OCHOBAHHA NOJKHBI BBIMOMHATHCA CNIEAYIOLIHE COOTHOLIECHHS

IS MOJIbHBIX AOJIEH x pa3iMuHbiX cocenei:
XcpT = XapG®  Xapc = Xgpr

Jns napajnenpHbiX Bened 3TH OrpaHH4YeHHs B obuieM clyuae He BBINMOJHAIOTCA. BMeECTO HHUX AOMXHBI
HUMETH MECTO COOTHOLUCHHA

Xcpt = XGpa? XapT = XTpa

Hcnone3ys 3TOT NPHHLHKN, ObIIO JIEFKO NOKa3aTh, YTO uenu aByxuenodeunbix JHK, PHK u rubpuaos an-
THNApaJUIENbHBbI.
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PUC.3.14. O6veMHubIe MOAenu ABoiHbIX cniupaieit JTHK-B (cnpasa) u PHK-11 (ca1e6a). Xopolio BUAHA Cy-
LIIECTBEHHAs pa3HHULA MEXIY 3THMH IBYMs (jopMaMu B 1uare cnupaei u B pasmepe xenobkos. (Pororpa-
¢un npenocrasnensl Cynr Xoy Kumom.)

OHK, oTnuyanack OT IPUHATOM Tenepb HAJTMYMEM JIMILb ABYX BOOOPOAHBIX cBsizelt Mexny G u
C, a TaKkxe T€M, YTO [0 MHOTMM CBOMM CTPYKTYPHBIM HeTaisM Obliia Onuxe kK A-, yeM K B-
dopme. [Ins nOCTPOEHUs: IPUHATOMN B HacToOsLIee Bpems reomeTpur B-hpopmbl moTpeGosanuck
6osiee TOYHBbIE IKCIIEPUMEHTAJIbHbIE NaHHbIE U PA3BUTHE METONOB aHaIM3a PEHTTeHOIrPaMM.
A-topma JHK Habnronaercs B BOJIOKHAX B IPUCYTCTBUM MOHOB Na ™t mpH OTHOCHTENbHOM
BJI)KHOCTH HMXKeE 75%. OHa umeer 11 map Ha BUTOK M IMAMETP Ha HECKOJIBKO aHrcTpeM 60Jib-
wmii, yeM B-hopma. IMapbl OCHOBaHHU#M TOXE MOYTH IIOCKHE, HO B 3TOM (hOpMe OHH HAKJIOHEHBI
Ha 20° K IJIOCKOCTH, NEPIEHAUKYIAPHON ocu cnupanu. TakuMm ob6pa3zoMm, B-popma nmoxoxxa Ha
OOBbIYHYIO BHHTOBYIO JIECTHHMLY, a A-popMa — Ha BHHTOBYIO JIECTHHULY, CTYNEHbKH KOTOPOH
HaKJIOHEHBbI K UEHTPY. A- U B-hopMbI nepexomaT oaHa B OPYTYIO IPH H3MEHEHUU OTHOCHTENb-
HO# BiakHOCTH. Ec/in mpouecc npoucxoauT ObICTpO U 6e3 pa3pylleHust YNOpsSOOYeHHOM yna-
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KOBKH BOJIOKOH, NEPEX0A MOXKET OCYLUECTBIATLCA O€3 pacXxokaeHus ueneit ABOMHOMN CIHpasiH.
DTO ABIAECTCA BECKHM IOBOAOM B NOJIL3Y TOTO, YTO A- H B-QOpMEBI HMEIOT OZIMH H TOT Xe 3HaK
cnipasii. B pacTBope B-opMma, cyliecTByloLias B 0OObIYHBIX YCIIOBHAX, MOXXET OLITh nepesene-
Ha a A-QOpMy yMeHbllIeHHEM aKTHBHOCTH PacTBODHTE/IA, HApHMeEp N00aBIeHHEM 3TaHO/1a B
BOOHbLIN pacTBOp.

HaxonsTcs nu npupoansie JJHK B A-popme — HeH3BeCTHO, HO MOXHO ¢ AOCTATOYHOM
ONnpeneIeHHOCThIO cka3aTh, yTo rubpuasi PHK — OHK cywectsyioT B A-, a He B B-dopme na-
K€ B 0ObIYHBIX BOAHBIX OydepHbIX pacTBOopax. C MOMOLIBI PEHTTEHOCTPYKTYPHOTO aHa/M3a
ObLIO HCCenoBaHO MHOXKECTBO ABOMHBIX cnvpaneit PHK. Oka3anock, 4TO cTpyKTypoOif, Hau-
Ay4miMM o6pa3oM cornacymlollefics ¢ 3KCMEPHMEHTANbHBIMH OaHHLIMH, SBJAETCA CHHPAIL
PHK-11. Ona umeeM 11 nap ocHoBaHU# Ha BUTOK, a YIOJ1 HaKJIOHA MIOCKOCTH Mapbl OCHOBaHHM
K MIOCKOCTH, NEPNEHAMKYIAPHON OCH CNHpaaH, cocTtaBiaseT 13 — 14°. Tem He MeHee nu-
(pakuHOHHbBIE JaHHbIE, MOJYUEHHbIE NMPH HCcNenoBaHud Takux PHK, HenocTaTOYHO NOMHBI H
TOUYHBI, YTOOBI MCK/IKOYHTL aNbTepHATHBHYK cnupaib — PHK-10. INocnenuss umeer 10 nap
OCHOBAaHHMHA Ha BUTOK, OTKJIOHAIOLIMXCA HA 10° OT nmepneHaAMKynspa K ocu cnupaad. CTpykTypa
PHK-10 3annMaeT kKak Obl IpOMEXYTOYHOE MOJ0KeHHe Mexay A- u B-¢popmamu JHK.

PaccMOTpHM BKpaTLe eiue oaHy ¢GopMy n1BORHON CIIHPaH NOMHHYKNEOTHHOB — C-hopMy
JHK. 3nech uucnio nap oCHOBaHHIf Ha BUTOK paBHO 9,3, NJIOCKOCTbL OCHOBAHHH HaKJIOHEHA MO
HEOONMBIIMM — OKOJIO 6° — YIrJIOM K NJIOCKOCTH, NEPNEHAHKYISAPHOA OCH CNHpajlH, a IJjo-
CKOCTH CAMHX OCHOBaHHIH TaK)Xe HECKOJILKO HAaKIOHEHBI IPYr OTHOCHTENbLHO Apyra. C-¢popma,
obHapyxeHHas B nuTueBo# conu JHK npu HH3KON BAaXHOCTH, — 3TO B AEHCTBHTENBLHOCTH
pa3sHOBUAHOCTL B-dopmbl. CylLleCTBYIOT H APYTHE BapHaHThI Kak A-, Tak U B-popM, Tak uto
OHH TIPEACTAB/AIOT CKOpee CeMENCTBA CTPYKTYp, YEM CTPOro omnpeaefeHHble KOHPOpMaUuH
JBOWHOMN CIIMpaJId.

CTPYKTVYPHBIE PA3JIMYN A MEXXIOY PHK U THK

PHK uukorma He Habmwonanace B B-popme, u 310 BnonHe noHaTHo. [Ipucyrcreue 2'-
TMAPOKCHNA U3MEHAET KOHpopMaliuio pubo3HOro xonbla TakuM obpa3oM, uto nepexon B B-
¢opmy ctaHoBuTca nns PHK HeBO3MOXXHBIM. M3 PEHTreHOCTPYKTYPHBIX HCCIENOBaHUI pa3-
JIHYHBIX MOHOHYK/IEOTHAOB U3BECTHO, YTO YEThIPE H3 MATH aTOMOB IHPAHO3HOTO KOJbLA 00bIY-
HO NI&XXaT B OMHOM IJIOCKOCTH, B TO BpeMs Kak naThii (C2' mwim C3') BLIXOAHT H3 NIIOCKOCTH.
DTO NPHUBOAUT K YEThIPEM pPa3/HYHLIM KOHGOPMALMAM CaXapHOTO KOJbla, NMOKa3aHHBLIM Ha
puc. 3.15. B crpykType C2'-3100 2’-yriaepoaHblit aTOM NEKUT Ha MIOCKOCT b MHPAHO3HOTO
KOJbLA, T.€. C TOM XK€ CTOPOHB! OT MJIOCKOCTH, YTO H OCHOBaHuE H 5’ -yraepoa. OueHb noxoxa
Ha Hee cTpyKTypa C3'-3x30. HanpoTus, B cTpykType C3'-3#00 3’ -yriieponHblit aTOM JIEXKHT Bbl-
IlIe MTOCKOCTH MHPAHO3HOTO KONblia, a C2'-3k30-KOHPOPMaLHMs OYeHb IOX0XKa Ha Hee.

INpenmyluecTBEHHBIE KOHGOPMALHMH PHOO3bI, NOMYYEHHBIE H3 PEHTIEHOCTPYKTYPLIX HCCIE-
JNIOBaHHIt, OKa3bIBAKOTCA pa3MMYHBLIMH A/ pa3sHbIX NMOMUHYKACOTHAHBIX CIMpajieli H MOHOHY-
kneoTHaos. B cnupanax PHK pubo3a HaxoauTcs NOYTH ucKkmounTenbho B C3'-3n00-
koHQopmauun. a9 MOHOMEPHBIX pHGOHYKneoTHnoB koHdopmauuu C3'-3#d0 u C2'-3n00
BCTPEYAIOTCA MPUMEPHO B OJIMHAKOBOM YHCJIE CTPYKTYP, HCCAENOBAHHBIX C TOMOLBLIO PEHTTE-
HOCTPYKTYPHOIO aHajiM3a KpHCTasaoB v MetoaoM SIMP B pacteope. [e3okcupubo3a B cnu-
panax JHK MoseT HaxoauThbeA Kak B KoHGopMaunu C2'-3100, Tak u C3'-3#00, HO B MOHOMED-
HBIX JIE30KCHPHOOHYK1€OTHAAX OYTH Beeraa obnapyxusaerca C2 -3ndo-konpopmauns. Mupa-
HO3a B cocTase B-0opMbl 10/KHa HaXoouThes B C2'-3H00-koHGopMaunu. [TonHHYKIEOTHIb! B
A-¢opme 1 PHK-10 HIH 11 conmepxat caxapa B C3’ -3H00 kondopmauuu. Tounas BemHuMHA
NPOMIPBILLIA B SHEPIHH NPH nepexone oT C3 -3100 K C2 "-3u00- KoHGOpMaLHUH A pHOOHYKIEO0-
THOOB HeHu3BecTHA, oaHako nepesoa PHK B B-dopMy cBsizaH ¢ OTPOMHBIMH 3HEPre THYECKHMH
3aTpaTaMH, NOCKOJBKY NPH 3TOM HeOOXOAMMO NEPEBECTH B COCTOMHHUE ¢ HoJlee BbICOKOH 3HEp-
ruelt Bce 3BeHba UenH. [1o-suaumomy, PHK He MoxeTr HaxonuThcs B B-dopMe H3-3a 3HepreTH-
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PUC.3.15 . ‘-le'rlupe BO3MOJHbIe KOH(pOpMaLHK THPAHO3HOrO KOJIbla PU6O3bI M A€30KCHPHG03bI. UeThipe
atoma (C!', C*, 0’ u ma6o C¥', 6o C*') pacnonosxens! mouty B onHol mwiockoctH. B THK-B ocrarok
caxapa Haxomutca B C2 -3n00-xomdopmammn, a B JHK-A n PHK-11 — B C¥ -3100-kondOpMAIHH.
[V.A. Bloomfield, D.M. Crothers. I. Tinoco, Jr., Physical Chemistry of Nucleic Acids (New York: Harper
and Row, 1974).]

4ecKO¥ HEBBITOMHOCTH IEPEXOIa BCeX caxapoB B C2 -3100-KOHGOPMALIMIO M H3-32 CTEPHYECKHX
NpENsATCTBUIM, KOTOPbIE BbI3Bajia Obl B CTPYKTYpPE 3Ta KOHpopManus caxapa.

HekoTtopsie ¢pusuueckue coiictsa JHK B pacTBOpe MJIaBHO MEHAIOTCSA NPU HEOOIBILNX H3-
MEHEHHAX BHELIHMX YCJIOBHI. DTH H3MEHEHUS HE CBA3aHbl HU C Pa3pbIBOM BOJOPOIHBIX CBA3EH,
HH C IPYTHMH CONPSIKEHHBIMH C JeHaTypauueil cnupanu sejieHusiMH. OHH OTpaXkaloT cKopee
BCEr0 CIBMI PAaBHOBECHOM KOH(DOPMALMH IBOMHOM CIIMPAId BHYTPH JAaHHOTO CTPYKTYPHOTO ce-
MelcTBa NMPH U3MEHEHUAX KOHLEHTPALUU COIM WM TeMIepaTypbl. JInsi HEKOTOPBIX peryssp-
HBIX MOCJIEIOBATEILHOCTEHN, TaKMX, KaK CHHTETHYECKHE MOJIMHYKIIEOTHIbI, COAEPKAILME TOJIb-
K0 dA B ogHO# uenu u TojbKO dT — B ApYroi, onpenesieHHbIe CTPYKTYPhI OKa3biBatoTcs Oosee
NpEeanoOYTHUTENbHBIMA. BO3MOXXHO, HaJIMyKe TaKHuX NocienoBaTeNbHocTel B npupoasbix JTHK
NMPUBOIOUT K JIOKQJIbHBIM H3MEHEHUSIM CTPYKTYPBI. DTO MOIJIO Obl OOBACHUTD, Kak Oesnku, CBs-
3piBatouecs ¢ JJHK, y3HaloT onpeneneHHble yYacTKH ABOMHOU crniupanu 6e3 pa3aeneHus le-
neit, Heo6X0AUMOro ISl B3aUMOAEHCTBHUA C OCHOBAHUSIMH.

Cnyyau OOHOBPEMEHHOTO CylliecTBOBaHHUA A- 1 B-hopM B npenesiax oAHOM ABYXLENOYEUHOM
MOJIEKYJIBI TOKa He OOHapy keHbl. OCHOBBIBAsICh HA M3MEHEHHH B YTjle HAaKJIOHA Mapbl K OCH CIHU-
panu, Ctpacep ¥ ADHOTT yKa3ajii Ha TO, YTO B MECTe CThika A- u B-cniupaeit nonxeH ob6paso-
BBIBAThCS H3rHO, €CJIM COXPAHSETCsl HEMPEPHIBHOCTh CTIKMHIA OCHOBaHMIA B 3T0# Touke. C npy-
roif CTOpPOHBI, OblIa BBIABMHYTA IMIOTe3a, 4To npu cuHTede JJHK MoryT ucnonb3oBaTbhes
PHK-3aTpaBku. B TakoM ciyuyae Ha HavalbHbIX cTamusax cuHTe3a JHK nomkHa peanus3oBsl-
BaThCs Cleaylolasi CTPYKTypa:

3’ dNpdNpdNpdNpdNpdNpdNpdNp
5’ rMprMprMpdMpdMpdM
INpennouruTenbHas A i B

dbopma cniupanu

M — ocHoBanue, komiuieMeHTapHoe N; d M r COOTBETCTBYIOT Ae30KCHpuUOO3e M pubo3e;
i — rpanuna pasgena A- u B-cnupaneit — npeanouTuTenbHbIX Gopm. 3nech ru6puAHas CIH-
pane PHK — JHK (o6pa3yromascs u3-3a Hanuuusi PHK-3aTpasku) nepexoaut B uucto JHK-
cnupanb, o6pazoBaHHYI0 HOBocHHTe3upoBanHOM JJHK. BaxkHO 3HATh, NPOMCXOAUT JIH U3JIOM
Ha IPaHHIE, U €CJIM HET, TO KaK AajeKo MO CIUPAJIH PaCPOCTPAHAETC BO3MYILEHHE, 06YCIOB-
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JIEHHO€E HaJIMYHEM dparMeHTa, Haxoasulerocs B A-popme. MccrienoBaHHst MOAENBHBIX NIOCIENO-
BaTebHOCTEN MO3BOMAIOT NMPEANOOXKHTh, YTO nepexod B A-bopMy onHo#t o6nacTH cniMpanu
MOJKET BAHSATH HA YYaCTKH, OTCTOAUIME OT 3TOH 06/1aCTH HAa 3HAYHTENILHOE YHCIIO Map.

ToT dakr, uto JHK cyuiecTByeT kak B A-, Tak H B B-dopmax, a PHK Toneko B onHoi u3
dbopM A-ceMeficTBa, MOXET HMETh Ba)kHOe OHONOrHYecKoOe 3HAUYEHHE. B NpHHIUMIE 3TO OTKPbI-
BaeT MYTbh K CO3JAHHIO COCAHHEHHI — B NPHPOAE HIH B nabopaTOpHH, — KOTOpbIE Y3HAIOT
HJIH 06€ MOJIEKYIIbI B ABYXLIETIOUEYHOH hopMe, UM TONbKO ABOHHYIO cnupanb B-dopmel IHK.
B3aHMOIENCTBHSA MeXIY 3TUMH COENMHEHHSIMH U HYKJIEHHOBBIMH KHCJIOTaMH MOTJIH Obl He 3a-
BHCETb OT MOCJIENOBATEILHOCTH, MOCKONbLKY A- 1 B-bopMbl pa3nH4aioTCs JOBOJIBHO CHIIBHO.
Ins Toro 4Tobbl pacno3HaTh TAaKUM xe obwuM cnocobom PHK, MoxHO nonelTaThest HAKTH
OLHOUENOYEYHbIE OGIACTH HITH NET/IH B LUTHIALKAX, OCKOLKY 3TH 3JIEMEHTh! ABNAIOTCA OOLIH-
MM 151 Bcex u3BecTHBiX npuponnbsix PHK u, no-suaumomy, orcyrctaytoT B JIHK Ha Beex cTa-
auax ee HyHKIHOHHPOBaHMSI, 32 HCKIIFOUEHHEM, BO3MOJXKHO, DENIHKALHH.

APYT'UE MOJIUHYKIIEOTUIHEIE CITUPAJIA

M3BeCTHO HECKOJIBKO ABOHHBIX HIIM MHOXXECTBEHHBIX IOJIMHYKJIEOTHAHBIX CIHpasel ¢ na-
paJlIC/IbHBIMH LIENAMH. B Takux cTPyKTypax YOTCOH-KPHKOBCKOE CTAPHBAHHE OCHOBAHHIL HE CO-
xpansietcs. Hanbonee H3yyeHb! AByXUENOYEYHBIE TOTHMEPDI, B KOTOPBLIX 06€ LENH MpeacTapis-
10T cO60# rOMONOMHHYKIIEOTHABI OMHOrO H TOTO XK€ OCHOBaHHA. B Tabn. 3.1 nepeuncnenst He-
KOTOpPbI€ CTPYKTYPHbIE OCOOEHHOCTH IBOMHbBIX CnUpaiei, OIHA U3 KOTOpPbIX 00pa3oBaHa Npo-
TOHUpoBaHHO# poly(A), a Apyras — HanoJIOBHHY NPOTOHHPOBaHHON poly(C). Jlerko BHAETD,
4TO F€OMETPHA ITHX CiUpajiell COBEPLIEHHO ApYras, YeM y cnupanei A- u B-ceMelicTB.

CTpoenre nap OCHOBaHHIi B c/lyyae MPOTOHHPOBAHHBIX MOJHHYKIEOTHAOB PaCCMOTPEHO B
T, 22. DTH Napbl ¥ COOTBETCTBYIOLIME CIHPAIH HMEIOT OCH CHMMeTpHH C,, NapaiienbHole
cnupaneHbiM ocaM. Poly (I) o6pasyioT Tpokinyro ciHpaib ¢ ociMH Cy, TakKe napae/ibHbIMH
CIIHPaJIbHBIM OcAM. Takas CHMMETDHA BO3MOKHA TOJILKO MJIA Napajule/ibHbIX NOJIHHYKIICOTHA-
HbIX uenei. M3BeCTHO MHOXECTBO APYIHX TPEXLENOYECYHBIX CTPYKTYP, B KOTODBIX OOMNOJIHH-
TeNlbHadA uenb o6pa3yeT Napbl OCHOBAHHMN ¢ OOHON MK ABYMSA OObIMHBIMM LIENAMH aHTHNapa-
JIENIBHON YOTCOH-KPHKOBCKOM cnupayii. TakHe CTPYKTYphbl HaGMIOZAIOTCA r/iaBHBIM 006pa3oM B
rOMOMNOJIUMEPHBIX KOMILTeKcax. CXeMbl clapvBaHHUA OCHOBAHHH B IBYX TPEXLENOUYEYHBIX CTPYK-
Typax NpHBeNeHbl Ha puc. 22.14.

CTpoeHHe OAHOM M3 TPOHHBIX cniupanei, poly (dT) — poly (dA) — poly (dT), npeacrasne-
HO Ha puc. 3.16. Poly (dA) u oaHa u3 poly (dT)-ueneit 06pa3yroT 06bI14HYIO IBOKHYIO CIHPAJb CO
crnapeHHbIMH OCHOBaHHAMH, C TEM HCKIIIOUEHHEM, 4YTO ee reoMeTpHsa Onuxe k JHK-A, yeM k
6onee pacnpoctpadeHHoi [JJHK-B. Bropas dT-uenp npekpacHo ykianasiBaeTcs B O0OMbILION Xe-
no6ok cnupanu A-THna, o6pa3ys IONONHHTENBHEIE Napbl ¢ NH,-rpymnmoit n atoMoM N7 agenu-
Ha.

Boob6uue rosopsi, o6pa3oBaHHe TpeXLeNno4YeuHbIX CTPYKTYP WIA OONBLIHHCTBA MOC/EN0Ba-
TENBHOCTEN KaXKETCA MaIOBEPOATHbIM, Bo BCAKOM cly4yae, HEM3BECTHO, KaK JO/KHBI ObiTh
PacoJIOXKEHbI LENH C MPOH3BOJIIBHBIMH MOC/IEA0BATENBHOCTAMH, 4TOObI 00pa3oBaach Henpe-
pBIBHasA CHMMETPHYHAA TPoiiHaA cnupans. KOpoTKHe TpexuenoyeuyHble yYacTKH MOTYT HOpMH-
poBaThkcs B onpeaeneHHbix o6nactax PHK. B kauecTBe npuMepa MOXHO NPHBECTH TpPEXLENO-
YeyHYIO0 CTPYKTYPY A - U, (pHuc. 22.12), oueHb CTaOUNIBbHYIO NPH BbICOKOK HORHON CHJIE HITH Bbi-
COKOM KOHLeHTpauuH Mg°™, T.e. B yclnoBHAX, GMaronpuATHLIX 418 GOPMHDPOBAHMSA TIPOYHBIX
ctpykTyp Monekynamu TPHK, pPHK, BupycHsiMu PHK. TeM He MeHee TpoliHbie Ciupanu Mo-
ryT 0o6pa3oBaThCs /IMILB NPH HAJIMYHH MOAXOAALLMX NOCIEA0BATENLHOCTEN U NIPH BeCbMa H30-
LWIPEHHON yKJ1aJAKe OMHHOYHOM uenu. Kak Mbl YBHOHM HHXe, TPOIHbIe Mapbl OCHOBaHH ObLH
obHapyxenbl B TPHK.
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PUC.3.16. Tpo#tnas cnupans poly (dT) — poly
(dA) — poly (dT) no AaHHBIM PEHTTEHOCTPYKTYD-
HOro aHanu3a BoJIOKOH. Poly (dA) u oagHa u3 uenei
poly (dT) o6pa3syioT Takyio e COupajib, Kak H
JHK-A. Tperbs uens, poly (dT) (BbimenenHas Ha
PHCYHKE LBETOM), JIEXHT B OONbLIOM Xenobke
3TOo# cnupan [S. Arnott et al., Nucleic Acids Res.,

. 3, 2459 (1976).]

3.5. Tperuunasi CTpyKTypa

TPETUYHBIE B3AMMOJEVICTBHA B TPHK
C YYACTUEM BOJAOPOOHBIX CBS3EN

B HacTosIilee BpeMsi YCTAaHOBJIEHA JeTalbHAasA TPEXMEPHas CTPYKTypa TOJIbKO It OOHOM
PHK — npoxxeBoit penunananunoBoit TPHK; MbI neTanbHO pacCMOTPHM €€ B 3TOM U nociie-
nayrouei rinasax. XoTs o4eHb TPYAHO HE MOAAAThCA cOOMa3Hy paccMaTpHBAaTh LEbIN A HHTE-
PECHBIX 0COOEHHOCTEH TPHKP! kak OTpa)KeHHe OOLIMX 3aKOHOMEPHOCTEHN CTPOECHUSA TaKUX MO-
JIEKYJI, He CJIeAyeT HOeJaTh CJIMIIKOM OOIIMX BHIBOAOB HA OCHOBAaHHH aHAJIM3a 3TON €OUHCTBEH-
HOM M3BECTHOM TpeTHYHOM cTpykTypsl PHK (HampuMmep, TpeTHYHasi CTPYKTypa MHOIIO0H-
Ha — IIEPBOTO HCCJIEOOBAHHOI'O B 3TOM OTHOILLUECHHH 6€jIka — BBITJIAAMT B PETPOCIHEKTUBE He-
THUIHYHON BO MHOTHX OTHOILLIEHHAX).

Tperuunyio ctpyktypy TPHKFP® Hesapncumo onpemennnu HeCKOIbKO IPYII HCCIIEAOBATE-
Jieii METONOM PEHTTEeHOCTPYKTYPHOIO aHaiu3a. BhUIM HCCIeNOBaHbl ABE KPHUCTAJUIMYECKHE
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¢opMbI, pa3nHyalOLIHECH CHMMeETPHER YNIAaKOBKH MOJIEKYIT TPHKPFhe, TpeTH4YHbIE CTPYKTYDHI,
COOTBETCTBYIOLIHE 3THM (popMaM,; NOYTH HAEHTHYHBI, 32 HCKIIO4eHHEM nonoxeHusa CpCpA-
koHUa (pHuc. 3.17). DTo ABIAETCA BECKHM aPryMEHTOM B MOJIb3Y TOTO, YTO KPHUCTAJIJIHYECKHE
CTPYKTYDBI IPAKTHYECKH HE HCKaXKEHb! MEXMOJIEKYIAPHBIMH CHJIAMH H JOCTATOYHO OJIM3KH MO
cBOelt KOHPOpPMAIMH K H30JTHPOBAHHBIM MOJIEKYJIaM B PacTBODeE.

Ipexae Bcero pacCMOTPHM TIJIaBHbIE OCOOEHHOCTH CTPYKTYDBI TPHKF, Mo coet dbopme
MoJeKkyna noxoxa Ha 6ykBy I'. Ilonepeunsit pa3Mep OTAENbHBIX YYACTKOB HE NMPEBBIIIAECT AHA-
Metpa apoitHol cnupanu JHK. CtpykTypa HaMHOro 0oJiee BLITARYTA, YEM B CJIy4ae THIHYHBIX
rnoOynspHuIX GEIKOB COOTBETCTBYIONIEH MOJIEKYIAPHON Macchi. B OCHOBe TpeXMepHO#H KOH-
dopmannn TPHKPP fexuT BTOPHUHAA CTPYKTYpa «KJIEBEPHBIH JMCT» (pHC. 3.17,A), cTabuIn-
3UpOBaHHasA GOMIBIIHM YHCIIOM HOMOJHHTENIbHBIX APHBIX B3aHMOAEHCTBHR MEXAY OCHOBaAHHSA-
MH. [TOCKONBLKY 3TH B3aHMOAEHCTBHSA 3aTParuBaloT yaaJIEHHbIE IPYT OT APYra yHacTKH MOJIEKY-
Jibl, 00pa3ylolunecs napbl OCHOBaHHH Ha3bIBAIOTCA TPETHYHBIMH.

CT1ebnH KNEeBEpHOTo JIMCTa YIIOXKEHbI B TPETHYHON CTPYKTYPE TakuM o0pa3oM, uTo obpa3y-
10T ABe Oo/ee JTMHHBIE CIMpaJIbHBIE 00/1aCTH: CIHPaJIb aKUENTOPHOTO ¢Te0/IA HEMPEPBIBHO Me-
PEXOOMT B CIIMPalib NCEBAOYPHANIOBOro cTebs, 06pa3ys oauH U3 «pyKkaBoB» ['-06pa3Hoit Mo-
nexynel. Jlpyro#t «pykas» oOpa3oBaH aHTHKOAOHOBBIM M AUTHAPOYPHAWIOBLIM CTeOIAMH,
HMEIOLIHMH NOYTH NapajUIe/bHYK0 OPHEHTALHIO. HenpepbhIBHOCTh MEXAY 3THMH ABYMS CIH-
pPaJIbHBIMH Y4YacTKaMM oOecrneuyMBaeTCA HEOOBIYHON Napo#t OCHOBaHHiA, m2G¥ — A4 (puc.
3.18,4). Tpernunbie B3auMoaecTBHA yAnuHAIOT 06a pykasa OykBel I'. Tak, oaHa OOMOIHU-
TelbHaA Napa o6pa3yeTca BHYTPH NCEBAOYDHIWIOBON METIH M 1IBE — MEXAY NCEBIOYPHIHNIIO-
BOM ¥ AMTHAPOYPHIKIOBON METNAMH; B HTOTE [UTHHA NCEBOOYPHANIOBOrO cT€OIA yBEMHYMBAET-
CA Ha TPM napbl OCHOBaHHUN.

Hau6onee nuTepecHbie 0cOOeHHOCTH TpeTHuHOM cTPYKTYpbl TPHK CBsi3aHb! CO cTpOCHHEM
yBenuyeHHOH D-crimpanu (puc. 3.17). 3aech ¥ TOMBKO 34€eCh B MOJIEKYJIe 00pa3yeTcsi KOMILUIEKC
H3 MHOTHX 3BEHBEB — 3JIEMEHT TPETHYHOH CTPYKTYDbl, XapakTepHbIlt 15 OENKOB. Y BeJIHYEH-
Hag D-cnupanb yOjIMHAET M NPOOOIXAET CIHPaNb AWTHAPOYPHAHIOBOA IIMUIBLKA. 3A€Ch,
OOHaKo, 06pa3yeTcs YeThIpexuenoyeyHas CTPYKTYpa, BKIIOYaoIas OCHOBAHNA OJUTHAPOYPHIH-
sioBoit neTnu (1), IONOMHUTENbLHOM NETIH (2), ABa OCHOBAHHA MEXAY aKUCNTOPHBIM H AUTHAPO-
YDHOHIOBBIM CTEONAMH, 3aHMMAIOLLME MOJOXKEHHA 8 M 9 (MHOrAa Ha3bIBaEMbIe MHHH-TIET/ICH)
(3), 41 ABe neny AUrHOPOYPHUAMIIOBOrO cTeOns (4). ¥YBenndeHHas D-cnupanb conep>KUT HECKONb-
KO TPOeK ocHOBaHH#. HanpuMep, ryaHiH B MOI0XEHHH 22 0Opa3yeT BOOOPOAHBIE CBA3H C ABY-
M IpYTHMH OcHoBaHHaMH, C'3 u m’ G* (puc. 3.18,F). OTMETHM, OHAKO, YTO 3TH TPOHKH He
o6pa3yloT TpoHHBIX CIHpasiel, MOCKONBKY BKJIIOYAIOT Pa3Hble KOMOHHALHH Lenei.

CylluecTBYeT LIeCTh Pa3IHYHBIX CN0C060B 06 beIHHEHHA B MAPbI YeThIpeX Lenet. Tpo#ku oc-
HOBaHHMH H TpPETHYHBIE Napbl B yBeNHueHHON D-cniHpanu peanM3yloT NATb H3 ITHX ILUECTH BO3-
MOXHOCTEH. DTO 03Ha4yaeT, YTO [UIA PACCMATPHBaeMOH O0/IaCTH XapakTepHa OYEHb MIOTHAas
yNakoOBKa H, BEPOATHO, €€ CTPYKTYpa ABJAETCA BeCbMa XXECTKOM.

Jpyro#t HeoObLIYHON OCOOGEHHOCTBIO TPETHYHOR CTPYKTYDBI TPHKFPY gpnserca nanmume
GoNMbIIOrO YHC/I2a BOMOPOAHBIX CBA3el MEXAY OCHOBAHHAMH H docdhoauddHpHBIM OCTOBOM.
YkaxeM Ha B3auMozeicTBHe Mexay docdaToM octarka A® H amunorpynnamu ocratkos C'3 u
m’G% (puc. 3.18,5), a TaKkXe Ha BOZOPOOHYIO CBA3b MeXay 2’ -OH B pubo3e octaTka U8 naro-
moM N! octarka AZ! (puc. 3.18,B). B TpeTHYHON CTPYKTYPE HMEETCA IO KpaftHe# Mepe NATh Ta-
KHX B3aHMOAEHCTBHN MEXAY OCHOBAHHAMH M 2’ -rpynnaMH pu603bl. 3TH CBA3H, NO-BUAMMOMY,
HIpaloT CYLIECTBEHHYIO POJIb B CTaOMNIH3alHH TPETHYHOM! CTPYKTYDHI. Bosee Toro, o6Hapyxe-
HHE TAaKHX B3aHMOJACHCTBHH MO3BOJIAET BBIABHHYTH THIOTE3Y O TOM, MOYEMY B MPHPOAE HC-
‘nonb3yrorca Monekynsl Kak JJHK, Tak u PHK. Octos JHK ropasno 6onee ctabunen xumuue-
ckH, 4yeM octoB PHK, HO H3-3a2 oTcyTcTBHA 2’ -OH-rpynn OH, BEPOATHO, B MEHbILIEH CTEneHH
cnocobeH Kk GOPMHPOBAHHIO KOMIAKTHON TPETHYHOM CTPYKTYDBI.

E1e ogHa HHTEpecHas 0COGEHHOCTb CTPYKTYDBI TPHKPP COCTOMT B HANHYHH HECKONLKHX
pe3kHux H3ru6oB pochoamadupHoit nenn. Kak Gyaer noxasaHo B ri1. 6, OCTOB HyKJICHHOBOMH KHC-
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PUC.3.17. TpeTnuHas CTPYKTYpa OPOKIKEBOMK TPHKFP", 4. HykneoTnnuas nocinenopaTensHocTh. OTMe-
YyeHbl HEM3MEHHBIE /IS BCEX MEPBHYHBIX CTPYKTYP OCTATKH, a TaKXKe MOJIOKEHHS, B KOTOPBIX BCEraa Haxo-
nuTcs mubo nypuH, mu6o nupumuauH. OCTaTKH, B3aHMOJECHETBYIOLIME HA YPOBHE TPETHYHOH CTPYKTYPBI,
coenunensl. [G.J. Quigley, A. Rich, Science, 194, 791 (1976).] 5. Octos opTopoM6uueckoit GOpMbI 10
C. Kumy, A. Puuy u n1p. CTpyKTypa MOHOKJIMHHO# GOpMBI, onpenenennas Jx. Po6eprcom, A. Kiyrom u
Ip., TOYTH HE OTJIMYAETCHA OT NPHUBENEHHON. Pa3nuuHble NeTyn U cTebnu Ans ynobcTsa uaeHTUGUKALUK
OKpall€eHbl Ha pUc. A u 5 B COOTBETCTBYOUIME uBeTa. B. [TonHas Tperuunas cTpykTypa. ITypunsl #H306pa-
JKEHbl B BHJI€ BBITSAHYTBHIX OpPYCKOB, MUPHUMHOHWHBI — B BHIOE KBAAPATHBIX OPYCKOB; JIMHMH MEXIY

6pyckamu — Bopopoausble cBsi3u. (PucyHox Mpsunra I'eiica.)
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JIOTbI SIBJISETCS OOBOJILHO >XE€CTKMM, IIOCKOJIBKY JIMIIb OrPaHMYEHHbIH AMana3oH 3HaYeHHH
yIJIOB BpallleHUs1 caxapodochaTHOM Lenu 61aronpusTEH ¢ IHEPTETHYECKOU TOYKH 3peHus. Tem
He MeHee TPETHYHbIE BONOPOIHBIE CBSA3M, KaK MOKa3aHO Ha puc. 3.19, no-BUAMMOMY, CTabHIIH-
3UPYIOT 00pa3oBaHye u3rub6a ocToBa B aHTUKOOOHOBOH U NCEBIOYPHANUIOBON NMETIAX. DTOT U3-
ru6 Obl Ha3BaH YPUOMHOBBLIM, NMOCKOJILKY OCHOBaHMs U unu ¥ UrparoT KIIKOYEBYIO POJb B 06-
pa30BaHMU ITUX TPETHYHBIX BOAOPOMAHBIX CBA3el. BO3MOXHO, yPUIUHOBBIM U3rU0 UrpaeT Ta-
KYIO K€ POJIb B TPETHYHOM CTPYKTYPE HYKJIEHHOBBIX KHUCIIOT, KaK U $-u3rub B Genkax.
Bropuunas cTpykTypa TPHKFPR®, cooTBeTCTBYIOIAsA MONEH KIIEBEPHOTO JIACTA, COAEPKHUT
20 nap OCHOBaHHM}, 06pa3yOIMX 52 BOJOPOAHBIE CBA3H. B TpeTHYHOM CTPYKTYpPE K HUM no6as-
JISIeTCs IO KpaiiHeit Mepe 40 TOMOMHUTENIbHBIX BOOOPOAHBIX CBA3ell. Bonbias 4acTh U3 HUX HE
COOTBETCTBYET OOBLIYHOM YOTCOH-KDMKOBCKOM CXeMe CrapuBaHMs OCHOBaHHMM. BakHas ponb
TPETHYHBIX B3aUMOAEHCTBHM NMOATBEPKAAETCHA TeM HaKTOM, YTO OHH BCEr1a 3aTParkBaloT HIIH
HEU3MEHHBIE 7151 BCEX U3BECTHBIX NOCIIEAOBATEILHOCTEH 3BEHBEB, HIIH 3BEHLEB, KOTOPBIE MEHS-
FOTCS KOOPAWHUPOBAHHO B PA3JIMYHBIX NIOCIEAOBATENIBHOCTSX, COXPAHSAS BO3MOXKHOCTh TPETHY-
Horo crmapuBanus. Takum 06pa3oM, MMEIOTCH BECKME OCHOBAHHs CYHTATb, WYTO IJIaBHbIE
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PUC.3.18. HekoTophkle TpeTHYHbIE BOAOPOIHBIE CBA3H B APOXIKEBOH TPHKPhe, Kpy»XKH — aTOMBI.KHCJIO-
poaa, a3oTa H poctopa; NyHKTHPHBIE IMHHH — BOOOPOAHbIE CBA3M (cM. Texct.). [G.J. Quigley, A. Rich,
Science, 194, 791 (1976).]

4yepThl TpeTHYHON cTPyXkTYphl TPHK sBNf10TCA OGLIMMH 118 BCEX BUIOB XUBBIX OPraHH3MOB,
CxXeMBbI HEKOTODPBIX B3aUMOEHCTBHI Takoro poja, pealu3yoIMXCA B ApoxokeBolt TPHKFME »
noctynupoBaHHbIX s Apyrux TPHK, npuBeneHs! Ha puc. 3.20.

Ipennonoxenune 06 o6pazosannn GC-nape Mexay 15-M H 48-M 3BeHbSIMH Ob1710 BLICKa3aHO
M. JlesHuTTOM. OH 00OpaTHN BHMMaHHE Ha TO, YTO €CJIH B NMOJIOXKEHHH 15 HAXOAHUTCA TYaHHH,
TO B MOJIOXKEHUH 48 — UHUTO3MH, a €CJIH B NOJIOXKEHHHU 15 CTOUT AACHHMH, TO B MOJNOXEHHH
48 — ypauun. OgHako [Be LieNH, COAEPXKALIHE 3TH OCHOBAHHSA, OPHEHTHDOBAHBI Napaienb-
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PUC.3.19. [Isa npuMepa ypHAHHOBBIX H3ru60B (cM. Teket) B TPHKPP®, docdoansdupHsIi OCTOB M eH-
TO3HOE KOJBLO BbIAEIEHBI LBeTOM. PochaThl NEPEHyMEPOBaHbI, KaK 3’ -3(Hpbl HKIEOTHIOB. YKa3aHbI
BOJODPOMHBIE CBA3M Mexay 2’ -OH-rpynmo#t ocratka U3? unu ¥35 u atomom N7 ocratka A¥ umu G, a
takke Mexny (N> — H)-rpynmoit octatka U3 wmm ¥ u docdarom A3 wnu G37. Dtu Tperuunbie B3aumMo-
JIeCTBHSA, NO-BUAUMOMY, (ukcupyroT noopot uenu. [G.J. Quigley, A. Rich., Science, 194, 791 (1976).]
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HO. ITo3TOMY He YOMBHTENBHO, YTO O0Opa30BaBlUAACH Napa HE ABJIAETCA YOTCOH-KPHKOBCKOH:
O/JIHO H3 OCHOBAHHH B He#t MOBEPHYTO NPHONH3HTENBLHO Ha 180° MO OTHOLIEHHIO K €ro MOI0XKe-
HHIO B YOTCOH-KPHMKOBCKOI nape. INonyuaromascs cTpykrypa MoxeT 6b1Th 06pasopana kak GC-,
Tak ¥ AU-napoit (puc. 3.20,4). B 3THx napax, 0AHAaKo, He CYUIECTBYET OCH CHMMETPHH 2-TO
MOPAIKA H, Clea0BaTeNbHO, 00pa3zoBanne CG- unu UA-nap DONXKHO OBITE CONMPAXKEHO C H3Me-
HeHueM dochoaudpuproro ocrosa. Ho nockonbky Takue KOMOHMHAlLHH HHKOraa He Habmrona-
JINCh, CTPYKTYPa OCTOBAa B 3TOH 06/1aCTH OCTaeTCH, NNO-BUIHMOMY, HEH3IMEHHOMN.

B KauecTBe BTOPOro NpHMEPa paccMOTPHM TPOHKY ocHosauu#t C!13 — G2 — m’G* (puc.
3.20,B). B TOM cnyuae nepBbi€ 1BA OCHOBaHHA 00pa3yloT YOTCOH-KPDHKOBCKYIO Napy. OTH TPH
OCHOBaHHA B YKa3aHHbIX NMOJIOXKEHHAX IIPHCYTCTBYIOT B OOnbUIHHCTBE Apyrux BunoB TPHK u3
3TOro »xe Kiaacca. B onHOM chayuae, TPHKA™®  y3 OpoxOKe#, OHH 3aMEHEHbl Ha
UB — A2 _ A% onHaKo TaKyIo NMOCEI0BATENBHOCTE MOKHO paccMaTpPHBAaTh Kak TPOHKY C
3KBHBAJICHTHON CTPYKTYpO#t. B Ipyrom cnyuae Mbl HMeEM TPOHKY ub — g2 — G“, H 3[€Ch
BO3MOJKHA Ta Xe€ CTPYKTYpa, €C/IH IONyCTHThL obpa3zosande GU-napsl MeXOy NEPBLIMH ABYMSA
OCHOBaHHAMH (puc. 3.20,7°.7).

R
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Ocuosauus U®, A% u A%! npucyrcryior Bo Bcex TPHK, u, c1eq0BAaTENLHO, KOMILIEKC, KO-
TOpBIA OHH 06PA3yIOT, TOXKE MOXKET COCTABIATEH BaXHBIA CTPYKTYPHBIA 371EMEHT 3THX MOJE-
Kyn (puc. 3.18,B). AHanorM4HbIM 06pa3oM nocienosatentocts G'8 — G'%, kak u nocnenosa-
tensHOcTb W35 — C59, 06Hapyxena o Bcex TPHK; Takum 06pa3oM, TpeTudHOe B3auMOAeHCT-
BHE MEXIY ITHMH ABYMSA NapaMH HMEET MECTO, NO-BHAHMOMY, BO Bcex TPHK.

CTpyKTYPHBIM 371EMEHTOM, XapakTepHbIM 1na Bcex TPHK, nonkHa ObITH H n1apa OCHOBa-
nuit T — m' A% (puc. 3.18,/7). OTMeTHM, 4TO Napa OCHOBAHMH, BKIIOYAOLLAs m'! A, He Mo-
XeT GbITh YOTCOH-KDHKOBCKOM, MOCKONBbKY a30T NI, senstowmiics akuentopom BOaopoaa B
obbruHoit AT-nape, HeceT MeTHIBHYK rpymmy. B cTpykrype TPHKFhe AKUENTOPOM B mape
T34 — m!A%8 CIIYXHT a3oT N7 apennna. Takoil THI CNapHBAaHHA OCHOBAHHUIt HA3bIBAETCHA XYI-
CTEHOBCKHMM, MO MMEHH KpHcTa/orpada, KOTOpbIil nepBbiM OOHAPYXHI €ro B KOMILEKCax
KOMIIOHEHTOB HYK/€HHOBBIX KHCJIOT.

EcTb OCHOBaHHA 0XHAaTh, 4TO Bce TPHK — He TONbKO T€ M3 HHX, KOTOPbIE OTHOCATCA K
TOMY K€ KJ1accy, 4YTO H APOXKKeBas TPHKPhe, — HMEIOT CXOAHYIO TPETHYHYIO CTPYKTYpPY. Mo-
nexynbl TPHK Apyrux x1accoB MOTyT HMeTh O0MBIIYIO JONOJHHTENBHYIO NETIII0, Y HHX MOXET
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PHC.3.20. [IBa TpeTHYHBIX B3aHMONEHCTBHA MeX Y OCHOBaHHAMH B IpoxokeBolt TPHK u noxoxue B3an-
MOZENCTBHA, NPEANONOXKHUTENBHO CcylecTBylomwre B apyrix TPHK (cM. Tekct). [A. Klug et al,
J.Mol.Biol., 89, 511 (1974).]
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ObITH OPYroi pa3Mep OHTMAPOYPHAKHIOBOMN NET/H H T.A. OOHAKO 3TH H3MEHEHHS BCeraa 3arpa-
THBAIOT OCTATKH, HAXOAALUIMECS HA IMOBEPXHOCTH CTPYKTYPhI, H MO3TOMY OOMNOJHHTEIbHbIE
OCTATKH MOTYT OBITh BCTPOEHBI B MOJIEKYJTy 6€3 PaaMKaJIbHON NEPecTPONKH €€ TPETHYHOMH
CTDYKTYPBI.

CTOKHUHI OCHOBAHUH B TPHK

J1o cux nop, paccMaTpHBas TPHKPhe, MbI FOBODHJIH TOJILKO 006 00pa3oBaHUH B Helt nap oc-
HOBAaHMH, TeNephb Xe OCTAHOBHMCH Ha OPYIOM OuYeHb Ba)XXHOM acmekTe 3TOH CTPYKTypsl. U3-
BECTHO, YTO MEXOY MIOCKHMH aDOMATHYECKHMH COCIMHEHHSAMH, TAKMMH, KaK IyPHHBI HJIH ITH-
PHMHONHBI, MOXET CYILECTBOBATDb CHILHOE MEXIIIOCKOCTHOE B3aHMOIEHCTBHE (CTIKHHT), CIIO-
cobcTByOLLIEE 06Pa30BaHHIO CTONKOOOPa3HbIX CTPYKTYD. Takue CTPYKTYpPh! Ha6MI0Oal0TCH KaK
B KpDHCTaJ1ax, Tak ¥ B pacTBope. TepMOIMHaMHuYecKas IpHpoaa CTIKMHIa NoapobHo ob¢cyxaa-
eTcA B 1. 6. 30ech JOCTATOYHO OTMETHTB, YTO MEXIIIOCKOCTHOE B3aMMOACHCTBHE Nap XOTs U
JIMIIEHO CEUHGHYHOCTH HO OTHOLUCHHIO K THIIAM OCHOBAHHHA, HIPaeT He MEHBUIYIO POJib B CTa-
Ounusauuu kOHGOpPMaLHH HYKJIEHHOBBIX KHCJIOT, YeM ChapHBaHHe ocHoBaHHH. [TouTH 3a me-
CATD JIET [0 YCTAHOBJIEHHS TPeTHuHOH cTpykTypsl TPHKFR® 6ni10 BhIcKa3aHO yTBEpXKIeHue,
yT0 B cTPYKTYpe TPHK nonxkHO ObITh MaKCHMAaJIbHO BO3MOXXHOE YHCJIO MEXIUIOCKOCTHBIX
B3aHMOIERCTBHH. DTO MpeacKasaHue NONHOCThIO MoxTsepaunock mis TPHKF (puc. 3.17).
Tonbko YeThipe u3 76 ocHoanuit B Monekyse (U4, D16, D!7 u G2) ye yyacTBYIOT B cTIKHHTE.
JuruapoypuauH BooOlle He MOXeT 00pa30oBbIBaTh CTONOK, MOCKOJILKY BOCCTAHOBJICHHOE ITH-
PHMHIOHHOBOE KOJIBLIO YX€ He ABIAETCA IUIOCKHM. ITO3TOMY MOXHO CKa3aThb, YTO CTIKHHT B
ctpyktype TPHK 3aTparuBaer mouTH MakCHMAaJIbHO BO3MOXHOE 4YMCJIO OCHOBaHui. M3 puc.
3.17 BHOHO, YTO BCE OCHOBaHHA, BOBJICUCHHbIE B CTIKHHT, 0Opa3yloT ABE HENPEPHIBHBIC B3aUM-
HO NEPNEHANKYJIAPHbIE CTPYKTYpHbIE eauHuIIbl. Bece Touku nenu TPHK, B KOTOpBIX HMeeTCA
CTPYKTYPHas rMOKOCTb, JIOKAIM30BaHbl, NO-BHAUMOMY, B 00nacTaXx, e HapyllaeTcs Herpe-
PBIBHOCTb CT3KHHTa.

HNuTepecHoit ocobeHHOCTHIO cT3kMHra B TPHK ABNseTCA HHTEpKaIALUMA HEKOTOPBIX OCHOBA-
HUM MexXay ApYruMHu. Kak MO)XHO 3aMeTHUTB U3 puc. 3.17, OCHOBaHHuA UB u A? cunbro pa3iBH-
HYTbI, TaK YTO PACCTOAHUE MEXAY HUMH B BEPTHKAJIbHOM HAINpPaBIICHHH COCTABIAET OKOJIO 6,5
A BMecTO 06bIuHBIX 3,0 A, M MEXIY ITHMH IBYMS OCHOBAHHAMH PACIIONIOKEHO OCHOBAHHE Cl3
KOTOpOE€, CIeA0BaTENbHO, B3aUMOACHCTBYET C KaXK/bIM H3 HHUX.

TPETUYHAS CTPYKTYPA TPHK?;
BUOXUMHUYECKHE U XUMHNYECKUE CBOVICTBA 3TON MOJIEKVJIbI

N

CT3KMHT ¥ clapHBaHHe ocHOBaHuH B TPHKFhe MPHBOOAT K TOMY, YTO NoaaBisiollee 60J1b-
LUMHCTBO OCHOBAHHH OKa3blBalOTCA HEOOCTYNMHBIMU IS pacTBopuTens. Haubonee cymecTsen-
HBIMH UCKJIKOUEHUAMH ABNAIOTCA CpCpA-KOHEL H TPH OCHOBAHMA, COCTAB/IAIOLLNE aHTHKOIOH.
ToT dakT, YTO ITH OCHOBAHHSA HEe MACKMPOBaHBI, T.€. JOCTYIHLI LA B3aHMOIEACTBHUIA, BIOJIHE
MOHATEH: NMOCIEOHHE JOKHBI Y4aCTBOBAaTh B ClTapHBaHHH ¢ ocHoBaHHAMH MPHK Ha pu6ocome,
nepBble XKe MOYTH HAaBEpHAKA y4acTBYIOT B cBa3piBaHHH TPHK ¢ nentuaun-tpaHcdepasHbIM
ueHTpoM 50S-cyGuacTuLsl pHOOCOMBI, MOCKOBKY Aaxe ¢parmedtsl TPHK, comepxaliume npo-
cto CpCpA-aMHHOALH, TAaKX€E MOTYT YCIELIHO CBA3LIBATLCA H GYHKLHOHHPOBATD NPH ONpe-
IENCHHBIX YCIOBHAX.

JOBONMBHO IaBHO M3BECTHO, YTO 60NBLUMHCTBO ocHOBaHUH TPHK oka3sbiBaeTcs 3aMIHILEHO
OT ACHCTBHMA Pa3IMYHBIX XMMHUYECKUX peareHTOB. DTa ocobernHocTh TPHK sBHNnack oOHHM M3
MEPBbIX CBUAETENLCTB HAJIMUHA Y ITOH MOJIEKYJIbl ONPENENIEHHON TPETHYHOR CTPYKTYpbl. OT-
TaJIKUBa’ACh OT M3BECTHOM TPETHYHOH CTPYKTYPBI, MOXXHO NMOMNBITAaTbCA NMPOAHAJIH3HPOBATh,
KaK OHa COrJlaCyeTcs ¢ JaHHBIMH O PEaKHHOHHON CMOCOOHOCTH OTAENbHBIX OCHOBaHH. Ha puc.
3.21 yxa3aHbl 3BEHbS OPOXKXKEBOH TPHKPhe, KOTOpBbIE B3aUMOACHCTBYIOT C PEareHTaMH,



CTPYKTVYPA HYKJIEMHOBBIX KHUCJIOT 187

\

.

38

£

36

3 35
34

PUC.3.21. Xumuueckasi Moaubukauus apoxokesoi TPHKF!® pearentamu, cienuguyeckn B3auMOLEHCTBY-
FOLLMMH JIMLIB ¢ HECIApEHHBIMK OCHOBaHUAMH. [OCHOBHas 4acTh JaHHBIX U3 paboTel D.Rhodes, J.Mol.Bi-
ol., 94, 449 (1975) npenocrasnena KnapkoM. Pucynok Mpsunra Ieiica.]

cnenu(UIHBIME K DUTHANHY (METOKCHAMMH), TYaHHHY, YPALUIy H AUTHAPOYPUANHY (KapOoauu-
MH]), aleHUHY (HaadTaieBas KHCJIOTA) H T'YaHHHY (KETOKCab). SICHO, YTO JIMIIBL HECKOJIBKO OC-
HOBaHHUH JIETKO OJOCTYIHBI I AE€ACTBHA 3TOr0 LIMPOKOTrO CIEKTPAa PEareHTOB, H BLICOKYIO pe-
AKIMOHHYIO CNOCOGHOCTh 3THX OCHOBAHHM MOXKHO IMOHATBH HCXOAS M3 H3BECTHOM TpEXMEPHOM
ctpykTypbl TPHK. BOJBIIMHCTBO 3KCHEPHMEHTOB MO XHMHYECKOM MoOOHU(DMKAIMH APYTHX
TPHK ynaercs o6pcHUTD, npeanonaras, 4To Bce MoJiekyiabl TPHK uMeloT oIMHaKOBYIO Tpe-
THYHYIO CTPYKTYDY.

¥V muorux tunoB TPHK E. coli B 8-M nono)xeHHH BMECTO OOBIYHOI'O ypaluia, Kak y Jpox-
JKeBOM TPHKP""’, MPUCYTCTBYET 4-THOYPHUAMH. VI3BECTHO, YTO COOTBETCTBYIOLIHMI aTOM CEPBI
MOXeET ObIThb MOAMGHIHPOBAH Aa)Ke CPABHHUTEIBHO OOBEMHCTHIMH peareHTaMu 0e3 Kakoro-
6o uameHeHus cnocobHocTn TPHK yuacTBOBaTh B pa3jIMuHbIX Tanax 0eJIKOBOro CHHTE3a.
Jlnst 3TOro MMeloTCs ABe NpuunHbl. Bo-nepsbix, US B TPHKFM nokanusosan y aHa mmpoxoro
xeno6a Ha OBEPXHOCTH MOJIEKYbl. Bo-BTopsIx, xoTs U BoBiIeuen Bo B3aumonelicTeue coot-
BETCTBYIOLLEH TPOUKM OCHOBaHHi, B 00pa30BaHMH BOOOPOOHBIX CBA3€EM y4acTBYET 02, a me 04
(cM. puc. 3.18,B).

Oco6eHHO HHTEPECHOM XMMHYECKON MoauuKanueli, KOTopas MOXKET MPOUCXOOUTH BO MHO-
rux TPHK u3 E. coli, aBnseTca oOpa3oBaHHE CLIMBKH MEXIY 4-tr0-UB u C'3 non neticreuem
ynbTpaduoseToBoro usnyueHus; npu 3toM TPHK momHOCTBIO COXpaHsAET CBOKO Omonoruue-
CKYIO aKTHMBHOCTh. OTCIOa ClIeAyeT, YTO OCHOBaHUsA 8 U 13 MOKHBI OBITH COJTM)KEHBI B HATHB-
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PHUC.3.22. CtpykTypa BO3MOXHBIX H37I0MOB B aByxuenoueynoit [THK. A. Bua B HanpasjeHUH OCH CHM-
MeTpun 2-ro nopsaka. B. Bua cboxy. [H. Sobell et al., J.Mol.Biol., 114, 333 (1977).]

HOHM TPETHYHOM CTPYKTYpPE CBOOOOHOM MOJIEKYJIBI — YTO M UMEET MECTO B AEUCTBUTEILHOCTH,
Kak MMOKa3aHO B NPEObIAYILMX pa3fesiax. DTH OCHOBAHHUSA JOJIXKHBI OCTaBaThbCsA COMMKEHHBIMU
Ha BCeX Tanax (yHKUHOHMPOBAHUA MOJIEKYJIbl. POTOXUMHUS peakuuy Mexay THo- U u uuTuam-
HOM OblJ1a M3y4YeHa Ha MOJEIbHbIX CHCTEMAX, U, HCXOAS U3 JaHHBIX O MEXaHM3ME 3TOM peakuuu
M O CTPYKTYpE NPOAYKTA, YAAJIOCh TOYHO MpPEacKa3aTh, KAKOBO AOJKHO ObITh OTHOCHTENLHOE
NPOCTPAHCTBEHHOE PACMOJIOKEHHE ITUX ABYX ocHoBaHuit B TPHK s 3¢pdexrusnoro obpaszo-
BaHMsA HOTOCLIMBKU. DTO NpeacKa3aHHe MOJHOCTBIO NOATBEPIKOAETCA U3BECTHON Tenephb Mpo-
CTPaHCTBEHHOM CTPYKTYPOH IPOXKIKEBOH TPHKFPhe (cM. ri1. 24).

MHoOrue 3KCcrepuMeHThl N0 xumudeckodt Monudukauun TPHK 6pinn nmpoBeneHs! A0 TOrO,
KakK C TOMOILbIO PEHTTeHOCTPYKTYPHOT'O aHaJIM3a YAAJIOCh NOJIYYUTh AETAIbHYIO HHPOpMaLHIO
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0 €€ MPOCTPaHCTBEHHOH cTPYyKType. KpoMme Toro, BceCTOPOHHHE (PU3UKO-XUMHUYECKHE UCCIIENO-
BaHMA [MO3BOJIMIIH CIEJIaTh ONPENEIeHHbIE BHIBOABI O CIADUBAHUH OCHOBAHHUMH, O CTENEHH OIH30-
CTH Pa3/IMYHBIX YYACTKOB MOJIEKYJIbI, 00 UX 0011eM pa3sMepe u hpopmMe. YV nanock yCTaHOBUTS IO-
CJIeI0BAaTENbHOCTh OCHOBaHMIt 1u1s 6oitee yeM 30 pa3ubix TPHK, 1 Gb1710 BBICKA3aHO IMPEAIOIIO-
xenue, 4yTo Bce 3TH TPHK UMeEI0T CXOAHYIO CTPYKTYPY. BbIJIH BBIsSIBJIEHBI HEKOTOPBIE MyTallHH,
NPHUBOISIIKME K ONpEAEeHHbIM (YHKIMOHAIbHBIM H3MEHEHHAM, KOTOPBIE YAAIOCh CBA3ATh C
NPENNoJiaraéMbIMH M3MEHEHHSIMH B CTPYKTYpe. IIpaBoMepeH BOIPOC: CKOJIb YCHELIHbI ObLIH
MOMBITKH NMPENCKa3aTh TPETHUHYIO CTPYKTYpy TPHK Ha OCHOBaHMH COBOKYNHOCTH HOAaHHBIX,
MOJIYYEHHBIX U1 pacTBopa? B onpeneneHHoOM cTeNneH: 3TH NpeacKa3aHus NOATBEPAUINCh. Tak,
JIeBUTT BBICKa3aJl NPABUJIbHBIE MPEAIIOIOKEHNS OTHOCHTENBHO NIOJIOBHHBI TPETHYHBIX B3aHMO-
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OeHCTBHIH, H HEKOTOPBIE MOJENBHBIE CTPYKTYDHI 0 ¢Boel dopMe ObliiH BecbMa ONTH3KH K Halt-
neHHOM. TeM He MeHee HH B OJHOM CJlyyae HE yJasoch NMPaBHIbHO MPEACKa3aTh yKIaaKy MOJu-
HyKJ1eOTHAHOH NenH. OHA H3 TPYAHOCTER COCTOMANA B TOM, YTO, HCXOA H3 COBOKYTIHOCTH HMe-
FOLLHXCA HAZEXKHbIX JAHHBIX, MOXHO OBbIJIO MOCTPOHTH JOBOJILHO MHOIO pa3HbIX MoIeneH, a
OCTaJIbHbIE JAHHBbIE OBIJIM He CTOJb OECCIIOPHBI, YTOOB!I HA OCHOBAaHHH HX MOXHO ObIIO caenaTs
BbIOOD Mexay 3THMH MonensMH. Temepb, korga Mbl 3Ha€M TPETHYHYK CTPYKTYPY OOHOHN
PHK, 651710 6b1 HHTEPECHO BBIACHHTb, MOTYT JIH OBITh HCIOIb30OBAHbI IPHHLMIBI, BbIBEOCHHbBIE
M3 3TON CTPYKTYDHI, N Golee TOYHOro npeackasaHHs CTPYKTYpbl Opyrux Hebonpwux PHK.

XoTa neranbHas MHGOPMALIMA MO 3TOMY ITOBOAY HAa CErOOHALIHHY OeHb OTCYTCTBYET, Ka-
JKETCS BeCbMa BEPOATHBIM, 4TO Apyrue Hebonbmne PHK Takxke HMEIOT XapaKTepHYIO TPETHY-
HyI0 cTPYKTYpPY. Hanpumep, npu marko#t o6pa6orke 5S-pPHK nepexoauT B OXHY H3 HECKOJIb-
KHX J€HATYPHPOBAHHBIX GopM. DTH GOPMBI MOTYT ObITh OTAENEHbI OQHA OT APYrofft M OT Ha-
THBHOM CTPYKTYpPbl. Bonee kpynHbie PHK HMeIOT 4€TKO BbIPa)XE€HHbIC NPH3HAKH TPETHYHOH
CTPYKTYpbl, HO HEH3BECTHO, XapaKTepeH JIH /i1 HHX TOJBKO OAHH THIl HATHBHOH TPETHYHOMH
cTpyKTypbl. MccrenoBaHHus ¢ MOMOIIBK CLUIHBOK YKa3bIBaloT, 4TO B 16S- 1 23S-pPHK ynaneu-
Hbl€ IpYr OT APYra BOOJIb LENH YUACTKH OKa3bIBalOTCA COMHXEHHBIMM H 0Opa3yroT ABOMHbIE
CIHpaH. PacnonosxeHue CIUMBOK CJ1a00 3aBHCHT OT OKPYXEHHA, B KOTOPoM Haxonutcsd PHK, u
3TO MO3BOJIAET CYUTATD, UTO BBIABIAEMBbIC OCOOCHHOCTH TPETHYHON CTPYKTYPBI CBOWCTBEHHBI
BCEM MOJIEKY1aM.

TPETUYHASA CTPYKTYPA JHK

HeranbHas HHGopMauus o TpeTHuHOM cTpykType JJHK B HacTosluee BpeMs OTCYTCTBYET,
OIHAKO CYIUIECTBYIOT HHTEPECHbIE THIIOTE3bl O HEKOTOPBIX BO3MOXXHbBIX CTOCO6aX YKJIAAKH 3THX
Mouekyn. U3BecTHO, 4TO B KieTkax M BUpycax JJHK 0ObIuHO ynakoBaHa B JOBOJIBHO KOMIAKT-
Hble CTPYKTYpbl. Hanbonee unTepeceH Bonpoc 0 ToM, Kak xectkas asoiHas cnupans JHK
MOXET N3rubaThcs U CKIIAAbIBATHCA TAKUM YNOPsAAOUEHHbIM 00pa3zoM. (s 06 BACHEHUS THAPO-
MHHAMHYECKHX CBOHCTB BbiCOKOMONeEKyasapHoi JHK HeoOXooMMo MONYCTHTHL, YTO OBOHHAsA
cnMpanb obnanaet onpeaeneHHon ru6koctoio (cM. ri. 19). JHK MoaenupyroT nepcucTEHTHOR,
«4epBeoOpa3HON» LeNblO, KOTOpasi MOXET CJierka AebOPMUPOBATLCA B KAXKIOM 3BEHE.

Tako#t MaxpOCKONMHMYECKHII MOAXOO NOCTATOUEH I OOBACHEHHS THAPOIHHAMHYECKOrO MO-
BEIIEHHA, HO XOTENOCh Obl 3HATH MEXaHU3M TFHOKOCTH Ha MOJIEKYJISPHOM ypoBHe. CoriacHo
uaee, Buepsble BbickaszaHHOH ®. KpukoM u A. KnyroMm, B IHK MoryT 06pa3oBsiBaThbCs H3510-
Mbl C HapyWIEHHEM CTIKHHIa OBYX COCEIHHX Map OCHOBAHHMH H HEOONBLIMM pacKpPYYHBAHHEM
octosa. I'. Cobenn noapobHO UCCIIenOBaIl CTEPEOXHMHIO BO3MOXHbIX H3JIOMOB Ha MOJIEKYJIAD-
HbIX Mozensax. CTPYKTypa M3jI0Ma, 00pa3oBaHHE KOTODPOIrO KaKeTcs HaHboJiee BEpOATHBIM,
npHuBesieHa Ha puc. 3.22. B 3ToM ciydae och cHpann H3rubaeTcs Ha 40° M cMemaerca Ha | A,
Maps! ocHOBaHMHA yaaseHb Ha 2,30 A ot LIEHTpPAa H3JIOMa M CMelLleHbl Ha 1,70 A oT ocH nceBto-
cumMmetpun C, B [IHK-B. 1511 TOro uTo6s1 cTal BO3MOXEH 3TOT H3/IOM, caxap B 06J1aCTH U3-
nOMa [OJMKEH nepeiTH U3 koHbopmaumk C2 -sndo B THK-B B C* 3100 (3’ — 5")C¥ sn00.
Takoe H3IMEHEHHE MOXET NMPOH3OUTH TaKXKe MPH Pa3JBHXKKE Nap OCHOBAHHM, CONMPOBOXIAIO-
LA BCTpPauBaHHE IIJIOCKOM MOJIEKYNIbI MeXAY HUMH (ri. 23).

CyinecTBEHHON OCOOEHHOCTBIO M3JI0Ma, MOKa3aHHOrO Ha pHC. 3.22, TakK K€ KaK H IPYTHX
NPEeIIOKEHHbIX H3JIOMOB, ABJIAETCA TO, YTO OH MOXET MIPOUCXOAHTH TOJLKO B ONHOM Hanpas-
JICHHH OTHOCHTEIBHO OCTOBAa. TakuM 00pa3oM, HampaB/IEeHHE BO3MOXHOI0 HaloMa Oynert mo-
BOPa4YHBaTbCS BMECTE CO CIMIHPAIBIO NPH ABHXEHHH OT HEKOTOPOH GUKCHPOBaHHOM TOYKH. Eciu
H3JIOMBI PaclONoXEHbl BAOJb CNIHPA/IM Yepe3 OXHHAKOBbIC HHTEPBaJIbl, OHH OynyT 06pa3oBbI-
BaTb B JIHK cBepxcnupanbHyto cTpYKTYpY. O603HAUEHHs I/ TAKMX PETYJISPHO PAClOIOkKeH-
HBIX H3JIOMOB IIpHBENEHb! Ha puc. 3.23,4. Hanpumep, k-U3/10MbI PACIIONOXKEHBI YEPE3 KAXKIbIE
10 nap ocHoBaHMii M MOPOXKIAIOT JIEBYIO CBEPXCIHPAsb ¢ AHAMETPOM OKOo 100 A, MoKa3aH-
HYI0 Ha puc. 3.23,5. Kaxaoe 3BeHO CBEPXCIHMpaIM COCTOMT M3 10 nap ocHoBanuit. CBepXcIH-
panb genaet npHbiM3UTENbLHO 1,5 BUTKA HA 140 map ocHOBaHHH.
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PUC.3.23. Ceepxcnupaini, 06pa3oBaHHbIE PErYISPHO PACTIONIOXEHHBIMH BAOJb LenH HanoMamu. 4. O6o-
3HAYEHHA PETYIAPHO PacNoNoXeHHbIX H3noMoB. b. JBoftHas cnupans JHK, comepxaiuas H3nOMbI uepes
Kaxable 10 nap ocHoBaHu# (x-H3110MBI1). B. JIBoitHasA ClIHpasib, COAepXKallaA H3TIOMBI Yepe3 KaXKabl€ ABE Na-
pe! (3-u3nomsi). [H.Sobell et al., J.Mol.Biol., 114, 333 (1977).]

BTopo# HHTEPECHBIA MPUMEDP CBEPXCIHPAIH, 06pa3oBaHHOM M37I0MAaMH, NIPHBENEH Ha puC.
3.23,B. OTta cnupanb cConepMT (3-u3oMbl. OHa ABJIAETCA PABOH M COAEPXHUT 9,6 Napbl OCHO-
BaHWHA Ha BUTOK. B HacTosllee BpeMs, OQHAKO, HET MPAMBIX OJAHHBIX O CYLECTBOBAHHH TaKHX
CIIUpaJiell U3 H3JIOMOB B yNOpsAaoYeHHbIX CTPpYKTYpax [JJTHK. Bojee TOro, MHOTHe HCClIeIOBaTE-
JIH OTAAKOT NMpPEANOYTEHHE MOJENH, COrJIACHO KOTOpoi u3ru6el B JIHK peanu3yrorcs 3a cuetr
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MaJjibIX H3IMEHEHHH YI/IOB BpallieHHs NMOJHHYKIEOTHAHOTO ocToBa. Hanpumep, B. OsicoH noka-
3ana, YTo obiHpHoe ceMeicTBO cBepxcnupaneit JJTHK MoxeT ObITh peain30BaHO NYTEM peEry-
nsapHo# nedpopmanumnn cnupanu JHK-B.

Bonee coxHble puMepPbl TPeTHYHON cTPyKTYpsl JJHK MOXHO HaliTH B c/iyyae KOJIBLIEBBIX
3aMKHYTbIX IBOWHBIX cCriHpaneli. g TPeTHYHON CTPYKTYPhI TaKHX MOJIEKYJT XapaKTEPHbI BeCh-
Ma cneuunduyeckne 0cOOEHHOCTH, OOYCIIOBJIEHHbi€ TOIMOJIOTHYECKHMH OrpaHHYEHHAMH B 3a-
MKHYTBIX uensx (ri. 24).

3.6. UerBepTHYHAs CTPYKTYypa

IIpuMepBl YeTBEPTHYHON CTPYKTYPBI B CHCTEMaX, COCTOAIIMX MCKTIOUHTENLHO H3 HYK/IEH-
HOBBIX KHCJIOT, O4EHb HEMHOTOYHCIIEHHbI. OIMH H3 HHX — YeTBepTHYHas cTpykTypa PHK ony-
XONEPOOHBIX BHPYCOB, MO-BHAHMOMY, COCTOAWIEH H3 OBYX OIMHAKOBHIX CYyOBeOHHHIL.
D1EKTPOHHO-MHKPOCKOIIMYECKHE AAHHBIE B [I0/Ib3y CYUIECTBOBAHUA TaKoH CTPYKTYDHI B Cllydae
52S-PHK u3 Bupyca RD-114 npeactasnens! Ha puc. 3.24. Ctabunu3auus YeTBEPTHYHOM CTPYK-
TYPbl, BEPOATHO, OCYLLECTBAAETCA O1aronaps cnapyBaHiio OCHOBaHHM MeXAay ABYMsA CyObeau-
HuuaMu PHK. EcnH 3TO MeXLenouewHoe YOTCOH-KPHKOBCKOE CllapMBaHHe, TO HE COBCEM IO-
HAATHO, YEM OHO BHIFOAHEE BHYTPHLENOUYECUHOTO.

Iopa3no nerue AaTth pazyMHoe OOBACHEHHE O0Pa30BaAHHIO KOMIUIEKCOB MEXIY HEHIEHTHY-
ubIMH MoJiekynamMi PHK. Hanpumep, Mosekynbl TPHK ¢ koMnieMeHTapHLIMH aHTHKOOOHAMH
06pa3yloT 0YeHb MPOYHbIH MEXMOJIEKYIAPHBIA KOMILJIEKC in vitro. Posib 3TOro sBjieHHd in vivo
HEsACHA, HO OHO MOJXET CJY)XHTb YKa3aHHeM Ha 10, 4T0 B PHK cymecTBylOT kakue-TO HE H3-
BECTHbIE HAM B3aUMOICHCTBHA Ha YPOBHE YeTBEPTHUYHON CTPYKTYPLI. HekoTopas KOMILJIEMEH-
TapHOCTh CYLIECTBYET MEXAY yuacTKaMH 16S- u 23S-pubocomuott PHK u3 E. coli. YeTBepTHY-
HOE CNApMBAHHME OCHOBAHHH MEXAY ITHMH YYaCTKaMH MOXET MPOMCXOAHTH, HApUMeEpP, NpH
obpazoBanuu 70S-pubocomMsbl u3 30S- u S0S-cybuacTHL.

KpaTkue BpIBOOEBI

HyknenHOBbI€ KHC/IOTBI COCTOAT M3 YeTbipeX Hykneo3uaoB (A, G, Cu T JHK umu U B
PHK), cea3auubix dochoan3abdupHbIMH CBA3AMH.

HykneoTHaHblii cOCTaB, B OT/IHYME OT I10C/IEN0BATE/IbHOCTH OCHOBAHHMH, HE HIPAET CYLLIECT-
BEHHOM POJIM B OINIPENESIEHHN CTPYKTYPbI HYKJIEHHOBBIX KUCITOT. BacHeMiuel yepToit Bcex mpu-
POIHBIX HYKJIICHHOBBIX KHCJIOT siBJisieTcs cuibHOE B3aumoaeicteue A ¢ T wnu U u G ¢ C, npuso-
asuee Kk 00pa3oBaHuio nNap ocHOBaHUA. OHO MrpaeT pelaloylo posib B 06pa3oBaHHH ABYXLE-
MOYEYHBIX CMIHPATBHBIX CTPYKTYP, KOTOPbIE HMEIOT OCH CHMMETPHH BTOPOTO NMOPAAKA, JIEXKa-
LLIME B IJIOCKOCTH KakJOH mapbl OCHOBaHHUil. DTO 03HAYaeT, YTO ABE LENH ABORHON CHOMpAIH
NOJDKHBI MMETb TIPOTHBONONOXHYKO opueHTauutw. JHK, kak npaBuio, COCTOMT H3 ABYX I10JI-
HOCTBIO KOMIUIEMEHTAPHBIX lLienel, 00pa3yrouIMX HeMpephIBHYIO ABORHYIO cMpaib. Monekyna
PHK o6biyHo mpenctaBnsieT co0oil OIHY KOBAJIEHTHYIO Lielb, KOTOpas obpa3yeT ClHpaiH,
CKpYYHBasACh caMa Ha ce0s 1 HOPMHpYs TakuM 00pa3zoM OlpedesIeHHYIO NMOCIeA0BaATENbHOCTD
LLIMHJIEK H NETENb.

OrpaHHueHusaM, HaJlaraéMbIM Ha CTPYKTYPY ChapHBaHHEM OCHOBaHHH, YIOBIETBOPAET MHO-
ro pa3jHYHbIX crnupanbHbix koHpopMauui. JJTHK B BoaHbIx pacTBopax npuHuMaeT B-dopmy
JBORHON CNIMpPajd, B KOTOPO# Napbl OCHOBaHMI NMepNeHIHKYIApHbI OCH CIIHpaJsi, HO MIPH onpe-
JENEHHbIX YCIOBHAX OHA MOXeET GbITh mepeBeleHa B A-chiupais . [1o cBOeMy CTpOeHMIO A-

! Hapsay ¢ ceMelicTBaMH NPaBOCNHPabHbIX B- H A-popm cyulecTByOT ydacTkd JJHK, B kOTOpbIX Yye-
peayloTCcs NypPHHOBbLIE H TMPHMHAKHOBBIE OCHOBAHHSA H KOTOPbIE MOTYT NMEPEXOANHTh B NEBOCTHPAIbHYIO Z-
tdopmy [cM. A. H.-J. Wang et al., Nature, 282, 680 (1979); A. Nordheim et al., Cold Spring Harbor Symp.
Quant. Biol., 47, 93 (1983) u apyrue cTaTbu TaM xel]. — ITpum. peod.
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PUC.3.24. Kommnekcel PHK u3 onyxonepomsoro supyca RD-114 u IHK u3 SV40. RD-
114 — sHAOreHHbIH Komayuit Bupyc THna C. OH comepxuT aBe cy6benunnus! 26S-PHK, o6benuHeHHbIE B
OZIHY CTPYKTYPY ¢ KOHCTAHTOM CeIMMEHTaIMH 52S; Kaxxaas cyObeIMHULIa OKaHYUBAETCS CETMEHTOM poly A.
s Toro 9To6bl MOMETHTH KoHIb! uenelt PHK, ona 65u1a rabpuausosana ¢ konmbuesot JJHK SV40, monu-
(unmpoBanHO# cayuaiineiMu BcTaBkamu poly (dT). CTpykTypa 06pa3oBaHHOTO KOMILIEKCA CTabuIM3npo-
BaHa KOpoTKkuMH (rA - dT)-yuacTkamu. A. DnekTporHas Mukpodororpadus. 5. PHcyHOK To#t uacTH doTo-
rpadun, Ha koTopo#t nenu RD-114 1 SV40 HENOCTATOYHO YETKO HACHTHOHUMPYIOTCH. MOXHO 3aMETHTD,
yro nse uenn PHK 06pa3syioT CXOmHble NETH BTOPHYHON CTPYKTYPHI Ha PacCTOSHHH OKOJo 2/3 oT 3'-
-KOHIA uenu. B. Bo3MoxHas cTPYKTypa 5’-KOHLOB KoMIulekca aByXx cyObrenunun PHK (aeicTBuTenbHas
CTPYKTYpPa Heu3BecTHA). BYKBBI CO WITPUXaMU 0003HAYAIOT YUACTKH, KOMILIEMEHTAPHBIC T€M, KOTODbIE
yKa3aHbl COOTBETCTBYIOLIMMH 6ykBaMu 6e3 Tpuxos. [4 u 5 — u3 pa6oter W. Bender, N. Davidson, Cell,
7, 595 (1976).]

dopMa nosonbHO 6rm3ka x cnupansm PHK-11 unu PHK-10, 0OHapy)XEHHBIM B IBYXLENOYEY-
ot PHK. B 3Tux ¢popMax napbl OCHOBaHHH HaKJIOHEHBI IO OTHOILLCHHUIO K OCH CIIHPAJIH.
EQMHCTBEHHONM HYKJIEMHOBOM KHCIOTON C M3BECTHOM TDETHYHOH CTPYKTYPOH SIBIIACTCH
OpOKKeBast TPHKPR, Ee cTpykTypa cTabunmusnpoBaHa 60SLIIMM YHCIIOM BOJOPOAHBIX CBSl-
3eii, OT/IMYHBIX OT TeX, KOTOPbIE 06pa3yloTCs NpH OOLIYHOM CIIapUBaHHWH OCHOBaHHI. Kpome
TOro, B HE# pPealu3yeTcs, MO-BHAUMOMY, MaKCHMAaJIbHO BO3MOXXHOE YHCJIO MEXIUIOCKOCTHBIX
B3aMMOMEHCTBHI MeXAY coceqHUMHU ocHoBanussMu. Ctpykrypa TPHK naet npumep MHOrouemnc-
YyeyHbIX B3aUMOACHCTBHIA U crielM(HUUECKON KOH(PHUTypalluH LENH, CTOJIb THIHYHBIX JJI TPETHY-
HOW CTPYKTYpbI 6enkoB. [To-BUAMMOMY, BaXKHYIO pojib B ()OPMHDOBAaHHH TPETHYHOMH CTPYKTY-
pst PHK wurpaer 2’ -OH-rpynna. Otrcyrctsue 3Toi rpynnsl B JJHK MoxeT 06BACHUTD, NOYEMY
OCHOBHbBIE YePThl TPETHYHON CTPYKTYPHI ABYX THIOB HYKJIEHHOBBIX KHC/IOT CTOJIb CHJIBHO pa3-
muuatorcs. Tperuunas crpykrypa JJHK u3yyeHa HeOOCTAaTOYHO, HO MOXET BKJIIOYATh, MO-
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BHAMMOMY, MEPHUOOAHMYECKHE UM CIIy4ailHbIE H3JIOMbI ABOMHOM CIIHpaJIk. IToka u3BeCTHO Bcero
HECKOJILKO MPUMEPOB HAJTHYHUSA YETBEPTHUYHOM CTPYKTYDb! ¥ HYK/ICHHOBBIX KHCJIOT.

3A0AYHA

3.1. INpeanosoxkuM, 4TO Mbl XOTHM NPOBEPUTh, COOEPKUTCA TH B AaHHoA uenu JHK u3 10000
OCHOBaHHI! onpeae/ieHHas NOCAeA0OBATENbHOCTh U3 20 ocTaTKOB. [IJI 3TOr0 MOXHO NMOCMOT-
perb, OyneT nH rHOpHOH3OBATLCA KOMIJIEMEHTAPHasA MOCIAENOBATENLHOCTL H3 20 3BEHBEB C
stoit JHK. OaHako cuHTe3HpOoBaTh 3aIaHHYIO NOC/ieN0BaTeNbHOCTD H3 20 OCHOBaHUH IOBOJIb-
HO TPYOHO. BhIuHCIUTE MHHHMANBHYIO AJIMHY $parMeHTa 3TOH MOC/eI0BaTENbHOCTH, KOTO-
pyto uesecoobpasHo OblIO 6B1 HCIONB30BATh B 3KCIEPHMEHTAX MO rHOpHAH3auMH. DTa JNIHHA
[JOJXHA ObITh JOCTATOYHOM, YTOOBI BEPOATHOCTD CIYYANHOrO MOABIEHHA KOMIIIIEMEHTAPHOIO
¢parmenta B uccneayemoii JJTHK ne npesbnuana 0,01. Moxere cynatats, uto JJHK comepur
no 25% ka)aoro OCHOBaHMA.

3.2. JHK umeer Mon. maccy 2,5 - 108, Beruncinure ee IUTMHY B CAaHTHMeTpax, npeanojaras,
yto JJHK Haxonutcs B B-dopme; B A-dopme. Ckonbko BUTKOB comepXHT 3Ta JHK B Kaxxnoi
u3 dopm?

3.3. Yto npou3oitaeT, €C/IM CMellaTh PacTBOPBI ABYX KOMIUIEMEHTAPHBIX KOJIBLEBBIX OJHOLIE-
noueuHsix JJHK?

3.4. [TpennonoxuM, 4TO HEKHil NOJIMHYKIEOTH NPpeANnoYHTaeT 06pa3oBbIBATh ABOMHbIE CIIHPa-
JIM ¢ mapannenbHbIMH uenaMH. O6pa3oBaHHe TaKHX CIHpayieit M3 QJIHHHBIX OJHOLEMOYEYHbIX
MOJIEKYJ1 B pHHLMMNE BO3MOXHO. Kak OyneT BoIrnsgeTs Takas CTPYKTypa?

3.5. PaccmoTpuM onHouenoueynyto JHK ¢ nepBHYHON cTPYKTYpPO#, B TOYHOCTH COOTBETCTBY-
IOLLEH [MEPBUYHON CTPYKTYype TPHKPM. B yem OyayT cOCTOATH OTIHUMA TPETHYHON CTPYKTY-
pei, o6pasyemoit 3toit JIHK, oT TpeTHuHoM cTpykTypsr TPHKPIE?

JIUTEPATYPA
O61uas

Bloomfield V. A., Crothers D. M., Tinoco L., Jr., 1974. Physical Chemistry of Nucleic Acids, New York,
Harper and Row. [MoHorpagmus.]

Cohn W. E., ed., 1976. Progress in Nucleic Acid Research and Molecular Biology, New York, Academic
Press. [COopHHKH 0030pHBIX CTaTEl; BLIXOOAT NMPUMEPHO OBA TOMA B roi.]

Duschensne J., ed., 1975. Physical Chemical Properties of Nucleic Acids, 3 vols., London, Academic Press.

Guschlbauer W., 1976. Nucleic Acid Structure, New York, Springer-Verlag.

Sundaralingam M., Rao S. T., eds., 1975. Structure and Conformation of. Nucleic Acids and Protein —
Nucleic Acid Interactions, Baltimore, University Park Press.

Ts’o P. O. P., ed., 1975. Basic Principles of Nucleic Acid Chemistry, 2 vols., New York, Academic Press.

CrneuunanbHas

Barrell B. G., Clark B. F., 1974, Handbook of Nucleic Acid Sequences, Oxford, Joynson-Bruvvers.

Jack A., Ladner J. E., Klug A., 1976. Crystallographic refinement of yeast phenylalanine transfer RNA at
2,5 A resolution, J. Mol. Biol., 108, 619.

Kim S. H., 1978. Crystal structure of yeast tRNAF". Its correlation to the solution structure and
functional implications. In: Transfer RNA, ed. S. Altman, Cambridge, MIT Press, p. 248.

