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REVIEWS
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benkoeo-nykneunogoe y3naganue — 6adcHbulll acnekm pe2yiayuu dkcnpeccuu 2enos, pennuxayuu JJHK u ee
Komnakxmuzayuu. Pezynemamel uzyuenus mexamusmog y3Haeanusi NOKA3bIGAIOM, 4MO NOCIEA08amelb-
Hocmb Hykneomuoos JHK cuumvieaemcs pe2yissmopHeimMu 6eakamu u no38oasem UM celeKmueHo C6s-
3b186amuca ¢ konkpemuvimu yuacmramu JJHK. O630p noceawen npoyeccam, npoucxooauyum npu cneyuduu-
HOM U Hecheyu@uunom Komniekcoobpaszosanuu oenxos u JHK. Ocnoenoe snumanue yoeneno npamomy u
HenpAMOMY MeXAHU3MAM CUKBEHC-Cheyuduuno2o y3nasanus. IIpusedensvi npumepvl KOMNIAEKCO8, ULLIOCT-
pupyowue mHo2oobpaszue cnocobos 6e1Kko80-HyKIEUHOBO20 YIHAGAHUSL.

Knrouyesvie cnosa: munol 6ey’lK060—HyKJleuH06020 KO/\/II’UI@KCOO6PG3OGGHM}1, CI’!EL;M¢M'{HOCWIZ) 66J’1K060—Hyl<'fle—
UHOBbIX 636114/\40&6126‘”’!61412, MEXAHUIMbBL NPAMO20 U HENPAMO20 Y3HABAHUA.

Beenenne. O6pa3oBaHie KOMILICKCOB OENKOB C HYK-
JIEMHOBBIMU KHCJIOTaMH MPOUCXOJUT Ha BCEX JTamax
peruukarmu JJHK, sxcripeccun reHOB U ee peryJisiium.
YacTh TaKMX KOMILIEKCOB BEICOKOCTICITU(IYHBI: OETTOK
pacro3HaeT «CBOW» calT, 0ToOpaB ero U3 MHOTOYHC-
JICHHBIX KOHKYPHUPYIOIIMX M TMEPEeKPHIBAIONINXCS He-
crenn(UIHBIX TIOCIEI0BATEILHOCTEH, H CBSI3bIBACTCS
c HuM [1]. Ho Genkn MOTYT B3aUMOJCHCTBOBATH C
JHK, He mposiBisis 0JHO3HAYHOT'O CPOJICTBA K OTIpEeIe-
JIEHHOW TMOCIIe0BaTeNbHOCTH, a pacrno3HaBas JHK
KaK TakoBYIO [2], HampumMep, B Mpoliecce KOMITaKTH3a-
LMY Ipy 00pa30oBaHUU HYKJIeocoM [3].

Kommnekcor GenkoB ¢ JJHK xapakrepuzyrorcs
CPOJICTBOM U CIIeUPUIHOCTHIO. CPOJICTBO — 3TO CBO¥A-
cTBO Oeinka cBs3biBaThes ¢ JJHK, onpenensiemoe, B ua-
CTHOCTH, HAIMYUEM CTEPHUYECKH U XUMHUYECKH KOMII-
JIEMEHTapHBIX TIOBEPXHOCTEH 00eHX MOJIEKYJI B calfTax
CBsA3bIBaHMSA [4]; CrICIM(UIHOCTh — CEIICKTUBHOE CBSI-
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3bIBaHKE Oerka Ha KOHKpeTHbIX caiitax JJHK, ona o0y-
CITOBIICHA OTIIUYHEM CTETICHH CPOICTBA OeTIKa K rmoclie-
noBatenbHocTH JIHK caiita-MuIneHn u aIpyrux yda-
CTKOB [5].

[pakTrdeckn Bce OEMKH CIOCOOHBI 00Pa30BHIBATH
U crienuuYHbIe, 1 Hecnenn(pUIHbIE KOMIUIEKCHI [6—
8]. Ho xoHCTaHTHI accorpaiuy, KOTUYECTBEHHO OTpe-
JCTSIFOIINE CPOJCTBO, OTIIMYAIOTCS HA HECKOJIBKO T10-
PSIKOB TIPH CBSI3BIBAHHUU CO «CBOCH» U «UyKUMUY» TIO-
CIIEIOBATEIBHOCTSIMHE: JIJISI CTICIIM(PUIHBIX KOMILICKCOB
onu coctapmsior 10'°-10"> M ' (e menee 10° M), ns
necnermduunbx — 10°M ™' u Hixke.

Jlnana3oH u3MeHEHU cBOOOTHON SHEPTHH CBA3bI-
BaHUsI IS CTIEHU(UYHBIX KOMILUIEKCOB JICKHT B Ipeie-
sax —16 +—7 KKkaj/MoJib, 1J1s1 HeCelM(pUUIHBIX — OH pa-
BeH —8 + —5 kkan/moub [8, 9]. OCHOBHBIM IIPU3HAKOM
CenU(pUIHOCTH MPUHITO CUUTATh U3MEHEHHE TEIUIO-
EMKOCTH, 00yCIIOBIICHHOE MOJU(PUKAIUIAMHU CTPYKTY-
pHI Oelka (JIOTIOTHUTENEHBIM SKPaHUPOBAHHEM THIPO-
¢$oOHbIX rpynm) [2, 6—12]: cnenuduvHOE CBSI3BIBAHHE
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XapakTepu3yeTcsi OONBIINM OTPHIIATEILHBIM H3MEHE-
nuem (—1,1 + 1,3 kkan - mons - K ™), a necnenudpuy-
Hoe — Onm3kum Kk 0 [10-12].

B 10 e Bpems ¢ TOMOIIBIO CTPYKTYPHOTO aHAIN3a
BBISIBJICHBI IPUHIUITHAIIGHEBIC PA3InyMs B TUTIAX B3au-
MOJCHCTBUI U KOHTAKTOB, IapaMeTpax JIBOWHOM CIIU-
panu IHK, xonudecTBe CBA3aHHOM C KOMILIEKCAMH BO-
bl TaXKe y CTIe(UYHBIX (C TOUKH 3pCHUS TEPMOANHA-
MUKH ¥ KHHETHKH ) KOMIUTeKcoB. [ToaTomy B 0030pe [2]
MpeyioKeHa Kiaccu(uKaIsi, BKIIOYAIONAs YeThIpe
THTIA KOMIUIEKCOB: CHKBEHC-CIICIM(UYHBIC, HECTICIIU-
(UYHBIC, HECHUKBEHC-CIICIU(PHUYHBIE U CTPYKTYPHO-
crienugpuIHbIC.

B npencrasienHoM 0030pe HAMU PacCMOTPEHBI Tie-
PEUYUCIICHHBIE BBIIIE THITHI KOMITICKCOB, OSITKOBO-HYK-
JICMHOBBIC B3aMMO/ICHCTBUS U MEXaHU3MbI Y3HABAHMSI.
OCHOBHOE BHUMaHHE YJCIICHO CHKBEHC-CIEIU(pUY-
HBIM B3aUMOJICHCTBHUSIM, C TIOMOIIBIO KOTOPBIX OENKH
pacmo3HaioT «cBom» nocnegoatenbuocT JJHK. IIpo-
AHAJIM3UPOBAHBl MIPUMEPHI KOMILJIEKCOB, JEMOHCTPH-
pyrolire MHOroo0Opasue Croco00B OENKOBO-HYKJICH-
HOBOTO Y3HAaBaHHUSI.

JAnist IOHMMaHHST OCHOB CIEIU(PUIHOTO OEIKOBO-
HYKJICHHOBOT'O Y3HaBaHHsS HEOOXOJMM aHAaH3 POJH
000WX YYAaCTHHKOB KaK PaBHOMPABHBIX MapTHEPOB
[13]. ITockonbKy psa mMyOnHUKaiui MOCBSIIEH UMEHHO
Oenkam (Harpumep, [14—18]), To B HarleM 0030pe MBI
XOTHM OLICHUTh BKJaJ JAPYrod COCTaBIAIOIIEH —
JHK — B y3HaBaHue OelikaMu «CBOMX» CalWTOB. B mo-
CIIE/IHUE TOJIBI ATa MpobdIeMa TaKke 00CYKIaeTCsi BO
MHOTHUX cTaThiX ([19-21] 1 cChUTKY B HUX), B KOTOPBIX,
B YaCTHOCTH, MPOAHAIM3NPOBAHO, HACKOIBKO CTPYK-
TypHas amantanus nsoiHo# crmpanu JJHK ompenens-
eTCs CBSI3BIBAHUEM C OCIIKOM W/WIIM SIBJISIETCSI CBOM-
CTBOM, TPHUCYIIMUM KOHKPETHBIM MOCJe0BaTeILHOC-
M. J{ast oObscHeHHsT dTHX 3PQPEKTOB HE0OXOIUM
CpaBHUTEJBHBI aHalH3 CTPYKTYPHl Kak CBOOOJHOM
JHK, Tak u B komriekcax ¢ 6enkamu [22]. [ToaTomy B
HACTOSIIIEM 0030pe TPU PacCMOTPEHHH TPUMEPOB
KOMILJICKCOB TIPUBENICHBI PE3YJIbTAaThl BBITOTHEHHBIX
HAMH CPaBHHUTENBHBIX OIICHOK CTPYKTYPHBIX ITapaMeT-
po IHK B 3THX KOMILIEKCAX ¥ KAHOHHYECKUX (Hopm
JIBOWHOM CIIMpAIH.