Ladner J. E., 1978. Structure of transfer ribonucleic acid. In: Biochemistry of Nucleic Acids, vol. 2, ed.
B. T. C. Clark, Baltimore, University Park Press, p. 1.

Rich A., Rajbhanday T., 1976. Transfer RNA: Molecular structure, sequence and properties, Ann. Rev.
Biochem., 49, 805.

Sobell H. M., Tsai C. C., Jain S. C., Gilbert S. G., 1977. Visualization of drug—nucleic acid interactions
at atomic resolution, III: Unifying structural concepts in understanding drug—DNA interactions and
their broader implications in understanding protein—DNA interactions, J. Mol. Biol., 114, 333,

Wu R., 1978. DNA sequence analysis, Ann. Rev. Biochem., 47, 607.

Younghusband H. B., Inman R. B., 1974. The electron microscopy of DNA, Ann. Rev. Biochem., 43, 605.



Inasa 4 [Ipyeue buono2uueckue
noaumepbsl

Ilo cyuiecTBy Bce NMPHMEPBI, KOTOPBIE OyOyT pacCMOTPEHBI B NOCIENYIOLUHNX [NIaBaxX, OCHO-
BBbIBAIOTCA Ha MCCIEIOBAHHH YHCTBIX HYKJIEHHOBBIX KHCJIOT MM OenkoB. ITH GHOJOrHYEcKHe
MOJIEKY Ibl H3Y4YEeHbI K HACTOALLEMY BpeMeHH Hanboee MoaHO, TOITOMY Ha HX IPHMeEpE ya00Hee
BCEro NoKa3aThb, Kak CYLIECTBYIOLIHE MPHHLUMKIBI H METONbl NPHMEHAIOTCA IUIA HCC/IENOBAHHA
CTPYKTYDPHI H GYHKUMH 6HONOIHMEPOB.

B naHHo# riase OyOYT ONHCaHbl HE CTO/Ib XOPOLUO H3y4YeHHble OHOIOrMYECKHE CHCTEMBI.
Onu MoryT ObITh MoApa3ieneHbl Ha TPH OCHOBHBIX Kiacca. K nepBoMy oTHOCATCA OHononuMe-
Pbl, COCTOSAIIME H3 MOHOMEPHBIX €AHHHL, OTJHYHBIX OT AMHHOKHCJIOT HJIH HYKJIEOTHIOB; [IPH-
MEPOM Takoro poja GHOIOJIMMEPOB CITY)XaT NoJiMcaxapuiabl. Bropo#t knacc cocTasnaioT 6mo-
NOJTHMEDBI, comepxallne 6oee OQHOro THIA MOHOMEPOB, WIH K€ KOMILIEKChI H3 OHONOrHue-
CKHMX MaKpOMOJIEKYJ1 pa3HbiX BUIOB; 3TO, HANPHMED, HYKJIEONPOTEUIbI, THKOIPOTEHAbE U [JIM-
Konunuasl. TpeTHH KIacc BKIIOYAET acCOLMAThl MAKPOMOJIEKYN C YYacTHEM JIHIIHAOB, TaKHe,
KaK JIHIHAHBIA OMcIof KNeToYHbIX MeMOpaH. CHCTEeMBI 3TOro THIIA COCTOAT H3 reTepOreHHbIX
da3, H I03ITOMY HX BeCbMa TPYIHO HCCJIENOBATH.

Ceityac moka HEACHO, MOTYT JIH CYILIECTBYIOLLME METOAbI H NOAXOAbI, B OCHOBHOM pa3pabo-
TaHHbIE TIPH UCCIeIOBaHWH OEIKOB ¥ HYKJIEMHOBBIX KHCIIOT, MOJHOCTBIO PACKPHITH NOBEACHHE
paccMaTpHMBaeMblX 3eCh CHCTEM. MHOTHe H3 3THX CHCTEM ABIAIOTCA NPEAMETOM HHTEHCHBHbIX
MCCIIeIOBaHMM, H Mbl TPUBEIEM OCHOBHbIE CBEIEHHSA O HHUX, ITOJIYYEHHbIE K HACTOALIEMY BpeMe-
HH, YTOOBI UHTATENbL MOT CONIOCTABHTb 3TH CHCTEMbI ¢ OelTKaMH H HYKIEMHOBBIMH KHCIOTaMH.
(Bompockl, Kacaroimecs MEMOpaH H B3auMoaeicTBHit Mexay OenkaMu M THNIMAaMH, PacCMOT-
peHbl TakXe B 1. 25.)

4.1. Ilonmucaxapuabl
TIEPBUYHASI CTPYKTYPA

INonucaxapuapl — 3TO nonuMepsl caxapos. K Hanbonee nNpocTbIM H3 HHX OTHOCATCS JIM-
HEHHbIE TOMOIOHMEDPBI, B KOTOPBIX MOBTOPAIOLUCHCA EIHHULECH ABIACTCA MOHOCAXapHi; NPpH
3TOM BCE CBA3H MEXAY caxapaMH OIHHAKOBbi. [IpuMepaMH Takux MOJIHCaXapHOOB MOTYT CIy-
’KHTb aMHJI03a, COCTaBHas 4YacTh KPAXMaJsa, CJIY>Kallero pe3epBHbIM IIHTATE/BLHBIM BELLIECTBOM
Y PacTeHHii; UE/UTION03a, OCHOBHOH KOMIIOHEHT APEBECHHBI H JAPYTHX PACTHTE/bHBIX TKaHeH;
XHTHH, H3 KOTOPOro NOCTPOEHb]I MAHUMPH HACEKOMBIX H APYTHX YIEHHCTOHOrHX. Ha pHc. 4.1
MPHBEAEHBI CTPYKTYPHbIE GOPMYJIbI 3THX COCOIHHEHHUH.

Kak uenmoso3a, Tak H aMWJIO3a ABJAKTCA FOMOINOJMMEPAMH TI'TIOKO3bl. IX mepBHUHbIE
CTPYKTYPBI PA3/IM4AIOTCA JIMIIb CTEPEOXUMHeE MIHOKO3bI B nonoxeunu 1. Ceoboaubie caxapa
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PHUC.4.1. TlepBHuHaa CTPYKTYPA HECKOJIBKHX THITHYHBLIX MOJIMCAXapHAOHBLIX Uenel. CHCTEMA HyMepalHH
IJIA reKco3 NOKa3aHa Ha MPUMepe aMHUIIO3bl. 3aMETHM, 4TO B TOM CITy4ae, KOraa MOHOCaxapha HCXOOHO Ha-
XOAUTCA B TaKOM aHOMEPHOM KOHOHUTrypalMH, IPH KOTOPO# cBA3H Mexay C-1 B KHCIIOpoAOM M Mexay C-6 1
KHCJIODOIOM PACIIOJIOKEHKI 1TO Pa3Hbié CTOPOHBI INTIOCKOCTH CAXapHIHOTO KONblla, 00pa3yloTcs a-CBA3M, B
MPOTHBHOM clly4ae 06pa3yloTcs (3-CBA3M.

CYLIECTBYIOT B BHJAE IBYX aHOMEPHbIX (POPM, HAXOASLIMXCA B PABHOBECHH:

CH,0H CH,OH

_Q_

CH,0H
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HOCH, HOCH, HOCH,

H O_H
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HOCH; HOCH; HOCH,
H O. H O_H O_H
OH H OH H OH H

PHUC.4.2. CTpykTypa rinukoreHa. A. KopanenTHas CTPYKTypa 00nacTH BeTRIeHHA. 5. CXeMaTHYECKOE H30-
6paxkeHHe GoNblLIEH 4aCTH NONMMEPHON MOJIEKYJIBI TIIHKOTEHA; HA pHC. A 6onee NeTanbHO NOKa3aHa CTPYK-

Typa y4acTka, 0OBE€1€HHOTO NYHKTHPHOMN JIMHHEN.

B nonucaxapuaax nojyaueranb B NOJOXEHHH | MEPEXOUT B 3HAUHTENbHO MeHee MOABHXKHBIHN
alueTanb, B pe3yJbTaTe Yero KOHQUrypauus B 3TOM MOJIOXKEHHH CTAHOBHTCSA GHKCHPOBAHHON.
MoHOMepbI [NTIOKO3bl B aMHJIO3€ COEOHHEHBbI «-1,4-CBA3SIMH, B TO BPEMS KaK /I UEJJTFONO3bI
XapakTepHbl cBi3u (3-1,4.

B npyrux nuHe#HbIX MOJMCcaxapuaax OCHOBHON NMOBTOPSOLLIEHCA eqHHHULIEH CITYXHT AHcaxa-
pHMI, HampuMep TrHalypoHOBas Kkucrnota (puc. 4.1), B KOTOpo#l uepenyiomHecs N-
ALETHITIIOKO3aMHH M ITIOKYPOHOBAs KMCIIOTA coeAnHeHbl §-1,4- u a-1,3-cBa3amu. Takue yepe-
AyIOLIMECS MOJMMEPBI 06bIYHO 00pa3ytoT refmd. YacTo OHM COCTABIAIOT MaTPHKC, B KOTODbIN
MOrPy>XEHbl BOJIOKHHCTbIE KOMNOHEHTB! KJIETOUHBIX CTEHOK HJIH APYTHX ONMOPHBIX KJETOUHBIX
CTPYKTYp. B Oosiee ClOXHBIX mojucaxapMaax NMOCAeAOBaTENbHOCTh OCTATKOB HEpEryyspHa.
Hanpumep, aibruHoBble KHCIOThI OypbIX BOOOPOC/EH MOryT COCTOATD H3 YepeayIoUuxcs 610-
KOB Da3/IM4HBIX roMonojucaxapuiaos. [pyrie KOMNOHEHThl MAaTPHKCOB CYNbLGOHHPOBAHbI B
Pa3/IHUHBIX MOJIOXKeHHAX. Tak, MOHOMEPHOM eNHHHLEH renapuHa (puc. 4.1) aeasercs cynbdo-
HHPOBAHHBIN TeTpacaxapuu.

HekoTopeie nonucaxapuabl UMEIOT 60Jiee COXKHYIO NEPBHYMHYIO CTPYKTYDY H3-3a HAJTHYMSA
BETBJICHHH. B 3TOM OTHOILIEHHH OHH COBCEM HE NMOXOXKH Ha OEJIKH H HYKJIEHHOBbBIE KHCITOThI, MO-
JIEKyJ1bl KOTOPBIX BCEra JIMHEHHbI HITH 3aMKHYTbI B KONbLO. ['JIHKOreH, pe3epBHas ¢opMa rio-
KO3bl, COCTOMT B OCHOBHOM H3 JHHEHHbIX a-1,4-nONTUMEPH30BaHHBIX yYyacTKOB. OaHako 3T
Y4YaCTKH clIydaltHbiM 00pa3oM cBsizaHbl MexXnay coboit «-1,6-BeTBAMH, B pe3ynbTaTe Yero obpa-
3yeTcs ClI0XKHasg ceThb (pHc. 4.2). HexoTopbie OYeHb COMXKHbIE MOJIHCAXapHIbI ABJSAKOTCA COCTaB-
HOM YacThIO KJIETOYHBIX CTEHOK BBICIUHMX pacTeHHi. Cioa OTHOCATCA NMEKTHHBI M TeMHUETIO-
7103bl. TlekTHHBI — 3TO KHC/IbIE NMOJIMCAXapHIbl, COOEPXKAIIHME TajJlaKTYPDOHOBYIO KHCIOTY H
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paMHO3Yy; OHH Pa3/IMYalOTCA IO CTENEHH PA3BETBIIEHHOCTH H CTENEHH ITepudHKauHH KapOok-
CHJIBHBIX TPYNI TaJaKTYPOHOBOH! KHC/IOT bl. ['eMHUEITIONO03 bl TAKXKE ABIAKOTCA CIOKHBIMH I10-
JIcaxapuaaMH. JOCTHFHYTBI HEKOTODBIE YCIIEXH B NIOHHMAHHH TOrO, KaK BCE 3TH IOTHMEDBI
OpraHH30BaHbl B KJIETOUYHON CTEHKE PacTeHuit.

YPOBHU CTPYKTYPHON OPTAHM3ALIMHM MMOJTMCAXAPUIOB

KoHdopMauxH noucaxapuioB BeCbMa pa3HOOOpa3Hbl, IOITOMY ACHO, YTO MIOHATHE O pa3-
JIMYHBIX YPOBHAX CTPYKTYPHOH OpraHiu3aluMH, KOTOPBIM Mbl 1TOJIb30BAJIMCh IIPH OMTHCAHHH CTPO-
eHus 6esTKOB HIIM HYK/IEHHOBBIX KHCJIOT, TIOJIE3HO M B JAHHOM cny4ae. Kak npasuiio, nepsuyHas
CTPYKTYpa NOJIMCaxapHaQB BeCbMa PeryifapHa — MOJHMEP COCTOHT K3 Gonblumx 6/10K0B, B KO-
TOPBIX OBTOPAIOTCA OOHMH H TOT Xe OCTAaTOK HIH OJMHAKOBAs NOCIEN0BATENBHOCT OCTATKOB.
B 3TOM OTHOILECHHH MOJHCaXapUAbl HAMOMHHAKOT TaKOR CTPYKTYPHbI# GeNoK, Kak KOJJIareH.

BoJIoKHHCTBIE NOMHCAXapHAbl, HATIPUMED XHTHH H LE/UTI0N03a, HMEIOT OueHb JKECTKYIO BTO-
PHUHYIO CTPYKTYPY. CTepHuecKue NPENATCTBUA, BO3HHKAOLLHE PH B3aHMOaeHCTBUH IPOMO3-
KHX CaXapHbIX IPYMNI, CHIbHO OrPaHHYMBAIOT YHCIIO JONMYCTHMBIX KoH(opMmauuit. Bonoksa B
[OCTaTOYHON CTENEeHH YMOPAOOYEHbl, YTO MO3BOJIAET MOJYYHTh OETAIBHYH PEHTTEHOBCKYIO
NHGPaKUHOHHYIO KAPTHHY, HO JIHIb HEKOTOPbIE H3 PEHTTEHOIpaMM yOaIoCh paciuHdpoBaTh H
NIOCTPOHTb ONHO3HAYHble CTPYKTYPHble MonenH. HekoTopble nmonucaxapHaHbie BOJIOKHA CO-
CTaBJICHb! U3 JIEHT, COAEPIKAILMX ABE LIENH, KOTOPbIe CTaOUIH3UPOBAHBI BOOOPOAHBIMH CBAA3A-
MH MEXAY OCTaTKaMH. JApyroif THII BTOPHYHOM CTPYKTYPBI MOJHCAXapHAOB MNpPEOCTAaBIAIOT
cnvupand. Hanpumep, B KIETOYHBIX CTEHKAX HEKOTOPBIX MOPCKHX BOAOPOC/IEH BMECTO LEIUTHOJIO-
3bl HJIH XHTHHA COOEPXKHUTCA KCHNaH (3-1,3-monumMep kcuao3br). OH 06pasyer Tpexueno4eyHyro
crnupasb, y KOTOPO# Bce TPH LeNH napasenshs! (puc. 4.3, A). Ha ongHH BUTOK CIMpaIK NPHUXO-
NUTCA IIECTh OCTATKOB, CTPYKTYPa CTaOHNH3HPOBAHA LEHTPAIILHBIM AOPOM MEXLENOYEYHbIX
BOJIOPOZIHBIX CBA3EH MEXOy MHAPOKCHIBHBIMHM rpynnamu caxapos (puc. 4.3,5). Takum obpa-
30M, B OOLLMX yepTax OPraHU3alMA KCHJIAHA TaKas )Ke, KaK y KoJi/lareHa.

CTpykTypa nojucaxapuaon, o6pa3yolliux MaTPHKC, CyLIeCTBeHHO Gonee nabunbHa. Kappa-
reHaHbi NPeacTaB/AoT coOoll NBOMHbIE CIHPAJH, MPH 3TOM Ha OAMH BHTOK KaXXIOit LenH npH-
XOIATCA TPH OMCaXapHAHBIX ocTaTka. Monekysia rHanypoHOBO#l KHCIOTHI obOpasyeT JeBylo
OHHOYHYIO CIIHPAJIb ¢ YETHIPDbMA OHCAXapHOHBIMH OCTaTKaMH Ha OOMH BHTOK. Ha puc. 4.3,B
onHa Lenb H306paxkeHa B nsere. CTPYKTypa cTaOMIH3HPpOBaHa BONOPOAHBIMH CBA3AMH, 0Opa-
3YIOILMMHCA MEXIy Lerno4kamMH. B BOJIOKHE rHaTypOHOBOH KHCIIOTBI COCEHHE CITHPATH CBA3AHBI
Mexny coboif cosieBbIMH MOCTHKaMH H BOJOPOOHBIMH CBA3AMH. HapylneHus peryaspHocTH B
TakoM CTPYKTYpe, BbI3BaHHbIE THOO BCTpaWBaHMEM KaKUX-NTHOO OpyruX caxapuuoos, MHGO BeT-
BJIEHHEM, CYLIECTBEHHO BJIHAKOT Ha BCIO KOH$popMaLHuio nojucaxapuaa. [lo-suauMoMy, HMEHHO
3TH HapyLeHHA 0OyCNOBIHBAIOT MEXAaHHYECKYIO NOAAT/IIHBOCTh BOJIOKOH HITH refeif, KOTopbie
obpa3yeT rHalypoHOBas KHCJIOTA.

PHUC.4.3. TpexmepHasa CTPYKTYpa OBYX MOJHCAXapHAHbIX CIHpayiedt, oupeacieHHas ¢ MOMOLIBLIO PEHTTe-
HOBCKOM IH(PaKLUHH OT BOJIOKOH. A. §-1,3-KCHNaH U3 CHHe3eNIeHbIX BOAOPOCNell. TO TpeXuenoyeyHas Cru-
pans; ooHa Uenb H3o6paxeHa B uBere. b. CxeMaTHueckoe H306paxeHHe BOAOPOIHBIX CBA3CH, COEOMHSAIO-
MX TPH LenH Mexay coboit. [Atkins et al., Proc. Roy. Soc. Ser. B, 173, 209 (1969).].

B. HaTpueBas conb rHaJIypOHOBOM KHCIIOTbI. 3TO OOHOLENOYEHHANA CIHPAIbHAA CTPYKTYPA, Y KOTODOH Ha
OJIMH BUTOK NMPUXOOATCA YeThIPE AUCAXapHaa; MOKa3aHo 4yTh 6OsbLIe OOHOTO BUTKA ciHpayd. B BomokHe
00pa3yloTCs MEXIENOUeUHble H BHY TPHLENIOUEUHbIE BOAOPOAHbIe CBA3H. [IpHCcyTCcTBYeT 6onbILIOE KONTHYE-
CTBO KOODAHHAUHOHHO CBS3aHHBIX HOHOB Na'; [UI HEKOTODBIX H3 HHX NMOKa3aHbl CBA3H C KHCJIOPOIAOM.
Insa 6onplued HATMAOHOCTH OHA LeNb NONHMePa H3o0paXkeHa B upere. {bonee neranbHo cM.: Guss et al.,
J. Mol. Biol., 95, 359 (1975).] Puc. A ¥ b BbIIONHEHBI IO PHCYHKAM, NMPEAOCTABIEHHBIM 1-POM DTKHHCOM.
B BBITIOJIHEH [0 PHCYHKY, NPEIOCTABJIEHHOMY A-pOM YHHTEPOM.
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TTon TpeTHYHON CTPYKTYPON NOHCAXapHAOB MOHUMAIOT XapaKTep YKNaaku cnupanei. Yer-
BEPTHYHAN CTPYKTypa obpa3yeTcd B pe3yjbTaTe OOBEANHEHHA HECKOJIBKHX MOJIHCAXapHIHBIX
monekyn. HanpuMmep, uenniwonosa — 370, No-BHAKMOMY, AByXHnenoyeyHas jeHta. Ilocnenusas
MOXET ObITh CBEPHYTA B YCTOHUYHBYIO PETYJIAPHYIO CTPYKTYDY. YNOPAOOYEHHBIA aHcaMbIIb U3
CBEPHYTBIX LE/UTHONIO3HBIX JIEHT, OXBAThIBAIOLIMA HHOIAA BCHO MOBEPXHOCTb PACTHTEbHOM
KJIETKH, 00pa3yeT YeTBEPTHUHYIO CTPYKTYDY. I ApYrHX MOJHCaXapHAaOB XapaKTEPHBI JKefe-
obpa3nbie ¢cTPYKkTYyphl (resm). Fenu, obpa3oBaHHble KappareHaHaMH, NMPENCTaBAAIOT coboit
CETb U3 NOJIUCAXapHAHBIX Uene, COEANHEHHbIX BO MHOTHX MeCTaX ABYXLENOYeYHbIMH MOCTHKA-
MH,

O CTPYKTVYPE U ®YHKILNAX
MMOJIMCAXAPHUIOB

Tlepe4ync UM HEKOTOpbIE BOMPOCHI,KACAIOLLHECSA MOTHCaXapHa0B, U OCTAHOBHMCA Ha TPYA-
HOCTSX, BO3HHKAIOILMX HA MYyTH H3yu4eHHs 3THX MoJiekyln. Kak oTnensHbie MOAH(HKAUNH B OC-
HOBHOM KOBAQJICHTHON CTPYKTYDE BJIMAIOT Ha BTODHYHYIO M TDETHYHYIO CTPYKTYypy? He pac-
npeaeeHbl JIM 3TH MOAH(HKALMH KaKHM-TH60 peryisapHbiM 06pa3om, IpUBOASA K HEKOM YHops-
JIOYEHHOCTH, 10 CHX MOP YCKOJIb3aBluel oT Halero BHUMaHuA? KakoBbsl 0COOEHHOCTH CHHTE3a
[OJIMCAXapHIOB B KJIETKE, MPHBOASAILHE K 06pa30BaHHIO HYXHBIX MaKPOCKOIMHUYECKHX GOPM H
MexaHH4YecKHX cBOAcTB? Hanpumep, BBOOATCA JIH OTAEbHbIE XHMHUECKHE MOAUGHKALHNH CITy-
4aliHO (Tak, 4YTO COXPAHAETCA TOJBKO YHC/I0 MOAUGHKALMA KaXa0ro THIA) UK UX MPOCTPAHCT-
BEHHOE MOJIOXKEHHE cTporo 3aaaHo? Kakue cneuuduyeckue B3aUMOIEACT BUsi IPOUCXOAAT MEX-
Ny Pa3M4YHbIMM MOJIHCAXAPHAHBIMH MOJIEKYJIAMH H MEXAY MOoJHcaxapuAaMH M IPYTHMMH Be-
LIECTBaMH, HAXOJALIMMHUCS B KJleTke? SIBAAETCH JIH K/IETOYHAS CTEHKA JIMUIL KPYIMHBIM accoluua-
TOM ¢ MHOXXECTBOM CJIy4YaHHbIX CBONCTB, COAEPXALUMM MHOXXECTBO BKJIFOUEHHBIX MOJIEKYIT H
NedeKTOB, UJIH elf CBOWCTBEHHBI Y1EMEHTHI OIHXXKHEro MM AanbHero nopsiaka? Kak, ucxons us
XMMHYECKOH CTPYKTYDbI MOJHCAaXapHIOB, Ha YHCTO (HM3HUYECKOM YPOBHE KOJIMYECTBEHHO OIIH-
CaTb MeXaHHYECKHe CBONCTBA [MO/IMCaXapHAHbIX MaTepHanon?

Bce 3TH BONPOCHI OYeHb BaXKHbi, HO IJIA TOrO, YTOOBI OTBETHTHL Ha OOJILIUMHCTBO H3 HHX,
Hago 3aTPAaTHTb HeMauio Tpyaa. [Toka He co3naHo 6HONMOTrHYECKHX TECTOB, KOTOPbIE MO3BOJIAIH
OBl YCTAHOBHTB CTPYKTYDPHY IO LIEJIOCTHOCTD MOJMCAXapPHIOB, aHAJIOTHYHBIX TeCTaM, MCIO/Ib3Y-
IOLLIHMCS B C/Tyyae GesIKOB HJIM HYKJIEHHOBBIX KHCJIOT. B GonbuimMHcTBe Npo6 nonucaxapuasl oka-
3BIBAOTCH M€ TEPOr€HHBIMH M0 JJIMHE, 2 HEPEIKO TaKXKe H 110 COCTABY. DTO CEPbEe3HO YC/IOXKHAET
NMPHMEHEHHE MHOTHMX (PH3HYECKMX METOMAOB, KOTOpbIe ObINM cO3MaHbl AN paboThl ¢ rOMOreH-
HBIMH CHCTeMaMH. J1Jif CIeK TPOCKONMMYECKHX METOAOB, C MOMOLIbIO KOTOPbIX B OCHOBHOM H3y-
YaKOT JIOKAJIbHYKO CTPYKTYPY, OTCYTCTBHE TOMOTEHHOCTH He CTOJb CYIIECTBEHHO, HO OCOOEHHO-
CTH NOJIUCAXaPHAHBIX OCTATKOB TAKOBbI, YTO, BOOOGLIE rOBOP#A, OOJLIIMHCTBO CIEKTPOCKONUYE-
CKHX METOAOB OKa3bIBAIOTCH HE[PHTOAHBLIMHM Ul HCCIIEAOBAHHA MOJHCaXapHaoB. MOLUHbIM
HHCTPYMEHTOM, C IOMOLLBIO KOTOPOTO CJI0XKHbIE CHCTEMBI O€JIKOB HIM HYKJIEMHOBBIX KHCJIOT
MOJHO cenaTs 6onee yno6HbIMH 114 GHU3HUECKHX HCCIeIOBAHUIA, ABIAIOTCA FeHeTHYECKHE Me-
TOABI.

B cnyyae nmonucaxapHIoB, OJHAKO, 3TOT MOAXOA OKA3bIBAETCH He CTONb NONE3HbIM, TaK KaKk
BJIMSIHHE T€HOB HA 3TH BELLECTBA He fIBNIAETCA NPAMbBIM. B HacTosIee BpeMs, 1O BCel BUAHMO-
CTH, K Haubojee MIOJAOTBOPDHbIM MOAXONAM CJEAYET OTHECTH PEHTIEeHOCTPYKTYPHBbIE H
3JIEKTPOHHO-MHKPOCKOMHYECKHE HCCIENOBAHHA MOJHCAXapMAOB MHTAKTHBIX KIETOK (MM IO
KpaliHel Mepe K/IETOK, Kak MOXHO MeHee NOBpexAeHHbIX). Heob6xoaMMbIM yCIIOBHEM IS IDH-
MeHEHHS 60MbIIMHCTBA GHU3HYECKHX METOI0B HCCIIEOBaHHS OJIMCAXapHAOB B pacTBOpPe, obna-
JNAKOILHX BBICOKHM pa3pellieHHEM, SBJISIETCS YCOBEPLIEHCTBOBAHHME METOIMKH [MOJIyYEHHS H
OYHCTKH COOTBETCTBYIOILMX MPENapaTos.



JPYI'ME BUOJIOTMYECKHE NMOJIMMEPBI 201

4.2. Accouuatbl, oOpa3oBaHHbIE
M3 pa3HbIX MaKpPOMOJIEKYJI

KOMITJIEKCBI CAXAPHUOOB C INETITUIAMU, BEJIKAMU
W/IH JIMITMIAMM B KJIETOYHBIX CTEHKAX BAKTEPU

OO6HapyxeHOo, UTO PAA CNOXKHBIX MOJHMEPHBLIX CTPYKTYD B CTEHKaxX OakTepHil comep uT
OJIHrocaxapHabl HJIH NOJIHCAXapHIbl B KOMILJIEKCE C IPYTHMH BellieCTBaMH. Y BCEX H3BECTHBIX
baxTepHil, 3a HCK/TIOYEHHEM MHKOIUIa3M, B KaueCTBE CTPYKTYDbI, NOAAEPKHBaOLLEH HX GopMy,
BBICTYTAET NenTHAOITHKAHOBas ceThb. MaTepHan 3Tolfl ceTH, Ha3biBaeMbI#l TaKXe MyPEHHOM,
ITTHKONENTHAOM HJIH MYKOMENTHAOM, CONEPXHUT NJIHHHBIE LENH NoMcaxapuaa, y KOToporo no-
BTOpAOLIEHCA enHHMLUEH cnyxuTt 3-1,4-N-auetTunrmokozaMuHi—g3-1,4-N-aueTniiMmypaMoBas
kuciaoTa (puc. 4.4,A). DTH UeNH CBA3aHbI APYT C APYTOM KOPOTKHMH OJIMTOMENTHAHbIMH MO-
cTHkaMH. [TocnenoBaTeNbHOCTh NENTHAOB H XapakTep MOMEPEYHOro CBA3bIBAHMA 3aBHCAT OT
Buga Oaktepwii.

BakTepHH ¢ KIIETOYHBIMH CTEHKAaMH Pa3HOI0 THIA JalOT Pa3Hyro peakuuio no I'pamy (obpa-
60TKa KPHUCTALTHYECKHUM (PHOJIETOBBIM H HOAOM, a 3aT€M OTMbIBKa B OPraHHYECKOM pacTBOPH-
Tene). ' paMoTpHuaTenbHBIE GaKTEepHH NPH Takol oOpaboTke MOMHOCTHIO 06ecLBEUHBAIOTCS.
Hx obonouka COCTOHUT U3 Hapy)XHOM CTEHKH, KOTOpas npeacTasiseT cobOM THNHUHBIN JTHNHI-
Hb1# GuCIoH ToMuMHOM 80 A , U3 MENTHOOTIHKAHOBOTO CJ10M TONLIHHOM 20-30 A (ux pa3nenser
NPOMEXYTOK B 75 A— MEPHUIIIAa3MAaTHYECKOE NMPOCTPAHCTBO) H, HAKOHEL, H3 BHYTpEHHeEH
CTEHKH — ellle OQHOTO JHNUAHOro 6ucios TonuuHoN 80 A. ITenTHOOrANKAHOBBIN CJIOA TH-
NHYHON rpaMoTpHLaTeNbHOM 6akTepun, Hanpumep Escherichia coli (puc. 4.4,5), nMeeT HeGONb-
ILIOE YHC/IO NONEPEYHBIX CLUMBOK. OH CONEPXHT 0K0so 3° 10% NOBTOPAIOILMXCA EAHHHL H CO-
crassfeT oT 5 1o 10% Beca Cyxoro BewecTBa KJIETOUHOM cTeHKkH. C HapyHOH ero noBepxHoc-
TbIO CBA3aHbl JIMNONPOTEHAHBbIE MOJIEKY/Ibl, KOTOPbIE COSMHHSAIOT NENTHAOTIHKAH C HApYyXXHOMN
CTEHKOM. DTH MOJIEKY/Ibl IPHCOCAHHEHBI CBOMMH C-KOHLIAMH K aMHHOKHC/IOTaM NENTHIOTIIH-
KaHa, a Ha UX MoaHbHIMPOBAaHHOM N-KOHLie HAXOOATCA TPH XKMPHOKHC/IOTHBIE LIEMH.

I'pamnonoxuTenpHble 6aKkTepun nocne obpaboTku mo I'paMy ocTarOTCA OKPalEHHBIMH B
HACBILUEHHBI# TEeMHO-CHHMI LBET. ¥ HHX €CTbh Hapy)KHas KJIeTO4YHas CTeHKa TONLMHOMN ot 100
10 500 A ¥ enMHCTBeHHas NTMOMAHAA GHCIONHas BHYTPEHHSAA CTEHKA TOJMHOMN 80 A. Hapyx-
Has CTEHKa — 3TO B OCHOBHOM NENTHAOTJIHKaH, KOTOPBI cocTasnger ot 40 no 90% Beca ee Cy-
XOTO BeEILEeCTBa. JTOT MENTHUAOTIMKAH COAEPXHT MHOXKECTBO MOMEPEUHbIX CIUMBOK, KaK IMOKa-
3aHO Ha npuMepe Staphylococcus aureus (puc. 4.4,5).

Y MHOIHX IpaMIIONIOXHTENbHBIX OaKTepHit ¢ MenTHAOIIHKAHOM CBA3aHbl TEHXOEBble
KHCIOThl — BelllecTBa THMa nojauriuuepodochara. MHorma ovn OniBaloT coenuneHbl docdo-
IU3OHUPHBIMH MOCTHKaMH C 6-THADOKCH/IBHBIMH I'PDYTMNaMH OCTATKOB MypaMOBOM KHMCJIOTHI.
OnHa U3 JeTanbHO HCCIeAOBAHHBIX OaKTEPHATBHbBIX CTPYKTYP TAKOTO pojia MPHHANIEXKHUT Stre-
ptococcus faecalis: 3T0 MUNOTENX0EBad KUCJIOTA, CONEPKaLlas JIUNONOIHCAXapH, CBA3AHHBIMH ¢
TenxoeBo# KUCOTOM (pHC. 4.5). [To-BHANMOMY, OCTATKH TeHAX0EBOM KHCIOThI HE HTPaIOT HHKa-
KOM POJIM B IPHIAHHH XECTKOCTH KJIETOUYHOM CTEHKEe; BO3MOXKHO, OHH YUACTBYIOT B CBSA3bIBAHHH
H [IEPEHOCE IBYXBa/ICHTHbIX KATHOHOB.

VY S. faecalis ¢ TeixoeBo# KUCIOTOM CBA3aH OYEHb MPOCTOMN JTHNONOJIHUCAXAPHI; B HAPYXKHBIX
CTEHKAaX rpaMOTpHUATENbHbIX OaKTepHit NPHCYTCTBYIOT CYLUECTBEHHO §0J1ee C/IOXKHbIE MO Ca-
Xapuabl ¢ Mon. Maccoit cebite 10 000. CornacHo NpHUOIHXKEHHON MOJENH, JTHIONOMHCAXaPHI
Salmonella typhimurium — 3T0 CIOXHas pa3BeTB/ICHHAA CTPYKTYpPa, COAepPKallas MHOXXECTBO
CcaxapHIOB H XHPHbIX KHCNOT. O KOHpOpPMaUNH HIH O APYTrHUX (H3HYECKUX CBOMCTBAX Tako#
CTPYKTYPbl I[IOYTH HHYEro HEH3BECTHO. Bo3MOXHO, Hdaxe 3Ta Molaelb CJIIHIUKOM
ynpollueHa — H3BECTHO, HANPHUMeED, YTO Yy E. coli ¢ NOBEPXHOCTHBIM JIMIIONOJIHCAXaPHIOM MO-
ryT ObITh KOBaJI€HTHO CBA3aHbl OENKH.
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S. aureus
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L-Ala-D-isoGin-L-Lys-p-Ala
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GicNAc-MurNAc

L-Ala-D-isoGlu-Dpm- -Ala

PUC. 4.4. DneMeHTHl CTPYKTYpPhI NENTHIOI/THKAHOBOM K/IETOUHOW cTeHKkH aBYX Oaxrtepuit: Escherichia
coli — THNMYHOTO rPpaMOTPHIIATEILHOTO OpraHu3Ma, u Staphylococcus aureus — THIIHYHOTO TPAMIIONO-
JKHTENBHOTO opraHniMa. A. XuMHYeckas CTPYKTypa NenTHAOr THKaHOBOM nenn. OHa COCTOHT U3 OBTOPA-
FOLUMXCA JHUCRXaPHIHBIX €AHHHL N-aueTHITTIOKO3aMHH — N-aueTHIMypaMoBas KMCIOTa, NMPHYEM K TO-
cneaHel NMPHCOEAMHEHbl KOPDOTKME MENTHAHbIE LEMH, coaepxalude kak D-, Tak H L-aMHHOKHMCIOTHI.
Dpm — 3T0 (Me30)-AMaMHHONMHUMENHHOBaA KHCOTa. b. CxeMaTHueckoe H300paXkeHHE KJIETOYHOR CTEHKH,
KOTOpast COCTOHT H3 CIIOEB CLIMTHIX NMENTHAOIIHKAHOB H THNHAHLIX Oucnoes. Y E. coli ¢ nenTHAOTTHKAHA-
MH KOBaJIEHTHO CBA3aHbI MHNonpoTenasl. CxeMa CTPOeHHA 3TOro Oenka, H300pa)keHHAd Ha PHCYHKe, Mpea-
noxxeHa MaxJIak/laHOM HCXOOA H3 aMHHOKHCIOTHOMR nocnenosaTensHocTH. [A.D. McLachlan, J. Mol. Bi-
ol., 122, 493 (1978).] CTpykTypa THNOTEHX0EBON KHCIOTHI 3 KIETOUYHOM CTEHKH S, aureus YHCTO MpPEAno-
noxuTensHas. [bonee nonpo6uo cM.: Braun, Hantke, 1974, Stanier et al., 1976; DiRienzo et al., 1978.] (Pu-
cyHok HpsuHra I'efica.)
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JlunuaHbIA GUcION

I'pamorpuuarensHas 6akrepus: E. coli I'pamnionoxurtensHas 6aktepusi: S. aureus

JIMTONpPOTEN THBIA TUMED

e
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PHUC.4.5. XuMHueckas CTPYKTypa JIMIOTEHXOEBOH KUCIIOTHI U3 S, faecalis. R — OUIJIIOKO3MII HIH aTOM BO-
nopoaa; R! — supnas kucnora. TOYHOE MECTO IPUCOSAHHEHHUS K caxapuly u300paXXeHHOro BHH3Yy docto-
nunuaa Hem3pecTHO. [V. Braun, K. Hantke, Ann. Rev. Biochem., 43, 89 (1974).]

INIUKOIPOTENABI HA TIOBEPXHOCTH >XWUBOTHBIX KJIETOK

JKHBOTHBIM KJIETKaM He HYXXHA KJIETOYHAS CTEHKA HH IS NMPHAAHHA HM XXECTKOCTH, Kak
K/IeTKaM DAacTeHHH, HH O 3aLHTbl OT OCMOTHYECKOTO LIOKA, KaKk OakTepHaM. DTH KNETKH
orpaHH4eHbl JIMMHAHONH OHCNONHON MeMOpaHo#, coaepkailei 0oJbLIoe KONMHYeCTBO OEJKOB,
JIHLOb MaNas 4acThb KOTODBIX CBSi3aHa C OJIMrocaxapuiaMH, oOpa3ys CJIMKONPOTEHAHbIH KOM-
nnexkc. ConeprkaHue caxapa MOeT BapbHPOBAaThb OT HECKOJILKMX OCTATKOB Ha DOJbLIYIO MOJie-
Kyny Oenka 10 BENHUHHBI, CDABHHUMOI 1O Macce ¢ GenkoBoi yacTbio. OCTaTKH caxapa MOTyT
ObITh CBA3aHbI KaK ¢ OTHUM aMHHOKHCJIOTHBIM OCTATKOM, TaK U ¢ HECKOJIbKUMH. Tak, K npuMe-
py, Oblubs pubonykineaza B oTnHuaeTcs oT puboHykeasbl A (rj1. 2) TeM, YTO OHA COAEPXHUT
OJIMrocaxapHuiu

(MaHHO03a) — (N-aueTHNrII0KO3aMHH), —
crenuhHYecKH cBA3aHHBIA ¢ Asi>4, XOpHOHHbIA FOHAIOTPOIHH 4Y€JIOBEKA COEPIKHUT IHCAXaPHI

I'anakto3a-f (1-3)-N-aueTHnriroKo3aMHH —

CBA3aAHHDBIN ¢ ocTaTKkaMu cepHHa 116, 121 n 123.

Y rnuxodoprHa (OCHOBHOTO [IMKONPOTEHAa MeMOpaHb! 3pHTPOLIUTA) caxapHbl MPHCOEIH-
HeHbl K OJIHOMY OCTAaTKYy acnapardHa, ceMH OCTaTKaM CePHMHA H BOCBMH OCTaTKaM TPEOHMHa
(pHc. 2.16), nprueM Kaxkabli HX 3THX CaXxapuaOB HMEET CJIOXKHYIO CTPYKTYpY (pHc. 4.6). Ha no-
JI10 BCEX 3THX CaxapoB NPHXOAUTCA NpUMepHO 60% Macchl rIHKogopHHa. Ellle OIHH ITHKONpPO-
TeH/ ¢ BBICOKHM COJIeP>KaHHeM caxapa BblAesieH M3 aHTapKTHYECKHX pb1b. Y 3Toro besika ecTb
3aMeyaTebHOE CBONCTBO — OH NMOHHXKAET TeMIEPATYPy 3aMepP3aHHA BO/1bl 3HAUUTETBHO CHJIb-
Hee, YeM MOJKHO Obis10 Obi 0XXKHAATh, HCXOOA U3 OOBIUHBIX KOJIJIMTATHBHBIX CBOHCTB PacTBOPOB.
Enuuuuedt, mnosTopsrowledica 31 pas, sABNAETCA TPHIENTHAHAA I[OC/IENOBATEIbHOCTh
Thr — Ala— Ala. K ka)kxnoMy ocTaTKy TpeOHHHA NPHCOEAHHEH AucaxapHa ranakTo3a-3(1-3)-N-
alleTHIraaakTO3aMHtH.
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GalNAc —2— Ser (unm Thr)

SA —— Gal g
GalNAc —2— Ser (unu Thr)

SA —— Gal

sA 29 Gal —£ GlcNAc —F— Man 2 Man
GlcNAc —E— Asn
sA —* — Gal —2— Gienac ™7
SA —*— Gal —— GleNAc 4
Gal —— GlcNAc —F— (Man), GleNAc —2— Asn

Fuc —*— Gal —2 GleNAc ™ #
b

PHC. 4.6. BoaMoxHas CTPYKTypa caxapHAHbIX 4acTel ravkodopuHa u3 sputpourTa yenoseka. (OTHOCH-
TENbHO NMpeAnoaaraeMbIX MeCT NPHCOEAVHEHHA 3THX Caxapos cM. puc. 2.16.) A. JIBe anbTepHaTHBHbIE
CTPYKTYDPHbIE MOZE/IH CAXapHIOB, MPHCOCAMHAIOLINXCA K CEpHHY HITH TpeOHHHY. 5. [IBe anbTepHaTHBHbIE
CTPYKTYDHBIE MOJEIH CAXapHIOB, MPHCOEAHHAIOLMXCA K acnaparany. Gal — ranakto3a; SA — cuHanopas
kucnoTa;  GlcNAc — N-auermnrmoko3aMuH;  GalNAc — N-auermnranaktozamud; Fuc — dyxoaa;
Man — manHo3a. [V.T. Marchesi et al., Ann.Rev.Biochem., 45, 667 (1976).]

CTpyKTypa caxapuaoB O4eHb pasHoOOpa3na. I[peacrapiieHne O HEKOTOPBIX JOBOJIBHO pac-
MPOCTPAHEHHBIX, HO OTHIOAb HE YHHBEPCANBbHBIX OCOOEHHOCTAX CTPOEHHS ITHX COSIHHEHHHA Na-
eT pHc. 4.7. Caxapuibl, CBA3aHHBIE C CEPMHOM HJIH TPEOHHHOM, 4aCTO COAEPXAT AUCaXapHI

IanakTto3a-G(1-3)-N-aueTunranakTo3aMHH

a onMrocaxapuabl, CBA3aHHBIE C aclaparMHoOM, — TPHcaxapHu
Manno3sa-g (1-4) -N-auernirnoko3aMuH-3(1-4)-N-aueTHITTIOKO3aMHUH.

OnurocaxapHi, cBsi3aHHBINA ¢ aclaparHHOM, Ha3bIBAETCS NPOCTHIM, €CJIIH OH COAEPIKHT TOIBKO
JTH [BA THIIA CAXapOB, H CJIOXKHBIM, €CJIH PUCYTCTBYIOT ADYrHe THIIBI MOHOMEPOB, TaKHe, Kak
rajgaxTo3a, pyko3a H cHasoBas KHCIOTA.

BrnusiHne caxapHOHBIX OCTaTKOB Ha CBOMCTBA CBA3aHHBIX C HUMH O€JIKOB NMPaKTHYECKH HEU3-
BecTHO. ITo kpaitHelt Mepe HEKOTODPbIE INTMKONIPOTEHABI OYEHb YCTOHYHBBI K TEMIOBOM AeHATY-
pauuu. INoBeneHue 60MBIIMHCTBA 6ENKOB, CBA3AHHBIX ¢ HOMBUIMM KOJHYECTBOM caxapoB, OKa-
3bIBAETCA aHOMAaJIbHBIM NPH HMCCIEN0BAaHHH X TEMH METOONaMH, KOTODbIE IPHMEHAIOTCA AN
omnpeneneHns pasmepa u GopMbl MOJIEKYIL.

He coBceM fiCHO H TO, Kakyi0 OHOJIOrHUECKYIO QYHKUHIO BBIMOJHAIOT CaXxapHIHble YacTH
TTHKONIPOTEHAHBIX MoJiekyl. Caxapa — 3TO CHJIbHbIE aHTHI€HbI, KOTOpbIE KaK Obl CTaBAT MH-
JIUBHAYAITBHYIO METKY Ha KJIETKH JAHHOTO OPraHK3Ma, ¢ TeM YyToObl 3allMTHBIE HMMYHHbBIE M€eXa-
HH3MBb! MOTJIM OTJ/IHYHTH 3TH KJIETKH OT HY>XepOOHbIX. Caxapa, BEpOATHO, YYaCTBYIOT B MEX-
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KJIETOYHOM y3HaBaHHH, ABJIAACh KOMIOHEHTAMH PELENTOPOB KJIETOYHON! IOBEPXHOCTH 11 Oer-
KOB, JIEMEHTOB HMMYHHON CHCTEMBI WIH JaXKe IJIA MOJIEKYJT MEHBLIErO pasMepa. XecTkocTh ca-
XapHIHBIX CTPYKTYP, HX PaCTBOPHMOCTb B BOIE H OIPOMHO€E pa3sHOOOpa3He BO3MOXKHbIX KOH-
¢durypaunit, oueBHOHO, AENAOT HX WAEANIbHLIMH A/ BLINOJHEHHA ITHX QyHkumA. He Bce riH-
KONPOTEHIb! HAXOAATCA Ha KJIIETOYHON NMOBEPXHOCTH. MHOIHE H3 HHX OOHapyXHBalOTCA B Chi-
BOPDOTKE, BBIACIAIOTCA B MHLUEBADHUTENBLHBIA TPaKT M T.OA. MOXHO IPEANONOXHTH, 4YTO
caxapHll — 3TO HEYTO Bpoae OMnera, KOTOPbIN pa3peliaer nepeHoc 6enka WiH NpenaTCTBYET
€ro pa3pyLIeHHIO KJIETKaMH 0 T€X NOp, MOKa caXxapH OCTAeTCA CBA3aHHbIM ¢ OeKoBON! MoJie-
Kyno#.

HYKJIEOIMTPOTEUbIl: HEKOBAJIEHTHBIE KOMITJIEKCHI
MEXY BEJIKAMHU U HYKJIEMHOBBIMHU KUCJIOTAMH

Kommnekcel, 06pa3yeMslie 6eKaMH H HYKJICHHOBBIMH KMCIIOTaMH, HaXOOATCA B LIEHTPE TeX
MPOLECCOB, B XOA€ KOTOPLIX B K/IETKE BOCIPOH3BOAUTCA H HCNO/Ib3YETCA FEHETHUECKAA HHPOP-
Mauusa. BiaumoneltcTBHa Mexay OenkaMH M HYKIICHHOBBIMH KHCJIOTaMH NIPHHHMAalOT MHOXe-
¢TBO HOpM — OT npocThiX cay4aes, B KoTopbix PHK unn JJHK BeicTynalor B KauecTBe Ccyo-
cTpaToB hepMEHTOB, N0 B3aUMOIEACTBHI B C/TIOXKHBIX YyIOPAAOUEHHBIX aHCAMONAX Mexay Oen-
KaMH H OHOH M/IH HECKOJIbKMMH HYKJICHHOBBLIMH KHC/1I0TaMH. B 4Mc/ie nocnenHHX — TPH THOA
CHCTEM, KOTODBIE H3YHAIOTCA OCOOEHHO LIHPOKO: BHPYCh!, XPOMAaTHH H pHOOcoMBI (Tabn. 4.1).

Tabauya 4.1
XAPAKTEPUCTHUKH HEKOTOPBIX HYKJEOMNMPOTEUOHBIX CUCTEM

Hyxneocoma 70 S-puboco- Bupyc Tabau- dar P22 AICHOBHPYC

(XPOMAaTHH) Ma E. coli HOHM MO3aHKH
Mon. Macca 2,4 - 10° 2,6 - 10° 4,0 - 10’ ~55-10 ~16- 10
Conepxanue Oenka,

% (o Becy) 45 33 95 50 87

Yucno MoNeKysn U THI
HYKJICHHOBBIX KHCJIOT 1 JHK 3 PHK 1 PHK 1 JHK 1 JHK
Yucno 6enkos 9 57 2130 ~ 500 >2500
Yucno pa3ueix 6enkoB 5 53 1 6 ~12

BOIbLIIMHCTBO GENKOB, NPHCYTCTBYIOIMX B HYK/IE€ONPOTEHAHBIX KOMIIIEKCAX, JOCTATOYHO
Majbl: HX MOJ1. Macca cocTasiseT oT 10 000 go 25 000. Ob1ueH uepTOH TaKUX KOMILJIEKCOB fABJIfA-
€TCA TO, YTO BXOAALLHNE B HX COCTaB O€JIKH CBA3LIBAIOTCA C €AHHCTBEHHOR MOJIEKYION HYKJIEHHO-
BOI KHCITOTBI M, BO3MOJXHO, 1a)kK€ C ONHHUM H T€M Xe€ ee yuacTKOM. 1o nmpeHMyLUeCTBY ITO OC-
HOBHbIE 6eNKH. B 3TOM €CTb CMBIC/, TaK KaK HX IOJI0KHTENBHO 3apPAXKEHHbIE IPYIIbl MOTYT Ya-
CTHYHO HEHTPaNH3OBaTh [OMAHHOH, KAKHM SIBJIAETCA HYKJIEHHOBAs KHCI10Ta, H 06pa3oBaTh ¢
Helt cTabUIbHBIA KoMIUTekc. OMHAKO He Bee OelKH, MPOYHO CBA3LIBAIOLLINECH C HYKIIEHHOBbIMH
KMCIIOTaMH, SBIIAOTCA OCHOBHBIMH,

PUC. 4.7. TunuuHbie caxapuabl, BXOOAHIME B COCTAB [NIMKONPOTeHnn0B. CTPYKTYPHBIE JIEMEHTLI, oOluHe
IOIA MHOTHX DejIkoB, nokasaus! B usere. A. CaxapHabl, IPHCOCOHHAIOIHECA K TPEOHHHY H/IH CEPHHY. b.
Caxapunobl, OPHCOeOHHAIOWIMecH K  acmaparuHy. NANA — N-aueTHnHeMpaMMHOBas  KHCJIOTa;
Xyl — kcuno3a; Opyrue COKpaileHHS oOnacHeHnl B moamucH k puc. 4.6, [R. Kornfeld, S. Kornfeld,
Ann.Rev.Biochem., 45, 217 (1976).]
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PHUC. 4.8. Bo3MOXHas MOOENb B3aHMOOECHCTBHA MEXAY aH THNAPAIENbHLIM CKIAAYATHIM CITOEM H IBYX-
uenoyeunot JTHK. Cnott noMemaercs B MasioM xkenobke JHK; ocH cCHMMETpHH BTOPOro NopsaKa cKiai-
4yaToro cios M jgexauwei nox wuM JHK cosnagaior. BomopoaHsle cBaizH obpasyiorcs mexay NH-
rpynnamMs nentuaos B O-3’-atoMaMu ne3okcHpubosbi. [G.M. Church et al., Proc. Nat. Acad. Sci. USA;
74, 1458 (1977).}
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Ipu MccenoBaHHH HYKJIEONPOTEHAHBIX KOMIIJIEKCOB BO3HHKAIOT TaKHE )K€ BOMPOCHI, YTO H
B ClIy4yae APYIUX CTPYKTYP, 0Opa3oBaHHBIX H3 Pa3HbIX MakpoMorekyl. Tak, XoTenocs 6bl 3HATh
JIOJTI0 KOHTAKTOB 6eT0K—O€ENIOK H HyKJIEHHOBAasA KHCIOTa—HYKJICHHOBAA KHCJIOTA B CPABHEHHH C
IoJIel reTeporeHHbIX KOHTAKTOB. ITpeaenbHbIMH CliyuasMH MOTJIH Obl OBLITH T2KHE KOHTAKThl
MEXIY MOJIEKYJION HYKIIEHHOBOM KHCJIOTHI H MYJILTHIPOTEHAHBIM AIPOM HITH MEXOy OENIKOBbI-
MH MOJIEKYJIAaMH M TIOJIHHYKJIEOTHAHBIM SOPOM.

Kakwue cymecTByioT cneurdHueckie B3aHMOOEHCTBHA MEXIY HYK/JICOTHAAMH H aMHHOKHC-
JOTHBIMH ocTaTKkaMHu? Ec/iH 30ech H €CTh Kakou-1160 MPOCTOi KoM, ¢ NOMOLLbIO KOTOPOro 3TH
MOJIEKYNIbI Y3HAIOT APYT APYyra, TO NOKa €ro He yaanochk pacuuépoBaTh. BecbMa pacnpocrpa-
HEHbI B TAKUX CHCTEMAX TeCHOE B3aMMOIeUCTBHE MeXaY JH3IHHOM MO0 apruHUHOM U ¢ochaTa-
MH H HHTEPKATALHA IJIOCKHX apOMAaTHYECKHX aMHHOKHC/IOTHBIX OCTATKOB MEXAY OCHOBAaHHA-
MH NOJIHHYK/IeOTHOHOM uenH. Mcnonb3oBanue MoseKyISpHbIX Mojeselt OKa3bIBaeT, 4yTo (op-
Ma (3-CNIO€eB NO3BOJIAET M XOPOILO Pa3MECTHTLCA B OOHOM M3 Xeob6koB asyxuenoveuynoit JHK
(puc. 4.8). CornacHo ApYruM MoAeNbLHBIM MOCTPOEHHAM, a-CIIHPAH, coaepKale B 60bIIOM
KO/IMYECTBE aprMHHH WM JIM3MH, MOTYT pacnojaraTbCsi B OONBLIOM HIH MajloM enobkax
neoitHo# cnupand JHK u HefiTpanuioBaTh docdaTsl Ha 06eHX CTOPOHAX Xenobka.

OO6pa3oBaHHe BOJAOPOIHBIX CBA3EH MeXAY aAMHHOKHCIOTaAMH H OCHOBAHHAMH MOJXET NPHBO-
JUTDb K CrieUM$HYECKUM, 3aBHCALLMM OT NOC/IEI0BATEIbBHOCTH B3aUMOAEHCTBUAM Mexay 6enka-
MH H OJHOLENOYEYHLIMH HYK/IEHHOBBIMH KHMciaoTaMH. Hanpumep, B cMmecax IMCO — Boapa
KapOOKCHIaT-aHHOHBI (MOAETHPYOIKMe GOKOBLIE rpyNINbl acaparuHa H rinyTaMHHa) obpasylor
KOMIIJIEKC C TYaHHHOM, B 30 pa3 60Jiee MPOYHBIH, YeM KOMILIEKC MeKAY T'YaHHHOM M LMTO3HHOM
B TeX Xe ycaoBHAX. Cpeau NATH OOBIYHBLIX OCHOBAHHMI HYKJIEHHOBBIX KHC/IOT TOJIbKO I'YaHHH
MOJXET BCTYNAaTh B ITO B3aHMOJENCTBHE.

0---H—N N
/7 AN
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H

Takoe B3auMOOeHCTBHE OOBACHAET, MOUYEMy KHCJIble BenkH o0pa3yroT NpoYHbIE KOMIUIEKCHI ¢
HYKJICHHOBBIMH KHCJIOTaMH.

H3MenatoTcsa u Gu3nyeckue 1 XHMHYECKHE CBOACTBA GENKOB HIIM HYKJIEHHOBBIX KHCJIOT NIPH
HX 00BbEeIHHEHHH B HYK/IEONPOTEHAHbI aHcaMO1b? Kak MpaBHiIo, Ha 3TOT BONPOC MOXHO OTBe-
THTb YTBEPAMTENIBHO, HO BO MHOTHX CJIyYasiX HEH3BECTHO, MPOHUCXOMAAT JIH TaKMe H3IMEHEHHS
Gnarogapsa NpocTo KOHGOPMALMOHHBLIM IEPECTPOAKAM, BbI3BAHHBIM OJHHM KOMIIOHEHTOM B
OpYroM, HWIH HMEIOT MECTO KakHe-To Oosiece npaMsie pdekThi. K npuMepy, nposBafioTCA IH
KakHe-1M60 ocoOble CBONCTBa aMHHOKHCIOT HJIH HYKJIEOTHIOB NPH HX HEMOCPEACTBEHHOM KOH-
TakTe? BONBLUIMHCTBO HYKJIEMHOBBIX KHCIIOT CYINECTBYIOT TONBKO B BH/JE KOMILJIEKCOB ¢ Oenka-
MH, MOCTIEOHHE XKE MOTYT HAXOOHUTbCA H B CBOOOAHOM COCTOAHHH. MHTEPECHO BBIACHUTH, 00na-
AaroT M 6eNKkH, CBA3LIBAIOILUMECA C HYKJIEHHOBLIMH KHC/1I0TaMH, KaKHMH-THO0 0OIIMMH CBOKHCT-
BaMHM,OTJIHYHBIMH OT CBOHCTB APYTHX PaCTBOPHMbIX 6€1KOB. ECThb yKa3aHHA Ha TO, YTO MHOTHE
6enKH, KOTOPbIE CBA3AHBI C HYK/IEMHOBBIMH KHCJIOTAMH, MeHee 106y IApHbI, 4eM oObiyHblEe He-
6osbine OenkH, HO NOKa HEACHO, HACKOJILKO YHHBEPCATLHO 3TO CBOHCTBO.

BEJIKX 1 HYKJIEMHOBBIE KHUCJIOThl BUPYCOB

OOGBIYHO BHPYCHI COCTOAT M3 HYKJIEMHOBOM KHMCJIOTBI H OKPYXalollieH ec 6eTKoBoM 060MOUKH.
IMpocTeiumit nanoYkOBHAHBIA BUPYC, COCTOALLMIA H3 €AMHCTBEHHOH oaHouenoyeuHo#t PHK u
MHOXECTBA KONHil oaHoro 6enka, — BHpyc TabauHoit Mo3auku. benok 6e3 yyacrus PHK cobu-
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Panuue

BYHKLIMH 3penle JHK

gp5
gp"_g_p_lﬁ gps8
gp20, gp/’

gp8
3aBeplreHHe
Vnakoska CGopka cGopkm Beeaenue C6opka
Jusuc AHK Kal'leH,Ela Kancuaa JHK R OTPOCTKA
sie A —r—
1319 3 1 2 8 5 4 10 267 20 16 mnt ant ¢

PUC. 4.9. Cxema c6opku Gaktepuodara P22, uaduunpyroluero S. typhimurium. gp—NpOAyKThI FEHOB da-
ra. Ha nepBoM atane o6pasyercs chepHuecKuit MPOKAINCHA, COCTOAILMA B OCHOBHOM M3 gp5 u gp8. Korna B
KancuI NPOHHKAeT 4acTh KoHKaTemepHo# JTHK, gp8 (6enok, oTBeTCTBEHHBIH 3a noaaepkanue GopMbr)
yxonuT. BayTpu xancuna JHK ykopauuBaeTcs 00 HYXHOM [UTHHBI. 3aTEM OCYILECTBIIACTCH cbopka oT-
poctka dara. [J. King et al., Cell, 15, 551 (1978).]

paercs B CTPYKTYDY, GaKTHYECKH HAEHTHYHYIO TIPUPOAHOMY BUPHOHY (1. 2). Takum obpa3om,
x0Ts 6€JI0K U HaXOAHTCA CHAPYXKH, [10-BUIUMOMY, HMEHHO OH ABJIAET CA OPraHHU3YIOLIMM AAPOM
cTPYKTYpbl, a PHK yuib onpenensiet ee anudy. PHK y 310ro Bupyca cMnbHO BbITsHyTa. CT3-
KHHT MEXOY OCHOBAaHHAMH OTCYTCTBYET, 3aTO OCHOBAaHHA B3aUMOAEHCTBYIOT ¢ 6enkoM. Takum
o6pa3oM, BO Bpemst c6opku Bupyca cTpykTypa PHK noimkHa KOpeHHbIM 06pa3oM H3IMEHHTLCA
10 CpaBHEHHIO ¢ TOH, 4TO OblIa B PaCTBOPE.

MHorue BHpychl 6akTepuil (6akTepuodaru) cocTosaT u3 6eIK0BOI rOJIOBKH, HIH KallCHAa, B
koTopyo 3axmodeda JJHK unu PHK. Ha puc. 4.9 nokasansl 3Tanbl cGOpKH OAHOTO H3 TaKHX BH-
pycoB. MHorna xancua cobupaeTcs He3aBHCHMO, a 3aTeM B Hero BBoauTcs JHK npakTuueckn
6e3 H3MeHeHMA CBOHCTB kancuaa. M3BecTHnl W apyrue ciydyau, koraa Baeaenue JHK
COIMPOBOXK/IAETCA 3aMETHBIMH H3MEHCHHSIMH B CTPOEHHH M COCTaBe Kancuaa. M HakoHel, ecTh
CrlyuaH, KOTAa pa3Mep KalCHAa, MO-BHANMOMY, OTpPENesseTcs pa3MepOM HAaXOMAILEHCs B HeM
HYKJICHHOBOM KHCJIOTBI. B 6051€€ COXKHBIX BUpPYcax NOMHUMO GenkoBo# 060104kH HMEETCS H
OesikoBOE AOPO.

BuaMMO, NMPHPOAA MCHOMB3YyeT LeNblii Habop MeXaHH3MOB, YTOOLI OpraHu3oBaTh COOPKY
BHPYCHBIX HYKJIEONIPOTEUAOB. /1 BceX CTPYKTYD XapaKTEpHO HAJIHYHE MHOXKECTBA KOHTAKTOB
6enok — 6enoK; 06 3TOM MOXKHO CYAUTh HE TOJILKO IO BHEILIHEMY BHAY BUPYCHBIX YaCTHIL, HO H
10 TOMY, 4TO HX COOpKa MOXET OCYLIECTBIATBLCA B OTCYTCTBHE HYKJICMHOBBIX KHCJIOT. 3@ HCKIIO-
YeHHEM NMAIOYKOBHAHBIX BHPYCOB, MHOXXECTBO KOHTAaKTOB HMEETCSA H Ha yPOBHE HYKJICHHOBOM
KHCNOTBI; B HUX, BEDOATHO, MPUHUMAIOT YYacTHE HEKOTOpbIE BHYTpeHHHe 6enku. Takum obpa-
30M, B 3TUX BHpYcaX GeSIKOBblE€ H HYKIIEHHOBbIE KOMIIOHEHTHI B 3HAYHTEIBHOM CIIENEHH pa3ere-
HbI B COOTBETCTBHH C TEM, YTO O€JIOK BBINMOTHAET QYHKUHIO YIIAKOBKU AJIA NIEPEHOCA, 3ALUHTBI H
BBE/ICHHS B KJIETKY HYKJIEHHOBOH KHC10Thl. HekoTopble GepMEHTbI, YUacTBYIOLLHE B COOPKE BH-
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PYCOB, YYBCTBHTENbHbBI K COCTOSHHIO OPraHH3alHy BHPYCHOM yacTuusl. K npuMepy, OenkH, ko-
Topble GparMEHTHPYIOT ANMHHHBIE MONeKynbl JHK-npennecTBeHHHKOB, He QYHKIIMOHHPYIOT B
clIyyae H30JIMPOBAaHHOM HYKJIEHHOBOMH KHCJIOTHI — I/ HUX TPeOyeTcst NPUCYTCTBHE 3aNOJTHEH-
HOTO Karnchaa.

B3AUMOIENCTBHUE MEXIY PHK U BEJIKAMU B PUBOCOMAX

O61uas kapTHHA 6ENKOBO-HYK/IEMHOBON OPraHH3alMid pHOOCOM CHITBHO OTJIMYAETCs OT TaKo-
BOIi [1s BUPYCOB. [/Is Hee XapakTEepHO Ha/IHYHE MHOXECTBA KOHTAKTOB MeXay OenkaMu U Hy-
KJIEHHOBBIMH KHCJIOTAMH, MPHYEM 3TH KOHTAKThI, IO-BHAHMOMY, SBJIAIOTCA OUEHL TECHBIMH.
Hanpumep, MHOTHE PHOOCOMHBIE 6ENKH CBA3BIBAIOTCA C ONpPeAEIeHHBIMH YYaCTKaAMH PHOOCOM-
Hbix PHK (pPHK), 3ammiuas ux ot gepMeHTaTHBHOIO paciuenieHus. MeoT MecTo H Koone-
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PHC. 4.10. Bo3amoxHas BTOpHYHAs CTPYKTYpa HeGomnbiuol yactu 16S-pPHK E. coli. Ykazans! obnacth,
JallMILIEeHHbIE OT PacLIeNICHHs HyK/1ea3oi, B Tex cryyanx, koraa Kk PHK no6asnenst no otaensuoctH 6en-
ku S8 H S15 (1), korma 3T Genku goOaBNeHBI OMHOBPEMEHHO (2) H KOrda OXHOBPEMEHHO NMPHCYTCTBYIOT
6enxu S8, S15, S6 u S18 (3). [R. Zimmermann et al., Nucleic Acids Research, 2, 279 (1975).]
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paTHBHbIE 3Pt eKThI, KOIAa ¢ HYKJIEHHOBON KHC/IOTON OAHOBPEMEHHO CBA3bIBaETCAA Honee oAHOM
Monekynsl Oenka (puc. 4.10).

CornacHo cOBpeMEHHBbIM MpeacTasieHusM, pubocoMHsle Genkd B oTcyTcTBHe pPHK Bpsan
JIM MOTYT CaMOCTOSITENIbHO COOHPATHCA B KaKy10-THOO yNOPAAOYEHHYIO MAKPOCTPYKTYpY. delt-
CTBHTEJIBHO, B PACTBOPE yAaN0Ch OOHAPY)XHTh BeCbMa HEMHOTO crielliHYECKHX MapHbIX KOH-
TaKTOB MeXAy pHOOCOMHBIMH GenkaMu. B onbiTax Mo ClHBaHHIO, IPOBEACHHBIX HA HATHBHBIX
pubocoMax, NoKka3aHoO, YTO MHOTHe OelKH pacnonoxkeHbl 1OCTATOYHO OH3KO APYT K APYTY, Ol-
HaKO HEM3BECTHO, CKOJIBKO OENIKOBBIX Nap HEMOCPEACTBEHHO KOHTAKTHPYET U ABJAIOTCA JIH 3TH
KOHTAKThl HOCTATOYHO IIPOYHBIMH, YTOOBI BHECTH CYLLECTBEHHBIN BKIald B CTaOHIH3aLIMIO KO-
HeyHol cTpykTypsl. (Ha puc. 1.7 npuBeaeHa cxeMaTHyecKas KapTHHA OeIKOBO-HYKJIEMHOBOH
oprauu3auuu 70S-pubocoMbl U pa3nuyHbiXx S0S-yacTHI.)

Cobonubie pubocomusie PHK o6nanaioT 4eTko BeIpaX€eHHON BTOPHYHOH, a Tak»xe, BEpO-
ATHO, H TPETHYHOMN CTPYKTYPO#H. BONMBIIHHCTBO AaHHbIX CBHAETENBCTBYET O TOM, YTO XOTHA NPH
ynakoske pPHK B pn6ocoMe NMpOHCXOAHT CYLLECTBEHHaA KOMIAKTH3aLHA MOJIEKYNBI, €€ BTO-
PHYHAs CTPYKTYpa H3MEHAETCA He3HauUuTenbHO. MHOTHe HabmoaeHHA HaBOAAT Ha MbICIb, YTO
no cpaBHeHH1o co ¢cBo6oaubiMH PHK uncno kourakroB PHK — PHK B pubocoMe yBennuusa-
€TCA He3HauHTeNbHO. EC/H 3TO Tak, TO OCHOBHBIM (pakKTOPOM, CTaOHIM3HPYIOLIHUM IOOYIAp-
Hble pHOOCOMHBIE CYOBbeIHHHLBI, AO0JKHO ObITh BiauMoaehcTBHe Mexay PHK u Genkamu.

Kondopmauns ppbocoMHBIX cyOuacTH oyeHb mabuibHa. X cBOMCTBA CyUIeCTBEHHO H3Me-
HAIOTCA NIPH CBA3BIBAHHM C HEKOTOPbIMHM HeOonbumMH Oenkami, TPHK i aHTHOHOTHKAMH.
Myrauuu, 3aTparuBarolie GeikM oAHON cyOuacTHLBI, MHOTAA CKa3biBalOTCA Ha PYHKUHOHHPO-
BaHHH Apyro#t cybuacTHibl. B cHcTeMax MeHbILEro pasmepa 3pdheKkThl TaKOro poaa oObIYHO HE
HabmonawTca. Ecid 3TH 3 dekThl HMEOT 6HOMOTrH4YEeCKHH CMBICTT, 3TO MOXKET OOBACHHUTD, NO-
yeMy NpMpoOAa AJIsA onpeae/ieHHbIX Lieel co3aana TakHe CJIOXHbIE CTPYKTYPbI.

CBOICTBa OTAENBHBIX PHOOCOMHBIX KOMIIOHEHTOB B 3HAYHUTEBHO! Mepe 3aBHCAT OT COCTO-
AHHA BCelt cHcTeMbl. HanpuMep, NMM3HHOBBIE IPYNIbI OOHOTO H3 6eNKOB B CBOGOOHOM COCTOA-
HHH XHMHYECKH HEaKTHBHBI, HO CTAHOBATCA NOBOJIBHO aKTHBHBIMH B pubocome. Benok komu-
unH E; Bei3siBaeT cneuuduueckoe pacwennenne 16S-pPHK n3 30S-cyGuacTHub! TONLKO B HH-
TakTHo#i 70S-yacTHue, HO He B cBoOoaHOM 30S-cybuacTrue nian ceoboauoit PHK. MMenHo Ha
YPOBHe pHOOCOMBI HITH e¢ CYOUaCTHII NPOABIAIOTCA COCOOHOCTDL K CBA3BIBAHHIO H (hepMeHTa-
THBHas aKTHBHOCTb. BbIJ1I0 Obl HHTEPECHO Y3HATh, BHINOJHAIOTCA JIH 3TH QYHKUHMH OTAENbHBI-
MH GeNkaMH (TIpH YCJIOBHH, YTO aHCAaMOJIb MEPEBOAUT MX B aKTHBHYIO KOHGOPMAIMEIO) HITH XKe
MHOTOYHCJIEHHBIE KOMITIOHEHTBI HA CAMOM JieJie AEHCTBYIOT COTJIACOBAHHO Ha HEKOTOPLIX KaTa-
JIMTHYECKHX 3Tanax 6eJKOBOro. CHHTE3a.

XPOMATHH: MEPAPXHW OPTAHHU30BAHHBIX CTPYKTYP

3a nocneaHHe HECKOJBKO JIET NMPOU3OLLIH 3HAYHTE/IbHBIC H3MEHEHUA B HAILHX NpPEACTAaBIe-
HHAX O CTPYKTYpe xpoMaTHHa. CylLECTBYET HECKONbKO YPOBHeEN ee opraHu3auuu. Kommmekc
OHK ¢ n8Th0 THOAMH THCTOHOB 00pa3syeT peryaapHylo yNnopsaaoYeHHYIO CTPYKTYpPY. Ee ocHOB-
HOM eAMHMILICH ABNIAETCA HYKJIEOCOMA, MO-BUAMMOMY, colaepikaiuas (1) no ase MONEKyIbl KaXao-
ro rucrtona H2a, H2b, H3 u H4, (2) onny Mmonekyny ructoHa H1 u (3) okono 200 nap ocHOoBaHH#A
asyxuenoueynot JTHK. Hykneocomsl pacnionosxxensl Baosb Mosiekyinbl JHK, kak 6ycuHbI, IpH
3TOM KaXas U3 HUX OTHENEHA OT COCEHUX yyacTKOM cBobonHon JHK.

CyuiecTByOIUHE MOAEIH TOATBEP KA 0T NPEACTAB/IEHHE O HYKJIEOCOMHON KOpP-4acTHIIE, CO-
nepxkaiueit (1) okono 140 nap ociopanut JIHK u (2) Bce ructonsi, kpome H1. Kop-yacTuna o6-
JIAOAET OCBKO CHMMETDPHH 2-TO nopsaaka. EcTe yoenuTenpHble JaHHbIE, YTO THCTOHBI HAXOAATCH B
ee ueHTpe. O6HapyXEHO, YTO HEKOTOPLIE Napbl TMCTOHOB 06pPa3yIOT B PacTBOPE CTAaOMJIbHbBIE
OHMEPHBbIE KOMIIEKChI, HAOMIOOAMHCh TaKXKe H TeTpaMepHble OeTKoBble KOMIUIEKChI. BeposaT-
Ho, [IHK HamoTaHa peryispHbiM 00pa3oM BOKPYr 3THX OenKkoBbIX TeTpamepos. UMerowuxcs
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PUC. 4.11. CxeMa CTPOEHHS IIOBTOPSIOLIEHCS CyObeIMHALLI XPOMaTHHA SyKapHOT. M306paxkeHHas CTPYK-
Typa (KOp-4acTHIa) SABIAETCA YHCTO YMO3DHTENBLHOMR, HO BecbMa mpasonoaobuolt. Cy6senuHuna coaep-
JKHT IO IBA M3 YeTHIPEX YIIOMAHYTBIX B TEKCTE THCTOHOB. YKa3aHO BO3MOKHOE I0JIOXKEHHE OCH CHMMETDHH
C,. Taxas CAMMeTpHYHAs OPraHH3aLMA CTPYKTYPhI BIOJIHE BEPOATHA, €CITH YIECTh COCTaB GesIKOB H HaIH-
yue B JIHK ocH nceBIOCHMMETPHH Cz- JlanHOE pacnosioKeHue GeNKoB CoryiacyeTcs ¢ TEM, YTO H3BECTHO O
6GeNKOBBIX MOACHCTEMAX H CIIMBKAaX MeXIy GelTkaMH, HO 3TO OTHIOAb HE CAMHCTBEHHAs BO3MOXHAA HHTEP-
npeTanus MMEIoIMXca AaHubIXx. Kak nokaszano, JTHK umeeT nontopa TopouaaibHbIX CBEPXBUTKA (CM. L.
24).

naHHbIX 06 opranmsanuu JHK nocTaTo4HO Ayis TOrO, YTOOBI CTPOMTH IE€TaJIbHbIE MOIEIH,
noxo6HbIe TOM, YTO MOKa3aHa Ha pHC. 4.11, HO UX HE XBaTaeT, YTOObI CPEAM ITHX MOJEIIEH BbI-
6path enMHCTBeHHYI0. KpOoMe TOro, ecThb 10Ka3aTenbCTBa, YTO HYKJI€OCOMBI, COAEPIKAILIHE akK-
THUBHO TPaHCKpUOMPYIOLHECS TeHbl, UMEIOT 60Jiee pa3BEPHYTYIO CTPYKTYDY, Y€M HYKJIEOCOMBI
C HE3KCNPECCHUPYIOLIUMHUCS T€HaMHU.

B kop-yactuie Hykiaeocombl JJHK ynmakoBaHa Tak, 4TO €€ NPOTSKEHHOCTb COCTaBJISET
Tosnbko 1/7 nnunbl Monekynsl JJHK B B-¢popme. Mrpaer nu posnb B TakoH ynakoBKe B3aHMO-
nericreue JJHK—IOHK — HesicHo. M3BeCTHO, OJHAKO, YTO B HEKOTOPBIX YCIOBHUAX MOXXHO
xommnakTu3oBaTh JJHK U B OTCyTCTBHE T'HCTOHOB.

Ipuponsnbiit XxpoMaTuH nomuMo ructoHoB U JTHK conepxuT B pasjMUHbIX KOJIHYECTBAX
MHOECTBO APYTHX 6ekoB. OHH Ha3bIBAKOTCA HETHCTOHOBBIMM GenkaMH Kak 6b1 B 03HaMEHOBa-
HHE TOro, YTO MbI O HUX [TIOYTH HUYEro He 3HaeM. VX KOJTMYECTBO ¥ THII 3aBUCAT OT TKAHHU U Me-
HAIOTCA B IUMPOKHX mpenenax. OQHM U3 3TUX OeKOB, BAIUMO, HIPAIOT POJIb B IKCIPECCHH re-
HOB, JpyTHe NPUHHUMAIOT y4acTHe B GOPMHPOBaHUM CTPYKTYp Goee BLICOKOro nopsiaka. Bius-
JOT JIM 3TH GEJIKH Ha CTPYKTYpY WIH Ha IOJIOXKEHHE OTAENbHBIX HYKJIEOCOM — HEHU3BECTHO.

CylUecTBYIOT YeTKHE YKa3aHHA Ha TO, YTO in vivo (M B KOHLEHTPHPOBAHHBIX reJifiX in vitro)
LENOYKH HYKJIEOCOM CBODAYMBAIOTCH B CIHMPAJIbHBIE COJIEHOMAONOAOOHBIE 0Opa3oBaHus. Ilo-
ClIE[IHME B CBOIO OYEPENb OPTraHM3YIOTCA B elle 6ojiee CIOXKHbIe CTPYKTYPhl. B MeTada3HbIx
KJIETKAaX XPOMATHH YTIaKOBaH B cielMbUIECKue CTPYKTYPBI, Ha3bIBa€Mble XpoMocoMaMHu. [leta-
JIM MEXaHHM3Ma YIIaKOBKH U KOHEYHast CTPYKTYpPa XPOMOCOM — 3TO BaKHbl€ NPo6eMbl, KOTO-
pble TNPENCTOMT DPEelaTh CIEAYIOLIEMY NMOKOJIeHHIO Guodusmueckux xumukos. Heobxomumo
NOMYEPKHYTh, YTO Y IPOKAPHOT, [0-BUOAMMOMY, HET XpoMaTHHa, onHako ux JTHK Toxe ynoxe-
Ha B KOMIIAKTHBIE CTPYKTYPBI, O KOTOPBIX TaK)Xe JaJIEKO HE BCE U3BECTHO.

4.3. JIlunuapl B 6MOJIOrHYECKUX MEMOpaHax

Bce xuBbI€ KJIETKH OKPY)XXEHbI HApY>KHO! MeMOpaHo#, KOTOPYIO HHOT1a Ha3bIBalOT Mjla3Ma-
THYECKOU. DTa CTPYKTYPA OTIENAET COAEPKMUMOE KIIETKH OT BHEIUHEH cpenbl. OHa neicTByeT
KaK CBOEro pona (GUIbTP, NPONMYCKAIOWIMMA OJHM MOJIEKYJIbI (2 MHOTAA U CHOCOGCTBY LKA HX
IPOHHKHOBEHHIO) M 3a[eP>KUBAIOLLMI apyrue. KpoMe TOro, Ha Hapy>kHOH MemGOpaHe ObiBalOT
DAaCIONOKEHbI PELENTOPLI, C MOMOLIBIO KOTOPBIX KJI€TKa COO6LIAETCs ¢ BHELUHEH CPENoH U ¢
JPYTUMH KJIETKaMH.
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OnHaxko MeMOpaHHbIe CTPYKTYPbl MO)KHO HalfTH He TOJIbKO Ha nepudepny kiaeTkd. HanpH-
Mep, B 3YKapHOTHYECKHX KJIETKaX HMeeTcs MeMOpaHa, KoTopast OTAENAET AApO OT OKPYKaroLeh
UMTOMIa3Mbl. DYKapHOTHYECKHE KJIETKH HMEIOT TaKkxKe OOLUHPHYIO CHCTEMY MeMOpaHHBIX Ka-
HaJ10B, Ha3bIBAEMYIO FHAQIUIA3MATHUECKHM PETHKYJIYMOM. CyLIEeCTBYIOT H Apyrue MeMOpaHHhlI,
KOTOpbIe 00pa3yroTca B 0COOBIX Cllyyasix, HallpUMEpP MHEJIMHOBas 0060Ji04Ka BOKPYT aKCOHA H
Tak Ha3blBaeMble IHCKH B HapYKHOM CEIMEHTE MaJlOueK CeTYaTKH.

CTpPYKTYPHYIO OCHOBY MeMOpaHbl COCTABAAOT aMpHUHIbHBIE THIHAHBIE MOJEKY/IbI. AM-
dubuUnLHBIE COCOHHEHHA COAEP)KAT [Ba OCHOBHbIX KOMIIOHEHTA: MOJAPHYI0 rpynmny u Gonee
MPOTAXKEHHYIO HEMOJIAPHYIO YacTh. MONeKybl 3TOroO THMNA JiIerko 06pa3yloT NBOAHBIE CIIOH, KO-
TOpbIe CAMOMPOH3BOJILHO CBOPAUYHBAKOTCA B MEMODPAHHbIE Y3bIPbKH (BE3HKYbI). B 6uonornye-
CKHX MeMOpaHax B 3THX OHC/I0SX pPacno/aralroTcs MOJIEKYJIbI paga OekoB.

JIUNMMUAHBIE KOMITOHEHTHBI MEMBPAH

C TOYKH 3PEHHA XHMHYECKOTO COCTABA OT/IHYHTENbLHON yepTOi MeMOpaH ARIAETCA BBICOKAA
KOHLCHTPALMA B HHX JIMITHAOB. DTH MOJIEKYJIbI JIETKO 3KCTPArHpyloTCcs H3 MeMOpaH ¢ NoMOlLLIbIO
OPraHHYECKHX pacTBODHTENER H IUIOXO PAacTBOPAKOTCH B Boae. MeM6panHble THIIHAB — 3TO B
OCHOBHOM 0c0ObIe aMbHDHIBHBIE MOJIEKY/Ibl, HMEIOLUHE AJIMHHbIE YI/IEBOAOPOAHBIE XBOCTHI, &
TaKKe X0NeCTEPHH HiH ero 3¢upnl. Oco6eHHOCTH 3THX MOJIEKYJ H HX B3aUMOACHCTBHA B 3HAYH-
TENLHOW CTENEHH ONpPeNesiOT CTPYKTYPY H CBOUCTBa GHOMOrHYECKHX MeMOpaH.

B 6onbliHHCTBE ciyyaes aMbHUIbHbBIE COEAHUHEHHA — 3TO ochonunuabl (IGUPLI riuLe-
podocdara), HMEIOLUKE CAEAYIOLYIO CTPYKTYDY:

O 0] O~
[ I

C=0 C|=O

|

R! R?

rae XupHbie kucaoTel (RICOOH u RZCOOH) 3TepHbHLMPOBaHBI IO ABYM T'MAPOKCHIBHBIM
rPYyNnaM rIHUEPHHA, a TIONAPHas rpynna X npucoeauHeHa K dochaTy. AnkaabHbie rpynmns! R!
H R? XHDHBIX KHC/IOT — 3TO [/IHHHBIE YT/ICBOAODOAHBIE LIETIOYKH, KOTODPbI€ MOTYT ObITH HaChI-
LUCEHHBIMH JTHOO HEeHACHILUEHHbIMH. HekoTopble HX 3THX rpynn npeacrabjieHbl B Tabia. 4.2.
I'pynna X BMecTe ¢ hochaTHOR yacThio 06pa3yeT NONAPHYIO roNOBKY, KOTOPas B 3aBHCHMOCTH
oT 3apsAna X MOXeT ObITh B LIe/JIOM 3apsK€Ha HIIH He 3apsixkeHa. HekoTopble H3 3THX rpynn mne-
peurcneHs! B Tabmn. 4.3.