CuxBeHc-cienM(puyHOe KOMILIEKCO00pa3oBa-
Hue. B xoMIurekcax 3Toro Tumna 06ejoK CBS3bIBACTCS C
OHOH WM HECKOJBKUMH I0CIIEIOBATEIEHOCTIMH

JIHK, nposiBisitoluMu HauOosIblee CPoaCTBO K JaH-
HoMmy Oenky [23]. Bonee 30 et Ha3a BICKa3aHO Mpe/-
MOJIOKEHUE O TOM, YTO CHKBEHC-CIECIM(pHUUHOE Oe-
KOBO-HYKJICMHOBOE Y3HaBaHHE OOYCIIOBJICHO CIOCO0-
HOCTBI0 O6eTKOB 00pa30BbIBaThH BogopoaHbIe (H-) cBsizu
co crenM(UIHBIMH TPYyNIaMl OCHOBaHMHA B MecTax
KOHTaKkToB [24]. Takoif MexaHU3M MONy4HI Ha3BaHUE
npsmoro (Direct Readout) [25, 26].

Bouee mozaame Mcciaeq0BaHus MOKA3aHd, 4TO CIie-
IUQUYHBIE TPYIIBI OCHOBAHUN HE COCTABIISIOT JIOCTa-
TOYHOM Oa3wl /i «kona y3HaBanus» JIHK Genkamu
[27] u mipsiMbIe B3aMMOJEUCTBUSI — JIMIIb YacTh CHK-
BeHc-cnienuuaHoro y3HaBanus [13, 28]. Baxupmmu
(dakTOopaMu y3HABAHHUS SBISIOTCS TAKXKE CTPYKTYPHBIC
0CcOOEHHOCTH U CIIOCOOHOCTS K JiepopManiu GpparmMeH-
ta JIHK, ¢ KoTOphIM CBs3bIBaETCS OENOK, HEMOCPEICT-
BEHHO 3aBUCSAIINE OT MMOCIeIOBATEIBHOCTH [25, 26, 29,
30]: rmobansueiii u3ru6 JJHK [31, 32], Tomonorus u 3a-
ps xeno0koB [33, 34], ynopsimodueHHasi CTPyKTypa BO-
el [33], nokanmbHas reoMmeTpusi caxapodocdaTHoro
ocroBa [35], ruokoctes JHK [19, 36, 37]. Mexauusm
y3HaBaHus yuactka JJHK o ero cTpykType u/wiu cro-
coOHOCTH K tehopMaIuu, 00eCIeYrBarOIIMi €ro aaarn-
TaIMIo B CaliTe CBA3BIBAHUS U, CICIOBATENILHO, ONITH-
MaJlbHOE B3aMMOJIeHCTBHE ¢ OENKOM, TONTYyYHy Ha3Ba-
nue "Henpsamoro (Indirect Readout) [38].

Heo6xomumo moguepkHyTh, UTO JICTIEHUE Ha M-
MOH M HENpsIMOM MEXaHHM3Mbl JIOCTATOYHO YCJIOBHO,
MOCKOJIbKY B PEaNbHBIX YCJIOBHIX OHH 3a4acTYIO WC-
MOJIB3YIOTCSl COBMECTHO, o0ecreunBasi 0e301MMn00IHOe
y3HaBaHHE W HAJIS)KHOE CBSI3bIBAHIC.

B HacTos1ee BpeMs MpsAMOi U HENPSMOU MEXaHU3-
MBI paccMaTpUBAIOT IIHPE, YUHUTHIBAsS CIHOCOOHOCTH
OCTIKOB pacro3HaBaTh JIMHEHHYIO MOCJIe0BATENhb-
HOCTh HYKJICOTHIOB — YHUKAIBHYIO XUMUYECKYIO OC-
HOBY y3HaBaHus (base readout) v 3aBHCSIIYIO OT II0-
clieioBaTenbHOCTH QopMy caiita ces3biBanms (shape
readout). [TepBbIii MEXaHU3M peaTu3yeTcsi B OOIBIIOM
W/WII MaJIOM XeJIo0Kax, BTOPOI — MpH y3HaBaHUH TII0-
0aNbHBIX W/WJIH JIOKATEHBIX 0COOEHHOCTEH CTPYKTYPHI
KOHKPETHBIX nocnenoBatenprocteit JIHK [13].

CortacHO BO3MOXKHO# cxeMe CBSI3bIBaHUS OSITKOB C
JIHK [24], na mepBoM 3Tare oOpa3yercs Hecreudpuy-
HBIA KOMIUIEKC 32 CUET AJIEKTPOCTATHYECKHX B3aHMO-
JEHCTBUI € MOCIECIYIOUIUMH «CIAHJUHIOM» MOJIEKY-
siel Oenka Baouib enu JJHK, y3HaBanueM «cBoei» 1mo-
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CIIEeIOBATEIBHOCTH H (GOPMHUPOBAHUEM CHEU(DUIHOTO
KOMIUIEKca (BTOPOH 3TaIr), KOTOPHIE COMTPOBOKIAFOTCS
CTPYKTYPHOM ajanraieit ooenx Moneky [39—42].

J171s1 oTIcaHus ATHUX MPOIECCOB HEOOXOAMMO BBISIC-
HUTb, KaK OCJIKH pa3INdyaroT CleM(GUIHbIC U HECIICIIH-
¢uunsie caiitel JIHK, kakue B3auMOACHCTBHS U aTOM-
ueie rpynmsl JTHK oTBeTcTBeHHBI 32 00pa3oBaHue KOM-
TIJIEKCOB.

Haubonee monHbIii aHaNMM3 BUIOB MEKAaTOMHBIX
B3aMMOJICHCTBHM TpecTaBieH B pabore [43]: B KoM-
TUIeKCaxX BBIJCICHBI BCe OENKOBO-HYKIICHHOBBIC KOH-
TaKTbl, KOTOPHIE pa3JeNeHbl 0 BUJAM B3aUMOJIEUCT-
BHH M TI0 BO3MOXKHBIM MecTaM WX 00pa30BaHHS.

Oxkazanock, 4T0 B cpeaHeM B Komiuiekcax 47 %
BCEX KOHTAKTOB Mpoucxoaar ¢ docdaramu, 29 % — ¢
JE30KCUPU003aMH, a C OCHOBAHUSIMH — JIUIIIb 24 %.

CambIM pacrpoCTpaHeHHBIM BHIOM OEIKOBO-HYK-
JICMHOBBIX B3aUMOJICUCTBUM ABJISIOTCS, KaK U MPEIO-
naranock, H-cBs3u. OCHOBHBIM MECTOM TaKMX KOHTAaK-
TOB OKa3aJMCh HE OCHOBAHHS, a aTOMBI KHCIOpOAa
¢docharubix rpymm (62 % H-cBszeit). Ban-nep-Baanb-
COBBI B3auMoeiicTBuA (22 %) yale BOZHUKAIOT C aTO-
Mamu caxapodocgarHoro ocrosa JJHK (62 %), a Ha
runpodoOHbIe B3auMoaeicTBHS npuxoautcsa 19 %
Bcex KoHTakToB Oenok—/IHK u 310 — ocHOBHOM BHI
B3aMMOJACHCTBUHN IS e30Kkcupubo3 (63 %). MectoM
pealm3anuu  3JIEKTPOCTATHYECKUX B3aUMOACHCTBUIMA
(8 %) momxHBI OBITH aTOMBI KUCIOpoaa (GochaTHBIX
TPYIII, HO, KaK OKa3aJoch, TUIrb 16 u3 47 % B3ammo-
JEHCTBHUI OENKOB ¢ ochaTHBIMU TPYIIIAMH — DIIEKT-
pocrarnueckue. OcTalabHbIC MPEACTABISIIOT co00it H-
CBSI3U U IpYTHE BUJIBI KOHTAKTOB.