Csou Ha3panus $ocoMHMHABI MOMYYalOT B 3aBHCHMOCTH OT 3aMeLIalonmx rpynn R u X.
Hanpumep, ecmt RICOOH = R2COOH — 3T0 nanbMUTHHOBaA KHCIOTA, a X — XOJHH, TO
tdochomnua Ha3piBaerca qunansMmuTowndochaTHaHnxonuHoM. PocdoNHITHABI, COAEPKALLIHE
XOJIHH, HHOT[A Ha3bIBAIOT JIEUMTHHAMH,

YV HekoTOpBIX hochonmunmuaoB ANMHHHEbIE ATHbATHYECKHE LUEIH MPHCOSIHHEHbI K rmuepodoc-
¢aTy He uepe3 IQUPHYIO CBA3b, XOTA 06Lan aMPUPHIILHAA CTPYKTYPA Y HHX OCTAETCH NPEKHEN .
Huxe npuseaeHb! HEKOTOPHIE MPHMEDPBI TAKOTO POJa.
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Tabnuya 4.2

Yucno
aToOMOB CrpyxTypa Ha3spaune xHcnoTbl
yriaepona CHCTEMAaTHYCCKOE TPHBHANBHOE
HaceiteHHble )Kﬁpuue KHCJIOTBI
12 CH3(CH2)10COOH HonexaHosas JlaypuHoBas
14 CH3(CH2)12COOH TerpanexaHoBas MEpHCTHHOBaA
16 CH,(CH,),,COOH IexcanekaHoBas ITanbMATHHOBas
18 CH3(CH2)16COOH OxTajgexaHoBas CreapuHOBas
20 CH,4(CH,) 1sCOOH Ohko3aHOBaA ApaxuHoBas
24 CH3(CH2)22COOH Terpako3anoBas JIrHouepuHoBas
HenachlienHbie XHPHbIE KHCIOTBI (€C/IH HHOE He YKa3aHO, TO ABOMHbIE CBS3H HAXOMATCA B yuc-KoHGHUrypauun)
16  CH;3(CHsCH=CH(CH,),COOH 9-T'excanenesoBas INansMUTOONEHHOBAS
18 CH,4(CH,);CH = CH(CH,);COOH yuc-9-OxTancueHoBas Oneunobas
18 CH4(CH),CH CH(CH,),COOH mparc-9-OkTageueHo- OnanauHoBas
(mpanc) Bas
18 CH3(CH,),CH=CHCH,CH=CH(CH,);,COOH yuc, yuc-9,12-Oxra- Jlunonesas
IleKaaUEHOBas
18 CH3CH,CH=CHCH,CH=CHCH,CH = CH(CH,),COOH 9,12,15-OkTanexa- a-JIHHONeHoBas
TPHEHOBas
20 CH 3(CH),CH=CHCH,CH=CHCH,CH=CHCH,CH = CH(CH,);COOH 5,8,11,14-Ditko3aTet- ApaxuioHOBas
paeHoBas
19 CH4(CH)HC —;H(CH2)7COOH JlakTobaunnnosas
C
H,
19 CH3(CH2)7 CH (CH2)8COOH TybepkynocTeapu-
| HOBast
CH,;
24 CH4(CH,),; CH COOH Llepebponosas
|
OH
1) A, L. Lehninger, Biochemistry (New York: Worth, 1975}, p. 281; A. White, P. Handler, E. L. Smith, R. L. Hill, I. R. Lehman, Principles of Biochemistry (New York: Mc-

Graw-Hill, 1978), pp. 39 — 40.
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O
H H H |
CH,—(CH,);;—C = C— C — C —CH,—0— P —0—CH,—CH,—*N(CH;),
H | ! ]
HO NH 0o~
I
0o=C
|
R
Chdunrommenny
H H H
R!'—C =C— C — C —CH,—0—-X
H | |
HO NH
I
C=0
{
R2
I'nuxommun (X — caxapun)
o)
|
H),C— CH,—CH,—0—P —0—X
[ | |
o O (o
| |
O0=C CH
| [}
R! CH
|
R2
Inasmanores

B cny4yae rimHkoNHOHAOB rpynna X — 3TO yrieBOAHbIH MOHOMEP HIH onuroMep. ChuHromue-
JIHH H TJIHKOJIMITHB! ABJIAIOTCA IIPOM3BOANBIMH HE IVIMIEPHHA, a COHHrO3HHA:

H H H
CH,—(CH),—C = g— Cc —-C —CH,0H
| |
HO NH;
Cdunroaun

JKHMPHOKHCIIOTHAA LieNb NPHCOEAHHAETCA ¢ MOMOLLBbIO aMHAHOM, a He 3upHoit cBa3u. C apyroit
CTODOHBI, TUIa3MAJIOTEHB! SIBJISIOTCA NMPOH3BOAHBIMHM TNIHLEPHHA, HO OAHA H3 CBA3eH Mexay
anudaTHyeckoft LENbi0 H TNTHUEPHHOBOM 4YacThI0 MOJEKYNbl TNpencTamiser cobod oS-
HEHACBILICHHY 10 YPHPHYIO CBA3b.
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Tabauya 4.3.
CIHAPTHIL, BXOOAIIHUE B KAYECTBE INOJIAPHBIX X-T'PYIII
B COCTAB HAMBOJIEE PACITPOCTPAHEHHBIX GOCOHOTITHLIEPHIOBY
PochornuuepHa CMpTOBOH{ KOMITIOHEHT
®ochaTHANIITAHONTAMHIH HOCH,CH,NH,
®ochaTHAHIXONHH HOCH,CH,N(CH,),
dochaTHANNCEDHH HOCHZCHNHZCOOH
HO OH
H OH
®ochaTHOHNHHOIHT
HO H
H OH
dochaTHONNTTHUEPHH HOCHZCHOHCHZOH
®ocaTuann-3'-O- O
aMHHOAUMITTHLEDHH !
HOCHZCHOHCHZO— C
|
R— CH
I
NH,
(0]
I
Kapauonunux HOCHOHCHZ—O—P — O—CH, CH— CH,
| | |
OH fo) fo)
| |
0= 0=¢C
| |
R! R?

b ATOM BOZODOIA, BMECTO KOTOPOTO TMIPHCOCAHHAETCH ¢OC¢8T, BbLAENEH NMONYXXHDHBIM lll'plleOM.

Hpyro#t ocCHOBHO KOMIIOHEHT MeMOpaH — 3TO XONECTEPHH H €r0 NPOH3BOIHBIC.

CH,
CH,
CH CH,
N\ /
CH, CHZ—CHZ—CHZ—C\I'\i
CH,
HO XonectepuH

I'MapoKCH/IbHAA IPYIIIa HHOTA COEAMHAETCA C XXHPHON KHCIOTON *bUpHON cBa3blo. XonecTe-
DHH H €r0 pHpBI ABAAIOTCA O4eHb cIabbiMu aMPHOHILHBIMH COSAHHEHHAMH.
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Tabauya 4.4

JIATIUIHBIA COCTAB HEKOTOPBIX BUOIOTMYECKMX MEMEPAH!+2)

JIvnun OPHTPOLMTHI Muenun  MHTOXOHOPHH E.coli
HenoBeKa 4eoBEKA  H3 CEPAEMHOR
MBIILBI ObiKa

docharuanas KACIOTA 1,5 0,5 0 0
docharuaunxonus 19 10 39 0
dochaTHALTITAHOIAMHH 18 20 27 65
®ochaTHIWITTHIEPHH 0 0 0 18
®ochaTHAHTAHOZHT 1 1 7 0
docharuanicepu 8,5 8,5 0,5 0
Kapanonunux 0 0 22,5 12
CdunromMuenan 17,5 8,5 0 0
I'nukonHnuas: 10 26 0 0
Xonecrepun 25 26 3 0

) ¢. Tanford, The Hydrophobic Effect (New York: Wiley, 1973), p. 97.
2) Benuunubl B TaGNHIE — ITO MPOUEHTHOE CONEPKAHHE (1O BECY) PA3THUHBIX IHITHIOB OT OOILEr0  HX KOJHYECTBA.

B Tabn. 4.4 npuBeAcH JMIMMOHBIA COCTAB HEKOTOPBIX MeMOpaH pa3/IMYHOro NMPOHCXOXKIE-
HHA. XOTA KOJTHYECTBA OTACIbHBIX KOMIIOHEHTOB H H3MEHAIOTCA B LITHPOKMX Npeaenax, npeod-
najgaroT aByxuenoueudblie ambubunbusie docdhonunuani. Takum 0Opa3oM, HE YAHBHTENIBHO,
YTO CHHTETHYeCKHEe MeMOpPaHbl, 10JTyYEeHHbIE H3 OOHOTO YUCTOrO ABYXLENOYEUHOTO aMbpubunnb-
Horo dochonunuaa, 061amalOT XapakTePHLIMH CBOMCTBAMH NPHPOIHbIX OHOJIOTHYECKHX MEM-
Opan.

YUCTBIE JIMTINMAbI B BUCJIOAX

BakHeRImMM GH3IMUECKAM CBOMCTBOM OBYXIENOYEUHbIX aMPHOHIBHBIX MOJIEKYJ ABIACTCH
4X CKJIOHHOCTb 06pa3oBbIBaTh NBORHbBIE C/IOM B BOAHLIX AUCIIEPCHAX, HMEIOLIHE BUA OTAENbHbIX
y3bIPbKOB WIH JIAMEJUIAPHBIX (IIaCTHHYATBIX) CTPYKTYDP. TakHe CTPYKTYPb! H300paKeHbI HA
puc. 4.12; aMpuOHIBLHBIE MONIEKYIbI B HHX OOBEIHHAIOTCA TaK, YTO NOJIAPHBIC FOJIOBKH KOHTAK-
THPYIOT ¢ BOAHOM (ha30#, a yrneBoIOpOAHbIE XBOCThI COOHpalOTCA BMECTE, oOpa3ys 6e3BoaHy1O0
ta3y. Bucnoit HrpaeT ponb MeMOpaHbl, OTOENAA COOEPKUMOE Ny3bIPbKa OT BHELIHEH cpeabl.
SlcHo, uTO TONMIHHA OHUCITON 3aBHCUT OT AJIHHbI H )KECTKOCTH YTJIEBOOOPOAHBIX JIHIIHAHBIX XBO-
CTOB.

B NIpOTHBONONOXHOCTh ITOMY OOHOLETIOUEYHbIE aMGHDHITBHBIE MOJIEKYIbI CTPEMATCS 06-
Pa3oBBIBaThL B BOMHOM cpeae rnoOyspHbie MUIIENTbI, a He OHCITONHbIE CTPYKTYDPbI. THIyHas
MHLENTIA cORepXHUT A0 100 MONEKY; e CTPOEHHE NI0Ka3aHo Ha pHc. 4.12. Takum o6pa3oM, TeH-
OEeHIMA K (GOPMHDOBaHHIO MeMOpaHOMOOOOHBIX OHMOJIEKYNAPHBIX CIOEB — 3TO crenubuye-
CKO€ CBOMCTBO OBYXIENOYEHHBIX aMOHOHILHBIX MOJIEKYI1. 1A TOro 4ToObl MOHATL NPHYHHBI,
NieXallme B OCHOBe 00pa3oBaHMA MM WIH GHCNIOEB, H JTyylle MPEACTABHTh HX 0COOEHHOCTH,
HEO6XOIHMO PacCMOTPETH Pl KOHKPETHbIX TEPMOJHHAMHYECKHX H CTPYKTYPHBIX aclleKTOB BO-
npoca (rn. 25).

IMnockuit Gucnolt, 06pazoBaHHbIN OMHHUM-€OHHCTBEHHBIM THITOM JIHIIHAOB, HMEET ABE IPAHH-
bl (MOBEPXHOCTH) pa3mena Oucno#t — pacTBopuTens. Ecnu pacTBOp ¢ 06eHx cTopoH Oucnos
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PHUC. 4.12. CxeMaTHyeckoe H300pakeHHe HEKOTOPBIX aMPHOHNBHBIX CTPYKTYP. ITnockuit Gucion u che-
PHYECKHI1 6ucnioft (My3sipek) GOPMHPYIOTCA H3 ABYXUENOYEUYHBIX aMObU(HIBHBIX MOsIeKyl. Muuenny obpa-
3YIOT OBHOUEMOYEUHbie aMpHUIbHBIE MOJIEKYIbI.

OIMHAKOB, MOHO OKHMOATh, YTO CBONCTBA H NOBEdEHHE 00enX MOBEPXHOCTER TOXE He OynyT
pa3nnyaThcA. B MPOTHBHOM ClTyyae MOXET BO3HMKHYTb aCHMMETDHSA.

Cdepuyeckuit Gucnot focTaToyno GoALLIOr0 AHAMETPa JOJNKEH BeCTH cebA MpaKTHYECKH
TakK ke, KaK M IJIocKui Oucnolt. ¥V GHCIONHBIX JKE NY3bIPbKOB MAJIOTO IHAMETPA MOXET BO3-
HHUKHYTb aCHMMETDHSA, JaXe eC/IH HX coAepKHMOE HE OTJIMYAETCA OT BHELIHEro pacTeopa. Ato
MIPOHCXOOMT MOTOMY, YTO, NOCKOJBKY KDHBH3HA BHYTPEHHeH M HapyKHOI moBepxHocTel Ou-
CJI08 HeoNHMHAKOBa, YNIAaKOBKA JIMMIHOOB Ha OBYX NMOBEPXHOCTAX HECKOJILKO Pa3/IMYaeTca, U ITO
MOJKET OTPA3UTLCA Ha CBONCTBAX MOBEPXHOCTEH.

CMECH JIMITUIOB B BUCJIOAX

Korna 6ucnoit cocTOHT H3 JTHNHOOB HECKOJIBKHX THIIOB, MOXET 00pa3oBaThbca 0oiee CloX-
Has cTpyxTypa. Ha puc. 4.13 cxeMaTHueckH H300paXKeHO HECKOJIBKO chepHueckHXx GHCIoes, co-
CTOALLMX H3 MMIHOOB ABYX THNOB. Hanbosee npocTan cTpyKkTypa, KOTOPYIO MOXHO cebe npen-
CTaBHTb, — 3TO OOHOPOOHBIN chepHueckuit Oucnolt (puc. 4.13,4); 06e MOBEPXHOCTH €ro HMe-
}OT OJMH H TOT K€ JIHIIHAHBIA COCTaB, H JIKIIHABLI DA3HOTO THINA PAClpeAe/ICHbl MEXOY HHUMH
cnyyaltHeIM 0b6pa3oM.
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PHC. 4.13. CxemaTHueckoe H306pa)keHHe BO3IMOXHBIX chepHUECKHX OHCNIOEB, COCTOSIHEX M3 JIMITMAOB
IBYX pa3HbIX THNOB. A. OnHoponHsuift 6Hcioi. 5. HepaBHOMepHOE pachpenenieHye JIHITHIOB MEXIY Cl0sA-
MH. B. JlaTepam:Hoe $a3zoBoe pasaeneHHe Ha obenx nosepxuocTsx. . JlaTepansHoe $pa3oBoe pasjesieHue

TOJIbKO HA BHYTPEHHEN MOBEPXHOCTH.

OnHako H3-3a HCKPHBIIEHHS GHCIION HIIH M3-3a TOTO, YTO PACTBOPHI BHYTPH H CHapyXH Ny-
3bIPHKOB PA3/IHYAIOTCA, JIHIIHABI MOTYT PacnpeaeInTbCA MEXAY ABYMS OBEPXHOCTAMH HEpaB-
HOMepHO (pHC. 4.13,5). Takas aCHMMETDPHSA MOXKET ObITh pPe3y/IbTaTOM Pa3HO TePMOIHHAMH-
4eCKOH yCTOHYHBOCTH JaHHOIO THIA JIMIIKAOB B MOHOCJIONX C pPa3HON KPHBH3HOM NPH JaHHOM
cocTase pacTBopa. Horaa oHa BO3HHKACT H KHHETHYECKH B KHBOH KJIETKE H3-3a aHH30TPONHH
B [IEPEHOCE JMNKOOB Yepe3 6HCol: HanpHMep, MNHUABI MOTYT cCeH(pHIECKH BCTPAHBAThCA BO
BHYTDPEHHIOIO MOBEPXHOCTDh H YOANIATBCA C Hapy>kHOM. B rn. 25 Oyaer noka3aHo, 4TO CKOPOCTh
CIIOHTAHHOTO TepeMeLLCHHA JIMMHAOB ¢ BHYTPeHHel! NOBEPXHOCTH OHCNIOA HA HAPYKHYIO OUYEHb
Mana. TakuM 06pa3oM, y KJIETKH eCTh BO3MOKHOCTh NOMUIEP)KHBATh MeTacTabHIILHOE pacrnpe-
JENEHHE MUIMIUOOB C NOMOLIBIO HX HEMNPEPLIBHOrO BCTPAHBAHHUA H YOAJICHUSA.

B NUNHAHBIX GHCIIOAX ACHMMETDHS MOXET BO3HHKATh W eLle IO OOHOA MPpHYMHE — BCIIEA-
CTBHeE NIaTepaNLHOTO (ha30BOTO pasnenenus (puc. 4.13,B,I). 3To AByMepHBLH aHanor (a3oBbIx
ePeXOaOB B PACTBOpE, TAKHX, KAk KPHCTA/UTH3ALHMA KN BhinaneHne ocanka. da3opoe paaene-
HHe B NPHHIMIE MOXKET MPOHCXOAMTH KaK Ha OAHOM, Tak H Ha 0OEHX MOBEPXHOCTAX Ny3bIPbKa.
®a3bl He 0653aTeILHO JOMKHBI GbITh YHCTHIMH THNHAHBIMH KOMIIOHEHTAMH, TaK Xe Kak H da-
3b] METAJUTHYECKHUX CIIIIABOB MOTYT COCTOATh H3 OJHHAKOBBIX aTOMOB METAJIJIOB HIIH H3 HX CME-
ceft.

Uro6bl pasnuMuuTh CIydaH PaBHOMEPHOTO M HEPAaBHOMEPHOTO DACIDPEAEIEHHA THMIMAOB
MEXy AByMs NTOBEPXHOCTAMH GHcIo8, He06XOQHMO pacnonaraTh METOAAMH, KOTOPbIE O3 BO-
M 6Bl ONpenenaTh MECTOMONOXKEHHE JIMMHUAOB, BaXXHO YMETh paclno3HABATh YYaCTKH MEM-
6paHbI c rOMOr€HHBIM HJIH TETEPOTEHHBIM JIHIHAHBIM cocTaBoM. Takue MeTonbl ceftuac TONBLKO

pa3pabatsiBalorcs (ra. 25).
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®A30BBIE ITEPEXObI B JIMIIUIAX

CpoficTBa JTHITHAHBIX MOJIEKYJI B OHCIIOAX CHJIBHO 3aBHCAT OT TeMnepaTypsl. [Ipy nocraTou-
HO HM3KHX TeMIlepaTypax JMIHAHLIN 10l nonoben TBepaoMy Teny. JIAMHAHBLIE MOJIEKYHI T10-
YTH He nepeMellaloTCA B IVIOCKOCTH MeMOpaHbl, H HX CBONCTBA BO MHOTHX OTHOLIEHHAX HAIO-
MHHAIOT CBOMCTBA YT/IEBOOOPOOHBIX KpHCTA/UIOB. 10 Mepe MOBbIILICHHA TEMIIEPATYPhl 4aCcTO
Habmonaerca pe3koe H3IMeHEeHHe CBONCTB OHCIIOEB, ITPHYEM 3TO MOXET NPOHCXOAMTH IIPH OO-
HOM MM HECKOJILKMX TeMNEPAaTyPax, OTH H3IMEHEHHA ITPOUCXOMAT B TAKOM Y3KOM TeMIlepaTyp-
HOM HHTepBaJle, 4TO HAaNOMHHAIOT (a30BbIe Nepexoabl, KOTOPbIe HaOMIONalOTCA NPH IJIaBIe-
HHH TBepIOTro Tena. Buille TeMmepaTypsl nepexona 6uciioft no ceoeMy noseaeHHIo GoJblie no-
X0X Ha XXHAKOCTb. JIMMHBAHBIE MOJIEKY/IBI B 3TOM Cliydae crocoOHBl ObICTPO nepeMeinaTeca B
IJIOCKOCTH MeMOpaHbl (natepambHas ouddysus). TeMnepaTypsl, IPpH KOTOPBIX NPOHCXOOAT
MepeXoabl, H YHCJIO ITHX MIEPEXOROB 3aBHCAT OT JIMIIMAHOrO COCTaBa. IIpH BbICOKOH KOHLIEHTPa-
LM HEHACBIILIEHHBIX XKHPHBIX KHCIOT 006pa3ylorca Gonee xuaxkue 6ucion, obnanaromne Gonee
HH3KMMH TeMnepaTtypaMH nepexonos. UHorna dasoBbie nepexolbl CONPOBOXOANOTCA jaTe-
panbHBIM (ba30BBIM pa3fiesieHHEM, ONMHCAHHBIM Bbille. U3BeCTHRI C/TyyaH, XOTIa OHH NPHBOOAT
K 3aTBepAEeBaHHIO Beelt MeMOpaHLI.

4.4. benku B OHOJIOrnuecKkux MeMOpaHax
BEJIKOBBIE, JIMITUJAHBIE U YTJIEBOAHBIE KOMITOHEHTHI

HMerolmecss JaHHbIE NIO3BOJIAIOT NONaraTh, 410 dochonunuansit 6ucnoit ABIAETCA CTPYK-
TYPHOI OCHOBOH OHONMOrHyecKkHX MeMOpan. OIHaKO Ha caMOM fene 6uonoruyeckue MeMOpaHbI
CYLIECTBEHHO CJIOXKHEE, 4eM IPOCTO OHCIION, NOCKONLKY B HHX IPHCYTCTBYIOT HE TOJILKO JIMITH-
[bl; B YACTHOCTH, 3HAYHTEIBHYIO HX YacTh COCTABIAIOT OeJIKH.

B Tabn. 4.5 npeAcTaBlieH COCTaB HEKOTOPBIX KNETOYHLIX MeMOpaH. Bce MeMOpaHbI conep-
KaT Ge/IKH, THNHABI H YTJIEBOAbI. YTJIEBOABI BO BCEX CJIYYasiX COCTABNAIOT NO Becy HeGOMbIIYIO
4acTh MeMOpaH — kak npaBuiio, 10% unn MeHbite. OHH CBA3aHbI ¢ OCHOBHBIMH KOMITOHEHTA-
MH MeMOpaH — nHNHAaMH H GekaMH, T.e. OOBIMHO NPHCYTCTBYIOT B BHAE IJIHKONMHIHMIAOB H
TTHKOIIPOTEHIOB.

Conepxanne xak 6enkoB, Tak H JHIHAOB B MEMOpaHaX CHJILHO BapBHPYET B 3aBUCHMOCTH
OT THNa KneTok. Hanpumep, B MHeNTHHOBBIX MeMOpaHax OTHOLIEHHE KOMAYecTBA 6ENKoB K KO-
JIHY4ECTBY JIMITHAOB COCTABNAET 0KoJ10 0,2, B TO BpeMA Kak BO BHYTPeHHeR MeMOpaHe MHTOXOHA-
puit 370 OTHOLIeHHe B 15 pa3 Beiie. Takas BapHaOeIbHOCTh HECOMHEHHO OTpaXkaeT pa3’Hoo6-
pa3ue ¢GyHxkum# 6Monormyeckux mMemOpan. Tak, MueNIHH, MO-BHIHMOMY, B OCHOBHOM Hrpaer
pOJTb M30JI9TOpA H He TpeOyeT NpHUCYTCTBHA 60MbUIMX KOMHYecTB G6enkoB. C Opyro#t CTOpOH.I,
BHYTDEHHA MeMOpaHa METOXOHAPHI YUacTBYeT B ¢PMEHTATHBHLIX H TPAHCIIOPTHBIX NPOLIeC-
cax, KOTOpble NMPOTEKAIOT C IOMOIIBbI0 MHOXXECTBA Pa3HbIX GeJIKoB.

TUIIBI 1 PACIIOJIOXEHUE BEJIKOB

C. CuHrep BbIIABHHYII [IOJIOXKEHHE O TOM, YTO MeMOpaHHbie GeTKH MOXHO NOOPa3aeHThb Ha
nBe Gonblme rpynnel, nepudepUUecKre H HHTerpaibHble, B 3aBHCHMOCTH OT TOT'O, KAK OHH CBS-
3aHbl ¢ MeM6paHno#t (puc. 4.14). Ilepugepuueckue 6eNKn IKCTPArHPYIOTCS H3 MeM6paHbl NPH
CPaBHMTENBHO MATKO# 0OpaboTke, HampHMep IPH MOBBILIEHHH HOHHOR CHABI. OTH Genxu
0OBIYHO YCTONYHBBI B BOAHBIX PaCTBOPAX H HE OYEHL MPOYHO CBA3AHBI C IHMHAAMH. TIpuMepa-
MH GelKOB 3TOr0 THNA MOTYT CIYXHTb LIATOXDOM ¢ H3 MHTOXOHADHANBHON MeMOpaHbl H
cnekTPHH (6ekoBBIN KOMITOHEHT MeMOpaHbl 3PUTPOLHMTA).
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Tabnuya 4.5
COCTAB HEKOTOPHIX KJIETOUHBIX MEMEPAH"
Mem6pana Benxn, Jlvmuael, Yrnesoasi, OTHOULIEHNE
% % % KxonuyecTa OenkoB
K KOJIHYECTBY NHNMHOOB
(no Becy)
Muenun 18 79 3 0,23
InasmMaruyeckue MeMOpaHbl
KDOBSIHBIE TTACTHHKK 33 — 42 58 — 51 7,5 0,7
KJIETKH NEYEHH MBILUH 46 54 2—4 0.85
IPUTPOLMT YeI0BEKA 49 43 8 1,1
ameba 54 42 4 1,3
KJIETKH MEYEHH KPBICHI 58 42 S — 10)2) 1,4
L-keTku 60 40 5 — 1099 1,5
xneTrkd HeLa 60 40 2,4 1,5
saepHbie MeEMOpPaHBI KJI1ETOK
NMEYeHH KPbIChI 59 35 2,9 1,6
NAJIOYKH CETYATKH M3 Ias3a
6b1Ka 51 49 4 1,0
Hapy>KHast MHTOXOHADHAIIbHAsA
MmeMOpaHa 52 48 2— 4)2) 1,1
CapKoIIa3MaTHYECKHA DETHKY-
yMm 67 33 - 2,0
JlaMennel XJIOPONIACTOB LIIHHATA 70 30 (6)2) 2,3
BHYTpeHHAA MHTOXOHApHANbHAA
memBpana 76 24 1 —2? 3,2
I'paMnionoxuTensHas 6akTepus 75 25 (10) 3,0
IMypnypHas memOpana Halobac-
terium 75 25 - 3,0
Miuxomnaima 58 37 1,5 1,6

) G. Guidotti, Ann. Rev. Biochem., 41, 731 (1972).
2 IMony4yeHo KOCBEHUBIM MyTEM.

Humeepanvroie 6enku, HAMPOTHB, ¢ TPYAOM NMOANAKOTCA IKCTPakuMu. K npuMepy, mis HX
yaaneHua Heobxoaumo obpaboraTh MeMOpaHy OpraHHYECKHMH PacTBOPHTENAMH. JTH Oenku
YacTO BBIAENAIOTCA B KOMIUIEKCE C JIHMHAAMH, 6€3 KOTOPBIX B BOOHOM cpeae OHH OGBIYHO JTHOO
cnunaroTed, 6o BhInagaloT B ocanok. HakoHell, HHTerpanbHbie OekH 0OBIMHO CHIILHO reTe-
POTEHHBI 10 pa3Mepy, H BO MHOTHX MEMOpaHax OHH COCTaBIAKT Gonee 70% o6mmiero KoanuecT-
Ba Genka.

OTH CYLIECTBEHHBIE PA3THYHA B CBONCTBAX H MOBEACHHUH HHTETPAIIbHBIX H NEPHPEPHUSCKHX
MeMOpaHHBIX 6€/TKOB HAXOAAT CBOE OTPAXXEHHE B TAKOM Ba)XXHOM IIapaMeTpe, Kak HX aMHHOKHC-
JIOTHBIH cocTaB. Kak mokasaHo B 1. 2, 3Has aMHHOKHC/IOTHBIH cocTas 6enka, MOXKHO ¢ YBEPEH-
HOCTBIO CKa3aTh, ABJIAETCSH JIH OH HHTErpaJbHbIM MeMOPaHHBIM GenKoM.

ECTeCTBEHHO NMOJIaraTh, YTO OOJILIIHHCTBO MepHpepHuecKHX GEIKOB PacnoIOXKEHO Ha MO-
BEPXHOCTH MeMOpaH. DTH Ge/kH MOTYT HaXOAMTHCA Kak Ha ONHOM M3 MOBEPXHOCTEH, TaK M C
obenx ctopoH MeM6panbl. BnonHe npaBaonoao6HBIM KaXeTCs NMPEaNnoioOXKEHHE, YTO BO MHO-
THX ClyyasiX OHH CBSI3aHbl ¢ MEMOpaHoO# uepe3 HHTErpaabHbIe OC/IKH, a He IIyTEM NPAMOTO KOH-
TaKTa ¢ MMIHAAMH.
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PUC. 4.14. Tuns! H pacnonoxenue MeMbpaunbix 6enxos. Beepxy npu 6onblIoM yBennuernn H306paxena
4acTh CTPYKTYDbI, NPEACTABICHHON B HIXKHEHA NMOOBHHE PHCYHKA.

MOBEPXHOCTHA S JIOKAJTIU3ALIM S BEJIKOB

HnTerpaibHble GeNKH MOTYT ObITh JOKAJIH30BaHbl Ha KaKo#-TO OAHOH WIH Ha 06eHx mo-
BEPXHOCTAX MeMOpaHEI, a HHOT/AA OHM Aa’Xe NPOHH3BIBAIOT MeMOpaHy. OTH nocneante 6eaKku
Ha3bIBAIOTCA TpaHcMeMOpaHHBIMA. [TO-BHANMOMY, HHTErpasibHble 6EIKH HMEIOT yYacTOK, Ha-
CBILIEHHBIH rEAPOGOOGHBIME OCTAaTKaMH, YTO NO3BOJIAET HM BCTYNATh B NIPAMOM KOHTAKT C JIH-
NHIaMH. Y HEKOTOPBIX HHTErPTbHBIX 6€JIKOB, PACTIONOXEHHBIX Ha KAKOR-TO OHOH NOBEPXHO-
CTH, €CTh rHAPO(dOGHBIT XBOCT, IOCPEACTBOM KOTOPOTO OHH NPHKPEIUIAIOTCA K MeMOpane. Ec-
JIM C IOMOLIBIO (PEPMEHTOB OTCEYb ITOT XBOCT, TO OH OCTaHeTcs B MeMOpane, B TO BpeMA KaKk
TroNIOBKA NepeieT B pacTBOP M 6yaeT BeCTH cefst IPAKTHHECKH TaK XK€, Kak H OOLMHBIR PacTBO-
puMbIfi Genok. EcTh OCHOBAaHHA CUMTATh, YTO y TPaHcMeMOpaHHBIX Genkos runpodobHas mo-
C1e00BaTELHOCT HAXOAUTCA IIe-TO B CepennHe Monekynbl. IIpuMepomM Genka Takoro poaa
ABNAETCA TNTHKOGOPHH — TpaHcMeMOpaHHBIA GeToK 3pUTPOIMTOB. Ero aMHHOKHCIIOTHAsA 1IO-
C/1eNOBATENLHOCTD NMPHBEAEHA HA pHC. 2.16.

HIHOTAa YCTAHOBHTBH MOBEPXHOCTHYIO JIOKA/IM3aLMIO MeMOpaHHBIX 6€/1KOB NO3BOJAIOT A0-
BOJILHO TPOCTBIE 3KCTIEPHMEHTHI, OCHOBAHHbIE Ha HCIOJIb30BAHHH PEAreHTOB, KOTOPbIE HE MO-
IYT NPOXOOMTH 4€pe3 JHNMHAHLIA Gucnofl (HanpuMep, aHTATEN, BhrIpabaThiBaeMBIX MPOTHB
onpeneneHHoro MeM6panHoro Genka). B3sB 3aMKHYTBhIH chepHYecKHll Ny3bIpEK HIH LENYIO
KJIETKY, OTNPEAENAIOT, CBA3bIBACTCA JIM C JAHHBIM OCJIKOM PEareuT, noGapnieHHbIRA BO BHEIIHUi
pacTBOp. 3aTeM my3bIpex pa3pyLIaloT H CMOTDPST, CBA3LIBAETCA JM TENMEPh PeareHT ¢ 6enxamu,
KOTODbIE KCXOAHO ObLIH JIOKANMH30BaHbl Ha BHYTPeHHEH NOBEPXHOCTH MeMmb6panni. Kpome Toro,
CYILIECTBYIOT METOABI 06pa30BaHUA My3bLIPHKOB B NPHCYTCTBHH 3a6/1OKHPOBAHHOIO PearcHTa.
TTocne TOro Kak my3pIpbKH O0OpAa30BajiHCh, PEareHT H3 BHEIIHEH Cpeibl OTMBIBAIOT, 3ATEM 3a-
GIIOKHPOBAHHLI PeareHT akKTUBUPYIOT, B OH MOJXKET aTaKOBaTh OeNkH, HAXOQAUMECA HA BHYT-
PEHHER MOBEPXHOCTH.
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C noMolIB10 METOa TOBEPXHOCTHON METKH JOBOJIBHO TPYAHO OT/IHUHTH OeJIKH, JIOKAJIH30-
BaHHbIE HA 00EHX MOBEPXHOCTAX, OT TpaHcMeMGpaHHbIX Genkos. 14 3TOro HeoOXxoaAUMMO onpe-
[eJIHTD, JOCTYIIHA JIH OAIHA H Ta K€ NOJIMNENTHAHASA Uenb ¢ 00eHx CTOPOH MeMOpaHbl OAHOBpE-
MEHHO MJIH HeT.

JJTATEPAJIBHOE PACITOJIOXXEHHME BEJIKOB

Hna neranpHOro onucaHns MeMOpaHHbIX 6esIKOB TpebyeTca 3HaTh HE TOJBKO TO, Ha Kakoh
NOBEPXHOCTH OHH HAXOAATCH, HO H HX PACTpPE/IENIEHHE N0 3TOM NOBEPXHOCTH. benku MOryT ne-
peMelaThCa B MeMOpane He3aBHCHMO, @ MOTYT ObITh cBsi3aHbl ¢ ApYrMMH Oenkamu. OHH cno-
cobubl 06pa30BbBATHL CHMMETPHYHEIE OTHTOMEDDI, CIIHPAJIbHBIE HIH [UIACTHHYAThIE CTPYKTY-
pPbl. O YETBEPTHUYHON CTPYKTYPEe MeMOpDaHHBIX GC/IKOB MMOYTH HHYETO HE H3BECTHO. JTOT BO-
NpOC BBI3LIBAET OCOOBIN HHTEPEC B CBA3H C BO3MOXXHOCTBIO 06pa3oBanus KaHanoB B MeMOpane
nu6O0 NMpPH yYacTHH OTHE/NBbHBIX MOJIEKY/ OesiKa, HMEIOIMX BHYTPEHRHIOI NMOJIOCTh, TGO B pe-
3ynbTaTe accounaunn 6enxkos ¢ o0pa3oBaHHEM CTPYKTYDHI ¢ MONOCTBIO Mocepenune. Ipenmno-
JIOKEHHE O Ha/IHYHHM KaHaJIOB BO3HHKAeT BCAKHHM pa3, Koraa MeMOpaHa CTaHOBHUTCA XOPOLIO
MPOHHMLAEMON /18 HOHOB, TaK KaK YHCThIe TMMHIHbIE GHCIOM ABNIAIOTCA XOPOLIHMH H30JIATOpPa-~
mu. OgHAKO 0 MexaHu3IMe 00pa3oBaHHA KaHAJIOB H O PEryJIALMH HX NPOHHLIAEMOCTH Ha MOJIEKY-
JIAPHOM YPOBHE H3BECTHO OY€Hb MaJIO.

Bnuxaltiime cocean AaHHOro MeMO6paHHoro 6enka MoryT 6bITh onpeaeieRbl Ha MOJIEKYJIAp-
HOM YDOBHE C NMOMOLBLIO METOAOB, AHAJIOTHIHBIX TEM, YTO NMPHUMEHAIOTCA UIA YCTAHOBJICHHA
YeTBEPTHYHON CTPYKTYDPbI OOBIMHBIX GenIKOB (r71. 2, 8 H 14). TIpH MaKPOCKOIIMYECKOM XKe OIHCa-
HHH HeoOXOOMMO 3HaTh, PacnpeneieH MM Kaxabit THn GenkoB B MeMOpaHe paBHOMEDHO HIH
NMpOABIAET Kakue-IMGO MpH3HaKH NnaTepaabHoro da3zosoro pasaencHuA. Hns uccnemoBaHHA
JaJIbHErO NMOPANKa B OpPraHH3aunMyd MeMOpaHHBIX 6e/IKOB 0COOEHHO MOJIE3HA TIEKTPOHHAN MHK-
pockonua. B onHHX cHcTeMax GesIkd MOryT ObITh pacnpencsieHs! PABHOMEPHO, B APYTHX — 00-
pa30BbIBATh MATHA H JlaXKe «ILAMOYMKH», KOTOPbIE MOKPHIBAIOT 3HAYHTEILHYIO YaCcTh MIOBEPXHO-
cTH wieTku (puc. 4.14).

OJIEKTPOHHAA MUKPOCKOITUSA MEMBPAH,
OBPABOTAHHBIX METOJOM 3AMOPAXHWBAHUA—TPABJIEHU S

3a mocneaHHe AecATh aeT 6arogaps HCMOJAb3OBaHHIO 3JIEKTPOHHONO MHKPOCKONA H pa3pa-
60TKE METOHOB 3aMOPaKHBAHHUA—CKAJILIBAHHA H 3aMOPa’XHBAHHA—TPABICHHUA B H3YYECHHH
CTPOEHHA MeMOpaH NOCTHTHYThI 3HAYHTENbHBIE YCNeXH. B OCHOBE yKa3aHHBIX METOMOB JIEKHT
ObIcTPOE 3aMopakuBaHHe oOpasila 10 OYeHb HU3KHX TeMIEPATyp, PH KOTOPOM B HEM, Kak NO-
N1araloT, IPOUCXONAT JIHILIL MHHEMAaJIbHbIE H3MEHEHHSA. 3aMOpOoKeHHBIH 00pa3ell pacKaibIBalOT
HOXOM, C TeM YTOOBI OOHa)XXHTh €ro BHYTPEHHIOK NMOBEPXHOCTh, H TOTOBAT IJiA JIEKTPOHHOM
MHKDOCKOITHH.

Ha puc. 4.15 npeacrassieHbl OCHOBHBIE 3TAMNbI 3TOH NPOLEAYPHI B COOTBETCTBHH C METOIH-
ko#t 1. Bpanrona u ap. Kak moka3aHo Ha pHUcyHKe, 00pa3el cHayana ObICTPO 3aMOpaXMBaloT B
XHUOKOM (PpeoHe, a 3aTeM MPOHM3BOAAT CKOJ OXJIAXXIEHHBIM HOXOM B BakyyMme (4ToObi u3be-
*aTbk 06Mep3aHud HOXa). TpaBneHHe NPeacTaBaAeT COO0H HCapeHHe HEKOTOPOH YacTH Jibla B
BakyyMe NpH TemMmepaType okono — 100 °C. OGHaXHBLIYIOCA MOCJIe TPABJIEHHA NTOBEPXHOCTh
OTTEHAIOT NJIATHHOU H YIJIEPOAOM H ajiee CHUMaIOT 06pa30BaBLLYIOCA NJIEHKY — PEIUTHKY [10-
BEPXHOCTH, KOTOPYIO MOHO MCCIIEAOBATh C MOMOILbIO 3IEKTPOHHOIO MHKPOCKOTA.

VCTaHOB/IEHO, 9TO, KaK MPAaBH/IO, CKOJI B MeMOpaHe NpOXOAUT BAOJL NOBEPXHOCTH, pa3ae-
NSOILEH BA YrIeBOAOPOAHBIX cos (PHC. 4.16). Takum 06pasoM, HMEHHO 3Ta BHYTPEHHASA 06-
nacTh MOABEPraeTcs TPAB/ICHHIO H HMEHHO ¢ Hee CHUMaloT peruuky. Ha puc. 4.17 npencranne-
Ha doTorpadus ckona MeM6pans! U3 Acholeplasma laidlawii, BuHa OTHOCHTEILHO rJ1aAKas Mo-
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PUC. 4.17. ®oTorpadus ckona MemOpans! u3 Acholeplasma laidlawii. 1 — BbIyKJ1asi IOBEPXHOCTH CKOJIA,
2 — BOTHyTas NoBepxHOCTh ckona. [A.J. Verkleij et al., Biochim. Biophys. Acta, 288, 326 (1972).]

BEPXHOCThb CKOJIa, MCIEIIPEHHass MHOXECTBOM IMPAKTHYECKH CIyYalHO pachmpeneeHHbIX 4ac-
THLI. CKOpee BCEro 3TMMH YacTHIAMH SIBJIAIOTCA Oenku uau ux arperathl. KapTuHa, npeacras-
JIeHHas Ha puc. 4.17, IOBOJILHO THITHYHA I MEMOpPaH, HAXOAUBILHKXCSA 10 3aMOPa’KMBAHUSA NPH
(dusnonoruueckoit TeMmepaType, Koraa JMMHAbI 0OBIYHO HAXOAATCA B )KHIKOM COCTOSHHH (BbI-
1€ TEMIIEPATypPHI NIEpEXoa B TUMUAHON MeMOpane). Y MeMOpaH, XpaHUBILIMXCA 10 3aMOPaXKH-
BaHMA NPH TEMIIEPATYPE HUXKE TEMIIEPATYPhl N€Epexoa, Ha MOBEPXHOCTH CKOJIa HabmoaaloTes
rpeOHH, a YacTHIBI 00pa3yloT GoNbIIME KIacTEPHI.

I'peOHM MOXXKHO HAGMIONATH M Y YHCTO JIMIIMOHBIX OUCITOMHBIX My3bIPHKOB (JIAIIOCOM), KOTO-
pble ObUIH 3aMOPOXEHBI B COCTOSHHH HHXKE TEMIIEpAaTyphI ()a30BOro mepexona; B TO )K€ BpeMs
MOBEPXHOCTH CKOJIAa Bceraa Oblyia riiaakoi, eciiu BHaYasie JIMOCOMBI HAXOAMJIUCh NIPH TeMIlepa-
Type BbILIE TEeMIepaTyphl Iepexoma. TakuM o6pa3oM, JIUIOCOMBI NPU 3aMOPaKUBAHUU—
CKaJIBIBAHHH BEOYT ce0si BO MHOTOM TakK €, KaKk MpUPOAHbIe MEMOpaHbl. DTO, KaK H MHOTO€
IpYroe, 03Ha4aeT, YTO CTPYKTYPHOM OCHOBOM OHOJIOrHYECKMX MeEMOpaH ABJISETCA TaKOM XKe JIH-
NHAHBIA OGUCTION, uTO M Y TunocoM. doTorpadus Ha puc. 4.17 (4 opyrue eit nogoOHbIE) NOKa3bi-
BaeT, YTO B IPUPOAHBIX MeMOpaHax OeJIKH paccessHbI 0 OHCIIOMHOMY MaTPHKCY, 0Opa30BaHHO-

My dochonunuaamu.

PACTIPEOEJIEHUE OTAOEJIBHBIX MAKPOMOJIEKVJI,
IOJIVYEHHOE C ITOMOIIBIO 3JIEKTPOHHOI'O MUKPOCKOIIA
OneXTPOHHAA MHKPOCKOMHMS MOXET GbITh MCIONbB30BaHA TAKXKE U IS BbISBIEHHA OTIEINb-

HbIX MeMOpaHHBIX no6epxHOCMHbIX KOMIIOHEHTOB. I 3TOro Heo6XOAMMO BHAYajie «OKpa-
CHUTB)» HHTEPECYIOLLHE HAC MOJIEKYJIbI, TaK YTOOBI OHM CTaJIM BUOHBI MO 3JICKTPOHHBIM MHKPO-
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PUC. 4.18. Pacnipenenenue Rho(D)-aHmreuon Ha NOBEPXHOCTH 3pUTpOLMTA yesoBeka. Kaxawlit 3akiro-
YeHHBI B KDYXOK KJIacTep WYepHBIX TOYEK COOTBETCTBYET onHOK Monekyne RhyD. UepHbie
TOYKH — MOJIEKYJIbI GEPPUTHHA, CBA3aHHBIE C KO3bMMH aHTHTEIAMH; KO3bH aHTHTEINA IPOPEArnpoBaiHt ¢
aHTHTENAMH Ye/IOBEKa, KOTOPbIE B CBOIO OuePelb CBA3aHBI ¢ Mojiekynamu Rh, (D). [G.L. Nicolson et al.,
Proc. Nat. Acad. Sci. USA, 68, 1416 (1971).]

ckonoM. C 7TO# LENbIO UCONB3YIOT IEKTPOHOIUIOTHbIE METKH, CBA3aHHBIE C PeareHTOM, KO-
TOpBIN crneuuduUecKy B3aMMOAENHCTBYET C HCCIIEAYEMBIM KOMIIOHEHTOM.

IIpuMep Takoro noaxona aaet pabora CuHrepa u IIp., B KOTOPO# HCCIIEN0OBAHO pacnpeese-
Hue anTuresa Rhy(D) Ha noBepxHOocTH MeMOpaHbl 3puTpouuTa yenoseka. Crauana O,Rh-no-
JIOXKUTENbHBIE KJIETKH OblTM 06paboTaHbl aHTHTEIaMH YeJIOBeKa, BbIPAOOTAHHBIMH NPOTHB
crienuduyeckoro anTurena. Ilocie TOro Kak aHTUTENA CBA3AINCH CO Cenu(pHUIecCKMMH OBEPX-
HOCTHBIMHM @HTHI€HaMH, KJIETKM ObUIM pa3pylleHbl, a X MeMOpaHbl pacliacTaHbl Ha CETKe
9JIEKTPOHHOrO0 MHMKDOCKONA. 3aTeM pacijiacTaHHble MeMOpaHbl Obli 06paboTaHbl kO3bumu
anTurenamu IgG, BbIpaGoOTaHHBIMH NPOTHUB Yesn068eveckux anTuTen IgG, CBA3aHHBIX C aHTHUre-
Hamu Rh(D) Ha MeMGpane. (Takum 06pa3oM, CBA3aHHbIE aHTHTENA YEJIOBEKA BLICTYNANIH B Ka-
YyecTBe aHTHIEHOB Ul KO3bMX aHTUTeN.) KOo3bu aHTHTENa ObLIM NMPEIBAPUTENIBLHO CBA3AHBI C
tdeppuTHHOM — 6€eKOM, 6OraThIM Xeje30M, KOTOPbIM 061aKaeT J0CTaTOYHO 6OMBIIO#H 3IeK-
TPOHHOM IUVIOTHOCTBIO, YTOOBI €ro JIErKO MOXKHO OBLIIO Pa3IMYUTh MO 3JIEKTPOHHBIM MHKPO-
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ckonoM. TakuM o6Gpa3oM, hpeppuTHH, CBA3AHHBIA ¢ KO3bHMH aHTHTEIAMH, ABJISETCA TEM OCO-
6bIM KpacHTesIEM, KOTOPBIH Ne/IaeT NOBEPXHOCTHEIE aHTHIeHbl Rhy(D) BUIMMBIMH.

TNonyueHHbIe pe3yNbTaThl NPEACTaBJIEHbI HA pPHC. 4.18; BUOHO pacnpenesieHue GpeppuTHHA
(4epHbIE TOYKH) Ha HApyXKHOM MOBEPXHOCTH MeMOpaHbl. OT ABYX A0 BOCBMM TOY€K 00pa3yioT
KJIaCTEPBI, 3aK/IIOUYCHHBIE HA PHCYHKE B KpY>KKH. KaXKabIif KJ1acTep COOTBETCTBYET OOHOMY aH-
Turedy Rh,(D), a kaxxaas TO4YKa — OIHOMY KO3bEMY aHTHTEINY, MPOPEAruPOBABILEMY C YEJIOBE-
yeckuM IgG, KOTODBIH CBfA3aH C 3THM aHTHIeHOM. Puc. 4.18 noka3siBaer, YTO NOBEPXHOCTHBIM
anTured Rh,(D) pacnpenener no Hapy)XHOM IOBEPXHOCTH MeMOpaHb! CiydyaliHBIM 06pasoM.
TO CcOriacyeTcs ¢ JaHHbIMH, MIOJIYYEHHBIMH METOIOM 3aMOpPaKUBaHUSA—TPABJICHHUS: KaK BUII-
HO U3 puC. 4.17, GeNKOBbIE YaCTHIIbI PACIpeaeeHbl 0 BHYTPEHHEN TOBEPXHOCTH CKOJIA MEM-
6pansl Acholeplasma laidlawii HeperynspHo.

OBIIAS KAPTUHA CTPOEHHN S BUOJIOI'MYECKNX MEMBPAH

ITone3no paccMoTpeTh pabouyio Moaenb Ouonorudeckoi MemMOpanbl. CxeMaTHUeCKast HIl-
JIIOCTpauus Ha puc. 4.19 oTpa)xkaeT OCHOBHBIE YEPTHI KHIKOCTHO-MO3aUYHOM MOIEIH, IPENJIO-
sxeHHo#t C. CunrepoM. ®ochonunuaHbIi OHCION MOXKHO NMPEACTABUTh KaK JKHUAKHIA MaTPHKC
TonumHO#i ot 60 0 100 A, B KOTODBIi NOrpy>XeHbI pa3jInyHble HHTerpajabHbie 6eku. OnHu
6eIKu IPOHU3BIBAIOT BCIO TOJIIY MeMOpaHbl, IPYTue JIOKATH30BaHbl Ha OXHOM U3 ee CTOPOH. B
pe3yJibTaTe MeMOpaHa ABJISETCA aCHMMETPHYHOM — (hakT, KOTOPOMY €CTh Macca OATBEPIKAE-
Huit. BesikoBbIe MOJIEKYJIbI MMEIOT Kak ruapodoOHble, Tak H THAPOdUIbHBIE YYACTKH, YTO IO-
3BOJIIET UM TEPMOOHHAMHYECKH HanboJiee BLITOAHO BCTPAUBAThCA B COOTBETCTBYIOIIHE MECTa
tdochonunuaroro Oucnos. JanbHuil MOPAIOK B paclupene/ieHuH KaXKOoro JaHHOro Oesika, Imo-
BHIUMOMY, OTCYTCTBYET, O Y€M IrOBOPHUT pacrpezesenue anturena Rh,(D) (puc.4.18). C apy-
ro#t CTOpPOHBI, AJIf KaXXAOI'o HaHHOTO Oejika MOXXeT HabmomaThes GHMXXHMM MOPAIOK.

MemMm6pana — 3TO AUHAMHYECKasi CHCTEMA, TIOCKOJIbKY O€IKi MOTr'yT COBEpLIATH B HE J1aTe-
panbHble nepeMernieHns. Ha Takue nepeMelieHns YKa3blBaeT MHOXECTBO SKCIIEPUMEHTAJIbHBIX
aHHBIX. BO3MOJXKHO Takxke, YTO OeKOBbIE MOJIEKYJIBI BPALIAIOTCA BOKPYT OCe — IepHeHIu-

PHC. 4.19. O6061meHnas Moaens Guonoruueckux memopas. [J.M. Clark, Jr., R.L. Switzer, Experimental
Biochemistry, 2nd ed. (San Francisko: W.H. Freeman and Company. 1977).]
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KyJSPHBIX H NapajlJie/IbHBIX IUTOCKOCTH OHCNoA. Takoe BpallieHHe MOXKET HIpaTh POJb NPH BbI-
MOJIHEHHH MHOTHX GyHKuMH, npucymmx MeMOpane. OOHAKO KOHKPETHBIE HCCICAOBAHHA 3THX
acmekTOB TONBKO HaYMHAIOTCA.

MEMBPAHA OPUTPOLINTA

IThasmaTHYeckas MeMOpaHa 3pHTPOUMTA — TO Hauboee clnoXKHAA npupoaHas MeMOpaHa,
H3Yy4YeHHasl CPaBHHTENbHO AeTalbHO. OCHOBHbIE NOJIMIENTHOBI, OOHAPY)XEHHbIE B Helt, Mpen-
CTaBJIeHbl Ha pHC. 4.20,A4.

Oxono 40 % maccel MeMOpasbl cocTaBnsioT nepudepuueckue 6eMKH. IT0 KOMIOHEHTHI 1; 2;
4,1; 4,2; 5 H 6 (HOMepa COOTBETCTBYIOT N0OJI0CaM, HabnoaaeMbIM NpH 1ekTpodopese). Bee onn
HAXOJATCA HA BHYTPEHHEN NOBEPXHOCTH MeEMOpaHbl, HA UTO YKa3bIBAlOT IHIUMOJIOTHYECKHE H
HMMYHOXHMHUYECKHE TECTbl. KOMIOHEHTSHI | M 2 — 3TO BBICOKOMOJIEKY/IAPHBIN GuOpHINApHBI
6eNToK, Ha3bIBaeMBIl ClIeKTPHHOM, OTAeNbHbIE €ro MOMMIEN TUAHBIC NEMH HMEIOT MOJI. Maccy B
npeaenax ot 225000 no 250000. 3TH KOMHOHEHTHI, NO-BHOAUMOMY, TECHO B3aUMOAEHCTBYIOT
OpYT ¢ APYIrOM, MOCKOJIBKY MEXAY HHMH JIErKO 00pa3yloTCA CIIMBKH.

Benok nosockl § — 3TO aKTHH WIH aKTHHONMOAOOHBIN Genok. OH nMeeT MoJI. Maccy 45000 1
MoXeT 06pa30oBbIBaTh FOMONOJHMEPHI. Y MHOTHX HMCC/IEAOBaTENEH CIIOXKHIOCH BIEYAT/ICHHE,
4YTO CIIEKTPHHOBBIE H aKTHHOBBIE KOMIIOHEHTBI CBA3aHbl MeXay cobofi H 06pa3syioT dubpumnap-
HYIO CeTKy, BBICTWIAIOIIYIO BCIO KJIETOUHYIO MeMOpaHy (YTO CXeMaTHYECKH NOKAa3aHO Ha

PAS 1(2)
PAS 3
Cnapy)x; %
l
BuyTpu
42 ? 5 41 6
CHapyxu
NORANRSARRRRARNRNNNN!  RNALREANARILANLAEAS
SR AL P ALY
- = =
BuyTpu

PUC. 4.20. BozmoxHas Moaens MeMGpanbl apaTpounTa. A. OCHOBHBIE NOIMNENTHABI (CM. TeKcT). . Bo3-
MOXHasg CTDYKTypa BHYTpeHHeH ¢HOpHMIApHOA Oenkosod cetn. [V.T. Maichesi et al., Ann. Rev.
Biochem., 45, 667 (1976).]
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pHc. 4.20,5). Bo3MOXHO, 3Ta CeTKa UrpaeT posib B NoanepaHHH ¢opMbl 3DHTPOIIHTA, a TaK-
XK€ B ONpeac/ICHHH MECTOMNOJIOXKEHHA TEX WIH MHBIX MeMOpaHHBIX GeNKoB.

benok nonocel 6 — rauuepansaerua-3-pocpar—aernaporedasa. ITot Oenok uzobpaxeH
Ha puc. 4.20, A panoM c 6enkoM nonocel 3 (MHTErpaIbHBIM), HO HEKOTOPBIE HEIABHO OJIY4YEH-
Hbl€ JaHHbIE MO3BOJIAIOT CYHTATDb, YTO HA CAMOM J€JI€ OH CBA3aH TOMBKO CO CeKTpHHOM. O no-
nocax 4,1 1 4,2 NOYTH HHYErO HE MU3BECTHO.

Benok nonocel 3 U PAS-1 — 310 Hanbosee BaXHble HHTErpanbHbie MeMOpaHHbIE OEIKH.
KoMiioHeHT 3 — rnMxkonpoTenn, coaepxauuit npuMepHo ot 5 oo 8 % yrnesonos. OH H306pa-
EH B BHOE JHMEPA, TaK Kak B OTHOCHTEIBHO MATKHX YCJIOBHAX B HEM 006pa3yloTcs nonepeuHsie
clUHBKH. Ha OCHOBAaHHH HaHHLIX MO XHMHYECKOH MOOHGHKAUMH MOXHO MOJIaraTh, YTO KOMIIO-
HeHT 3 — TpaHcMeMOpaHHbI#t Oenok. OH MOXET HrpaTh DOJIb B NEPEHOCE AHHOHOB HIIH
rJIIOKO3bl.

PAS-1 — 310 rinukodopHH, CBOHCTBA KOTOPOTo LLMPOKO OOCYKOaJIHCh B JaHHOM IiiaBe H B
ri. 2. OH H300pakeH B BHIE IMMepa, TaK KaK OKa3ajloch, YTO OH BedeT cebs Kak AMMeEp B pac-
TBOpax NETEPreHTOB, HANpHMeEp AodcuuncynbdaTa HaTpHsa. He HCKITIOUEHO, YTO FTHKOGMODHH
COCTaBJIAET OCHOBHYIO MaccCy IMOOYIAPHBIX CTPYKTYD, KOTOpPbIE Ha6M101al0TCA Ha CKOJIE MEM-
OpaHbl 3DHTPOLMTA NPH MCCIENOBAHUH METOOOM 3aMOpa’KMBaHUA—CKanbiBaHUs. CyllecTBy-
IOT HEKOTOPBIE YKa3aHHA Ha TO, YTO YYACTKH MOJIEKYIbl INMKODOpPHAA, IPOHHKAKOLINE BHYTDb
KJIETKH, HEMOCPEOCTBEHHO B3aHMMOAECHCTBYIOT CO CNEKTPHHOBOH CeTKOM (Kak MOKAa3aHO Ha
puc. 4.20,5).

PAS-3 — nocnegHutt cylecTBeHHbIN MeMOpaHHbIH KOMIIOHEHT. DTO FIHKONPOTEHI C NEM-
THOHOM cocTraBnsoLlelt, HMerollelt Mo, Maccy NpHMepHO 25000. BeposaTHo, PAS-3 — noay-
HHTErpasibHbilt 6eN0K, T.e. Oenox, jerye 3kcTparupyeMeit H3 MeMOpanbl, yeM PAS-1 u 6enok
MoJIOCHI 3.

OCHOBHBIC JIMITUOHBIE KOMIIOHEHT bl MEMOpPaHbI 3DHTPOLIMTA NepeYHCIeHb! B Ta0n. 4.4. Io-
cleaHHe NaHHBbIC YKA3BIBAIOT HA TO, YTO OHH pacnpeneieHb! B OHC/I0€ HECHMMETPHYHO: OKOJIO
70% Bcero dpochaTuannxonuua 1 ot 80 1o 85 % Bcero chHHroMHenHHAa HAXOOATCH Ha HAPyX-
HOM moBepXHOCTH Oucnos. Ilpumepno 80 — 90% dochaTuauncepuna u bochaTHIUIITAHON-
aMHHA JIOKAaTM30BaHbl HA BHYTPEHHEH NOBEPXHOCTH MeMbpanbl. Merolnecs qaHHble TOBOPAT
0 TOM, 4TO XOJIECTEPHH, NOCIIEAHHH CYILECTBEHHbIH TUNMAHBIA KOMIIOHEHT, pacnpeaeneH Mex-
0y ABYMS CITOSIMH NPHOIHU3UTEIBHO PABHOMEPHO.

4.5. B3anMoneicTBua Mexay OeskaMH H JIMIHIaMH
B3AMMOZIEVICTBMS MEXAY BEJIKAMU U JIMTIMIAMU B BUCJIOE

CreundpHyeckHe B3aHMOOCHCTBHA MexNy OenKaMH M JIHNHOAMH OOJIKHBI ONPedeniaTh OC-
HOBHbIE OCOOEHHOCTH CTPYKTYPHI H cBOHCTB MeMOpaHbi. Mcxoas H3 obumx cooOpaxkeHutt o He-
KOBAJIEHTHBIX B3aHMOIEHCTBHAX, MOXKHO C IIOJIHOH YBEPEHHOCTBIO CKa3aTh, 4TO rHApodobHbIe
XBOCTB! JIMIIHOHBIX MOJIEKYJT HOJIKHBI OXOTHO B3aHMOIEACTBOBATL ¢ HEMOIAPHBIMH GOKOBBIMH
LEeNAMH aMHHOKHCJIOT, a MONSPHbIE MOJIOBKH — C NOJAPHBIMH YacTAMH OEJIKOBBIX MOJIEKYJI.
OfIHaKo CyLIeCTBEHHbIE NETAIH 3THX B3aHMOIEHCTBHI elle OCTaloTCA HeBbIACHEHHbIMH. Tlepe-
YHCIHM HECKOJIBKO BONPOCOB, HCCJIEAOBAHHE KOTOPBIX TOJbKO HAUHHAETCA.

BoI3biBalOT TH MeMOpaHHble Genkd KakHe-THO0 BO3MyILEHHA B TMpPHErarollell TUIUaHON
thaze? Takne BOIMYLIEHHA MOT'YT COCTOATh B CIEUHGHYECKOM NPHTXKEHHH ONPEeaE/ICHHbIX TH-
MHOIHBIX KOMIIOHEHTOB, YBEJIHUEHHH MTOABH)KHOCTH HIIM HMMOOHNIHM3ALMH COCEAHMX JIMTUOOB, a
TaK)Xe B H3IMEHEHHH I106anbHbIX CBOACTB MeMOpaHbl (TaKHX, KaK TOJILIMHA OHCIOsA, €ro KpH-
BHM3HAa M MPOHMLIAEMOCTb). HekoTopble JaHHbIE YKa3biBalOT HA TO, YTO MOBEACHHE JIHMHIOB,
KOHTaKTHPYIOUIHX ¢ 6eJIKaMH, OT/IHYAETCA OT MOBEACHHA BCEX OCTANIbHBIX THNHAOB, Ilorpanmi-
Hbl€ JIMTUAHBIE MOJIEKYJIbI, BEDOATHO, MOJHOCThIO aHAJIOTHYHBI TEM MOJIEKYJIaM BOdbl, KOTO-
pble TECHO CBA3aHbI ¢ PaCTBOPHMBIMH Genkamu (cM. . 10).
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BnnsioT 18 nHNHAbI Ha cBOHcTBa MeMOpaHHBIX 6erxoB? Hanpumep, Oyner nu MeMOpaHHbI#
6e10K GYHKUHMOHHPOBATH B JIH060M 6HCITOE HiTH AN ero padoThl He06X0AHM 0cOObIit TANMHAHBIR
coctas? CopeplIEHHO OUEBHAHO, YTO HYHKIIHOHHPOBAHHE HEKOTOPBIX GEpMEHTOB CBA3AHO C Te-
KY4ecTbI0 MeMOpaH. DT0 0cOGEHHO JIErKO MIOHATD B C/Iy4ae PeaKkiMit, 1)1 NPOTEKaHHA KOTOPBIX
cybcTpaThl MM depMeHTHI DOXKHBI OHbGYHAHpOBAaTH B MEMOpaHe Mo HanpaBJICHHIO OPYT K
apyry. UMeroudecs naHHbIE TOKA He MO3BOAIOT OTBETHTD HAa BOMPOC, «Pa3IHYAIOT» JIH Oenky
GHCIIOH C OIHHAKOBOM TeMIIEPATYPO# mepexoa, HO C pa3HbIM JIHMUAHBIM COCTABOM. OTMETHM,
OOHAKO, YTO HeKOTOpBIe OeNKH NpeTepneBaloT CylleCTBEHHbIE H3MEHEHHA, KOTa TeMNepaTypa
MPH CBOEM H3MEHEHHH NMPOXOAMT obnacTh Ga3oBoro mepexona B JTUIMAAX.

IpoHnKaloT JH JIHMMOBI BHYTPb MeMOpanHoro Oelka HIH CBA3LIBAIOTCA C €ro
MOBEPXHOCTBIO — HEACHO. 3Mech KpaitHe HyKHbl MOAEbHbIEC CHCTEMBI, B KOTOPBIX 6&/10K B3aH-
MOJEHCTBYET JIHIlL ¢ HECKOJIBKHMH JIHIIKAAMH H OTCYTCTBYIOT T€ CJIOXKHOCTH, KOTOPBIE IPH-
BHOCHT MeMGpaHa. BecbMa MHOrooGelwaoUMM NPEACTAB/IAETCA HCNOJIb30BAHAE HHTETPAIBHO-
ro Mem6pannoro dpepMmeHTa C-55-H30NMpPEHOUA-ANTKOr 0k — pochokHHa3bl H NepHpepHuecKOro
depmenTa nupysaToxkcuaassl (Gennis, Jonas, 1977).

B nocneqHee BpeMs NOSBHIIHCH JTHLIb NEPBbIE JaHHbIE OTHOCHTELHO GOpMbI MEMOPaHHBIX
Genkos (m. 14). IIpexxae 4eM aenaTs 4OCTATOYHO 061IMe BEIBOABI, He0OxoauMo Oyner onpene-
JINTh TPEXMEPHYIO CTPYKTYPY HECKOJIBKHMX TaKHX OenkoB. BecbMa nmpaBaonogo6HBIM KaeTcs
NPeaTNoIOKEHHE, YTO T€ YACTH MOJIEKY/T MeMOPaHHBIX GeJIKOB, KOTOPBIE HAXOAATCA BHYTPH OH-
CI10M, HMEIOT a-CITHPAIBHYIO HITH S-CKNTag4aTyIO CTPYKTYPY. D10 HaHbonee 3bdekTHBHBIHA CIIO-
co6 cnapuBaHHua NJOHOPOB M aKLENTOPOB BOAOPOIHBIX CBA3eH.

JIMTTIOITPOTENBI

B3aumogecTBHA MeXay OelkaMH H JIMIHAaMH HMEIOT MECTO He TOJIbKO B MeMOpasax, HO H
B JTHIONpOTenaax. JIMMONpoTeHabl — 3TO MHLEUIONOAOOHbIE arperaTel. 3AeCh Mbl PacCMOT-
PHM TOJIBKO JIMIIOMPOTEHABI IUIa3Mbl, KOTODbIE ABIAKOTCA HEKOBAJIEHTHBIMH arperaTaMH pa3s-
JHMYHBIX THNHAOB H NenTHIOB. Kak yxe 0TMeyasrioch, Ha MOBEPXHOCTH OaKTePHANbLHBIX KIETOK
CYLLIECTBYIOT H KOBaJICHTHBbIE JIMITHAHO-OE/IKOBBIE coOeAHHEHHA. B miasMe pa3mMyaloT YeTnipe
OCHOBHBIX KJIacca JIMITONPOTEHAOB. DTO (B NMOPAAKE BO3PACTAHHA IUIOTHOCTH) XHJIOMHKDOHBI,
JIHNIONPOTENABI ¢ OYeHb HH3KOI IIoTHOCTHIO (JIOHIT), nunonpoTenabl ¢ HU3KOH# INTOTHOCTBIO
(JTHIT) u nunonpoTenasl ¢ BbICOKO# mmoTHocThiO (JIBIT).

O nunonpoTexHaax NepBOro Kacca H3BECTHO OTHOCHTETbHO MaJio, HO CBOACTBA JIHTIONPOTE-
HIOB OCTAJIbHBIX TPEX KJIACCOB OTHYACTH YCTAHOBJIEHBI; B Tabn. 4.6 CYMMHPOBaHbI BCE H3IBECT-
HbI€ M0 3TOMY NOBOAY AaHHble. OCHOBHaA (YHKUHA JIHIMONPOTEHAOB IUIa3Mbl — 3TO TpaHC-
NMOPT JIHMHAOB, B YacTHOCTH JIHIT ABNsArOTCA INTaBHBIMHA NEPEHOCUHKAMH XOnecTepHHa. JIHMo-
MPOTEMABI, BbIACTICHHBIEC OT Y€JIOBEKA H H3 APYTHX OPraHu3MOB, — 3TO KPYIHbIE r1o0ynsapHbie
4acTHUbI, HECKOMLKO DAa3/HYAlONIHECH MO COOEPKaHHIO OeNnkoB H JHMHUAOB. JIHIOMpOTEHABI
BCEX KJIACCOB COAEPXAT HeGO/bIIOe YHCIIO INIaBHBIX GENKOBBIX KOMIIOHEHTOB, IIPHYEM aMHHO-
KHCJIIOTHBIE MOCIIENOBATENBHOCTH GoMbUmMHCTBA M3 Hux B JIOHIT u JIBIT n3BectHbl. dns Gen-
KOB 3THX JBYX KJIACCOB XapakTepeH HeOOBbIKHOBEHHO BBICOKHHM MPOLEHT a-CIHPAJIBLHOCTH; ITa
CTPYKTYypa cTabunu3supyeTcs 6naroaaps NPHCYTCTBHIO JTHNMAOB, TaK KaK Y OYHIIEHHBIX amo-
MPOTEHAOB NMPOLEHT a-CIIHPAJIBHOCTH HHXKE, YEM Y MPHPOIHBIX THIIONMPOTEUAOB.

Kak u oxuaanock, HH3Kad INIOTHOCTH OeJIka COUETaeTcs ¢ BLICOKHM CONEPKaHHEM JIMITH-
0B, Bricokoe coaepxaHue JIMMMAOB XapakTEPHO TaKxe IS YacTHU Gonabuioro pasmepa. ITo-
BHAMMOMY, B K&XXIOM KJIaccCe IHIIONPOTEHAOB MpeodnanaeTr Kako#-TO OAHH THIT JIKIIHAOB, XOTS
B TOH H/IM HHO CTENEHH B HHX NPEACTaBI/IEHbI cCaMbl€ pa3Hbie THNHAbI. bonee NONOBHHBI MHNH-
nos B JIOHIT — 3ro tpurnuuepuasi, B JJHIT — >bupsl Xonectepuna, B JIBIT — ¢docponn-
MHABI. 3aMETHM, Y4TO JBAa KOMNOHEHTA (TPHT/IHLEPHABI A 3QHPBI XONIECTEPHHA) TOYTH HETONAD-
HbI H HEpacTBOPHMBI B Bole. [ToaToMy Heo6x0aHMO, 4TOGHI OCTarbHbIE GeIKH M THIIMABI obec-
neqnBasH oOpa3oBaHHe CTabHIBHOM CYCIIEH3HH, KOTOpPas Morsa 6bl MEPEHOCHTLCA TOKOM KpPO-
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Tabauya 4.6
CBOYICTBA JIMIIOINTPOTEMIOR I1JIA3MB!

JiunonpoTena ¢ oveHb HIIKOR  JIunonporenn ¢ HH3IKO#  JIHNONPOTEHN C BBICOKOK

NNOTHOCTLIO TUIOTHOCTHIO IO THOCTBIO
TnotHocTh, 1/cM3 0,95 — 1,006 1,019 — 1,063 1,063 — 1,21
Mon. Macca 5-106 2-106 Or 1,7-10° no 3,6-10°
Conepxanne 6enka, %
(o Becy) 10 25 50
OcHoBHble GenkoBbie Ano-C-I (57 amMuHOKHCNOT) Ano-B (Mon. Macca Ano-A-I (245 amMMHOKHCTOT)
KOMITOHEHTBI oo 275 000) Ano-A-11, (aamep n3 apyx
Ano-C-I1 (78 aMHHOKHCAOT) uenelt, coaepKalmUx o
77 aMHHOKHCIIOTHBIX
OCTaTKOB)
Ano-C-III (79 aMHHOKHCIOT)
Ano-E (Mon. macca 33000)
Ano-B
BropruHas cTpykTypa a-Crnpans, 73 % a-Cnupans, 25 % a-Croupans, 70 %
Oenkon Hpyrue Tumbt xondopmaim,  3-Kondopmanus,
27% 37% B-Koudopmarms 11 %
Heynopanowennas  HeynopsnoueHHas
CTPYKTYypa, 37 % CTDYKTYpa, 19 %
BropHruHas cTpyKTypa a-Cipans, 56 % a-Ciupans, 52 %
anonpoTenoB B-Koudpopmauus, 10 %
’ Heynop agouensas
CTPYKTYypa, 38 %
CopnepxaHue NRITHIOB
(B MPOLIEHTAX OT CyM-
MapHOT'0 Beca JTHIO-
MPOTEHAA)
TPHITHLEPHABI 55 6—8 Manoe
dochonmununst 20 21 — 22 >20
XOJIECTEPHH 10 7—28 Manoe
pUpBI XONMeCTEPHHA 5 36 — 41 15

H3 pesynbTaTos, o6obwennsix J. D. Morresett, R. L. Jackson, A. M. Gotto, Jr., Ann. Rev. Biochem., 44, 183 (1975) u
L. C. Smith, H. J. Pownall, A. M. Gotto, Jr., Ann. Rev. Biochem., 47, 751 (1978).

BH. BonbwnHcTBO Genkos, conepxaumxcs B JIOHIT, — 370 cpaBHUTenbHO HHU3KOMOJIEKYNIAp-
Hele 6enku. Te, uTo npucyrersyoT B JIBIT, 0THOCATCA ckOpee K 6eKam CpedHero paimepa, 3a
HcKIIoyeHHeM Oenka ano-A-Il, KOTOPbIi ABISETCH BeCbMa HEOOBLIYHBLIM CHMMMETPHYHbIM AHMe-
POM, COCTOSILLIMM H3 ABYX ONMHAKOBBIX LeMEH, COCAMHEHHBIX eMHCTBEHHON AMCYNbOUIHOMN
CcBA3bIO. Benkosbie KOMNOHEHTR! JIHIT n3yueHbI He OYEHb XOPOILLIO, HO BechMa BO3MOXHO, YTO
OHM KpYINHee APYIHX alnoHNONPOTEHIOB.

Ilpu uccnenopanuy NPHPOAHBIX THNONPOTERNOB BOIHHKAIOT JBA OCHOBHDIX Bomnpoca: 1) xa-
KOBa OPraHH3allMA JIHNHAHBIX H G€/IKOBBIX KOMIIOHEHTOB B IJIOGYNIAPHBIX YacTAIAX H 2) kak
HMEHHO B3aHMONERCTBYIOT MeXAY cob0tt 6enxu 1 numuapi? M3BecTHO 306ch IOKA OYeHL MaJIo.
BonbuiMHCTBO THNONPOTEHAOB, NO-BHANMOMY, 06Da3yiOT MMLELIBI, BHYTPH KOTOPBIX Haxo-
AATCA HENONAPHBIE JIHMADL, 2 CHAPYXKH — NOJIAPHbIE YaCTH GeJIKOB B Apyrye numuasl. OAHaKo
MHOro€ NPH 3TOM OCTAETCA HEACHBIM. Pacnonoixensl nu 6ekoBble Cy6beIMHMIIBI B MALIE/LTAX
ynopsinoyeHHpIM o6pa3zom? HekoTopsie uccnenosanns JIHIT no3sonsior NPeanosiokXHTh, 4TO
3TO OEACTBHTENILHO TaK. KOHTAKTHDYIOT Jiu GenKkoBble CYOLEMMHMIBI APYT C APYTOM HIIH OHH
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HenonsgpHas NOBEPXHOCTb

[TonsipHasi MOBEPXHOCTb
PUC. 4.21. CxemaTuuyeckoe U300pakeHHE o-CIIMPAJILHOM CTPYKTYPhI OJHOTO M3 Y4acTKOB MENTHAHOIO

KOMIOHeHTa anojunonpoTrenaa C-I. 3apsbkeHHble rpynnbl u300paxeHs! B usere. [J.D. Morrisett et al.,
Ann.Rev. Biochem., 44, 183 (1975).]

IUIAaBAIOT B «JIMIIMOHOM Mope» He3aBucHMO? Benku ano-A-I u ano-A-II u3 JIBIT B oTcyTCcTBHE
NMPUPOAHBIX JIMIHAOB, OYAYYH B3ATHI B 3KBUMOJIAPHBIX KOJIMYECTBaxX, oOpa3yioT aumep 1 : 1.
QOueBHIOHO, 3TO B3aHMOJEUCTBHE HMEET MECTO TaKXXE€ M B NMPHUCYTCTBHHM JIMIIHAOB, TaK KaK B
JIBII 3t nBa Genka nerko cumBaioTcs 1,5-nupTop-2,4-IMHETPOOEH30/I0M.

Bb110 mMOKa3aHo, YTO 10 KpaifHel Mepe HEKOTOPbIE U3 MTOJIMIENITHAOB B COCTaBE JIMIONPOTE-
HIOOB MOTYT B3aMMOZCHCTBOBAaTh C OTPOMHBIM YMC/IOM JMnuaoB. Hanpumep, 6enox ano-C-II1
criocobeH cBsa3bIBaTh OT 18 mo 80 Mmonekyn pochaTuaunxonuna. MccnenoBanus no CBA3bIBAHUIO
JUNUAOB (hparMeHTaMu GEJIKOBBIX MOJIEKYJI, @ TAKXKe 10 3aLLUTE LEIBIX MOJIEKYJI OT NNPOTEOJIH-
3a yKa3bIBalOT Ha TO, YTO OCHOBHAA Macca JIMMHAOB CBA3bIBaeTca ¢ C-KOHIIEBOM YacThIO Oenka.
AHaJIOrHYHbIE€ HCCJIENOBaHUA, TPOBEAEHHBIE ¢ 6enkoM amo-A-II, moka3anu, 4To dhochounuabI
CBA3BIBAIOTCA B OCHOBHOM C ABYMSI TPETSAMH MOJIEKYJIbI Oeika co cTopoHbl C-koHua. ToT dakr,
YTO JIMIIKABI YBEJIMYUBAIOT CTENEHb o-CITUPAJIbHOCTH O€/Ka, MPUBOAUT K HHTEPECHOMN THIIOTE3e
0 JeTaJibHOM NMPHUPOJE 3TOro CBA3bIBaHuA. IIpolle Bcero 0OBACHUThL JaHHOE ABJICHHE TEM, YTO
JIMIUOBI CBA3BIBAKOTCA HMMEHHO C o-CIIUPAJIbHBIMH Y4aCTKaMH.

Korna aMHHOKHCIIOTHBIE LIETTOYKH, NPEANOJIOKUTEILHO CBA3BIBAIOLIHECS C JIMITHAAMH, CBEDP-
HYTBI B a-CIIAPaJib, OOHAPYKHBAETCA CIICAYIOIIHHA TF0O0ONBITHBIA (aKT: YacTh TaKHUX YYaCTKOB B
6enke ano-C-I (paccMaTpUBaeMbIX Kak HHJIHHAP) HMeET HEMONAPHYIO H MOJIAPHYIO IIOBEPXHOCTH
(puc. 4.21). ITopa3uTenbHas 0COOEHHOCTh MOJIAPHON MOBEPXHOCTH 3aK/IIOYAETCA B TOM, YTO
OTPHIUATENBHO 3apsKEHHbIE OOKOBBIE LIENH JIEXKAT B €€ CEPEAMHE, B TO BPEMA KaK MOJIOXKUTENb-
HO 3apsXKEHHBbIE I'PYIIBbI PACIOJIOKEHBI IO KpasiM. 3aMaHYMBO NPEAINOIOXUTD, YTO hocdomn-
MHUABI CBA3aHBI C a-CIIHPAJIAMH TaK, YTO OTPHLATENILHO 3apsKEHHBIN GochaT cocencTByer ¢ mo-
JIOXKMTENBHO 3apAKEHHBIM KpaeM, a HECKOJIbKO METHJIEHOBBIX IDYIII JXHPHOM KHC/IOTHI, ONH-
Kaumx K pocdaTy, KOHTaKTHPYIOT CO CMEXXHOM HEMOIAPHOMN NOBEPXHOCTHIO menTHaa. Toroa
OCTaJIbHasA 4acThb MOJIEKY/Ibl XHPHOM KHCIOTBI MOXET ObITh HampaBlieHa Hapy>Xy H B3aMMO-
IefCTBOBATh C APYTMMH JIMMIHAHBIMHE MOJIEKYJIAaMH.
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TTo-BHOHMMOMY, MOXHO IOCTABHTb TaKHE 3KCIEPHMEHTDbI, KOTODPbIe MO3BOJIHIH Obl Hero-
CPEACTBEHHO HCCIIENOBATDh XaPaKTep B3aHMOIEHCTBHA MEXY JIMIHAAMH H Genkamu. Takue IKc-
NMEPHMEHTBI BaXXHbI HE TOJILKO 1S MOHHMAHHUA CTPYKTYDbI JIHIIONPOTEHIOB, HO H [T PEILEHHS
3HaYHTEeNbHO Gonee o6met mpabdnemMsl CTPYKTYPHI H byHkunit mMeMOpaHHBIX GeJIKOB.

HEBBISABJIEHHBIE MAKPOMOJIEKYJISIPHBIE KOMITJIEKCHI

M3 yeTbIpex OCHOBHBIX THIIOB MaKPOMOJIEKYJI — JIHITHAOB, NOJIMCAXapHOOB, 6enkoB H HY-
KJICHHOBBIX KHCJIOT — B NMPHHIHIIE MOIyT OGDMOBLIB&TLC’I IECTb THNOB KOBAJICHTHBIX IIap-
HbIX KOMILIEKCOB H €llle 1IeCTh HeKOBAIEHTHbIX. V3 Tabi. 4.7 BUOHO, YTO H3 12 NOTEHLHAIBHO

Tabauya 4.7
PA'C]'IPQCTPAHEHHOCT]: OBHAPYXEHHBIX K HACTOAUIEMY
BPEMEHMU 'ETEPOTEHHbBIX MTPUPOAHBIX ACCOUMATOB

MAKPOMOJIEKVYJI
Accoumar KosaneHTHas HexosanenTHas
CBA3bL CBA3b
benok — HykneuHoBas KHCNOTa Penxo QueHb 4acTo
Benok — nunua »” »
benok — caxapun QOuyeHb 4acTo Penxo
HyxneuHoBas kucnora — caxapua Penko —
JIunua — caxapun H0BOJNLHO 4acTo —_

JIunuo — Hyk/1eHHOBas KMCJIOTa — —_—

BO3MOJXHDBIX KOMIIJIEKCOB CPEIH YNOPAOOYEHHBIX NOJIOXHMBYILUMX CTAOHWIBLHBIX KJIETOYHBIX
CTPYKTYD NOKa ynanoch o6HapyxuTh Tonbko 8. EcTh 5nu B npHpone oOcTalbHbIE
YeThIpe — I0Ka Heu3BeCTHO. OueHb HACTOPAXKHUBAET TO, YTO HE YAAN0Ch OOHAPY)XXMTh HH OIHO-
IO YNOPSIOYEHHOIO KOMILJIEKCA JIHIMHOOB H HYKJIEHHOBBIX KHCIIOT. B NpHHIHIIE TaKHEe KOMILJIEK-
cbl MOIJIH 6b1 06pa30BaThHCA B 1IEPOXOBATOM SHOOIUIA3MATHYECKOM PETHKYNTYME, KOTODBIi cO-
CTOMT U3 MeMOpaH H CBA3RHHBIX C HHMH PHOOCOM. B0 661 HHTEPECHO BHIAACHHTD, CYLLECTBYET
JIH B 3TOR CTPYKTYpe NpsAMoe B3aumoneicTBue Mexay nunuaami 1 PHK.

KpaTkue BBIBOBI

HccnenoBaHHe CBORCTB HEKOTODBIX MAJIO H3YYeHHbIX OGHONOTrHYECKHX MTOJIHMEPOB H arpera-
TOB BecbMa HHGOPMATHBHO H B TO € BpeMsl OAHHMAET MHOXECTBO BOIMPOCOB.

INonHcaxapHabl CYLIECTBYIOT B BHAE KaK JIMHEHHDBIX, TaK H Pa3BEeTBJICHHBIX CTPYKTYD. He-
PeaKO OHHM TPEICTABIAIOT COGOR TOMOMOMHMEDHI HIH Yepenyroumecs cononumepst. Ha yposne
BTOPHYHOM CTPYKTYDB! OHH SBJSIOTCA OOHO- H MHOTOLIEMIOYEYHbLIMH CIHpanaMH. [anee 3TH
CIMpanH OpraHH30BaHbl B GuUOpHINApPHbIe U reneobpasHble (TPETHYHYIO H YETBEPTHYHYIO)
CTPYKTYDPbI. Caxapuabl SBJISIOTCA TaKXe KOMIIOHEHTaMH OPYTHX OHONOTHYECKHX KOMIUIEKCOB,
TaKHX, KaK [ENTHAOTIMKAH KJIETOYHBIX CTEHOK §akTepHi U INIMKONPOTEHAb! 3YKaPHOTHYECKHX
KJIETOK,

KoMiutekcst Mexy 6enxamMu ¥ HyKJIeHHOBBIMH KHCJIOTaMH BLINOJTHAIOT OYEHb BaXkKHbIe 6HO-
JIornyeckue GyHKUMH H 1O cBoeH opranvsaumu OpIBalOT BecbMa pasHooOpa3Hbl. Y npocThIX BH-
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PYCOB OCHOBHBIM KOMIIOHEHTOM, ONPENE/IAIOUINM CTPOEHHE BUDYCHON YacTHUbI, ApseTca e-
JIOK, ¥ OH PAcIoJiaraeTcs CHapy>KH CTPYKTYpbl. B xpoMaTHHe, HanpoTHB, 6enok obpa3lyer cepa-
LEBHHY, Ha KoTopy1o HamoTaHa JHK. ITpuMepoM cTpyKTypBhI, B KOTOPOH HMEKOT MECTO TEC-
HbIE€ B3aHMONEHCTBHA MEXIY 6GenKaMM M HYyKJICHHOBBIMH KHCIOTaMH, cnyxaT pubocomsl. Je-
TaJlbHble MEXAHH3MbI Y3HABAHHA 3THMH IBYMS THIIAMH MaKpOMOJEKYJI OPYr APyra HEU3BeCT-
HbI.

Jlununel — 310 aMbHUIbHBIE COEAMHEHHS; OHH 0BPa3yIOT MHULENIbI, €C/IH COOEPXKAT MO
OIHOW XHPHOKHCIIOTHOHR LIENH, U NBOHHBIE CIION UK OHCIONHbBIE NY3BIPBKH, €C/TH TaKUX Lenei
ase. CBoicTBa M cOCTaB ABYX NOBEPXHOCTEN OUCOA He 00s3aTENLHO ONMHAKOBLI. [IpHUponHble
MeMOpaHbl NOMHMO JIMIMAOB ColepxkKaT G0/IblIOe KONHUECTBO HenkoB. [lepudepuueckue 6enkn
JIETKO 3KCTPAarupyroTcs M3 MeMOpaHbl, B TO BPEMSA KaK MHTErpajibHble MeMOpaHHble Oenku
MIPOYHO CBA3aHbI ¢ Helt, BEPOATHO, € MOMOLLIbIO rHAPOGOOHOro yyacTka nentTuaHoi uenu. Heko-
TOpPbI€ HHTEFPAJIbHbIE LEMH JTOKAHU3YOTCH TONBKO HA ONHON NMOBEPXHOCTH MeMOpaHbl, APYFHe
NPOHM3BIBAIOT €€ HACKBO3b. B MUNMHAHBIX OHCNOAX MPOHCXOOAT (ha30Bble NEePeXoabl MEXAY CO-
CTOSHHUAMH, KOTODBIE YCIIOBHO MOXHO CYHTATh TBEPABIM M XKHUOKMM. B IpupomHbix MeM6panax
TOXe Hab/MoJaloTCa aHalorHYHbie NeEpexobl, a TAKKE JaTepanbHoe dha3osoe pasgenenue. OT
APYrUX OHONOTMYECKHX CTPYKTYP MeEMOpaHbl OT/IHYAET TO, YTO OHM ABJIAIOTCH AHHAMHYECKUMHU
CUCTEMaMH. B HHX NPOMCXOOUT NOBONBLHO OLICTPOE JIaTepanbHOE NepeMellieHHe 6e/TKOB H JTHIH-
[0B H BPAl€HHE Pa3IMYHbIX KOMIIOHEHTOB. OQHAKO NePECKOK KOMNOHEHTOB C OJIHOK MOBEPXHO-
CTH Ha APYIYHO NPOUCXOOHUT BeCbMa PENKO.