[IpencraBnenHble JaHHBIE — 3TO PE3YNbTAT aHAIH-
3a CTPYKTYP Pa3HbIX OEITKOBO-HYKIEHHOBBIX KOMILJICK-
COB, UCTIONIB3YIOIINX 00a MEXaHW3Ma y3HaBaHUS: MPs-
MO U HENPSIMOA.

IIpsimoe y3naBanue. IIpu npsMoM MexaHusMe
OETIKH Y3HAIOT M BBIIICISIIOT OITpe/IeTICHHBIE Maphl OCHO-
Banuii JIHK, oOpa3yss komruiementapubsie H-cBszu
MEXJy OOKOBBIMH IEMSMH aMHHOKHCIOTHBIX OCTaT-
KOB U TJOHOPHO-aKIIETITOPHBIMU TPYTITIIaMH OCHOBAaHUH
B JKeJI00Kax JIBOWHOW crimpainu. DHeprus H-cBszeii 3a-
BHCHUT OT B3aMHON OPUEHTAIMH U PACCTOSHUSI MEXKIY
JIOHOPOM U aKLIETITOPOM B 30HE KOHTaKTa [44]. YuuTsI-
Bas UMEIOIINECS MPOCTPAHCTBEHHBIEC OTPAaHUYCHUS 11
neopManyi B3aWMOJICHCTBYIOIUX MOJIEKYJ, cama
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Puc. 1. IloTreHunaneHbie caiiTel 00pazoBaHus H-cBsizeil B 00nbiom
(W) n manom (S) xxenobkax

BO3MOXHOCTh 00Opa3oBaHus H-cBsizeid um MX dHeprus
MOTYT OBITh (pakTOpamMu 0TOOpa B POIIECCE Y3HABAHHS
OenkoM «cBoei» nocnenosarenbaoctu JJHK [28].
[ToTeHunanbHbIe TOTOXKEHH aKIENTOPOB U TOHO-
poB H-cesizeli ocHoBanmii B xxeno0kax JJHK Brepsbie
onucaHbl B pabore [24] ¥ JOMOIHEHBI pe3yJIbTaTaMu
Oosiee mo3mHUX HccnepoBanuit [11, 25]. B Gonbiiom
xkenooke (puc. 1) B3auMOJCHCTBHS aMUHOKHCIOTHBIX
ocratkoB u rpynn JIHK mpoucxonst, B OCHOBHOM, B
noJiokeHusIX W2. IMeHHO B 3THX MO3UILIUAX BCE YEThI-
pe OCHOBaHU BKIIIOYAIOT aTOMEI, CIIOCOOHBIE 00pa3o0-
BeIBaTh H-cBsA3u. B monoxkenusx W1 Tolbko ageHUH U
TYaHWH HMMEIOT BO3MOXHOCTH JUIS (OPMHUPOBAHHS
H-cBs3u, y nupuMuanHOB 3TOTO MOIokeHus Het. I1o-
CKOJIbKY TTYpPHHBI COJIepKaT OOJIbIIIe CAHTOB AJIsl 00pa-
30Banus H-cBs3el, yeM NUpUMMINHBL, UX POJIb B MpsI-
MOM y3HaBaHHMM 3HAYMTEIIbHO BaxkHee [28]. Hamboub-
MM TIOTEHIMAJIOM Jis1 oOpa3oBanus H-cBs3eit 00ia-
JaeT TyaHWH, 3aTeM (B TMOpPSAKE €ro yMEHbBIICHUS) —
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aJICHVH, IIUTO3UH U THMUH. Takum oOpa3oM, B 00Jb-
IIIOM JKeNoOKe (POPMUPYETCS 3aBHCSIINI OT MOCIEI0-
BaTENILHOCTH YHHUKAJIBHBIAH HA00p JTOHOPHO-aKIIETITOP-
HBIX Tpyni [24].

BsaumoneiicTBus B MajioM kenooOke (puc. 1) mpo-
HCXOJIAT, KaK MPaBWIo, B mojokeHuu S1. Y aneHvHa,
IUTO3WHA ¥ TAMUHA B MaJIOM JKEJIOOKE COJIEPIKHUTCS IO
OJTHOMY aKIENTOpy, y TyaHWHa — OAMH aKIeNTop H
OJIH JIOHOP.

B uemom, Gomnbinoil kenoOOK XapaKTepH3yeTcs
OOJIBIIIMM KOJIMYECTBOM CalTOB, 0Opasyromux H-cBs-
3M ¥ YYaCTBYIOIIMX B IPYTUX BUAAX B3aHMOJICHCTBUH,
Hanpumep, ruapodooHbix [43]. Bonboii xenodok B-
JTHK crepryecku KOMIUIEMEHTApEH O,-CIIMpaisaMm Oell-
koB [25]. [ToaToMy mocieqHue MOTYT BHEAPSITHCS B
OoJIbII0# JkenoO0K U hopMHupoBaTh crieuduyuHbie H-
CBSI3M C OCHOBAHUSMHU, y3HaBas «cBoi» ydactok JJHK
MO MPSIMOMY MEXaHU3MY.

[Ipoananu3upoBaB TEOMETPUUYECKOE PACIIONONKE-
HUE JIOHOPHBIX W aKUENTOPHBIX TPYII B KeloOKax
JHK, aBTopsl paboThl [24] mpHUIUTH K BBIBOLLY, YTO OI-
HO# H-CBsI31 HEIOCTaTOYHO [T OJHO3HAYHOTO 0TOOpa
napbl OCHOBaHHMH B IpoIlecce MPSMOTO y3HaBaHUS.
Bo-nepBbIX, mapel OCHOBaHHH B jkeI00Kax pacrofiara-
FOTCSI IOCTATOYHO OJIM3KO APYT K IPYTY, IIO3TOMY B3au-
MoJieiicTByo1Iast OOKOBas [IETTb AMHHOKUCIIOTHI MOKET
«IOTSHYTBCS» JIO IOHOpa WM akientopa H-cBsi3u u B
HecnenupuuHON IS Hee mape OocHOBaHMiA. Bo-BTo-
PBIX, pa3znuuue B 3Heprusix H-csa3eil ¢ yuactueM aTo-
MOB KHCJIOpoJia 1 a3oTta (Hampumep, O2 THpUMUANHOB
1 N3 ypuHOB) HE CTOJIb BEJIMKO, YTOOBI CITYKUTH (haK-
TOPOM 0TOOpa B Mpoliecce Y3HABAHHS.

[TosTOMY IS OTHO3HAYHOTO PACIIO3HABAHHUS KOM-
TUIEMEHTAPHOW Tapbl HyKJIEOTHUIOB HEOOXOAUMBI, KaK
MHUHUMYM, 1B€ H-CBsI31 B MecTax KOHTAKTOB [15, 24],
9TO W SIBISIETCS OCHOBOM BBICOKOW CHENHM(UYHOCTH.
Tak, OOKOBBIC IIETIH AMUHOKHCIIOT, 00pa3ysi MmapHbIe
H-cBsi31, ciocoOHBI 0JJTHO3HAYHO PA3THIUTH Mapbl A—T
u G—C B 60s1b1110M xe100ke 1 mapsl G—C — B MajioM. A
¢dopmupoBanue nByx H-cBszelr Ha ogHON (DyHKITHO-
HaJIBHOH Tpymiie o0ecredyrBaeT MeXaHu3M (hUKcaluu
MOJIOXKEHUS 3THX CBS3el OTHOCHTEIBHO APYT JIpyTa C
OoJibllleld TOYHOCTBIO, YeM IpH OOpa30oBaHUM JIBYX
OMMHOYHBIX H-cBsizell. AHaU3 CTPYKTYphI O€JKO-
BO-HYKJICTHOBBIX KOMIUIEKCOB BBISABILL, 4TO 36,9 % H-
CBSI3€H MEXY OCTaTKaMU aMUHOKHUCIIOT 1 OCHOBaHUSI-

MH — OIUHOYHBIE, 33,8 % — mapubie u 34,1 % — cnox-
Hble (H-cBs3u 00pa3yroTcest MeXly aMHHOKHCIOTHBIMH
OCTaTKaMHU U OCHOBaHMSAMH, PACIOJIOKESHHBIMH BIOIb
LIENH ); 9YacTh HEOAUHAPHBIX H-cBs3elt aBisoTcs cMe-
maHHeMHE [15].