O netansax MUNHOHO-0E/IKOBBIX B3aHMONEACTBHHA H3BECTHO COBCEM HeMHOTrO. [10/1e3HbIMH
MOOEIBLHBIMH CHCTEMAMH MOTYT CJIY)KHTD JIHIIONPOTEHABI CBIBOPOTKH, KOTOPBIE ABJISAIOTCA MH-
HeNIoNnoa06HbIMH CTPYKTYPAMH, COCTOSAILMMH K3 PA3HBIX MENTHAOB U JIMIHIOB., DTH COEAHHE-
HHA HHTEPECHB! H CaMH NO cebe, MOCKOIBKY HIPalOT BaXXHYIO POJIb B TPAHCIOPTE JTUIHOOB.

3AJAYN

4.1. IIpeanomoXXKUM, YTO BaM YOAIOCh BLIOEIHTh MHUEY, COOEPKALIYIO OOHY MOJEKyy ben-
Ka, 0OBIMHO CYLIECTBYIOILIETO B BUAE TpaHcMeMbpanHoro 6enka. Kakum, no BaileMy MHEHHIO,
6yneT B3aMMHOE PacloJIOKEHHe B TaKOR MHUENIe Oefka B THnHaoB?

4.2. Jns Toro 4ToObI HOEHTHOHIHMPOBATH OE/IKH, PACIIONIOKEHHBIE PAIOM APYT C APYTOM B KJle-
TOYHON MeMOpaHe, YaCTO HCMOIb3YETCA METOM cluMBaHUA. OnHako H3-3a 60nbLIOH JTaTepasb-
HOM NMOIBH)XHOCTH HEKOTOpbie MeMOpaHHbIe OelKH, MepBOHAYABHO PACMONOXEHHBIE OAJIEKO
OpYT OT APYra, MOTYT CJIy4alHO OKa3aThCA PAOOM, YTO MOXKET MPHBECTH K 06Pa30BaHUIO MEXK-
Iy HHMH TIONEPeYHbIX clUMBOK. Kak Obl BBl BBISBHIM TaKHe C/Iy4ad MM NPeNOTBPATHIIH HX B
3KCIIEPHMEHTE M0 CLUIHBAHHIO?

4.3. IToyeMy ecTb OCHOBAHHA OXXHIATh, YTO OJIMTOMEPHBIA OEJIOK CMOKET y4acTBOBATh B CIe-
LH(bHYECKOM Y3HABAHHH NMaJIMHOPOMHON NOCIENOBATENLHOCTH HYKIEMHOBO! KHCIOTBI?

4.4, IToyeMy HeperyasapHOCTb NOCIEAOBATEILHOCTEN H BETBJICHHE LIENIH NOJIHCAXapHIOB YBEH-
YHBAIOT BEPOATHOCTH OOPa30BaHHUA refd, a He APYTHX BO3MOXHBIX THIIOB TPETHYHOM U ueTBep-
THYHOHR CTPYKTYDPHI?

4.5. OHH HYK/IE€ONPOTEHIHbIE KOMIUIEKCHI CTaOHIM3UPYIOTCA NPH YBEIHYECHHH KOHLEHTPAaLMH
coJeit, B TO BpeMs KaK ApYrue necTabHIH3HPYIOTCA. YeM MOTYT pa3iH4aThCs CTPYKTYPBI ITHX
IBYX THIIOB KOMIZIEKCOB? PaccMOTpHTE THIBI OENIKOB, KOTOPBIE MOTYT Y4acTBOBaThL B 00pa3o-
BaHHU KOMILJIEKCa, BO3MOXHBIE AeTaIH He/IKOBO-HYKJIEHHOBBIX KOHTAKTOB H YHCIO MaJIbIX Ka-
THOHOB, CBSI3aHHBIX C KOMIUIEKCAMH, [0 CPABHEHHIO C YHCJIOM ITHX HOHOB B ClIy4ae HECBA3AH-
HBIX KOMIIOHEHTOB.
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Inasa 5 KoH@opMayuoHHbII aHAAU3 U CUbI,
onpeodenarowue cmpykmypy benxa

5.1. OcHoBHBIE TPOOIEMBI, CBI3aHHBIE CO CTPYKTYPOMH
OEIKOBBIX MOJIEKYIT

Onna u3 Haubosee TPYAHBIX H HHTEPECHBIX 3a4au GHOXHMHM — 3TO BbISICHEHHE (u3uue-
CKHX OCHOB CTPOEHHA 0e/IKOBBIX MOJIEKY/I, OT/IMYAIOLIHXCA TOHKOH OPraHH3auMelt H BHICOKOM
cnenuHIHOCTHIO. DTa 3ama4a mpHobpeTaeT ocoboe 3HaYeHHE H3-3a TOro, YTO OHOMOrHYecKan
AKTHBHOCTb TaKHX MAKPOMOJIEKY/I YYBCTBHTE/IbHA K H3MEHEHHAM HX MDOCTPAHCTBEHHOR KOH~
dopmammn. Tak Kak 6GHOMOTHYECKHE NOHMMEPHI CIOCOOHBI Pa3BOPaYHBaThCA (HANpHMeED, ITPH
HarpeBaHHH WiH 00pa6oTKe MOYEBHHOI) H 3aTEM CHOBA CBOPAYHBATBLCA, BO3BPAIIAACh B HCXOI~
HOE COCTOSIHHE, Pa3yMHO NPEANOI0XKHTh, YTO B OCHOBHOM KOHGODMAIHH, NPHHAMAEMBbIE Pa3-
NuyHbIMH Ouonommmepamu, HauGonee BBITOAHBI TepMOOHHaMuueckH. HexkoTopble naHHbie,
NMOATBEPXKAAIOIIHE 3TY THNOTe3y, ObUIM MOJYY4eHbl B CEPHH 3KCINEPHMEHTOB, BBINOJI~
HEHHBIX AHMHHCceHOM H ap. (1961 r.). DTH HcCedOBaHHA MOKa3aid, YTO [a)ke NPH pa3pbiBe
BCEX YeThIpeX THCYMbOHIOHBIX CBiA3elt pHOOHYKJIEa3bl H NOJHOM ee A€HATYPALUHMH MOYEBHHOM] 1O~
CJIe yOaneHHss MOYEBHHBI H PEOKHCIICHHSA OHCYIbOHIHBIX MOCTHKOB 6e10K CHOBa mpHoOpeTaer
NPaBH/ILHYIO HATHBHYIO KoHbopMaumo!.

B 3Tolt rnase Mbl 06cyaHM pa3snMuHblie GaKTOpHI, onpenensioue KoupopMaumio Oeska.
CHayana Mbl pacCMOTDHM OCOOEHHOCTH INe€OMETPHHM MOJIEKYJbI, Hanpumep (GUKCHPOBaHHbIE
IUTHHBI CBSI3ell H BEJTHYMHBI BRJIEHTHBIX YTJIOB IIOTMNIENTHAHON LEMH. 3aTeM NpOaHaNH3IHPYEeM
OrpaHHMEHHs, HaJlaraéMble Ha BO3MO)KHbIe KOHQOPMAaUHNH CTEPHUECKHMH pakTopamMu. Mbl Tak-
K€ PacCMOTPHM YCOBEPIIEHCTBOBAHHBIN BapHaHT NONOGHOro aHanW3a, OCHOBAHHBIH Ha Mc-
NO/b30BaHHH 60Jiee pPEaTHCTHYSCKHMX MOTEHUHANBHBIX Gynkuuit. B 3axmioueHHe MbI MO3HAKO-
MHMCA ¢ APYrHMH (hakTOPaMH, HrpalOLIHMH OY€Hb BaXKHYIO POJIb B GOPMHPOBAHHH GENKOBBIX
cTpyKTYp. K HHM OTHOCATCA 00pa3oBaHHe XOPOLIO H3YYeHHBIX BOOOPOOHBIX CBA3EH H «THAPO-
dobHbie» B3auMoaeHCTBHSA, IPHPOIA KOTOPBIX MeHee NoHATHA. Eciiu 651 Bee 3TH dakTOphI ObI-
JIM JOCTATOYHO XOPOLUO H3YU€Hbl H CYLLIECTBOBAJ COOTBETCTBYIOLHHMI MaTEMaTHUECKHHA anmna-
paT, nosBHIack 661 BO3MOKHOCTD NPENCKA3bIBATh, HAIPHMED, TPEXMEPHYIO CTPYKTYpY Oenka
0 €r0 aMMHOKHCJIOTHOMN NOC/IEN0BATELHOCTH. DTa LeNb elle HE JOCTHIHYTA, HO HEeIaBHHE YC-
HeXH MOKa3blBAIOT, UYTO €€ HeNb3d CUHTATh HepeanbHON, (JIpyrue acnekThl YKJIAAKH GesIKOBBIX
MoJeKkys1 obcyxnaroresa B 1. 21.)

5.2. 'eoMeTpus nojMnenTHAHON Lienu

Ha puc. 5.1 mpencraBneHa «-L-mommmenTHOHas Lielb, BCE OCTATKH KOTOPOH HaXoOsTCA B
MpaHC-NONIOKEHHH (Taxk Ha3biBaeMbIft MIOCKHH 3Hr3ar). OcTaTKH NPOHYMEPOBaHb! NOC/IEa0Ba-
TenbHuo OT 1 0o n, HauHHas ¢ N-KoHUA. OTMETHM, YTO OMHHAKOBBIE aTOMBI ONHOTO H TOrO Xe

! HecMOTp# Ha pe3ynbTaThl ITUX IKCIEPHMEHTOB, HEOGXOAMMO CUHTATHLCA C BOIMOXKHOCTBIO TOTO, 4TO Ha-
THBHBIM CTPYKTYPaM COOTBETCTBYET JIOKANIbHbIA MUHUMYM CBOGOAHONM 3HEPTUH, a NOCTHXKEHHIO KOHpOp-
MaluH ¢ Ooree HH3KOM cBOOOAHOMN IHEPrHEH MPENATCTBYIOT KHHETHYECKHE Oapbepsl.
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PHUC. 5.1. a-L-noaunenTHaHAas Lienb. Bce aMMHOKHCIOTHbIE OCTATKH HaXOAATCA B mMpanc-KoHDOpMaLMu.

ocTaTKka 0603Ha4YAI0TCA NO-PA3HOMY: HAalPHUMED, i-# a-yriepon.obosnauaercs CY, Toraa Kax i-i
kapborunbHbIR yrnepon — C;. VHOMBHAYabHble aMHHOKHCIOTHBIE OCTaTKH Da3IHYAOTCA
cBOMMH GOKOBBIMH LIEMAMH (4acTO Ha3plBaeMbIMH R-rpynnamu). JInuHBI CBA3EH H BaJICHTHbIC
YIJIbl, ONPEAENAIOLIME CKENET LIEMH, MOXHO CYMTATh GHKCHpOBaHHbIMH. B Tabn. 5.1 mpuBene-
Hbl OOILIENPHHATHIE 3HAYEHHA dTHX MapaMeTPOB.

Tabauya 5.1
TEOMETPHS IMOJMNENTHAHOM LEMKY

Cesiab Nnuna ceran, A Cesman Banentusift yron,
rpan.

c*—C’ 1,53 C*—C’'—N 113
C'—N 1,32 C'—N-—-C* 123
N—C* 1,47 N—-C*—C’ 110
C'=0 1,24

N—H 1.00
c*—cP 1,54
C*—H* 1,07

1 Sasisekharan. In: Collagen, ed. N. Ramanathan (New York: Interscience, 1962), p. 39.

BaxxHasi 0cOBeHHOCTD CTPYKTYDbI COCTOMT B TOM, YTO aMHIHasi rpynna oO6bI4HO HaXoaHUTCA
B IUTIOCKOH mparc-xOHGOPMALIHH. DTO MOXHO OOBACHHTL DE3OHAHCHBIM COCTOSHHEM, NPHAAIO-
1IIMM aMHIHON CBA3H XapaKTep NBOWHOMN CBA3H,

W ¢ C N
\C/K./ \C \c/ N\C
!
0

B pe3ynbTaTe 4ero 3Ta CBA3b YyKopaumsaercs Ha 0,1 A. Benmencteue mockoft mparc-
KOH(OpMallMH aMHUOHON TPYINBl PACCTOAHHE MEXIY NOC/IENOBATENBHBIMH Q-YTJIEPOAHBIMH
aTOMaMH IIOCTOAHHO H paBHO 3,8 A. Orciona cienyer, YTo KoHGopMallHA NOMHNEnTHAHON e-
MK KaK LIEJIOTO ONpeaeaseTcs YIIIaMH IOBOpOTa BOKPYT c¢Bsizelt N—Ca y Ce—C”.
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YI'JIBI BHYTPEHHET'O BPAIIEHU A

Jns ONHCaHHA TPeXMEPHON CTPYKTYPBI MAKPOMOJIEKYJIBI HEOOXOMHMO ONpENe/IHTh BHYT-
PEHHHE YIIBl BpalliCHHSA, WIH TaK Ha3blBaéMbl€ TODCHOHHBIE YIJIbl. Mbl clieoyeM 3aech PeKo-
meHgauusaM IUPAC — IUB (1970 r.). PacCMOTPHM CHCTEMY, COCTOSLIYIO H3 YETBIPEX aTOMOB
A—B—C—D.

A $ D

\B_ec/

INpH 3amaHHBIX OJIHHAX CBA3EH M BAJICHTHBIX YTJIaX TOPCHOHHBIH YTOJ1 ¢ ONHCHIBACT B3aHMHOE
pacnonoxenHe cBsazelt C—D 1 A — B. OH onpenenseTcs Kak yroj Mexay IJIOCKOCThIO, 3a1aBa-
exmoit cBsazsmu B—C u C—D, ¥ mocKkocThio, 3a1aBacMoit cea3asMi A—B u B—C.

YucneHHble 3HaYeHHs, IPHIHCLIBaEMbIE MO COTJIALIEHHIO TOPCHOHHOMY YTJ1Y, ONPEAensaioT-
ca cnenyroumM obpasoM. Ha puc. 5.2, A,b noka3ansl npoekuuH HeioMeHa H NPOEKLUH pac-
CMaTPHBaeMO# HaMH YeThIPEXaTOMHOR CHCTeMbl B nepcnekTure. [MonoxuTenbHOE 3HAYEHHE
yrja ¢ NPHCBAMBaETCA NPaBOMY (MPOHCXOAALLIEMY IO YaCOBOM CTpesiKe) MOBOPOTY, HEOOXOMH-
MOMY [U1s nepeBoaa OmuxxHero aroma (A win D) B «3aCIOHEHHOE» NMOJIOKEHHE OTHOCHTENBHO
naneHero (D umu A) (koraa 6nMxumit aTOM 3ac/IOHAET OajibHHR Ha npoekuuH Hbviomena). Ha-
NpHMeEp, Ha NepBolt H TPeThelt NMPOEKIMAX PHC. 5.2,4 npaseift NOBOPOT ONIHMKHEro K HaM aToMa
A Ha yron ¢, BOKDYT CBSA3H B —C (ecnu cMoTpeTh B HanpasieHH oT B k C) IpHBOAUT K TOMY,
4yTO aTOM A 3acjioHseT aToM D. EciiH aTOMBI pacnonoxeHbl B 06paTHOM NMOPAIKe, KaK Ha BTO-
pOH H 4eTBePTON NPOEKLMAX, TO NpaBbilt NOBOPOT aToMa D Ha yron ¢, BOKPYT CBAI3H C—B rak-
)K€ NMPUBOJHT K 3aC/IOHEHHOMY TMOJIOXeHH0 aToMoB D 1 A. TakuM o6pa3oM, HE3aBHCHMO OT
TOTO, CMOTDHM /1M MBI B HanpasjieHHH OT B k C unu ot C x B, MBI nmony4aeM TO XKe MOJIOXKH-
TeIbHOE 3HaYeHHe O yria ¢.

C apyro#t CTOpOHbI, 3TO e 3HaUEeHHE ¢ NMOJIYHaeTCs, €C/IH Mbl CMOTPHM B HalpaB/ieHHH OoT B
k C ¥ onpenenseM ¢ Kak npasbiif nosopor cBsizd C—D (Bokpyr B—C), Heobxonumbiii ajis nepe-
Boaa aToMOB A (6nuxxuuilt) 1 D (manbHuit) M3 3aCNIOHEHHOTO MOJOXKEHHA B HexonHoe. OueBua-
HO, MBI MOX€EM BbIIIOJIHHTDb IKBHBAJIEHTHYO OMNEPalMio M rnsans B Hanpasieddd ot C x B. Or-
pHuaTeNbHbIE 3HAYEHHs TPHCBAHBAIOTCA TOPCHOHHOMY YIJ1y IIPH JIEBOM (IIPOHCXOAALIEM NpPO-
THB 4aCOBO# CTPENKH) nosopore (puc. 5.2, b).

3Hayenne ¢ = 0° COQTBETCTBYET 3aC/IOHEHHOH KOH(QOpMalMH, B KOTOPOH cBs3u A—B u
C—D HaxoasTcs B yuc-nonoxeHud. Korna oHH HaxXoasaTCs B MPaHC-TOJ0XEHHH

B—C
A

TOPCHOHHBIM yron ¢ = 180° (unn, 4To TO XK€, ¢ = — 180°). YA0GHO onpenensaTs 3HayeHue ¢ B
obnactu — 180° < ¢ < + 180°; Toraa BeJIHYMHA 3TOTO Yria NIOKA3bIBAET, KAKAS CBA3b CYLLECT-
BYeT MeXIy 3HaHTHOMEPHBIMH KOHQOpMALHAMH.

s ONHCAaHMA CTPYKTYPHI CKENETa MOMHMNENTHAHOM LEMH ¢ (HKCHPOBAHHBIME B /MpaHC-
XOHpOpPMALHH aMHAHBIMH IPYIINAMH BaXXHBIMK TOPCHOHHBIMH YTJIAMH SBJISIOTCH YT/1BI MOBO-
poTa OTHOCHTENBHO cBAselt N,—C u CF~—C. 31H yrabl 0603HaYal0TCA COOTBETCTBEHHO Ye-
pe3s ¢, H ¥, [Ins a-L-nonunenTHaa B II0cKo# mparnc-konpopmauns (puc. 5.2, B) &;=v,=180°
1A BCeX |.

[CnenyeT oTMETHTB, YTO ONYOIHKOBaHHAA paHee IATEPATYPA 110 3TOMY BONPOCY OCHOBBIBA-
71ack Ha COTNIALICHHH, N0 KOTOPOMY HCXOAHOMY COCTOSHHIO COOTBETCTBYET ¢, = 0° K ;= 0° npu
OTCYETE YINI0B OT IIOCKOH mpanc-koHpopMaiuu. [103TOMy NpH YTEHHH TakoR JIMTEPAaTypPBI
CAEAyeT K YHCIOBBIM 3HAYEHHAM ¢ H Y 100aBNATH (WIH BbIYHTAThL H3 HHX) 180°, ans Toro uto-
651 OHH COOTBETCTBOBAITH NPABKITY, NPHHATOMY B NaHHOM KHHre. Bosee meranbHoe o6cyxaeHue
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PUC. 5.2. Topcuonnslie yribl. A. ITpoekunu HbroMeHa U mepcrneKTUBHBIE MPOEKLMH, WITHOCTPUPYIOLLHE
CHTYalHIO, B KOTOPO} TOPCHOHHBIN YTOJI ¢ U1 CUCTEMBI U3 YeThIpex aTOMOB (A, B, C, D) uMmeeT nooxu-
TeNnbHOE 3HaueHue. 5. AHAJIOrHYHbIE NPOEKUHMH, WUTIOCTPUPYIOLLIKME OTPULIATEIbHbIC 3HAYe€HHUs yria ¢. B.
Ipoekuus yyacTKa o-L-IoJUNenTHAHOM LEnHu ¢ yKa3aHUEM YyIJIOB ¢ U y. Llens npeacrapneHa B popme mio-
CKOro 3ur3ara (OCTaTKH HaXOOATCA B MpaHC-KOHPOPMaLKH), A KOTOporo ¢ = ¢ = 180°. ITyHKTUDHbIE
JIMHAM OYEPYMBAIOT /- aMUHOKMCIOTHBIN ocTaTok. [[UPAC-IUB Commission on Biochemical Nomencla-

ture, Biochemistry, 9, 3471 (1979).]

CTPYKTYPHBIX COTJialieHuit, 0COGEHHO TeX, KOTOPBIE HCIOJIB3YIOTCS IIPH PACCMOTPEHHH CTaTH-
CTHKH OOJIMMEPHBIX Lenel, MOKHO HalTu B Jonmonuenuu 18.1.]

[na onpenenenns KOHGOPMAIMH CKeleTa MOJHUIENTHAHON HeNy KaK LEeIoro Heo6xoaqumMo
yKa3aThb 3Ha4eHus Bcex ¢, u y;. Ecmu ¢, = ¢ ) U ¥;=V,, IOJUIENTH UMEET CIIUPAILHYIO KOH(DOD-
Maiuio. s npaBoit a-cnupam ¢ = —57°uy = —47°, [JaHHBIE O ¢ U Y A4 LEJIOro psiaa ymo-
PAIOYHBIX KOH(OpMaLHit NOJIMNENTHAOB IPUBENEHBI B Ta0. 5.2. Bce OHM ABJIAIOTCA IEPHOAH-
YEeCKMMH CTPYKTYpaMH, B KOTODBIX YIJIbl OBOPOTA MJif KaXXOOTO M3 OCTATKOB OAMHAKOBBI.
(HexoTOpBI€ TaKue CTPYKTYPHI IOKa3aHsl B I'1. 2). OTMETHM, 4TO KOH(pOpMaLHs CKIaa4aToOro
csios1 Haubonee OM3Ka K IIOCKOHM 3Mr3aroobpasHolf CTpyKType, NOKa3aHHOM Ha puc. 5.1.

B oT/HuHMe OT YyNOPSAAOYEHHBIX NOJIMIENTHAOB, IEPEYHUCIIEHHBbIX B Ta6J1. 5.2, BEJIMYUMHBI ¢, ¥
B I7106ynApHbIX Genkax (M, KOHEYHO, B C/Iy4aiHO CBEPHYTBIX KJIyOKax) 3HAYMTENILHO BApDbHUPYIOT

OT OCTaTKa K OCTaTKy.
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Tabauya 5.2
MNMPUBJIU3UTEJIBHBIE 3HAYEHHU I TOPCUOHHBIX YI'JIOB
OJ1s1 HEKOTOPBIX PETYJIAPHBIX CTPYKTYP!

CrpykTypa ¢, rpan. ¥, rpan.
INpaBas a-cnupaib [a-nonu(L-anaHuH)) -57 ~47
JleBasa a-cnupaib + 57 +47
B-Cnoit ¢ napasuienbHbIMH LENAMH —-119 +113
B-Cnoit ¢ aHTHNapasuIeIbHbIMH LEMAMH

[8-nonu(L-4nanun)] —139 +135
Monurnuuus 11 -80 +150
KonnareH (TpoftHas CITHpaib) -51, ~-76, —45 + 153, +127, +148
IMonu(L-nponuH) I —83 +158

—78 + 149

Monu(L-nponun) 11

! JUPAC-IUB Comission on Biochemical Nomenclature, Biochemistry, 9, 3471 (1970); onuoBpemerHas nySnukauns B J.
Mol. Biol., 52, 1(1970) u J. Biol. Chem., 245, 6489 (1970).
Y NonHOCTbIO BBITAHYTOR LENH ¢ = ¥ = + 180°, UMuaHbIE CBA3H NONHNPONHHA | HaXoAATcs B yuc-, NONMNponuHa 1l — B

mpaxc-koudopMaLUax.

KOH®OPMAILIMOHHBIE KOHTYPHBIE KAPTBEI,
WJIN JUATPAMMBI PAMAYAH/IPAHA

TeopeTHYEeCKH CKEJIeT JIHHEHHON MOJIEKY/Ibl MOXKET HMETh OeCKOHEUHOE MHOXKECTBO KOH-
dbopmaumit, KaXKI0H H3 KOTOPBIX COOTBETCTBYET €AMHCTBEHHBIN HA0Op 3HAYEHHH YIJIOB [IOBO-
pora. OIHaKO MHOTHE H3 ITHX KOHGOPMAIHI MOXXHO HCK/TIOYHTH H3-3a CTEPHIECKHX (PakTOPOB.
I'. PamauaHapaH H ero cOTP. OGHMMH H3 NEPBBIX HCCJICAOBAJIH Ty IpobnemMy.

I'Ipu aHanu3e NPOCTPAHCTBEHHBIX B3aUMOOEHCTBHI Ipexae Bcero Heo6XoAMMO pacCMOTPETD
HAJIOXKEHHE aTOMOB, PAacCTOAHHA MEXIY KOTOPHIMH 3aBHCAT OT ORHOrO yraa nosopora. Ha-
NpHMep, paccTosHus Mexay aToMaMu Cu O, CFu N, | umu CY u Cf, | 3aBHCAT TONBKO OT Y ,‘
Te yrnsl ;, IPH KOTOPHIX BOHHKAIOT CTEPHYECKHE 3ATPYAHEHHSA, HEOOXOMHMO HCKIIIOYHTH H3
4HcIa BO3MOXHBIX. OHAKO [IPH H3YYEHHH Moaeielt B aTOMHOM MaciuTabe CTaHOBHTCA OYeBH/I-
HO, YTO MOXKHO HCK/TIOYHTB €1le HEKOTOPbIE 3HAYEHHUS YT/IA ¥, DTO OOBACHAETCA HATIOKEHHEM
aTOMOB, PacCTOAHHS MEXAY KOTOPBIMH 3aBUCAT OT ABYX YIJIOB, ¢, H ¥,, CKaxeM aToMoB O, u
O;_ . W3-3a Taxux HaytoxxeHUHA MOBOPOTHI BOKPYT CBsiselt N, — C u CY— C/ saBnslercs p3aumo-
3aBHCHMBIMH.

PaccMmaTpuBas B3aHMOAECHCTBHA MEXAY BCEMH aTOMAaMH, PacCTOAHHS MEXKIY KOTOPBIMH 3a-

BHCAT TOJILKO OT 3THX ABYX YIJIOB, MOXKHO ONPENE/THTh CTEPHYECKH pa3pellieHHbIE 3HAYEHHA Na-
pel ¢, 1 Y, O6nacTu paspelIeHHBIX 3HaYEHUM ¢, ¥ ; He COKPALLAIOTCA NPH YueTe B3anMoaeHcT-
BHfl, 3aBUCALUMX OZHOBPEMEHHO OT IOBOPOTHBIX YTJIOB COCERHMX OCTATKOB, TAKMX, KAk ¢, | H
¥;_ - HanpuMep, paccrosanue mexay O; U R;_ | 3aBHCHT OT yrnioB ¢;, ¢; U &, _,, HO KOTa YIJIbI
¢, ¥, HAXOATCA B MPENENIaX paHee OMpPeENeHHBIX ROMYCTHMBIX 0BnacTeit, HHKAKHE KOHTAKThI
MeXay O,. H Ri_ | HeBO3MOXHBI. Takum o6pa3oM, npu GHKCHPOBAHHON B MPAHC-NIOIOKEHHH
aMHAHOIM IpynIe NOBOPOTHI B JAHHOM OCTaTKE B3aHMO3aBHCHMBI, HO B COCEXHHX OCTaTKaxX CTe-
PHYECKH HE3aBHCHMBI.

! PaccTosHHA MeXIy 3THMH aTOMaMH He 3aBHCAT OT KaKHX-H60 yrjioB n0BOPOTA, Tak Kak OHH MpHHaJ-
nexaT MNeNnTHAHOR Trpymnme, KOTOPYKO Mbl YCIOBWIHCh CYHTaTh GHKCHDOBAaHHOH B  IUIOCKOR

mpauc-popme. — IIpum. nepes.
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¢, rpan

PHC. 5.3. KonpopMauuoHHasA KOHTYp-
Has KapTa [UIA TJIMOAIA B MTOJHIENTH-
HOM nenu. TeMHbIE U CBETJIbIE 30HBI —
065acTH OOBIYHBIX M NMPENENbHBIX CTE-
PHYECKH JOMYCTHMBIX KOHTAKTOB COOT-
BercTBeHHO. [G. Ramachandran et al.,
Biophys. J., 6, 849 (1966).]

31ech Ba)KHO NMPOBECTH pa3IHYHe MEXAY OJIHXHUMH M JaIbHUMH B3auMoaeicTBusaMH. B3a-
HMMOJEUCTBHSA aTOMOB M TDYIII, COCEAHUX MJIH PACIOJIOKEHHBIX HENAJIEKO APYT OT Opyra BAOJb
6enKkoBOM 1enH, Ha3bIBalOTCA OXKHUMH. IMeHHO OHM 00CcyKIanuch Bbie. BzaumoneicTeus
MEXAy TpyNnaMH, pachoJIOXEHHbIMH B Pa3sHbIX MECTaxX LENH, HAa3bIBAlOTCA NAJIbHUMH, OHH
MPOMCXOOAT TOJILKO TOraa, KOraa NpH CKJIaaAbIBAHHH MOJIEKYJIbI TaKue Ipymnnbl cOMmKaloTcs B
npocTpaHncTee. JauHbil naparpad NOCBAILLEH B OCHOBHOM YPE3BbIYaHO BaXKHBIM I IOHHMa-
HHA KOHGopMauuih GenkoB OIMXHHUM B3aUMOIAEHCTBHAM.

PUC. 5.4. KoupopmauuoHHas
KOHTYpHasi KapTa mna L-ananu-
J1a B NOJHNENTHAHOMK uenu. Tem-
HbIE M CBETJIbIE 30HbI — 00JIacTH
OOBIYHBIX M MpENENbHbIX CTEPH-
YEeCKH OOMYCTHMBIX KOHTAaKTOB
COOTBETCTBEHHO. OTMeYEHBI KO-
QpPAMHATHI NpaBOi M JIEBOH -
cnupane#t (o), B-cloeB ¢ mapain-
nenbHbiMH  (11) u anTHDapan-
nensHbiME (1)) uenmsimu, mnosu-
rmumuaa 11 (I1) u xonnarena (C)
(cM. Takxke Tabm. 5.2). [P.J.
Flory, Statistical Mechanics of
Chain Molecules (New York: In-
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terscience, 1969); G.N. Rama-
chandran et al., J.Mol.Biol., 7,
95 (1963).]
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Tabauya 5.3
HAHUMEHBUIUE MEXATOMHBIE PACCTOAAHHUA
IJTIA BAXHBIX ITAP ATOMOB B MOJIMMNENTUAAX"
Mapbr atomMoB  O6b1yHOE pac- TpenensHo AOOYCTHMOE TMaps! atomMos  ObsrdHOE pac- Ipenenvio A0nyCTHMOE
crosune, A paccTosuue, A CTOSHHE, A paccTosHue, A

Cc-—-C 3,2 3,0 O—N 2,7 2,6
CcC—-0 2,8 2,7 O—H 2,4 2,2
C—N 2,9 2,8 N—N 2,7 2,6
C—H 2,4 2,2 N—H 2,4 2,2
0—-0 2,8 2,7 H—H 2,0 1,9

1 Paccrosuua O—O no C. Ramakrishnan, G. N. Ramachandran, Biophys. J., 5, 909(1965); ocTanbibie gaHHbIE 10
G. N. Ramachandran et al., J. Mol. Biol., 7, 95(1963).

Kax nanmyunmm o6pazomM rpaduuecky npeacTaBuTh 06/1aCTH pa3pellIeHHBIX 3HAYEHHNR YIII0B
¢; H {; 1A JAHHOTO AMHHOKHCJIOTHOTO OCTaTKa? DTO [eaeTcs IPH NOMOILH KapThl, HA KOTO-
pOH 1O OCH OPOHHAT OTJIOXKEH YIoxn ¥, a No ocH abcumce — yron ¢. Ha 3Tux kapTax JMHMSMHU
BLIAENAIOTCA 06nacTH 3HaYeHul ¢, Y, B KOTOPBIX OTCYTCTBYIOT CTEPHYECKHE OIPAHHYEHHS.

Ha puc. 5.3 npencrasnena crepuyeckas kapra ans rauuuna (R = H), pacnonosxensoro s no-
JIHNIENTHAHOM UenH, Ha puc. 5.4 — aHalOrMuHas xapra ans anaHwia (R = CH,). TemHbIe 06-
JIaCTH COOTBETCTBYIOT Pa3peLeHHLIM 3HAYEHHSAM YIJIOB ¢ H Y IPH OGBIYHBIX MEXATOMHBIX pac-
CTOsHHsAX, Gostee CBETJIBIE — NPH NpPESENbHBIX MEXAaTOMHBIX PACCTOSHHUAX, HaGIIOIaEMBIX B
KPHCTAJUTHYECKHX CTPYKTYPax MOJIEKYJl. ITH NpelenbHble MEXAaTOMHbIE PACCTONHHS Onpe/ie-
JIAIOT «BHEIUIHIOK [PAHMILY» CTEPHYECKH JONYCTHMBIX KOH(bopmauuit,

B Ta65. 5.3 npuBedeHbl HAMMEHBLLIHE MEXATOMHLIE DPacCTOSHHA 1A Pa3/IHYHBLIX IIap aTo-
MOB, UCIOJIb30BaHHLIE B PHC. 5.3, 3TH JaHHbIE OCHOBAHbI HA 3HAYCHHAX, HARIEHHBIX NPH OIpe-
NENEeHHH CTPYKTYPbl METOAOM PEHTTEHOCTPYKTYPHOTO aHajin3a.

KondopmaunonHas kapTa Ajs [MHUMHA UEHTPOCHMMETPHYHA, T.€. CHMMETPHYHA OTHOCH-
TeNbHO 060l THHEM, npoxoasieii uepes ee UeHTP (¢ = 0°, Y = 0°). 3TO €CTh CIIEACTBHE CHM-
METPHH CAMOTO [JIMLMHOBOIO OCcTaTKa. Kak M0XHO 6b110 0XKHIATH, yuc-kOHDUTYPAUNH OTHO-
CHTE/LHO JIOOOH M3 aByx cBaselt (¢ = 0° wm ¥ = 0°) u KOHDUTYpaLHK, GrH3KHue K HI, cTepH-
4eckH 3anpeiueHsl. B ciyyae amaHHHa cTepHyecKas KapTa aCHMMETDHYHA ¥ CTEPHYECKH pa3pe-
LIeHHaA 06nacTh 3HAYHTENLHO MEHbLIE N0 pa3Mepy. ITO CBA3AHO C HAJMYHEM HOMOJHUTEb-
HBIX CTEPHYECKHX OTPaHH4YEeHHH, HajlaraeMbIX NPHCYTCTBHEM TPYMNbl — CH, 6oxosoit nenu.
KonpopMausonHbie KapThl A OCTATKOB ¢ Gonee OJTHHHOM, He paanennmomenca npu B-
YTJIEPONHOM aToMe GOKOBO# LieNbio, KaK, HanpuMep, neiuvH, R = — CH ,CH (CH3)2 , BeCbMa
MOXOXH Ha PHC. 5.4. A OcTaTKOB ¢ Pa3BETBIAIOIIEHCH NPH B-yrneponHOM aTome 60okoBoOH
uensio, Takux, kak anuH (R = CH(CH,),), cTepuyeckH paspelieHHble 061acTH MeHblle 06n1a-
cTeit Ha puc. 5.4,

5.3. OueHkH NOTEeHUHAIbHON 3HEPTrUH

Kondopmaunonneie KapThl Ha pHC. 5.3 H 5.4 DaloT NnpuGNHKEHHOE NPENCTABICHHE O pa3pe-
IUEHHBIX KOHPOPMALHMAX AMHHOKHCIIOTHBIX OCTaTKOB. OHHM, OJHAKO, He YKa3bIBalOT, KAKHE Ya-
CTH CTEPHYECKH pa3spelleHHbIX 06nacTelt HanbosIee NPEANOYTHTENBHDI, T.€. OHH HE AAIOT BHYT-
PH CTEPHYECKH Pa3pelIeHHBbIX 06acTell rpajauMH no 3HEPTHUH. I8 TOro YTo6bI OLEHHTH OTHO-
CHTEJILHYIO NPEAIIOYTHTEILHOCTD OTACIbHBIX KOHGOpMaUHH, HeOOXOAHMO Hall TH 3aBHCHMOCThb
NMOTEHUHANBLHON 3HEPTHH OT ¢ H V.
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CyllecTByIOlIME METOAbl pacueTa NOTEHIMANbHON 3HEPTHH Kak (YHKUHHM YITIOB
MOBOPOTA — IOJIY3MIHPHYECKHE, IO3TOMY K 3HAYEHHSAM SHEPIHH, NMOJYYEHHBIM TakHM o6pa-
30M, HeJIb3sl OTHOCHTLCA CJTHILIKOM A0BepunBo. OIHAKO IPH HCIONMB30BAHHH ITHX METOIOB B CO-
YyeTaHHH ¢ KOH(QHIYPAIIHOHHOK cTaTHCTHKOHR (cM. 1. 18) o6p1yHO HabnrogaeTcs pa3yMHoOE Co-
rJIacCHe MEXAY PacCYMTAHHBLIMH M 3KCIEPHUMEHTANBHO HaltIeHHLIMH pa3MEPaMH MOJTHMEPHBIX
uenelt. BMecTe ¢ TeM HCIOJIb30BaHHE KapT, MOIYUYEHHBLIX METOOOM «TBepAbIX chep» (Kak Ha
pHc. 5.3 B 5.4), He Bceraa JaeT XOpolLLee COTNIaCHE C 3KCIIEPHMEHTOM.

B3AUMOIEVICTBH S MEXAY BAJIEHTHO HE CBA3AHHBIMH ATOMAMH

PaccMOTPHM BHauajle OTTAIKHBAHHE M MPHTAXEHHE ATOMOB, PACCTOAHHE MEXIY KOTOPbI-
MH 3aBHCHT OT ¢ H Y. DTH B3aHMOJEHCTBUA MEXIY BAJIECHTHO HE CBA3AHHBIMH aTOMaMH (HeBa-
JIEHTHbIE B3AHMONEHCTBHA) M JAIOT 3HEPTHIO £, (¢, ¥;), KOTOPas 0OGBIMHO 3aIHCHIBAETCA B BHE

E (6 ¥) = ay /T — /T .1

T NapaMeTPhl @, H C;, XapaKTEPH3YIOT Napy k- H [-aTOMOB WJH aTOMHbIX [Py (HanpHMep,
CH,). TunuyHas 3aBHCHMOCTb E; OT r;, NpHBEJEHA Ha PHC. 5.5. I'padHK noka3bIBaer, YTO Ha
6GOMLILMX PACCTOSHHAX B3auMomekcTBHe oTcyTcTByeT. Ilo Mepe cONMMMKEHHA aTOMOB pacTeT
NPHTSKEHAE MEXIY HHMH, a Ha PACCTOAHHMEX, HA KOTOPbIX aTOMHbIE PaJHyChl IEPEKPLIBAIOT-
cfl, HaYMHaeT mpeobnagaTh CHILHOE OTTAIKHBAHHE.

YneH BuIpaXkeHns (5.1), Xapak TEPH3YIOLIMA NPHTAXKEHHE H 3aBHCALIHN OT PacCTOAHHA MEXK-
Iy aTOMaMH B CTeNeHH — 6, €CTh He UTO HHOE, KaK XOPOLUO H3BECTHAasA JHCIEPCHOHHAA SHEPTHA
Jlonnona. Pacrnpenenenne 3MeKTPOHHOM MIIOTHOCTH BOKPYI' aTOMHOTO Apa HCNbITHIBACT Ya-
cThle QIYKTYAIHH, YTO MOPOKAAET CMELIEHHAE UEHTPOB 3JIEKTPOHHBIX H SAEPHbIX 3apAAOB, DTH
CMELLIEHHS MPUBOIAT K GNyKTYyalHAM JHINOIBHOrO MOMEHTA, KOTOPbIE MOTYT HaXOJHTbCA B Pe-
30HAHCE C AHAJTOTHYHBIMH GQIYKTyaUHSMH JHIONBHOTO MOMEHTA COCEHET0 aTOMA, YTO NPHBO-
OHT K MX TOCTOSHHOMY IPHTSKEHHIO. DTO B3aMMOOEHCTBHE HHAYUHPOBAHHBIA OMIIONbL—
HHOYIMPOBAaHHbIH OUIOJb H OGBACHAET 3aBHCHMOCTD SHEPTHM OT LIECTOH CTeNEHH pacCTOAHNSA.
TMapaMeTp ¢, OyYaeTCs H3 BETHYNH NONAPU3YEMOCTH ATOMOB k 1 [ v w3 3pdexTHBHOrO yuCcna
3MEKTPOHOB, CIOCOGHBIX NomApu3oBaThes. (CM. Brant et al., 1967 u npupenennyio TaM 6ubnno-
rpadHio.)

(=]

Ey; 1015 spr

PHC. 5.5. 3aBHCHMOCTD 3HEPIHH HEBAJIEHT-
HBIX B3auMozeclcTeHit Ek, OT PacCTOAHHA
MEXIY B3aUMOAECHCTBYIOLIMMH aTOMaMH
WM TPYNIIAMH ¢ HOMepaMu k ¥ / (B TaHHOM
| . | . ; cayyae — MeXIy ABYMA MOJIEKY/IaMH BOIO-
6 pona). [W.J. Moore, Physical Chemistry,

° 3d ed. (Englewood Cliffs, N.Y.: Prentice-

Tes A Hall, 1962), p. 715].
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PUC. 5.6. CxemMa, WUIIOCTPHPYIOLIAA HATHYME AMIOIBHOIO MOMEHTA Y aMHIHONR rpynnsl. B BeITARYTOR
LI HanpaBJICHAS MOMEHTOB uepenyiorcs. [P.J. Flory, Statistical Mechamics of Chain Molecules (New
York: Interscience, 1969), chap. VII.]

a4 Niyy

» O
|

Unen ak,/r;c'; B BhIpaXkeHHH (5. 1), OITHCHIBAIOIIMI IJHEPTHIO OTTAJIKHBAHHSA, HE HMEET CTPOTO-
r0 TeopeTHYecKoro o6ocHoBanus!, Pe3yabTaThl, MONYYEHHbIE B IKCIIEDHMEHTAX C MOJIEKYJISAD-
HBIMH NyYKaMH, IOKa3bIBAIOT, YTO m BapbHPYET OT 9 10 12. [TapamMeTp a;; MOXHO NONYIUTh U3
TpeboBaHHs, YTOObI MHHHMYM KPHBOM Ha pHC. 5.5 cCOOTBETCTBOBaJI U3BECTHBIM MEXKATOMHBIM
paccTosHuaIM (cM. Taxxe Brant et al., 1967). [Ipu pacueTax cCTPYKTYDHI nonnnen'rpmon 0oObI4HO
HCNOJIB3YIOT CJIEAYIOLME BETHYMHBI aTOMHBIX DAIHYCOB: ,.O =12+ 13 A ’0 =15+ 1,6 A

T em = 1, 95A (CH,-rpynna o0pryHO paccMaTpUBaeTcs l(al( ennHas cdepa).
2

AWIOJBbHBIE B3BAMMOOEVCTBUSA

Jpyroit Bk1ax B 9HEPTHIO, 3aBHCALLIYIO OT MOBOPOTOB Ha YIVIBI ¢ H ¥, JAIOT AHNOJILHBIE B3a-
HMOIEHCTBHA MEXAY COCeOHHMH aMHIHBIMH TIpynnaMu. [IMmoJibHblIE MOMEHTBI aMHIHBLIX
rpynn npH6nu3uTensHo napaniensHsl N— H-cs3u i Hanpasneds: oT N k H (puc. 5.6). Mx uuc-
JIeHHOE 3HauYeHHe NpHMEPHO paBHO 3,7 . DT0 HOBOIBHO OOIBIIOH MOMEHT; HAPHMED, AM-
nonbHbl MOMenT HCI pasen 1,03 I, CH,Cl — 1,87 1u HCN — 2,93 /1. [103TOMY MBI BIIpaBe
OXHAATh, YTO AUNOJIbHBIE B3aUMOAEHCTBHA OKA3bIBAIOT 3HAYHTEILHOE BIIHAHHE Ha KOHPOpMa-
LHMIO CKeJIeTa MOJHNENTHAHON LIemnH.

OpueHTalus JHIONBHBIX MOMEHTOB JTFOOBIX ABYX NOC/IEOOBATENBHO PACTIONOXKEHHBIX aMUI-
HBIX TDYIIN OTIPENENSAETCs, HECOMHEHHO, YTIIaMH ¢ M ¥. DHeprus E,; B3anMOIeACTBHA ABYX TO-
YEUHBIX ANNONEH C MOMEHTAMH i , H g, HAXOAALIMXCS HA PACCTOSHUM T, ONpeaensercs GopMy-
noi

Ey= ¢ lpy pp/r = 3@y Dig 0/7] ¢.2)

rioe r — MOAYJIb BEKTOpA I, a £ — AMINIEKTPHYECKas NMPOHHUaeMocTh (cM. omnonHenue 5.1).
3TO BhIpaXKEHHE, KOHEYHO, BeChMa IPHGIHKEHHO, MOCKOLKY OHO CNpaBEM/IHBO TOJIBKO IS
pPacCTOSIHHA MeXXay aMHAHBIMH OJHIOJAMH, JOCTATOYHO OONTBIIMX IO CPABHEHHIO C PACCTOSAHHA-
MH MEXIy MapudanbHbIMH 3apsAfaMU B caMuX Ounojisx. s GoJjiee TOUHOrO NpeacTaB/ieHHs
00 IEKTPOCTATHUYECKUX B3aHMOICHCTBHAX MEXKAY COCEIHMMH aMHIHBIMH IMMOJISAMH MOXHO,
NMPUNKCAB NMapuMaibHble 3apsabl COOTBETCTBYIOLIMM aTOMaM, PacCYMTaTh MOJIHYIO 3eKTPO-

! MosXHO HCIIONB30BATE TAKIKE IKCIIOHEHUHATbLHIA IOTEHIHAT OTTanKuBaHu. (CM., HanpuMep, Brant,
Flory, 1965.)
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Homnonxenue 5.1

BLIBO/J BEIPAXEHUSA AJ19 QHEPI'MU B3AUMOJENCTBHU A
ABYX JUIIOJIEHN

DHEPruio BIaHMOEHC TBHA ABYX TOUYEYHBbIX AHUMOJEH He OYEHb TPYOHO PACCUYUTAThL U3 00LIMX cCoobpaxe-
uuii. Ecnin 0603HaUNTh COOTBETCTBEHHbIC AMMOJIbHBIC MOMEHTBI HEPE3 4, U iy, TO IHEPTHS UX BIANUMO-
AefiCTBUSA MPOCTO paBHa NOTEHUMATBHON JHEPrHH 4y, B TEKTPHYECKOM Mosie, 06pa3oBaHHOM u, (Mnu Ha-
060poT), T.e. paBHA — EA“B' rae EA ~— HaNPSXKEHHOCTD 3JIEKTPHUYECKOTO MOJIA AKMONA ¢ MOMEHTOM g ,.
TakuM 06pa3oM, Mbl CBOMM 3adayy K pacueTy EA

Ipexae Bcero paccMOTPHUM OOLUMI CTyYait 018, CO3TaHHOTO NPOU3BOJILHO pacnpeaeneHHbIMU 3apsaaa-
MH, H NPOM/IITIKOCTPUPYEM KOHUEMUHIO MYJIbTHIOJIBHOTO pa3dnoxenus. [1ycTh B HEKOTOPO#H CUCTEME KOOp-
[IUHAT i-A 3apsm ;€ HMeeT KOOPAMHATBI X, ¥, Z,. TloTeHunan 3nexTpHUECKOro Nons Ha HEKOTOPOM PaccTo-
SHUU T = ¥ + _|y + k7 ot navana Koopmma'r onpeaenseTca GopMyon

Y otzesel(x — 2+ 0 — 9+ G- A
ITO BbIpa)EHHE MOXKHO Pa3iokHTh B psa Teisiopa B Touke X, 7, I, B pedynbTaTe noayunm
= (/)L e/ + Y et X~ Hax)) + ¥ led,0X ™V /85)) + ¥ ez 0X™12/82)] +
[, o - i . - _ e
+, L [cex?@*X " V2/033) + ¥ (2% 5,0°X~V2/0%99)) + . . .

roex = (¥ — .\"l)2 + - )7/)2 + @ - fl)z, a BCe Npou3BOAHbIEe GepyTesa B Touke X, = ¥, = 7, = 0.

OTMeTHM, YTO MepBbIH YWIEH €CTh MPOCTO MOTEHLUHAN IIEKTPOCTATHYECKOTO NMOJIA B TOYKE 7, €C/IU BCe
3aPAIbI Z ¢ CKOHLUEHTPUPOBAHbI B Hauase KOOPIHHAT [MoTeHuMan = (cymmapHslit 3apan)/er]. Cneaytowne
YIeHbl BHOCAT MONpPAaBKH, OTPAXKAIOUIHKE TO OOCTOATENLCTBO, YTO 3apsAdbl KaK-TO pacnpeae/ieHbl BOKPYT
Hauyana KoopavHaT. [lepBble TPH M3 HUX COAEPKAT KOMIOHEHTbI JIHNOALHOrO MOMEHTA p:

Liex; p,= Yzeps n. = Lzgi,
[eBATH CICAYIOLLMX 4NIEHOB COEPKAT ACBATH KOMIIOHEHT KBA/PYNOIbHOTO MOMeHTa Q pacnpeseneHys 3a-
PANOB: <=2 R 52,
Q\"(’ = LZIL’/\‘I. ; Q_F{\"' = L Z'AL) i’ Q=- = ZZIL’Z', Q_" Lzexry‘
3TH [eBATb KOMMOHEHT 00pa3ytOT TEH30p KBaAPYNOJIbHOTO MOMEHTA.

Wcnonbiys cBA3M MekAY KOMMOHEHTAMH AMINOJBHOTO M KBAaAPYNONLHOTO MOMEHTOB M 3ameyas, uTo
X~ l/z/ai) = —9r~ !/3% (ananoruyHo s BCcex NPOMIBOIHBIX N0 4y, 1 3Z,), MOXHO 3anHcaTh paiio-
weHue & B px’u creayroLMm o6pa3om:

= (/L z0)/r + por™'/0%) — u, (6r 1/89) — p3r™ '/az -+ Q,-,.(a rl/ax?) +
+ QW 0% '/05%) + , Yo, 0¥ e + Q,, B axa9) + ...]

DTO Ha3bIBAETCA MYNbTHNIONLHBIM PAaVIOKEHUEM NOTeHUHANa $; uneHbl, cOAePKaluMe KOMMOHEHTbI M-
NOABLHOTO MOMEHTA, 00Pa3ylOT AMNOAbHBIA MOTEHUMAN, YICHbI, COACPKALUHE BTOPble NPOH3BOAHbBIE, —
KBAAPYMOJIbHbIN NOTEHLIHAM.

TNpennonoxum Ternepb, YTO CYLIECTBYET ONHHAKOBOE YHCNIO 3APANIOB PA3HOrO 3HAKA (TaK 4TO Y ze =
0), pacnosioXeHHbIX Ha HEOOIbLIMX PACCTOAHHAX OT Hayajla KOOPAMHAT W 0BNAfatoUX AUNObHBIM MO-
MEHTOM g , (HanpUMep, aMUIHbI/ IMTIONb KBHBANCHTEH IBYM PaBHbIM EIHHHUYHBIM 3aps/IaM pa3HOro 3Ha-
Ka, PAaCNIONOKEHHBIM Ha paccTosHHM 3,7A pyr oT apyra). OCHOBHBIM 3HAYALLMM YEHOM B Pa3nokeHUun &
ABNAETCHA AMNOJBHBIA NOTEHLUHA, KOTOPbIH (AN ciyuyas HeGONbIIUX CMELLEHHI 3apAa0B) npeobalaeT Haa

KBaAPYMNOJbHbBIM NOTEHUHATIOM, 3ABUCALLUMM OT KBAApaTa cCMellleHUS. OTMETHB, UTO3r /8% = —X’/rl, no-
JIy4um . . 3
P = (upal® + ppf + o ANer
THE fy o pip; M Hp: — KOMIIOHEHTBI . HaNpsiKeHHOCTb NEKTPHUECKOrO OIS EA paBHa
- _ . 3 _ 3 3
EA_ -Ve = —V[I.A r/er’ = —upEr = (uy,  1/E)V(L/E)

MoTenuuanbias Heprua BIAUMOLCHCTBUA C AMNIONeM py = Tup. + Jup, + E[LB;, pacnonoKeHHbIM OT
M, Ha PacCTOAHMH I, paBHa — E, pp, 4TO MOCe yNPOLIEHHS MOKHO 3AMHCaTh CNEAYIOLLMM 06paIoM:

E, = (uy-uy/er’)= 3 (uy Ny 1)/er’

DTOT pe3ynbTaT COBMAAAcT ¢ ypaBHeHHeM (5.2).
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CTAaTHYCCKYHO 3HEPIrHIO Kak CyMMy 3HCpl‘Hﬂ KYJTOHOBCKHX B3aHMOJEHCTBHA. B 3TomMm ciiyyae
JHEPrUs paccyMTbhiBaeTca No dopmyne

Ey= E (q,qj/erij) (5.3)

y

rae g;u q; — NapuHanbHble 3apAbl Ha aTOMAaxX inj,a r;j — PACCTOAHHE MEX/Y HAMH. IMapuu-
aJbHbIE 3aPAALI AOKHBI ObITH BEIOpaHB! TakKHM 00pa3oM, YTOOb! OHH NPHOH3HTENBHO COOT-
BETCTBOBAIH Kak obLieMy QHIIOJIBHOMY MOMEHTY aMMIHOM IPYIIbl, TAK H IPHHATBIM 3HAYCHH-
aM 1y MOMeHTOB cBa3eit N—H n C—O. 3ToMy KpHTepHIO yIOBACTBOPSIOT 3HAYCHHSA NMAPLM-
anbHbIX 3apanoB —0,28¢ u + 0,28¢ nns aroMoB N H H 1 —0,3% u +0,39% s atromoB O u C
COOTBETCTBEHHO.

BrIOOp 3HaueHHMA OHANEKTPHYECKOH NMPOHHLAEMOCTH — HEMpocTas 3aaada. XoTH Makpo-
CKONHMYECKas MHINEKTPHYECKAs NMPOHHUAEMOCTh BOABI NMPHOMH3NTENBLHO paBHa 80, JOKaIbHAS
MHKPOCKONHYECKas NPOHHIIAEMOCTD AO/KHA ObITh rOpa3fAo MeHblle, MOXHO OXKHAATH, UTO CH-
JIOBBI€ JIHHHH MEXIY ABYMS COCEOHUMU NUNOIAMH NPOXOAAT B 3HAYMTEILHON CBOEH 4acTH ye-
pe3 CKeleT caMoro moauMepa, a He yepe3 OKpYyXarollylo ero Boay. ITosromy 6onee monxonsa-
e Mepol NOKaJILHON NHINMEKTPHYECKOR MPOHHLUAEMOCTH BOOJb NOJHIENTHAHOIO CKEJIETA B
DPacTBOPE MOKET CITYXKHTh AHIICKTPHYECKAS NPOHHIIAEMOCTD IIPH BHICOXHX YaCTOTAaX TBEPABIX
aMHIOB H NMOJIHAMMAOB, BKJIAl B KOTOPYIO, 3aBHCAIIME OT OPHEHTAUHH NOCTOSHHBIX AHIONEH,
BecbMa MaJl. COOTBETCTBYIOILHE 3KCIIEPHMEHTANIbHBIE JaHHbIE NIOKA3bIBAIOT, YTO 3HAYEHMA &,
Jexalume B npeaenax 2+ 5, ApiAorca peanabHolt oueHxol 3ddexTHBHON AHINEKTPHUECKO) NPO-
HHUAEMOCTH B 001acTH MexXIy AByMs NOC/IENOBATENLHO PACTIONOKEHHBIME aMHAHBIMH Ipyn-
NaMH B NOJIHNENTHAHON LEH.

C xopouHM NPHOJIHXEHHEM B3aHMONCHCTBHAMH OHIOJLHBIX [PYII, pa3fe/ieHHbIX OJHHM
aMHMHOKHCJIOTHBIM OCTATKOM, MOXHO NpeHeOpeYb, TaK KaK JHEPTHs JHIOMBHOro B3aHMOaeHCT-
BHfl OLICTPO MAagaeT ¢ YBEJIMUCHHEM DACCTOSAHHA Mexay aunonaMu [cMm. (5.2)]. Bonee Toro, Ha
CoNbILIMX PACCTOSAHHAX CHIOBHIE JIMHHH 3JIEKTPOCTATHYECKOTO MOJIA MOTYT NPOXOAHTDL Yepe3
PacTBOPHTE/Ib, YTO YBEIHUHBAET 3(EKTHBHYIO OHINEKTPHYECKYIO MPOHHLAEMOCTD.

COBCTBEHHBIE TOPCUOHHBIE ITOTEHLIMAJIBI,
IMPUCYIIME OOUHAPHBIM CBA3AM

IMomMuMoO (akTOPOB, PACCMOTPEHHBIX BhILE, CYLIECTBYET TakXkKe HeOONbILIOE TOPMOXKEHHE
ppalleHHs, 06ycnoBleHHOe TOPCHOHHBIM NOTEHUHAIOM, CBOACTBEHHBIM ONMHAPHBIM CBA3SAM.
KpoMe HEBaJIEHTHBIX H 3JIEKTPOCTATHYESCKHX B3aHMONEHCTBHI KaXias CBA3bL HMEET cOOCTBEH-
HbI NOoTeHUMabHBIN 6apbep MoBopoTa. [T03TOMY NOBOPOTHI HA YIJIBL ¢ H Y MOPOXKIAIOT KaXK-
Oblit cBON, MPHCYILMH €My, IO BCEH BUAHMOCTH «TPORHOMN» (T.e. ¢ TpeMs MHHHMYMAaMH), 1O-
TeHUMaN 3aTOPMOXEHHOTO BpAIEHHA. DTH MHHHMYMBb] IIPHXOIATCA HA YIIIbI IOBOPOTA, PaB-
Hble mpuMepHOo 60, 180 u 300°. IMonaraioT, 4TO BBICOTHI 6apbepOB MEXIY MHHHMYMAaMH HEBe-
JIHKH, opsaka 1 kkan/monb. TaknM 06pa3oM, TOPCHOHHYIO 3HEPTHIO E_ 0p(<¢>’., |ﬁi)MO>KHO npen-
CTaBHTb B BHIE

E pn@s¥) = (Eg/z)(l + cos 3¢) + (Eg/z)(l + cos 3y) (5.9

rae Eg H Eg — BbICOThI HapbepOB AU MOBOPOTOB HA YTJIBI ¢ H Y COOTBETCTBEHHO.

OBIIAA DHEPTHUA KAK CYMMA OTAEJIbHBIX BKJIAOOB

PaccuuTaem Tenepb NOHYIO NOTEHIHAIBHYIO JHEPTHIO KaK QYHKIHIO YTJIOB ¢,~ H ¢i UM i-TO
aMHHOKHCIIOTHOTO OCTaTKa, PacnoIoAKEHHOTO BHYTPH NOAHNenTHAHON uenH. s 3Toro Heob-
XOAHMO PacCYHTaTh, KAK MEHAIOTCA PACCTOAHMA MEXAY BCEMH aTOMAMH 0 Mepe H3MEHEHHsA
yrina ¢; a/mnu ¥, ing xaxaolt mapbi aTOMOB k i / 3HEprHA HEBAJICHTHBIX B3aumonelicTenft E )
BBIYHC/IRETCA COTJIACHO ypaBHEHMIO (5.1), H cyMMa no BceM aTOMHBIM NapaM OaeT NOJHYIO
JHEPrHiO HEBAJICHTHBIX B3aHMoAeHcTRAlt, PaccTosHEE MeX Oy ABYMS IHMONAMH, PACOOXKEH-
HBIMH N0 06€ CTOPOHBI OT i-r0 a-YrJIEPOAHOTO aTOMa, 3aBHCHT OT YIJIOB ¢; H ¥, H MOITOMY
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3HEPTHA OMIIONbHBIX B3aHMONENCTBHH# NOMXKHA OBITL PACCUATAHA JUIA BCEX 3HAYEHHMH ITHX
yrnos [ypasHenne (5.2) unu (5.3)]). M HakoHel, Ans BOEX ¢; W Y; NOMKeH GBITHL PACCIHTAH BKIAN
TOPCHOHHOIO noTeHuHasna [ypasnene (5.4)]. Takam 06pa3oM, NOHEIR NTOTEHHAT MOXHO pe-
CTaBHTh B BHIE

E@p¥)= ¥ [Ey@s¥) + Eg(op¥) + ;o (6 ¥)] (5.5)

kil

rie CyMMHpOBaHHe NPOBOAMTCH MO BCEM MapaM aTOMOB, PACCTOAHHA MEXKNY KOTOPLIMH 3aBH-
CAT OT ¢; U/UiH ;. YpaBHeHHe (5.5) CIyXXHUT OCHOBOM UK pacyeTa KOHGOPMAaLMOHHON! FHEPr UM
NMOJHNENTUOHBIX Uenel l).

5.4. Pe3ynbTaThl pacueTOB NOTEHIHMAIBLHON YHEPIHUH
OCTATKM IJTALIUIT U L-AJIAHWJI

Pe3ynpTaThl 3HEPreTUYMECKHX OLICHOK, MOJIYYEHHBIX COIJIACHO YpaBHEHHIO (5.5), moka3aHbl
Ha pHc. 5.7 mna rmuonna B Ha puc. 5.8 nus ananuna. B o6oux ciryyasXx OCTaTKH pacnosIoKEeHbI
BHYTPH NOJHNENTHAHON 1enH. KOHTYDPBI 3HEPreTHYECKHX 30H NPOBENEHBl ¢ HHTEPBAJIOM B
1 XKaji/MOJIb OTHOCHTEIbHO MMHHMYMa, OTMEYEHHOTO KPEeCTHKOM. Y riauumuna (pHc. 5.7) cy-
LUECTBYIOT ABa CHMMETPHYHO PacNOJIOXKEHHBIX MHHHMYMa NpHOIK3IuTENBHO NpH ¢ = —80°,
¥v=490°u¢ = +80° ¢y = —90° 4 yeTuipe 06NACTH, B KOTOPLIX IHEPTHA OCTATKA MEHBbIIIE
5 kkan/Monb. DTH 00nacTH ONM3KH K CTEPHYECKH pa3pellieHHBbIM 30HaM, NMOKa3aHHbIM Ha
puc. 5.3.

TpH pa3snHUHBIC HH3KOIHEPTreTHYCCKHE 00/1aCTH 1A L-aj1aHnia NpOHYMEPOBAHB PHMCKHMH
uadpamu (puc. 5.8). ToukH, coOTBETCTBYIOIIME HanOoee HU3KOM 3HepruH B obnactax I u I,
NPHMEPHO OTBEYAIOT KOOPAHHATAM MpPABON M JIeBON a-CnHpanelt COOTBETCTBEHHO (CcM. Tabn.
5.2)2 OueBrAHO, OOHAKO, YTO MHHHMYM O61aCTH I HIDKE, YeM MHHHMYM obnactu II. Cnenosa-
TeNbHO, IHEPreTHYECKas KapTa JaeT pa3yMHoe 060CHOBaHHE XOPOILO H3BECTHOMY NPEANOYTH-
TenbHOMY 00pa30BaHHIO L-MoNunenTHaaMH NpaBbiX a-CIHPAIbHbIX KOHGOpMalHi.

POJIb JWUIOJIbHBIX BBAUMOOENCTBUI

O6nacts 111 serasercs HanGonee HU3KOIHEPreTHYECKON YAaCThIO KapThl, NpeNCTaBIeHHON Ha
pHC. 5.8, IpHYEM 30HA ¢ FHepruell 2 KKan 3aHHMAaET OTHOCHTENLHO GOBLIYIO IUTOIAAL BOKPYT
MHHHMYMa (OTMeYEH KPECTHKOM). DTOR 061acTH COOTBETCTBYIOT CTPYKTYPHI € BBITAHYTOH’
KoHgopmaitielf, Takue Kak XOpOImo H3BecTHas B-cTPyKTypa (cM. Tabn. 5.2). Crieayer, OAHAKO,
OTMETHTb, YTO C JHEPTeTHUYECKON TOUKH 3PEHHsA mMpeanodYTeHHe ocraTkamu obnactu Il nepen
o61acTuio 1 06yCHORIEHO NHMOMBHBIMH B3aUMONEHCTBHAMH aMHAHBIX rpynn. Ecmu 9TH B3aH-
MOAEHCTBHSA He YUUTHIBATh, 0611acTh 1 cTaHOBHTCA npeanoyTHTenbHee obaactu IIl. Heo6xomn-
MOCTB BKJIKOYATh B PACUETh! AMIIONbHbIE B3aNMONCHCTBHA NMOJTYYHIIA IKCIIEPHMEHTANIBHOE NOA-
TBEp>KOEHHE B ONMLITAX IO H3MEPEHHIO Pa3MEPOB CTATHCTHYECKHX KITyOkoB neneft, nonoGHsIx

1
DTO ypaBHEHHE HE YYHUTBIBAET B3aMMOICHCTBHIA C PacTBOPHUTENIEM, KOTOpbIE TAKXe 3aBUCAT OT KOHGOD-
MaUKK NOJIMIENTHAHON LIENH.

2

Bonopoansie CBsi3H MexXay NENTHOAMH, Pa3feNeHHBIMH TPEMsi TMAPaMH YIJNIOB ¢ H \/, HIPAIOT BaXXHYHO
ponb B cTabHIN3aLMKH a~CIHpabHbIX KOHGOpMauH#A B6MHIM MUHHMYMOB obnacTelt I 1 1l. Dror ¢axT He
6b1n1 yuTes npu nocTpoesuy puc. 5.7 i 5.8. CrieaoBaTesIbHO, 3TH PHCYHKH OTPAXAIOT CHTYALHH, B KOTODBIX

BIIMAHKE DaCTBOPUTENA WIIH KakHe-HHOYNb Npyrue $akTops! HCKITIOUAIOT BO3IMOXKHOCTE 06pazoBaHus BO-
OOPOIHBIX CBA3EH.
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PUC. 5.7. DHepreTuueckas KOHTypHas KapTa AJif OCTaTKa [VIMIHMHA B IOJIMNENTHAHON LEMH, pacCCUMTaHHAs
cornacHo ypapHeHH1o (5.5). I'pamauuu uBera cooTBeTcTBYIOT 1 kkan. Kpectukamu 0603HaueHbI camblie
HM3KME 3HaueHus 3Hepruu. [D.A. Brant, P.J. Flory, J.Mol.Biol., 23, 47 (1967).]

LensAM NOJIAJIaHMHA. DTH U3MEPEHHUs NTOKa3aJlH, YTO TEHAEHLMIO CKeJieTa LM HaXOOUThCs B
BBITSHYTBIX KOHGOPMAIMAX MOXKHO OOBACHUTD TOJIbKO YUETOM 3JIEKTPOCTATHYECKHX B3aHMO-
ne#icTuit B HeM. (QTOT Bompoc obcyxnaercs 6onee peTanbHO B 1. 18.)

BBIBOZbI 13 AHAJIN3A KOH®OPMALIMOHHOY QHEPT UM
IJIALIAIA U L-AJIAHUJIA

AHanu3 3HepreTHYecKHX KapT IJIMIMHA H aJlaHMHA MOJKET NPUBECTH K BECbMa HHTEPECHBIM
BbIBOAaM. M3-3a HAJIMUHA CHMMETPHYHO PacCliOIOKEHHBIX HU3KO3HEPreTHYecKHX obacTei rim-
LHMHOBBIE OCTATKH, ECTECTBEHHO, 00/1analoT Gonbliell ru6KOCThIO, YeM aJIaHMH HJIH NOA00HBIE
eMy (comepxaiue GOKOBBIE LIeNH) aMHHOKHCIIOTHI. Bonee Toro, 061acTi, KOTOpBIE IPEANOYH-
TaeT INIMLHUH, PacroNIOKEHHbIH GIHKe K LEHTPY 3HEPreTHUecKoM KapThl (¢ = 0°, y = 0°), ueM B
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PUC. 5.8. SHepreTHueckas KOHTYpHas KapTa AJiA OcTaTKa L-ajlaHHHa B IOJIMNENTHAHON LENMH, PACCYUTAH-
Hasi cornacHo ypasHeHuio (5.5). [D.A. Brant, P.J. Flory, J.Mol.Biol., 23, 47 (1967).]

ciydae ajlaHuHa. biarogaps 3ToMy IIMIMH COAEHCTBYET CBOPAYMBAHMIO IOJIMICITHAHON LIEmH
B 00Jiee KOMIIAKTHBIE CTPYKTYPHI. DTO NMpEACKa3aHHE MOATBEPKOAETCA TEM, YTO CPEIHEKBa-
IPaTHYHOE PACCTOSIHHE MEXAY KOHIIAMH MOJIMIIMIMHOBOI'O CTATHCTHYECKOTO KiTyOKa, COCTOs-
mero u3 100 ocTaTKoB, MOYTH B IBA Pa3a MEHBIIIE, YEM B CJIyYae IOJIMAIAHMHOBOrO CTATHCTHYE-
ckoro ki1yoka u3 100 ocratkoB. KpoMe TOro, BBeZiecHHE HECKOJILKHX OCTATKOB IVIMIHHA B I10JIHa-
JIAaHHHOBYIO LieNb BbI3bIBA€T HEMPONOPLHMOHAIILHO 60JbIIIOE YMEHBIIEHHE €€ Pa3MePOB (CM. KOH-
$hopMaLHOHHYIO CTATHCTHKY B 1. 18).

KOH®OPMALIMOHHASI QHEPT'YSI HEKOTOPBIX IPYIT'MX OCTATKOB

L-aMHMHOKHCIIOTHBIE OCTATKH, HE Pa3BETBIISIIOLLMECS Y B-YTIIEPOJHOrO aTOMa, MMEIOT 3HEP-
reTHYECKHE KapThl, BECbMa IIOXOXKHE Ha KapTy L-amaHuinoBoro ocraTtka (06 3ToM ynoMuHaaoch
BBIILIE B CBS3H CO CTEPHYECKUMH KapTamu). CXOQHOE PacloJIO)KEHHE TPEX HU3KOIHEPreTHYECKUX
obrnacTeit IMEIOT W OCTATKM THIA BaJIMHA C pa3BETBIIAIOLIENCs Y B-yriiepoqHoro aromMa 60ko-
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PUC. 5.9. CxemaTuueckoe u300pakeHHe NMOJIUMENTHIHOMN LeNH, coaepiKallell H30JHPOBaHHbIH OCTaTOK
nponuHa. [P.R. Schimmel, P.J. Flory, J.Mol.Biol., 34, 105 (1968).]

BOM LIENbIO, HO MX IJIOLIAAH HECKOJIBKO MeHbIe. OIHAKO OJMH OCTATOK, L-MpOJHII, COBEpIIEH-
HO OTJIMYEH OT APYIMX H JOJDKEH PacCMaTPHMBaThCs OTAEIbHO. KpoMe Toro, ocTaTok, KOTO-
pBIii IpEIIECTBYET NPOJIMHY B IOJMIENTHIHON LEMH, TaKXKE 3aC/IyKUBaeT ocoboro obcyxae-
HHSA.

U30JIMPOBAHHBIVI OCTATOK L-TTPOJINJI

B GonbumHCTBe GEIKOB OCTATOK IPOJIMHA BCTPEYAETCA B LIENH H30JIMPOBAHHO, T.€. MOCIIEe-
IOBAaTEIbHOCTH M3 ABYX M OONBIIEro 4KMCiIa NMPOJIMHOB OTCYTCTBYIOT HJIM KpaitHe peIKH.
BcnencTBre TOro YTO NPOJIMH € €ro 00BEMHBIM NMUPPOIHAMHOBBIM KOJIBLIOM OrpaHHYHBAET 00-
J1acTh BO3MOXHBIX KOH(GOpPMalMit MpeAnecTBYIOIEro ocTaTka, KOHGOpMalMOHHbIE CBOOOABI
HM30JIMPOBAHHOIO MPOJIMHA M NPOJIMHA, BHEAPEHHOrO B MOC/IEA0BATEILHOCTh TaKHX )K€ OCTaT-
KOB, 3HQYMTE/IbHO pa3nuualoTcs. s Hac M30JIMPOBAHHBIN NPOHMH Gojiee MHTEpECEeH, U MbI
OrpPaHHYMMCS PACCMOTPEHHEM 3TOrO Citydas.

Ha puc. 5.9 npencrasneHa cxema o-L-MOJIMNENTHAHOMN LENMH, COAePKallel N30 IMPOBaHHBIN
OCTaTOK NPOJIMHA B mpaHc-KoHdurypamuu!. )KecTkoe NMUPPONHAMHOBOE KOMBLO (GHKCHPYET
yroj noBOpOTa Ha 3HAYEHHH, NMPHOIU3UTENLHO paBHOM —60°. ITosTOMy KOH(MOpPMaLHOHHAS
SHEpPTrHs NMPOJIHJIA 3aBHCUT TOJILKO OT yrja y.

Ha puc. 5.10 npeacrasiieHa 3aBUCHMOCTh KOHGOPMALMOHHOM 3HEPTrHH H30JIMPOBAHHOIO
OCTaTKa MPOJIMHA OT yrjia mosopoTa y. O6a MUHUMyMa Ipu Y = — 55° uy = 145° nonagaior B
obnmactu I u Il puc. 5.8 mpu ¢ = —60°. AMUA-HMHAHOE AMNONBHOE B3aUMONEHCTBUE B
pacueThl He BKJIIOYAJIOCh BCJIEACTBHE TPYOHOCTH €ro OLEHKH; caMoe Oojbllee, 4TO OHO
MOJXET, — 3TO TNOHH3UTh OTHOCHUTEJILHOE TIOJIOXKEHHE MHUHMMyMa npu ¢ = 145° Ha
1 xkajn/MoNb.

W3 nByX BO3MOXKHBIX KOH(pOpMauuit, pa3peleHHbIX I H30JIMPOBAaHHOrO OCTaTKa IPOJIH-
Ha, OHa COOTBETCTBYET OTHOCHUTENILHO KOMIIAKTHOM (hopMe, Ipyrasi — OTHOCHTEJIbHO pacTs-

! M3BecTHO, 4TO MPONHMH CylIECTBYET B MOJMIENTHAAX U B yuc-(pOPME, ONHAKO AAHHBIE PEHTTEHOCT-
PYKTYPHOTO aHaJii3a IOKa3bIBAIOT, YTO B OeyKax mpaHc-hopma BCTpEYaeTCs 3HAYUTENBHO yallle.
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PHUC. 5.10. 3aBHCHMOCTb KOHGOPMAaUHOH-

0 }_ i | HOM 3HEPruH OT yria ¥ AJis H30JHPOBAHHO-
—120 0 180 ro ocraTka NpoJinHa B nonunen"rwmon e-
nu. [P.R. Schimmel, P.J. Flory, J.Mol. Bi-

¥, rpan ol., 34, 105 (1968).]

HyTOM. PasHOCTB 3HEPTHit THX ABYX COCTOAHHI OYeHb Majia, TaK YTO OCTaTOK IPO/IHHA MOXKET
HaXOMHThCA B II060M M3 HUX. OTHOCHTe/IbHAS JIErKOCTh, ¢ KOTOPOH OCTaTOK NPOJIHHA PHHH-
MaeT KOMIAKTHYIo KoHbopManHio (Y = — 55°), Aenaer ero xenaTelbHbIM KAHINAATOM A1 CO-
31aHuA M3ra6OB ¥ MOBOPOTOB B MOMMNENTHAHOR 1IEMH.

KOH®OPMALIMOHHAS DHEPI'US OCTATKA, INPEAMECTBYIOWEI'O
L-ITPOJINI1Y

MBI y3ke YIOMHHA/IH, YTO [IOBOPOTHI Ha YIIIBI ¢, H {; -TO OCTAaTKa B TIOJIMIENTHAHOR LIENH HE
3aBHCAT OT NOBOPOTOB B cocenHux (f — 1) u (¢ + 1)-ocraTkKax. CnenoBaTe/IbHO, CTEPUUECKHE
B3aHMONEHCTBHs OCTaTKa i C IPEMIIECTBYIOMMM OCTATKOM | — | He 3aBUCAT OT NPUPOMBI ITOTO
OCTAaTKa, TaK KaK B HAX yUacTBYeT TOJbKO ero kapOOHUIIbHAsA Ipynna (C= Q). OnHako B3aHMO-
IencTBHs i-ro M (i + 1)-ro 0CcTaTKOB 3aBHCAT OT TOTO, HE ABIACTCA JIH NOCIEqHHR OCTaTKOM NPO-
nuHa. Eciu NOCIeny oMt OCTATOK — MIPOJIWI, OObIYHbIE B3IaHMONEHCTBHA ATOMOB Ii-0 OCTAT-
Ka C aMHOHBIM BOJOPOAOM i + 1-ro 3aMeHsAIOTCS B3aMMOACHCTBHAMM C aTOMaMH NHPPOITHIH-
HOBOTO KOJIbLIA, B 4aCTHOCTH ¢ — CH,-Tpynmo#t, cBA3aHHOM ¢ a30TOM HMHIA, & HA 3TH B3aUMO-
NEeACTBHS HAK/IAOBIBAIOTCA CTEPHYECKHE OrpaHHdeHHs. ITo3TOMYy MOXHO 0XXMAATh, YTO Bpallie-
HHe OCTaTKa, 32 KOTOPBIM CIeOYeT NPOSIHH, Oyaer MeHee cBOGOOHBIM, YEM B TeX ClIyyasx, Kor-
Zia 3a HHMM crienyer mobolt apyroit ocTarok.

Ha puc. 5.1]1 npeacTasieHa 3HepreTHyeckas KapTa Ajid OCTaTka L.-aaniHa, npeaecTBylo-
wero ocraTky L-nponuna. CpaBsenue puc. 5.11 u 5.8 nokassiBaer, 4YTO MPUCYTCTBHE NPOJIHHA
NPHBOJIMT K 3HAYHTE/IBHOMY CYXEHHIO 061aCTH Pa3peILCHHBIX [UIA aJlTaHHHA KoHbopMaumit. O6-
N1acTh 1 CTAHOBHUTCA 3aNpElICHHON, TaK Kak MPH NopopoTe Ha yron — 180° < ¥ < 60° Bo3HuUKa-
IOT CTEPHYECKHE NPENATCTBHA. DTH HOONOJIHUTENbHbIE SHEPTeTHYECKH HEBHITOAHBLIE B3aHMO-
OEHCTBHA B OCHOBHOM OOBACHAIOTCA HaJloXeHHeM 60KoBo# rpynnet ananusa — CH, u rpynmnst
nponuHa — CH,, cBA3asHOM ¢ 230TOM HMHIHOM IPYIIbI.

B ciyuae IMMIKHEA, TPEALICCTBYIOIETO L-NPOIHHY, 3HepreTHyeckas KkapTa Majlo OTJIHYaeT-
Cfl OT MpeAcTaBIeHHOR Ha pHC. 5.7. Bee ueTsipe paspellieHHbIE 06/1aCTH OCTAIOTCH HCH3MCHHBI-
MH, HO 3HEPIHS B OKPECTHOCTH Y = 0° yBEeIMUMBAETCA BCICACTBHE NOABJICHHS SHEPTETHYECKH
HEBHITOOHBLIX B3aMMOACHCTBHH, B KOTOPLIX MPHHHMAIOT y4YaCTHE ATOMbI IHPPOJIHINHOBOrO
KOJIbLA.
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PUC. 5.11. DHepreTuyeckas KOHTYpHas KapTa JJIf OCTaTKa L-ajiaHWHa, 3a KOTOPBIM CJI€NyeT OCTATOK
nponvHa B nojaunentuaHo# uenu. [P.R. Schimmel, P.J. Flory, J.Mol.Biol., 34, 105 (1968).]

KOH®OPMALIMOHHBIE OT'PAHUYEHW S, HAJIATAEMBIE HA OCTATOK,
MPEOMECTBYIOIUN TTPOJINITY

O6mnacTs I 3ampelneHa 11 OCTaTKOB ¢ 60KOBOM LENbIO, MPEAILECTBYIOIMX IPOJIMHY. TOT
(bakT HMeeT OYEHb BaXKHOE CIIEACTBHE: TaKue OCTATKH HE MOTYT y4acTBOBATh B GOPMHUPOBaHHH
npaeoit- a-cnupanu. C Apyrot CTOPOHBI, AN CAMOTO OCTATKA MPOJIMHA 3TO OrPaHHYCHHE OT-
cyTcrByeT (CM. puc. 5.10), maxe ecrM €ro a3’oT M He Coco6eH y4acTBOBaTh B 00pa30BaHUH BO-
nmoponHo# cBs3u. [103TOMY NPOJIMH MOXKET BCTPEYaThCs TOJIBKO B Havyasle o-ClIUPaIbHOM noce-
OBAaTEIbHOCTH, HO «HE MO3BOJISIET» NMPEAIIECTBYIOLIEMY OCTAaTKy, €CJIH 3TO HE IJTMLMI, HaXo-
IHUTBCA B cOocTaBe a-cnupaiu. TakuMm o6pa3oM, TO OOCTOATENLCTBO, YTO a30T NPOJIHHA HE
MOJKET y4acTBOBaTh B 00pPa30BaHHM BOOOPOJHON CBA3H, HE ABJIAETCA OCHOBHON NPHYMHOM CTIO-
COOGHOCTH ?TOr0 OCTaTKa JAecTabMIM3HPOBATh -CIMPaJib, KaK YaCTO CYMTAIOT.

5.5. DKcriepMMEHTAJIbHO HaOI0aaeMbl€ 3HAUCHUS
yIJIOB IIOBOPOTA

Bbime MBI PacCMOTDENIH 3HEPreTHUECKH pa3pelieHHble KOHGOpMaluud aMHHOKHCIOTHBIX
OCTaTKOB, PAaCIOJIOKEHHbIX BHYTPH TOJIMIENTHAHBIX eneli. [is NOCTPOSHHA SHEPreTHUECKUX
KapT MOXKHO GbLIO BOCIOB30BaThLCHA, Pa3yMeeTCs, TOJNBKO MOJIyIMIHPHIECKHMH SHEpreTHye-
ckMMH (yHKIMAMH. ECTeCTBEHHO, BO3HMKAeT BONPOC, HAaCKOJIBKO OOLIMe NMpeacka3aHus, cae-
JIaHHbIE Ha OCHOBE 3THX PacyeTOB, COTJIACcyIOTCA C HaGmonaeMbIMH KOH(GOPMaLMsAMH aMHHO-
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PUC. 5.12. HabnonaeMbie KOOPAMHATHI OCTATKOB, HAHECEHHbIE HA KOH(GOPMaLMOHHbIE 3HEPIeTHYECKHE
kapThl. Kpy)XxkaMH OTMeYeHbI KOOPAMHATHI OCTaTKOB, OOHapy XEHHBIX B JIH301MMe 6ellka KyPHHOrO sifua.
KoH(popMaLHOHHbIE SHEPTeTHYECKUE KAPThl PACCYHTHIBAIIMCH IS OCTaTKOB L-ananuna (A) u rnuuuza (b)
BHYTpH nonunentTuaHoi uenu. [D.A..Brant, P.R. Schimmel, Proc. Natl. Acad. Sci. USA, 58, 428 (1967).]

KHCJIOTHBIX OCTAaTKOB. Haunyuiuuii OTBET MOXET AaTh aHAJIU3 YIJIOB ¢ M B PA3JIMYHbIX KPH-
CTaJUIMYECKUX CTPYKTYpax NENTHAOB, MOJMIENTHAOB U OEJIKOB.

HyxHo, ogHako, npenocrepeub yuTaTens. ECTh HeCKOJIBKO (pakTOpOB, KOTOPBIE MOTYT BbI-
3bIBaTh WIH YBEJIMYMBATH PACXOXKACHHE MEXAY NpeacKa3aHHbIMH U HabmonaeMbIMH KOHGOP-
MauusMi. OIMH U3 HEX BBITEKAET U3 NPEANOJIOKEHHA O GUKCUPOBAHHBIX NJIMHAX CBA3E U BEJIH-
YHHAX BAJICHTHBIX YIJIOB, JIE)XAILEr0 B OCHOBE IIOCTPOEHHU KapT, IPUBEACHHBIX Ha PHC. 5.3, 5.4,
5.7, 5.8,5.10 u 5.11. B To ke BpeMs BIOJIHE BO3MOXXHBI KaK aedopMalius BaJIeHTHBIX YIJIOB Ha
HECKOJIbKO IpafycoB, Tak M HeOO/bIlMEe H3MEHEHHs JJIMH CBA3EH; H TO, H OIPYrO€ MOXXET BbI-
3BaTh H3MEHEHHE (OPMBI «pa3pelIeHHbIX» obnmacTeii. KpoMe Toro, ommbka, ¢ KOTOpo# onpe-
JIENAIOTCA YITIbl ¢ ¥ Y B KpUCTaJIaX 6eJIKOB, COCTABIIAET IO KpaitHelt Mepe HECKOJIbKO IPaaycoB.
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VunutsiBas Bce 3TH cOOOpaXKeHHs, MBI MOXEM NPOMNOJDKHTEL 06CYXKIEHHE BONPOCA O TOM,
HaCKOJIbKO XOpOIlO HaGmoaaeMsbie KOHGOPMaUK COTIaCyIOTCSl C SHEPreTHUECKHMM KapTaMH.
PaccMOoTpHM, HanmpuMep, OCTATKH KPHCTAJUIMYECKOro JIM30LHMa, KOTOPBIE PACIONOXKEHbI B
HeCIHpaJbHBIX 06nacTax 3Toi GenkoBoit Monekynbl. (OCTaTKH, BXOISILHE B COCTAB CIMPAJIb-
HBIX Yy4aCTKOB, MIPHHHAMAIOT yYaCTHE BO B3aHMOMAEHCTBHSAX, KOTOPbIE Mbl HE YUHTHIBAIA NPH
pacuerax KoHpopManmoHHO#! SHeprun. )

Ha puc. 5.12, A npeacrasiieHa 3HEpreTHYecKas KOHTYpHas KapTa IJIs OCTaTKa, coaepiKailie-
ro Goxosyio uenb CH,—R’ y a-yriepoaHoro aTomMa u paciosioXeHHOro BHYTPH NONUIENTHA-

! Hanpumep, B a-cIMpansx Mexay rpynnaMH, pa3aeleHHbIME TPeMs IapaMH YIJIOB ¢ ¥ ¥, 06pasyroTcs BO-
[OPOAHBIE CBA3M. DTH CBA3M He 00A3aTEILHO COXPAHAIOTCS B BOMHOM OKDYKEHHH, I'I€ MOJIEKYJIbI BOAbI MO-
I'yT KOHKYPHPOBATh C LEHTPaMH, 06pa3yIolMMH BOAOPOAHbIE CBA3M B Genke. B cBepHyTOM Oenke, KoHed-
HO, HeMb caMa MOXeT (JOPMHPOBAThL «KapMaHbI», CO3IAIOLIME HEMONAPHOE OKPYXeHHe, OnaronpusTHOe
s 06pa3oBaHus BHYTPHMOJIEKY/IAPHBIX BONOPOAHBIX CBS3CH.
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pemu. KpyXkaMu OTMeUeHBI IOTOXKEHHA OTAEMbHBIX OCTATKOB. (3Ta KapTa HACHTHYHA KapTe
JUIA anaHWHa, mpupeaennoft Ha puc. 5.8.)

Jlerko BHAETH, YTO NMOYTH BCE OCTATKH NMONANAlOT B 06/1acTH, B KOTOPBIX 3HEPTHSA HE OCO-
6enno Benuka. B camoMm nene, 22 ocraTka (u3 61, OTMEYeHHOTO Ha PHC. 5.12, A) pacnooKeHs!
B OKPYXAIOLIeH MHHHMYM 30HE, B KOTOPOH 3HEPrUA He MPEBLIMACT | KK/ MOJb. Boo6me ro-
BOPA, COIIRCHO MPHHIMIAM CTATHCTHKH, OTHOCHTE/ILHOE KOTHYECTBO OCTATKOB, MONANAIOMX
B TY H/IH HHYIO 06/IaCTh, 3aBHCHT KaK OT 3HEPTHH, TaK H OT xbeKTHBHOM IUTOIMIAMH ITOH obna-
cry. Mcxoas u3 nogobHBIX KauyecTBEHHBIX COOOpaXKeHHH, MOXHO O)KHAATH, YTO MOPANOK OTHO-
CHTENbHOM 3aCE/ICHHOCTH TPEX HU3KOIHEPTETHYECKHX 30H GyNeT BBINIAACTD CIEAYIOLHM 06-
pazom: Il > I > II. KMenHo 370 H Habmopaerca. ONHAKO BUAHO TaKXKe, 4TO BOIH3M ceJIOBH-
HB1 Mexay obmactamn I 1 111, rie SHepTHA OTHOCHTE/ILHO BEJTHKA, PacnionoxeHo 6onmbiue ocTar-
kOB, 4eM B o6acTH II. Takoe kaxylleecs IPOTHBOPEHHE MOXKHO OO BACHHTD ACHCTBHEM daxro-
pOB, PaCCMOTPEHHBIX BBILIE.

Crenenb HECOBNAAEHHA CTPYKTYPhl HEKOTOPBIX OCTATKOB ¢ PACCYHTAHHBIMH IPEHMYILECT-
BEHHBIMH KOH(OpPMalHAMHE MOXET CITy>KHTb MEpOHt BEJIUMHH TeX CHJI, KOTOPbie He ObLm yuTe-
HBI IIpH pacueTax. CTepudecKHe HITH APYTHE BIAUMOAEHRCTBHA MEXKIY OCTATKaMH, PACIIONIOKEH-
HBIMH 1aJI€KO APYT OT APYTa B aMHHOKHCJIOTHOM NOC/IEAOBATENLHOCTH, B3auMoneicTBus 6eka
C PacTBOPDHTEJIEM M, HAKOHEN, CHJIbI, BO3HHKAIOLIME [IPH KPHCTAUTHYECKOHN YIAaKOBKE MOJIEKY,
HO-BUANMOMY, MOTYT OBITh JOCTATOYHO BENMKH IR TOTO, YTOOH MOSYAATH OCTATOK NPUHATH
KOHGOPMaIHIO, HAXOAALIYIOCA HA IPAHHLE WIH JaXKe 3a NpeJeaMu «paspeieHHol» 061acTH.
Ilo3TroMy HekOTOpbIE PACXOXKIOEHAA MEXIY PACCUHTAHHBLIMH M HaOMIONaeMBIMH CTPYKTYDaMH
MOTYT ObITh CBA3aHBI HE C HECOBEPLUEHCTBOM PACUE€TOB WM NaHHBIX PEHTTEHOCTPYKTYPHOTO
aHaJH3a, a C TeM, YTO He ObI/IM YUYTEHB! 3TH CHBI.

Ha puc. 5.12, B npeacrapiieHa 3HepreTHYECKas KOHTYPHasA KapTa AN OCTaTKa IMHIHHa (Cp. ¢
pHc. 5.7), pacnonoXeHHOTO BHYTPH NOHIIENITHAHONA LIENH; KPYKKaMH 0TMedeHbI 11 KonpopMa-
LHHA ITOro 0CTaTKa, B KOTOPBIX OH HaXOOHTCA B mu3ouuMe. JBe koHGOpMALMH NonaxaloT B 06-
JIacTH ¢ upe3BbluaifHO BBICOKOM 3Hepruelt. OcTaybHbIE paccesHbl MO «pa3pelleHHBIM» O6ra-
CTAM H HE€ HMEIOT TEHAEHUMH TpPYNNHPOBAaTbCA B HauboJiee HH3KOIHEPTETHUECKOM
(1 Kxan/MoIb) 30HE.

Tlono6HOe cpaBHeHHe NpPEACKa3aHHbIX H NOJMYYEHHBIX IKCIIEPHMEHTAILHO KOODJAHHAT ¢ U
OTIENBHLIX OCTAaTKOB ObLIO MPOBENEHO WIS APYrMX GenKOB M Pa3/TMYHBIX MOJHIENTHAHBIX
cTpYKTYp. Ilo GonbLuelt YaCTH TH OCTATKH IONANAIOT B «Pa3pelieHHbie» 06/1acTH HepreTHYe-
CKHX KapT. TaknMm 06pa3oM, NbITaACh NPeACKa3aTh KOHGOPMALHIO TOrO HIH HHOIO 6eika, Mbl
MOXEM C JOCTaTOUMHLIM OCHOBAHHEM I10JIaraTh, YTO KOHGOPMALHH OTAEIBHBIX OCTATKOB HaXO0-
AATCA B Ip€aenax «pa3peleHHbIX» 30H, OOHAKO AHana3OH BO3MOXHBIX KOHGopManHit B caMuX
3THX 30HAX XOCTATOYHO BEJIMK, YTOOBI OMYCTHTh OIPOMHOE HHCIIO koH(OpMaiui OMMMEpa.
INosromy cnenyer o6paTHTh BHUMaHHE Ha cneuudHIECKHe CHIIbI, KOTOPBIE NOMOraKT crabu-
JIN3HPOBATh BbICOKOYNODSANOUYEHHBbIE CTPYKTYPhl HATHBHBIX GenxoBbIX MoJIeKyn. IMenHo Tu
CHJIBI H3 BCEX CTEPHUECKH PA3PEIICHHBIX KOHGOPMAUH# BLIASAAIOT OAHY (MITH HECKONBKO), Hau-
6oJtee BBITOAHYIO B TEPMOIHHAMHYECKOM OTHOLLCHHH.

W3 uncia cneunduueckBX CHI H B3aHMOJEHCTBHH, ONPENEAIOIIEX HATHBHYIO TPEXMEPHYIO
CTDYKTYDY GenkoB, MOXHO BBINENHTDL HECKONBKO, POJIb KOTOPBIX OCOGEHHO BEMMKa. ITO KOBa-
JIEHTHBIE CBA3H MEXIY CErMEHTAMM LENMH, OCYILUECTBIsAEMbIE C IOMOILbLIO THCYIBOUAHBIX MO-
CTHKOB, HEKOBAJICHTHbIE B3aHMOAeiCTBHA, Takue, KaK BOOOPOAHbIE CBA3H M HOHHbIE cunbl. Ha-
KOHEll, K HAM OTHOCATCA «THAPOHOOHDIE» B3aHMOAEHCTBHSA H APYTHE B3aHMOAEHCTBHA MAKpO-
MOJIEKYJIBI C pacTBOpHTENEM. Bce OHH BMecTe B3AThI€ JOCTATOYHO CHILHBI H CrieUM(bHUHBI ISt
TOro, 4To6bl 3aCTABUTH MOJIEKYJIy IPHHATh HanOoJee NMpEANOYTHTENLHYIO KOHDOPMALHMIO.
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5.6. Bonoponuble CBA3H

OO6BIYHO rOBOPAT, YTO ABE MOJIEKYIbI, AOHOP D —H 1 akuenTop A, 06pa3yroT BOAOPOAHYIO
CBfi3b, KOT1a HMEIOTCA CBHIETE/NLCTBA TOIO, 4YTO B 0Opa3oBaHHH acconMaTa MEXAy HUMH OCO-
6y10 ponb HrpaeT aTOM BOAOPOAA AOHOPA. BLIABHTH HaIHYHE BOJOPOAHbIX CBA3EH B TEX CHCTE-
Max, rae Hx o6pa3oBaHHe B NPUHLMIE BO3MOXHO, MOMOTAIOT CTMEKTPOCKOMHYECKHE METOADI.
Hanpumep, 3TOT mpouecc cONPOBOXAAETCA CABHIOM HHMpaKpacHbIX NOJIOC M MOJIOC CIEKTPOB
KOMOHHaLUMOHHOrO paccesnus. Eie oguH NpaMon ¢u3Hyeckufi METON, KOTOPBIM MOXHO BOC-
NONb30BAaThCA AJIA OOHAPYXKEHHS BOOOPOAHBLIX CBfi3el, — NMPOTOHHLIA MArHMTHBLIA PE3OHAHC
(cM. 1. 9). BMecTe ¢ TeM TOATBEPKACHHE CYILIECTBOBAHKA TECHBIX MEKMOJIEKYIMPHBIX aCCOLH-
aTOB MOXKHO MOJY4YHTb MYTEM CPAaBHEHHA OOBIYHLIX MaKPOCKOIMHMYECKHX CBOACTB — TaKHX, KaK
TeMIepaTypa 3aMep3aHHA H KHIICHHA YHCTBIX XHAKOCTEHR, a Takke TEemwI1oThl napoobpa3ona-
HHA. B Tabn. 5.4 npuBeaeHn! TeMnepaTyphl IUVIABJICHHA H KHINEHHSA [JI8 HECKONBLKHX BElIECTB,
MOJIEKYIIbl KOTOPBIX HMEIOT O/IH3KHE pasMephl.

CpenH npouero OTMETHM, HaNPUMEP, OTHOCHTEILHO BRICOKHE 110 cpaBHenHuio ¢ H,S Temme-
paTypb! 3aMepP3aHNAsA H KHNEHHA Boabl. OrpoMHOE pa3jiHyHe B 3THX MAaKPOCKOIMHMECKHX CBOACT-
Bax fICHO YKa3blBA€T Ha CH/IbHbIE MEXMOJICKY/IAPHbIE B3aHMOAEHCTBHA B BoAe. PaccMoTpuM
TaK»e TEMIEePAaTypbl KHIIEHHA TPeX BeChbMa CXOXKHX apOMATHYeCKHX JKHIOKOCTel: xnopben3on
KHIHT npH 132°C, o-xnopdeHon — npu 175°C u n-ximopperon — npu 217°C. Kak 06bACHATL
3TH pa3iHyHa?

Ta6auya 5.4
CPABHEHHUE TEMITEPATYP ITJIABJIEHM St U KUTTEHWA BEIUECTB,
MOJIEKYJ1bl KOTOPBIX BJIM3KH IO PASMEPY!
CoenriHenne Temneparypa Temnepatypa Coenunenune Temnepatypa TemnepaTtypa
nnasnenus, K  xunexus, K nnasnenns, K Kkumenus, K
H,0 273 373 CH,CH,0H 156 351
HyS 190 211 CH,CH,CH, 83 231
cnrg- OH 2% 391 CH,~O-CH, 135 249
CH
CH,- g —CH, 178 330 3NH, 181 267
CH,CH, 101 185

1 G. C. Pimentel, A. L. McClellan, The Hydrogen Bond (San Francisco: W. H. Freeman and Company, 1960), p. 36;
Handbook of Chemistry and Physics, 39th ed. (Cleveland, Ohio: Chemical Rubber Pub. Co., 1958).

OKCNEepHMEHTANBHO OOHAPYKEHO, YTO BOAOPOAHAsA CBA3bL Mexay D—H u A MoxeT dopmu-
poBaThCA, Koraa D H A ABAAIOTCA CHIILHO 3JIEKTPOOTPHIATEIbHLIMH. B 60NbLIMHCTBE CiyyacB
BCE TPH aTOMa NpH 00pa30BaHHH CBA3H NOJIKHLI ObITh KOJUTHHeapHbI. KakoBbl e dH3HUecKHe
NPHHLUMINIBI 00pa30BaHHA BOXOPOOHOMN cBA3H? PaHpille CUHTAIH, YTO 3TA CBA3b HMEET B OCHOB-
HOM 31EKTPOCTATHYECKYIO NPDHPOAY H 0Opa3yeTcs B pe3yNbTaTe KYJTOHOBCKOTO NMPHTAXKECHHSA.
TTonaramm, yTo HeOONBILIOE pa3ne/ieHHE NAPUHAILHBIX 3aPAAOB HA ATOMAX, NPHBOAALLIEE K KY-
JIOHOBCKOMY B3aHMOIEHCTBHIO,CYLIECTBYET H A0 oOpa3oBanns CBA3H. 3Ta TOYKA 3PEHHN MOA-
TBEPKIaNachk TeEM, UTO aTOMBI ¢ropa 0Opa3yloT Haubosee NpouHbIe BOXOPOAHKIC CBA3H, &TO-
Mbl KHCJIOPOAA — HECKOJILKO MeHee NMPOYHbIE, aTOMbI a3oTa — cjlabble. OAHako Tako# npo-
CTOH IEKTPOCTATHYECKHH NMOAXOX HE MOXET OOBACHHTH BCEX IKCNEPHMEHTAbHBIX (aKTOB,
HalnpHMep, OTCYTCTBHE BCRKOH CBA3H MEXAY BEIHUYHRON OHIIOIBHOTO MOMEHTA H POYHOCTHIO
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BOZOPOAHOM CBA3M B OCHOBaHMAX. SICHO, 4TO 31ech Tpebyercs Gonee CIOKHOE KBAHTOBOMEXa-
HHYECKOE PaCCMOTpEHHE, H ObIIO MPeIoKEHO HECKOJIBKO €ro BapuaHToB. Ho anekTpoctraTHye-
CKasi MOJE/Ib BCE €LlIe OCTAEeTCA NOME3HON 1A TOMYY4EHHA PA3HOTO poda Ka4eCTBEHHbIX OLEHOK.

KOHKYPEHIIUA MOJIEKYJI BOObI 3A MECTA OBPA3OBAHUA
BOJOPOIHBIX CBSI3EM B BEJIKE

s dopmupoBanus 6enKOBON CTPYKTYPbl HanGO/Iee BaXXHBI CBA3H MEXIY aTOMaMHM a3oTa
aMHIHBIX IPYTII H aTOMaMH KHCJIOPOAa KapOOHHIBHBIX IPYII CKeJleTa. DTH CBA3HM MIPAlOT OC-
HOBHYIO DOJIb B CTaOHIIH3aLHH Da3/IHYHBIX CIHPAJILHBIX H APYTHX YIOPAOOYECHHBIX MOJIHIeEN-
THOHBIX KOHGOPMaumit (TaKHX, KaK a-CIIHPaIb H 3-CTTo#); OrpOMHa HX POJIb TaKXe B cTabunn3a-
LIHH YTIOPAOOYEHHBIX YYACTKOB CBEPHYTBIX 6eNKOBBIX Moeky. ITo3ToMy MHOTHeE HCcienoBaTe-
JIH TIPEANOJIOXHIIH, 9TO BOJOPOAHBIE CBA3H NO/KHBI HIPATh PELIAIOLIYIO POJIb B OPraHH3aLUH
KOHpopMaumn 6eKoB.

Bbilie yxe yKa3bIBAJIOCh, YTO BOJA — DACTBOPHTE/IbL HATHBHBIX O€/IKOB — OXOTHO y4acT-
ByeT B GODMHPOBAHHH BOOOPOAHBIX cBA3elt. CneqoBaTe/bHO, YMECTEH BONPOC 00 H3MEHEHHH
CBOGOOHOM 3HEPTHH B PEAKLIHH

NH---H,0 + OH,--0=C#& NH---O=C + cBobonsnas H,0 (5.6)

OTBeT Ha 3TOT BONPOC COBCEM HE OUEBHIEH; OCOGEHHO €ro OCNIOKHAET TO OOCTOATENBCTBO, UTO
ocBo60XIaIOLIMECT MOJIEKY/IbI BOIBI, BEDOATHO, 06pa3yloT HOBble BOOOPOARbIE CBA3M C APYTH-
MH MOJEKY/1aMH BOIbI.

TIpo6neMa B nuenom noapo6uo uccneposanacs Knoruom u ®paxueHoM (1962 r.) MmeronoM
uHbpakpacHOK cnekTpockonuu. OHM H3YYaJH acCOLHAIHIO MOJIEKYJbl N-MeTHiaueTaMuaa
(NMA) — nocTaToyHO 6IM3KOro aHaymora nenTHOHoro ckenera. Monexynst NMA MoryT ¢op-
MHPOBATh BOAOPOAHYIO CBA3b ¢ YYACTHEM aMHIHOM IPYINEI CENYIOLMM 00pa3oMm:

CH, CH,
! |

C =0... HN

| |

NH c=o0
| |

CH, CH,

NMPUYEM aMHIHas rpynna HaxoAHTCcs B mpaxc-KoHbopmauuu. M3yuanocs paBHOBecHE MeEXIY
MmoHoMepamu (M) u nuMepamMu (D) u NpoBOOMACA aHANM3 CTENEHH acCOUHAUHY o, ONIPENEsIo-
weics cneayrouuM obpa3om:

a = 2(D)/[(M) + 2(D)] = mons Monexyn B JUMEPHOM COCTOSHHH

ITapaMeTp o H3MeEPSUICK B TPEX PA3JIHUHBIX PACTBOPHTENAX — YETBIPEXXJIOPHCTOM Yriepone,
JHOKCaHe H BOJ€E, YTO MO3BOISUIO NPAMO NPOBEPHUTH BIIHAHHE pacTBopHTena. Ha puc. 5.13 no-
Ka3aHa 3aBHCHMOCTDb o OT KOHUEHTpauuu NMA, nosyuyeHHas B pe3ynbTaTe 3THX IKCIIEPHMEH-
TOB. COBEpPLIEHHO OYEBHIOHO, UTO CTENEHb aCCOLMALHH MOJIeKy T NMA B Tpex pa3HbIX pacTBO-
DHTENAX 3aMETHO pasnuyaeTcsa. Haubonee cuabHas accOUHAIHA MPOHMCXOOHT B YETBIPEXXJIO-
PHCTOM YIJIEpOA€, KOTOPBIH caM He 06pa3yeT BONOPOAHBIX CBA3elt. 3HAYUTENLHO MEHBLIE CTe-
MeHb aCCOLMALMH B BOAE — CHJILHOM KOHKYPEHTE 3a MecTa 06pa3oBaHus BOONOPOAHBIX cBsi3el B
NMA. Crenenp accounaud NMA B mHOKCaHe, MOJIEKY/IBI KOTOPOTO HMEIOT ABa aTOMa KHCJIO-
poaa, cnocobHbix 06pa3oBbIBaTH BOOIOPOAHYIO CBA3b, HMEET IMPOMEXYTOYHOE 3HAYEHHE.

Jns oneHk# TepMOOMHAMHUYECKHX MapaMeTpoB Obl1a Takxke H3MEPEHa TeMIepaTypHas 3a-
BHCHMOCTb CTEIEHH acCOLMalHH BO BCEX TPeX pacTBOpHTENAX (Tabn. 5.5). OueBHAHO, UTO B Ye-
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H,0

I Bl I
0,01 0,1 1,0 10
NMA, M

PHC.5.13. Accounanns NMA B 4eTBIPEXXITOPHCTOM yriiepoae, auokcade u soge. {I.M. Klotz, J.S. Fran-
zen, J. Am. Chem. Soc., 84, 3461 (1962).]

TBIPEXXJIOPHCTOM YriepoAe acconHanns Mosekya NMA TepMoaHHaMHuyeckH 6osiee BLIrOOHA,
4YeM B BOJE.

ITH pe3yibTaThl ABHO YKAa3bIBAIOT Ha HEOOXOOMMOCTH yueTa B3auMOAeHCTBUH ¢ PACTBODH-
TeJjieM NPH ONpeaesiCHHH Hauboee BEITOOHOTO COCTOAHHA GenkoBbIx MOnekya. Kak aToT dak-
TOP BJIMAET Ha HAIllM IPEICTABJIEHHS O MPOYHOCTH BOAOPOIHBIX CBA3el B Genkax? BHyTpeHHsAs
yacTb 6eMKOBOA MOJIEKYJIBl B OCHOBHOM HMEET YrJIeBOOOPOIOHYIO NPHPONY, H /A NOHHMAHHA

Tabauya 5.5

TEPMOJMHAMHKA OBPA30BAHHS BOOOPOIHOM CBS3U
MEXIY MOJIEKYJIAMH N-METHJIALLETAMUAZA
C YYACTUEM AMUIHOM I'PYIIIHI ITPH 25°CY

PacteopuTenb AH® ASO, AG°
kKan - Mo~ ! Kan - rpax Y mons ! xkan - Momp ™~ !
CCl4 —42 -11 -0,92
JIHokcaH -0,8 -4 0,39
HZO 0,0 —-10 3,1

D 1. M. Klotz, J. S. Franzen, J. Am. Chem. Soc., 84, 3461 (1962).
CrangapTHas KOHUeHTpauus 1 M.

npoueccoB 06pa30BaHHs H Pa3pbiBa BOOOPOIHBIX CBA3ell B 3TON 06nacTH, NO-BUAMMOMY, HaH-
6ornee NPHroaHE! JaHHEIE, TOJIYYEHHBIE B YeTBIPEXXIIOPHCTOM yriepole. BMmecTe ¢ TeM pe3yns-
TaThl H3MEPEHHH, NPOBENEHHBIX B BOJE, JOJIKHBI JIyYIlIe COOTBETCTBOBATH CJ/Iy4yalo, KOraa Bo-
JOpOnHbIe CBA3H 00pa3yroTcs BONH3H NONAPHON NOBEPXHOCTH MOJIEKYJbI Oe/lka MK B MecTax,
JOCTYIHBIX s BoAbl. Henb3s, OMHAKO, YIIYCKATh H3 BHAY, YTO HAJIHYHE Y BOOBI 0COOOH# CTPYK-
Typbl BONIH3M noBepxHOCTH Oenka elle Oonee ycaoxHAeT cuTyanuio. IMeHHO Ha BOIIPOCHI, CBA-
3aHHBIE CO CTPYKTYpOH BOABI H €¢ POJNbK B GopMupoBaHuH KOoHbopmaimit Genxos, Mbl 06pa-
THM ceifyac cBOe BHHMaHHE.
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5.7. 'ungpodoOHBIe B3aUMOAECHCTBHA U CTPYKTYpa BOABI
®U3NYECKHUE CBOVICTBA BO/IbI

Ve OaBHO HM3BECTHO, YTO BOJA — OOHMH H3 OCHOBHBIX KOMIIOHEHTOB OHOJIOTHYECKHX CH-
creM — obnagaer BecbMa HEOOBIYHBIMH CBOMCTBAaMH. B neliCTBHTEILHOCTH BOJA MIPEACTABIIA-
er coboit CTOMb CIIOXHBIN 00BEKT, YTO ee M3yYeHHE MPEBPATHIIOCh B OAHY M3 Haubonee Tpya-
HBIX H HHTEPECHBIX 00/1acTelf COBpEMEHHOM 3KCIIEPHMEHTAILHON B TEOPETHYECKOM (DH3HUECKOM
xuMuH. TIpEMepoM 0cOOBIX (DH3HYECKHX CBOMCTB BOABI MOXET CIIY)KHTB XOPOILIO M3BECTHOE
yBeJIM4YeHHe ee 00beMa NIpH 3aMep3aHUH — SIBJICHHE, IPSAMO IPOTHBOIOJIOXKHOE TOMY, YTO Ha-
Omonaerca y CONBIIMHCTBA JXKMAKOCTEH. DTO yBeJlMYEHHE YAECIBHOrO 0o0BeMa COCTaBJIAET
1,6 cM3/Monb. Bonee Toro, Koraa Jiel IpH NOCTENEHHOM HarpeBaHHH IUIABHTCA NIPH TeMIEpa-
Type 0° C, 06pa3oBaBLIasCs )KHAKOCTH NPOAOJDKAET CKUMATHCSA HaXKe MOC/Ie TOro, Kak OH BECh
pactaer. T0 yMEHbIIeHHe 00beMa IPOUCXOAUT IO TeMiepaTypsl 4° C, Bbilie KOTOPOi yaenb-
HbIf 00BbeM BOIbI HAYMHAET YBEMMUUBAThCA. Clie0BaTe/IbHO, MAaKCHMAaJIbHAA IUIOTHOCTDH BOJbI
mocruraercsa npu reMnepartype 4° C. IToMHMO 3THX 0COOBIX MaKpOCKOITHYECKHX CBOMCTB BoAa
obnanaer aHOMaJIbHO BBICOKOM TeMIlepaTypoil IUIaBJICHHA M KMIICHHS, @ TaK)Ke HEOOBIYHO BbI-
COKOM TEIUIOEMKOCTBIO.

MOLIHBIM METOOM HCCIIEAOBAHHA CTPYKTYPHI JKHAKOCTEH CIIy)KHT HHppaKpacHas CIEKTPO-
ckomusia. OqHaKO HHGPAKPACHbIY CIEKTP BOAbI HEBEPOATHO CJIOXKEH, B GOJIBIIMHCTBO MOJIOC O-
TJIOLLEHHSA NOKa He yaaeTca OOBACHUTDH KoHuecTBeHHO. [T03TOMY NaHHbIe Takoro poaa B Ha-
CTOsfllee BpeMsi HE MOTYT JaTh AeTajlbHOM HHGOpPMAILMK O CTPYKTYPE BOABI.

Ha puc. 5.14 cxeMaTHYECKH NIOKa3aHA CTPYKTYPa KpHCTaJUIMYecKo# Boabl. Kaxaas MoJiexy-
J1a y4acTByeT B 00pa30BaHMM YeTHIPEX BOAOPOAHBIX CBA3eH, Tak YTO oOpa3yeTcs Terpaj’apuye-
CKas CTPYKTYpa. B IBYX U3 3THX CBA3€l aTOM KHCIIOPOJia ABJIAETCA aKIENTOPOM, BE APYTHe 06-

PHUC. 5.14. CxemaTHuecKass MOAEIb KPHCTA/UTHYECKOH BOAbI. ITYHKTHPOM IOKa3aHbl BOXOPOAHbIE CBA3H
MexXIay Mosiekynamu Boasl. [L. Pauling, The Nature of the Chemical Bond, 3-d ed. (Ithaca, N.Y.: Cornell
Univ. Press, 1960).]
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DPa3yIoTCA MEXAY aTOMaMH BOIOPOAa H COCEAHHMHA MOJIeKyTaMi. MOTYT i BOOOPOAHBIE CBA3H
@ xudxocmu He HrpaTh KiTioueBo#t pommu? Onpenensionias poib 3THX CBA3el B CTPYKTYPE BOABI
MIPH3HAETCA [MOBCEMECTHO, XOTA KOHKPETHOE OOBACHEHHE TOrO, K&K BOJOPOAHbIE CBA3H BIIHAIOT
Ha MHMKPOCTDYKTYPY, MOXET MEHATLCA OT OXHON TEOpHH K Apyroit.

BecbMa pacmpOCTpPaHEHO KaueCTBEHHOE MPEICTABJICHHE, COTNIACHO KOTOPOMY MOJIEKYJIbI
BOZBI B pacTBOpe 00pa3yloT Pa3snHYHOro pasMepa KiacTepsl C MOMONIBIO BOOOPOAHKIX CBA3Ei,
NPHYEM 3TH KJIaCTEPHI [IOCTOAHHO PACTIANAIOTCA B BHOBb 06pa3yiorca (cMm. Frank, Wen, 1957).
OHH HaNOMMHAIOT KPHCTAJUTHYECKHE aitcOepru, X0oTA KapTHHA BONOPOAHBIX CBf3ellt M reoMer-
pHA YNMAKOBKA MOTYT OT/IHYAThCA OT TAKOBLIX [JIA KPHCTAJUIOB JibAa; HalPAMEDP, MOJIEKYJIBI,
BO3MOXHO, 06pa3yloT MeHbllle 4eTHPeEX cBA3eit. Mexay knacTepaMn pa3HON BEJTMUHHBI PAcIo-
JIOXKEHBbI HECBA3AHHBIE MOJIEKYIBI BOABI, KOTODbIE 00manaior 6onbielt ceobonolt nepeMelieRAs
H 6onee IIOTHON yNakoBKOM, TAK KaK HHKAKHE CHJIbI HE BBIHY)KJAlOT HX COXPAHHTH AHCTAHIMHA,
XapaKTepHbIe ANIA KPHCTA/UTHIECKHX PEILIETOK.

Takasa xauecTBeHHas KapTHHA [TOMOraeT 00 BACHHTL HEKOTODPbIE MAKPOCKOMHYECKHE CBONCT-
Ba Boabi. HanpuMmep, yMeHblIeHne 00beMa PH TaAHHH 1baa MOXKET NPOHECXONAMTH H3-3a OCBO-
60KIeHHSA YaCTH e MOJIEKYJI H3 PEIICTKH, CKPEMICHROM BOAOPOAHBIME CBA3AMH. DTH «cBobOA-
HbIe» MOJIEKY TBI CIOCOOHBI YNIAaKOBBLIBATBLCA 6016 KOMNIAKTHO, YTO H IPHBOAMT K YMEHBILICHHIO
o6BeMa NpH nepexone u3 TBEPAOTro COCTOAHMA B XuAKoe. [To Mepe BO3pacTaHHA TEMIIEPATYDbI
ot 0° C Bce Gomnbliiee YHCIO MOJIEKYI OCBO6OKAAETCA H BOAA MPOAOJIKAET CKHMATHCA. ONHAKO
C POCTOM TEMIEPATYPHI YBEIHUMBAIOTCA TEIUIOBbIE KOJIE0anuA MOJIEKYJ1, YTO IPHBOJHUT K yBe-
muuenHio o6peMa. B pe3ynbTaTe BIMSHHA 3THX OBYX NPOTHBONONOXKHBIX (GAKTOPOB MAKCH-
MajbHas IUIOTHOCTb NOCTHMraeTcs NpH TeMrnepaTtype 4° C, Bhillle KOTOPO# BOAa NPH Harpesa-
HHH TOJIBKO PacCUIHpAETCA.

BJIMSAHUE PACTBOPHUTEJIsS1 HA CTPYKTVPY BEJIKA

Kak xe cBf3aHbl M3JIOKEHHHBIE COOOPaKEHHS CO CTPYKTYpoit HaTHBHOro Genka? HMmerb
NpeICTaBJIEHHe O CTPYKTYPE PACTBODHTENA H O NIPHpPoOAE ero B3aHMOAeHCcTBHA ¢ 6eTkoM Heob-
XOIMMO IUIA TOro, YTOOLI MOHATH, KaKOE€ OTPOMHOE BIIHAHHE MOXET OKa3bIBaTh PacCTBOPHTENb
Ha xoHdopMammio GenkoBLIX Monekyn. To 06CTOATENBCTBO, YTO OTHOCHTENLHO HH3KHX KOH-
HEHTpauHit MOYEBHHBI HJIH TYAHHAHHXIIOPHAA (HanpumMep, 1 MoJleKy/la MOYEBHHBI Ha S + 10 Mo-
nexyn H,0) 9acTo oka3biBaeTCs NOCTATOYHO [UIA MONHOTO Pa3pYLICHHA HATHBHOM CTPYKTYPLI
Oenxa ¥ nepexoda €ro B HEYNMOPsSAOYEHHYIO KOHGOPMaNHIO, XOPOLIO HIITIOCTPHPYET YyBCTBH-
TENBHOCThL CTPYKTYPhI O€KOBBIX MOJIEKYJT K COCTaBy pacTBopa. C Apyroit CTOpOHBI, pacTBOPH-
TEMb MOXET BbI3bIBATb CTPYKTYPHBLIC H3MECHCHHSA, NMPUBOARILIHE K d)OpMHpOBaHHlO HHOr'o, YHH-
KaJIbHOTO, BLICOKOYMOPAAOUYEHHOIO COCTOSHUSA. JIs ITON 1Le/H, HalpHMEDP, MOXET ObITbh HC-
MOJIb30BaH 2-XJIOP3TaHOJI. benku pacTBOPHMBI B HEM, H XOTSR 3TO MOJISPHbIA PACTBOPHTENb, OH
obnanaer ropa3sno 6onee cnaboit, ueM Boaa, CNOCOOHOCTHIO 00pa30BLIBATL BOAOPOIHLIE CBA3H.
HanphumMep, puboHyKieasa B 2-XJIOP3ITaHOJIE IPHHHMAET APYIYIO, KaK MoaaraloT, 3Ha4HTENbHO
6onee COBEPLIEHHYIO CITHPAJIbHYI0 XOHPOpMaIHio, 4eM B Boae (cM. Doty, 1960). Cxoausbie pe3yib-
TaThl GBI NOJTyYeHbl H ANA APYTHX 6enkoB. UX MOXHO OOBACHHTL TeM, YTO B «OeIHBIX» BO-
JOPOIHBIMH CBA3AMH PacCTBODHTENAX Jierdye o6pa3yloTcss BHYTPHMOJIEKYIAPHbIE BOOOPOOHBIE
cea3H. Bee 3TO ellle pa3 NOOYEPKHBAET, KaK BEJIMKO BIIMAHHE PACTBODHTENs Ha KoHGopMaImio.

SIcHO, 4TO BOJA MOXET BJIHATHL Ha KOH(GopManuio Genka, KOHKYpHpys 3a Mecta obpa3osa-
HHA BOAODOAHBIX CBA3elt M 3bdeKTHBHO CONMBBATHPYA MONSAPHBIE rpynnbl. Ho 3THMHM B3anMo-
NeACTBHAMH, OIHAKO, HE HCUEPNBIBAETCS BCE BIIMAHKE BOAbl Ha KoHGopManuio. Hanpumep, Mo-
YeBHHA TAKXXE MOXKET YYacTBOBATh B 00pa30BAHMH BOOOPOAHBIX CBA3CH H B3aHMONEACTBOBATD
C MONIAPHLIMH IPYMNIAMH, HO, KOrla OHAa NMPHCYTCTBYET B JOCTATOYHBIX KOMHYECTBaX, OHa acit-
CTBYeT KaK JACHATYpHDYIOLHHK areHT. Jna Jyqiuero NOHUMaHHsA POJIH BOABI PACCMOTPHM, Kak
BOJIHOE OKPYXXEHHE B3aHMOAEHACTBYET C HEMONIAPHBIMH OOKOBBIMH IPYTINaMH.
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PUC. 5.15. donmekasapnl. A. Zlonexaanp, 00pa30BaHHBI MOJIEKYJIaMH BOABI (KPY>KKH) U COAEPIKAILMH MO-
JIOCTb IHaMETPOM OKOJIO 5 A. [M.V. Stackelberg, H.R. Miiller, Z. Electrochem., 58, 25 (1954).] 5. Kna-
crep momekasapos. [A.F.Wells, The Third Dimension in Chemistry (Oxford: Oxford Univ. Press, 1956).]

HEIIOJISAPHBIE MOJIEKYJIbI B BOJE

JlaBHO M3BECTHO, YTO HEMNOJISAPHBIE MOJIEKYJIbI 06pa3yloT B BOAE OYEHb CTaOWIbHBIE KDH-
CTa/UTHYECKHE THAPATHI, B KOTOPBIX MOX0XKHE HA KJIETKH MHOTOTDaHHUKH, COCTOSALIHE U3 MOJIe-
KYJ1 BOIbI, GOPMHPYIOT IOJIOCTH, OKPY KaIOIHKE HEMOIAPHBIE MOJIEKYJIbl. DTH MHOTOTPAHHUKH
MOryT 06beIHHATHCA, 06pa3ys NpOCTPaHCTBEHHYIO peweTky. Ha puc. 5.15, 4 nokasaHa CTpyk-
Typa EHTaroOHaJIbHOTO AOJAEKa’Apa, B KOTOPOM OTHAEbHBIE KPYXKOYKH IPEACTAB/IAIOT MOJIEKY-
nbl Boabl. ITonocTs BHYTpH OOAEKa3Apa UMEET JHAMETD NPHOIM3HUTENBHO 5 A — nocrarouso

Tabauya 5.6
TEITJIOTA TUIPATALIMH HEITOJIAAPHBIX COEZIPIHEHMPII)
CoemHeHne — AH, xxajn/Monb Coemunenue —AH, xxan/mMonb
Ar 16,6 C2H4 15
Kr 13,9-16,5 C2H6 135
CH4 14,5-17 CHSSH 16,6

C,H, 15

DI. M. Klotz, Brookhaven Symp. Biol., 13, 25 (1960).
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6onpLIOR, YTOO6BI BMECTHTE COOTBETCTBYKOLYIO HENOMAPHYIO MOnieKyny. Ha puc. 5.15, b noka-
3aH KJ1acTep A0AEKa3’apOB.

Takue raapaThl 061a0al0T 3aMeyaTebHOR cTaOWIBHOCTBIO — TaK, IPH PAaCTBOPEHHH B BO-
Jle HEMONAPHBIX MOMEKY N0 AOCTATOYHO BBICOKHMX KOHLEHTpaLHMP TeMIlepaTypa 3aMep3aHHs
CMECH MOAHMMAETCA 3HauYuTenbHo Bhie 0° C. M'napaThbl XapakTePH3YIOTCA Takxke OONMbLIO#H 1o
abcomoTHOMN BeMHYHHE OTPHLATEILHOR TEwIOTON obpazoBanus. B Tabn. 5.6 npuseneHsb! 3Ha-
YeHHSA TEMIOThl 06pa30BaHHUA HECKOMbKHX HENOMAPHBIX ruapaToB. HecMoTps Ha 6onblioe pas-
JIHYME MEXIY MOJIEKY/IaMH B pa3Mepax H COCTaBe, BCE TEMIOThI THAPATAUMHK O/IH3KH MO BEJTHYH-
He — 0KoJI0o — 15 kkan/Monb. OTcloAa clieayeT, YTo 60/MbLIOR BLIMIPBILI B SHTANbNHH 00yc-
JIAaB/IHBAETCA HE HENOCPEACTBEHHO B3aHMOMAEHCTBHAMM HEMOMADHBIX MOJIEKYJI C PaCTBOPHTE-
neM, a ocBo6OKIeHneM 3HEPTHH NPH OpPraHH3alMH MOJIEKYJ1 BoObl B 6/IH3KHe 110 CBOMM pa3Me-
paM, MOXOXKHE HAa KJIETKH CTPYKTYDBI.

BKJIAIbI AJJIUTUBHON SHTPOITUU U SHTPOIIUU CMEIIEHUA
B CBOBOJHYIO OHEPTHIO ITEPEHOCA

Ioaxon K paccMOTPEHHIO B3aHMOAEHCTBHI HEOMAPHBIX MOJIEKYJ ¢ BoAol 6b1n pa3paboran
B. Ko3manoM. He ¢HKCHDYA cBOEe BHHMaHHe Ha 0O6pa30BaHMH KPHCTA/UTHYECKHX TMAPATOB, OH
paccMOTpeN TePMOIHHAMHKY MEPEHOCA HEMOJISAPHBIX OCTATKOB H3 HENOJAPHOTO K€ PACTBODH-
Tens B Boay. Hanmpumep, OH 3amajics BOMPOCOM, KaKOBa CBOGOIHAA 3HEPTHA NMEpeHOca MOJIbHON
aonM x MetaHa H3 OeH3ona B Boay. Llenb Takoro noaxoaa — ONpeNeNHTD, NPEANOYHTAIOT JIH
HETMONAPHbIE IPYIIIBI PAcNoaraThbCa Ha MOBEPXHOCTH Oenka, 4TOObI B3aMHMOAEHCTBOBATD C BO-
IOMH, WJIH OHH CTPEMATCA cOOpaThca BMecTe BHYTPH OeNIKOBOR MOMEKY b, UTO6OBI CO3AaTh IS
ceOa HeNnoMAPHOE OKPYXXEHHE.

IIpexne yeM pacCMOTPETh AaHHbIE MO CBOOOIHOM 3HEPrHH mepeHoca, Heobxomumo obcy-
JUTHb Pa3IHuHEe MEXNY BKJIANAMH aOOUMUBHON IHMPONUU N IHMpOnRuU cmeuenus B csobom-
Hy10 3Hepruro (cM. Gurney, 1953; Kauzmann, 1959). Mp1 10ixHbI ObITh YBEPEHBI, UTO BCE pe-
3yJbTaThl PacCMaTpPHBAIOTCA HAa OCHOBE OAMHAKOBBIX OOLIMX coobpaxeHui. UTo6bI mpoun-
JIIOCTPUPOBATh BCTpEYAIOLUNECA TPYAHOCTH, OOPaTHMCA K PEAKUHHK

A+ B#2AB 6N))
XapakTepu3yrolehcs KOHCTARTON paBHOBECHA
K = (AB)/(A)(B) (5.8)
H HIMEHEHHEM CTaHAAPTHOM cBOGOAHON SHEPrHH
AG= —RThh K (5.9

Ecnu B KauecTBe ¢AHHHLbI KOHLEHTPALMH MBI BbiGepeM MoJb/J1, To AGC 6yaeT pasHo cBo6oa-
HOM 3HEPTHH B TOM Clly4ae, KOrJa CTaHOapTHbIe COCTOARMA BewuecTB A, B  AB cooTBeTcTBYIOT
KOHUEHTpauHsaM | Monb/s1. OgHaKo uHMcieHHOe 3Havenne K (d, cnemosatemsHo, AG®) 6yner
HMHBIM MPH APYTHX CTAHOAPTHBIX COCTOAHHAX (MM MPH APYroM BbIGOpE €dHMHHLLI H3IMEPEHHs
KOHIEHTpauuH). KoneuHo, cBOOOOHAA IHEPTHA 3aBHCHT OT BbIGOpPA CTAHAAPTHOTO COCTOAHMSA
TOMIBKO TOTIA, KOTJA YHCJIO PEAreHTOB He PABHO YHCITY NMPOAYKTOB PEaKUHH.

3Ta 3aBHCHMOCTL NMpPEACTABNAET COGON MHMCTO CTATHCTHYeCKHN 3ddexT, 06ycnoBaeHHbIR
BK/IaIOM NapUMaIbHOR MONAPHON IHTPONHMH. PaccMOTpHM S, — napuHanbHyio MOJIAPHYIO
3HTPONMIO BELUECTBA A:

S,=S, - Rlnx, (5.10)
rae x , — MOJbHas 107 BewecTna A (cM. JononHenue 5.2). (Mb1 paccMaTpuBaeM pa3babieH-

Hbl€ PacCTBOPBI H NMO3TOMY IpeHeOperaeM BnusaHHeM KoxpdHuHeHTa akTHBHOCTH.) BenmuuHa
—R Inx, HasbIBaeTCA 3HMponueii cmelienus. ITOT YACTO CTATHCTHUECKHH UNICH XapaKTEPH3Y-
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eT 3pPEKT CMEIIMBAHNA BELIECTBA A ¢ PRCTBOPHTENEM H HE 3aBHCHT OT €ro CTPYKTYDHI H
cBOHCTB. XHMH4ECKYIO IPHPOAY BELUECTBA A M €ro B3aUMOJeHCTBHE C PACTBOPHTENIEM YUHThI-
BAeT APYTo# wieH BhipaxeHus (5.10), S, Ha3bIBaeMBIR A0OUMUBHLIM SHMPONUIHbIM 8KAAOOM.
TakuM 06pa3oM, H3MEHEHHE CTAHAAPTHOR SHTPONHH NPH peakLwy (5.7) MOXKHO NMPeACTABHTL B
Bue

AS® = Sy — 53 — Sp + R Inxy = AS’ + R Inxy (5.11)

TAe X)y — MOJIbHAA [JONIA BEWIECTBA A NpH ero KoHueHTpamuu 1 mMomb/n. Tak kak B pa3bas-
NIEHHBIX BOIOHBIX pPacTBOPaX MONApPHAasd KOHLEHTPalMsa BOAbI paBHa 55,6, BkjiIag 3HTPO-
OHH CMelleHHss B ofllee H3MEHEHHE 3HTPONHH NpPHOMH3MTENbHO paBeH —RInS56 =
~ —8 xan- momb—! - rpan—!. ITpn 300 K 3T0 COOTBETCTBYET BKAAAy B CBOBOAHYIO IHEPIHIO,
paBHOMY — 2,4 kkai - Monb~ !, Ec/ii Mbl BLIGEDEM OpYTOE CTAHAAPTHOE COCTOSHHE HITH APYIYIO
€[MHHLY H3MEPEHHS KOHUEHTPALMH, Mbl ONYYHM, €CTECTBEHHO, APYro# pesynbrar. U3mene-
HHE aIJHTHBHOIO BKJIaAa B 3HTPOIHIO ASE MOXHO HaliTH U3 BhIpa)KEHUA

ASY = ASO — R Inx,, (5.12)

Hononuenne 5.2

BBIBOJ BBIPAXKEHHM A IJ15 ITAPLIMAJIBHON MOJISPHOUW 3HTPOITUU

VpasHenue (5.10) apnserca 06bIYHBIM BbIPAXKEHHEM A NapLHAILHON MOIApHO# 3HTponuH. Ero nerko
BLIBECTH, MCXO/A U3 MONHOTO nuddepenumana cBo6oaHoM 3Hepran [M66ca (cM. BBOIHBIA Kypc PpH3HYECKOH
XHMHH):

dG = — SdT + VdP + LudN,
JAuddepeHimpys, MONyInM
S = (aS/aN,.)T’ PNjsi = —(0u/9T), N,
B xypce du3uueckof XUMHY BLIBOIMTCA CIIEAYIOLIEE COOTHOLIEHHE:

#; = WXT, P) + RT lx;

rae ;4? — CTaH[apTHbIA XUMHYECKHA MOTEHIMANn npH x; = 1. Mcnonb3ys ABa MOCNEAHMX BLIPAXKEHHA, HAXO-
IHM

§; = —@u/dp N, = ~(3#?/377p,~j - Rlny; = ] - R Iny

PaccMOTpHM Teneph ClIENyIOLIHE NPOLECCH] NEPEHOCA:

VYrneBoaopod B HENOJNAPHOM pacTBOpuTene (MONbHas AONA Xx) —
— YrneBogopoA B Booe (MOMbHas O0MA X), (5.13)

YucTbil XXHAKMA yriesoaopon — YrieBonopol B Boae (MOJIbHas 4OJA X ). (5.14)

B npouecce (5.13) B oTimuue ot npouecca (5.14) Bi1al 3JHTPONHH CMEIIEHHA COKPAILAETCA.
H3MeHeHHe aJyIHTHBHOIO BKJIafia B SHTPONHMIO 1A nponecca (5.14) MOXHO HaHTH NNyTEeM H3Me-
peHHSA CTAaHOAPTHOR 3HTPONHH PEakLHH ASO: AS, = AS? + R Inx. Monyuus H3MEHEHHE aIIH-
THBHOH 3HTPONKU I8 BTOPOTO NPOLIECCa, Mbl MOXEM CPABHHTB €T0 HEMOCPEACTBEHHO € H3Me-
HEHHEM SHTPOIHH Ans peakipu (5.13).
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AAHHBIE 10 CBOBOJHOW 3HEPTI'MH NMEPEHOCA

Tenepp Mbl MOXEM, HAKOHELl, PACCMOTPETh PE3Y/IbTAThI FKCIEPHMEHTOB N0 ONpPENEICHAIO
cBobomnolt 3HepruH nepeHoca. B Tabn. 5.7 npuseneHsl TEPMOAMHAMHYECKHE NIApaMETPHI, Xa-
PaKTEPH3YIOIIME NEPEHOC PA3NMYHBIX YIJIEBOAOPOAOB H3 HEMOJAPHBIX PACTBOPHTENEH B BOAY.
IpuBeaeHb! aANUTHBHBIE BKJIAABI B CBOGOOHYIO JHEPTHIO H 3HTPOMNHUIO. BHAHO, YTO XOTA 3HEP-
TeTHYECKH PaCTBOPEHHE B BOAE BbIrOJHee, Y€M B HENOJAPHBIX pacTBopurensax (AH < 0),
GOHBLUOC no a6COJ’1}OTHOﬂ BCJIHUHYHE OTPHUATECIIBHOC H3IMEHECHHE 3HTPOMNHKH NMPHU NCPECHOCE B BOAY
MPHBOAHT K TOMY, YTO H3MEHEHHE MOJHOK CBOGOAHON 3HEPIHH CTAHOBHTCSH MOJOKHTENBHBIM,
a Mmpouecc nepeHoca HepbiroaubiM. Hanpumep, npu nepeHoce MeraHa u3 6eH3071a B BOAY Bhije-
ngeTca 2,8 KKan/Mollb Temsa, HO CONMPOBOXIAKILEE ITOT MPOLECC H3MEHEHHE SHTPOMNHHA Ha
— 18 kan - rpan~! - monb ! yBenuumBaer AGY no +2,6 kxan - Monb~ . CxonHsle pesyabTaThl
MOJYy4YeHbl H JUIA APYTHX YIJIEBOAOPOAOB H APYTrHX HENOJIAPHBIX pacTBOpHTENnel.

Kak uHTEpNpeTHpOBaTh 3TH pe3ynbTaThi? O6BIUHO NpEAnosaraijoT, YTo B BOJE HENOJAD-
HBIE YTJIEBOAOPOABI MOFYT BbI3bIBATh GOPMHPOBAHHKE «JIbAONOAOOHBIX» KIaTPAaTOB, KOTOPbIE
TecHee OKPY>KalOT MOJIEKY/bI YITIEBOAOPOAOB, YEM ITO IPOHCXOAUT B KDHCTA/UTHYECKHX THADPa-
Tax (M. pHc. 5.15). D10 NpeanonoxeHyue BecbMa Pa3yMHO, TaK Kak AMCCOIMHPOBAHHbBIE YIie-
BOAOPOABI CNIOCOGHBI BBI3BIBATH MOBBILIEHHE TEMAEPATYPHI 3aMeEP3aHHs BOABI. ITOT MPOLIECC
OPHBOAHT K 06pa3oBaHHIo TbAONOROOHBIX CTPYKTYP M, C/IEAOBATELHO, K HOPMHPOBAHHIO BO-
nopoaHbix cesseft. [MocnenHuit npouecc ABNAETCA IK3IOTEPMUUECKHM (T.€. MPOMCXOMNT C BhIaE-
JICHHEM 3HEPTHH), UTO OOBACHAET OTPHUATENLHOE 3HaYeHHe AH npH nepenoce. OnHako ynops-
IOYEHHE MOJIEKYJT BOAB B 607Iee OPraHH30BaHHBIE CTPYKTYPHI, €CTECTBEHHO, IOHHXKAET 3HTPO-
MHIO, 4TO OOBACHAET OTPHLATENLHOE 3HaueHHe AS.

Tabauya 5.7
TEPMOAWHAMMWYECKHE NAPAMETPBI TNTEPEHOCA
PA3JIMYHBIX YTAEBOOOPOOOB
M3 HEMOJSAPHBIX PACTBOPUTEJIEN B BOAY MPH 25°CV
Peakunst nepenoca AH, A4Sy, AG,
xxa - Mons Kan- rpa.u—l - momp ™ ! kK& - Monb |
CH, B 6ensone ~ CH, B H,0 -2,8 —-18 +2,6
CH, B 3¢mpe — CH, B H,0 -2,4 -19 +3,3
CH, B CCl, - CH, B H,0 -2,5 - 18 +2,9
C,H, B Genzone — C,H¢ B HZO -2,2 -20 +3,8
C,H, 8 CCl, — C,H, 8 H,0 -1,7 —18 +3,7
Kumwwit C,H, - C,H; 8 H,0 -1,8 -23 + 5,05
XKagxui u-C H, — u-C,H B H,0 -1,0 -23 +5,85
Kunxuit C;Hg — CoHe B HO g - 149 +4,07

Dw. Kauzmann, Adv. Protein. Chem., 14, 1 (1959).
Z)Hamepeno npu 18° C.
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B3AMMOJENCTBUE BOKOBBIX I'PVIIII
HEIOJISIPHBIX AMKHHOKHCJIOT C BOOOH

Pe3ynpTaThl, aHAIOTHYHLIE NPDABEACHHBIM Bbillle, OLIIH MOJTYYEHBI H OJI1 AMMHOKHCIIOT.
PaccMOoTpHM CBOCOMHYIO 3HEPIHIO MEPEHOCA PA3INMMYHBIX AMHHOKHMCIOT H3 3TaHo/la B BOAY
(tabn. 5.8). IIpu 3TOM NpoLECCE MOJTEKYJTbI MEPEXOAAT H3 HEATPANbHON, HENONAPHOM! GOPMBI B
YTaHoJIe

B UBHTTEPHOHHYIO HOpMY

DTOT nepexoa BCJIEACTBHE COJIbBATANMHA LBATTEPHOHOB NMONSAPHBIMH MOJIEKYJIAMH BOABI 1a-
eT 3aMeTHbI# BKJIaa B AG nepeHoca. BaxxHbIM napaMeTpoM ABNAETCA PAIHOCMb AG“ep MeXay
AG nepeHoca JaHHOM aMMHOKHC/IOTHI H AG B ciydae rinMuuHa. Taxkas pa3sHOCTb MOJXET CIly-
KHTh MepOH BKJIafa B CYMMAapHyIO0 3HEprHi0O GOKOBOM uenM AOaHHOM aMMHOKHCTOThI. U3
Tabn. 5.8 AcHo, 4TO AGnep BO3pAacTaeT C yBeJIHYeHHEM pa3MepoB Gokosoit nenn. BecbMa Heo-
XHAaHHO, YTO BKNan rpynnsl —CH, B AGMp OKa3bIBAaCTCA OAMHAKOB [UIS PA3/THYHbIX MOJIEKYII.
B Tabn. 5.8 moxa3aHo, 4To pa3Huna B AG nepeHoca MeXxay 3TaHOM H METAaHOM MOYTH TAKad xe,
KakK M B CJIydae aJlJaHHHA M [IHIHMHA. Bonee Toro, pa3nuunsa B AG Mexay alaHHHOM H NTHIHHOM
TaKHe XK€, KaK H MEeXKIy JIeHIMHOM B BAIHHOM. TTono0HBIe pe3ynbTaThl alOT OCHOBaHHE IIpea-
TIONOXKHTD, 4TO OTAeNbHble rpynnsl — CH, B3auMozeHcTBYIOT ¢ pacTBOpHTENeM Kak Gonee
HJIH MEHEE HE3aBHCHMBIE M AJUIMTHBHbIE €IHHHIbI ITHX HeQONBIMX MPOCTBIX MOJIEKYJI.

Tabauya 5.8
CBOBOHAS SHEPTUSA MEPEHOCA PAYIMYHBIX COEAMHEHUN
W3 3TAHOJIA B BOZY ITPH 25° CV
CoenunHenune AG, AGnep' Coenutenue AG, AG"ep,
KKas1/Monb KKas/MOoNb XKan/Mons KKan/Mons
Imuuus — 4,63 0 Bxnan rpynnst — CH,
AJTaHHH —-3,90 +0,73 3ra” +3,02 —
Banun —2,94 + 1,69 MeTan +2,26 -
Jleluun —2,21 +2,42 3TaH — MeTaH - +0,76
H3onetumn —-1,69 +2,97 AIaHHH — TJIHLHH - +0,73
QeHUTATAaHHH —1,98 +2,65 JleHuuH — BajuH - +0,73
INponun -2,06 +2,60

D' C. Tanford, J. Am. Chem. Soc., 84, 4240 (1962).
HononuuTtenskbie JaHHble CM. B Tabn. 2.3,



KOH®OPMAIIMOHHBIA AHAJIM3: BEJIKU 267

[TOHATHUE O TUAPO®OBHBIX BBAUMOIOENCTBUSX

Pe3ynbTaThl, NIpHBeOcHHbIE B Tabs. 5.7 u 5.8, NOKa3bIBaIOT, YTO HEMOMAPHBIE OOKOBLIE
IPYNIbl AMHHOKHC/IOT NPEANIOYHTAIOT HAXOOHTLCA B HEMOJIAPHOM, HEBOOHOM OKPYXXEHHH, T.€.
HMEIOT TEHACHLHIO COOHPAThCA BMECTE H 00pa30BLIBATD KJIACTEPL] HEMOMAPHBIX rpynmn. Cujisl,
CTaOMIHM3MPYIOIIME TaKHE€ KJIACTEPBI, HAa3bIBAIOT IMAPOGOOHBIMH. Pe3ynbTaThl PEHTI€HOCT-
PYKTYPHOT'O aHaJIH3a MHOTHX O€JIKOB MOATBEPXAAIOT, YTO HENONAPHBbIC OOKOBBIE rpyNnbI Ack-
CTBHTENBHO rPYNNHPYIOTCA B HEBOAHBIX, « MACIAHHCTLIX» BHY TPEHHHX 006nacTax Oeska (CM. Ha-
npHMep, puc. 2.32). OTMETHM, YTO «ABHXYIUEH CHION» rHAPOGOOHBIX B3aHMOaeHCTBUN] ABNIA-
€TCS H3MEHEHHE 3JHTPONHH; H3MEHEHHE XK€ 3HTAILIIHH, HANPOTHB, HM NpoTHBOae#cTBYeT. Cne-
IOBAaTeNLHO, KOTIa ABE HIIH 50JIbllIee YHCIIO NEPBOHAYAILHO COIbBATHPOBAHHBIX rHAPOGOGHBIX
rpynn co6HpaloTcs BMecTe BO BHyTpeHHeR oOnacTu 6enka, AH > 0. 3T0 03Ha4Yaer, 4TO NOBbI-
LIEHHE TeMIepaTyphbl OydeT cMemaTh paBHOBeCHE HE B CTOPOHY OMCCOLMALHH, & B CTOPOHY
«ruapodo6Horo cBasbiBaEHA»!), NPH YCIOBHH YTO OIMANa3oH PacCMATPHBAEMbLIX TEMIIEPATYD
JOCTAaTOYHO MaJi, 4TOOBI BeJmuuHa AH octapanack nonoxurtenbHoN. (Teopus ruapodobubix
apdexToB u3noxkena B pabore Pratt, Chandler, 1977.)

HAPYIIEHUE T'MIPOPOBHBIX B3AUMOIAEVICTBU MOYEBUHOM

[puBeneHHbIE pe3yNbTAThl ACHO MOKA3bIBAIOT, KAK Be/IHKa 6Honoruueckas pons ruapodot-
HBIX B3auMoledcTBHA. IMEHHO OHH B 3HAYHTENLHON MeEPE OTBETCTBEHHLI 33 CTa0WIM3ALMIO
6eNKOBBIX MOJIEKY/T C X «CNIPATAHHBIMHY B IITYOHHE CTPYKTYPBI YIVIEBOAOPOAHBLIMH GOKOBBIMH
rpynnami. Kpome Toro, xoHpopmauus 6e1K0oB H10KHA ObITh YyBCTBHTENLHOH K COCTaBY pac-
TBODHTENA, OCOOEHHO €C/TM M3MEHEHHE 3TOr0 COCTaBa BIMAET HA PacHpedeseHHe YIIIeBOIO-

Tabauya 5.9

W3MEHEHME CBOSOJHOW SHEPTUH MPH NMEPEHOCE PA3JIMYHBIX AMUHOKUCJIOT
M3 BO/IbI B $M PACTBOP MOYEBHHBI [1PH 25° C

AMHHOKHCJIOTA AG, AGnep, AMHHMOKHCJIOTA AG, AGne y

KKaJ1/MOJTb KKaJ1/MONb KKan/MoNb KK&J1/MOJTb
I'muumH +0,10 0 dbennnananuy —0,60 -0,70
AnaHuH + 0,03 -0,07 Tupo3ud —0,63 -0,73
Jletinuu -0,28 —0,38

D p. L. Whitney, C. Tanford, J. Biol. Chem., 237, 1735 (1962).

pPOIOB MexXay OpraHH4yeckoi ¢a3off B OKpYKaloLIHM pacTBopuTeneM. PaccMOTpHM MOYeBH-
HY — OOBLIYHBIA AEHATYPHPYIOLKH areHT A GenkoB. OQHO BPEMSA CYHTAIIM, YTO ACHATYPHDY-
folee AeHCTBHE MOYEBHHBI HA CTPYKTYPY Oeflka CBSi3aHO ¢ KOHKypeHLuel ee 3a ob6pa3zoBanue
BHYTPDHMOJIEKY/IAPHBIX BOOOPOIHBIX CBA3€l, HO 3TO NPEACTABJICHHE, NIO-BHANMOMY, HEBEPHO,
TaK Kak Toraa Boaa caMa MorJia Obl Ob1Th 3¢ deKTHBHBIM OeHaTypHDYIOIMM areHToM. Kakos
K€ B TAKOM CJIyMae MeXaHH3M AeACTBHS MOYEBHHBI HA PaclpeeeHHe yrieBOAOPOAHBIX Benko-
BbIX lLienel Mexxay BOoAHOM H opraHHveckoit dazamu?

B Tabn. 5.9 npuBeneHbl AaHHbIE O CBOOOMHOMN 3HEPIHH MEpPeHOCca PA3IHYHbIX aMHHOKHMCIOT
13 Boabl B 8M pacTBOp MOUYeBHHBI. [1J1 OLIEHKH BKJ1aAa 60KOBBIX IPYI BBIYHCIICHBI AGnep, no-

Y 310 cnenyer u3 otHolwenns Bant-F'odda
d(InK)/dT = AH/RT®

roe K — KOHCTaHTa PABHOBECHA PECAKLHH.
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JIyMeHHbIe BhIYATaHHeM AG RA ruuMHa 3 AG 114 ADYTHX aMHHOKHCJIOT, KaK 3TO AeJanoch
Bbile. O9eBHAHO, 4TO OOKOBbIE IDYMNbI NPEATIOYHTAIOT BOAE PACTBOD MOYEBHHBI, ITPHYEM
cTeneHdb 3TOro NPeano4YTeHHA KOPPEIHPYET ¢ pa3MepoM rpyninsl. TakuM o6pa3oM, B IIPUCYTCT-
BHHM MOYEBHHb! BbIHTPBILI B SHEPIHH, B pE3y/IbTaTe KOTOPOro 60KOBbIE IPYNILI IPEANOYHTAIOT
HaXxOOHTBCA BHYTPH GeIKOBON MOJIEKYJIBI, 2 HE B OKDYKAIOLUEM ¢ PaCTBODHTENIE, YMEHBLIAETCA
Ha HEeCKONbKO coTeH Kanopu#t. [Tockonbky y 60apIIMHCTBA 6/IKOB HEMOIAPHBIE OCTATKH CO-
crasafioT o6bIvHO OT 30 RO 50%, sicHO, 4TO Aaxke B HebonbIOM Genke, cocTosiueM H3 150
OCTaTKOB, H3MeHeHHe KOHopMaiH, BbI3BaHHOEe 8 M pacTBOPOM MOUYEBHMHBI, MOXET OBITH
Ype3BbIMatHO BEJIMKO.

5.8. UouHbie B3auMoaeiicTBUSA
YCJIOBUS BOHUKHOBEHU S UIOHHBIX BBAUMOOEVICTBUI B BEJIKAX

MsEorue HOHH30BaHHBbIE GOKOBBIE FPYNNLI B Gexax cnnocobHbl 06pa3oBLIBATH COJIEBBIE MO-
CTHKH, KOTOPbIE UTPAIOT POJIb AONOJHHTENbHBIX HEBAIEHTHBIX CBA3ed, CTabHIM3NDYIOILIMX Ha-
THBHYIO CTPYKTYpY. B o6nactu HeliTpanbHbix pH kapGoKCHIbHBIE IPYNNBLI acnaparMHOBOH H
TJIyTAMHHOBON KHCJIOT, a Takxe C-KOHLEBOrO OCTaTKa 3apsXeHbl OTpHUUATENbHO. T10/10XKH-
TENbHBIE 3apAALI MOTYT ObITH JIOKAIM30BaHbI HA aMUHOIrpynnax 60KoBbIX Lenel nu3uHa H N-
KOHLIEBBIX aMHHOKHCIIOT, I'YaHHIHMHHEBLIX rpynnax GOKOBLIX Lieneil aprHHHHA M 3aPSXKEHHBIX
MMMIA30JIbHBIX KOJIbLAX THCTHAMHA (KOTOPbIM HOHM3YETCS NPH HEHTpanbHbIX pH).

Tabauya 5.10
HEKOTOPLIE COJIEBBIE MOCTHKH, OBHAPYXEHHBIE B HBOKCHFEMOFHOEHHED

TonoxuTembHble 3apaabl OTpHuATENbAbIE 3aPAAbI INpumevuanune
IyannauHueBas rpynna Boxdsas uens Cea3biBaeT a-
acnaparsHOBOR KHCIOTHI H o,-CyOBeAHHHLEI
NH,
—CH,CH,—CH,—NH—-C @& —CH,—CO0~
NH,
£-AMHHOrpynna JH3HHa C-KOHLEBON KapGOKCcHN CasA3biBaeT a, H B]- , & TaKXkKe
a,- ¥ 3,-cy6bensuHumbL
+ _

—CH,CH,CH,CH, —NH; —COO0
HMMHna3onbHOe KONbLO Bokopas uens BHYTpEHHSS CBA3b
THCTHAMHA acmapardHHOBOR KHCIOTHI B B-cyOpbeRHHHLIAX
—CH,

|

C————NH"*

| [}
HC CH —~CH,—C00~

N,/
N
H

) M. F. Perutz, Nature, 228, 726 (1970).
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JlanHbIe PEHTIEHOCTPYKTYPHOTO AHANA3a NMOATBEPXKOAIOT HalHuHe B OenKkax HOHHBIX map.
HexkoTopble H3 OOGHAapYyXEHHBIX B [OE30KCHreMOrjioOHEE CONEeBbIX MOCTHKOB OIHCAHBI B
Taba. 5. 10. B ix dopMHPOBAHHH NMPHHUMAIOT YUACTHE H HOHH3OBaHHBIE GOKOBBIE IDYNMbI, H
C-xoHueBble KapOoxcHbl. [IpAMeuaTENMBLHO, YTO HOHHBIE B3aHMONCHCTBHA HAPYMIAKOTCH, KOTraa
reMorIoOMH nepexomuT B OKCHGOpMY (cM. ra. 17).

VIIPOLIEHHOE PACCMOTPEHUE MOHHBIX B3BAUMOJENCTBUIA

OuEeHUTh BKJIaA MOHHBIX B3auMopeHcTBH#t B cTaOuH3anMio HATHBHOR CTPYKTYphI Oenka
JOBOJILHO TPYAHO. PaccMOTPHM H3MeHeHHe cBOGOOHOM 3HEPrHH, CBA3aHHOE C IPHBEICHHEM B
KOHTAKT IBYX NPOTHBOMOJIOXKHO 3apsXKEHHBIX HOHOB (cM. Kauzmann, 1959). Onpenennm pa3-
HOCTh AG Mexny cBOGORRBIMH 3HEPTHAMH KOHEYHOrO COCTOAHHA, B KOTOPOM 3apanb! cOMmxe-
HBI A0 PAcCTOAHMA, PABHOTO CYMME HX HOHHBIX PaAHycOB (KOIrZa OHH BCTYNAIOT B KOHTAKT), H
Ha4YalbHOIrO COCTOAHHA, B KOTOPOM 3apAlbl Pa3HECEHLI HACTOJBKO AAJIEKO, YTO 3HEPTHSA HX B3a-
HMOAEHCTBHA npeHebpexxuMo Mana. ITo H3MeHeHHe cBOGOnHON 3HeprHH ecTh npocTo pabora,
KOTOPYIO HYKHO COBEPIIHTDL HAA CHCTEMOI 3apANOB, YTOOBI MPHBECTH HX B COMMPHKOCHOBEHHE.
Jlna 3apsaaop NPOTHBONMOMOXHBIX 3HAKOB 3Ta pafoTa OTpHUATE/NILHA H PaBHA

a
AG = = [z 2.e¥erd dr = (5.15)

= 222 (5.16)

e r — NePEMEHHOE PACCTOAHAE MEXIY 3aPANAMH, 2, H Z, — BAJIEHTHOCTH HOHOB, ¢ — 3apsl
37IEKTPOHA, £ — OHNEKTPHUECKAs NMPOHHNIAEMOCTh. [lapaMeTp @ — 3TO paccTOsAHME, PaBHOE
CYMMe HOHHBIX PaJHyCOB.

Bripaxenue (5.16) HOCHT BecbMa NpUONHXEHHBIH XapakTep. B YacTHOCTH, OHO BLIBEACHO B
NPEANONIOKEHHH O HEM3MEHHOM OM3JIEKTPHYECKOH MPOHMLAEMOCTH £, XOTA OYEHb BEPOATHO,
YTO OHA 3aBHCHT OT 7, TaK KaK MHKPOCKOIHUYECKOE OKPY>XEHHE 3apsAOB MEHAETCA [0 Mepe HX
c6nmxenns. Ecnu NpeaAnonoxuTs, 410 z; = —2z, = 1 u & = 80 (T.e. paBHO MHINEKTPUIECKOH
NPOHHIAEMOCTH BOABI), TO MpH a@ = 4A AG = — | xkan/Moms. B ciyvae, korga comokenue
3apAn0B MPOHCXOOHT BOMH3M MOBEPXHOCTH Oesika, HEKOTODHIE AMEKTPOCTATHYECKHE CHIIOBbIE
JIHHKH NPOXOHAT Yepe3 6elIoK, a He ¥epe3 paCTBOPUTEND. ITO IPHBOAUT K YMeHbIIeHHO 3hdex-
THBROH IH3JIEKTPHUECKON MPOHALIAEMOCTH H TEM CAMBIM K YBETHYEHHIO (10 aGcomroTHON BENH-
YHHE) OTPHIATENLHOr0 H3MeHeH s cBobooHO/ 3HepruH. BMecTe ¢ TeM HCXOOHOE PAcCTOAHAE
MeXAay 3apAlaMH B Pa3BEpHYTOH OeJIKOBOM MOJIEKYJIE MOXKET OBITh HEZOCTATOYHO BETHKO, UTO-
Ob1 maxe HE3HAYNTETHHO YBEJIHUATD JHEPTHIO IEKTPOCTaTHIECKHUX B3auMonetcTeuil. Mamene-
HHe cBOGOMHON 3HEPrHH NpH 00pa30BaHHH COJIEBBIX MOCTHKOB Ui TAKOTO Pa3BEPHYTOro CO-
cTosHHA 6yOeT COOTBETCTBEHHO MEHbIIIE,

H3MeHeHHe HTATBIIHH, CBA3aHHOE ¢ GOPMHPOBAHHEM COJIEBBIX MOCTHKOB, MOXXHO MOJTY-
YUTh H3 ypaBHeHHs (5.16), ec/iH NPEAnoOOKHTh, YTO g HE 3aBUCHT OT TEMIIEPATYPHI.

AH = —T?[d (AG/TY/dT] = @z£%ea) +
+ T@z£¥/e%a)de/dT) = (AG/e)d(ET)/dT) (5.17)
H3MeHeHHe SHTPONIHH ONpenesnseTcs chenyowielt GopMyof:
AS = —dAG/dT = (z,2,£%/e%a)(de/dT) =
= (AG/e)(de/dT) (5.18)
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POJIb SHTPOITMU B OBPA30OBAHHWHM MOHHBIX ITAP

0O6e npou3sonHbie B ypaBHeHHAX (5.17) u (5.18) ons BOOHBIX pacTBOPOB OTPHUATEJBHBI.
310 o3Hayaer, uTo AH GOPMHPOBAaHHA HOHHBIX NIAP B BOIE NOJAOXUMEAbHO, T.€. 00pa3oBaHHe
COJIEBBIX MOCTHKOB HEPreTHYeCKH HeBbIroaHo. HanpoTus, U3 TOro, 4To AS MOJOXKHTENEHO,
CJIeAYET, YTO OBHIKYLIEH CHIION 3TOro Npouecca ABJIAETCA HTPONHiHbIN dakTop. B cornacun
C KaueCTBCHHBIMH BBIBOJAMH, CHEJIAHHBIMH Ha OCHOBE TaKO#t MpOCTON 3IEKTPOCTATHYECKOH
MOJIEIH, HAXOOATCA TMTEPAaTYpPHble naHHble. Hanpumep, peakums mexay Mg+t u ATP4-,
npuBomAuias K obpasopanuio MgATP2~, conpoBOXmaeTcA H3MEHEHHEM OJHTDONHH Ha
+29,4 xan-rpan- ! Monp~!, 6IaronpHATHEIM 1A (GOPMHMPOBAHHA KOMIIEKCA, TOTOA KaK
AH = +3,3 kkan/Mons, T.e. npenamcmeyem ero o6pa3oBaHHIO.

KoHeuyHO, Bce ueThipe ypaBHeHuA (5.15) — (5.18) sBasoTca 10BOALHO IpyObIM MPHGIHKe-
HHEM. B 4acTHOCTH, paCTBODHTENb PAacCMaTPHBAETCA KaK HENMpEpbIBHAA cpeda ¢ HEM3MEHHON
JH3JIEKTPHYECKOM MPOHHUAEMOCTLIO. He yUHTBIBAE€TCH HH H3MEHEHHE THJIEKTPHUECKOM NPOHH-
LaeMOCTH B 3aBHCMMOCTH OT PacCTOAHHMA MEXAY HOHaMHM, HH o6pa3oBaHHe O0COOBIX KOMILTEK-
COB MeXIy HOHAMH H MoJIeKyJlaMH Boabl. TakuM o06pa3oM, XOTH pe3ynbTaThbl, [OyueHHbIE C
MOMOILBIC 3THX YpaBHEHHH, BeCbMa MOYUHTENbHBI, HE cllenyeT 3abbIBaTh, UTO 3TO TONBKO IPY-
6as oueHka.

Tot dakT, uTo ABHXYLUEH cHIOH 06pa30OBaHHA HOHHBLIX KOMIUIEKCOB ABJIAIOTCA IHTPONUH-
Hble 3bdekTnl, Obl BecbMa HeoXBaAaHHBIM. CKOpee MOJXKHO 6bIIO OIyMaTh, YTO OHH Hebnaro-
MPHATHBI IJI 3TOTO Npolecca, Tak Kak KOMIUIeKkc Oe3ycnoBHo o6nagaer MeHbllle# TpaHC/IALH-
OHHOIt cBOOOIOH, YeM OTaebHLIE HOHLI. TeM He MeHee NMoyueHHbIE Pe3yIbTaThl MOXHO 00B-
ACHHTBH Ha OCHOBE IPOCTBIX Ka4eCTBEHHBIX NpeacTaBjieHH#t o Boae. MOHBI JIerko coMbBaTHPY-
1oTca 61arogaps CHIbHBIM HOH-OUNIO/IbHBIM B3aHMOACHCTBHAM C MOJIEKYJIaMH Boabl. Ilpu ¢op-
MHPOBaHHH HOHHBIX Nap O0CBOOOKIAIOTCA BLICOKOYNOPANOYEHHbIE H HMMOOHIIH30BaHHbIE MO~
JIEKYNbl BOIbI, YTO YBEJIHUMBAET «Oecriopaaok» HIIH KOHGHIypalHOHHY0 cBO6OAY pPacTBODHTE-
JIf. 3TO NPUBOIHUT K 3HAUATEILHOMY POCTY OOLLIEr0 H3MEHEHHA 3HTPOIHH, CBA3aHHOTO ¢ 06pa-
30BaHHEM HOHHOTO KOMIIIeKkca. HapyleHue 3HepreTHuecKH BLITOOHBIX B3aUMOOeHCTBHIt HOHOB
¢ BOOOM OOBACHAET, KPOME TOTO, MTOJIOXKHTENIBHOE H3IMEHEHHE HTANIbIINH, CBA3aHHOE ¢ 00pa3o-
BaHHEM KOMIIEKcA.

CPABHEHUE 'MPO®OBHbIX 1 MOHHLIX B3AUMOAENCTBUH

ToT daxr, 4To coseBble MOCTHKM HaliieHbl B HATUBHBIX CTPYKTYpax GeslkoB, O3HAYaeT, YTO
OHH HTPAIOT ONpPeNeNeH YO PONb B CTA6HIH3aUHM ITHX CTPYKTYP. OIHAKO, KaK yXK€ YIIOMHHa-
JIOCh, TPYAHO OUEHHTB, HACKOJILKO BEJIHKA 3Ta POJib. [IPOYHOCTD COMIEBBIX MOCTHKOB JOJIKHA
6bisia Obl YBETHUMBATHLCA NMPH CHHXEHHH OH3JIEKTPHUECKOH NPOHHUAEMOCTH CDEObl, CKaXeM,
npu 106aBEHHH K BOIE HEMOADHBIX PAaCTBOPHTENEH, HAPHUMED NHOKCAHA HIIH ITHJIOBOrO
cnupTa. TeM He MeHee NpH ux H06aBneHUH OenkK AEHATYPUPYIOT, OTKYOA CIEAyeT, YTO pacho-
JIOXKEHHE YITIEBOJAOPOIHBIX GENIKOBBLIX Lienel B HEMOJAPHOM OKPYXEHHH 0ojiee BBIrOOHO, YeM
YCHJICHHE 37IEKTPOCTATHYECKOR CTAOMIM3aLMH, M, C/IENOBATENbHO, B HATHBHON 6enkoBoit
CTPYKTYype raapodoOHbIe B3aHMOAENCTBHSA BaXKHEe JIEKTPOCTATHYECKHX.

5.9. qucynbbuaHbie CBA3H

MBI pacCMOTPENH TPH THINA HEBAJIEHTHBIX CHJI, HIPAlOILHX BaXHYIO POib B GopMUpOBaHHH
6eNKOBOM CTPYKTYpPHI: BONOPOOHBIC CBA3H, rHAPOGOOHbIE U HOHHBIE B3aHMOOEHCTBHA. JMCyIb-
¢$HAHbIE MOCTHKH MEXAY OCTATKAMH LHCTEHHA OTHOCATCH K KOBQ/IEHMMbIM CBA3AM, CTaOHIH-
3upylolMM 6enkoByro kOoHGopMauuio. TakHe MOCTHKM OrpaHHYHBAIOT UYMCIO BO3MOJXKHBIX
TPeXMePHBIX KOHGHUrypauul, KOTOPblE MOXET NPHHHUMAaTh MaKpomoJiekyia. Takum obpasoMm,
OHH YMEHBIUAIOT Pa3HOCTb B KOH(GHIYPaUHOHHON 3HTPOIMHH MEXAY HATHBHBIM H JI€HATYPHPO-
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BaHHBIM (IIPH HEpa3PYIEHHBIX AUCYIb)UIHBIX CBA3AX) COCTOAHMAMH. Be3 orpanuieHHuil, co3na-
BaeMbIX AHCYIb)HIHBIMHA CBA3IAMH, NEHATYPHPOBAHHOE COCTOSIHHE MMENO Obl 3HAUHTENLHO
66nbLIyI0 KOHGHUTYpPALHOHHYIO cBObOaY.

BO3MOXHBIE CITOCOBBI CBA3BIBAHUSA N INOJTYHACTHUHOB

PaccMOTDHM cHadasia, KakMM YHCJIOM cnoco00B (THMOTETHUECKH) MOTYT ChOPMHPOBATHLCA
OHCYNTbGHOHBIE MOCTHKH M3 YETHOTO YHCJA NOJYUHCTHHOB. O003HAaYHM pa3/iHvHbIE MOJYLH-
cTHHb! HHbpamH 1, 2, 3 ... . SicHO, YTO ABa MONMYUHCTHHA MOTYT CBA3aThCs €AHHCTBEHHBIM 00-
pa3oM. [IJis yeThipeX MOJYUHCTHHOB CYLIECTBYHOT TPH BO3MOXXHOCTH:

oo bb &

B ciyuae 1eCTH NOJYIHCTHHOB Y KaXJAOTO H3 HHX HMEIOTCA MATh NMapTHEPOB A/A 00pa3oBaHusA
napsl, a [UTA 4eThIpeX OCTABILMXCA MOJYIHCTHHOB, KaK Mbl YK€ BHIE/IH, CYUIECTBYIOT TPH pa3-
JIHYHBIX CTOCO6a, KOTOPBIMH OHH MOTYT CBA3aThCA /11 GOPMHUPOBAHHA IBYX AONOTHHTENbHBIX
MOCTHKOB. Takum o6pa3oM, oOliiee wHCIO MBICTHMBIX CIOCOOOB, KOTOPBIMH 1IECTh NTOJTYLH-
CTHHOB CITOCOOHBI 00pa3oBaTh TPH AUCYILOHUAHBIX MOCTHKA, paBHO 5- 3 = 15. B obweM cny-
yae NpH HaHYHKU N TOTYIHCTHHOB (N Y€THOE) I KaXKAOTO U3 HUX cyulecTByeT N — 1 cnocob
o6pa3oBbIBaTh nepBbiit AHCYMBbGUAHBIE MOcTHK, N — 3 cmoco60B chOpMHPOBATH BTOPOIt MO-
CTHK (TIOCKOJILKY [IBa OCTaTKa y>XXe CBS3aHbl) H T.[1.; TAKUM 00pa3oM, s obiuero uucna W ru-
MOTETHYECKHX KOMOHHAIMH HUMeeM

W= — DN —3)N — 5)... nnayeTHbIX N (5.19)

(ITonpoOy#tTe HanKcaThb BhIpaXkKeHHe NI HeYeTHBIX N.) COBEPLIEHHO OYEBHAHO, YTO YHCITO CIIO-
c060B, KOTOPBIMH MOXHO 06pa3oBaTh 3alaHHOE€ YHCIIO OHCYNbGHAHBIX MOCTHKOB, OBICTPO
pacTeT ¢ yBeJHYeHHeM N,

OBPA30BAHME CIHELIM®UYECKHUX HUCYJIb®UIHLIX CBA3EN

IoueMy g HATHBHON CTPYKTYDBI Oe/IKa XapakTepHa OfiHa H TOJILKO OHAa CHCTEMA AUCYIb-
dunubix cBazeit? Aror bakT nMeeT mo kpattHelt Mepe TPH NpaBaONOAOOHBIX OOBACHEHHA.

1. XO0TA ecTh MHOIO THIIOTETHYECKHX BO3MOXHOCTEHN, TONBKO OHA H3 HAX Pa3pelleHa reo-
METPHYECKH W cTeprueckd. TakuM ob6pa3oM, Oe1OK NIpHHEMaeT Takylo KoHdopMaluio, B Ko-
TOpPO# MOXET PEaIn30BAThCA HEMEHHO JAHHOE PacMoJIOKEHHE THCYNbOHIHBIX CBA3EH.

2. Iapbl NOMYHHCTHHOB MOTYT 00pa3oBaThCH MHOMECTBOM CIOCOOOB, HO JIOKQJIH3aLMIO
AHCYTLGHIHBIX CBA3EH ONPEReNAIoT 0coOble YCNIOBHA OMOCHHTE3a Genka.

3. BoccTaHOBNeRHBIH! GeTOK CBOpauMBaeTCcA B Hanbomee cTabMbHYI0 KOHDOpMauHio, H 06-
pa3yeTca CHCTeMa OHCYIbORARLIX CB3el, Kak Obl GHKCApYIONMX 3Ty KoHbHrypamuio. JIpyrue
PACTIONIOKEHHA OHCYTBGHAHBIX CBA3EH TaK)Ke BOIMOXHBI, HO COOTBETCTBYIOUME HM CTPYKTY-
Dbl TEDMOAHHAMMYECKH MEHEE CTaOHIBHLI.