Kax mpasuno, B3aumoneticteytomue ¢ JJTHK amu-
HOKHCJIOTHI OTJAIOT MPEANOYTEHNE HE ONPEICTIEHHOMY
OCHOBaHMIO (T1ape), a OMpPEaCICHHOMY IIOJIOKCHUIO
aTOMOB B MaJioM Wiu 0oJibiioM xenooke [28]. Ho nu-
3UH W apTUHUH Yalle KOHTAKTHUPYIOT ¢ TyaHHHOM B
0OJILIIOM JKEJTOOKE, M MMEHHO 3TH B3aMMOICHCTBHS
CUMTAIOTCS HanboJiee BAXKHBIMH JIJIS Y3HABaHHS T'yaHU-
Ha. [MyTaMHH ¥ acmaparv NpearoYUuTaroT B3auMO-
NeHCTBOBATH C aJICHUHOM B 0OJIBIIIOM *keltoOke [15, 45,
46]. KoHTakThl OCTaTKOB INIyTaMMHOBOW W acrmaparu-
HoBoi kucior ¢ JIHK moBoabHO penku, yunThiBas 00-
IIUH OTpUIIaTeIbHBIN 3apsan Moekybl JJHK, n orn ga-
e BO3HHUKAIOT B MO3UIHMK W2 GONBIIOTO jKenodka ¢
IUTO3WHOM, IMEIOIIMM HAaHOOBIINH ITOJIOKUTEIBHBIH
3apsn [47].

B 6enkoBO-HYKICHHOBBIX KOMILIEKCax oOHapyKe-
Hbl cBs3u C—H..O [43, 48-50], dopmupyrommuecs
Mexay OH-rpynmamMu aMUHOKHCIOTHBIX OCTaTKOB
(manpumep, cepuna u TpeonuHa) u CSH-rpynmnamu mu-
TO3WHA ¥ METUJIBHBIMH TPYIIIIaMH THMHUHA B OOJIBIIIOM
XKeJOOKe, y9acTBYsS TEM CaMbIM B MPSIMOM y3HaBaHUH
3TUX ocHOBaHuH [47, 49]. X KONMM4YeCTBO COMOCTaBU-
MO C TaKOBBIM KiTaccudeckux H-cBsizeit [47].

Hecnienuduunsie H-cBsizn Hanbonee yacrto obpa-
3YIOTCSI B MECTaX KOHTAKTOB OEIIKOB C IPyIIaMH caxa-
podocdarHoro ocropa JJTHK 6e3 3HaunMbIX npeanoy-
TEHHUH IIPU B3aUMOJACHCTBUM aMUHOKHUCIIOT C HYKJIEO-
tuaamu [28]. H-cBs3M menTupHOro OcToBa Oenka M
HeCTIeM(PUYHBIX TPYI OCHOBaHWN WM caxapodoc-
¢arnoro ocroa JJHK ¢opmupyrorcss B 0CHOBHOM
MEXIy MUPUMHUINHAMA U aMHHOKHCIOTAMH KOMIIAKT-
HBIX pa3MepoB, KOTOPBIC HE COJEPKAT TPYIII, CIIOCO0-
HBIX 00pa30BbIBaTh H-CBSI3W: TIMIMH, allaHWH, BAJIWH,
newtmH [28].

BianmogeiicTBHS aMUHOKHUCIIOT, UMCIOIINX I10JI0-
XKHUTEILHO 3apsHKCHHYI0 OOKOBYIO IICTIb WMJIM YaCTHY-
HbIN MOJOKUTENBHBIN 3aps/l HA aMUHOTPYIIIIE, C TT-CH-
CTeMON OCHOBaHMH (Kak IMpaBWIO, T'YaHHHA) TaKkKe
BCTPEYAIOTCs AOBOJIbHO 4yacTo. [Ipu 3ToM aMHHOKHC-
JIOTHBIA paJuKaj BCTPAUBACTCs MEX/Ly COCETHIUMH T1a-
paMH OCHOBaHWH ¢ O0pa30BaHWEM KOHTAKTOB THIIA



KOMIUIEKCHI BEJIKM-JIHK: CIIEHNU®UYHOCTh U MEXAHU3MbI Y3HABAHH A

«KaTUOH—T-CUCTEMa» C OJHOHM u3 map u H-cBsizu — ¢
apyroit [51, 52].

I'unpodobubie B3amMoaeHCcTBHsI OOKOBBIX IENe
HETIOJISIPHBIX AMHHOKHCIIOT C OCHOBaHUSIMH YaIle BO3-
HUKAIOT TIPH MHTEPKAJSIIUN yJacTKa Oellka B Mabli
XKeNo0oK u conpoBoxknaroTes m3rudamu JJHK B ctopo-
Hy OOJIBIIIOTO skeI00Ka [53, 54].

DNEeKTPOCTATHYECKUE B3aUMOJICHCTBHUS MPOUCXO-
JSIT MEKJTY TIOJIOKHUTENBHO 3apSKCHHBIMA aMHUHOKHC-
JIOTHBIMH TIETISIMHU U aTOMaMH Kucliopoaa ¢ocdaros,
HE TOJIbKO CTaOWIM3HPYs YK€ CPOPMHUPOBABIIUICS
KOMILJIEKC, HO M y4acTBYS B IIPe-OpUEHTAIIUH TTENTH/I-
HBIX I1eMei o oTHomeHuto kK Monekysie JJHK [55-57].
K anektpocTraTHuecKUM B3aUMOJICHCTBHSIM CIEAYET
OTHEeCTH 00pa30BaHUE COJNIEBBIX MOCTHKOB MEXIY I10-
JIOXKHTENBHO 3apsKEHHBIMHE IPYTIIIaMu OOKOBBIX TIeTiei
AMUHOKHCJIOTHBIX OCTaTKOB M KUCIOpoaaMu ¢ocdat-
HBIX Tpynn [57-59].

Takum 00pazom, Ha OCHOBaHHH PE3yJILTATOB aHa-
JN3a KPUCTAIUTMUECKUX CTPYKTYP KOMIUIEKCOB OEITKOB
u JIHK nomydeHs! 1oka3aTenbCcTBa CyIIECTBOBAHMUS HEe-
CKOJIbKMX BHJOB B3aMMOJEHUCTBUM, OMPEAEISIOIINX
(dhopMUpOBaHHUE U CTAOUIBHOCTH KOMILIEKCOB: H-CBsI31
MEXJYy aMHHOKHCIIOTHBIMH OCTAaTKaMH W Crielu(uy-
HBIMU TPYTITAMU OCHOBaHHUN W/HITH HECTICI(PUIHBIMH
rpynmnamu caxapodocdarHoro ocroBa, BaH-/Iep-Baalb-
COBBI, THIPOPOOHBIE H IIEKTPOCTATUUECKUE B3AHMO-
neiictus [60].

Crieru¢puunoe 0€IKOBO-HYKIEHHOBOC y3HABaHHE,
peanm3ytomieecs ¢ IpeodiaaHueM IPSIMOTO MEXaHU3-
Ma, MpHUCYyIe MHOTUM OeJKaMm: SHAOHYKJIea3aM, per-
peccopam, HEKOTOPBIM TPAHCKPHUIIIIHOHHBIM (akTopam
[14, 15, 17, 18]. OTu Genkn NMPOSBISIFOT BBICOKYIO CIIe-
MUGUIHOCTD MIPU CBSI3bIBAHUH C KOHKPETHBIMU TIOCIIE-
nosarenbHocTsME JJHK — mpomoTtopamu mnu suxan-
cepamu. MeHee pactpOCTpaHEHHBIM SIBIISIETCS CTICIIU-
(uuHOE CBA3BIBAHUE B MAJIOM JKEJIOOKE 3a CUET BHICO-
KOCTIEU(HUYHBIX THAPOPOOHBIX B3AMMOJICHCTBUN C
ocHoBanusamu. Hanpumep, B kommutekce JIHK ¢ Tpanc-
kpunnonHeM pakropom LEF-1 (lymphoid enchancer
factor-1) (puc. 2, a, cM. BKJIe#Ky) [61] ocTaTOK METHO-
HUHA CICIU(PUUECKH BCTPAUBACTCS TOJNBKO B AA-1H-
nykieoruaubii mar JIHK B caiite cBszpiBanus (puc. 2,
0, cM. BKIIEHKY) [2, 13], mpu 3TOM OpPMHUPYIOTCS Clie-
nuguunbie H-cBsi3u B OosbioM skenoOke (puc. 2, 6,
CM. BKJICHKY).