PEOKHUCJIEHUE PUBOHYKJIEA3BI
C OBPA3OBAHHWEM HATHBHOI'O BEJIKA

Bonpocamn 06pa3osaHus cnemupHIeCKHX AUCY/ILOHIHLIX cBA3CH 3aHAMAIACh AHQHHCEH H
ap. (1961 r.), xoropsie BriGpamm wis paboThl paborykneasy. Benok puboHyKsieasa (MO, Macca
0kon0 14000) HMeeT ueThIpe MUCYIHbHAHBIE CBA3M H He coAepxuT cBoboansix rpynn SH. Co-
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HatuBHas Mousekyna

HO CH;CH,SH
VcnoBus neHatypauuu

OKHCJIeHHUS MOJSEY A

SH 3
BoccTaHOoBJIeHHas
Velidind I eHATypUpOBaHHAas
oo u

HatuBHas Molekyna
(nUII0C Ipyrue peoKUCIeHHbIe CTPYKTYpPhI?)

PeHaTypauuu
MOJIEKYJIBI

PUC. 5.16. BoccTaHOBNECHHE M PEOKHCIIEHHE puGOHYKITeassl. (Pucynok Upeunra Iefica.)
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PUC. 5.17. PeokucneHre BOCCTaHOBIEHHON pHOOHYKnea3sl. CrlolHas kpHBas — (DH3HYECKHe CBOMCTBA;
NYHKTHpHAss  KpuBas — (PepPMEHTATHBHA®  aKTHBHOCTB. KBaApaTHKH — ONTHYECKOE  BpalLICHHE;
KPYXKHM — THTPBI cBOOOAHBIX rpynn SH; TpeyroneHHKH — (epMeHTaTHBHas akTHBHOCTH, [C.B.Anfinsen
et al., Proc.Natl.Acad.Sci. USA, 47, 1309 (1961).]

rIacHo ypaBHEHHIO (5.19), uucno cnocob0B, KOTOPHIMH YETHIPE JHCYMbGHIHBIX MOCTHKA MOTYT
obpa3oBaThcA U3 BOCBMH NOJIYUHCTHHOB, paBHO 105.

Ha puc. 5.16 npuBeneHa cxema 3KCIIEPHMEHTA, BBINONHEHHOTO AHGHHCEHOM H ap. HaTus-
Hylo pubGoHyK/I€asy CHayana NeHaTypHpoBamu (-mepkantozranonom (HOCH,CH,SH) B 8M
pacTBOpPE MOYEBHHDI; IPH 3TOM IMPOUCXO/IAIIO BOCCTAHOBIICHHE THCYIBOHAHBIX MOCTHKOB H MO-
JIeKyna IPHHUMaJIa pPa3BEPHYTYIO KOHGOPMaLHIO. 3aTEM MOYEBHHY YIaJIsUIH H pacTBOD NMOJABED-
ranu Bo3seitcTBHIO Bo3nyxa (O,) npu ymepenno wenouneix pH (pH = 8) ans Toro, uto6e: peo-
KHCJIHTh NONYUUCTHHBI. TTonyueHHbIe pe3ynbTaThl IPHBEAEHBI HA DHC. 5.17, roe noka3aHsl U3-
MEHEHHA pa3JHUYHBIX (HEPMEHTATHBHLIX CBOACTB B 3aBHCHMOCTH OT BPEMEHH PEOKHCIIEHMA.
KpyXxaMHi 0TMEYEHO YMEHbUICHHE YHcla CBoOOnHbIX rpymn SH, keaapaTHKaMH — H3MEHEHHE
ONTHYECKOTO BpalleHua npH 366 HM. Kak BHAHO H3 PHCYHKA, 06a THIA TOYEK JIOKATCA Ha OAHY
KpMBYIO. 3TO JaeT OCHOBaHHE NOJlaraTh, YTO YMeHbUIeHHEe Yncna cBobomubix rpynn SH uner
napajIenbHO npoueccy 06pa3oBaHus YIIOPANOYEHHON CTPYKTYPbI, 4TO CONPOBOXKIAETCA YBEJIH-
YEeHHEM ONTHUECKOro BpalLleHHSA.

Ha puc. 5.17 npencraBncHpl Takxe JaHHBIE 0 BOCCTAHOB/ICHHIO (HEPMEHTATHBHON aKTHB-
Hoctd. KpHBas HMeeT oTueTuBbIf jIar-nepuo/ ¥ B Hauajle OTCTAeT OT KPHBOH H3MEHEHHUsA (-
3HYECKHX CBONMCTB. B KOHEYHOM cueTe, ONHAKO, GOPMHUPYHOTCA MOJIEKYJIbI C HOPMATLHOM aKTHB-
HOCTBIO, 3aIepIKKa XK€ B BOCCTAHOB/IEHNH aKTHBHOCTH O3HAYAET, YTO MOJIEKYbI peokucnsaotcs
HH 10 IPHHLHKIY «OOHA 32 OZHOM», HH ITO NIPHHLMITY «BCE MJIH HHYETO». 3aBUCHMOCTbD JIHTENb-
HOCTH JIar-nepuoaa oT KOHLEHTpauuH 6eNlka 1aeT OCHOBAHHE MPEANONIOKUTh, 4TO NPOUCXOAUT
He TOJIBKO BHYTPHMOJIEKYJIAPHOE, HO U MEXMOJIeKyNsapHoe capusarie rpynn SH. Qucynbdua-
HbI€ CBSI3H NEPETacOBBLIBAIOTCA A0 TeX MOP, MOKa He cHOopMHpPYeTCA HMEHHO Taxas cxema OH-
CyIbOHAHBIX MOCTHKOB, KOTOpas CBOMCTBEHHA HATHBHOMY (EPMEHTY.

AKTHBHBI€ MOJIEKYJIbI, 00pa30BaBUIMECA B TPOLIECCE PEOKUCIICHHSA, HACHTHYHBI MOJIEKYJIaM
HAaTHBHON pHUOOHYyKneasbl. CleqoBaTENbHO, MBI MOXEM 3aK/IIOMHTb, YTO BTOPOE OOBACHEHHE
NMpHYMH 06pa30BaHUA XapaKTEPHBIX A/ JAHHON MOJIEKY/IbI AXCYIbPHIHBIX MOCTHKOB HEe HMeEeT
OCHOBaHHit, TaK KaK NpaBUJIbHAs CHCTEMa OHCYIbOUIHBIX cBsA3ed GopMHpyeTcs Jaxe in vitro.
CrpaBeyIMBOCTh IEPBOTO M3 IMPEMIOKEHHBIX 0O BACHEHHI TPOBEPAJIACh PE3Y/IbTATAMH DEOKHC-
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nenus B 8M pacTBope MoueBHHBI. [10C/E MOTHOrO OKUCIIEHHA MOYEBHHY YIATAIH U OOHapYXKUBa-
JIM, 4TO NOJyYeHHBIE TAKHM 00pa30M MOJIEKYJIbI COXPAHAIH TONBLKO | %o akTHBHOCTH. Takol HU3-
KHA YPOBEHb AKTHBHOCTH ACHO YKa3bIBacT, UTO BO3IMOXHO ('bOpMHpOBaHHe OIOHOMN HJIH HECKOJIb-
KHX CHCTEM OHCY/IbGHIHBIX MOCTHKOB, OTJIMYHBIX OT HaTHBHOH. To, uyTO mpenckasbiBaeTcs 1%
AKTHBHOCTH, €CJIH BCC 105 rUunoOTETHYECKHX CHCTEM IlHC)U'lb(‘bHI[HbIX CBA3en MOTYT BCTPEYATLCA C
OIHHAKOBOM BEPOATHOCTBIO, a aKTHBHOCTh HabmionaeTcsi TOMBKO AONA OOHOM H3
HHX — HAaTHBHOM, BEPOATHO, CJIeNyeT CYMTATH CAydyalHbIM coBnaaeHHeMm. Kpome Toro, npu
nobaBneHHH X «BGecropAAOYHO» OKHC/IEHHOMY BellecTBy SH-peareHTa mepeTacoBKa AMCY/Ib-
duaHBIX cBA3ER MPOHCXOMHIA A0 TeX MOP, MOKa HE 06pa30BbIBAIMCE HATHBHBIE MOJIEKYJIBI.

ITH MHTEPECHBIE IKCIIEPHMEHTH! CBHAETENLCTBYIOT B I10JIb3Y TPETBETO H3 IPHBEIEHHBIX BbI-
1€ BO3MOXHBIX 0OBsicHenutt. TakuM oO6pa3oM, Mbl IPHXOAHM K 3aKJIIOYEHHIO, 4TO OesikoBas
MOJIEKY/Ia CBEPThIBaeTCA ¢ o6pa3zoBaHHeM HaubGonee crabunbHolt xoHbopMalMH, KoTOpas 3a-
TeM ewie Sosblue cTabHIH3NpYyeTca nyTeM oOpa3oBanus AHCYMLOHAHBIX MOCTHKOB. Takas Tou-
Ka 3pEHNs NONy4aeT JaIbHeRuee NOATBEPXAEHHE TIDH HCCIIENOBAHHA HEKOTOPLIX GenxoB, He
HMEIOLMX AHCYIbGHIHBIX MOCTHKOB, H TeM HE MEHee GOPMHPYIOLLHX HATHBHYIO CTPYKTYDY H
CHOCOOHBIX K 0OpaTHMO § IeHaTypAalHH.

PEOKHUCJIEHUE ITPOUHCYJIMHA
C OBPA3OBAHHMEM HATHUBHOI'O UHCYJIMHA

Bbina uccnenoBaHa criocOGHOCTH €llie HECKONBKUX GeNIKOB K 06pa30BaHMIO NPABHIIBHON CTPYK-
TYPBI IIOC/I€ BOCCTAHOBJIEHHA AHCY/TbOHIHBIX CBA3eR. J1/19 BCeX HMX KPOME HHCY/IHHA, ABHO BbI-
najarouero u3 obuelt KapTHHbBI, OBLITH NONMY4YeHb] CXOOHbIe pe3ynbTaThl. Ha pHc. 1.11 nokasa-
Ha CTPYKTYPa HHCY/IHHA; OHA COCTOHT M3 A-lenH, cogepxalueit 21 ocraTok, H B-uem, conep-
xameht 30 ocraTkoB. A- H B-uens coenuHeHbl Mexay cobolt AByMA AHCYTbOHOHBIME MOCTHKA-
MmH. KpoMe Toro, B A-lIelH HMEETCS MOCTHK MEXIY NOMyuMcTHHaMH 6 1 11. I1pn neHaTypaumu
HHCYJTHHA €TO0 LENH NepenyThIBAIOTCA, H PH PEOKHCIICHHH HE YAAeTCs NONYIHTh JOCTATOYHOTO
KOJIHYecTBa HaTHBHOTro Genxa. CreayeT HMETh B BHAY, OJHAKO, YTO in vivo HHCYJIHH CHHTE3HDY~
erca Kak OeloK-npeauIecTBEHHHK — MPOMHCYNHH (CM. puc. 1.11). [lanee 3Ta Monexyna noasep-
raercs GepMEHTATHBHOMY PacCLUENICHHIO, PparMeHT H3 ocTaTKoB ¢ 31-ro mo 63-# ynanserca, u
nomyvaerca GyHKUHOHAILHO aKTHBHBIA HHCY/THH. IIpH BOCCTaHOBIEHHH H PEOKHCIIEHHH MPOHH-
Cy/THHA HMMYHOJIOTHYECKaR aKTHBHOCTb, CBOMCTBEHHAass HATHBHOMY GenKy, BOCCTaHABJIHBACT-
cs. bonee Toro, o6pabareiBas Tako#t NPOHHCYIHH TPHIICHHOM, MOJKHO MOJYYHTh OHONOrHYe-
CKH aKTHBHBIH MHCYNHH. TakuMm o6pa3oM, aucynbGOHAHbBIE CBA3H CAMONPOH3BOILHO (GOPMHpPYIOTCA
B NPOMHCYJTHHE H 3aT€M COXPAHAIOTCA B HHCYJIHHE. Be3 HHX HHCY/THH He criocoOeH NPHHATH Ha-
THUBHYIO KOH(OpMalHio. BO3HHKAeT eCTECTBEHHbIH BONPOC: HAXOOHUTCA JIX HHCYJIMH B TEPMOIIH-
HaMHUECKH HauboJsee cTaOHIBbHOM KOH(POPMALIHH, O KpaliHell Mepe B OTHOIUEHHH PacnoyioxKe-
HHA DUCYTbPHOHBIX CBA3EH?

5.10. JaHHbIE O CTPYKTYpeE OEIIKOB
YKMCJIO BO3BMOXHbBIX KOH®OPMALIU I

Beiuie Mbl paccMOTpENH pa3nHiHbie PakTOphl, HrpalolHe POk B GOPMUPOBAHUH TPEXMED-
HOM CTPYKTYDBbI HATHBHBIX MoKy 6enka. Uncno xondopmarmii, koTopoe MoXeT NpUHHMATh
GenkoBasi MOJIEKyJla, 3HAYHTETLHO YMEHBIIAETCS H3-3a CTEPHYECKHX MPENATCTBHA, BO3HHKAIO-
LIMX NPH HATOXEHHA rpynn Omixaliimx BOOJIb aMHHOKHCIOTHOM LenH ocTtaTkoB. Hanpumep,
KOH(GOpMallHOHHAs KapTa A/ allaHMHA (CM. PHC. 5.4) noka3biBaeT, YTO pa3peLIEHHAd 4acTh
KOHGOPMAIMOHHOTO NPOCTPAHCTBA COCTABIIAET IS ITOrO OCTaTKa MeHee deM 10% Bcelt o6na-
CTH B JIOCKOCTH ¢ — . OHAKO OaXK€ NMPH TaKOM YMEHBILIEHHH CBOGOIB] BLIGOPA MBI HE MOXKEM
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(xoTs Obl MPHONU3UTENBLHO) ONpeneuTh KOHGOPMALHIO JUTHHHON noHnenTHAHON uems. Pac-
CMOTPHM 3HEPreTHYECKYH) KOHTYDHYIO KapTy VIS OCTaTKa, Hecyulero GOKOBYIO Lenb THNa
—CH,R’ (cM. puc. 5.8). TIpeanonoxuM, YTO KakAas U3 HHIKOIHEPIETHUECKHX obnacren (1, 11
u III) cooTBeTcTBYET onpeneneHHo#t KOHGOPMaLHH, TaK YTO BCEr0 HaM HYXHO DPacCMOTpPETHb
Tpu xondopmaumu. Toraa Ms uenw, cocrosued u3 100 ocraTkos, cymectsyer 3100 =~ 1048
JHEPreTHYECKH BO3MOXHBIX (IO KpaiHeli Mepe eC/IH peub HAET O B3auMoeHcTBHM GnHxafmx
coceneit) xoHdopmaumit. 310 orpoMHoe unca0. KOHEYHO, HaNoXeHHe aTOMOB, PacloIoXeH-
HBIX OPYT OT ApPYra B aMMHOKHCJIOTHON LEITH JOCTATOYHO HaeK0, YMEHbLIAIOT €ro, HO He A0
Takolt cTeneHH, YTo6bl JaTh 0503pHMOE YHCIIO BO3MOXHBIX KoHGopManmit. TTosTomMy ocoben-
HO 3aMedaTe/IbHO TO, YTO ruapodobHble B3auMOAEHCTBHA, BOOOPOOHBIE CBA3H H COJIEBbIE MO-
CTHKH CNOCOOHBI CBECTH BCE 3TO BEJIHKOEC MHOXECTBO CTPYKTYP K OIHON-€AUHCTBEHHOMU KOH-

dopmauuu.

CPABHEHHME CTPVKTVP JIM3OIUMA U MUOTJIOBUHA

Hns Toro uto6sl HosIee 4ETKO YCTAHOBHTD, KaKYIO POJIb HFPAKOT Pa3jIHYHbIE B3aUMOIEHCT-
BHA B ONpele/IEHHH NMPOCTPaHCTBeHHOH KOHGOpMalHH 6€/IKOB, paCCMOTPHM KPHCTAJUIHYECKY IO
CTPYKTYDY JIM30LHMA H MHOr106HHa. CTPYKTYpa JIH301MMa cCXeMaTHYECKH H306paxeHa Ha pHc.
1.12, 2.31, 2.32 u 2.33, muornobuna — Ha puc. 1.4,4. 3tu Genxku MMelOT paa obumx uepr,
BechbMa BaXKHbIX /1A dopMupoBaHud HabGmodaeMbix cTpykTyp. HanmpuMep, aMHHOKHC/IOTHbIE
OCTATKH CTPEMSATCA HAXOAHUThCA B pa3pelleHHbIX KOHGopMaluax (cM. puc. 5.12,4 nna nu3ouu-
Ma); NONAPHbIE IPYMNbl OGLIYHO PACNIONAralOTCs Ha NOBEPXHOCTH, a rHAPodoGHbIE rpynnHpy-
JOTCA BO BHyTDeHHeH 06/1acTH MOJeKY/Ibl, HeIOCTYIHON O/ PacTBOPHTENA.

HecMOTpS Ha HEKOTOPOE CXOACTBO, ITH IBa 0eKa AMEIOT COBEPILUEHHO Pa3HYIO KOHGOpMa-
LHI0, 4TO eliie pa3 NOAYEPKHBAET BaXXHYIO POJIb aMHHOKHCIOTHOH NOC/IEAOBATEIBHOCTH M pa3-
Mepa LIENH B ONpPeAe/IEHHH KOHKPETHOMH CTPYKTYpbI. PaccMoTpuM cHavasna mi3ounM (129 ocrar-
K0B), MOp$ONOrHa KOTOPOro MoXxer GbITh ONHCaHa BHITAHYTHIM IIHICOUIOM (45 X 30 x 30

) ¢ yaanenHo# xmuHoo6pa3Hoi obnacteio. Obpa3zoBaBiuascs 1eNb NPEIcTaBIseT cobol ak-
THBHBIA HeHTp bepMeHTa. MOJexya COOEPKHT ML HeOOMbIIOE YHCIIO YYAaCTKOB, NOAOOHBIX
a-criipanu (ocTaTkd 5 — 15, 24 — 34, 88 — 96), H HeckonbKO §ojiee KOPOTKHX Y4acTKOB,
OCTaTKH KOTOPBIX HMEIOT [IOYTH TAKHE XKE YIJIbl ¢ U ¥, KAK H Y a-CIIMPAIH MIH 3 j-CriMpany L
BaxkHas 0COOCGHHOCTb CTPYKTYpBbl — Haymuue S-citos (puc. 5.18). On 06pa3opan TpeMs aHTH-
napanneabHbIMH HENsAMH (OcTaTKH 42 — 48, 49 — 54 u 57 — 61), cBA3aHHBIMH BOJOPOIHBIMH
CBA3SMH, B KOTODPbBIX YYacTBYIOT aMHIHbIE H KapOOKCH/IbHBIE IPYIIbI, @ TaKXe aTOMbI 6OKO-
BBIX LieNeH cepHHa, TPEOHHHA, acapardHa H riryTaMiHa. HekoTopele U3 nepeyncieHHbIX 60k0-
BBIX FPYNN NPHHALJIEKAT HE OCTATKaM CaMoOTo ($-C/10M, a OCTAaTKaM, PACIOIOXKEHHBIM Jasbile
no uend. CuuTaerca, YTO 3Ta B-CTPYKTYPA HIPAET O4YEHb BaXKHYIO POJIb B ONPEJC/ICHUH HaTHB-
Ho#t koHpopMauuu depMeHTa M ee cTabunuzaunu. COMHHTENBLHO, OOHAKO, YTOOb! yKa3zaHHas
obnacTb co cTONb GONBIIMM YHCIOM MONEPEYHBIX BOAOPOIHBIX cBa3elt 6bLia Tak e BaXKHa I
¢GOpMHPOBaHHA CTPYKTYPHI B Lie/IOM, KaK rHAPOGOGHbIE B3aHMOIEHCTBHA, IOCKONBKY €aMa MO-
nexyna 6enka MOXeT AEHATYPHPOBATh B BOJHOM PacTBOPE MOYEBHHBI.

TpexmepHas CTPYKTypa MHOTIOOHHA, COCTORLUETO M3 153 0cTaTKOB, 3HAYHTENBHO OT/IHYA-
€TCs OT CTPYKTYPBI JH30LMMa, 0coOeHHO KoHbopmaumelt ckenera. Mosekyna HanmoMuHaeTr
MacCHBHBIA, CIUTIOLUEHHBIH Y NOMIOCOB WIIHICOMA pa3MepoM 44 X 44 X 25 A . Ee uaubo-
Jiee 3aMeyaTelIbHag OCOGEHHOCTh COCTOMT B TOM, 4TO 121 u3 153 OCTAaTKOB HaXOOHTCA B

! B npuBATEIX panee 0603HAUCHHAX YCITOBHAs 3aIHCh 3, COOTBETCTBOBAA 3 OCTAaTKaM Ha BUTOK u 10
aToMaM B UK€, 06pa3yrolueMcst IPH 3aMBIKaHHH BOJOPOAHON CBS3M. B 3THX 0BO3HAYEHHSAX o-CIIUPAIH
COOTBETCTBYET 3aMHuCh 3,6 13- B cospeMennoit cucTeMe 0603HaueHHi 3anuck N v paciwin¢poBbIBaETCA Clieay-
1owmuM 06pasoM: M ecTh MUHEMAJIBHOE YHCIIO BUTKOB, Ha KOTOPBIX YK/IAAbIBAETCH Lenoe Yucno N ocTaT-
KOB. B 3TOIlf cucteme 3,0-CTMpanH OTBEYaeT 3amMch 3,-cnupans, a a-COHpanH — 18,-cnmpans.
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PHUC. 5.18. 3-Cnoif B tuzouume. Bogopoausle CBA3M IOKa3aHbl MyHKTHPHBIMH JIHHUAMH. (PucyHox MpBHH-
ra Ieiica.)

a-CIIMPAJIbHBIX YUacTKax, JJIMHa KOTOPbIX KoJiebseTcst OT 7 10 26 0OCTaTKOB. DTH CIIUPAJIH YIIAKO-
BaHbI TaK, YTO B 1IE€JIOM cHOpPMHPOBAach «riaobyspHas» cTpykTypa. CxemaTuueckoe u3obpa-
JKEHHE MOJIEKYJIbI MHOTJTIOOMHA C a-ClIMPaIbHBIMH Y4acTKaMH, IOMEYEHHbIMH OyKBaMH OT A 10
H, npuBeneHo Ha puc. 1.4,4. B rinobysne uMeeTcs BHYTPEHHASA MOJIOCTD, I'IE IOMEIAETCsE O4Y€Hb
BaXkHas B QYHKIMOHAJIbHOM OTHOILCHHH IPYANa — I'eM, LEMKOM CNpsATaHHAsA B 3Ty NOJOCTH
(3a HCKITFOYCHHUEM JIBYX I‘PIJIDO(DHJILHHX OCTaTKOB HpOﬂHOHOBOﬁ KHCIIOTbl). ATOM XKeJe3a rema
CBfI3aH KOOPAHMHAUMOHHBIMH CBA3SIMH C LIECTHIO aTOMaMH, KaKIbI#t 3 KOTOPBIX OTAAET JIEK-
TPOHHYIO Napy ero opouTassAM. DTH LIECTh aTOMOB PACIOJIOKEHBI 10 YTIaM OKTa’apa. YeTsi-
pe NOJIOXKEHHS B KOOPAMHAIIMOHHOM MHOrOrpaHHHMKE 3aHATHI aTOMaMH a30Ta NOopGHPHHOBBIX
KOJel, N9Toe — aTOMOM a30Ta MMHAA30JIbHOro ocTaTka 60koBoit uenu. IllecToe monoxenue
3aHATO KHCJIOPOAOM B OKCHMHOIIOOHMHE U OcTaeTcs CBOGOAHBIM B Ie30KCHMHOTrIo0uHe. ITomu-
MO KOODOHHALMOHHBIX CBA3EH C JKEIE30M MOJI0XKEHHE NOPGUPHHOBBIX KOJIEl CTaCHIM3UpYeTCA
ruapodoOHbIME B3aUMOAEHCTBHAMH ¢ GOJIBILMM YHCIIOM FHAPOGOCHBIX OCTATKOB, Kak 6bl BbI-
CTHJIAIOLIMX IOJIOCTh, B KOTOPO#H 3TH KOJIbLA PAClOIOKEHbI. B OT/IHYME OT JIM30LMMa B MHO-
IJI06MHE COBEPIIEHHO OTCYTCTBYIOT CTPYKTYPHI THHA (3-CIIOEB.

Msuoroo6pasue B3auMOAEHCTBHIYM, KOTOPbIE MOTYT HMETh MECTO MEXKIY aMHHOKHCJIOTHBIMH
OCTaTKaMH, CO3aeT NPEANOCHUIKA AMA 06pa3oBanus pa3iMuHbIMA aMHHOKHCIIOTHBIMH NOCITE-
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JAOBATELHOCTAMA MHOXECTBA YNOPANOYEHHBIX CTPYKTYD. OuEBHAHO, OAHAKO, 4TO AMHHOKHC-
JIOTHas TOCAENOBATENLHOCTh HIPAaEeT NEPBOCTENEHHYIO PO/Nb B ONpPENENeHHH TpPEXMEPHOM’
CTPYKTYpHI Genka u oflune orpaHHyYeHHA, HajaraeMple cTepuieckumu hakropamu u Tpebosa-
HHeM, 4TOOBI nospHbIe 6OKOBLIE IPYIIbI PACTIONArajliCh HA HOBEPXHOCTH MOJIEKY/IbI, a HENO-
JIAPHBIE BHYTPH Hee, HE IOCTATOUHbI [UISl TOTO, ¥TO0BI YCTAHOBHIIOCH OTHO3HAYHOE COOTBETCT-
BHE MEXOY NOCIEIOBATENIbHOCTBIO AMAHOKHCIIOTHBIX OCTATKOB H TOH €MAHCTBEHHON KOHpOD-
MauHelf, KOTOPYIO OHa NNPHHHMAET.

5.11. I'lpencka3aHue CTPYKTYpPhbI OeJIKOB

I'naBHOM LEMBLIO HCCENOBATENEH, H3YYAIOWHKX CTPYKTYPY Oenka, ABIAETCA NpeackasaHHe
TpexMepHo#t KoHGOPMALIMH MOJIEKYJbI IO e AMHHOKHCIIOTHOM! nocieaosaTenbHOCTH. U3 Bcero
CKa3aHHOTO BbILLE ICHO, YTO 3TO Ype3BblyaliHo TpyaHas 3anava. Hanpumep, s 6enka, cocros-
wero Beero u3 100 aMMHOKHCIOTHBIX OCTATKOB B OJHOM NONMMNENTHAHOM 11enH, KOHGOPMALHIO
¢ MHHHMAaNbHOM! ¢cBOGOAHON 3HeprueRt HeOOGXOXHMO HCKATh (ecH npeHeOpeds KOHIEBBIMH -
dexkramu) B 200-MepHOM NPOCTPAHCTBE, T.€. OAHOBPEMEHHO H3MeHAThL 100 yrnos ¢ u 100 yrnos
Y. Jaxe ecy Mbl OTPaHHUYMMCA TONBKO CTEPHUECKH Pa3PELICHHBIMY YIiiaMH ¢ H Y, Y¥CII0 BO3-
MOXHbIX KOHbOpMalmit Takoro Oenka Oyaer paBHO 3100 o 10™, tak kak OONBIIMHCTBY OCTAT-
KOB, obnaparonx 60KoBO# rpynno#l (Takux, Kax L-alaHHH), COOTBETCTBYIOT TPH Pa3HYHbIE
obnacTH B NIOCKOCTH {¢; ¥} (cM. puc. 5.8).

Bce 3TO NUiHKHA pa3 MOAYEPKHUBAET, ¢ KAKHMH OFPOMHBIMH YHCJIAMH TMPHXOAHTCH CTaIKH-
BaThCA NMPH PELIEHHH MHOTOMEPHBIX 3aAay Takoro Tuna. M 3To Toabko yacTk npoGnemet. AHa-
13 KOHGopManHil ckeneTa 0OXOAHT CTOPOHOM cepbe3HbIH M BeCbMa COPHBLII BOIPOC 06 OTHO-
CHTeNbHOM cTaGHH3anKHu pasnHuHbIX KoHpopMaunit pacTBopHTeneM. CnenyeT Takxke IPHHATD
BO BHHMaHHe KoH(opMalun GOKOBBIX IDYII H MX BAMAHHE Ha cTabwin3aummMio KoHGopMaLui
cKeneTa.

METOBI INPEJCKA3AHUS CTPYKTYPHI

HCHOMCpHaﬂ CJIOXKHOCTDb 3alayH 3acTaBHjia HCclledoBaTenen OGDHTHTbCﬁ K NOAY3MITHPpHYE-
CKMM MeToaaM. OHH TakKe OrPaHHIMJINCh NMPEACKa3aHHEM HEKOTOPHIX OCHOBHBIX 3JIEMEHTOB
BTOPHUHOM CTPYKTYpBI G€JIKOB, TaKHX, KaK a-CIIHPAJIM H (-CJIOH.

XoTs pa3MHYHLIX METONOB NMpeACKa3aHHA CTPYKTYPBI JOBOJIBHO MHOT'O, BCE OHH OCHOBBIBA-
HOTCSl Ha THIIOTE3€ O TOM, YTO 8 OCHO8HOM KOH(bopMalna Gelka onpenenfiercs JOKabHbIMH,
OMMXHHMH B3aHMOAEHCTBHAMH. DTO O3HAYaeT, YTO KOPOTKHI NONHNENTHA ¢ AAHHOM nocneno-
BaTeNBHOCTHIO ¢ CONbILION BEPOATHOCTBIO NPHMET TY e KOHGOPMAIHIO, YTO H NOJHIENTHI ¢
ToM e NMOC/IeNOBaTeNbHOCTBIO B KPYITHON MoneKyne Oenka.

CyluecTByeT HeCKONIbKO 3KCTIePHMEHTANBHBIX NMOATBEPXACHUM 3TOi rEanoTe3sl, Cena, AH-
¢uHCEH M MX COTPYAHHKH CHHTE3MDOBAIH NOJIHNENTHAHYIO «NETIION, CONEPHKALIYIO OCTATKH
64—82 nu3ounMa (puc. 5.19, Arnon et al., 1971). DTOT CHHTETHYECKHI MOIUNENTHA, OyayyH
BBEZICH KPOJIHKaM H K03aM, HHAYIMPYET Y HHX o6pa3oBaHHe aHTHTEN, CIOCOOHBIX pearHpoBaTh
C HATHBHBIM JIH30LIMMOM H C BbIIeJIEHHOR H3 Hero nenTHAHOK nerneft. BMecte ¢ TeM, XOTA MO-
JIMNENTHAHAA NETNA H HATHBHbIH JIH3OIMM CIIOCOOHBI NOAABAATD HMMYHOJIOTHYECKHE B3aHMO-
NEeHCTBHA C CHHTETHYECKHMH BEllleCTBaMH, NENTHAbI, 06paboTaHHbIe KHCIOTOM (T.€. Takke, y
KOTODPBIX MOCTHKH S—S pa3opBaHbl), He ABIAIOTCA HHrHOMTOpPAMH. DTH pe3yNnbTaThl CBHAE-
TEeJILCTBYIOT O TOM, YTO IOJIHNENTHAHAA NETNA, N0 KpalHeR Mepe N0 HEKOTOPOH CTeneHH, Npy-
HHMaeT TY Xe KOH(GOPMaIHIO, YTO H NIETNA HATHBHOrO JH30LUHMA. JIpyro#t noaxon HCnoyib30Ba-
4 Kabat n ap., KoTopbie MONLITAIHCh ONpeaenTh KoHGopMauuio octaTka Y B TPHOENTHIE
XYZ (cM. Kabat, Wu, 1973). OcHOBBIBasCh Ha HMEIOLIMXCA B HX PAcCIOPAKECHAH NaHHBIX, HCCIle-
J[OBaTEJIH NPHILUTH K 3aKJII0YEHHIO, YTO KOHpopMaLud ocTaTka Y B 3HAYHTENLHOR Mepe Snipene-
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PUC. 5.19. CuHTe3upOBaHHasl HCKYCCTBEHHO TMOJMIENTHAHAS €TINS, MONOOHAA NETIe IM301MMa (OCTATKH
64-82), B kOTOpO# BMecTO Ala-76 crout Cys. [R. Arnon et al., Proc. Natl. Acad.Sci. USA, 68, 1450 (1971).]

JIS€TCS JTOKaJIbHBIMH B3aMMOIEHCTBHAMH. DTO O3HA4YaeT, yTo KoHdopMauusa Y B IOC/I€NOBa-
TenbHOCTH XYZ B HeKOM Oenke A ¢ 6011104 BEPOATHOCTBIO OyeT Tako# xke, Kak H B Oenke B.
Hx HabmoneHus ObLIH MOJI0XKEHBI B OCHOBY OJHOTO M3 METO/IOB NPEACKa3aHusA CTPYKTYPHI Oe-
KOB.

Bce 3TH pe3ybTaThl TOBOPAT O TOM, YTO MOXKHO NOMNBITaThCH NPENCKa3bIBaTh CTPYKTYDY,
HE BapbHUPYs OOJHOBPEMEHHO BCE YIJIbI ¢ U Y/, & OTPAHHYMBASICH OHOBPEMEHHBIM PACCMOTPEHH-
€M TOJIbKO HECKOJIBKMX IOCJIEN0BATE/LHO PACIIOJIOKEHHBIX B MOJMNENTHIHON LIEH OCTaTKOB.
OCHOBBIBasACh Ha TaKOM CXeMe, MOXKHO HAAEeATHCA ONPENETHTh BTOPHYHYIO CTPYKTYDPY XOTs ObI
B [IEPBOM NPHOIIHKEHHH.

MMPUMEP ITPEANCKA3AHHMS CTPYKTVYPBI

3a mocnegHHe HECKOJIBKO JIET ObLJIO pa3paboTaHO MHOro METOAOB NMpeAcKa3aHHs BTOPHYHOMN
CTPYKTYpPbI. B KauecTBe WIIIIIOCTPALMU MBI PACCMOTPHUM METO, NpeaioxeHHbIi Yoy u ®acma-
HOoM (Chou, Fasman, 1974), npuueM BbIOOP HMEHHO 3TOro METOAA HOCHT A0 HEKOTOPOI! cTene-
HH NPOHM3BOJIbHBIN XapakKTep.

OcHOBHast uIaes 3aKjlodagach B TOM, 4YTOOBI HCC/IENOBaTh AOCTATOYHO OOJBIIOE YHCIIO
CTPYKTYP KPHCTAJUTHYECKHUX OEJIKOB C LETbIO ONpeaeieHHs: KOHPOPMAIMOHHBIX «CKJIOHHOCTEH»
Pa3IMYHBIX AMHHOKHCIIOTHBIX OCTATKOB. [I€/10 B TOM, 4TO pa3Hbl€ OCTAaTKH 00/1aaloT Heoau-
HaKOBOM BEPOATHOCTBIO HAXOAUTHCA, HAPUMED, B COCTaBe a-CIHPaIH. JJaHHbIe 10 CHHTEeTHYe-
CKHM IIOJIMNENTHAAM CBHAETENILCTBYIOT O TOM, YTO HEKOTOPBbIE OCTAaTKH MMEIOT APKO BbIpa-
JKEHHYIO TEHIEHLHI0O 00pa30BBIBaTh CIMPAIbHBIC NONMMNENTHABI (CM. I, 20).

HccnenoBanne KOHGOPMALMOHHBIX «CKJIOHHOCTEH» aMHMHOKHMCJIOTHBIX OCTaTKOB MOJXHO
NPOBECTH Ha KOJIMYECTBEHHOM YPOBHE, €CJIH PacCYHTaTh KOHGOPMALHOHHBIE TapaMeTPhl IS
Ka)xmoro ocratka. B Ta6m. 5.11 npuBoasATCs pe3yabTaThl TakoOro pacuera s 15 Genxos. Bo
BTOPOM CTOJIOLIE IEPEYMCIIEHbI BCTPEYAEMOCTH PA3JIMYHBIX OCTATKOB B (r-CIIMPAIbHBIX 061acTsX
(f, = n,/n, rae n — oblee YUCTIO OCTATKOB OGHHO20 Muna BO BCEX HCCIENyeMbIX Genkax,
n,, — YHCIIO OCTATKOB 3TOr0 THIA B a-CIMPANIbHEIX yUacTKax). B TpeTbeM cTonbue npuBoasTcs
KOH(OPMaLMOHHbIE NapameTpsl P, Ajis KaXAOTro OCTaTKa. P, ONpENeNsieTcs Cleayommm 06-
pasom: P, = f /<(f. ), rme {f,> — cpennee 3nauenue f, (T.e. cyMMa Bcex f,, NE/ICHHAs Ha
20 — obuiee YHCIIO Pa3HYHBIX OCTATKOB). OTMETHM, 4YTO €C/IHM Ui Kakoro-nmubo ocraTka
P_ = 1, TO TaKoif OCTATOK BCTPEYAETCA B COCTABE q-CIIHPAJIH C TOM XK€ 4acTOTOM, YTO H B JIIO-

o
60M Ipyrom MecTe moCien0BaTENbHOCTH. 3Hauenue P, > 1 CBUAETENbCTBYET O MOBBLILIEHHOM
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Tabauya 5.11

BCTPEYAEMOCTD PA3JTMYHBIX AMHHOKUCITOTHBIX OCTATKOB
B a-CIMTUPANAX, 8-CNTIOAX U HEPET VJIAPHBIX YYACTKAX V14 15 BEJIKOB
U KOH®OPMALIMOHHBIE TAPAMETPBI P, PB H P:)

AMHHOKHCIOTa fa P, f s Pﬁ fC Pc

Ala 0,522 1,45 0,167 0,97 0,311 0,66
Arg 0,282 0,79 0,154 0,90 0,564 1,20
Asn 0,263 0,73 0,113 0,65 0,624 1,33
Asp 0,351 0,98 0,137 0,80 0,514 1,09
Cys 0,278 0,77 0,222 1,30 0,500 1,07
Gln 0,421 1,17 0,211 1,23 0,368 0,79
Glu 0,549 1,53 0,044 0,26 0,407 0,87
Gly 0,190 0,53 0,138 0,81 0,668 1,42
His 0,446 1,24 0,122 0,71 0,432 0,92
Ile 0,358 1,00 0,274 1,60 0,368 0,78
Leu 0,480 1,34 0,209 1,22 0,311 0,66
Lys 0,383 1,07 0,126 0,74 0,491 1,05
Met 0,429 1,20 0,286 1,67 0,286 0,61
Phe 0,402 1,12 0,219 1,28 0,378 0,81
Pro 0,212 0,59 0,106 0,62 0,682 1,45
Ser 0,282 0,79 0,124 0,72 0,594 1,27
Thr 0,295 0,82 0,205 1,20 0,494 1,05
Trp 0,409 1,14 0,203 1,19 0,386 0,82
Tyr 0,220 0,61 0,220 1,29 0,560 1,19
Val 0,409 1,14 0,282 1,65 0,309 0,66

D p. Y. Chou, G. D. Fasman, Biochemistry, 13, 211 (1974).

«CKJIOHHOCTH» JaHHOTO OCTaTKa BCTPaHBATLCS B a-CIMpPailb, & P, < 1 03Hayaer, 4TO B cpel-
HEM OH BCTPEYAETCS B a-CIIMPAJIAX PEXE, YEM B IPYTOM MecTe. DTOT NapaMeTp 10 HEKOTOPOH
CTEMEHH aHAJIOTHYEH NapaMeTpy 3uMMa—bparra s, XapakTepH3yIoLLeMy POCT CIMpaH (OH 06-
cyxpaercs B ri. 20). Tlpu s = 1 50% 6eckoHe4HOH NONHNENTHOHON UENH ABIAETCA CIHPAJIBIO.

B Tabn. 5.11 npuBeneHsbl Takxke napaMeTpsl fﬁ, Pﬁ, J. 1 P_, BO Bcex OTHOLLEHMAX aHAJIOTHY-
Hbie f 1 P_, HO OTHOCALMeCA K B-CIIOAM H HEPETY/IAPHBIM CTPYKTYDaM.

HHTEpecHO HcctenoBaTh CPeAHHE 3HAYECHHS ITHX [apaMETPOB IJA «-CTIHpasiell U S-CloeB
TeX e 15 6ekoB, KOTOPbIE HCMOIB30BANMCH 1Uis pacuera Tabn. 5.11. CpenHue 3HaueHHs (P)
AJIA OCTATKOB, JIOKAJIM3OBAHHLIX BHYTPH H Ha IPAHHLIE a-CITHPAIbHBIX YYaCTKOB, IIPHBENEHbI Ha
puc. 5.20. Takum obpazom, (P ), ¢ PN (PP Y (P,),c NpencTaBnsoT coboit
cpenHue KOHGOpMaluHOHHbIE NapaMeTpsbl 41 N-KOHLA HecHpaibHOTO yyacTka, N-KoHLa CIiu-
panH, BHYTpeHHe#l obnactu cnupanu, C-koHua cnupany ¥ C-KOHL@ HECMHPaIbHOTO Y4acTKa COo-
OTBETCTBEHHO. M3 pUCYHKa BHAHO, YTO eciid Mbl 6ynem, paccMaTpHBas KOPOTKHE YUaCTKH I10-
JIMNIENTHAHON LENH, MOCTENEHHO CMEIUATLCA OT LEHTPA CIHPAIH K €€ nepupEePHH, TO {P,) by-
AEeT YMEHBIUATLCS, NIPHYEM, KaK TOJILKO MbI NIEPECEYEM TPaHHMIly CNHpany, { P ) cTaHeT MeHb-
1l¢ eOHHHLbI. DTO HABOAMT HA MbIC/Ib, YTO HA KOHIAX CMHPAJbHbIX IOC/IEAOBATEILHOCTEH
O6BIYHO pacTONaraloTCs OCTATKH, MMEIOLIHE B CPEAHEM TEHIEHIHMIO NPeNsTCTBOBATh 06pa3o-
BaHHUIO CIIHPAJIH U €¢ pOoCTY. HanpoTus, neHTpanbHble 06/1aCTH ClMpanelt 3aHAThI KlacTepaMH
OCTAaTKOB, NPEAPACHONOXEHHBIMH K 00pa30BaHuIO cliMpany. OTH KJacTePbl MOTYT GbITh Me-
CTaMH MHHLMAUMH CIIHPaJiH, OT KOTOPLIX OHAa pacTeT B 0OOMX HANpaB/ICHHAX.
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CnupanbHbie ob6JlacTu

3 ; . I (] N () v :.4 U 0 ! ¥
<Pa> 0,90 0,98 1,02 0,96 1,02 1,13 1,10 1,16 1,14 1,14 1,10 1,02 0,92 0,96 0,93
<Pa>"N=0,96 <Pa>N=l,04 <Pa>i=1sl3 <Pa>c=l,09 <Pct> "C=0,94

PUC. 5.20. CpaBHeHHE BETHYMH (Pa) JUISl TPAHUYHBIX U LEHTpalbHbIX obnacte#t cnupaneit. [P.Y. Chou,
G.D. Fasman, Biochemistry. 13, 211 (1974).]

Tabauya 5.12

KJIACCUOPUKALIMS AMUHOKHCIIOTHBIX OCTATKOB
1O UX CKJIOHHOCTU BCTPAUBATHCA
B o-CTTIUPAJILHBIE U 8-CTPYKTYPHBIE OBJIACTH BEJIKOBY

CnupanbHsie Pa Knaccubukauus «B-CTPYKTYpHBIE» PB Knaccaduxauus

OCTAaTKH OCTaTKH

Glu™) 1,53 H, Met 1,67 H,
Ala 1,45 H, val 1,65 H,
Leu 1,34 H, Ile 1,60 H,

His™*) 1,24 h, Cys 1,30 hg
Met 1,20 h, Tyr 1,29 hy
Gln 1,17 h, Phe 1,28 hy
Trp 1,14 h, Gln 1,23 hg
Val 1,14 h, Leu 1,22 hB
Phe 1,12 h, Thr 1,20 hg

LystH) 1,07 I Trp 1,19 hg
Ile 1,00 I, Ala 0,97 IB

Aspt™) 0,98 i, Argt) 0,90 ig
Thr 0,82 i, Gly 0,81 ig
Ser 0,79 i, Asp™) 0,80 A

Argt?) 0,79 i Lys(*) 0,74 by
Cys 0,77 i, Ser 0,72 b,
Asn 0,73 b, His*) 0,71 by
Tyr 0,61 b, Asn 0,65 bﬂ
Pro 0,59 B, Pro 0,62 bﬂ
Gly 0,53 B, Glu®™) 0,26 B,

D'P. Y. Chou, G. D. Fasman, Biochemistry, 13, 222 (1974).
H — ocTtaTok, 0XO0THO HOpMHUPYIOLUMI AaHHYIO BTOPHYHYIO CTPYKTYPY; h — OCTaTOK, CK/IOHHbIMH
K 06pa30oBaHMIO AAHHOW BTOPHYHON CTPYKTYPbI; | — OCTaTOK, Masno CKIOHHBIN K ee Hopmuposa-
HHIO; i — OCTaTOK, 6e3pa3nuuHbIi K JAaHHOM BTOPHUYHON CTPYKTYPE; b — OCTATOK, CKJIOHHBIH Npe-
NATCTBOBAaTH 06[)33053!‘1"!0 OaHHOM BTOpH‘lHOﬂ CTPYKTYDbI; B — OCTATOK, aKTUBHO NPENATCTBY-
LMK OPMHPOBAHHIO BTOPHYHON CTPYKTYPHI.
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AHAITOTUYHO MOXXHO MOKa3aThb, YTO OCTATKH, MU KOTODBIX ¢ PB> < 1, o6bIMHO pacnonara-
IOTCA Ha rpaHHUax 3-Cl1oeB, a OCTATKH C OTHOCHTENIbHO BLICOKHMH 3HAUEeHHAMH PB> yaine Bce-
ro rpynnupyloTCA BHYTPH 3THX CTPYKTYD.

OTH cooOpaXeHHS NO3BOJAIOT MOCTPOMTb IPOCTYK CXeMy MNpeacKa’aHHS BTOPHYHON
CcTPYXTYpPHI 6enxoB. CyTh €€ 3aKouaeTcs B TOM, YT0ObI, MpHNHcaB KOHPOPMALMOHHbIE Nnapa-
METPBI KaXKIOMY OCTATKY, PacnoIOKEHHOMY B H3BECTHOR NMOWIEROBATENBHOCTH, NONBITATHLCA
3aTe€M BBIAEIHTDb KJIacTePbl OCTATKOB MOJMNENTHIHOR HEMH, CKIOHHBIE 06pa3loBBIBATH CIM-
panb, K KOTOPBIM B ONpPENEJEHHbIX TOYKAX MIPHMBIKAIOT OCTaTKH, Npepbipalomue GopmMupona-
HHE ITON BTOPHYHOR CTPYKTYDBI. AHAJIOTHYHYIO NPOHEAYDPY MOXKHO NMPOAEIATh H B OTHOLUICHHH
B-cnoes. ITO NETrKO COENATh, €CJIH B COOTBETCTBHH CO 3HAYEHHAMH KOHGOPMAUMOHHBIX mapa-
METPOB Pa3eNIuTh BCe OCTATKH Ha C/IEAYIOLHE KNACChl: GOPMHPYIOILLME CIMPab, MPENATCTBY-
ouue ee 06pa3oBaHHIo, GOPMHpPYIOLIME (-CTPYKTYDPY H NPENATCTBYIOIIME e 06pa30BaHHIO.
Taxkas knaccudukauus NnpuBOaAUTCA B Tab. 5.12. Mcnionb3ys ee, MOXHO COCTaBHThL Habop npo-
CThIX NPABHI IS NPEACKa3aHKsA BTOPDHUHOH CTPYKTYPb! G€JIKOB HCXOAA H3 HX aMHHOKHCIIOTHOM
[OCIeA0BATENIbLHOCTH.

CPABHEHUE TTPEOCKA3AHHbBIX
U HABJIIOJAEMBIX BTOPUYHBIX CTPYKTYP

INo onucaHHoOM BhILLIe cXeMme Oblfia MpeacKa3aHa BTOPHYHAA CTPYKTypa MHOXecTBa 6esikoB,
AN KOTOPBIX MMEIOTCA OaHHBIE, NMOJIydEHHbIE METOOOM PEHTTEHOCTPYKTYPHOTO aHanH3a. B
Tabn. 5.13 npUBOAMTCA CBOAKA PE3yLbTATOB IR CIEOYIOWIMX 6eNKOB: KOHKAHABAIHH A, reMo-
rnoOHH MHHOTH, TEPMOJIM3HH H HHTHOUTOP TPMIICHHA. DTHX GeNKOB HET cpelld Tex 15, ans ko-
TOPBIX OBUTH NOJIyuYeHbl OCHOBHbIE JaHHbIE, TPHBEACHHbIE B Tabn. 5.11 u 5.12. B Tabn. 5.13 ne-
peUHCNEHbl YUYaCTKH MOCNEOOBATENbHOCTH, KOTOPBIE MO OLEHKaM AOKHbI HMETh GopMy a-
CIIHpaH M 3-CNos, a TaXKE YUaCTKH, I'1€ ITH CTPYKTYphl HabMoaaoTca B AeACTBUTENBHOCTH.
[na HHrHOMTOpA TPHICHHA — HEeGOMNBLIOTO TMOMMNENTHAA, COCTOALIEro M3 58 ocTaTkoB, —
TEOPETHYECKHE H 3KCMEPHMEHTANbHbIE NAaHHBIE MPEKPACHO COTJIACYIOTCA MexXay coboi. IMo-
CKOJIBKY 3TO HH3KOMOJIEKYIAPHBIA 6€OK, IOKaJIbHbIE B3aHMOAEHCTBUA, TTO-BHAHMOMY, OKa3bl-
BaloT Gonblliee BIUsAHHE Ha GOPMHPOBAHHE €ro CTPYKTYPBI, H NO3TOMY MOXKHO OBIJIO 0XXHIATh,
YTO MOJNYYEHHBIE 118 HEro pe3ynbTaThl OyayT HaunydiMMH. JJocTaTOYHO Xopolliee cornacHe
TEOPHH H 3KCMEPHMEHTA IOJIyY4eHO ANA APYruX Tpex OenkoB. B camom nene, 17 u3 18 a-
CIUPAJIBHBIX YYACTKOB H 20 H3 22 3-CJI0€B JIOKAJIH30BaHbI [TPaBWIBHO, H JIHIIB S a-cnupasef u 10
B-cnoes He OOHAPYXEHBI B T€X 00NACTAX, A€ OHH XOJKHBI ObUTH ObL OBITH COTJIACHO pacyeTaM.
OTcroga cneflyeT, YTo pe3ynbTaThl MPEACKAa3aHHA BTOPHYHOM CTPYKTYDH! HeNb3A OOBACHHTDL
NPOCTO Cy4alHbIM COBNALEHHEM.

Eille 0O0HH CBORCTBEHHbIN MHOTHM O€/IKaM 3J1IEMEHT CTPYKTYpbl — (3-H3rub. Puc. 2.25 noxa-
3bIBAET, UTO 3TA CTPYKTYpa OAeT MOJMUNENTHIHONR LEMH BO3MOXHOCTD Pe3KO MEHATh HanpasJie-
HHe. [1o aHanoruu ¢ napaMeTpaMu Pa H Pﬁ MOXHO PacCYHTATh H KOHGOPMAIMOHHbIE IIapaMeT-
pbi B-n3ruba ans kaxpo# aMHHOKHCIOTHI. Mcnonb3oBanKe X COBMECTHO ¢ P 1 Pﬁ MO3BOJIAET
MOBBICHTL TOYHOCTb KOHGOPMaLMOHHOTO aHanu3a. [IpuMeyaTensHo, YTO MPpHMEPHO B 12 Gen-
Kax, HEIaBHO HcclietoBaHHbIX Yoy u dacmanoM, okoso 80% Bcex OCTAaTKOB HAXOAMIIUCH B CO-
cTaBe a-cnupanei, 3-cnoes U G-u3rudoB 1 AuWb ocTadbHble 20% He MOTJIM ObITb OTHECEHBI HH
K KaKOMYy ONpeneIeHHOMY THIY.

B ra. 2 ynoMHHanoch 06 onpeaeneHH BTOPHYHOR CTPYKTYPbl aleHWIaTKHHa3bl, HeGonb-
1IOTO NOJIHNENTHAA ¢ Mon. Maccolt 21 600. Ha puc. 2.13 cpaBHHBaIOTCA pe3yIbTaThl, NOTy4YEH-
HblE 1A 3TOr0 Oenka pa3nHuHbIMH HccnenoBaTenamu. [pusenens: nanueie ana S-usrubos, G-
CNOEB M a-cnupanelt (cBepxy BHH3). [IpAMOYroNbHHKM YKa3bIBalOT ACHCTBHTELHYIO JIOKAIH3A-
LHIO ITHX 3/IEMEHTOB BTOPHYHON CTPYKTYDb! B NMOCAEAOBATENBHOCTH, 4 TOPH3OHTANIbHBIE OT-
pe3KH COOTBETCTBYIOT TEOPETHUECKUM AaHHbIM. HCTOrpaMMB! B HHXXHEN YaCTH DHCYHKOB Oa-
10T CBOIHbIA pe3ysbTaT.



Ta6auya 5.13

CPABHEHUE 3KCIMEPUMEHTANIBHBIX 1 TEOPETUYECKHUX JAHHBIX
0 JIOKAJIM3ALIMH o-CTIMPAJIEN K 8-CJIOEB B YETHIPEX BEJIKAX,
HE PACCMATPMBABIIUXCS INPH PACYETE KOH®OPMAILIMOHHbIX TAPAMETPOB P, 1 Pé)

a-Coupamm 8-Cnor
Benox PEHTICHOCTPYX- TCOpHA PCHTICHOCTPYX- TCOPHA
TYPHbie JaHHbIE TYPHbIC NAHHbLIC
KonkaHasaymH A — 38-43 4-9 3-12
81-85 81-86 25-29 25-29
— 155-160 48-55 47-55
— 180-189 59-66 60-67
73-78 73-80
92-97 88-96
106-116 106-113
125-132 124-134
140-144 140-144
173-177 173-177
190-199 190-200
209-215 209-215
— 229--234
I'eMornoOus MHHOTH 12-29 8-24 Her
3044 — — 2-6
45-52 45-52 — 3543
62-66 61-78
67-88 80-88
92-106 92-100
— 104-110
111-127 115-128
132-148 133-147
TepMONH3HH —_ 53-58 4-13 4-17
65-88 67-74 15-32 20-32
137-152 137-150 3746 37-50
159-180 158-180 52-58 —
235-246 238-246 60-63 61-66
259-274 261-271 —_ 75-84
280-296 281-259 97-106 98-110
302-313 301-313 112-116 —
119-123 120-124
— 127-131
— 151-157
— 192-197
— 21-225
— 251-260
— 212-276
Huruburop 3-6 2-7 16-24 16-23
TPHNCHHA (M3 noa- 45-56 45-54 27-36 27-38

KEITYAOYHOR XKene3bl)

Dp. Y. Chou, G. D. Fasman, Biochemistry, 13, 222 (1974).



KOH®OPMALIMOHHBIV AHAJIN3: BEJIKH 283

BHOHO, 4TO CBOJHBIE pacYeTHbIC NAHHbIEC HAXOAATCA B XOPOILIEM COTJIACHH C JAHHBIMH PEHT-
T€HOCTPYKTYPHOrO aHa/ma3a. Cpeqnsa 9acTh PHCYHKA NMOKa3bIBaeT, YTO B MOJIEKYJIE aleHHIIaT-
KHHa3bl HMEETCA IATh S-CTPYKTYPHBIX YYacTKOB, IIDHUYEM NMPaBHJIBHO HACHTHOHIIMPOBAHb! T€
M3 HHX, KOTODbBIE PACcNoOJIOKERBI B OKPECTHOCTH OCTATKOB ¢ HoMepamMs 12, 91 u 116. DTu TpH
yyacTKa oOpa3yloT TpH LEHTpa/IbHbIe LENOYKH MATHLENOYEdHOro napauienbHoro 3-cnos. Me-
CTOMNOJIOXEHHE ABYX APYTHX LIEMOYEK YCTAHOBJIEHO Ha CBOAHON TMCTOIpaMMe He OYE€Hb TOYHO.
Yro KacaeTcsa H3ru6oB, TO B3 BEpXHE 9aCTH PHCYHKA BHHO, YTO GOJILIIMHCTBO H3 HHUX JIOKATH-
30BaHbl NPABHJIBHO, XOTA HEKOTOPHIE H3 NPEACKa3aHHBIX B AEACTBHTEILHOCTH HE BCTPEYAIOTCA.

B nenoM Bce CKa3aHHOE BhIllE OTHOCHTENbHO afeHHIATKHHA3bI HILTIOCTPHPYET TO obcTONA-
TENbCTBO, YTO Pa3/IMYHbIE MOJTYIMIUPHYECKHE METOAbI NO3BOJIAIOT ABOJIbHO TOYHO NPEACKa3bl-
BaTh BTOPHYHYIO CTPYKTYPY G€JIKOB H 4TO Pa3Hbi€ MOAXObI K PELUEHHIO 3TOH npobneMsl MOTyT
NMPHBOOHTE K CXOOHBLIM Pe€3y/IbTaTaM.

Ilpenen TOYHOCTH MONMYIMIUPHYECKHX METOAOB NMOKA TPYAHO YCTAHOBHTH. ClleIyeT Takxe
MOMHHTh, YTO TOYHOE NMPEACKa3aHHe BTOPHYHON CTPYKTYPhI OenKkoBOM MOJEKynb! HeOOXOMH-
MO, HO He IOCTaTOYHO [UIA ONpeae/IEHHA TPexMepHOH KoHdopMauuu., OueHb TPYOHO NMPEAcTa-
BHTB cebe, KaK 3aBUCHT MPOCTPAHCTBEHHAA OPTaHH3aUuHMA MOJIEKYJIbI 6ellka OT TeX CTPYKTYD, O
KOTOPBIX FTOBOPAT KaK O «HEYNOPAOOUEHHBIX» (Peyb HAET O CTPYKTYPAX, KOTOPbIE HEIb3s OTHE-
CTH K a-CIIHPAJIAM, 3-CJIOSM H T.4.). HeHm3BecTHO Takxke, Kakylo poyib B YOPDMHPOBAHHH TpeEX-
MepHOM KOHGOPMAIHH HIPAIOT B3aHMOAEHCTBHA MEXKAY NAJIeKO OTCTOSIUMMHE BAOJb GenKoBOR
LIENH ocTaTKaMH. Bee 3TH dakTOphl BE06X0AHMO YUECTD, NIPEXIE YEM NMPHCTYIIATH K NIPENCKa3a-
HHIO IIOJTHOM TPEXMepHOH CTPYKTYpPHI OejIka, HCXOAS H3 €ro aMHHOKHCJIOTHOM NOC/e10BaTe b-
HOCTH.

5.12. ITocTpoeHue MOJIEKY/SIDHBIX MoJienel
¢ nomoukio 9BM

Insa npeacka3anus koHGopManum GeNKoB M 111 MHOIHX APYTHX Hejell oJie3HO HMETh BO3-
MOXHOCTb OBICTPO KOHCTPYHPOBAThH MOJIEKYIAPHBIE MOEIH 6enkoBol CTPYKTypb!. SIcHO, 4TO
HCNOTb30BaTh MOJIEKYNAPHBbIE MOIEIH UIA NOCTPOEHHA BPY4HYIO G0/bLIOrO MHOroodSpasus
CTPYKTYP COBEPLIEHHO HEBO3MOXHO. JleBuHTamb H Ap. (1966 r.) NPEMWTOKKIH HOBBIN, OYEHD
OCTPOYMHBIH NOAXO K PELICHAIO 3TOH Mpo6eMbl, B KOTOPOM OHH HCIIONb30BANH [UIA ITOCTPOE-
HHA Moneneit DBM. TakuM MeTOAOM MOXHO OBICTPO NOCTPOHTE MOJIEKYJISPHYIO MOAEND MO
JaHHBIM 006 yr1ax NoBOpoOTa OCTOBA MOJIEKYJIbI H BHIBECTH MOTYUYHMBILYIOCA CTPYKTYPY Ha 3KpaH
auciuies. XOoToA NMPH 3TOM Mbl BHIHM TOJIBKO IBYMEDHYIO KapPTHHY, IPOCTPAHCTBEHHOE Npea-
CTaBJICHHE O CTPYKTYPE MOJKHO NOJTYUHTh, IOBOPaYHBasg MoA€e/Ib BOKPYT KakOoH-HHOYyIb H3 oceif.
Ha pHc. 5.21 noka3aHbl THIIHYHbIC BHIBEACHHBIC HA 3KPaH QHCIUIEA NPOEKLHH KPHCTAJUTHYECKOR
CTPYKTYpPHl MHOTJIOOHHA. Bombluoe BrnedaTeHHe NPOH3BOMAAT HArMAMHOCTBD H SICHOCTH 3THX
KapTHH. TakuM 00pa3oM, B MOHCKaX NMPEANOYTHTENbHON KOHGOPMALIMH HCCIIENOBATENL MOXKET
OBICTPO CKOHCTPYHPOBATH H 3DHTENBLHO NPOAHATH3HPOBATE 60/IBLIOE KOMHUYECTBO CTPYKTYD.

KpaTkue BbIBOAbI

CTpykTypy 6eNKOBBIX MOJEKYJI ONpeeNseT MHOXECTBO CaMbIX PasHbIX, NMOAYAC BEChbMa
CNOXHbIX (hakTOpoB. JJIMHBI CBsi3el H BAJICHTHBIE YIJIbl B [IOJIMIEITHAHON LENU MOTYT CYM-
TaThCA MO CYLIECTBY (HKCHPOBaHHBIMH, a aMHAHBIE IPYNNBI, KaK MPaBH/IO, HAXOAATCA B IJIOC-
Kot mpanc-xoHbopmaimu. IMo3ToMy KOHGOPMALHA NOMHNENTHAHOTO CKEJETa ONpeaeAeTCA
yIJlaMA BHYTPEHHETO BPALLEHUs ¢ W Y IS KaXOO0ro OcTaTkKa. DTH YIJIbl BpALUEHHUs MOTYT NPH-
HAMATh 3HAUEHUs B IIpEHeNiax, ONpene/iCHHbIX IPOCTPAHCTBEHHbIMH H ADYTHMH B3aHMOACHCT-
BHSIMH (TaKMMH, KaK aMHA-aMHIHbIE AHUIIO/bHBIE B3AHMOAEHCTBHA) B LeNH. XOTS 3TH B3aHMO-
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PUC. 5.21. Tlpoekunu KpHCTAILIHYECKOH CTPYKTYpbI MHOrnoOuHa Ha 3kpaH mucmnes. (IIpencrasneHa
C. JleBuHTanem).

AefCTBHA HCKITIOUAIOT 3HAYHTENBHYIO YaCTh BO3MOXHBIX KoHGOPMalHit, BCe e MX YHCIIO OCTa~
€TCA OTPOMHBIM.

OOpa3oBaHHe BOAOPOOHBIX CBsi3el, MHUCYNBQMOHBIX MOCTHKOB, TuapodoOHble B3auMoO-
,C[CHCTBPU[, OGYCHOBHCHHHC 0COObIMH CTPYKTYPHBIMH CBONMCTBaAMH BOAbLI, a4 TAKXEC HOHHbIC
B3aHMOAEHCTBHS el 6onble OrpaHHYHBaIOT HaboOp BO3MOXHBIX CTPYKTYp nonunentuna. Co-
BMECTHOE B/IMSIHHE BCEX 3THX B3aHMOAEHCTBHHY NPHBOANT K GOPMHPOBAHHIO «HATHBHOM» KOH-
dopMaumn. B onpeneneHus HMEHHO TaKoW KOHGOPMauMH KIIOYEBYIO POJIb MIPAET aMHHOKHC-
JIOTHasA NOCNENOBaTENbHOCTh Oenka. XOTda B HACTOAILEE BPEMA HE CYLIECTBYET OOCTATOYHO
000CHOBRHHOTO METOa NpecKa3aHus KOHQOPMALIMKH GeNKOB 110 HX AMHHOKMCTIOTHBIM IOCIIE-
J0OBATEIbHOCTSAM, TONBITKH TAKOT'O POAA AENaKOTCA U AaKe HHOTAa 0Ka3biBaiOTCA AOBOJILHO YC-
NEHUHBIMH.

HOpyrue Bornpocs GOPMHPOBaHHS MPOCTPAHCTBEHHOM CTPYKTYPBI O€NKOBBIX MOJIEKY 06-
Cy>KOaroTcsa B 1. 21.
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3AIJAYH

5.1. PaccMOTpHM LHK/IHYECKH] IOMNENTHA € NOBTOPAIONieca nocenosarenbHocThio XYZX-
YZX, cocTosiumit U3 ceMH aMHHOKHCIOTHBIX OCTAaTKOB. X, Y H Z — TPH aMHHOKHCIIOTHBIX
ocratka Ala, Pro u Gly. Cnenyer cOCTaBHTh TAKylO NOCJICAOBATENBHOCTD, 9TOOBI HENb 3aMbI-
Kajach ¢ HaHMeEHbIue# nepopmaumelf. HyXXHO OTBETHTH Ha BONPOC — B KAKOM NOPAIKE OO-
JOKHBI PACNOJIAraThC AMHHOKACIOTABIC OCTATKH?

H3secTHbilt mpodeccop A 3agBnseT, YTO HaHWAydllee pemenne Ttakoe: Y = Pro, Z = Gly,
X = Ala. PoSxu#t cTyneHT yTBepxaaeT, 4ro pemiedde X = Ala, Y = Glyu Z = Pro nywue.
Tpetn#t yaacTHuk, $wiocod, Hauero He 3HarolMiA 06 aMHHOKHCIIOTAX, TOBOPHT, 4TO HH OIHO
H3 3THX DellieHM He SBNRETCA ACHCTBHTENLHO HAWIYMIIAM. KTO A3 HEX OpaB ¥ movyemy?
5.2. Benok nperepnesaer HeGonbine KOHPOPMALUHOHHbIE H3MEHEHHS, HAUOOIEE 3HAYHTEILHOE
H3 KOTOPbIX — MepeMeLleHHe TPeX IIOTHO YNaKOBaHHBIX AMMHOKHCIIOTHBIX GOKOBBIX Lienel —
NefiuMHa, anaHuHa U (QeHUSIANIaHMHA — M3 3TAHOJONOAOOHOrO OKPYXKEHHs B OeJiKe BO BHELU-
HIOI0 00nacTh, Ile OHH MOrpYXeHbl B PacTBOPHTENb. Ilpennonaras, YTO 3TO ¢IMHCTBEHHAs
TEePMOJMHAMHYECKH 3HauMMas KOH(OpMAaUMOHHAs MepPecTPONKAa, W HCMOJb3Ys pe3ylbTaThl,
NpHBeZICHHbIE B TAHHOM InaBe, pacCUHTAlTE KOHCTAHTY PABHOBECHS 3TOrO MPOLIECCa B BOLIE H B
8 M pactBOope MoueBHHbI ITpH 25°C. Ucnons3yiiTe NaHHbIE 3TOH raBbl.

5.3. OBe uacTH onHOM GenkoBON MOJIEKYJIbl B3aHMOAEHCTBYIOT APYT C IPYTOM IO HEKOTOPOMY
XapakTepHOMY 3aKOHY. B kondopMamuu A OHM HaXOAATCA HA PaCCTOAHMH /, OPYT OT ApYTa, B
KoHpopMmauus B — Ha paccCTOSHMH 7y, MpHYeM ry > r,. Cuia p3auMonefictsun F = —vy/ r,
rae ¥ = aT, a — NoCcTosAHHaNA, He 3aBHCALIAA OT TeMnepaTypsi. [Ipeanonaras, 4To BCEMH OpYy-
FHMH B3aMMOIICHCTBHAMH MOYXHO NpeHebpeub, paccuMTafiTe KOHCTAHTY paBHOBecHA, AH H AS
(xax pyHKUMM 7|, ry, ¥ H T) Q1A 3TOM KORPOPMALMOHHON NMEPECTPONKH.

5.4. DKCIEpHMEHTATOP H3MEPHII CBOOOIHYIO 3HEPTHIO IIepeHoca (A GgmM) HEIOIAPHOTO COeaH-
HeHuaA A (MonbHas nons x = 0,1) H3 3TaHona B Bony (MonbHas pona x = 0,1). OH Takxe H3Me-
pun cBOGOAHYIO IHEPTHIO NEPEHOCa Acg;w H3 YHCTOM KHAKOCTH A B Boay (10 MOJLHOM NOIH
x = 0,1). Ha OCHOBaHHH 3KCIICPHMEHTANBHBIX PE3YNbTATOB OH NPHILUE K BbIBOAY, 4TO
AGQ;MM - AGY = —RT In 56, u pewiwi, 4TO 3TO npekpacHbit oTBeT. COrNacHb! Bbl C HHM

CYMM
HiH Her? TMouemy?

5.5. J1pa monMNEnTHAHbBIX BOMOKHA 1 M 2 HMEIOT TOUYHO OJIHHAKOBYIO [JIMHY, TOJLLUHMHY H ILHDH-
Hy. OIHO U3 HHX COCTOHMT B OCHOBHOM M3 JUIMHHBIX LE€MNeEi NOTHAIaHHHA, IPYTO€ — W3 JTHHHBIX
uened nonuravunHa. Eciy 3TH BOJIOKHA HE DACTAHYTBHI, MOMHNENTUABI HAXOOATCH B COCTOSHHHM
OecrnopsanouHbIX K1yOKOB, BOOOLIE rOBOPA COOTBETCTBYHOLIHNX KOHDOPMAUMOHHBIM JHEPTETHYE-
CKMM KapTaM OTIENbHbIX OCTATKOB. bbln1 OOHapyXeH HHTEPECHBIH (HAKT: BOIOKHO 1 MOXHO 06-
PaTHMO pPacTAHYTb OO ropasno Ooblueit INMHHBI, YeM BOIOKHO 2. Ha ocHoBaHuM 3TOro0 Habmo-
IEHHUSA ¥ NAHHBIX O NPEdNOYTHTENBHBIX KOHGOPMALIMAX OCTATKOB [JIMUMIA H ajlaH|Ia onpele-
JINTE, KAKOE U3 BOJIOKOH COCTOHUT M3 NMOJIMTJIMUMHOBBIX LENei, a KAKOE — H3 MOJHAIAHHHOBbIX.
KpaTko, HO TOYHO 00OCHYITE COeNaHHbli BbIOOD.
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I'nasa 6 Kongopmayuonnbwlii ananus
U CUNbl, onpeoenarowue
CMpYKMypY HYKACUHOBbIX
Kucaom

6.1. Obmias xapakTEPHCTHKA CTPYKTYDPbI HYKJIEHHOBBIX
KHCJIOT

Pu3HIeCKHe H XHMHYECKHE CBOMCTBA HYKJIEHHOBBIX KHC/IOT CYIUECTBEHHO OT/HMYAKOTCA OT
cBOHCTB Ge/IKOB H NOJIMNENTHAOB. DTO ABIAETCA CIEACTBHEM COBEPLIEHHO PA3HOIO XHMHYECKO-
ro COCTaBa M CTPOCHHA OBYX YKa3aHHBIX KJIacCOB MOJIEKYJl. B TO BpeMs kak MONMHNENTHIHBIN
OCTOB 3/IEKTPHYECKH HEHTPAJIEH H K HEMY PHCOCAMHEHBI OOKOBBIE LieTH NPHOIH3NTENBHO OBA-
LATH THIIOB, OCTOB HYKJIEHHOBONM KHCJIOTBI NMPEACTABIAET COOOM CHJILHO 3apAXXEHHBIA MOJHM-
3JIEKTPOJIAT, KOTOPLIH# HeceT BOKOBbIE IPYHIIBI TOJIBKO Y€ThIpEX (B OONBLITHHCTBE CTYYaeR) TH-
noB. Janee, GOKOBBIE LIENTH HYKJIEHHOBBIX KHCJIOT NMPOSBIIAIOT CIEHHGHYECKYIO KOMILIEMEHTAP-
HOCTD (CIIaPHBAHHE OCHOBaHHI), KOTOpPaA OTCYTCTBYET Y aMHHOKHC/IOT. DTa KOMIUIEMEHTAp-
HOCTBb 9YaCTHYHO OTBETCTBEHHA 3a 00pa30BaHHE CMHPAJILHBIX MAJIOYKOOOPA3HBIX CTPYKTYD KakK B
ABYX-, TaK H B OJHOLIEIOYETHBIX MOJiekyax. Kpome TOro, 3apaXeHHbIi OCTOB 3aTPyAHAET Iie-
pexol HyKJICHHOBBIX KHCJIOT B KOMIIAKTHBIE III00yNApHbIe KOHGOPMALHH, CTONb THIHYHBIE ANS
6enkoB.

Mpb!1 paccMoTpuM Harbosee BakHble (AkTODBI, ONpeRendiolHe KOHGOPMALHIO HYKJIEHHO-
BBIX KHCJIOT. [Ipexnae Bcero Mbl NMpOaHAIM3HPYEM OrPaHHUYCHHA, HaJlaraéMbl€ Ha BO3MOXKHbIE
KOH(HTypamuH reoMeTpHYECKHMH H CTEpHYECKHMH TpeboBanusiMH. Cpa3y e CTaHeT ACHO, YTO
OCTOB HYKJICHHOBOH KHCJIOTHI YCTPOEH 3HAUYHTENbHO CIIOXKHEe MOJIHIENTHAHOIO OCTOBa. 3aTeM
Mbl 3afiMeMcsa BONPOCAMH CreOHGHYECKOTO CIIADHBAHHA OCHOBAHHH H HecnmeuudHueckoro
CTIKHHI-B3AHMMOAECHCTBHA, KOTOPBIE HIPAIOT INABHYIO POJib B CTAOMIH3ALMH YIOPAOOYEHHBIX
(hopM OHO- H ABYXIEMOYEUHBIX MOJIEKYII.

6.2. 'eoMeTpHYECKHE ACHEKTHI

Ha puc. 6.1 cxemaTHyeckr H300pajkeHa NMOMHHYKJIEOTHAHAsA Lenb. [1oBTOpAoIIancsa eHHHIA
LICTNH COAEPXKHAT MIECTh CKEJIETHBIX CBA3eH M GOKOBYIO IDYNIIly — OCHOBAHHE, MPHCOSAMHEHHOE K
atomy C!" pu6o3bi. Ha puc. 3.1 npuBeneHs! CTPYKTYpHbIe HOPMYJIbl OGLIYHBIX H MHOTHX MH-
HOPHBIX OCHOBAHHR H YKa3aHbl CHCTEMBI HyMEpallHH aTOMOB UIA MMYPHHOBBIX H MHPHMHAHHO-
BBIX HyKJIcO3HI0B. [IpH cOnocTanieHAR NMOHHYKICOTHAHOrO OCTOBA C MOJIMMENTHAHLIM, H30-
Opa)keHHBIM Ha pHC. 5.1, CTAaHOBHTCA OYEBHAHBIM, HACKOJIBKO NMOJHHYKJIEOTHOAHAA LEMNb CJIOX-
Hee 10 CBOEMY CTPOCHHIO, YeM IOJIANENTHIHANA.

B Ta6n. 6.1 opAEBeicHBI CTPYKTYDHBIE NADAMETPBI OCTOBA AJISl KDHCTAJUIOB NOTHPHOOAAEHH-
JIOBOH KHCJIOTDI; YKa32Hb! [UTHHEEI CBA3€H H HEKOTOPbBIE YT/l MEXKIY HUMH. 3HaYEHHA ITHX Napa-
METPOB GHKCHPOBaHB! AOBOJIBHO JXECTKO H MPHMEPHO OJMHAKOBHI A pasHeix PHK.

Jns Toro 4ro6bl pacCMOTPETh MHOMXECTBO AONMYCTHMBIX KOHGOpMALMH LienH, Lenecoo-
6pa3Ho OCTAHOBHTLCA CHAaYasla Ha KOHGOPMAUMOHHBIX XapaKTEPUCTHKAX HHAHBHAYAJILHbIX MO-
HOHYKJICO3HIHBIX €IHHHL (COCTOSALLMX M3 caxapa H OCHOBaHHA), a 3aTeM NEPEATH K pacCMOTpe-
HHIO CTEPHYECKHX OrpaHHYCHHH B OCTOBE.
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PUC.6.1. CxemaTnyeckoe u3oOpaxeHue nonuuywieotTuasod nenu. Jna PHK X — sto OH, ma
JOHK — H.

Tabnuya 6.1
TEOMETPHS TTOJIMPUBOHYKJIEOTUAHON LIENU!+2)

Casi3b JnuHa cBA3M, Csszu Vron mMexnay
A CBA3AMH,

rpaa

I'eomeTpusi ocroBa

= 1,52 ' —c¥ -0 110
o, 1,47 ' —0¥ —p 119
0¥ —P 1,56 0¥ —p—0* 104
P—0O* 1,57 P—0" - 121
@'—C 1,46 o' - —c¥ 112
' —c¥ 1,54 (o J o SN o - 112
TeoMeTpust rIMKO3UIHON CBS3H
o''—¢V 1,45 o' —cl'—N° 112
crgt 1,54 ¥ —cl'—N 106
cl'—N° 1,47 cl'—N°—¢¢ 127
N—¢t 1,35 o' N8 127
N—c? 1,33

1) A. Rich et al., J. Mol. Biol., 3, 71 (1961).

2 TIpuBenens! naHHble NI MOJEKYJIbI NONUPHO0aAEHAIOBOM KHCIOTHI.
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PUC. 6.2. KoudopMephl afieHO3HHA.

6.3. IToBopoTHasi H30MEPHA OTHOCHUTEJIBHO
IJIMKO3HUOHOM CBA3HM; KOHQopMauus pHbo3bl

OCHOBaHHE NPUCOEIHHSAETCS K NOJMHYKIEOTHAHOMY OCTOBY C NOMOIIbIO TJIMKO3HIAHOM CBS-
3u. OpHEHTALNSA €ro MO OTHOIUEHHIO K pHOO3€e ONMHCBLIBAETCH YIIIOM IOBOPOTA X BOKDYT 3TOM
CBSI3M B HANpPaRJIEHHH IO YaCOBOM CTpPeEJIKe. DTOMY YIJy NPUNHChIBaeTcs 3HadeHue 0° mis yuc-
xoHbopmauu ceazelt 0! — C!" u N® — C8. B cnyyae mupHMHIEHOB YroJl IOBOPOTa ONpene-
AsieTcs opHeHTauHed cessedt O — C w NI — C6,

OcoObIft HHTEPEC NPEACTABAIOT IBA NOBOPOTHBIX H3Mepa, 0003HaYaeMble KaK CUH H aHmMu
(puc. 6.2). ns aumu-xondopMaumu yroia x paseH npumepHo 0°, a ans cux - okono 210°, HUs-
BECTHA TakxXe Gopma ¢ yrioM x, paBHbIM 120°. HackoNnbKo OTHO H3OMEPHOE COCTOAHHE OKa3bi-
BaeTCsd NPEANOYTHTENbHEE OPYTOr0 — 3aBHCHT OT KoHdopmMauuu pHGo3bl, KOTOpas obcyxna-
€TCs B ClleAyiollUeM pa3saene. BooOlle roBops, pacueThl NOKa3bIBalOT — H PEHTIE€HOCTPYKTYP-
Hbpl€ JaHHble, TOJIYYEHHbIE Ha MOHOHYKJIE€O3HAAX H MOHOHYKICOTHOAX, MNOATBEPXAAIOT
3TO, — YTO MUPHMHIHHBI NPEANOYHTAIOT KOHPHUIYPALIHIO gHMU, TOTAA KaK NYPHHBI CNOCOOHBI
npHHEMaTh 06e popMel. B nsoitHoit cnupand [JTHK M B cnHpanbHONM AByXUENOYEUHON nonuane-
HHJIOBOH KHCITOTE OCHOBAHHMSA HAXOAATCSA B GHMI-KOHOHUTyDALHH.

Kak oTMeyanoch Beillle, OPHEHTAUNSA OCHOBAHHS OTHOCHTEIBHO TIMKO3HAHON CBS3M 3aBH-
CHT OT KOoHbOpMaitHu puSo3HOro Konblua. KondopMarws 3Toro xonslia, Kak NpaBuio, TaKoOBa,
YTO YEThIPEe ATOMa HaXOAATCA B ONHOM IVIOCKOCTH, a MATHIN PACNOJIOKEH BbIILIE HIH HHXKE 3TOR
TJI0CKOCTH. ATOMOM, BBIXOOALUHM H3 IUIOCKOCTH, sBrnserca C2' unu C¥', a cMemuenne o6p14no
o6o3Hauaercs Kak 3H00 HITH 3k30 B 3aBHCHMOCTH OT TOT'0, HalpaB/ICHO OHO B TY X€ CTOPOHY,
YTO H Yy aTOMA C5', HJIH B NMPOTHBOMOJIOXHYIO COOTBETCTBEHHO (CM. pHC. 3.15). Pa3znuunbie
KoudopMauuH pubo3bl 0603HAYAIOTCH, TakuM obpa3zoM, kak C2 -ando, C% -3xz0, C*'-3ndo,
C¥ -3x30. Bee aTH KOH(GOpPMaUHHK NMPHBEAEHbI Ha pHC. 3.15.

6.4. Yriapl BpallleHHsI OCTOBa H CTEPHYECKHE OrpaHHYEHHS

AHaNHM3 NpeanoYTHTENbHBIX KOHGOPMAUMA 0CTOBA HYKAEHHOBOR KHMCIOTBHI NMPEACTAB/AAET
ype3BbIYaNHO TPYAHYIO 3a1a4y. JJOKHO 6BITh YUTEHO MHOXECTBO CTEPHUECKHX B3aHMOAEHCT-
BU#t MPK HU3MEHEHHH LUECTH YTJIOB BPALICHHA B KaXA0OH NMOBTOPSAIOLUEACSA €IHHHIIE, 2 TAKXKE HC-
ClIenoBaHbl BO3MOXXHOCTH B3aHMOZJEHCTBHSA MEXIY COCEOHHMH eOHHHUaMH. TakuM o6pa3om,
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PUC. 6.3. CxeMaTHueckoe H306pakeHune e MoJIupHO0aaeHUIIOBOM KHCIOTHI C YKa3aHUEM YTJIOB Bpallle-
Husa. [W.K. Olson, P.J. Flory, Biopolymers, 11, 1 (1972).]

chopMynIupoBaHHas MpoOjieMa IPEeNCTaBIACTCA 3HAUMUTENBHO Oojiee CIOXKHOM, YeM aHaiu3
NMPEANOYTUTENBHBIX KOHGOPMaLUi MOJIUNENTHIHON LIenu.

Insa peueHust 3ToM mpobiieMbl MBI OyZeT ClIeAOBaTh MPOLEAYpPe, NpemIoxeHHoM OJICOH u
®nopu (1972 1.), cyuecTBeHHO ynpoiaroueit mpobiemy. Ha puc. 6.3 cxeMaTHuecku H306paxkeH
CerMeHT NoJMpHO0aAeHUIOBOM LIEMH; YTJIbl BPAILLEHUsI OCTOBAa BOKPYT OTHEIBHBIX CBsi3el 060-
3HAYEeHbl rPeYeCKMMH OYyKBaMM C OJHUM HWJIH JBYMS LUTPHXaMH.

BecbMa CylLIECTBEHHO, YTO NMEPHOANYECKOE PACHOJIOKEHHE IIEHTO3HBIX KOJjIel obecreynBaeT
HE3aBHCHMOCTD BpallleHHt BOKPYT IATH CBA3€e OCTOBA, CIIEAYIOLIMX 3a KOJIBLIOM, OT BpallleHU
BOKPYT IATH CBA3€H, NPEAIIECTBYIOIIMX KOJIbLY. Hoa’romy, ©CITH MBI BbIOEPEM NOBTOPSAIOLLYIO-
Cl eNMHHMLY, HAuMHAIOWIYIOCA OT ONHOro atoMa C* M KOHYAIOWIYIOCA CIEAYIOLIMM
(cM. puc. 6.3), koHGOpPMaLIMK KaXKIOU MOBTOPSAIOLIEHCA eNMHUIBLI OYAyT HE3aBHCHMBI APYT OT
Apyra, ¥ HaM OCTaHETCA PaCCMOTPETD JIHIIb CTEPUUECKHE BO3MOXXHOCTH COBMECTHOI'O H3MEHe-
HUS LIECTH YIJIOB BpalleHus (Ha puc. 6.3 o603HaYeHHbIX w’, w”, ¥/, ¥”, ¢’, ¢”) B Ipenenax on-
HOM NOBTOPSAIOLLEHCA €AUHMIIBI.

B3AUMOJEVICTBH A ITEPBOI'O IMOPSOKA

CrcTeMaTHYECKH MCCIIENYS CTEPHYECKHE OTPAHUYEHHUS, BOZHUKAIOIIHNE PY U3MEHEHHH KaXX-
JIOTO yrJjia BPAalEHHs MO OTAEIbHOCTH, Mbl 3HAYUTENILHO YIIPOCTHM NpobsieMy. ByneM cuuTars,
YTO JaHHAs 4aCTh OCTOBA HAaXOOMTCA B YUC-KOHQHUIypaluH, €CJIH Yroj BPAIIEHHS O COOT-
BETCTBYIOLLEH CBA3M paBeH HyMo0. IIpexxae Bcero npoaHaJiMm3upyeM B3aUMOACHCTBHSA MEXAY Te-
MH aTOMaMH, AJIs KOTOPBIX B3aUMHbIE€ PACCTOSIHUA 3aBUCAT TOJIBKO OT OQHOIO YIJia BPALCHHUA.
PaccMOTpHM, HampuMep, CTEPHYECKHE OrPaHHYEHMS, KOTOPbIE BO3HHKAIOT NPH H3MEHEHHH
€QUHCTBEHHOrO yria ¢’ . K HUM OTHOCATCA OrpaHUYEHHs1, CBA3aHHbIE C B3AaMHMOACHCTBHEM MEX-
ny aromom C3', ¢ onHoM cTopoHsI, ¥ aTomamu C> , 05" u O7 — c npyro#; B 3TH CiIyyasx pac-
crosHue Mexay C3' M aTOMaMM KHCIIOPOAa 3aBHCHT TOJBKO OT yria ¥’ . B To e BpeMs B3an-
MozeiicTBie Mexny aTomMamu C3 u C3' He momagaer B 3Ty rpymmy, MOCKOJbKY PaccTOSHHE
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PUC. 6.4. KapThbl ONycTHMbIX 3HAY€HHH yIIIOB Bpaiuenus. O6GIacTy 3HaYeHui, 3anpelleHHbIX U3-3a B3au-~
MOJEHACTBHUI EPBOTO MOPsA/IKA, 3aKPallleHb], a H3-3a B3aUMOIEHCTBHI BTOPOTO NOPAIKa 0OBEAEHb] CIIIONI-
HOI manuen. A. Kapra mis yrnos ¥'’ u ¢’ .5. Kapra s yrinoB ¢’ u ¢’. HeGonpmas o6nacts npu
¢’'==120° (rOpM3OHTaNbHAs IYHKTHPHAs JIHHHA) TOXKE MO/DKHA OBITH MCKIIIOYEHA. [W.K. Olson,
P.J. Flory, Biopolymers, 115 1 (1972).]
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MeXy HHMH 3aBHCHT Kak OT ¥, Tak H OT ¥” . Yuer B3auMoaecTBHIt MEpBOTo NopsaKa no3so-
JISET 3HAYHTENBHO CY3HTh AHANA30H NONYCTHMBIX 3HAUYEHHR ¢’ ; 3TH 3HAYEHHA JIEXKAT B HHTED-
Banax oT —90° no — 30°, ot 30 go 90° u B paftone 180° + 30°.

AHaNorguHbIM 06pa3oM paccMaTpPHBAIOTCA B3aMMOAEHCTBHA, 3aBHCALUME TOJBKO OT ¥ .
Kapra gonycTHMBIX 3HaYeHHH YTJIOB ' M " NpHBedeHa Ha pHC. 6.4,4. 3akpallieHHbIE Y4aCTKH
COOTBETCTBYIOT 00/1aCTAM 3HAUEHHH, CTEPHYECKH 3alpelicHHBIM JIHIIb H3-3a B3aHMOACHCTBHIA
MEpPBOro NMopsiKa, T.e. B3aUMOIEHCTBHA, onpeaensieMblX €AHHCTBEHHBIM YTJIOM BpallieHHsA (Y’
W y”).

B3AMMOJEVICTBH A BTOPOI'O INOPAOKA

Ipoaknanu3upyeM Tenepb, kKakas uacTh 00n1acTH 3HaueHHI yriioB ¥’ U ¢”, pa3pellueHHbIX MO
B3aHMOAEACTBHAM IEPBOro NOPAAKA, HCKIIOYAETCA M3-3a B3aUMOIACHCTBHA BTOPOro nopsaxa,
NMpencTaBafIoMX co60H B3auMOaeACTBHA MeXXAY TEMH aTOMaMH, PACCTOSHHE MEXKIY KOTODHI-
MH 3aBHCHT OJHOBPEMEHHO OT ¥’ H " (TakoBO, HaIpUMED, PacCCTOAHHE c — C3"). Baanmo-
OeRCTBHA BTOPOTO MOPAKA MCKIIOYAIOT H3 00JacTH NOMYyCTHMBIX 3HaUeHHH Iwowanb, oOBe-
JEHHYIO CIUIOLIHON NHHHER Ha pHC. 6.4,4. 3HaunTeNbLHAA YacTh 3TON NJIOLIAAM 3aKpalueHa, H,
CNe1oBaTeNIbHO, COOTBETCTBYIOLIME YTJIbI YK€ 3alpelueHbl H3-3a B3aHMOAECHCTBHA NepBOro no-
panka. TeM He MeHee HeOONbLIAA YAaCTh «Pa3pELUCHHOR» B3aUMOAeCTBUAMH MEPBOTO NMOPAAKA
«IUTOLUAOH» MCKJIIOYAETCA H3-33 B3aUMOAEHCTBHA BTOPOro nopaaka. OcTaBilascsa He3akpalleH-
Holt mnowane (BHe obnacTH, o6BeaeHHON CIIOLWIHON NHHKER) cBOOOAHA OT CTEPHYECKHX Orpa-
HHYEHHI BTOPOTO NMOpAKa.

JAJNBHEWIINN AHAJIA3

Pe3ynbTaTbl mogobGHOro pacCMOTPEHHSA AJiA YI/IOB BpAalLeHHS ¢’ H ¢” CYMMHDPOBaHbl HA
puc. 6.4,5. 3nech, KaKk H paHee, He3aKpallleHHbIe YYacTKH OTBeYalOT o6acTsAM 3HauUeHHH, pa3-
peLUeHHBIX MO B3aUMOAEeRCTBHAM IIEPBOrO NOPAJKaA, a CIUIONIHASA IHHHA OrpaHHuUKMBaeT o6nacTh
3Ha4YeHUMN, 3alpeleHHbIX H3-3a OTCYTCTBHA MeCTa IJIS pa3sMEIlEHHA TeX aTOMOB, PacCTOSHHE
MeX/Jy KOTOPBIMH 3aBHCHT OJHOBDEMEHHO OT ¢’ ¥ ¢” . B cnyvae yrios w’ u w” pa3pemennas
o6nacTh 3Ha4eHUR w” 3aBHCHT B KAKOW-TO CTENEHH OT YIia w’ . 3HayeHHA NOC/IeAHEro OrpaHu-
YeHbl MHTEPBAJIOM NpHONH3uTENBHO B 15° ¢ umentpoM mnpH 83° mna C¥-3x30- 1 C¥ -3ndo-
KOH(OPMALHR ¥ NPHMEPHO TaKHM XK€ HHTEPBAIIOM C UEHTPOM mpu 153° mns C? -3n00- u C3'-
9Kk30-KOH(OPMEPOB. JloNycTHMBbIE 3HAYEHHA w” JIeXaT B OKPECTHOCTH — 145 u —95° B uHTEp-
Bane ot 10 10 20° B 3aBUCHMOCTH OT .

HelicTBys yKa3aHHBIM CIOCOO0OM, MOXHO YOENHTLCS, YTO 3HAYHTENbHASA YaCTh IPOCTPAHCT-
BEHHBIX KOH(HUTypalHii 3anpelueHa BCIEACTBHE B3aMHMOAEACTBHA IEPBOTO H BTOPOTO MIOPAIKOB.
OnHako Heo6X0mHUMO ellie pacCMOTPETh B3aHMOIEHCTBHA BTOPOro NMOPAAKA ¢ YYETOM IPYTHX
nap ABYTPaHHBIX YTJIOB (HanpHMep, ¥’ U w” ) H BO3MOXHbI€ B3aUMOEHCTBHA aTOMOB, pacCTOSA-
HHE MEXIY KOTOPbIMH 3aBHCHT OT TPeX MM Oonee yrioB BpauleHna. KpoMe Toro, Ml elie He
paccMaTpUBaIH BO3MOXXHOCTSH B3aUMOAEHCTBHHA ¢ yuaCTHEM aTOMOB OCHOBaHHI — B3auMoneit-
CTBHA OCHOBaHHE—OCHOBaHHE H OCHOBAHHE—OCTOB.

Bce 3TH npo6iieMbl, 0AHAKO, YIPOWAIOTCSA, IIOCKOJIbKY KaXKIO€ H3 YKa3aHHbIX B3aHMOAEHCT-
BHt IPOUCXOAMT B Tex o6nmacTaX KOHPUIYPALUMOHHOTO NPOCTPAHCTBA, KOTODbIE yxKe ObIIH He-
KJIIOYEHB! H3-3a B3aHMOAEACTBHY NEpBOro ¥ BTOPOro nopaakor. Ha pHc. 6.5 cBeTnble yuacTKH
OTBEYAlOT TEM 00/1aCTAM, TI€ OTCYTCTBYIOT B3aUMONENCTBHA NIEPBOrO MOPAAKA IPH JaHHbIX ¢’
H y”. CunollHas JTHHHA OTPAHHYMBAET O0MacTh 3HAYECHHH 3THX YI/IOB, 3alPELUICHHYIO H3-3a
B3aHMOICHCTBHM BTOpOro nopsaxka. OnHako 3Ta 061acTh yXKe H Tak HCKIIOYAeTCs, H, CJIEAOBa-
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PUC. 6.5. KapTa AOmycTHMBIX 3HaYeHMi yrJioB ¢’ M Y”; 0603HaueHMs] T€ Xe, 4TO M Ha pHUC. 6.4.
[W.K. Olson, P.J. Flory, Biopolymers, 11, 1 (1972).]

TeNbHO, B3aMMOAECHCTBHS BTOPOIo NMOpsAAKa HE CYy)XaloT 00/1acTh 3HAYEHUI, pa3pellieHHbIX B3a-
MMOIEHCTBUAMH NEPBOro NMOpPsAAKa.
To JKe caMoe€ CIIpaBeJTHBO AJIA naaumoneﬂcupm BTOPOTrO NOPSAAKA MPH U3MEHEHHH YTJIOB
. Bonee Toro, ecnu 3HaueHue w’ HUKCHpoBaHO npu 83 wnu 153°, He BOZHHKAET Hmcaxﬂx cre-
pmecxnx 3aTpyIHEHMI IPH BPAILECHUH BOKPYT ABYX CBfi3el, MPUMBIKAIOIIMX K CBSI3H c¥ —c¢¥
(w"” ¥ ¢”). ITO 0becnedMBaeT HE3aBHCHMOCTDb BPALIEHHH BHYTPU OMHOM CTPYKTYPHOH €IMHH-
1bl, PACTIONIOXEHHON MeXAy AByMsi aToMaMH C*', OT BpaleHus B COCenHMX equuuuax. M Ha-
KOHEIl, KOTZia YIJIbl BpallleHHs OCTOBa HaXOOATCA B 00NacTAX, pa3pellICHHBIX B paMKax IIpoBe-
JIEHHOTO BBIIIE PACCMOTPEHHSA, OTCYTCTBYIOT CTEPHYECKHE OrPAHHYCHHUS IJIS B3aUMONCHCTBHH
MEXAY COCETHHMH OCHOBAHHAMH, HET NEPEKPbIBAHUSA OCHOBAHHM C OCTOBOM H HE BO3HHKAET I10-
MeX NPH OJHOBPEMEHHOM H3MEHEHHMH TpeX WIH 6oJiee ABYrpaHHBIX YIJIOB OCTOBA.

I'paHuLbI CTEPHUYECKH Pa3PEIIEHHBIX 00J1acTel MOryT OBITh YTOYHEHBI TAKHM K€ CIIOCOO0M,
KakK H B CJIy4ae MOJIMIIENTHAOB, T.€. C HCMOJb30BAaHHEM METOAA MEKATOMHBIX NOTEHIHAJIOB.
31€ech, OHAKO, BLIYHCJIEHHS CTAHOBATCA GOJIee CIIOXKHBIMM M IOJ/DKHBI BKJIIOYATh TILATENbHbIN
aHAJIM3 3JISKTPOCTATHYECKHX B3aUMOIEHCTBHI MeXOy pa3nu4yHbIMH rpynnamu. IIpu TakoMm
aHaJIM3€ NMPHUIHMCHIBAETCS APOOHBIN 3apsa COOTBETCTBYIOIIMM aToMaM ¢ochaTHBIX rpynmn, oc-
HOBaHMi H pu603b1. PacueTsl, MPOBEEHHbIE ITUM METOJICM, IIOKA3bIBAIOT, YTO KOHGOpMaLHus
OCTOBa CMEILAETCS B T€ CTEPHYECKH Pa3pelleHHbIe 00/1acTH, KOTOPbIe COOTBETCTBYIOT MUHH-
MaJIbHOM 3JIEKTPOCTATHYECKON I3HEPTHH, H YTO B 3THX 00/1aCTAX NPEANOYTHTEIBHBIMHU ABJISAIOT-
csa 6onee BBITAHYTHIE KOHDOPMaLHMH.

KoHburypauuu, DONMyCTHMbIE IJiS OCTOBa 2’ -I€30KCHPHOOHYKJIEMHOBOM KHCJIOTBI, JIHILb
HE3HAYUTENIbHO OT/IMYaroTCa oT TakoBeix Mg PHK. Pasnuune oGycnonneHo rJaBHbIM 00pa3oM
H3MEHEHHEM B 3HEPTHH, CBA3AHHBIM C BPALLCHHEM BOKPYT CBA3H c¥ —-0°
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6.5. Cunpl, CTaOMIM3HPYIOIINE YIOPSAOOYEHHBIE
KOHbopMauuu

XoTs pacueTbl METOAOM MEXAaTOMHBIX NIOTEHLHAJIOB [TO3BOJIAIOT HANTH Te 001aCTH KOHDHU-
IYpPauMOHHOTO IIPOCTPAHCTBA, B KOTOPBIX MOJIEKY/IA MOXET CYLLECTBOBATb, 3TH BBIYUCJIEHHS,
KaK U B ciiyyae O0enkoB, He MOTYT OOBACHUTb 06pa3oBaHHE BbICOKOYOPALOYEHHBIX CTPYKTYD,
MAPUCYLUMX HYKJIEHHOBBIM KHCJIOTaM NpH (HU3HOIOTHUECKHX YCIOBHAX. DTO CBA3AHO C TEM, YTO
pa3pelleHHas CTEPHYECKUMH H MNPOCTBIMH 3/I€EKTPOCTATHYECKMMH OrpaHMUYeHHAMH o0nacTh
MPOCTPAHCTBA XOTA H OTHOCHTEILHO OrpaHHuY€HA, elle NOCTATOYHO BeJHKa, uTob6bl Mor cy-
LIeCTBOBATH LWIMPOKHH CIIEKTP HEYNOPAOOUYEHHBIX CTPYKTYp. Bosee TOro, ucxons U3 npeasiny-
LUIMX BLIYHCJIEHHM, HENMb3A MOHATh MEXaHU3M 00pa30BaHHsA NOCTOAHHO BCTPEYAIOLIMXCH ABYX- U
Jake TPEeXUEMOYEUHbIX CTPYKTYDP: OJIA 3TOr0 HeoOXOAMMO paccMaTpHMBaTh B3aUMONENCTBUSA
Mexay uensMu. CrenoBaTe/LHO, HAM HYXKHO BEPHYThCA K aHAIH3Y APYTHX THIIOB CHJI, KOTODBIE
UTPalOT NMEPBOCTENEHHYIO POJIb B CTAOHMIH3ALHH PETYNAPHBIX CTPYKTYDP HYKIEHHOBBIX KHCIIOT.

Ha puc. 3.14 cxemaTuyecku uzobpaxena B-¢popma nsoiHo#t cnupanu IHK B cooTBETCTBHH
CO CTPYKTYpO#M, npeanoxxenuoit Ix. Yorconom u ®. KpukoMm. [IBe npaBble NOJHHYKIEOTH-
Hbl€ CIMPAJIH epenieTeHbl TaK, 4YTO OCHOBAHHS PACIIONOXKEHbI BHYTDH CTPYKTYDBI, a pocdonu-
3¢pUpHbIH OCTOB CHapyxH. OCHOBaHHA 00pa3yloT NPAMON YroJ ¢ OCbIO CITHPAJIM H Y/IOXKEHBI B
CTOMNKY APYr HAad APYrOM; PacCTOAHHE MEXOY COCEIHHMH OCHOBaHHAMH cOcCTaBnseT 3,4 A.Ha
BHTOK CIIHPAaJIH MPHXOAUTCA AECAThL AP OCHOBAHHUH, H, C/IENOBATEILHO, LIAT CIIHPAJIH paBeH 34
A. Llenu OpHEeHTHPOBAHbI B NPOTHBOIIONIOKHBIX HATIDABIEHHAX (T.€. MMEIOT NMPOTHBOIIONOK-
HYI0 NMOJIZPHOCTH), TaK YTO Ha JIIOOOM KOHLE CIMPaJIM OAHA Lenpb HeceT cBoboaubIlt 5’ -pocdar,
a apyras — cBOOOAHBIN 3’ -THAPOKCHII.

Eiue n0 Toro, kak 6bl1a ycTaHOBJ/IEHA 3Ta CTPYKTYpa, ObLI0 MOKa3aHO, YTO YHC/IO MYyPHHO-
BbIX M THPUMHAHHOBbIX OcHOBaHMmit B JIHK oauHakoBo M, 6osiee TOro, YHCIO OCTATKOB aAeHHHA
(A) paBHO uncny octaTtkoB THMHHA (T), a uucI0 ocTaTkoOB ryaHuHa (G) paBHO YHCITy OCTAaTKOB
unTo3una (C). Ctpyktypa Yorcona—Kpuka aaet oObsacHEHHE 3TOMY COENaHHOMY paHee Hab-
moaeHno. OCHOBaHHA MPOTHBOIOJIOXKHBIX LENel 3aHUMAaIOT CTPOro PHKCHPOBAHHLIE MOJIOXKeE-
HHA, YTO AAET MM BO3MOXHOCTbL 00pa30BLIBATHL BOAOPOAHBIE CBA3H. DTOT MPOLECC CTPOTO
crneundHyeH H MPUBOAUT K TOMY, UYTO A MOXET B3aHMOIEHCTBOBATL TONMBKO K T, a G — ¢ C,
NO3TOMY LENM ABJIAIOTCA B3AHMHO KOMIUIEMEHTapHbIMH. TakuM oOpa3oM, eclid,ABUTasch OT
5’- k 3’ -koHLY OOHOM LienH, Mbl BcTpeuaeM nocneaosatenbHocTb AGCTAGGT ..., TO BIpoTH-
BOMOJIOXKHOMN LleNH Mbl HAJEM NOC/IEN0BATENBHOCTb (IPOYHTAHHYIO OT 3'- K §'-KoHuy) TCG-
ATCCA (NpHHATO, OOHAKO, HYMEPAUHIO B NMOC/JEI0BATEILHOCTH BECTH OT 5'- K 3’ -KOHLY, TakK
4YTO MocieadHe BoceMb OykB cneayet 3anucaTh Kak ... ACCTAGCT). 3T0 KOMIJIEMEHTapHOe
CnapMBaHHE OCHOBAHMH MeXAY LENAMH OKa3blBaeTCA BO3MOXHBIM MOTOMY, YTO (epMEHTATHB-
HbIH CMHTE3 NMPOUCXOOUT NYyTEM CNelH(HUYECKOrO JOCTpauBaHHUA HA OOHOM LIENH BTOPOM, KOM-
MJEMEHTAPHON K Hel, a He BOCIPOM3BEAEHHS NOCIEN0OBATENLHOCTH OCHOBAHHIA B 3TOM LENH.
CnenyeT noauepkHyTh, UTO, Kak ObLJIO NOKa3aHO, B Pa3/IHYHBIX IKCEPHMEHTA/ILHBIX YCIOBHAX
crpyktypa JJHK X0poluo cOOTBETCTBYET YOTCOH-KPHKOBCKOM, HabnoaaeMoi B BOJIOKHAX.

JBe Ba)kHbIE OCOOEHHOCTH He OblIM OOBACHEHB! B paMKax NPOBEAEHHOTO HaMH KOHpopMa-
IMOHHOTO aHa/lH3a — crnenudHuecKoe CllapHBaHHe OCHOBAHMM H TMOpa3sHTENIbHasA napauiellb-
HOCTb B PACNOJIOKEHHH YITOKEHHbBIX B CTONKY OCHOBaHHN. DTH 0COOEHHOCTH XapaKTEPHBI H IUTA
OPYTHX CTPYKTYP HYK/IEMHOBBIX KHCJIOT, B TOM YHCJIE T€X M3 HHX, KOTOpbIEC 06pa3yloTcs B ci1y-
qgae OJHOLENOYEYHbIX MOIMMEPOB, TakHX, Kak TPHK. Ouu BoI3bIBalOT 0COOBIN HHTEPEC, U MbI
paccMOTPHM HX 6ojiee meTanbHo.



KOH®OPMAIMOHHEIN AHAJIN3: HYKJIIEMHOBBIE KUCJIOTHI 295

6.6. CnapuBaHue OCHOBaHHIt

B03MOXHBI pa3jiMYHbIE THNBI CIAPHBAHUA OCHOBAaHHM, H 3TO MHOroo6pasue ynaercs Hab-
MOIATh Ha OMbITE.

Ha puc. 3.11 moxa3saHo cneun¢pHyeckoe cnapuBaHue OCHOBaHuM mo cxeMe YoTcoHa u Kpuka,
COTJIaCHO KOTOPOH MeXAY ameHHHOM M THMHHOM (HNH ypauuyioM) o6pa3yioTcs OBe BOZOPOA-
HbI€ CBA3H, a MEXAY I'YaHHHOM H UMTO3HHOM — TpPH. XOTeNoch Obl MOHATDH, NOYeMy 00pa3y-
FOTCA Napbl OCHOBAHHM HMEHHO C 3THM THIIOM CNIEUHGHYHOCTH H, Iajee, AONMycCKas 3Ty CleLH-
duyHoCcTh, NoyeMy B AT- 1 GC-napax peain3yerca HMEHHO 3TO KOHKPETHO€ PacioyioXeHHe BO-
AOPOOHBIX cBA3el. OTBET HA 3TH BONpPOCHI, 6€3 COMHEHHs, HETPHBHAJIEH.

Xopowio H3BECTHO, YTO OCHOBAHHA MOTYT acCOLMHPOBATb, OOpYy3ys KOMIUIEKCHI C MO-
MOLIBIO BOJAOPOAHBIX cBA3eH. MHOXeCTBO TaKHX KOMIIJIEKCOB H3 OJMHAKOBbIX OCHOBaHHUH 06Ha-
pPY>X€HO NpH KpHcTaiorpadHuecKux HecenoBaHunX. Puc. 6.6 nnmocTpupyeT o6pa3oBaHue Bo-
IOpPOOHBIX CBA3EH MeXIy OCHOBaHHAMH aficHHHA B KpHCTajulax. Takue ke acCOUMATh! H3 ONH-
HAKOBBIX 3JIEMEHTB HabJII0NaNuCh B KPHCTAJIZIaX H APYTHX OCHOBaHHMIA.

T1p#u coBMECTHOM KPHCTANIH3aUHH OOBIYHBIX MOHOMEPHBIX IPOH3BOAHBIX aICHHHA H ypallk-
Na Toxe Habmonaerca o6pa3oBanie nap A — U, 0OIHAKO OHH HUKO20d He A6AAIOMCA YOMCOH-
kpuxoeckumu. O6HapyXeHHbIe THIIBI KOMIUIEKCOB HIUTIOCTPHpPYeT puc. 6.7. Ha puc. 6.7,4 no-
Ka3aHa YOTCOH-KPMKOBCKAaf CX€Ma ClnapHBaHHsA OE€30KCHaAeHO3HHAa H THMHIHMHA; Ha pHC.
6.7,6 — cxemMa cBa3biBaHHA, oOHapyxkenHoro K. XyrcreHoM (1963 r.) B KoMIulekce 9-
MeTH/IalcHHHA H 1-MeTHNTHMHHA. B 3TOM KOMILIEKCE POJib aKLENTOpa BOOOPOOHOMN CBA3H
urpaer a3ot N7 azleHHHOBOTO KOMbIA (MMHOa301bHOM YaCTH KOJIbLA). DTA CTPYKTYpPA H3BECTHA
KaK Xxy2cmeHnoeckan, WM umuoasonvras. Puc. 6.7,B uimocTpupyeT ob6paTHYI0 HMHAA30/IbHYIO
CTPYKTYPY, B KOTOPO# aKLeNTOPOM BOIOPOOHON CBA3H ABJIAETCA aTOM 02 ypaunna smecto O%.
Pacuer MeTOAOM MOJIEKYNAPHBIX opOuTasnel, BoINONHEHHbIH TTynbMaHOM H €ro Kojuieramu
(1966 r.), naeT Ons Napb! alCHHH — THMHH C/IEAYIOLLY O NOCIEOOBATENBHOCThE CTPYKTYD B MO-
panke yObIBaHMA HX CTaOHIBLHOCTH: HMHOA30JIbHAas CTPYKTypa, oOpaTHas HMHOA30/bHas
CTPYKTYDPa, YOTCOH-KPDHKOBCKast CTPYKTYpa.

HAna GC-nap, KOTOphIE TAKXXE HCCACAOBAIHCh B KDHCTa/IIax, Habmonaerca apyras CHTya-
una. B 3TOM ciyyae HMEET MECTO TOJBKO YOTCOH-KPHKOBCKOE CliapHBaHHe, 4TO, BEPOATHO, 00-
YCJIOBJICHO HaJIHYHEM TPEX BONOPOIHBIX CBA3ER B 3TOM CTPYKTYDE.
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PHC. 6.6. Tdps1, 06pa3yolLMecs MEXIY OCTATKAMH aIEHHHA B HEKOTOPBIX KPUCTAJUTHYECKHX CTPYKTYpax.
[D. Voet, A. Rich, Progr. Nucleic Acid Res.Mol.Biol., 10, 183 (1970).]
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PUC. 6.7. PaannyHble Nappl, 06pa3yroLIHeca ¢ IOMOLIbIO BONOPOIHLIX CBA3EH MeX Iy NPOH3BOAHBIMH anc-
HHHA M ypaumnna. [D. Voet, A. Rich, Progr. Nucleic Acid.Res. Mol.Biol., 10, 183 (1970).]
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YOTCOH-KPUKOBCKOE CIHAPUBAHHE
B KPUCTAJIJIAX AMHYKJIEOTUAOB

XO0TH YOTCOH-KPHKOBCKOE CBA3bIBAHHE OOBLIYHBIX MOHOMEPHBIX NMPOH3BOOHBIX A U U B Kpu-
cTauiax He Habmonanock, AHHYKIEOTHA ApU KPHCTAUIH3YETCA KaK MHHH-CITHPaib, B KOTOPO#
MPOHCXOAMT KOMIUIEMEHTAPHOE YOTCOH-KPHKOBCKOE ClIapHBaHue OCHOBaHHMN. KoMIuieMeHTap-
HbIe KOMIIeKchl ApU ObIIIH HCCIEN0BaHbI C aTOMHBIM pa3pelieHHeM A. PuueM u ero Kosuiera-
MH (1973 r.); ux CTPYKTYpa NpHBEAcHa B BepXHell yacTH puc. 6.8. Eciii IOCMOTpeTh Ha COCEHHE
ocTaTkd pub03sl B caxapodocdaTHOIM LenH, TO CTaHeT ACHO, YTO KOMILIEKC 3aKpydeH BIpaso. B

PUC. 6.8. Crpykrypa ApU (eeepxy) u ciupaiu PHK ¢ nepuonom B 11 nap (6ru3y); BepTHKaNbHAs NyHK-
THpPHas npsaMas — ocb cnupaieit. [J.M. Rosenberg et al., Nature, 243, 150 (1973).}
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HHJKHelt yacTH pHMcyHKa u300paxeHn cermeHT cnupand PHK ¢ 11 mapaMH Ha BHTOK, B KOTOpO#
PEATH3YETCsl YOTCOH-KPHKOBCKOE crapuBaHHe. Takoit THN cnHpan, 0OHapy>XeHHbIH, HaMpH-
Mep, B BUpycHbIX PHK, oueHb cxonen co cmupansio ApU. CnegoBatensHo, Xota A (wiu U) mo-
ryT CIapHBAThLCA CaMH € cO00 H XOTA B KpHCTAJIaX CMECH MOHOMEPHBIX TPOM3BOAHBLIX A B U
06b1yHO 06pasyrorcs komiekcsl A — U, cTaGHIH3HpOBaHHbIE BOOOPOJHBIMH CBSI3SIMH IIO
CXeMe, OTIMYHOH OT YOTCOH-KPHKOBCKOH, [BOIHas cnupais YorcoHa—Kpuka obpa3yercs
YK€ U3 NPOCTBIX AHHYKJIEOTHIOB H, KaK II0Ka3bIBalOT HCCEAOBaHusA, H3 poly(A) u poly(U). Ilo-
BHIHMOMY, B CJTy4ae OJJHFOMEPOB H IOJIEMEPOB HrparoT pojib GakTopsl cpenbl H reoMeTpHYe-
ckue 3¢ dekThl, He OelcTBYIOINE HA MOHOMEDPSBI. OHH IENaloT YOTCOH-KPHKOBCKOE CTIAPHBAHHE
6onee NpeANOYTHTENbHBIM.

CTIELUU®UYECKOE CITAPUBAHUE OCHOBAHUI B PACTBOPE

Boiie MBI paccMOTpenH 06pa3zeBaHHe pa3IMYHLIX AP OCHOBaHHI B KpUcTa/nax. OnucaH-
Hbl€ 3KCMIEPHMEHTH!I HIUTIOCTPHPYIOT MHOroo6pasHe B3aHMOIEHCTBHM, KOTOPBIE MOT'YT IIPH
TOM PEaATH30BaThCHA, HO HHYETO HE TOBOPAT 06 OTHOCHTENBbHOH CTaOHIILHOCTH Pa3/IHYHBIX TH-
MoB KoMILiekcoB. MHTEpECHO, B YaCTHOCTH, ONPEAENIHTD, OyIeT JIH B CMECH OCHOBaHHH NpPOsB-
JIATHCA TEHAEHIHA K 00pa30BaHHIO CEHPHYECKAX KOMIIIEKCOB HIIH e OyJeT mojayyaThCes LIH-
POKO€ pacnpefieJieHHE KOMIUIEKCOB Pa3IHYHbIX THNOB. I10o106HOTr0o pona BONPOCHl MOXHO HC-
CJIENOBATh NYTEM aHaJIH3a B3aMMOIEHCTBHI MEXAY OCHOBAHMAMH CNIEKTPOCKONMHYECKHMH Me-
TOJaMH, TAKMMH, Kak HHGpaKkpacHas cnekTpockonusa uan AMP. SicHo, 4TO HccenoBaHus Oo-
JIXXHBI IPOBOANTLCA B PACTBOPHTENE, KOTODBIH ABIAETCH cNabbIM JOHOPOM HJIH aKnenTOpOM
BOIOPOAMBIX CBA3€H, YTO6BI accoMalis HYKIEO3UAO0B Opla 6071€e YETKO BEIPAXEHHOMN.

G G
0,4 " 0,0008 M I
+a
5
£ C A
= | 0,0008 M B
2 04
: /\4\
b4
S |
gz 0
E
© 0,8 — — == BoluncneHHas
G+(1:6 M A A+G cymMma
0,00 ’\ ——— DKCNEPUMEHT
0,4 -
o i f |
3 500 3400 3 300 3 500 3 400 3 300
BosnHoBOe 4ucio, cM -1 BonHosoe uncio, cM-1

PUC.6.9. UadpaxpacHble CIEKTPbI NPOM3BOAHBIX 'YaHHHA, UHTO3HHA M aJICHHHA H HX CMecel, Nexaluue B
obnactn yactot xonebauut NH-rpynnsi. [R.C. Lord, G.J. Thomas, Jr., Devel. Appl. Spectroscopy 6, 179
(1968).]
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Tabauya 6.2 Tabauya 6.3
KAYECTBEHHBIE XAPAKTEPUCTUKH TEPMOJHWHAMMUYECKHE
CMNEUU®HUYHOCTH CIIAPUBAHHUA MNAPAMETPEI OBPA30BAHUS
OCHOBAHUM, MMAP OCHOBAHWUM
MONYYEHHBIE C MIOMOULIO B JENTEPOXJIOPO®OPME
MH®PAKPACHOWM CIIEKTPOCKOITHH! MPH 25°CV
MNeproe Brtopoe ochoBanne IMapa K,M™! —AH, —AS,
OCHOBaHHE OCHOBaHHA kka - Momb~ ! xan » rpan~ ! momn !
C I G T U
U—u 6,1 4,3 11,0
A o ¢ o ¢ ¢ A—A 31 4,0 11,4
U o ) ) o A—U 100 6,2 11,8
T o o o Cc—-C 28 6,3 15
G C o G—G 10° — 10* 8,5 — 10)? asy?
1 C G —C 10* — 10° (10 — 11,57 (15?
D'y, Kyogoku et al., Biochim. Biophys. Acta, 179, 10 (1969). Dy. Kyogoku et al., Biochim. Biophys. Acta, 179, 10(1969).
2 OrHocuTenbHas CTaGMIBHOCTH acCOLMATOB 06O 2 3y MONYY4EHO B NPEANONOXKEHHH, uTO AS = —15 kan X
cneayrommMm obpajom: C — CHIBHOE B3aWMOAEHCTBHE, x rpan‘l - moms™ L.
Cp — cpeanee, O — BiauMOOeNCTBHE OTCYTCTBYET. ) IMpeanonoxurensuoe 3HayeHue.

Hccnenosanusa Takoro poaa Obiiu BeinonHeHsl P. JlopaoM u A. PuueM u ux kosieram. Ha
puc. 6.9 npuBeneHbl HHGPaKpacHble CNEKTPhl B 06macTH YacToT Konebanuit N —H-cBa3u ans
MPOMU3BOJIHBIX I'YaHHHA, UATO3HHA H aICHHHA, a TaKXe JIA MMONMapHbIX CMecelt 3THX OCHOBaHHIA B
neitrepoxnopogopMe. CIUIOLIRbIE KPHBLIE HA JIEBBIX rpadHKkax — HaOMomeMble CIEKTPhI O/
G u C 1o OTOEeNBHOCTH NPH KOHLEHTpAaUHH ocHoBanHit 0,0008 M u cnekTp HX 3KBHMOIIAPHOMR
CMeCH (CyMMapHas KOHUEHTpPAaUHsa B 3TOM ciyvae coctasisana 0,0016 M). Ecinu 6bl HUKAKOTO
B3aUMOIEACTBHA He Ob110, HabmonaeMblit CeKTp Io/keH Obl Obl COBNAnaTh ¢ CyMMOMN IBYX
WHIMBHAYAJbHbIX CNIEKTPOB — NMYHKTHPHON KPHBOM HAa HHXKHEM JIEBOM PHCYHKe. OIHAKO OH fB-
HO OTJIMYAETCA OT ITOH KPHBOM, UTO CBHAETENbCTBYET O HATMUMM B3auMoeicTBua Mexxay G u
C. C opyroit cTOpOHbI, COOTBETCTBYIOLIHE KPHBbIE Ha MPABOM HHXHeM rpaduke siICHO yKka3blBa-
10T Ha TO, uTO Mexay G u A B3aHMOIeHCcTBHE OTCYTCTBYET.

B Tabn. 6.2 cyMMHpOBaHbI OaHHble HCC/IENOBAHMH, AHAJIOTMYHBIX MNPHBENEHHBLIM Ha
puc. 6.8, B KOTOPBIX OBLLIO MPOBEPEHO HAJTMYHE NTONAPHOT O B3aUMOAEHCTBHSA IS YeThIPEX I1aB-
HBIX H OJJHOTO MHHODHOI'O OCHOBaHHUM (MHO3HHA, ). DTH NaHHBbIe OTPAXAIOT Pe3yJbTAaTh! Ka-
YecTBEHHbIX HaOMOAeHHN MHOPAKPACHBIX CIIEKTPOR B CMECAX, OOBLIYHO COAEPKALLMX KAXI0E U3
OcHOBaHHM B KOHUeHTpauun 0,004 M. OHHM yKa3bIBalOT Ha BBICOKYIO CIHUKMGHUYHOCTD CrIapHBa-
HHA OCHOBAaHHH, MOCKOJIbKY IS MHOTHX H3 HCCJIENOBAHHBIX CMECEH OTCYTCTBYIOT KakHe-THOO
MIPH3HAKH B3aUMoleicTBHA. B To ke Bpems HaOnonaercs cneundHueckoe cnapuBacHie A ¢ T
(unu U) 1 G ¢ C. Kpome Toro, oOHapy»eHbl po4Hble accoudaTbl | —C u 6onee cnadbie KoM-
miaekcbr A—1.

JAns AU-nap uMeloTcs ApyrHe OaHHble, yKa3blBalolige Ha o0Opa3loBaHHMe KaK YOTCOH-
KPHKOBCKHX, TaK H HMH/IA30J/IbHBIX (H/HJIH OOpaTHLIX HMHOA30JbHBIX) CTPYKTYP. TeM He Me-
Hee, He oOpalllas BHUIMaHHA Ha JeTaJu 0Opa30BaHHBIX CTPYKTYP, MOXHO CKa3aTb, YTO CHELH-
(HYHOCTB B3aHMMOOECHCTBHI OCHOBAHHH OPYr ¢ APYroM, HabrogaeMas 11 MOHOMEDPOB, B TOY-
HOCTH COOTBETCTBYET CNEUNGPHYHOCTH, NOCTYIUPOBAHHOR YOTCOHOM M KPHKOM n/1d ABOAHOM
cnupann JHK.
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PUC. 6.10. B3auMmopmefiCTBHE MeXIY NPOH3BOAHBIMH 9-3THIAACHHHA H 1-LHKIOreKCHIypaluia.
PacTBopuTens — CDCl3 ; 25 °C. [R.C. Lord, G.J. Thomas, Jr., Devel, Appl.Spectroscopy, 6, 179 (1968).]
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B tabn. 6.3 npuBeneHbl HEKOTOPbIE TEPMOAHMHAMMYECKHE JaHHbIE O CIIAPHBAHHH OCHOBAHHH
npu 25°C B neiitepoxitopodopme. BunHo, HAIPHMED, YTO KOHCTAHTHI CBA3bIBAHKSA NPH 06pa3o-
BaHHH Nap OCHOBAHHHA H3 OZHHAKOBbIX MOHOMEPHBIX €IHHHI H YOTCOH-KPHKOBCKHX Nap pa3Jiu-
4YaloTCA He MEHee ueM B 15 pa3, a HHOroa ux oTHoweHue nocturaeT 1000 u 6onee. Takoe npen-
MOYTEHHE YOTCOH-KPHKOBCKHX NapTHEPOB OOYCJIOBJIEHO BBIMIDbILLIEM B 3HEPTHH KOMIUIEKCOB,
4YTO CJIEAYET H3 3HAUHTE/IbHBIX Pa3/IHUHH B 3HTAIbIIHH CBA3bIBAHHA AH 071 pa3/HYHBIX NIap oc-
HOBaHHH,

Jns panbHeAUIEro BEIACHEHHA MPHPOABI TeX GaKTOPOB, KOTOPbIE ONPEAEAIOT NPOYHOCTDb H
cnenpUUHOCh OJAHHOTO KOMILJIEKCA, PACCMOTPHM Dsdbl NPOH3BOAHBIX OCHOBAaHHH, KOTOpBIE
ClIerKa OT/JIHYalOTCA OT HCXOOHbIX OCHOBaHUN. Takue paawl a1 A ¥ U npuBeneHs! Ha pHc. 6.10.
Boons cTpenok, COOTBETCTBYIOLLUMX B3aHMONEHCTBHIO MeEXAY 9-3THNaAcHHHOM H 1-
LIMKJIOTEKCHITYPALIH/IOM, a TaKXe MEXAY HX NPOU3BOAHBIMHE, H PAIOM C KaXXIbIM HX 3THX MpO-
H3BOIHBIX YKa3aHbl COOTBETCTBYIOLIHE KOHCTAHTHI accounatmu (B M~ 1). DTu naHHble M03BO-
JIAIOT NMOHATD OEeTasH peakuyuu o6pasosanus nap. Hanpumep, HecmocoBHOCTD 3-MeTHIypaLMaa
CBA3bIBATbCA C alEHHHOM OOYC;I0BJI€HA, MO-BHAMMOMY, HEBO3MOXHOCTbIO OOpa3OBaHHs LH-
KJIHYecKoro numepa. bBosnblroe 3HaueHHe KOHCTAHTBl acCOLHALMH 5-6poMypaLunia ¢ aieHHHOM
00BACHAETCA, BEPOATHO, CYLLECTBEHHBIM YBEIHYEHHEM KHMCIOTHOCTH NH-rpymnmnsl, BbI3BaHHBIM
OTTATHBAHHM 3JIEKTPOHA aTOMOM OpoMa; 3¢dekT yBenuueHHs kucnotTHocT NH-rpynnsr gon-
KEH ¢ H30BITKOM KOMIIEHCHDOBATb NIPOTHBOIIOIOKHOE BIIHSHHE YMEHBbLIEHHUS OCHOBHOCTH KHC-
nopona. (YBenuueHue kucnotHoctd NH-rpynnsl o3Hauaer, yTo Bogopon cnabee NpHTArHBaeT-
Csl K a30TY 4, CIIENOBATEIbHO, JIErYe BCTYNAET BO B3aHMONEHCTBHE C APYro# 3J1EKTPOOTPHIIA-
TeNbHOMH Ipynnofi. YMeHbLIEHHE OCHOBHOCTH KHCJIOPOAa 03HauyaeT MOHHKEHHE €ro CPOACTBA K
HOHY Boaopona.) Moxere M Bbl 0OOCHOBATh HEKOTOpbIE APYTHE H3 NMPUBEACHHBIX pe3yIbTa-
TOB?

3nech Mbl DOMXKHBI TOAYEPKHYTh, YTO HE COBCEM ACHO, MMOUEMY CNEHGUUHOCTD CTOJIb YETKO
BbIpaXK€Ha Ha MOHOHYKJIEO3HAHOM ypoBHe. Co30aeTcs BIIeYaTICHHE, YTO XOTSA reOMeTpHYECKast
KOMIUIEMEHTAPHOCTh XapaKTepHa [I/ii MHOTHX ITap OCHOBaHHH, €€ HEOOCTATOYHO O/ o6pa3oBa-
HHA NPOYHOTO KOMILIEKCa, T.e. cnenmpuueckue AU- u GC-napbl B AONOTHEHHE K T€OMETPHYEC-
KON 061ajaloT «3EKTPOHHON» KOMIUIEMEHTAPHOCTBIO, H 3TOT (akT HecOMHeHHO Tpebyer
KBaHTOBOMEXaHHUECKOTO 00biAcHeHHA. [IpHuHHa TOro, 4YTo Takoe OObACHEHHE A0 CHX MOP HE Mo-
JIy4EHO, CBA3aHa C NPHOMMXEHHBIM XapakTepPOM KBAaHTOBOMEXAHHYECKHX PacuyeTOB; TOYHOCTb
3THX PacyeTOB HEAOCTATOYHA, YTOOBI OOBLACHHTL OTHOCHTEBHO HEOONBIIYIO Pa3HHLY B 3HEP-
THH MEXIY «CNELHGUUECKHMH» H «HECTIEH(PHUECKHMH» KOMILUIEKCAMH.

Pe3ynbTaThl ONHCAHHBIX BbILE IKCIIEPHMEHTOB NMPHBOASAT K BBHIBOAY, YTO CIHUHPHUHOCTH
cnapuBaHid A — U u G — C sABnsAeTCd HEOTBHEMIIEMBIM CBOMCTBOM CaMHX MOHOMEPHBIX
OCHOBaHHH — CBONCTBOM, KOTOPO€ Mbl INPHIHCHIBAEM 3JIEKTPOHHOH KOMIIJIEMEHTApPHOCTH.
OnHako Takas napa, kak A — U, MoxeT 06pa3oBbIBaTbCA HE €AHHCTBEHHBIM CIIOCOO0M (MMH-
[a3ofibHas CTPYKTypa, oOpaTHas MMHIOA30JIbHasA CTPYKTYpPa H/IH YOTCOH-KPHKOBCKasA CTPYKTY-
pa), H GOpMHPOBaHHE ABOHHON YOTCOH-KPHKOBCKOH CIIMpa/IH OONXHO 0OecnieuyHBaThCA ACHCT-
BHEM [IOTIOJTHHUTEIbHBIX T€OMETPHUECKHX HAKTOPOB H cpedbl. (O HEKOTOPBIX APYTHX B3aHMO-
NEeACTBHAX NPH CIAPHBAHHH OCHOBAHHH CM. HONMOMHEHHE 6.1.)

6.7. CT3KHMHT OCHOBaHHU

AHAIM3 KPHCTAJLTHUECKOH CTPYKTYDBI CIIHPAJbHBIX MOJIEKY/T HYKJIEHHOBBIX KHC/IOT MOKa3bl-
BaeT, UTO IJIOCKOCTH CIEAYIOLMX OPYr 32 APYrOM OCHOBAHMH NMPaKkTHYECKH Napasijie/ibHbl H B
3HAUUTENBHON Mepe NMEpPEeKPbIBAKOTCA; ABYTPAHHBIN Yroll MEXAY COCEIZHHMH IJIOCKOCTAMH HE
npesbilaeT 20° (3TH 0COOEHHOCTH OTYETIMBO BHAHBI B CTPYKTYype ABoiHOM cnupand JHK Ha
puc. 3.12). SBasercs M TaKoe CTOMOYHOE PACNONOXEHHE (CTIKHHT) OCHOBAHHUM CIIEACTBHEM
reOMETPHYECKHX OrPaHHYCHHN, HajlaraeéMbIX Ha Yriibl BpALUEHHA OCTOBa creunduyeckoit reo-
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JonosnHenue 6.1

HEKOTOPBLIE IPYTUE CJIVYAU CITAPUBAHUS OCHOBAHUN

BecbMa HHTEpECHO B IaHHOM KOHTEKCTE PACCMOTPETb HEKOTOPbIE CBONCTBA 6apOHTYpaTOB — COEAMHE-
HHHA, OJIM3KHX MO CBOEMY CTPOEHHIO K YPAaLMJIY. DTH JIeKapCTBEHHbIE BELECTBA LUKPOKO NPHMEHAIOTCA Kak
CHOTBOPHbIE, YMeHbluas NOTPeGNeHHe KHCI0POaa B TKAHAX MJIEKOMUTAIOILNX H MOIABJIAA NPOLECC AbIXa-
HHA B MUTOXOHIApHUAX. HHKe npuBeneHb! CTPYKTYPHbIE Gopmynbl GapOuTana, ponobapbGuTana, THOMEHTa-
J1a ¥ ypaumuna.

(o] (o]
C,H C,H
e 5 ¢ 3N—H Csz s ¢ 3N_H
CZH561):O 6’61):0
(0] fr O T
H H
Bapburan PenobapbuTan
(1000M™1) (1200 M)

C,H;
CH,CH,CH,CH < 4 SN—H

‘ 3
CH; A2 g,}k

(o) | S
H
TuroneHnTan Vpauun
(600 M™!) (100 M)

[naBHOe pa3nuume Mexay GapbUTypaTamu kacaeTcs GOKOBOJ LenH, cBA3aHHOM ¢ C*-aTOMOM, H HaH-
yHs KHCNIOPOIA WK cepbl ¥ aToMa C2. M3-3a CXOACTBA ITHX COEHHEHMH C YPAIMIOM MOXKHO OXHIATh, 4TO
6ap6uTypaTs! 6ynyT 06pa3oBeIBaTh crieM(pHUECKHE KOMIUIEKCH! C aIEHHHOM, YTO H NPOHCXOIHUT B ACHCT-
BHUTENBHOCTH. [Tox kaxa0# CTPYKTYPHOM GOpMYNo# B Ckobkax yka3aHbl KOHCTAHTbI HX ACCOLMALIHH C aje-
HHHOM B OeliTepoxiopodopme (Kyogoku et al., 1968). C HHTO3MHOM, 'YaHHHOM H YPALWIOM 3TH COEMHE-
HHS HE B3aHMOZEHCTBYIOT, @ KOHCTAHTbI HX aCCOLMALIHM MexXay co6o#t iexaT B uHTepBasie ot 1 o I0M~/,

B3auMoaelcTBHE MEXAY aleHHHOM H 0apOMTypaTaMH 3HAUYKHTENLHO CHIbHEE, Y€M MEXIY aleHHHOM H
ypauwioM. 310 obycnosneHo nByms ¢aktopamu. Bo-nepBeix, NH-rpynna 6apOutypaToB sBnsercs Ha-
MHOT0 Oostee kucno#: s ypuauHa pK = 9,4, B To BpeMd Kak n/1a Oapbutana pK = 7,8, s dpenobapbu-
Tana 7,3, a ana tvonenrana 7,4. Bo-BTopbix, 6apOMTypaThl HecyT BaBoe Oonbluee uHcio NH- u
C=0-rpynmn, ueM ypalHJ, TaK YTO YHCTO CTATHCTHUYECKHHA 3P DEKT yBENHUHBAET KOHCTAHTY CBA3bIBAHHA
6apOMTYPaTOB ¢ aIeHHHOM B IBa pa3a. 3aMeTHM, YTO KOMIIIEKC aJleHHHA C THOTIEHTAIOM OKa3bIBAETCA Me-
Hee MPOYHBIM, 4eM ¢ heHoBapOuTanoM H 6apbHTaNOM, NPEANONOKHTENBHO H3-32 MEHBILEH NIEKTPOOTDH-
LATENLHOCTH CEPbl M0 CPABHEHHIO C KHCJIOPOAOM.

[MonaratoT, 4To 6ap6UTYpPaThl CTAHOBATCA aKTHBHBIMH B HEMOJIAPHOM OKDYXXEHHH, BO3MOXHO B MEM-
6panax. [103ToMy pe3ynbTaThl, MONYYEHHBIE B XJI0POGOPME, MOTYT HE CITHILKOM OTJIHYATBCH OT TaKOBbIX
s GU3MONIOrHYECKHX YCJIOBHI, B KOTOPbIX 3TH BELIECTBA B3aHMOAEHCTBYIOT ¢ OCHOBAHUAMH HYKIICOTH-
noB. KoHeuHO, BOMPOC 0 TOM, HMEIOT JIH TaKOTO pOJa NaHHble OTHOILEHHE K MeXaHH3My dapMakooruye-
cKOro aeHcTBHs 6apOHTYPAaTOB, OCTAETCA OTKPBITHIM, HO NIPHBENEHHbIE PE3yNbTAThI MOKA3bIBAIOT, KaK H-
3HYECKHE HCCTIENOBAHHA MEXaHH3MA XHMHYECKHX IPOLECCOB MOT'Y T IEPEPACTH B H3YUEHHE MEXAHH3Ma QH3H-
OJIOTHYECKOTO ABJIEHHA.
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MeETpHe YOTCOH-KDHKOBCKOTO CIIapMBaHHR OCHOBAHHIA, HJTH 3TO PACIOJIOKEHHE IHEPTETHYECKH
bonee BLITOZHO M camMO no cebe caykut cTabunn3upyromuM GaxkTopoM IS YOTCOH-
KPHKOBCKOH CTPYKTYpBI?

CTOKHHI' OCHOBAHHY B OJHOLIETTIOYEYHOM poly (A) B PACTBOPE

VYcnoBusa, HeoOXOAHMBIE 1A CTIKHHTA OCHOBaHM, HHTEHCHBHO HCC/IEIOBAJINCh MyTEM aHa-
JIn3a CBOMCTB OJHOLETIOYEYHBIX NOJIMHYKIEOTHAOB B PacTBOpPE, OCOOEHHO INOJHAAEHHJIOBOM
KucnoTel. Hanbosnee I1ogOTBOPHBIM OKa3ajioch B 3TOM OTHOLUEHHH HM3yYeHHME ONTHYECKHX
cBoitcTB pacTBopoB. Ha puc. 6.11 conoctasnenbl cnekTps! norjowends AMP u poly (A) B pac-
TBOpaX, COAECP)KAIMX 3KBHBAJIEHTHOE KOJHMYECTBO HYKIEOTHIAHBIX OCTaTKOB. MHTerpanbHoe
nornowieHHe poly (A) cCylIecTBEHHO MeHbllle, 4YeM MOIJIOIIEHHE COCTABIAIOLIHX €€
MOHOMePOB, — b(deKT, H3BECTHDIN NOA Ha3BaHHEM I'MIOXPOMH3Ma (CcM. ria. 7, rae obcyxaa-
OTCA ONTHYeCKHe ABNEeHHsn). KpoMe TOro, AiiHHa BOJHBI, OTBeYalollas MaKCHMYMY IOTJIOLie-
HHA poly (A) mpH HeltrpanbHbIX pH, Ha 3 HM MeHbIlle, YeM COOTBETCTBYIOLIAA BEIHYMHA IUIA
AMP. OaHako 3Ta 3Ha4YHTeJIbHAasA Pa3HHLA B NIOTJIOLHEHHH NTOCTENEHHO YMEHbIUIAETCS IIPH NOBBI-
LIIEHHH TeMIlepaTyphbl.

Ha pwuc. 6.12 npuBeneHb! naHHble, mnojaydeHHbie M. JleuroM u I'. denb3enpennaoM
(1966 r.). [IpeacrapsieHa 3aBUCKMOCTD MOTJIOLLIEHAS IPK 260 HM OT TemmnepaTypsbl 4 poly (A) u
AN Pa3/IdYHbIX OJIHTOMEPOB 3TOr0 OCHOBaHHA. OnTHUYECKas MJIOTHOCTh OrpaHHYEHA IBYMA
npeaeIbHbIMHM 3HAYEHHAMH — OINTHYECKOH! NIOTHOCTBIO AT FTHIIOXPOMHOMN GOPMBI, CYLIECTBY-~
foLieft NpH OYeHb HU3KHX TeMmepaTypax (~ — 20°C), H COOTBETCTBYIOIIHM 3HAYEHHEM [1J1A Bbl-
cokoTeMIepaTypHoit dopMel (~ 90°C) c onTHYecKOl NIOTHOCTHIO, XapakTepHo#t nns AMP. B
TOM K€ TeMIIEPAaTYPHOM HHTepBaJle norioueHHe AMP nouyTH He MeHsAeTCH.

H3yueHne ApYrHx CIEKTPOCKOMHYECKHX CBOMCTB (TaKHX, KaK KPYTOBO# IHXPOHM3M) JaeT aHa-
JIOTHYHBIE PE3YNbTAThI H CBHAETEILCTBYET O TOM, UTO B poly (A) NPOUCXOAAT TeMIepaTypHbie
H3MEHeHHd, He Habmonaiommrecs B AMP. O6BACHUTD Bee 3TH TaHHBIE MOXKHO TEM, YTO CTIKHHT
OCHOBaHHit NMOCTENEHHO YMEHBILAETCA C POCTOM TeMIEPATypHl (CM. ri1. 7, riae o6cyxaarTcs
¢du3HuecKHe OCHOBBI FHIIOXPOMH3Ma B CTONOYHBIX CTPYKTYpax).

e-1073

PHUC. 6.11. Cnextps! nornouienns AMP u
poly (A); OTHET/IHMBO BBIPaXXEH THIOXPO-
misMm. [K.E. Van Holde, Physical Bioche-
mistry (Englewood Cliffs, N.J.: Prentice-
Hall, 1971), p. 168.]
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PHC. 6.12. 3aBUCHMOCTD NOTJIOLICHHSA NTPH 258 HM OT TeMnepaTypsl AnA poly (A) H Da3/IMYHBIX OJTATOME-
pos. [M. Leng, G. Felsenfeld, J.Mol.Biol., 15, 455 1966).]

Haunnbie puc. 6.12 noanaloTcs npAMol HHTepnpeTaund. [IpeanonoXHMM, YTO CYIIECTBYET
PaBHOBECHE MEXKIY ABYMSA COCTOAHHSIMH OHHYKIICOTHOA, H 6yneM paccMaTpHBATh Lenb U3 N Hy-
KJICOTMAHBIX 3BEHbEB KaK Ha®op u3 N — 1 AMHYKICOTHAHON €AMHNIIBI, CTIKMHT B KaXA0# K3 KO-
TOPBIX HE 3ABHCHT OT COCTOAHHMA APYrux enuHnu. OB6o3HaunM yepe3 K KOHCTAaHTY PaBHOBECHS
IJIS paccMaTpPHBAEeMOro Ipouecca, a Yepe3s f,, — MO0 EIHHHI, B KOTOPbIX OTCYTCTBYET CT3-
kuHr. Toroa

K=f/(1-f) (6.12)

fu = (AT - Amm)/(Ama.x - Amm) (6.16)
rae A, — BbICOKOTEMNEPATYPHbIH npeden MONIOIICHHA, A, . — HH3KOTEMNEpPaTypHbIA
npeaen, Ay — NOTNOLIEHHE NMPH TemnepaType 7. Jns onpenencHusi TEPMOAHHAMMYECKHX Xa-
PAaKTEPHCTHK MOJIYYEHHYI0O TaKHM 06pa3oM 3aBHCHMOCTh K OT TeMIepaTypbl HYXHO IO-
CTpOUTH B koopauHaTax In K ot 1/T (puc. 6.13), B KoTOpBIX rpadHK npeacTaBiaseT cobolt mps-
My1o. I3 nipMBeaeHHbIX JAaHHBIX MojayyaeM AH® = 13 xkan Ha MOJb (CTIXKMHTOB) M AS°® = 40
3.€. Ha MOJIb JUIA mpoLecca pa3pyuieHust CTakuHra. (Cleayer oTMETHTD, OOHAKO, YTO HEJaBHO B
pe3ynbTaTe KaJOPHMETPHYECKOTO aHaIM3a GbIIH NOJTyYeHBbl CYIUECTBEHHO OTJIHYAIOLLHECS 3Ha-
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(Ap)sA PUC. 6.13. 3asucumocts Ig K ot 1/T ans
ONHrOMEPOB H  TIOJIMMEPOB  aNCHHHA.
4,0 [M. Leng, G. Felsenfeld, J.Mol.Biol., 15,

455 (1966).]

YEHHS TEPMOJAHHAMHYECKHX TapaMeTPoB; cM. [lonoaenue 6.2.) Takue ke B 1epBOM NPHOITHKE-
HHMM BEJIMYHHBI ObLIH HaHaeHbl U [U1s OoJiee KOPOTKUX LENeH, YTO MOATBEPKAAET THIOTEIY O
[IOYTH HE3ABHCUMOM O0pa3zoBaHMM KaXAOro CTIKHMHIA.

Hononuaerne 6.2

PACXOXJEHHWE JAHHBIX
110 TEPMOAVUHAMMKE PA3PYIIEHUA CTOKMHI' A

K. Bpecnaysp u [Ix. CriopresanT (1977 r.) nccnenosanu rentaMep aACHUIATa METONOM nuthepeHum-
aJIbHOM CKaHHPYIOLIEH KaJIODHMETPHH H nonydyuwin AH = 3,4 kkaJ 41 pa3pylueHHs OMHOTO MOJISA CTIKHH-
roB. OHH TakXe OTMETHIIH, YTO BaHTTro(h$0Ba IKTATBIIHA, BLIYHCIICHHAS U3 KDHBBIX IUIaBICHHSA, NOTYYEH-
HBIX ONTHYECKHMH METONAMH, MEHAETC B MHTEpBale OT 5 10 13 kkan © Momb ™!, PacxoxaeHHs MOTYyT
ObITL OGYCITOBIEHB! TPYAHOCTSIMH B NIOTYYEHHH aKKYPATHON HYJIEBOM TMHHH NPH ONTHYECKHX H3MEPEHHSX.

ScHo, uTO 3TOT BONpOC TpeOyeT nanbHEHIINX UccienoBaHult (cM. [JononHenre 21.1 0 KaNnOPHMETDHH).

CTOKHMHI" MOHOHVYKIJIEO3U OB B PACTBOPE

CKJIOHHOCTbh OCHOBaHHH K 00Pa30BaHUIO CTONOK MPOABJIACTCA HE TOJBKO B HAJTHYHH B3aH-
MoaeficTBUA Mexay OnmHxaliuHMH COceOAMH B NOJHHYKIICOTHAHON nenu. MmMmeroTca ybenu-
TeNbHble JaHHbIE O TOM, YTO MOHOHYKJIEO3HIbl TOXE 00pa3yloT arperathbl B BOAHBIX PacTBO-
pax. Kak uHdpaxkpacHbl€e ClIeKTpbl, TaK H crieKTpbl AMP yka3biBaloT, 4TO 3Ta arperauus He CB-
3aHa ¢ 0Opa3oBaHHEM BOOOPOOHBIX cBA3el. Bosiee Toro, curiansi AMP, cooTBETCTBYIOLLUHE HH-
JUBHAYaNbHBIM IPOTOHAM B KOMILIEKCE, BCETJa CABHHYTHI B BBICOKOYAaCTOTHYIO 00/1aCTh, UTO U
NOJDKHO OBbITH NMPH BIHAHHM KOJBLEBBIX TOKOB Ha MOJIOXKEHHE 3THX CHTHAJIOB (CM. I'1. 9 o
SAMP). TakuM o6pa3oM, NOBOJILHO CHJIbHAA TEHJAECHUHMS MOHOHYKJIEO3HAOB K 00pa3oBaHHIO
CTOIMNOK B MOJIHAACHHIOBOMN KHCIOTE ABJIAETCA CBONCTBOM CaMHX OCHOBAaHHM.
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OnuuMm H3 Hanboree I0OOTBOPHBIX METOIOB HCC/IEAOBAHHA TEPMOINHAMHYECKHX CBOUCTB
npouecca 06pa30BaHHA CTONOK H3 MOHOMEDOB AB/IAETCH KIACCHYECKHH METOI H3MEPEHHA OaB-
JIEHHSA NapoB Hal pa36aBieHHBIM PAaCTBOPDOM MOHOHYKJI€03HOOB. CuHTas, YTO pacTBOD IIPH
HH3KHX KOHLIEHTPALHAX MOHOHYKJICO3HAOB GJIH30K K HIEATLHOMY, H3MEPSAIOT NIOHH)KEHHE JaB-
JICHHA 1apOB PaCTBOPHTENA, BbI3bIBAEMOE BBEIEHHEM B pacTBOP OCHOBaHMR. OTHOCHTENBHOE
MOHH)KEHHE JaBNCHHA PaBHO, COIVIACHO 3aKOHY Payns, MOnbHOM/ Jone Bcex pacTBOPDEHHBIX Be-
LIECTB:

Py — P)/Py = x 6.2)

rae Pyn P, — naBneHHe NapOB PACTBOPHUTENA B OTCYTCTBHE U IIDH HAJIHYHH PAaCTBOPEHHOTO Be-
LIECTBA COOTBETCTBEHHO, X — MOJIbHAA JOJIA BCEX PACTBOPEHHbIX BEUIECTB B pacTBope. TakuM
o6pa3oM, eci 1y — YHMCJIO MOJIER PacTBOPHTENSA, 1| — 4YHCJIO MOJIE! PacTBOPEHHBIX MOHO-
MEpOB, /1, — UYHCJIO MOJIEH PACTBOPEHHBIX IMMEPOB (Nap, CBA3AHHBIX MEXKIIJIOCKOCTHBIM B3aH-
MOJEHCTBHEM), 1; — YHCIIO MOJIE! PaCTBOPEHHbIX TPHMEPOB (TPEX YIOKEHHBIX B CTOMKY MO-
HOMEPHBIX €IHHHUL) U T.M., TO

X=( Y ")/E n=l ¥ on /"o 6.3)
i>21V/Hi>20 i>1

NOCKOJIBKY ANA Pa36aBNeHHbIX PAaCTBOPOB My > E n;. 3HasA MOJILHYIO JOTIIO X, MOXHO Te-
iz 1
epb BLIYHUCIHTH CYMMAapHYH0 MOMS/ILHOCTE BCEX DACTBOPEHHBIX COeIHHEHHH
m= E m; (6.4a)
iz 1
re m; — MOJSUILHOCTS i-TO KOMIIOHEHTA.

BenHYHHY /M HMEET CMBIC/ CPABHHTD C H3BECTHOR CyMMAapHOH MOJISUILHOCTBIO M’ BCEX MO-
HOMEPHBIX €[HHHI B pacTBOpPe 6€30THOCHTENLHO K CTENEHH HX aCCOLHALIHHM:

m o= Y im (6.46)

i > 1
OTHoleHne m/m’ N3BECTHO Kak 3cbd)ex"msﬂlbﬁa (practical) ocMoTHYecku#t Ko3bbHIHEHT bp Sc-
HO, YTO ¢, < 1 M TeM MeHbIle, YeM 6onblle cTeNeHb acCOHALMH MOHOMEPHBIX €IHHHL (CM.
. 25, rae o6cyXaaloTcs BOMPOChI OCMOTHYECKOTO OaBJICHHA).

He cocTaBnseT Tpynaa cBA3aTh 3G(PEKTHBHBIN OCMOTHUYECKHI KOIDGDHUEHT C COOTBETCTBYIO-
IIMMH NTapaMeTpaMH MOJEJH NPOLECcCa aCCOLHALMH MOHOMEPHBIX eAHHUL B Tak, Kak 3T0 6b1710
caenano T. Conu u Dx. llennmanoM (1968 r.). dns HeorpaHHYEHHONH accollMallid MOHOMEDPOB
B, mMbl HMeeM

2B, # By, X,
B, + B, 2 By, K, (6.5)
B, + B2 B, K,
rae K; — KOHCTaHTa accouHauMH s B;. [Ins cnydas, korna NpOHCXOAMT ML IHMEPH3aLHUA,
JIETKO MOJIYYHUTh COOTHOLIEHHE
(1 = ¢/, — 1> = K,m’ (6.6)

AHaJIOrHyHBIM 06pa3oM AMs Ciiyvas, KOraa NPOMCXOOUT GeckOHEUHas accouMauMs, HO Bee K;
onnHakoBel (Bce K; = K), nmeeM

2 _ ,

a - d)p)/d;p = Km 6.7

(cM. 3agauy 6.1). YpaBHeHHs (6.6) u (6.7) MO3BONAIOT HEMOCPEACTBEHHO HCMOBL30BaTh 3didek-
THBHbIE OCMOTHYECKHE KO3(hbHLIMEHTBI B MOAENAX accounaurs. Ha puc. 6.14,4 npusenex rpa-

¢ux 3aBucuMocTH (1 — d)p)/(ZqSp - l)2 OT m’ Ans Ae30KCHaneHOo3nHa, M3 3THX ZaHHBIX BHOHO,
uro npu m’ = 0,03 3aBUCHMOCTb HAYHHAET 3aMETHO OTKJIOHATHCH OT JIMHEHHOM, YTO yKa3blBaeT
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PUC. 6.14. OcMOTHHYECKOE [NABJIEHHME HAal PACTBOPOM AE30KCHANeHO3HMHA. A. 3aBHCHMOCTH
a—9 /(2¢p_1)2 or m’. b. 3asucumocts (1—¢ ) orm'¢g. [T.N. Solie, J.A. Schellman, J.Mol.Biol., 33,
61 (1968).]

Ha IPHCYTCTBHE arperato 6onee Boicokoro nopsaaka. IpenensHsiit HaxioH npu m’ — 0 gaer
KOHCTAHTY ACCOUMALMHM AN AuMepH3anuu. EciH nepecTpoOUTh NaHHBIC B KOOPAHWHATAX [m'¢>123;
1 - d»p} [ypaBuenne (6.7)], TO 3KCepMMeHTa/IbHbIE TOYKH JIATYT Ha mpsamMyio (puc. 6.14,5).
TO MO3BOJIAET CACTATD BBIBO/, UTO 06pa3oBanHe Bcex arperatoB 6os1ee BRICOKOTO MOpsAaKa Xa-
paKkTepu3yeTca 6MM3KUMH KOHCTAHTAMH acCOUHALHUH.

MYPUHOBBIYI CTOKUHI" CUJILHEE,
YEM IMTUPUMUINHOBBIN

B Tabn. 6.4 npuBeaeHbl HEKOTOPBIE KOHCTAHTBI ACCOLMALIMH, TOJIYyYEHHbIE OITHCAHHBIMH Mé€-
TonaMu. Boobiile roBops, Bce KOHCTAHThI aCCOLIHALIMM MaJIbl H YKa3bIBalOT Ha TO, YTO CHJIa B3a-
HMOZEHCTBUS IPONOPUHOHAIbHA Pa3Mepy KOJIEL, KOTOPbIE YYacTBYIOT B cT3KUHTE. KoHcTaH-
Thl accolaluu obpasyioT paa K nypuH — nypus > K NYDHH — NUDHMHIHH = K MHPHMHMH — MHPUMHIHH®

CBO6GOAHYIO SHEPTHIO, 3HAYEHHA KOTOPOH mpUBeaeHb! B Tabs1. 6.4, HeJlb3s MPAMO CONOCTAB-
JIATb C 3HEPrHedl CTIKUHIra OCHOBAHMN B MOJHHYKICOTHOHON LEMH, MOCKOJIbKY NMEPBasA M3 HHUX
BBIUMCIIEHA C Y4ETOM H06aBouHOro wieHa — R7In 55,6 (cM. ra. 5). Takum o6pa3om, ans 6Gonee
KOPPEKTHOI'O CONOCTABJIEHHA KO BCEM BeJIMYHHAM, NPHBEICHHBIM B Tabnuue, cienyer npuba-
BHTb —RTIn 55,6 = — 2,4 xkaj1* MOJIb ™~ ! Tak, nns nesoxcuanenosuHa nonyyaem npu 25 °C se-
aMuMHY ~ 3,9 xKam + Mo~ !. AG® cTikumra amenusa B poly(A) cocraBnser — 1 kkan
- Moib~ ! 1pH TO# K€ TeMIepaType ¥ HECKOBKO OT/IHYHBIX IIPOYMX YCITOBHAX. MOXETE i BbI
BbICKa3aTh KakHe-TIHO0 cooOpaXkeHHs O MPHYHHAX PA3JIHUMA ITHX BETHYMH?
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Tabruya 6.4

KOHCTAHTBI ACCOLUMALIMH K 3BHAYEHHSA CBOBOAHOW 3HEPrHH
[MPEANOJIATAEMOIO CT3KHHIA OCHOBAHHH B BOOJHOM PACTBOPE ITPH 25°CD

1

OcHoBaHHe K, Mn~! AG, kxan - monp "~ ! OcHoBaHHe K, Mn~! AG, kkan © Monb
dA 12 -1,50 dA — dT 3—6 Or —0,70 no — 1,10
Iypunpubo3nn 3,5 -0,74 dG — dC 4—38 Or —0,80 oo —1,20
I 3,0 -0,64 dA — dC 3—6 Ot —-0,70 no — 1,10
dT 0,91 +0,06 dA — dU 3 -0,70

dC 0,91 +0,06 dT — dC 0,91 +0,06

U 0,70 +0,21

D T. N. Solie, J. A. Schellman, J. Mol. Biol., 33, 61 (1968).

POJIb PACTBOPUTEJIA B CTABUWIN3ALIMA CTOKHUHT A

KakoBa npupoaa cuj1, 00eCneYHBalolHX CTIKHHT-B3auMoaeicTeHe? Bo-nepBbIX, COBEpIiIeH-
HO OYEBHIAHO, YTO OTYACTH CTIKHHI OOYCNOBJIEH B3aHMOAeHCTBHEM MEXAY HHAYUHDOBAHHHBI-
MH JHOOJIAMH, 06pa30BaHHBIME %-3JIEKTPOHAMH OCHOBaHHH. [Janee, BakHbIl GakT, NPOIHBa-
oMt CBeT Ha NMPHPOAY CTAaGHIHM3aLHH CTOMOYHBIX CTPYKTYD, 3aK/IIOYaeTc B TOM, UTO 3TH
CTpYKTYphl Haubonee cTaGuabHBI B BOOHBIX pacTBopax. K 3TOMy BbIBOAY NMPHBOOAT, HANPH-
MeEp, pe3yJbTaThl HCCIIEAOBAHUA H3MEHEHHs runoxpoMusma JHK B pa3nuuHbIX pacTBOpHTE-
JISIX, HO, MO-BHAHMOMY, 60Jiee NPAMOe NOATBEPXKACHHE MOXHO NMOJYYHTh NIPH H3y4eHHH PoTO-
XHMHYECKOTO 00pa3zoBaHHs THMHHOBBIX OHMEPOB B MUHYK/IEOTHOAX THMHANWI—THMHUIONH
(TpT). Xopowo H3BecTHO, 4TO 06nyyenne JHK Yd-cpeTom ¢ anuuolt Bonubl 280 HM npHBO-
JIHUT K KOBAJICHTHOMY CLUHBAHHIO COCEIHHX THMHHOBBIX OCTATKOB B OAHO# uenu. HakonneHHble
JaHHbI€ NMO3BOJIAIOT COE/NAThb BBIBOL, YTO HJIS OCYLICCTBICHHS OHUMEPH3AUHH OCHOBAHHA MOJ-
JKHbl IPDUMBIKATDb IJIOCKOCTAMH APYT K Apyry. bbino o6HapyxeHo, 4TO npu OaHHo# no3e obny-
YEHHA KOJIHYEeCTBO 06pa3oBaHHbIX H3 TpT AMMEPOB OYeHb CHIBHO 3aBHCHT OT PacTBODHTENA:
6obre Becero mumepos Ty, o6pasyerca B Boge. KonudecTBo IHMepOB, 06pa3yIOILHXCS B HEBO-
HbIX PaCTBOPHMTENNAX, OKA3bIBACTCA PONOPUHOHANILHBEIM BEPOATHOCTH OOpa30BaHHA MEXIIIO-
cKocTHOro kouTakra B TpT s 9Tux cpen. B Tabn. 6.5 cyMMHpOBaHbI JaHHbIE 1JIA HEKOTOPBIX
PacTBOPHTENEH, NepeIuCIEHHbIX B NOPAAKE YBEJTHUEHHSA UX CHOCOOHOCTH cONEeHCTBOBATh MEX-
TIJIOCKOCTHOMY B3aHMONEHCTBHIO. BHOHO, YTO 3TOT NOPSAAOK B TOYHOCTH COOTBETCTBYET TOil
NOCIeN0BATENIBHOCTH, B KOTOPOH YBETMUMBAETCA KOJHYECTBO AuMepos T, obpasyolmxcs B
3THX PaCTBOPHTENAX.

IIpuBeneHHbIE Pe3yabTAThl YKa3bIBalOT Ha BaXKHYIO POJIb BOQHOH Cpelbl B cTaGHNIHM3aLuu
YNIOPAAOYEHHbIX KOHGOPMaUMi HYKICHHOBBIX KHCIOT. 3M€Ch MOXHO IIPOBECTH aHAJOTHIO C
6enkamu, roe reapodobHbIe BIaHMOAEHCTBHA TOXE 3aHUMAIOT UEHTPANLHOE MECTO B HOpMH-
POBaHUH YNOPSAOOYEHHBIX CTPYKTYp. TakuM o6pa3oM, BecbMa HE3HAUHTENLHLIE HA NEPBBIA
B3[JISA MOJIEKYJIbI BOMBI HIPAlOT OYeHb GONbIIYIO GHONOTHYECKYIO POIIb.

HUTak, BOOa HrpaeT BaXKHYIO POJib B CTaOHIH3anMK cT3KHHra, Ho MBI He MOXXeM 06e30roBo-
POYHO YTBEPKIaTh, 4YTO rHapodobublie B3aUMOOEHCTBHA — 3TO IJIaBHbIE CHJIbI, CTAOHIH3H-
PYIOLUHE CTONKOOOpa3Hble CTPYKTYDbI HENOMAPHLIX MOJIEKY/T B BOAE. DTH B3aHMOACHCTBHA AB-
NAKOTCA IHAOTEPMHYECKHMH H, CJIEIOBaATEbHO, ONPEAENAIOTCA 3HTponuelf. B TO e Bpems
CTIKHMHI-B3aHMONCHCTBHE OKa3bIBAETCH JK30TEPMHYECKHM. UTOOLI riyGxe MOHATH NPHpOAY
cun, crabunuanpyrowux cTakuur, . Kposepc u 1. PaTHep (1968 r.) HCcenoBant TEpMOIMHA-
MHKY MEXIUTOCKOCTHOTO B3aHMOOCHCTBHSA N€30KCHI'YaHO3WMHAa M aKTHHOMMLHHA B PacTBOpE.
CTpyKTypa aKTHHOMHLUMHHA NOKa3aHa Ha PHC. 23.24; B 3TOM MOJIEKy i€ HMeeTcH (HeHOKCa30HOBOE
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Tabauya 6.5

OEPA30BAHUE TUMHUHOBBIX AVMEPOB B PARTMUHBIX PACTBOPUTENIAX 2

PacteopuTens Konuyecrso obpa3oBasiinxcs PacTtsopuTens Konunyecteo o6pa3oBaBiuxcs
OHMEpPOB TD, % IHMEPOB TD, %o

mpem-byTaHon 5 OTHNEHI THKONb 19
Sranon 5,5 Popmamun 21
Meranon 6 I'miuepun 33
H-Bytanon 7,5 Bona 35

D) w. wacker, Angew Chem. Internat., 4, 150 (1965).
2) Pacrsopurenu NEPEYHUCIICHBI B TOPAIKE YBCITHYCHHA HX cnocobHOCTH CcONelCTBOBATb MEXIUIOCKOCTHOMY B33MMOHCHCT-

suio B TpT.

KOJIBLIO, KOTOPOE, KaK [TOKa3biBaloT KpucTayorpaduueckne nanupie I'. Cobesna, MOXeT BCTY-
naTh B MEXIUTOCKOCTHOE B3auMOaefic TBHE C KOJIbLIOM ryannHa. Kpo3sepc u PaTHep ycTaHOBHIIH,
yTo B BogHOM ¢tocdaTHoM Oydepe npu 25°C oOpa3zoBaHue KOMILUIEKCA XapaKTEPH3YETCA
M3MeHeHHeM JHTambnun AHY? = — 10,3 kxkan + Monp~ 1 4 u3menennem 3HTPONHUHU As? =
= —19,8xan - Mo~ ! - rpag” 1, HO npH 000aB/IeHHH METaHO/a U AHO, uAS? YBEJTHYHBAIOTCA
no abGcomoTHOH BennHuuHe. HanpHMep, NpH KOHUEHTPAUMH MeTaHona 25% AH? =
= — 14,05 kkan - Monb~ !, a AS® = —33,7kan - moap~ ! - rpan~l.

TakuM 06pa3oM, B YHCTO BOOHOM PACTBOPE HMEIOTCA CKPLITas MOJIOXKHTENbHAA SHTPONHA U
NOJIOXUTENbHAsA SHTANBNUA 06pa30BaHUA KOMILIEKCA, KOTOPbIE TEPAIOTCA NPH AO6ABIEHUH Me-
TaHona. BecbMa BEPOATHO, YTO 3TOT CKPLIThIA BKJIAJA B SHTANLIHIO H SHTPOMNHIO BO3HHKAET 3a
cyeT ruapodobHbIX 2hdeKTOB, BKIIOUAIOLWIMX TEPErpynmHPOBKY MOJIEKYN BOAbI (CM. ri. 5).
Jpyro#i mogXo4 K aHalKH3y MEXIJIOCKOCTHBIX B3auMoaelcTBull JaH B AOTIONHEHHH 6.3,

Hononxenue 6.3.

BJIMAHUWE NMOBEPXHOCTHOI'O HATAXEHWA

HHTEpecHBIit MOOXOA K HCCIIENOBAHUIO 3HEPTETHKH CTIKHHTa OCHOBAHMHA pa3paborann CuHaHOINy M
AGaynnyp (1964 r.). OHH pa3BHJIH HOCIO O TOM, YTO MOBEPXHOCTHOE HATS)XEHHE HAPANY C APYTHMH (haKTo-
PaMH MOXET ObITH HCNOJIB30BAHO ANIA BBIMUCIICHHA pa601‘m, HCOGXOHHMOH ans oGpaaoaaHuﬂ H3 COJIbBATH-
POBaHHbIX HEYTIOPANOYEHHBIX OCHOBAHHN CIHPAILHOR CTPYKTYPbI, YTO COMNPOBOXKIAETCA BBLITECHEHHEM
PacTBOPHTENA H3 IIPOMEXYTKa MEXIY OCHOBAHHAMH. 3anava B 3TOM cjIydae CBOAUTCA K BbIUHCIIEHHIO pa-
60Th1, KOTOpas HeoOX0AMMa IUIA CO3aHHA MOJIOCTeR B PACTBOPE IR HHAWBHAYAJILHBIX COJTbTBATHPOBAH-
HBIX OCHOBAHHA M I OCHOBAHMMN, YJIOXKEHHBIX B cnupanb. PaboTa, 3aTpaueHHas HAa CO3JaHME NOJOCTH
wiowaaeio dA4, ects npocto dw = ydA, rie y — MOBEPXHOCTHOE HaTsKeHHe. OMEBHIHO, A CO3AAHUA
OTOeMbHbIX T0JIOCTEH M KaXA0ro OCHOBaHHA HEOOXOOHMO COBEPIINTD HopLIe paboThl, YeM IR co3na-
HHS OOHOM 60MBLIOR MOOCTH, KOTOpas BMECTHT BCE OCHOBAHUA 6e3 paCTBOPHTENA MeXny HuMH. Crenosa-
TejbHO, Oyner HabmonaThcs TeMOeHUMA (OO TeX MOP, MOKAa PacCMAaTPHBAETCA TOJBKO B3aHMOAEHCTBHE
PacTBOPHTENb — PACTBOPHTENb) K YIAKOBKE OCHOBaHHH B OIHY AOJOCTh.

Ho noueMy BOAa NPOABNAET TaKyl0 OTHOCHTENBHO CWIbHYIO TEHAEHLINIO K CTAOWIH3ALMH CTOMOYHBIX
cTpykTyp? BoO3MOXHO, €m0 B TOM, uTO OHa 0OONagaer OTHOCHTENLHO BBICOKHM NOBEPXHOCTHBIM
HATAXKEHHEM — OKOJIO 72 IMH - CM ™ 2 — 1O CPABHEHHIO, HANIPHMED, C ITAHOJNOM, JUIA KOTOpPOTO 3Ta BeJH-
YMHA COCTABJIAET OKOMO 22 IMH * CM ™ 2 IPH KOMHATHOH TeMnepaType. Pa3Huua B 3Hepruu, Heo6X0DHMON
JUIA CO3AAHHA OTAENbHBbIX MOJIOCTER M O0Opa30BaHHA OOHOM GOMBIIOH MONOCTH, MR BOAbI OKa3bIBAETCA
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Oonblue, ueM ANA APYrHX pacTBopuTened. PacTBopuTeny, Bbi3biBalomMe aeHaTypaunio JHK (MeraHon,
THJIEHTIIMKONBb, GOPMaMu/, TTHLEPHH, 3HATHOJ, H-IPOMAHOJ U #-0yTaHOI), 3HAUATENLHO YCTYNAOT BOAE
B cIIOcObHOCTH coaelicTROBaTh 00pa30BaHHIO CIHPaH 3a cueT b deKTa NOBEPXHOCTHOTO HATAXKEHHA. ITH
pPacTBOPHTENH, OOHAKO, HMEIOT TakKxke Dosiee HU3KYIO NHINEKTPHYECKYIO MPOHHLIAEMOCTh H MOITOMY YBe-
JIMYHBAIOT INEKTPOCTATHUECKYIO NeCTaOHIM3aUKIO CIHPAJIBHBIX MOMNEKYJ HyKJICHHOBBIX KHCIIOT.

6.8. TpeTnuHas CTPYKTYpa HYKJIEUHOBBLIX KUCJIOT

Bce paccMOTpDEHHbIE HAMH AaHHbIE OAIOT HOBOJIBHO MOJIHOE NPEACTABICHHE O T€OMETDH-
4ecKHX (hakTopax H CHJIaX, KOTODbIE ONPENENAOT BTOPUYHYIO CTPYKTYPY HYKJIEHHOBBIX KHC/IOT.,
Ha ocHOBaHHH 3THX JaHHBIX MOXHO NMPHATH K BBIBOAY, YTO HYKJICHHOBbIE KHC/IOTbI HAXOAATCH
B OCHOBHOM B ABYX KOHGQOPMALHOHHBIX COCTOAHHAX — B BHIE OecriopsiiouHoro xiybka H ju-
HEHHBIX OOHO- H ABYXLENOYEYHbIX crnHpasneit. Takoe BreuaT/SieHHe OMIHO0YHO M BBI3BAHO OT-
YaCTH YPE3IMEPHBIM YBIICYCHHEM MOMENbHBIMU CHCTEMAMH H YOEKIEHHEM, YTO TPETHYHbIE B3a-
HMOJERCTBHA HIPalOT BaXKHYIO POJib JIHILL B Oenkax.

Xopomo H3BECTHBIM NPHMEPOM HYKJIEHHOBOM KHCIOTBI, HMEKOLIEH YETKO BBLIPAXKEHHYIO
TPETHUHYIO CTPYKTYpPY, fBAserca TpaHcnopTHada PHK. OTH onHouenouyeynpie monHMepHbie
MOJIEKYJIBl COCTOAT OOBIYHO H3 73 — 93 HYKIEOTHIOOB M CKJIAAbIBAIOTCA TaKHM 06pa3oM, 4To
HX BTOPHYHas CTPYKTypa HMeeT $opMy KnesepHOro aucTa (puc. 3.6). TPHK o6pasyioT cemeit-
CTBO MOJIEKY/I, Ka)KIasA H3 KOTOPBIX cneuudHuHa K ONpeae/IEHHON aMHHOKHCIIOTE. DTa ClelH-
GHUYHOCTD CB3aHA CO cOCOGHOCTBIO 3’ -koHUA Kaxaok uenn TPHK 06pa3ossiBaTh 3¢MpHYIO
CBA3b C OHOM ONpEnENICHHONW aMHHOKHCIOTOR ¢ MOMOLIbIO crielHbuueckoro dpepmenta. Amu-
HOKHCJIOTa, KOTOPas MOXeT 6bITh NpHCOEAHHEHA K NaHHO TPHK, cOOTBeTCTBYeT OnpeneneH-
HOMY TPHIJIETY B NOC/EAOBAaTENBLHOCTH OcHOBaHHIt TPHK — aHTHKOOOHY, KOMIJIEMEHTApHO-
My KOIOHY. MeCTO npHCOeqHHEHHSA NaHHON aMHHOKHCIIOTHI K PacTyLIeH IOJHNEenTHOHON ey
ONpeAeNnseTcs B3aHMOAENCTBHEM MexIy aHTHKOIOHOM TPHK M xomonoM matpuuHoit PHK,

CornacHo MHOTOYHC/IEHHBIM AaHHBIM, BTOPHYHas cTpykTypa TPHK nmeer dhopmy KieBep-
HOTO JIMCTA, COCTOSMIErO H3 CIMHPAIbLHBIX YYAaCTKOB H PACHO/IOKEHHBIX MEXAY HHAMH IeTeNb.
O6pa3oBaHHe TaKO# CTPYKTYPBI ONpeeNAeTcs B 3HaYHTEIbHOM Mepe CHIBHON TeHaeHuMel cia-
PEHHBIX H YIOXKEHHBIX B CTONKH OCHOBaHHM K 00pa3oBanHio ciupasiet. B To xe BpeMs HMeercs
MHOTO OaHHBIX, MONYYEHHBIX AJIA PACTBOPOB, KOTOPbIE ACHO YKa3bIBAIOT Ha HainuHe y TPHK
YETKO BbIPAXKEHHON TPETHYHON CTPYKTYpbI. [IpHpoay 3TOR yKIaakH yAaloch YCTaAHOBHTD B OC-
HOBHOM 6n1aroaaps KpucTaorpaduuecKuM HCCIIEAOBAHMAM TPEXMEPHOM CTPYKTYDBI IPOXKXKe-
Bo#i denunananuHosoit TPHK, BrimosnenuniM Puuem, KumoMm, Kinyrom u ux xkonneramu.