Ho s MHOTHX peryisiTOpHBIX OEIKOB BBICOKO-
cennpUIHOE Y3HABaHHE «CBOETO» CalTa-MUILICHH
MPOUCXOUT 0e3 00pa30BaHUs KOMILIEMEHTapHBIX H-
CBs3e, BMECTO 3TOT0 HCIOIB3YIOTCS CTEPUIECKOE CO-
OTBETCTBHUE B3aMMO/ICHCTBYIOIINX MOBEPXHOCTEH 00e-
WX MOJICKYJl W/HIHM BaH-JIEP-BAalbCOBbI KOHTAKTHI
MEXy OOKOBBIMH IIETISIMU HJIH OCTOBOM O€JIKa M OCHO-
BaHUAMHU [62].

Henpsamoe ysnasanue. 1lpu HEIpsIMOM MEXaHU3ME
y3HaBanus ydactok JJHK pacnoznaercs mubo no Heka-
HOHMYECKOU B-popme 1BOMHOM criMpa, CyIeCTBYIO-
et B ceoboanoit JJHK, mrbo mo cnocooroctu JIHK
nedopManyy 1/ nepexoay B allbTEpHATUBHYO KOH-
¢dopmanuio B komruiekce [21, 38]. TlpenmymiecTBo B
SHEPrHH HEKaHOHWYECKOH CTPYKTYPhI HaJl KAHOHUYEC-
KOH B IIEPBOM CJIy4yae M SHEepPreTHUECKHe 3aTpaThl, He-
ob0xoaumbie a1 nepesencuus JHK B anprepHaThB-
HYI0 KOH(OpMaIHio, — BO BTOPOM, 3aBHCAT OT TIOCIIe-
JIoBaTenbHOCTH [62, 63].

Cucremarnyeckuil aHanu3 IaHHBIX PEHTICHOCT-
PYKTYpPHOTO aHain3a pa3audHbix (parmeHroB JJHK
MO3BOJIMJI C/ICNATh BBIBOJ O TOM, YTO CIHOCOOHOCTB
nBoitHoil criupanu JJHK npuHuMmarts anbTepHaTHBHBIC
KOH(QOpMaIUK SBJSICTCS €€ «BHYTPEHHHUM) CBOMCT-
BOM, MPHUCYIINUM OIpEEIEHHBIM IOCIeA0BaTeNbHOC-
tam JIHK [29, 64-67]. B paborax [68, 69] noka3aHa
CIIOCOOHOCTh Pa3IUUHBIX 110 HYKJICOTHIHOMY COCTaBY
kopoTkux (parmentoB JJHK kak coxpaHsTh CTPYKTY-
py knaccudeckux A- unu B-¢opm aBoitHOM crimpany,
Tak W TPUHUMATh MPOMEXKYTOUYHBIE COCTOSIHHA WU
nperepreBarh KOH(pOpMaIMOHHbIE Niepexoabl. Hanpu-
mep, marn GpG u CpG mposBAAIOT TEHAEHIHIO K
CIIOHTaHHOMY Tiepexony B A-dopmy B cBoOOmHOM
JHK [70-73], To ecTh MOTYT OBITh KOH(OPMAIHOH-
HBIM «CHUTHAJIOM» K KOMILIEKCOOOPa30BaHHIO.

B pabotax [43, 53] onpenensiiiv 4acTOTY BOBJICUE-
HUS B OENKOBO-HYKIICMHOBBIC B3aUMO/ICHCTBHS HYKJIIE-
otuoB ¢ A- mm B-xondopmarmsamu caxapodocdart-
HOTO ocToBa. OKa3anock, yTo XoTs ppakist A-moao0-
HBIX HYKJI€OTHIOB HeOombinas (12 %), cpenHee Konu-
4eCTBO OEITKOBO-HYKJIEHHOBBIX KOHTAKTOB Ha OJIMH A-
MoI00HBIM HYKJI€OTHI B 1,6 pa3a Bbilie, 4eM Ha B-mo-
noOHbIN (2,5 1 1,6 KOHTaKTa HAa HYKJICOTH]I COOTBET-
CTBEHHO).

AHanu3 1wiomaae JOCTYITHOW MOBEPXHOCTH B- u
A-110100HBIX HYKJIICOTHIOB, M3MEHEHHE KOTOPBIX 3a-
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BHCHT OT MEPEKITIOYEHUS KOHPOPMAIINH Ae30KCHPHOO-
361 ¢ C2'-31710 (B-popma) Ha C3'-31710 (A-hopma), mo-
Ka3ajJ yBelMYEeHUE JNOCTYMHOCTH THAPOPOOHBIX aTo-
MOB A-TIOJIOOHBIX HYKJICOTHJIOB B MaJlOM >KEIoOKe
[53]. UmMeHHO T03TOMY B3aUMOJICHCTBHS aMUHOKHUCIIOT
c neyms ¢popmamu JIHK B masom skenoOke pacrpene-
JIEHBI TMO-Pa3HOMY: A-TIOOOHBIE HYKJICOTHIBI Yalle
CBSI3BIBAIOTCSI C HEMOJISPHBIMI aMHHOKHUCIIOTHBIMH OC-
TaTKamH, a B-11oo0HbIe — ¢ MOOKUTETBHO 3apsKeH-
HbiMH. Korna A-mogo0HbIe HYKJICOTHIBI (hOPMUPYIOT
KJIaCTEePhI BAOJb ICMH, B3aUMOJCHCTBHS ¢ THIPO(H00-
HBIMHU TTOBEPXHOCTSMHU OEJKOB MPOHUCXOAT Koomepa-
THBHO M NPEUMYIIECTBEHHO ¢ [-ciosimu [74]. Kpome
TOTO, B 3THX cairtax gacTto oOpasyrorcs uaruosl JJHK
[53], xak mpaBmiIO, B MUPUMUANH-ITypUHOBBIX (YR)
marax, IMEIOIINX HauOOIBIIYIO CKIIOHHOCTh K CTPYK-
TYPHBIM [IEPECTPOIKAM. Y YUTBIBASL, YTO BOZMOXKHOCTb
nust pacniosHaBanus JJHK mocpencrsom crienuduaHbix
H-crsi3eii B Masioii 60po3ike HeBbICOKa [24], mepexoabl
JHK B A-¢dopmy 1 BO3HHKHOBEHHE TUAPOHOOHBIX B3a-
UMOJICHCTBUI MOTYT OBITh BaXXHBIMH (pakTOpamu He-
MPSIMOTO y3HABAHUSI.

Kondopmanust B' [75] dopmupyercst B yqacTkax
nocienoBaTenbHbIX ApA- u/unu ApT- maros (A-Tpak-
TOB), UMCIOLINX Y3KUI MabIi 5keI000K ¢ KOHIIEHTpa-
IUeH OTPUIIATENHHO 3apsKeHHBIX pocdaros Oombiieid,
yeMm B kaHoHHueckoi B-/IHK. DTo oObsCHsETCS TeM,
YTO B MaJIOM XkeJloOKe A-TpakToB (hOPMHUPYETCS YHH-
KaJlbHas THIpaTHas 000JI09Ka, BKITIOYAOIIAS JIO YEThI-
pEX CII0EB MOJIEKYJI BOJIBI, y TIEPBOTO U3 KOTOPBIX Orpa-
HUYEHBl TPAHCIIUOHHBIE W POTAIIOHHEBIE CTETCHH
CBOOO/IBI, MOCKONBKY B oTcyTcTBHEe C—G-M1ap B MajioM
JKeJIOOKE TPAKTHUYSCKU HET JIOHOPOB MpoToHa [37, 76].
Takast ruaparanysi A-TpakTOB MPUBOAUT K CYKCHHIO
MAJIOT0 XKeJI0OKa M YBEIIMYEHHUIO €T0 IeKTPOCTaATHIEC-
KOro noreHinana [34], obnerdas y3HaBaHHe OeJIKaMu
stux ydactkoB JIHK [77]. B paborax [78—80] mokasa-
HO, 4TO A-TPaKThl YaCTO JIOKAIU3YIOTCS BOJIHM3H MPO-
MOTOPHBIX YYaCTKOB I'eHOB OaKTEpHil U BBICIIIUX Opra-
HU3MOB W/WJIM YYaCTKOB HHUIHAIIUH PETUTUKAIIAHN U pe-
KOMOWHAINY, SBISSICH MUIICHSME Ui 00pa3oBaHHs
KOMILJIEKCOB € OENKaMU, MPUYACTHBIMU K PETYIISIHH
STHX BaYKHBIX OMOJIOTHUECKHUX TPOIIECCOB.

Eme onmauM axTopom HEnpsIMOTO y3HaBaHUS OeJl-
kamu JIHK siBsieTcst CHKBEHC-3aBUCHMasi CIIOCOOHOCTh
neoitHo#t crimpanu JJHK x nedopmanuu npu ee B3au-

MojeiicTBun ¢ Oenkom. KonmuecTBeHHast olleHKa Jie-
¢opmanmn JIHK BeIMONHSETCS HAa OCHOBE YyueTa
W3MEHEHUH CTPYKTYpPHBIX IapaMeTpoB, Hampumep,
Twist, Roll u Tilt; Shift, Slide u Rise [30, 81] u mpous-
BoaUTCS 10 ee dHepruu [19, 82, 83]. st kaxkmoro mia-
ra OCHOBaHWH BBIYUCIISIOTCS SMIIUPHUYECKHIE 3HAYCHHS
SHEpruu AedopManny JIF0O0ro U3 MECTH apaMmeTpoB,
0a3upysch Ha pa3dpoce UX 3HAYCHUN B MMEIOIIMXCS
0a3ax maHHBIX CTpYKTyp cBoOonuoi JJHK u Genko-
BO-HYKJICMHOBBIX KOMITIEKCOB [20] 1100 0OHapyX eH-
HBIX TIpU pacui(poBKE TPAECKTOPHHA MOJIEKYIISIPHOM
TUHaMHKH KOopoTkuX ¢parmeHToB JJHK [82-84]. [Tpu-
MeuaTeNbHO, YTO 3TH J[Ba MOJX0J1a JAaf0T OJM3KHE pe-
3ynbTathl. Tak, 0Ka3ajaock, YTO CIIOCOOHOCTH K aedop-
Maruu aeoiHo# cnupanu JJHK sBnsercs GpyHkuumeii ee
nocienoBatTenbHocTH [82]. Hanbonee nerko nedopmu-
pytoTcs mupuMuauH-TyprHoBbIe maru (YR) [84], 3a-
tem cienytot mard RR u RY. Camsrii rubkwmii Terpa-
Mep — TTAG, a naubosee sxectkuii — AATT [83].

Pazmuuns B sHeprunm B—A-niepexona A pa3HbIX
MOCJIEeI0BAaTEILHOCTEH HCIIONB3YIOTCS OelKaMu — pe-
T'YJISTOpaMH TPAHCKPUTIIIUH, B3aUMOJICHCTBYIOLITIMU C
TATA-6okcom (nocnenosatenbHocTh THa 5'-TATA
(AA)-3"), KOTOpBI HAXOAUTCS B MPOMOTOPHBIX Y4acT-
Kax MHOTHX T'€HOB. B mporecce komuiekcoodpas3oBa-
HUS 3TH YYACTKH MEPEX0AAIT B A-popmy, 4ToOBI 00J1eT-
YUTh CBSI3bIBaHUE [-c0si Oelka B MaJjloM >KelnoOke
JIHK. DHeprus nepexoja CHKBEHC-CITeIU(pUIHA U CITY-
XKHUT akTopoM oTOOpa caiita-muineHu [74].

Takum 00pa3oM, YYBCTBUTEIBHOCTH OIIPEJIENCH-
HbIX (pparmenToB JJHK k B3aumoaelcTBHSIM C GyHKIIH-
OHAJIBHBIMHU TPYTIaMH OEIKOB MOXKET OBITh 00YCIIOB-
JIeHa 3aBUCHMBIM OT TMOCJIE0BAaTEILHOCTH MPOCTPaH-
CTBEHHBIM W JHEPreTHYECKUM «KOAOMY, OIpererse-
MBIM CIIOCOOHOCTBIO KOHKpeTHoro yuacTka JJHK x me-
¢dhopmarum [85-87].

[Mpumepom cBszpiBanust Oenka ¢ TATA-6okcom
MoxeT ciryxkuTh Komruiekc JIHKa3e1 [ ¢ IHK (puc. 3, a,
cm. BkJeliky). JIHKa3za [ mpu o6pa3oBanum komriekca
y3HAET CUKBEHC-3aBUCHUMBIC CTPYKTYpPHBIC U3MEHEHUS
nsoitHoit cnipanu J{HK. benok cBszpiBaercsa ¢ JIHK B
MAaJIOM JKeJIOOKe C IEHTPALHBIME MapaMu OCHOBaHHH
TATA-00kca, 00pa3yst BaH-Iep-BaalbCOBBI KOHTAKTHI
1 H-cBsi31 ¢ OCHOBaHMSIMU (M3 HUX TOJIBKO O/THA CTICIIU-
¢uuna) u caxapodochaTabiM octoBoM. [Tpu sTOM IIpo-
VICXOJIUT PACIIHPEeHHe MaIoro skelobka Ha 3 A 1 u3ru6
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Tabruya 1

[lapamempul, xapaxmepu3syrowue ynakogky caxapoe caima ceasvieanus JHKa3zvl I: yeon 8 u konghopmayus de3okcupubos

Hens 1

Hens 11

Iapa
3,° Kongopmaus 5,° Koudopmarus

G:C 80,1 C3'"-au10 116,6 O4'-3u10
G:C 97,6 C3'"-au10 85,4 C3'"-au110
T:A 94,7 C3'-3H10 129,8 C1'-3k30
AT 76,3 C3'"-au110 97,0 C3'"-au110
T:A 100,5 0O4'-31110 128,7 C1'-3k30
AT 127,5 Cl1'-3k30 136,9 Cl1'-3k30
C:G 121,8 C1'-9K30 153,9 C2'-3H110

IMMpumeuanne. A-JJHK: 6=81+ 7°; B-IHK: =125 £ 17°.

10 HAITPABJICHHUIO K OOJIBIIIOMY JKEIOOKY OoJice YeM Ha
20° [14]. C nomoiupto nporpamMmmbl 3DNA/compDNA
[88] HaMu paccuuTaHbl MapaMeTpsl, XapaKTepHU3ylo-
mpe KoHpopMaiuio ae3okcupudos ¢pparmenta JHK
(tabm. 1). Kak cienyer U3 3THX TaHHBIX, YaCTh HYKJI€O-
THJIOB B caliTe CBSA3bIBaHHS UMeeT KoH(popMartmto caxa-
podochaTHOro 0OCTOBa, COOTBETCTBYIOINYIO A- WM
npoMexyTouHbM Gopmam JJHK.

[To MexaHM3My HEMPsIMOTO Y3HaBaHHS 00pazyeTcs
KoMIUTeKe Oenka Zif268 (TpaHCKPHITLIIMOHHBIN (aKkTop
TFIIIA, cemeiicTBO «IuHKOBEIE Manbibhy) ¢ JTHK [88].
«JMHKOBBIC TAaJbIB» — OTHOCHTENHFHO HEOONbIIHE
JAHK-cBs3bIBafoImpecss JOMEHBI, BXOIAIINE B COCTaB
pa3nnvHbIX OeNKOB B BHJE TaHaemoB [13, 14, 16, 90].

CormacHo CHeKTpaM KpyroBoro auxpousma [89],
¢parment JJHK B xommekce (puc. 3, 6, cM. BKICHKY)
MPUHUMAET TPOMEKYTOUHYIO KOH(QOPMAIHIO MEXIY
A- u B-bopmamu. PaccunTanHbie HAMU 1O TIpOrpaMme
3DNA/ compDNA [88] 3nauenus yriaoB Twist, Roll u
Inclination xapakrepHsl it A-GOpMBI, a BEIUYHHBI
napameTpoB Slide U cMeIeHHS 110 OCH X — IPOMEXKY-
TouHblE MeXIy A- n B-dbopmamu (Tabmn. 2). B pabdore
[89] mokazaHo, uTo Takas KoHhopMaIHs calTa-MuUIIIe-
HU SIBJIICTCS ONTUMAIBHON JJIsi 00pa3oBaHUS KOMII-
JIeKca M CITy’KUT (aKTOpoM OTOOpa TMpH y3HABaHUH, &
ces3piBanne Zif268 ¢ xanonmdeckoit B-JIHK menee
3G PEKTHBHO.