Ha puc. 3.17 npenctaBneHa cXeMa yKIaOAKH «KJIEBEPHOTO JTHCTa» B TPETHUHYIO CTPYKTYDY.
Monekyna umeet I'-06pasHyto ¢opMy; onuH U3 «pykaBoB» 6ykebl I 06pa3oBaH CIMPANBIO ak-
LENTOPHOTO CTeOJis, HEMPEPBIBHO NEpEXOIsllell B CIHpanb ICEBAOYPHIUIOBOrO cTebns, a
ApYroii — aHTHKOLOHOBLIM M OHTHAPOYPHOHJIOBBIM cTebnamu. Yron 6yksml I' 06pa3oBan
T¥C- u purugpoypununiosoit nerismu. Ha koHuax 6ykss! I HAXOAATCA AHTHKOJOHOBAS MET/Is
H 3’ -akuenTOpHbI! KOHEL, pa3de/icHHble pACCTOAHHEM OKOJIO 75 A. U3 storo rpyboro onuca-
HUsl ICHO, YTO AaHTHKONOHOBAs NETIA HAXOOMTCHA «CHAPYXH» CTPYKTYPhI M MOITOMY MOXET
y4acTBOBATh B CIAPUBAHHWM OCHOBaHKi. XOTH CyllleCTBOBaHHE 3TOH KOHGOPMaLMH B pacTBOpE
€Ile He NO0Ka3aHOo, OONMBIUIMHCTBO MAHHBIX COTIACYETCH C HEl.

Tperuunas cTpykrypa TPHK yacTHYHO cTabMIM3HPOBaHA paHee HEU3BECTHLIMH H IOTOMY
NpencTaByAOLIMMH 60/1b1IOH HHTEPEC B3AHMOAEHCTBHAMM, BKJIIOYAIONIMMH 06pa3oOBaHHE BO-
AOPOIHBIX CBsA3EH B KOMILIEKCAX H3 Tpex ocHOBaHuit (puc. 3.18). B pe3ynpraTe 3THX HEOObIu-
HBIX B3aHMOACHCTBUA 06pa3ylOTCA MOCTHKH MEXIY Pa3jIHYHbIMH YYaCTKaMH LIEH H cTa6HIIH-
3upyercsa 6osiee KOMNakTHas KOHGHrypaums. SICHO Takxe, YTO B CTaGHIM3ALMM CTPYKTYDHI
Y4acTBYIOT NMOJIMBANIEHTHBbIE KATHOHLI (Mg2 ™, MOJIMAMHHBI), XOTA OETalIH 3THX B3aUMOAeHCT-
BHHA 0O KOHLIA HE BbIACHEHHI.
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Pe3ynbTaThl, NONyYeHHbIE NPH H3yYeHHH TpaHcnopTHeIX PHK, noka3ssiBaloT, 4TO HyKJIeH-
HOBBIE KHCJIOThI MOTYT HMETb BLICOKOYTIOPAAOUECHHYIO TpexMepHY10 Kondopmaimio. He Bbi3bi-
BaeT COMHEHHA, 4TO ropa3no 6onee xpynHbie Monekynst PHK, Takne, xak pubocomusie PHK,
TaKXKe HMEIOT CJIOXKHYIO TPEXMEPHYIO CTPYKTYPY. CyiuecTByroT H Mojiekynsl JTHK crnoxHoi
dopmMel. O MexanHu3IMe 00pa3oBaHHUA TPETHYHOM CTPYKTYDBI HYKJIEHHOBBIX KHCJIOT H3BECTHO €llie
CITHILIKOM MaJio, H NpobieMa NpeAacKa3aHHA YHHKAIbHOR TPEXMEPHO# CTPYKTYPBI 3THX MoOJe-
KYJ1 HCXO[A M3 HX HYKJICOTHIHOH MOCIEN0BATEILHOCTH NPEACTABACTCA HEBEPOATHO TPYIAHON
(ecniu BooO1LE pa3pelIMMOit), TaKk XKe KaK H aHaJIOrHYHas npobnema ans 6enkos. (Janbuefuiee
obcyxaeHne TPETHYHOR CTPYKTYPbI HYKJIEHHOBBIX KHCIIOT MOMHO HaltTH B ri. 24.).TeM He Me-
Hee AICHO, YTO OCHOBHbIMH (hakTOpaMH, 61arosaps KOTOpbIM GOPMHPYETCH TPETHYHAA CTPYK-
TyPa NOJIHHYKJICOTHAOB H O€/IKOB, ABIAIOTCA FeOMETPHYECKHE H CTEPHYECKHE OTPAHHYEHHSA, BO-
HOpPOAHbIC CBA3H, THAPOGOOHLIC B3aHMOIECACTBHA H 3JIEKTPHUYECKHE CHJIBI.

KpaTkue BBIBOObI

KoudopMauus 0cTOBa NOJHHYKICOTHAHON LIENH ONpeaeNfseTCs IeCThIO YIIaMH BHYTPEHHe-
ro BpallleHHA, HMEIOIIMMHCA B KaXxaA0# noeropstollelica eauHue uend. Hannune 6onbioro
4MCcIa NEPEMEHHBIX YCMOXHACT CTEPEOXHMMHMUECKHE aHanu3 KOHGopMalMi LienmH, HO NyTeM
NOCIEAOBATEIBHBIX 1IAr0OB MOXHO 3HAUYHTEIBHO YIIPOCTHTD 3aJadyy H NOKa3aTh, YTO CTEPHUe-
ckHe PEKThI CYLIECTBEHHO YMEHBILAIOT KOJIHYECTBO NONMYCTHMBIX KOHGODMAaLHIA.

JIBa OCHOBHBIX THIIA B3aHMOAEHCTBHHA, CTAOMIH3HDPYIOIUMX CTPYKTYPY HYKJIEHHOBBIX KHC-
JIOT, CBsA3aHbl ¢ 0Opa30BaHHEM Nap H CTIKHHIOM OCHOBaHMM. BO3MOXHO CYleCTBOBaHHE pa3-
HBIX THIIOB NIap OCHOBAHMM, H HEKOTOPBIE H3 HHX NefcTBHTENbHO HaGMIOAAIHCh IPH KPHCTAJI-
norpadHuecKkoM HccneJOBAaHHH MOHOMEPOB. /1 KpHCTANIOB MOHOMEDPHBIX NPOH3BOAHBIX alie-
HHHA H ypauuna o6pa3oBaHHe YOTCOH-KPHKOBCKHX nap (xak B Asoitnoi cnupann JJHK) Hukorna
He Habmonanock, HO YacTO yAABANOCh OOHAPY)XHTB APYTHe THNLI nap. 118 KOMIJIEMEHTAPHbIX
XK€ IHHYKICOTHOIOB ApU, KPHCTAJIJIHUECKas CTPYKTYPa KOTOPBIX onpelie/ieHa ¢ aTOMHBIM pas-
pellleHHEeM, XapakTepHO oOpa3oBaHHE YOTCOH-KPHKOBCKOHM cnHpanH. CnapHBaHHE OCHOBaHMWHK
OB110 HCCIIENOBAHO H /1A PaCTBOPOB MOHOMEPOB; YCTAHOBJIEHO, YTO A CNIaDHBAeTCA B OCHOB-
HoM ¢ U, a G ¢ C, xora npx o6pa3oBaHuH cneundudeckoro komruiekca A — U peanusyerca 60-
Jiee OMHOM cxeMbl ciapHBaHus. Bcst COBOKYIMHOCTD JAHHBIX CBHAETEIBLCTBYT O TOM, UTO YOTCOH-
KPHKOBCKasfl CIIHpa/ib 00pa3yeTca BCEACTBHE «IEKTPOHHOM» KOMIUIEMEHTAPHOCTH B A—U- K
G —C-papax ¥ BCJIeACTBHE r€eOMETPHUYECKHX OrpaHHYeHu#t B NBOMHOM criupany.

CT3KHHr-B3aHMOEHCTBHE MPOABAETCA B BOAHBIX PacTBOPaX H Habnonaerca B ONHOUENO-
YEeYHBIX NMOJHHYKJIEOTHOAX, TaKHX, KakK poly (A), H Mexay cBOSOIHBIMH MOHOMEPAMH HYKJTIEO-
3400B. BooOliie roBops, NypHHBI OXOTHEE YYacCTBYIOT B CTIKHHIre, 4eM NMUPHMHUIHHDBI. B3aumo-
JeHTBHE CBA3AHO C OTPHUATeIbHOM BenHuHHO# AH, YTO OT/IHYaeT ero oT ruapodoOHbIX B3aH-
MOOEHCTBHN, XOTA APYrHe JaHHbIC YKa3bIBAIOT Ha 3HAYHTEBHYIO POJIb B CTAOH/IH3ALHH CT3-
KHHra ocHoBanmit ruapodobHoro ddexra.

HykieMHOBbIE€ KHCIIOTBI MOTYT HMETb TaK)Ke U CIEUHPHUYECKYIO TPETHYHYIO CTPYKTYDY, Kak
BHAHO Ha npHMepe TpaHcnoptHoit PHK. KoMnakTHas cneunduueckas ctpykrypa TPHK dop-
MHpYyeTca 6narogapa o6pa3oBaHHI0 HEOOLIYHBIX NIAP OCHOBAHHH H HAJIHYHIO ADYTHX B3aHMO-
JHEACTBHH.

3AOAYHU

6.1. Ucnonb3ya onpeaencHue 3pGeXTHBHOTO OCMOTHUECKOTO Ko3ddHlHEeHTa ¢, M ypaBHeHH:
(6.4) 1 (6.5), NOKaXHTE CNIPABEMIHBOCTh YPaBHEHHH (6.6) u (6.7).

6.2. KCIEPUMEHTATOP H3IMEPAET JaBJICHHE NapoB aflcHO3HHA (A) Hal TpeMsA Pa3sHbIMH PacTBO-
pami 3Toro coenuHenns. Iepsoilt pacTBopuTENL — 3TO 8 M BOAHLI! pacTBOP MOYEBHHBI, BTO-
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pbIM pacTBopHTeNeM sBnserca CCl,, a TpeTult npeacrasnser cobott unctylo sony. Uamepenns
NPOBOMATCA IJIA TOro, YToObl YCTAHOBHTH aKTHBHOCTH al€HO3HHA (MJIM KOHLECHTDPALHIO CBO-
60OHOroO afeHO3HHa) B ITHX TPEX PACTBOPAX. 3aTEM 3KCIIEPAMEHTATOD COMOCTABJIAET PE3y/b-
TaThl H3MepeHHi ¢ o61M Ko/mrecTBOM aneHo3HHa (A),, no6asneHHbIM B pacTBOD. OH MPOBO-
JHT ITH ONBITHI B LINPOKOM IMala3OHe KOHUEHTpAlLMi A M MPHXOQHT K BHIBOAY, UTO I pac-
TBOpa I cooTHOWIEHHE MeXAY (A),) H NEeHCTBHTENBLHON KOHIIEHTpauuel cBOGOOHOTO afeHO3HHA
(A) B pacTBODE COOTBETCTBYET DABEHCTBY (A), = (A), T.€. B pacTBope I KOHUEHTpauHs ceoboa-
HBIX MOHOMEPOB PABHA CyMMapHOH KOHIIeHTpaunH. [Ins pacteopa II okasbisaercd, uto (A), =
= (A) + C(A)? roe C — KOHCTaHTa, IPHUEM COTJIaCHE C Pe3yMbTaTaMH H3MEDPEHHH He yIIyd-
maetcs nobaB/eHHEM K OPAaBOH YaCTH COOTHOUICHHA WIEHOB, COOTBETCTBYIOLMX 60Jlee BHICO-
KHM cTeneHaM (A), ueM (A)2. Ins pacreopa III

(A)y = Ci(A) + C,(A)? + Cy(A)’ + C,(A)* + . ..
rae C; = 1, C, — KOHCTaHTa H
C,=k/2k~hHck-1 u k=3,4,...

Hcxons H3 3THX NaHHBIX ONMIIKTE THIBI CIEMH(HYECKHX B3AHMONCHCTBHIt, KOTODPBIE PeallH3y-
FOTCH B YKa3aHHBIX pacTBopax. [is 060CHOBaHHA BALLMX NPEANIONOXEHHH TOKAXKHTE, YTO HNpH-
BENICHHbLIE 3[16Ch YPABHEHHA OAHO3HAYHO CJIEAYIOT H3 ITHX MPEANOIOKEHHH,

6.3. B npouecce H3y4eHHA CTIKHHIra OCHOBAHHH MOHOHYK/I€O3HIOB 3KCIIEPHMEHTATOD M3MEPHI
napameTp ¢p MPH TPEX 3HAYEHHUAX CYMMAaPHOH KOHIIEHTPALHH MOHOHYKJIEO3HAOB H OOHapyXu1,
YTO BeJTHIHHA K (KOHCTaHTa PaBHOBECHS JI/IA CTAKHHIa), BHIYHC/IEHHAA H3 3THX JAHHBIX, IOYTH
HE 3aBHCHT OT TOTO, KaKyl0 MOJie/ib OH HCNOJIb3YeT — TY, B KOTOPO# npeanonaraercs obpaso-
BaHHe JIHIIb AHMEDPOB, HJTH )X¢ MOJIE/Ib HEOrPaHHYEHHON aCCOLHAIIHH, B KOTOPOIf peanonaraer-
ca obpa3oBaHKe arperaToB BBICIIMX NOPAAKOB (U BCEX arperaToB XapaKTe€pHa OIHA H Ta e
KOHCTAHTa paBHOBecHA K). DKCEpHMEHTATOD CYHTAET, YTO Ilie-TO JOMylleHa omnbka, HO He
MoKeT HaffTH ee. EclH BBl cunTaeTe, YTO OLMOKA NeHCTBHTENBLHO NONYIIEHA, YKAXKHTE, B YEM
HECOBMECTHMOCTD NOJIYYEHHbIX aHHbIX. B NPDOTHBHOM C/lydae YKaXHuTe YC/IOBHSA, IIDH KOTOPBIX
BBbI MOT/IH Ob! NONYYHTH NMOYTH OJHHAKOBbIE 3HAYCHHA K H3 NaHHBIX, COOTBETCTBYIOIHNX TPEM
pa3HbIM KOHUeHTpauusaM. (/Ipumeuariue: TpuBnaibHbilt ciyyat K = 0 He paccMaTpHBAeTcA.)

6.4. IIna NBYXUENOYEYHBIX HYKJICHHOBBLIX KMCIOT Habsmionaercs mepexoll cmHpanb—IKITy6oK,
KOTOPBIH 10 HEKOTOPOH CTENEHH aHANOrHYEH NJaBieHHIO poly(A) ¢ pocTOM TeMnepaTyphl.
Kpueas nnasnenns [JHK aBnsercs, onHako, Yype3pbMaliHo KpyTo#i. Cepennna 3TOro Koonepa-
THBHOTO NEPEXO/a XapaKTEPH3YETCA TeMIiepaTypoit nnasnenns 7, . OCHOBBIBAsACH HA JAHHBIX
3TOH I'MaBbl, YKAXKHMTE, KakHe PakTopbl OKa3bIBAIOT CYLUECTBEHHOE BJIMSIHHE HA KPYTH3HY KpH-
BO#t H TemnepaTypy mnasnenus JJHK. IMouemy? Moxere nH Bbl OaTh GH3HUECKOE OOBACHEHHE
KOOMNEPaTHBHOCTH nepexona?

6.5. PacCMOTDHM TaKoit peareuT, kak MoueBHHa. M3BeCTHO, UTO B €€ MPHCYTCTBHH MPOHCXOQHT
3pdexTHBHAA AeHaTypalusa 6enkoB. Kakoe BausgHMue, 10 BallieMy MHEHHIO, OKQXyT BOAHbIE pac-
TBOPBl MOUYEBHHBI C KOHUEHTpanHe# oT |1 10 8 M Ha cTaOHNBHOCTL YNOPANOYEHHBIX OQHO- H
JBYXUENOYEYHbIX HYKJIEHHOBBIX KHCOT? TMoyemy?
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OcHOBblI MampuyHoil aneebpol

ManHueﬂ Ha3bIBACTCAH Ta6.rmua, 3JIEMEHTAMH KOTOPOH SBAAIOTCA YHCJIA HIIH CHMBOJIBI.

Hanpumep,
8 7 a, ap;
23 28)° ay a

— 3TO MAaTPHLBbI pa3MepoM 2 X 2 (coaepixalliMe 1o ABE CTPOKM H 11O Ba cT0J1611a); CHMBON @ 12
ob03HauaeT 3neMEHT, MPUHAANEKALMA EPBOR CTPOKE H BTOPOMY cToj01y. B o61eM crydae
a;; NpencTasnseT coboit snemeHT i-# cTpoku u j-ro cronbua. [ns nesoit MaTpHIL! @,, = 28,
@, = 23 u 1.A. B 370N kxHHre MaTpuusl 0603HaualOTCA GYKBaMH, BbIIENEHHBIMH >KHDHBIM
WIpHGTOM CO 3HAYKOM (TH/IbIA» NOA HHMH. Hanmpumep, Mbl MOX€EM NPEICTABHTD IPABYIO H3
MIPHBEIEHHBIX Bbillle MATPHL Kak A, raoe

A= (o 22
~ a, a
Mampuya-cmpoxa (Ha3piBaeMas Taxke BEKTOP-CTPOKON) COCTOMT TONBKO H3 OAHOM CTpO-
KH:

= (@, a)

A — 3TO MarpHua pasmMepoMm | x 2 (c onHolt cTpoko# u AByMs cronbuamu). Mampuya-
cm0ﬂ6ey (41M BEKTODP-CTONGEL) COCTOUT TOJILKO M3 OIHOrC cTonbua:

A, = ("11)
- a3
A — 3TO0 MaTpHua pasMepoM 2 X | (c mByMs cTPOKaMH H OOHHM cTtonbuom). B obiem
cnyqae MaTpHua MoxeTr 6bITh MI060ro pasMepa — C 7 CTPOKaMH H m cronbuama.

IlepeMHoOXeHHE MAaTpPHIL
IIBe MaTpHulbl MOTYT ObITH NEPEMHOMKEHBI, TAK YTO MOIYYHTCH TPEThbA MAaTpHLA:
ab =
JIEMEHT cij MaTpHIIbI C onpenensacrcsa Kak
;= Eaikbkj
Takum 06pa30M IlTOﬁl:l TMOJIYYHTD 3JIEMEHTBHI C; ., HYXKHO 3JICMCHTBI i-l cmpoOxu MaTpHLbI a no-
ITaApHO NEPEMHOXHTD C 3JIEMEHTaMH j TO cmoxréua MaTpHLBbI b_~ Hanpnmep, €CJIH
a = (@, ay

_(bu b2
by b

@110y + aybyys ayybyy + apybyy)

H

ix-

TO

1
1o
[]
~~
_hﬁ
_Q
-
N
> __Q'
2
]
N’
]

TaxuM oGpasom,
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roe
¢y = ayby + agb,,
€2 = aybyp + @by
SIcHO, YTO NEPEMHOKATL MAaTPHIBLI MOXHO TOJILKO B TOM cilydae, KOra YHciao cTonbuos Mat-
PHLBI @ PAaBHO YHCITY CTPOK MaTpHIbl b . B 061ueM ciiyyae MaTpuIly # X m MOXHO YMHOXHTD
TONBLKO HA MATPHLY M X p, TIE N H p NPOH3BONLHEI; MOJYYAIOIAACA MATPHIA HMEET pasMmep
n X p. B TONBKO 4TO PaCCMOTPEHHOM IPHMEDE IS MaTPHLULI @ 7 = 1, m = 2, a /IS MATPHLbI
b m = 2, p = 2; ymHOXeHue @ Ha b maeT MaTpHIy € pasMepoM n X p, win 1 X 2 (MaTpHua-
CTpOKa). - -
PaccMOTpHM enlle oauH npumep. [1ycth

a= (% 9%

- ay a

b= (% %

- by, b
ab = ("nbn +apby  ayby, t+ a0y
o aybyy + apby  ayby; + aypb

Taxum 06pa3oM, €ciih MaTpHlly 2 X 2 YMHOXHTb Ha MaTpully 2 X 2, IpOH3BencHHE Takxe Oy-

OeT MaTpHuel 2 X 2.
Ecnu MaTpHny 1 X 2 yMHOXHTB Ha MaTpuny 2 X 1, nonyudtcs mMatpuua 1 X 1, koropas

SABJIACTCA IIPOCTO YHCJIOM (CKAIAPOM) H He paccMaTpHBaeTca Oonee Kak MaTpuua. Hanpumep,
a = (a,ap

-6
- b,

ab =a,b; + apb,

cC =

Ecnn MaTpHUA SBASETCA KBAAPATHON (UMC/I0 CTPOK PaBHO YMCITY CTOJIOLOB), OHA MOXET GbITh
BO3BeleHa B Mobylo cTeneds. Hanpumep, ana kBagpaTHol MaTpHusl M

M = MMM i

N
M= [ M
e =
(mocnenHAA 3anMch O3HauYaeT, 4To M yMHOXaeTcs Ha ceba N pa3). DTa onepauHs BO3IMOXHA
TOJbKO ¢ KBaAPAaTHOH MaTpHIEN, HOTOMY YTO TOJBKO B 3TOM C/Iy4a€ BBIIONHAETCA YCIOBHE,
HeoOxoaHMoe IJI IEPEMHOXEHHA MAaTPHL. OTMETHM Takxe, uTo eciid MuMeeT pasmep n X n,
10 u MY n0;xHa uMeTH pasmep n X n. -

Haxoxxnene MaTpuibl, 0OpaTHO#H JaHHOR

JIns KBaOpaTHON MaTPHILI @ MOXHO HalTH 0OpaTHYIO MaTpHIly @ ~ !, Takylo, uTo
-1 —
a~'a=1

roe Iij =0nonai # j; Iij = l ana i = j. MaTpuua | Ha3biBaerca edunuunoi. Hanpumep, ecim

I~ — MartpHna 2 X 2, To
| = 1 0
- 0 1

OtmeTuM, uto | o6namaet TeM CBOHCTBOM, uTO Jl0bas MaTPHIA, YMHOXEHHaA HA HEe, OCTa-
ercs Hen3MeHHOH. Takum o6pazom, | amanoruwuHa umcny 1 B ckansApHoH anrebpe, Tak 4ToO
al = a. Haittu a ! cpaBuuTenbHO npocto. [TycTs, Hanpumep,
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a a
o= (o o)
a, a

Toraa @ ~! HaxomMTCca crenylomuM obpasoM:

a~_,=( aplct —alz/a>

—ay/a a;/a

roe - _
a = 4,0y — @ap

T.€. a ABJIACTCH JETEPMHHAHTOM MATPHLbI 8. (ﬂCHO, YTO AJIA CYIUECTBOBAHHA 8 -1 OETECPpMH-
HAHT He OOJIKeH OBbITh PaBEH HYyJ10.)

IMpuBeneHue MaTPHIIB! K JHArOHAILHOMY BHIY

Jlng MaTpHLUBI 2 X 2 CylIeCTBYeT MaTpHLA I, Takas, 4To

\, 0
T-1! - 1
et (3 )

rae A; 4 A, — co6CTBEHHBIE YHC/IAa MATPHLBL 8, A T wassiBaeTcs npeobpasyrolie MaTpHLEH.
BbIYHCIHTH COOCTBEHHBbIE YHC/IA HE cocTaBnseT Tpyaa. Ilycts

a, a
0= (o o)
a, a
YT0oO0bl HARTH A| H A,, HYXKHO DEIIMTL YpaBHEHHE

a; — A ap

0= , = (@ — Ny — N — a0, =

a, ay — A
= N - @ + ap + a4y — a8y
Hcnoms3ys ¢dopMyTy OIS HAXOKIOEHHA KOPHEH KBaIPaTHOTO YPaBHEHHSA, MOJy4aeM
A= (@) + ay) £ (@) + ) — Hay 0y — apay)]*)/2
IMycTs A| COOTBETCTBYET 3HAKY « +», a A, 3HaKy « —», T.€. A > A,. Haltnem maTpHuy T_'_ Ecmu

- (o o)
~ a, a
T = A\ — ay)/a,, A\, — ay)/ay,
1 1
T-1= ( ay /A — A) @y — N/ (N — )\2)>
—ay /A — N A = a)/ (A = N
rae A\ 1 A, — coGCTBeHHbIE YHCIA MATPHLIBI a.
VKaxkeM nBa APYTHX NOJIE3HBIX CBOHCTBA MaTPHIUbI & pasmepomM 2 x 2.
AN+ AN =a,+ay,
ANy = ayay — a1y
DTHX COOTHOLUEHHH BMECTE C TOJLKO YTO MPHBEACHHBIMH BhIpRXEHHAMH A L B T =1 nocra-
TOYHO, YTOOLI NOMY4YHTDL BhIPaXKEHHs U Mpeobpasyrouielt MaTpuus! B ypaBHeHKH (20.53) H 06-
paTHO# et B ypaBHeHHH (20.54). HeTpyaHo Taxxke o60OIMTE 3TH pe3yabTaThl Ha cllyyail MaT-
puun X n,roen > 2.
IMone3noe BBeneHHE B MATPHUHYIO anrebpy MOXHO HaliTH B /1. 1 XHurH « MeToabl NpHKNa-

Ho#t maTemaTuku» ®. Xunbaebpanna [F. B. Hildebrand, Methods of Applied Mathematics
(Englewood Cliffs, N. J.: Prentice-Hall, 1965)].

TO
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Pewenue 3a0ay

T'JIABA 1

1.1. JIuamMeTp COOTBETCTBYIOILETO WHIHHAPA paBeH 277, [Tocne NpoenHpoOBaHHA OAHH BUTOK CHpasH 6y-
[ET COOTBETCTBOBATH MHIIOTEHY3€ NPAMOYTOJILHOIO TPEYroJbHHKA, KATETbl KOTOPOTO paBHbl 277 H P.

1.2. PerynaTopHbIli MeXaHH3M NOOAEP)KMBAET KOHUEHTPALMIO 0elKa Ha NOCTAaTOUHO BLICOKOM YDOBHE,
4T06B! MOT 06Pa30BLIBATLCA CTAOHNILHBIN OKTaMep, HE JONYCKas NEPenpoH3BOACTBA.

I'/IABA 2

2.1. Hanmwuue naTu nonoc, HabnrogaeMbix ansa cMecH B + C, 03HavaeT, YTO GesIKH ABJIAIOTCA TETpaMepa-
mH. IMonockl COOTBETCTBYIOT B4, BJC, B2C2, BC3 H C4. JIna o6BbACHEHHA HAMMYHA TOMBKO TpEX MONOC B
cMecax A + Cunn A + B npeanonoxum, 4To gHMep A2 OYeHb cTabHNeH 0 CPaBHEHHIO C FETEPOaHMEDPa-
mu AC u AB. M3onupoBanHblit A 6yneT TeTpamepoM (A2)2. Tpu nonocsl cMecu A + B cooTBercTBYIOT
(A2)2, A,B, H B,. AHarnoriyHbIe NIOIOCH MOXHO YBHAETb A1 CMeceit A+ C.

2.2. IIpu nobGaBneHHH MOHOMEpPA K JHMEPY GOPMHPYHOTCA ABA KOHTAKTa Oenok — 6eNoK, Toraa Kak npu
obpa3oBaHHH AMMeEPa H3 ABYX MOHOMEDPOB MNM TeTpamepa M3 TpPHMepa H MOHOMEPA — TOMbLKO OJHH.
CxoaHbIM 06pa3oM NpH 106aB/IEHHH NOC/IEAHEr0 MOHOMEPA, 3aBEPLIAOLLETO NMPOLEcC 0Opa3OBaHHsA AHCKA,
¢$opMupylOTCcA ueThIpe KOHTaKTa 6enok — 6esok, a npu No6aBIEHHH MOHOMEPA K MeHee 3aBEPLIEHHOMY
JIMCKY HJTH K MOJIHOCTBIO 3aBEPILIEHHOMY YHCIO KOHTAKTOB OyaeT MeHblle. EcnH npeanonoxuTe, YTO npH
tdopMupoBaHHH M10OBIX KOHTAKTOB BBIMIPHILI B 3HEPTHH OAMHAKOB, TO OKa3bIBAETCA, YTO TPHMEPHI (MIEH-
TaMepbl, FENTAMEPbI U T.A.) ¥ AHCKH OYAYT NPeANOYTHTENbHBIMH 10 CPABHEHHIO C APYTHMH OJTATOMEPAMH
¢ 64IbILIHM HNH MEHBLINM YHCJIOM MOHOMEDOB.

2.3. INepBH4HAR CTPYKTYpa, BEPOATHO, NMPEACTABI/ICHA ABYMS NIOYTH OJAMHAKOBBLIMH YYaCTKaMH [10CIIEA0BA-
TENLHOCTH (BO3MOXKHO, OHa NMOAOGHA CTPYKTYpe dheppenokcHHa). N- 1 C-KOHLBI, O-BHAMMOMY, Pacnoso-
JKCHBI B TPETHYHON CTPYKTYPE OYeHb GMH3KO ApYr OT Apyra.

2.4. a-Cnupans, cocTosiuas 43 85 ocraTkos, hMena 6b1 AMHY 128 A. Takum obpa3oM, paccMaTpHBaeMBbIit
6enoK He MOXKET HAXOAMTHCA B CTPOTO a-CHpanbHoN konpopMauy. Lens u3 85 ocraTkoB B KoHGOPMa-
UHH (B-cios Obina Ob1 pacTaHyTa 1o 295 A. Ecnu oHa cknangbiBaercs B JBYXIIETIOYCUHBIR AHTHIIAPAIIIENb-
Hbtit $-C10M, PE3yNbTHPYIOWIAA CTPYKTYpa OyAeT HMETh MMHY OKono 150 A. MoxHo Taxxe chopMHpPO-
BaTb CTPYKTYDPHI TAaKOM AJIHHBI M3 Pa3/IMYHbLIX KOMOHHaIMA crHpasie#t H cnoeB. OaHako B no6Gok H3 3THX
CTPYKTYp 6onbuias yacTb 60KOBBIX TPYNN aMHHOKHCIOT (Hnd Bece oHM) 6b1a1a 661 3kcnoHupoBana, Ecnu Ge-
JIOK COAEPXKHUT 00bIuHBIA HaGop ruAPOdOOHBIX OCTATKOB, TO BECbMa MANIOBEPOATHO, YTO Kakas-HHOyAL H3
3THX CTPYKTYp OyneT cTabuabHa B BOZHOM pacTBope. B pubocoMe Takue CTPYKTYPbI MOTYT CTaOHIH3HPO-
BaThCA BCJIEACTBHE 00pa30BaHHA MHOXXECTBA KOHTAaKTOB GOKOBbIX Lienelt ¢ ApyruMH Genkamu (WM ¢ pubo-
comansHo#t PHK). Ecny noMecTHTh Tako#t GeloK B pacTBOP, OH NMOYTH HaBEPHOE NPHMET 60Jlee KOMNAKT-
HYI0 KOHGOPMaLHIO 32 CYET Pa3pyLUCHHA HEKOTOPBIX CJIOEB HIH CHpaneh.

2.5. O6paTHTE BHHMAHHE HA TO, KaK YEPEYKOTCA MOJAPHBIE U HETIONAPHBIE OCTATKH B MOCIICAOBATE/IBHOCTH.
EcnH Takolt 6e/10K CNoXeEH B ABYXLENOYEYHBIA aHTHNApa/LIeNbHbIA 3-CNTOR, TO OnHA €ro MOoBEPXHOCTH 6y-
[IET TIOJIHOCTBIO NONAPHON, a Apyras—Henonapuo#. Takoit MOHOMep OyneT nerko NpHJIHNAThL kK MeMbpaHe
CBOEit HEMIONIAPHON MOBEPXHOCTBIO. OH Takxke Oyner Nerko AHMePH30BaTECA B Pe3y/bTaTe HAPOGOGHBIX
B3aHMOZAEHCTRHN, 06pa3ys CTPYKTYPY THMA CIHABHYA C HENONADHON BHYTPEHHEN 061acThiO.
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T'JIABA 3

3.1. BeposTHOCTb OGHAPYXEHHA 3alaHHON NOCIEA0BATENBHOCTH U3 CleayoLIHX APYr 3a OIPYroM OCHOBAa-
HHii B JaHHOM MeCTe MOMNeKynbl pasha 1/4”. B IHK u3 10° ocHOBagMH 3Ta MOC/IEN0BaTEILHOCTD BCTPETHT-
ca B cpennem 10°/ 4" pa3. Cneayer BbIOpaTh # TakuM 06pa3oM, yTOGLI 3Ta BeMUMHA 6bIS1a MEHbIIE WIH
pasHa 0,01. 310 naer 0,01 = 10*/4", orkynan ~ 10.

3.2. B B-popme OHK aonuHa aBOHHON CnHpanu coctapuT 13,1 - 1073 CM, YTO COOTBETCTBYeT 3,79 X
x 10* Butkam. B A-dopme OHK anuna coctasur 9,70 -+ 10~3 CM, a YHCJIO BUTKOB — 3,44 - 10°,

3.3. Ota npobnema obcyxnaerca B pabote U. H. Settler et al., J. Mol. Biol., 131, 21 (1979)".

3.4. Onna nonosrHa MoseKyibl 06pa3yeT ONHOUENOUEHHOE KOABLO, @ BTOPasi 3aKpy4eHa BOKPYT NepBoit, 06-
pasys ABOHHYIO CNUPaAsb. ABTOPAaM HEU3BECTHO, Oblsia 11 Takas CTPYKTYPa 06HapyXeHa IKCNePHMEHTANLHO.

3.5. B JHK Toxe 6yayT 06pa3joBbiBaThCA CIIMPATIbHBIE LIUITHABKH, OJHAKO X CTPYKTYpa OyneT, BEpOATHO,
Takoi xe, kak B B-popme JHK, a ne xak 8 PHK-11. B TO e BpeMs 4acTb TPETHYHBIX B3aHMOACACTBHH CO-
XPAaHHTCA, @ HEKOTOPbIE U3 HHX CTAHYT HEBO3MOXXHBIMH. K nocneqHUM OTHOCATCH, HANPHMED, BOAOPO-
HblE CBA3H, B 06pa30BaHMH KOTOPBIX MPHHHUMAET yyacTHe 2'-OH-rpynna pu6o3bl. B3aumMoaeAcTBHA ¢ yya-
CTHeM MOOH(HUMPOBAHHBIX HYKJIEOTHAOB TaKKe OKaXyTc HEBO3MOXHbIMH ansa JHK.

I'JIABA 4
4.1. Cm. puc. 9 B pabore: C. Sardet, A. Tardieu, V. Luzzati, J. Mol. Biol., 105, 383 (1976).

4.2, D10 Henerkas 3agaya. MOKHO NONBITATHCA NMPeJOTBPATHTL CIAy4YalHble CTONKHOBEHHSA C MOMOLIBIO
06pa30BaHKs NONeEPeYHbIX CLIMBOK B MeMOpaHe 1y TeMrepaTypax HHxe ¢pa3oBoro nepexona (1nepexonos)
B numumax. ECH ecTh BO3MOXHOCTh POBEDHTH aKTHBHOCTD GEJIKOB, MOXHO MOMBITAThCA BOCCTAHOBHTD
OYHMILEHHBIE CIUHThie GenkoBble napbl H H3MEPUThb aKTHBHOCTb. HawbGonee 3ddexTHBHAA MbICIHMAas
CTpaTerus — NyTeM pa3baBAcHHS YMEHBIIHTh KOHUECHTPALHKIO 6EMKOB H NOCMOTPETH, 00pa3yrOTCA /H HO-
nepeyHble CBA3H H B ITOM Cliyyae, HO CAeNaTh 3TO BeCbMa HenpocTo. JanbHefluee obCyAEHHE ITOTO BO-
npoca MoxHo HaliTH B ctatie: K. Peters, F. M. Richards, Ann, Rev. Biochem., 46, 523 (1977).

4.3. BO3M0OXHO Xopollee COOTBETCTBHE Cz-ocen CHMMETPHH OeNka H HYKJIEHHOBOR KHCJIOTbI.

4.4. HapyueHHe NepHOOHYHOCTH 1eCTAOMIIM3UPYET BbICOKOYNOPALOUYEHHbIE CTIUPATBHAIE H OTMIOMEPHBIE
CTPYKTYDbI, H TOT1a EIHHCTBEHHOE, YTO MOXKET 06Pa30BaATLCH, — ITO MEHEE YNIOPANOUEHHAR CTPYKTyparens.

4.5. CoJlu NOMXKHbI AecTaOUIH3HPOBATh KOMIUIEKCH MEXIY HYKJIEHHOBBIMH KHCJIOTaMH H OCHOBHBIMH (110-
JIOXKHTENBHO 3aPA:KEHHBbIMH) OefkaMH. 3TH KOMIUIEKCh! CBA3bIBAIOT MEHbLIE NDOTHBOHOHOB, Y€M OTAE/b-
Hble KOMIOHEHThI. HanpoTHB, KOMMIEKCHl MeXAy HYKJIEHHOBLIMH KHCIOTAMH H KHCIOTHBIMH (OTpPHUA-
TeJbHO 3apAKeHHbIMA) 6eNKaMH N0/ XHbI CTabHIM3HPOBAThCA CONAMH. DTH KOMIUIEKChI OYAYyT CBA3BIBATH
60nblliec KATHOHOB, Y€M OTJE/IbHbIE KOMIOHEHThI. KOMIJIEKChI Takoro THna 06HAapYXEHbl B HYK/IEONpOTe-
HAAX, BLIOCNAEMBIX H3 raJodHALHBIX OPraHd3MOB. BepoATHO, OHH ABNAIOTCA PE3yAbTATOM aJanTaUHH
3THX OPTraHH3MOB K BbICOKOH BHYTPHKJIETOUHOH KOHLIEHTPAUHH cOJeh.

I'JIABA 5

5.1. HanmoMHHM, 4TO Bce OCTATKH, MPEAIIECTBYIOIME OPOIMHY, HMEIOT H3MEHEHHYIO KOHQOPMALHOHHYIO
3HEPreTHYECKYIO KapTy, 33 HCKJ/IIOYEHHEM [IHIHHA, HA KOTOPbINA CNEAYIOIUMHA 33 HAM NPOJIHH BIHACT HE
oyeHb cunbHO. (14 c/Tyuas OCTaTKa ajlaHHHA, NpeLLIeC TBYIOLIEro NPOIMHY, cM. puc. 5.11.) B nocnenopa-
TenbHOCTH Ala-Pro oGnacte I cTepHueckH 3anpeiieHa /I8 OCTATKa ajlaHHHA, 8 HMEHHO OHAa COOTBETCTBYeT
MEHEE PACTAHYTOA KOH(POPMALHH, KOTOpas MOXeT ObiThb NIDHHATA NpH obpa3oBanny n3ruba. Cnenosa-
TeNAbHO, AA 06pa3oBaHHs H3rHba, uyTo Heo6X0AUMO TTPH GOPMHUPOBAHMH LIHKJIHYECKOTO MENTHAA, JIy4Lie,
yTOOBI NEpeN NPOJHHOM HAXOAMIICA HE a/TaHHH, a IMUIMH. Vi3-3a OTCYyTcTBHA GOKOBOI 11N OCTATOK TITH-

! PaccMOTpeHHE 3TOro BONpOCa HEBO3MOXHO Ge3 y4yeTa 0Opa3oBaHHA JIEBOCTHPANBLHOA Z-GOpMBI [CM.
F. M. Pohl, R. Thomae, E. DiCapua, Nature, 300, 545 (1982)]. — ITpus. peo.
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LIMHA MOJXXET NPHHATb BCE NOCTYTIHbIE €MY MEHee PacTAHYTble KOHQOPMALIHH OaXke TOrOa, Korja 3a HHUM
creayer NposinH. [103TOMY NpeanouTHTENbHOR NOCIeNOBaTENbHOCTbIO ABNACTCA cienylomasn: X = Ala,
= Gly, Z = Pro.

5.2. [1nA pellleHHA TOM 3aauH cenyeT MCTIONbL30BaTh Tabn. 5.8 u 5.9. HazoseM kondopMaluio, B KOTO-
POt Bce TPH OCTaTKa PACNoJIOXKeHsl BO BHYTPeHHel oOnacTu Henka, kondopmaimeit A, a konpopMalmio, B
KOTOpO#t OHH 3KCNOHHpOBaHbI, — kKOHGopMauuet B. M3 Tabn. 5.8 cnenyer, uto AG nep = 0,73, 2,42 u
2,65 xxan/monbs ans Ala, Leu n Phe coorBercTBeHHO. CymMMa 3THX CBOOOOHBIX B3Hepruit AG =
= 5,80 Kxas/MoJb H B IEPBOM NPHOIHKEHHH paBHa CBOGOOHOM! 3HEPIHH NepeHoca H3 A B B B Bone. Cneno-
BaTe/bHO, K = (A)/(B) = exp(—AG,5/RT) = 1,8 - 10%. Cornacuo Ta6n. 5.9 cBo60HAs IHEPIHSA IEPEHO-
ca Ala, Leu ¥ Phe B BOaHBLI pacTBOpP MOUYEBHHBI YMEHbILAETCA COOTBETCTBeHHO mo 0,07, 0,38 m
0,70 kxan/mone. TaxuM obpazoMm, AG 'ap YMEHBIIAETCA N0 1,15 KKkan/MoONb M, CIENOBATEHHO, IS KOH-
($OPMaLHONHOTO H3MeHeHHs B MoveBHHe K = 2,6 - 10°.

5.3. TIpHMEHHM NOAXOA, MCHOMB30BaHHbIR B pa3n. 5.8. Iycts AG,,; — ceobonHas 3Heprus nepexona u3
KoHbopMauuu A B koHGopmaumio B. CrneaoBaTesibHO,
n
aG = - [ (Bydr = 407" = i7" raey = aT
rn
K = exp(—AG/RT) = exp[—-y(rz'l - r‘l)/RT]
AH = —-Td(AG/T)/dT = ~T*dla(r;! — r;))]/dT = 0
AS = (AH — AG)/T = v(r;! = r;"V/T

5.4. O6paTHmMca K ypaBHeHHsM (5.13) u (5.14). Tak xax x = 0,1 u B 3Tanone, 1 B BOAE, BKJ1a SHTPOIHHA CMe-

LIeHHs B CBODOMHYIO 3HEPTHIO NepeHoca AG pa.BeH HyM0. OQHAKO BK/1aJ 3HTPOINHH CMELLIECHHA B AGc.ym

OTJIHYEH OT HyNA, TaK KaK x = 1 B 3TaHone u x = 0,1 B Boze. [No3Tomy AGg -~ = AG? + RTIn0,1 n
AGY, . — AGY . = RTIn0,1. CenoBaTenbHo, 3KCNEPHMEHTATOP HEMpas. o

5.5. M3 pa3n. 5.4, a Takxe H U3 DHC. 5.7 1 5.8 Mbl 3HaeM, 4TO HATHYHE OCTATKOB IJTHLIMHA B LEMH COcO6CT-
ByeT NMPHHATHIO 6o/lee KOMIAKTHBIX, MEHee PACTAHYTHIX KoHbopmaimit. JIeftCTBHTENBHO, A1 OOHOTO H
TOTO Ke YHCJIa OCTATKOB CPeHEKBaAPATHYHOE PACCTOAHHE MeXAY KOHIIAMH NMOJIHITHUHHOBOTO CTaTHCTH-
q9ecKoro Ki1ybka NpHOMH3NTENBHO BOBOE MEHbIIE, YeM IJIA NOJHAIAHHHOBOIO (cM. pa3sdl. 5.4, a Takxe
. 18). I[To3ToMy ecm HEPacTAHYThHIE BOJIOKHa HMEIOT OQMHAKOBYIO IJIHHY, BOJIOKHO, COIEpIKalllee MOJIH-
[JIMIHH, DOJIXKHO COAEPKaTh BABOE 6ObIICe YHCIIO OCTATKOB. TIpH pacTAXeHHH LieNb CTPEMHUTCA NPHHATL
PacTAHYTYIO KOHGQODMALIHIO THIIA 3Ur3ara (MpaHc), B KOTOpolt ¢ = y = 180°. Bonokxo, cogepxkallee no-
JIKTHUMH, OyoeT pacTAHYTO CHWIbHee, TaK KaK, BO-NEPBbIX, COCTAB/IAIOLIME €r0 LIeNH B HEPACTAHYTOM CO-
crosHun 00Nlee KOMIIAKTHBI, 4 BO-BTODbIX, B 3THX LIENAX HaXOAMTCA Gosnblle ocTaTkoB. ClenoBaTenbHO,
BOJIOKHO | CONEPXHT MOJIHIJIHLHH, a BOJOKHO 2 — INOJHAJIAHHH.

I'JIABA 6

6.1. YpaBHenHne (6.6) 011 IHMEPH3ALIHH [10/1y4a€TCA HEIOCPEACTBEHHO H3 onpenenemm K,. Hcnone3ysn 060-
3HaueHWA M ONpENEsIEHHA, BBEICHHbIE B pa3i. 6.7, Hy>)XHO BbIDa3sHTb K, uepesm’ u ¢ nocxonbxy m,
=m' -m, m|=2m—m nm—dam TO

Ky=my/m}=@m —my/@m—-my=m(1-¢)m?22%, -1,

Km' = (1 -¢)/(2¢, - 1)
3TO0 H ecThb ypaBHeHHe (6.6).
Yro6b! BIBECTH ypaBueHHe (6.7), clienyeT Ha4yaTh C onpenenemmda uMed B BUOy, YTOK = m /ml
=my/(my - m) =
p—(ml+m2+...+mn+...)/(m]+bn2+...+nmn+...)=

=0+ Km + Kmy +...)/(1 + 2Km; + 3Km, + ...) =

=(1+ Kmy/(1 + Km’' + Km) =

=(1+Km'¢)/(1 + Km' + Km’ ¢).
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IlanHO€ COOTHOLLIEHHE YIIPOLLAETCA 10
r 1 2
Km’ = (1 ¢p)/¢p.
310 H ecTb ypaBHenue (6.7).

6.2. PactBop I: B3auMoneiicTBHe MEXKIY OCHOBAHHAMH OTCYTCTBYET.

Pacteop II: nposcxoauT IHMEPH3ALNSA, BEPOATHO, 3a CUET B3IAMMOIEHCTBHSA, CXOMHOTO C TEM, KOTOPOe
HMEET MECTO NpH 06pa30BaHHM BOJOPOAHBIX CBA3eH; OHO NPENATCTBYET o6pa3zoBaHHIO Gonee KPYIHBIX,
4eM OHUMEpHI, KoMmekcoB. Ecnu 2A # A2 uk = (A2)/(A)2, TO

(A)y = (A) + 2A) = (A) + 2K(AF = (A) + CAY,

rae C = 2K.
PactBop III: MPOHCXOOHT HEOTpaAHHYEHHAs ACCOLMAILMS MOHOMEPOB, NMPHYEM KOHCTAHTA ACCOLMALMH
OOMHAaKOBa AnA Bcex ranoB. [osroMy ecnn K = (A2)/(A)2 =AY/ AYA) = ..., TO

(A)y = (A) + 2A,) + 3(A,) + ... = (A) + 2K(A) + 3K*(AP + ... = C,(A) + C(A + GAP + ...,
rre C, = 1, G, = 2K, C3 = 31(2, C, = 4K3. TakuM 06pasoM,
C,=2K, C,=k/2*"NHei L

B ocHOBe HeorpaHHUeHHON acCOLHALHM CKOPee BCETO JIEKHT CTIKUHT OCHOBAaHHM.

6.3. Pa3nuyuTh ABE pacCMaTpPHBAEMbIE CHTYALHH IO3BOJAIOT ypaBHeHus (6.6) u (6.7), Tak UTO, BEPOATHO, B
XO[€ IKCIEPHMEHTA AOoNYylueHa olunbka. Crneayer OTMETHTD, OAHAKO, YTONIPH ¢ = | JIeBble YaCTH ypaBHe-
Huit (6.6) 1 (6.7) paBHbl. B 310l 06nacTu BenmMuuHa 1 — ¢_ OYEHb Mana, M JieBble YaCTH OGOUX ypaBHEHUNR
OKa3blBalOTCA GITM3KUMM K HyT10. DTO O3HayaeT, yTom’ <€ Kz_l [ypaBHeHHe (6.6)] unu m’ < K~ ' [ypaBHe-
Hue (6.7)], T.e. KOHUEHTPALKWA MOHOHYKJIEOTHIAOB CIMLIKOM Majla [/ TOro, 4tobbl HabmoaaTh XOTb
KaKyl0-TO acCOIMAaIMI0. DTO cooOpaXKeHHe, OQHAKO, JOTKHO ObITH OUEBHAHO [UIA IKCMIEPHMEHTATOPA; B
MPOTHBHOM CJIy4ae OHO MOIJIO Obl OOBACHUTH PE3yNbTAThl IKCIEPHMEHTA.

6.4. CtpykTypHble nepexoast B JJHK Gonee nonpo6Ho paccMOTpeEHbI B 1. 22 M 23. MOXXHO 0XHAATh, YTO
napameTpbl KpHBBIX NaBfieHMs 6yoyT 3aBHCETb OT HykneoTHaHoro coctasa JHK, Tak kak GC-naps! cra-
6unbHee AT-nap, a CT3KUHr-B3aHMOAEHCTBHE, KOTOPOE cTabMNM3MpyeT cnupanb, 6yaeT 3aBHCETh OT HY-
KJICOTHOHOIO COCTABA H AAXE OT NocneaoBaTenbHOCTH. [Tockombky o6pa3zoBanne IBORHOMN CIMPAIH CONpPO-
BOX/JA€TCA OOBEAMHEHHEM ONHOMMEHHO 3apfXEHHbIX HHTeH, Ha nnasnenue JHK 6Gyner oka3piBaTh cy-
LUECTBEHHOE BJIHSAHHE M KOHLEHTPALHA COJIH B PacTBOPE.

KoonepatuBHocTh Gyaer HabMoaaThCA B TOM Clly4ae, KOTAA NEPEXOA B HOBOE COCTOSHHE NEPBOM napel
OCHOBAHHIt OCYLLECTBAAETCA ¢ GOMBIIAM TPYOOM, 4eM INepeXOd CAeaylowrX nap. [ToMHMO TOro 4To npu
00pa3oBaHuUH NepBO#t Nape! (HyKieauHH) HMEeTCA 3HTPONHAHBIN 6apbep, CBA3aHHBLIN ¢ HEOOXOAHMOCTBIO
PacnoyIOXKeHUsl OBYX Lened HalexalldM /A cnapuBaHMa oOpa3oM, 3Ta napa JIMIIEHA BO3MOXHOCTH
y4yacTBOBaTb B CTIKHHr-B3aHMoaeicTBHH. OnHako o6pa3oBaHHe PAAOM MOCIEdYIOLIHNX AP YXKe COMPOBO-
KIAETCA CTIKUHI-B3AHMOAENCTBHEM C paHee 06pa30oBaBLIMMMCA NAapaMH, TaK YTO YBEJIHYEHHE ATHHBI CITH-
panbHO#t 065acTH BBITONHEE, YeM HYK/IEALMs, B Pe3YIbTATE YErO M BOHHKAET KOONMEPATHBHOCTb.

6.5. Y3 ra. 5 3BeCTHO, YTO MOYEBHHA YBE/TMUHBAET PaCTBOPHMOCTE B BOOHBIX PACTBOPAaX AMHHOKHCIIOT €
HenoJIAPHbIMM GOKOBBIMHM TpynmnaMH. OTCIOOa MOXHO 3aK/IIOYHTh, YTO OHa OyaeT pa3pymats ruapodo6-
Hble B3auMoaeHcTBHA. [103TOMyY B TOH CTeneHH, B KaKOH CTIKUHI OCHOBaHHMA CTaOHIM3HPOBaH rHAPOGHOO6-
HBIMH B3aHMOOENCTBHAMH, MOYEBHHA AO/KHA AeCTAOHIM3HPOBATh CTIKHHT B OJHOLENOYEYHBIX CTPYKTY-
pax M B JBOMHBIX CIIHPANAX HYKJIEHHOBBIX KHCJIOT, YeMy HMEIOTCHA 3KCNEPHMEHTANBHBIE MTOATBEPXAEHHA.
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— xoHbopMalHOHHbIN aHanu3 237

— KoonepaTHBHasA NnojuMepu3auus 141
— memOpaHHbIe 57—58, 73, 107, 221,

223—224, 229—231
— MHOrouenoyeuunie 60
— 06BeM Monekynnl 111

- IUIOTHOCTH 111
— NIPOHHUAEMOCTL [UIS PacTBOPHTENA

113
— pacnpeaencHie B MeMbpaHax 226
— pubocoMHubie 211—212
— CIIHPaJIbHBIE YETBEPTHYHBLIC CTPYK-
Typsl 86, 139—140
— CTPYKTYpa 261, 267

— TUTpPoOBaHue 48—51
— TpaHcMeMOpaHHbIe 223, 230

— TpPEeTHYHAsA CTPYKTYPa, METOIbI
cpaBHeHHust 114—115

— yKJagka MoJeKkyisl 71—73

— 3Bomouua 28—29, 78, 120—121

BenKoBO-HYK/IEHHOBAsx  OPraHW3aLHsA
211—-212. Cm. maxxce benku, B3a-
HMOJEHCTBHE C HYKJIIEHHOBLIMH
KHCIIOTaMH

Benok nypnypHoi#t MeMOpaHsl 55, 58

buoTuH 64

Bucnou 202, 218—221, 230

Bucnoi nnockuit 218—219

— ctepHuecku#t 219

B -bouoHok 121

Bpomenaunn 206

BaHnepBaanbCOBBI KOHTAKThI 129, 138
Beauxynel cm. I1y3bipbkiu

BunToBas ock cuMMeTpHH 14, 125, 130
Bupyc Tabaunon Mo3auku 20,

144—145, 207, 209—210
Bupycei 20, 143—145, 209
— cbopka 144—145

BnaxHOCTb, BIHAHHE Ha CTPYKTYDY
JHK 173

Boxna 109—111, 261—263, 265—266

Bopoponusie caa3u 35, 89, 91, 129,
179—183, 198, 208—257

Bpaluenue 6enkoB B MeMOpaHax 228—
229

BcTaBki B HYKJIEHHOBBIX KHcI0Tax 157,
165

BropuuHnas cTpykTypa 15, 87—96,
160, 167, 232

B -I'anakTo3uaa3ssl red 159

Iekcokunasa 98, 130

Tenn 197, 198, 200

Temorno6un 18, 20, 24, 34, 36—37, 49,
62, 64, 77—87, 108, 127, 129,
132—133

— arperauusa 83—87

— HHBapPHAHTHBIE OCTATKH 80

— KOH(GOPMALHOHHBIE H3MEHEHHS
18—19

— JIHHCHHBIN OHXPOH3M 83

— MOCNEeaoBaTEMbHOCTL 80—81

— npeacKa3’aHue CTPYKTYPHI 282

— nceBAOCHMMeETpHs 20

— cBa3biBaHue audochornuuepara 24
36—37

— — KHcnopoaa 36

— THUTPOBaHHe 49

— YeTBEPTHYHaA CTPYKTypa 18—19
— 3pomouusa 77—78

— Cunneit 39

— S (me3okcuremornoGun S) 83—87

CeMornobuHsl MyTaHTHble 39-—40,
80—81

TeHeTuyeckas kapta 167

enernyecknit kox 158

eTeponynnexcHoe KapTHpoBanue 167

Cereponynnexchi 164—165

T'nanypoHoBas kuciota 198—199

T'ubkocThb cTpYKTYpsI 27, 109,
113—114, 190
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TCubpunusanms cm. HOpuHIabI

ubpunnbie cTPYKTYphbI 131—132

T'ubpuas! (rubpuausie JHK, rubpuas:
JHK—PHK) 156, 164—167, 170,
175

n-TuapokcuMepkypubensoar 134

"'MApOKCHNPOIHH 95

IM'uaponu3 PHK wenounoit 156

C'uapogobHoe cBsa3bIBaHUE 267

I'uapogobuocTs 56—57

TuapodobHbie B3auMopaeicTeus 139,
267, 270, 309—310

— cunbl 54

[CucTepesuc npu TUTPOBAHUH 49

I'ncToHOB reusl 166

I'ucrous! 55, 73, 75, 212

I'nukoren 197

I'nuko3uoHas csasb 289

I nukonunuaset 216, 221

[nukonpoTeuns! 73, 204, 207, 221, 230.
Cm. maxxce I'mukodopHH

Cnukodopun 73, 76, 204—205, 230

I'nuuepanbaeruadocharaeruaporexa-
3a 117, 119, 139, 230

I'nuuun 93

I'no6unsr 77—78

nyramunosas TPHK (rPHK®"Y) 161

I'moxko3a 98
CnokypoHoBas kucnorta 197

I'omonorus 164

— MEpPBHYHBLIX CTPYKTYp OenkoB 119.
Cm. maxkxce AMHHOKHCIOTHAs MO-
C/1ed0BaTENBHOCTb, CXOACTBO pa3-
JIMYHBIX OENKOB

I'opMmons! 37

I'pama peakuus 201

['yaHuauHruapoxjaopua 135

JlBoitHas crivpanb 168—169, 174

JIByxBajieHTHbi€ KaTHOHbI 33. CM. mak-
e TIO Ha3BaHHUAM

He3okcuremMornobuu S 83—87

Heneuun B JJTHK 165

Henatypauus 30, 164

JlecMO3uH 68

HuruapoypuaunoBas nerns B TPHK
179

Jduruapoypuaus 186

Hdumetuncybepumuaar 131

JuHaMHKa CTPYKTYpbI 6enkoB 113

JunonsHble B3auMoaeicTus 245—247

JuckpUMHHaHTHas GyHKuua Z S7T—58

ducnepcuoHHas 3ueprus JIonoowna 244

Ouccounauus cybveaunuu 131—132,

134—138
Oucynedunnsie cBa3u 66, 79, 82, 93,
270

Jducynbduanniit obmeH 66

Hudochornuuepar 24, 36—37

1,5-OudTop-2, 4-nuuutpobenson 70,
233

Ausnpuueckas cumMeTpus 126

JHK 171

— aHTHNapajIeNbHOCTD Lienei
172—173

— B3aUMOIEHCTBHE C THCTOHAMH 75

— BCTaBKH 165

— rubkocTs 190

— nBoitHas cnupanb 171, 174

— neneuuu 165

— OakTepuodara T2 22—23

— —T5156

— — ¢ X174 154

— xenobku 173—174, 208—209

— u3noMsbl 188, 190—192

— uHBepcHH 165

— KOHKaTeMepHas 210

— KOHTYpHas nnuHa 42, 167

— koHpopmauun (A- u B-dopMsi)
176—177

— — NMPaHO3HOTO Konbua 176

— Hanpasnenue uenei 170. Cm. maxxce
JHK, aHTHNapamienbsHOCTb uene

— HYKJICOTHIHBIN cocTaB 153

— MocJIeaoBaTenbHOCTh cM. Hykreo-
TUOHBIE NOC/IEA0BATENBHOCTH

— — lac-onepona 159

— COBHUI paBHOBECHOM KOHGOpMaUHHU
OBOHHOM criupanu 176

— CTPYKTypa OBOHHOMN CIHpaH
170—172
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JHK, cT3KHHT OCHOBaHHii 173

— TpeTHYHas CTPyKTypa 190

— Tpo#Hadg cnupanb 177—178

— SV40 193

OHK-nonumMepasa 172

OoMenbl B cTpyKType OenkoB 67, 102,
106, 118

Escherichia coli 21, 122, 160—161, 187,
201, 207, 218

Kenobku B Mosekyse JHK 173—174,
208—209

JKHAKOCTHO-MO3aHYHAsA MOZENb MEM-
Opanbl 228

JKupHble KHCIOThI 214—215

3aMopaxxuBaHue — CKaJibIBaHHe 224—
225

— TpaByeHHe 224—226

3apsn 6enkos 28, 107. CmM. maxxce Quc-
KPUMHHAHTHAasA QyHKUUA Z

3apsana nepeHoc cM. CHCTEMBI ¢ nepe-
HOCOM 3apana

3apsxeHHble OCTAaTKM (rpynnsl) 75,
100, 106

3epkasibHO€e oTpaxeHue 124—125

8 -U3rubs1 71—72, 91, 95, 281

H3nomsl 188, 190—192

C-55-U3onpeHoun-anxkoronb — docdo-
KHHa3a 231

HxocarapHyeckas cuMMeTpus 123, 126

HUmmyHornobynud G (IgG) 27, 66—67,
121

HuBapHaHTHbBIE ocTaTKH 80

Husepcun (8 JHK) 165

HUHBepcHOHHAA OCb CHMMETpPHH 125

HurubHpoBaHHe no MexaHu3My obpar-
Holt cBs3u 134

MHunmanuy yyacTkd 163—164

Huuuuupyroume TPHK 160, 162

HNHo3uH, 06pa3zoBaHHe HYKICOTHOHBIX
nap 163

Hucynuu 3132, 129

HUnTerpanbHble MeMOpaHHble Oenku
222, 230

Hurtepkansuus ocuopauuit B TPHK 186

Honnzauuu cBobonHas sHeprus 46—47

Honnzanus 60KOBbIX IPyNnn aMHHOKHC-
ot 49—51

Honnas atMochepa 48

HMoHu3auHoHHOE paBHOBecHe 46—51,
149

Honnnie B3aumoneiicTeus 268. Cm.
maxxe ConeBble MOCTHKH

Kansuuht (Ca®+) 102

Kananst B MeM6paHax 224

Kap6okcuiaT-aHHOHA KOMIIJIEKC C rya-
HHMHOM 209

Kap6okcunentuaasa 62, 112

Kapauonunuu 217

Kapparenans! 198

KapTtupoBanue reHoB 165—167

Karenau 157

Kucnopona cBA3bIBaHHE TIeMOTIO0H-
HOM 36

KrnacTepnsl aHTHreHOB Ha MOBEPXHOCTH
MeMOpanbl 227—228

«Knesepusi#t muct» 160—161, 181

KnerouHas crenka 201

-~ — buocuHTE3 162

Konnuuu 212

Konnares 16, 18, 55, 68, 70, 74, 92—9%,
241

KomnjieMeHTapHOCTE 192

KounkanaBanuu A 129, 282

Kontypuas anuua JHK 42, 167

Koudurypauus, onpenenenue 12

KondopMauHoHHas 3Hepras, MHHHMH-
3auds 73

KondopMaunoHnHbie H3MEHEHHA
18--19, 98

— KapTbl 249-—254, 291—293
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KondopMauHoHHbIE€ NapaMeTpPhi
aMuHOKUCTOT 278—281

KondopMaunonHublit ananus 237

Kondopmauus, onpenenenne 11—12,
18

— caxapa B PHK 175

KooneparusHag nonumepu3auus 6Gen-
KOB 141

Kodakropni 65. Cm. makxe MeTtannsl,
TlpocTeTHYecKHe rpyninsl

KpHTHuecKkas KOHLEHTpauus 143

Kcunan 198

Ky6nueckas cummerpus 123, 126—127

JlakTaToerugporeHasa 116—129, 126,
131

B -JlakTorno0ynuH 51

JlaTepanbHoe nepemelueHHe GENKOB B
MeMOpaHe 228—229

— ¢a3oBoe pazgeneHue OEIKOB B MEM-
6pane 220, 221

JleunTuub 214

Jlurannel, cBg3biBaHue 33—34

JIn3unokcunasa 70

Jlu3un 47, 51, 70

Jlnzouum 34—35, 51, 55, 96, 100—101,
109, 112, 275, 277

JlunelnbIi guXpous3mM 83

JIunuansie ny3sipbku 218. Cm. makxce
Bucnoit chepuueckuit, JINnocoMsl

JIunuaueit 6ucnoi 202, 218—221

— — morpaHuyHble MOJIEKYIbI 230

— cocTaB MeMOpaH 218

JlunuooB cBA3bIBaHHE 233

Jlunuae!, B3aMMOACHCTBHE ¢ OenxkaMu
230

— NOABUXKHOCTbL B MeMOpanax 230

— cBoiicTea 214

— (a3zosble nepexonnt 221

Jlunoesas xucnora 64

JIunomnosxncaxapu KJI€TOYHOR CTEHKH
GaxTeputt 201

JlunonpoTtenast 201—202, 231—232

JIunocoMsl cm. Bucnoi chepHueckmii,
JlunuoHble Ny3bIPbKH

Jlunorefixoeras kucnora 201, 204

Manaraeruaporenasa 117, 119, 126

ManHo3a 204—205

Martpuunas anrebpa 315

MartpuyHble MeTOABl MHOTOKOMIIO-
HEHTHOTrO aHanu3a 41

MeM6paHa MHTOXOHApHabHasa 218,
222

— masMaTuueckas 213, 222, 229

— 3putpoumra 218, 229

Mem6pannsie 6enku 57—58, 73, 107,
221, 223—224, 229—231

— — BpallcHHe 228—229

— — HHTErpayibHeie 222, 230
— — JlaTepanbHOE NepeEMEILIEHHE

228—229

— — ONIMroMepsi1 224

— — nepudepHueckue 221

MemOpanst 213, 218, 221—222, 228

— 6enKoBble KOMNOHEHTHI 221

— SKHOKOCTHO-MO3aH4YHasA Mozesb
228

— JIMOUOHBIA cocTaB 218

— METOI NOBEPXHOCTHON METKH 224

— Temrieparypa ¢a3oBoro mnepexona
226, 231

— TpaHCMeMOpaHHbIe Oenxu 223, 230

— 3JIEKTPOHHAA MHKpPOCKONus 224
Merannonporeuas! 65

MeTtanns 60—62
Muenun 218

MukpoTpybouku 139
Muorno6un 16, 18, 51, 62, 77, 88, 109,

275—276, 284
MutoxoHapuanbHas Membpana 218,
222
Munn-nerns 8 TPHK 179
MHorokxoMnoHneHTHbI aHanu3 41
Mogenn asoltHbIx cniupaneit 174
— MeMOpaHb! 228
— MoJiekyn 283
— TPETHYHOU CTPYKTYPHI 96—103
Mogens arperaunu cyopeaunuu 145
MonenbHbie cucTeMbl 38
Moandukauus xuMuueckas 40, 113,
160, 162, 186—188
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MonekynsapHas ouHamuka 114

— Macca fenxos 126—127, 130

— — IHMIONPOTEUAOB 232

— — HYKJIEHHOBbIX KHCJIOT cm. Hykne-
HWHOBbIE KHCJIOTHI, IJIMHA MOJIEKY-
Jibl

— — pa3iuuHbix 6uononumepos 10, 12

MonekynsipHble MOAEMH, NOCTPOEHHbIE
¢ noMolusio 9BM 283

MonexynsapHsii 06beM Genkos 111
MounoHykneo3uanl 306

MPHK 163—164

MyTaHTHbIE dopMbl 24, 31, 33, 39—40,
80—81

Myuunsbl 206

Hatpus voust (Nat) 174

HepaneHTHbie B3auMoAeiicTBUA 244

Heo6b1unbie ocHOBaHuA 149, 153, 179

HecnapeHubie ocHoBaHusA 186—187

Hyxnea3bl pecTpukuud 158

Hykneauus 86, 143

HyxnenHoBbie KHCIOTHI 287

— — B3auMogeiicTBHe ¢  OenkaMu
207—209

— — reoMeTtpus 289

— — [JIMHA MOJIEKYbI 156

— — M NOJMMaMHUHBI 155

— — KOHGOPpMAaLHOHHBIN aHau3
287—293

— — HYKJeOTHaHbIH cocTaB 153—154

— — onHouenouyeuHble 186—187

— — NMOCIEAOBATENLHOCTb OCHOBaHUH
160—161, 164

— — — nanuaapoMos 159

~— — CHJIBI, CTaOHIM3UPYIOLIHE CTPYK-
Typy 204—311

— — clapMBaHHe OCHOBaHM 295

— — TpeTHYHas cTpykTypa 311

— — yribl BpalllHHsA OCTOBA, CTEPH-
YyecKHe orpauuyeHus 289—290

Hyxi1eo3unos TayTOMEpPHbIE NpeBpa-
meHns 150, 152

HykneonpoTenanble KoMmiekesl 207—
209

HyxkneonpoTtenas: 207, 210—211

Hykneocomst 207, 212—213

HykneoTuaHble noc/ieoBaTeNbHOCTH,
aHa/n3 YacTOThb! BCTPEYAEMOCTH
pa3HYHBIX KOMOUHALHI
3BeHbeB 172

Hyxneotuausliii coctas JHK 153

— — PHK 154

HykneoTHacBA3bIBAOIIME OOMEHBI B
benkax 116—117

Hyxkneotuan! 148

NAD 116—119

O6MeH nucynbbuaHbIi 66

O61eM Monekynbl Oenka 110

OBanbOymMuH 206

«OKpallliBaAHHE» AHTHTEN 226—228

OkTasapuueckas cuMMeTpHa 123, 126

OnenHoBas kucnora 215

OnuroMepsl MeMOpaHHbIX OeNKoB 224

Onuronentuas! 44, 46

Onurocaxapuasi 60

OnyxonepolHbie BUPYChI 193

OcmoTuyeckuit ko3pdHuueHT 3dhdek-
THUBHBIH 307

OcHOBaHHsA (HYK/I€O3UAbl) HEOOBbIYHbIE
149, 153, 179

-— HecnapeHHbIle 186—187

Ocué6BHBIE Genku 207

INanuHAPOMHbBIE NMOC/IEA0BATENbHOCTH
159

IMansMHUTHHOBAA KHCIOTA 215

IMapbl ocHOBaHMil B KpHCTaNNax OUHY-
KjeoTHaos 297—298

— — — pacTtBope 298—301

— — TEPMOAHHAMHYECKHE TMapaMeT-
pbl 299302

— — YroJ1 HaKJIOHa K OCH cnupaii 168,
171, 176

— — YOTCOH-KPHMKOBcKHeE 169

— — XYICTEHOBCKHE 295—296

— — — obpaTtHbrie 296

IMNapannensHsi#t nepeHoc 125

IMekTHHBI 197—198
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IMentunHas cBa3sb 89, 90

INenTuansiX cBA3eH pa3peiB 59, 99

IMenTupornukane! 162, 201

INlepBHuHas CTPYKTYpa, onpeaesicHue 13

— — pa3nuuHbix 6enkoB 73—86

INepenoc 3apsana 29

INepunia3sMaTHYECKOE MNPOCTPAHCTBO
201

INepudepnueckue Genku MeMopaH 221

D-Ilerna 157

INupaHo3Hoe konbuo 175

IMupunokcansdocdar 64

IMupyBaToernaporeHa3Hbii  KOMILIEKC
20-21, 127

IMupyBaTokcHaasa 231

INnasmanorex 216

INnasmaTHueckas MemOpana 213, 222,
229

IMnotHoCcTh GenkoB 110

— JIMIONPOTEH0B 232

— YNMAaKOBKH aMHHOKHCJIOTHBIX OCTaT-
koB 109—110, 138

IMoBepxHOCTHON MeTKH MeToa 224

IMosTOpHI 72

INMonuanennnosas kucaoTa [poly (A)}

— — runoxpomusMm 304—305

— — chnekTp nornoueHus 304

— — CT3KHHI OCHOBaHHH 304

IMonnamuubl 155

IMonurnuumy 241—242

IMonumMepu3zauus 140—143

— KoonepaTHBHas 141

— MATPHYHBIA MexaHH3M 144—145

INonunyxieoTHAHBIE HenH 237

IMonunyxkneotuas: 170, 177, 288—289

INonunenTraHble nenud, KOHGOpMaLHs,
reoMeTpusa 237—243

— — mIocku# 3ur3ar 237

— — cBepThiBaHue 121

INonu (L-nponux) 241

IMonunponnHoBbie CIHPAIH 92

INonupuboanenunopas kuciaora 290

IMonucaxapuawr 195, 200

— obpa3sopanue reneit 198

IMonapHoCTL GOKOBLIX Ipynn aMHHO-
KMCIIOT 52

— uveneit JHK cm. JHK, Hanpasneuue
uenei

IMonepeunsie cBA3H 66. Cm. makxe
Hucynedunusie ceasd, INonepeu-
HbI€ CLIMBKH

INMop¢upuHOBOE KONMBLO 62

IMocnenosaTensHocTh (M) 13, 162, 177

— aMHMHOKMCJIOTHas 71, 73—77, 83

— HyKJeoTuaHas 172. Cm. maxxce Hy-
KJIEHHOBBIE KHC/IOTBI, NMOCJIeN0Ba-
TEJIBHOCTh OCHOBaHMH

— cpaBHeHHe 77, 164

ITocTTpaHCKPHNUHOHHAA MoaudHKa-
uusa PHK 154

IMocTTpancnsauuoHHblie MoaudUKauuH
59—60

INoTeHuHanbHAA 3HEPrHA, €€ OLEHKAa
243—253

ITOTEHIIHOMETPHYECKOE  THTPOBAHHE
43—45, 49—51

INpeacka3anue CTPYKTYpbI 25—26,
70—72, 160, 190, 277

INpouHcynux 31

IMponun 52, 92, 109, 251—253

IpoHHnaeMocTh GENIKOB A1 PACTBOPH-
Tens 113

IMpocTeTHueckne rpynmnel 62, 64

INpoTeassl 84. Cm. maxxe DcTepasbl

— cepuHOBBIE 121

IMporeonus cm. TlenTHOHBIX cBA3EH
paspbiB

IIpoTOHHpPOBaHHbIE TMOJMHYKIEOTHI-
Hble cniipanu 170, 177

INceBpocummeTpusa 20, 158, 168—170,
172

INceBpoypunnnosas nernsa B TPHK 179

IMy3bipekH 218, 223

IMypnypHas MemM6pana 222. Cm. makxxce
Benok nypnypHo# MeM6paHbI

pK, 46—51

poly (I) 177

PasBerBneHnble uenu 157. Cm. makxce
I’ mukored
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Pamauandpana xaptsl 241

Payna 3axon 308

Perynsauus ¢epMEHTAaTHBHOH aKTHBHO-
cTH 36—37

Penatypaius 31, 164—165

— reTepoaymniekcos 164

PeHTreHOCTPYKTYpHbBIN aHanu3 87—88,
175

lac-Penpeccop 127, 159

PecTpHKiupH HyKieasb! 158

Pu6osa 175—176, 179

Pubonykneasa 51, 71, 97, 109—111,
204, 271

PubocoMunie 6enxn 211—212

Pubocomnl 20—22, 160, 207, 211—212

Popanasa 117, 120

PogoncuH 58

PHK, B3aumonelictBue ¢ Oenkamu
211—-212

— BHpyca TabauHoi Mo3auku 209—210

— uHpopManuonHas cM. MPHK

— matpuuHas cM. MPHK

— HYKJIEOTHOHbIA cocTaB 154

— OINyXONEePOAHbIX BHpYcOB 193

— NOCTTPAHCKPHMNUHOHHAA MO IH(HKa-
uua 154

— pubocoMHas cm. pPHK

— TtpaHcnopTHas cm. TPHK

— LLENOYHON ruapoan3 156

PHK-nonumepasza 160

pPHK 21, 163, 190, 211—212

Camocbopka 144, 145 Cm. makxce
C60pKa BHPYCOB '

CapKonJa3sMaTHYECKHH PETHKYIyM 222

Cartennutaas JHK 153

Caxapa B 6enkax 60, 204, 206—207. Ca.
maxxce YTI€BOAbI

— — rauxkompoTengax 75, 205, 207

— — myuuHax 206

— — HYKJIEHHOBBIX KHCA0Tax 175

— — monMcaxapuaax 195, 197, 206

— xoHdopmanus 170, 175

Coopka 31, 143—145. Cm. makxkxe
Arperauus, IToauMepH3auus

— BHpYycoB 31, 210. Cm. makxace Camo-
cbopka
Csedbepea equHuLb! 20
CBepThIBaHHE NOJMNOENTHIHOR UENH
121
Caepxcnupans 16, 190—192
CBo6onHan 3Heprus accounauuy 141
— — HOHH3aUHH 46—47
— — nepenoca (AG ) 53
— — IIPH CONPAXEHUH peaKkiHit 46—47
— — cT3KuHra 309
CepuH, docpopunuposanue 59
CepuHoBbIe 3cTepa3nl 28, 79, 82—83
CepnoBHAHOKIIETOYHAS aHEMHUA 86—87
CeprioBuaHsle K1eTkH 87
Cuanosas kicjioTa 205
CuMMeTpHH BHHTOBas och 14, 125, 130
— HHBEPCHOHHAA ochb 125
Cummerpus 20, 122—124, 137—138,
172, 177
— axkcuanpHas 125
— BpaiueHus 122—124
— au3apHueckas 126
— Kybuueckan 123, 126—128
— HKoca’apuueckas 123, 126
— OkTa’apuueckas 123, 126
— TeTpa’lapuyeckas 126
— MPOCTPAHCTBEHHas 125
— TOYeyHas 122—125
— C, (ocb CHMMETpHHM BTOPOTO IO-
paaka) 20, 91, 124—125, 133, 157,
208, 213
CHcTeMBI ¢ IEPEHOCOM 3apsna 29
Cxnaauateiit cnoit 240. Cm. makxce
B-Cnon
B -Cnon () 71—73, 90—92, 95,
103—105, 116, 139, 209, 281
Conpskenue 44, 49—51
— peakuuii 46—47
ConpskeHus 3Heprus 46—47
ConeBble MOCTHKM 59
CnexTpHH 221, 229
Cnupans (u) 14, 170
— aBoitHble 170
— — napaMeTpsl 172
— reoMeTpHs 14
— MaTeMaTHYeCKOe onHcaHue 14
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Cnupanu nonuuyxieoruausr€ 170, 177

— mnonucaxapuaoB 196

— paauyc 14

— war 14

— n-ro nopsnaka 14

« -Cnupans 11, 72—73, 88—91, 116,
209, 231233, 241—242, 281

D-cnupans (D-netns) B8 TPHK 179—
181

CnupanbHble 4eTBEPTHYHLIE CTPYKTY-
pui 139

— — — onpeaesieHHe AIUHBI 143

CreapuHoBas kucinoTa 215

CTpykTypa 6enkoB, cxoacTeo 116—122

— nony4YeHHe JaHHbIX 274

CTpyKTypHble KapTel 116—118. Cm.
makxce TpeTHYHAA CTPYKTYypa

CTpykTypbl Ipeacka3aHHe 25—26,
70—72, 160, 190, 277

— cemeficTBa 28—29

— ypoBuH 12, 41

CuiuBaHue pubocoMHbIx Gernkos 212

— cybbeannun 131

CuunBarolue areHTbr 132—133

CumBku 68, 70, 131—133, 201, 212, 229

Cy6Tunu3uH 117, 120—121

CyOGbenuHuyHas CTPYKTYpa (Opranusa-
uus) 122, 126—128, 133

Cy6wenunnust 20, 32—33, 80, 91, 122,
126—127, 129—135, 138—139, 145

CynepokcumaicmyTasa 121, 126

CT3KHMHI OCHOBaHHH! B OBOMHBIX CMIMpa-
nax 173

— — — oaHoueno4yeyHoi poly (A) B
pactTBOope 304

— — — TPHK 186

— — KOHCTaHTa accounauuu 308

— — NMYPHHOBBI# W NHPHMHUAHHOBBIA
308

— — ponb pactesopuTens 309

— — cBoboaHas 3Heprus 308

— — TemnepaTypHas 3aBHCHUMOCTb
304—306

— — TepmoauHamHka 306—311

Coepudecku#t Oucnon 219

Cohunrosun 216

CbIBOPOTOUHBIN anbOyMHH 51, 66
Staphylococcus aureus 201

TayTomepHbie hopmMbr 150

TekyuecTs 6ucn0OEB cM. Pa30BbLIA IEpe-
XOI B JIHNHAAX

TeMnepaTypa, €€ BIHAHUE Ha CBOICTBA
JMnuaoB 221

— mnepexopa 221, 226, 231

TepmMonnHaMHKa MPOUECCOB pacTBOpe-
HHUA 52—53

— cT13kuHra 306—311

TepmMonu3un 102, 282

TeTrpasapuueckas cumMmeTpus 123, 126

Tumuna numepst 309—310

4-Tuoypuaun (tuo-U) 187—188

Tupo3unossiit cynpeccop TPHK 161

TutpoBaune remorno6una 49

— HYKJIEO3HJIOB M HYKJIEOTHOOB 149—
150

— MOTEHUHOMeTpHYeckoe 43—44,
49—51

TOpCHOHHBIE YIIIbI ¢Ar. Y bl BHYTPEH-
HEro BpalleHus

TopcuoHHbBIR OoTeHnUan 247

ToueyHas cummeTtpus 122—129

TpaHCKpHITUMHK perynsuus 160

TpaHcmemOpanubie 6enxu 223, 230

Tpancnopthaas PHK, cm. TPHK

Tpauctheppun 33

Tperuunas cTpykTypa 16—17, 35, 40,
70—73, 84, 96—103, 114—117,
121—122, 178

Tpurnuuepuasl 231—232

Tpuncusx 60, 82

Tpuncuua uuruéutop 73, 115, 282

Tpuntrodan 113

TPHK 155, 160, 177—190, 311

— HHHUMHDYIOUIHe 160, 162

— «KJIEBEPHBIN THCT» 179

— MUrpauus auuna 155

— MHHH-nIETNA 179

— HEU3MeHHbIe ocTaTKH 180

— ceMeiicTBa (knacceol) 160—161

— D-cnupans 179

— THPO3UHOBBIHA cynpeccop 161
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TPHK, ¢oTtocunsku 187—188

— XuMHueckas MoaudHkauus 186—188

TPHKP" 180

TpoitHas (TpexuenodeyHas) cCnupasb
92, 93, 177—178, 198—199

Tponokosnaren 92

Tywenne dayopecueHuuH 113

Vrnesoasl B Oenkax 59. Cm. maxxce
[ nMKOnpoTEUabI

-— COCTaBHas 4acTb MeMOpan 22]—
222, 230

Vbl BHYTPEHHErO BpauieHus 239

— noBopora 253

Y3HaBaHHE OINpeAeNIeHHbIX Y4acTKOB
HYKJIEHHOBBIX KHCJIOT 176

YnbTpauenTpudyruposanue 134—135

Y pOBHH CTPYKTYPHOM opraHu3auux 12,
41

®azoBoe pa3aerneHue B 6ucnosx 220

®da3zoBple auarpammel 40, 144—145

da30Bblil IEpexoa B IunHaax 221

denunananunosas TPHK (TPHKP"®)
186—187

®eppenokcun 74, 94, 96

GeppUTHH 29, 227228

detyun 206

Oubpunnsapuele 6enku 67, 72

®ubpuH 68, 70

duIoreHeTHYECKOEe APEBO IN1O6UHOB 78

dnaBoaokcuH 117, 120

dnyopecuceHUUH Tymenue 113

®opmunmernonus-TPHK  (TPHKM®)
162—163

dochornuuepatkunaza 120

dochornuuepunnt 217

dochomunuasr 214, 233

dochopunuposanue 60

®oTocuwnBky B TPHK 187—188

Xenatueiit 3¢dexT 27

XunoMHKpoHb! 231

Xumuueckas Moaubukauus 70

XumoTtpuncuH 16, 18, 30, 82—83, 109,
112, 120

Xonecrepun 217—218, 231—232

XonodepMeHT 62

XpomatuH 212

LIBHTTEPHOHBI 43

Lunk (Zn?*) 61, 102, 135
LIuToxpom ¢ 221
LuToxpoMokcuaasa 58

YeTBepTHYHAA CTPYKTYpa 19, 119, 129,
133—139, 192

IHar cnupanu 14
[Imuneku 156

JBomouns 28—29, 77, 120—121

Onacrasa 83—84

AnactiH 68—70

JJIeKTPOHHAsS MHKpockonus 165—167,
224

DJIEKTPOHHOH INIOTHOCTH KapTa 88

DNeKTPOHHO-MHKPOCKONHUYECKHH Map-

Kep 165
DNEeKTPOCTATHYECKOE B3aUMOIEHCTBHE
28, 44, 47—S51

Onektpodopes 135—137
DHAOMIa3MaTHUYECKHH PETHKYIIYM 234
OpuTpounta MeMOpana 218, 229
ScTepa3bl cepuHOBLIE 30

OddekTopsi 36

SAIMP 113
AnTapHeii auruapun 135, 137
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