B komruiekce pernpeccopa trp (peryssTopHbIi OSNoK,
KOHTPOJIUPYIOIINIA HHUITUAIMIO TPAHCKPHUITLIMN OTIEPOHa
OuocHHTe3a TPUNTO(paHa U HEKOTOPBIX APYTUX ONIEPOHOB
Escherichia coli) ¢ JHK [38, 91] Taxxe ucmonb3yercs

HenpsMoe y3HaBaHue (puc. 4, a, CM. BKIICHKY): 00pa3zy-
F0TCS TIPSMBIE U ONOCPEAOBaHHBIE MOJIEKYJIaMH BOJIBI
H-cBsi3u ¢ caxapodochaTHEIM OCTOBOM U TOJIBKO JBE
H-cBs3u ¢ OCHOBaHUSAMHU — Ir'yaHUHAMU B KpailHUX MO-
JIOKEHUX. Pe3ynpTaTsl MOAETHUPOBAHIS METOIOM MO-
JIEKyJIApHONW IWHAMHUKH [92] mpOIeMOHCTPUPOBAIH,
gro B Mectax koHTakTa JIHK u Oenka HeKoTOpbIe HYK-
JIEOTH]IBI UMEIOT allbTepHaTuBHYIO0 Bll-koHpOpMAaImio
u, 4To OoJice BaXKHO, OOHAPYIKEHA KOPPEIISAIUS MEKIY
BI/Bll-xonopManusiMi 1 KOJIMYECTBOM KOHTAKTOB
OenKa ¢ HyKJICOTHIaMU B 3TUX KoH(opManmsx. Takum
o6pazom, BI/BlI-iepexoasl caxapodocdarHoro ocro-
Ba JIHK MoOTyT CITy>KUTh OCHOBO¥ CrieIn()UIHOCTH He-
MIPSIMOTO y3HABaHUSL.

B pa6ore [37] u3yueH KoMILIEKC penpeccopa Oak-
tepuodara P22 (P22R) ¢ IHK (puc. 4, 6, cM. BKIICHKY).
P22R crnocoOeH 0IHO3HAYHO Paclo3HABaTh «CBOID
cailT cBA3BIBAHUS CpeIu IIecTH moxoxux [70], ucrons-
3y 17151 y3HABAHMSI M IPSIMOUM MEXAHU3M, U HENPSMOM —
pasnuuus B 3Heprusix B—B'-nepexona pasHeIX HyK-
JIEOTUAHBIX aroB [37].

Crpykrypa P22R 0THOCHTCS K THITY «CITHpaTb—H3-
ru0—crmpanby. [Ipu oOpazoBaHMM KOMIUIEKCA OL-CIIH-
paiu OeKa BCTpauBaroTcsl B O0JIbIINE XKeT0OKH, 00pa-
3yst H-cBsi3n co cnienmUYHBIMU TPYMIIaMH OCHOBa-
Huii. Ho creruduanocts komiuiekca (puc. 4, 6, cM.
BKJICHKY) OTIpe/IeNsIeTCs HE TONBKO CBSI3bIBAHNEM B Me-
cTax KoHTakta a-crmpaneit ¢ JJHK, o u Hykneorun-
HOHM TOCIEeI0BAaTENbHOCTBIO B TNPOMEXYTKE MEXKIY
STHMH 30HaMH, TJI¢ HET CIIeUPUIHBIX CBA3EH C OCHO-
BaHUSAMU U y3HABaHUE MPOUCXOIUT 10 HETPSAMOMY Me-
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Tabauya 2
CmpykmypHbvle napamempol canuma cesasviganus deaxa Zif268
Twist Roll Inclination Slide CMelleHHe 10 0cH X
Ular (A-JTHK: 31,1°; (A-JTHK: 8,0°%; (A-JTHK: 14,6°; (A-JTHK: -1,53 A; (A-JTHK: —4,2 A;
B-JIHK: 36,0°) B-JIHK: 0,6°) B-JIHK: 2,1°) B-J[HK: 0,23 A) B-JIHK: 0,1 A)
AC:GT 31,40 2,10 3,95 -0,50 -1,39
CG:CG 33,60 6,00 10,29 0,30 —0,48
GC:GC 30,70 -2,10 —4,10 0,20 —-0,09
CC:GG 35,20 11,00 17,73 -0,30 -2,12
CC:GG 30,60 3,20 6,19 —-0,90 -2,44
CA: TG 34,10 3,40 5,87 0,10 -0,73
AC:GT 27,90 5,50 11,26 0,60 -2,60
CG:CG 36,10 7,80 12,28 -0,20 -1,43
GC:GC 25,90 5,60 12,45 -0,10 -1,68

xaamsmy. JIHK mpu cBsI3bIBaHUM 0L -CIIpaJieit IpeTep-
MeBaeT CyIIECTBEHHYIO JeOopMaInio B MPOMEKYTKE
MeXJy ydyacTkamu KoHTakTa: B—B'-nepexon. 3amena
JIa’Ke OJTHOM Mapbl OCHOBAHUU MEHSET SHEPreTUUECKU I
Oapbep Takoro nepexoja. B pesynbrare cponcTBo pe-
npeccopa P22 x «cBoei» W M3MEHEHHBIM MOCIIE0Ba-
tenpHOCTSIM JIHK pasnudaercs [70] u 6enok pacno3na-
€T CaliT-MHUILIEHb.

Urak, MoxHO chOpMYIHPOBAaTh OCHOBHBIC OTIIH-
sl TMPAMOTO M HENpPAMOTO MEXaHW3MOB y3HaBaHUS
[13, 21, 28, 37, 93].

[IpssMoil MeXaHM3M MPEANOJaracT BBICOKOE CTe-
PEOXUMHYECKOE COOTBETCTBHE OIpe/eTIeHHbIX TOCie-
noBatenbHOcTel JJHK Mectam KOHTakTOB Ha TIOBEpPX-
HOCTH OEJIKOBBIX MOJIEKYJl H BO3MOKHOCTH 00pa3oBa-
Hus crienuduuHeix H-cBs3ell ¢ aTomaMu OCHOBaHUiA,
MPEUMYIICCTBEHHO HANPaBJICHHBIX B OOJBIION JKENO0-
0ok aBOHHOM crivpany. To ecTh MpH NPSIMOM y3HaBa-
HUM OCHOBHOM BKJIaJl B CIICIIU(PUIHOCTH OEIKOBO-HYK-
JIEMHOBBIX KOMIIJIEKCOB BHOCAT MpPSIMBIE KOHTaKTHI
MEXy OOKOBBIMHU IpYTINaMH OEJIKOB H CrICH(QHIHBI-
MU rpynnamu ocHoBanuii JIHK.

Henpsimoii MexaHHW3M OCHOBaH Ha CTPYKTYpHOM
agantanmu nociaeposarensHoctel JJHK B caiitax cBs-
3bIBaHUs ¢ OenkoM. Crienn()UIHOCTh KOMIUIEKCOB MIPH
HENpsAMOM y3HaBaHHUH OIPENENITCsS B3aUMOJeHCTBUSA-
MU, B pe3yJibTaTe KOTOPBIX 00pa3yercsi allbTepHATUB-
Hasg CTPYKTypa KOHKPETHOM TIOCIelI0BaTeNbHOCTH
JHK, y3naBaemas Oenkom. IIpu stom crnenudpudHbie
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TPYIITBI OCHOBAHHUI MOTYT HE BCTYIATh B MPSMBbIC KOH-
TaKTBI C OEITKOM.

[Ipu peanmzanuy nNpsiMOro MexaHHW3Ma y3HaBaHUS
MapaMeTpsl, UCIOIb3yeMbIe IS €T0 KOJIHMYECTBEHHOTO
OIMCaHMSs1, — ATO OTIMYMS B SJHEPTHIX CBSA3BIBAHUS Oe-
Ka C pa3IMYHBIMU IIOCTIEI0BATEILHOCTAMH, @ HETIPSIMO-
ro — B DHEPrusixX JeopMalliil KOHKPETHBIX HYKJIEO-
THJIHBIX [TOCJIEJOBATEILHOCTEM.

B pa6ore [18] cenaHa MomnpITKa OLCHUTH BKJIAIbI
npsimoro (H-cBsi3u u ruapodoOHbIe B3anMoIeiicTBUS)
u Henpsimoro (aedopmanus JJHK) y3naBanus B cieru-
(DUYHOCTH CBS3BIBAHUS OCIIKOB PA3IMIHBIX CEMEHCTB C
JHK. CrnenuduuHOCTh OICHUBAIN 10 DHEPreTHYec-
KHM IapamMeTpaM: SHEeprusM MapHBIX aTOMHBIX B3au-
MoJieiicTBU (NpsIMOE y3HABAHUE) U SHEPTHUSM Jieop-
Maruu KOHKpeTHbIX ¢parmentoB JHK (aemnpsmoe y3-
HaBaHue). OCHOBHO# BBIBO, C(hOPMYJIMPOBAHHBIN aB-
TOpaMH, CIEeIYIOIIHi: 00a MeXaHi3Ma y3HaBaHUS WC-
MOJIB3YIOTCSl BCEMU O€JIKaMHU JCBATH HCCIIEOBAaHHBIX
cemeiicTB. OTHOCUTENbHAS BEIMYMHA BKJana Hemps-
MOTO y3HaBaHUS B CHCIH(UYHOCTH CBS3BIBAHHS B
cpenneM coctaBiseT = 20 %; MaKCHMaJIbHBIN BKJIQ
HNPUHAJIEKUT CEMENCTBY PECTPUKTA3 U MOACEMENCTBY
C2H2/C2HCZF (6onee 50 %: B KOMIUIEKCAX CBBIIIC
MOJIOBUHBI KOHTAKTOB HECTEI(PHYHBI); MHHUMAIb-
ueiii — cemelictBy HE (homing endonucleases). [Tpu
MpsIMOM y3HaBaHWU BKJIa] H-cBs3eil (IpAMBIX U OTO-
CpeZOBaHHBIX BOJIOH) B CIIEM(UIHOCTD PaBEH B CPe/i-
HeM 72 %, THapoOOHBIX — CYIIECTBEHHO MEHBIIIE.
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PectpukTa3sl MCHONB3YIOT HENPSMOE y3HABaHHE
KaK MpeBapuTeNbHBIHN («prescreeningy) MeXaHu3M OT-
0opa «CBOEro» caiTa 1o CKJIOHHOCTH KOHKPETHBIX I10-
creoBarenbHocTel K Aedopmarmu [94]. MuHUMAITB-
HBIH BKJIa]l HEMPSIMOTO y3HABaHU (M MAKCUMaJIbHBIN —
npsiMmoro) y 6enkoB HE-cemeiicTBa cormacyercst ¢ ux
ouonornueckuMu QyHKIHSIMA [95] U CTPYKTYpPHBIMH
JAHHBIMU: B CaliTaxX CBS3BIBAHUS 3TUX KOMIUIEKCOB 00-
HapyxeHo Ooiiee 14 cnienu(puIHBIX KOHTAKTOB.

AHanmu3 pe3ynbTaToB MO3BOJMI aBTOPaM PadOTHI
[18] mpeanoxuTh ciaeayroe MpaBuia, OMpeneso-
Ke CrnenupUIHOCTh OCTKOBO-HYKJICMHOBOT'O CBSI3bI-
BaHUsI: HEOOXOJAUMO YUYUTHIBATH HAJMYUE H JOCTYII-
HOCTB aTOMHBIX TPYIIT 00X MOJIEKYJI, CTIOCOOHBIX pe-
aJIM30BaTh Crenu(UYHBIC B3aWMOJICHCTBUS B caiiTax
CBS3BIBaHUS (TIPAMOE Y3HaBaHUE), M CKIIOHHOCTh KOH-
KpeTHbIX mocnenosarenbHocteir JJTHK k nedopmarim
W/ KOH(OPMAIMOHHBIM TIepecTpoiikaM (HerpsiMoe
y3HaBaHUE).

CornacHo 3TUM IpaBHJIaM, HCCIIEOBAHHBIE KOM-
MJIEKCHl MOYKHO Pa3feNuTh Ha TPU TPYIIBL Y IBYX U3
HUX MpeodiiaiaeT NPsMON MEeXaHU3M, HO C pa3InIHbIM
YHCIIOM CHENU(UIHBIX MEKATOMHBIX KOHTAKTOB U X
BKJIAJIOM B CICIU(UYHOCTD CBSI3bIBaHUA. B Tperbeit
TpyIIIe OCHOBHOM BKJIAJ B CIICIIM(UIHOCTH BHOCUT He-
IpsIMOE y3HABaHUE.

Hecnenuguunoe kommiaexcoodopazoBanue. B
KOMIUIEKCAxX ATOT'0 THUIIA TPOUCXOANT CBSI3bIBAHNE CHK-
BeHC-crienn(UIHOTO OeliKa ¢ HecieU(pUIHON eMy T10-
cnemoBarenbHOCThIO JIHK, a cTabumuzaius KOMILIEK-
COB OCYILECTBIISIETCS 3a CUET MIEKTPOCTATUYECKUX B3a-
umoneictBuil. Ilockonsky JIHK sBrsercs: monuanmo-
HOM, TO 3JIEKTPOCTATUYECKUE B3aUMOJECHCTBUS JTOJIK-
HBI UTPATh CYIIECTBEHHYIO POJIb MPU (HOPMHUPOBAHUH
0ETIKOBO-HYKJICHHOBBIX KOMIUICKCOB HE3aBHCHUMO OT
KOHKPETHOM HYKJICOTUHOM IMOCIEA0BATEIbHOCTH B
caifTax CBA3BIBaHUSA. DTO MPEAIOJIOKEHHE MOITBEPK-
JaeTcs BIUSHUEM HOHHOW CHJIBI HA yCTOMYHMBOCTH He-
ciennpUIHBIX KoMILIekcoB [2, 9, 12]. Kpome Toro, B
HecTe(PUIHBIX KOMIIEKCaxX (QyHKIINIO TOCPETHIUKOB
BBITIOJHSIOT MOJIEKYJIbI BOJIbl. OHM 3aHUMAIOT «MOCTH-
KOBBI» TOJIOKEHUS MEXIy AOHOPHO-aKLENTOPHBIMU
rpynmnamu 6enkoB u JIHK, nononHuTeNnsHO CTaOHITN3H-
pys obpasyromuiicst komruiekc [96, 97].

Hecnienuguunoe komruiekcooOpa3oBaHHE YacTo
SIBIISICTCS] TIEPBOM CTaquel crieupuIHOTro, I1e POHC-

XOAAT oOpaThMble KOH(QOPMAIMOHHBIC U3MEHEHUS H
MEepeKTIoueHHe C HeCTIeU(pUIHOTO KOMIUIEKCa, B KO-
TOPOM JOMUHHUPYIOT AJIEKTPOCTATHUECKHE B3aUMOICH-
ctBus ¢ ocroBoM JIHK, Ha BeIcOKOCTIEIM(DUIHBIH, Xa-
PaKTEPU3YIOMIMICA B3aUMOJEHCTBUSIMA C OCHOBaHMSI-
MH B CaliTe CBA3BIBAHUA [7].

B kauecTBe nmprMepa MOXKHO IPUBECTH KOMILIIECKCHI
sHnonyKieaszsl BamHI ¢ necnenupuuabmM 5'-ATGAA-
TCCATA-3' (PDB-ungexc 2BAM) u cnenuduaabM
5'-ATGGATCCATA-3' (PDB-unnexc 3BAM) caiira-
mu JIHK (puc. 5, cm. Bkieliky), HyKJICOTHIHBIE TTOCIIE-
JOBaTEIHbHOCTH KOTOPHIX OTIMYAIOTCS JIUIIb OJTHOM Ta-
poii [98].

Ouponykneasa BamHI BXOOUT B pECTPUKLUOHHO-
MOAU(HUKAIIMOHHYIO CHCTEMY MPOKapHOTOB M Y4ACTBYET
B 3aiuTe OakTepuii oT 6akrepuodaros. Ee Ononornuec-
Kasi poJIb 3aKITI0YAeTCsl B OBICTPOM HAXOXKICHUH U pazpe-
3aHuU uyxepoHoi parooii JJHK. Ha nepBom starie 3H-
noHyKieasa HecriennpuyuHo cesasbiBactcs ¢ JJHK u «cka-
HUpYET» ee B MOUCKAX «CBOEro» caiTa. 3aTeM OHa Clie-
IU(UIHO y3HAET TOCIIEIOBATEIBHOCTh U3 IIECTH Tap OC-
HoBauuii (GGATCC) u nenmaer ABYXHUTYATBIN paspes.

B Hecnenu@puuHOM KOMILICKCE CTPYKTypa Oenka
noJIo0Ha TakoBo# cBoOoaHOTO (hepMmenTa. [Ipu crenu-
(uYHOM CBSI3BIBAHWH DHJIOHYKIIea3a BamHI nperepne-
BaeT cepuio KOH()OPMAIIMOHHBIX U3MEHEHHH, BKITFOYa-
IONIMX BpallleHHe CyObeMHUI] ¥ Pa3ynopsI0ueHHE O.-
crMpaly, pacronoxenHoi y C-xonna 6enka [14, 28,
98, 99]. IIporecc y3HaBaHus COMPOBOXKaAacTCs nedop-
Manuen naoniHo# criupamu JJHK u mosBnenuem u3io-
Ma B IICHTPE caiiTa CBA3bIBaHUS, KOTOPBIC HEOOXOAMMBI
I o0JierdeHuss o0pa3oBaHus crielMpuuHbIXx H-cBs-
3e#t (ceMb MpsIMBIX U OoJiee 10 onocpenoBaHHBIX MOJIe-
KyJIaMU BOJIbI) MEXKIY TpyIIiaMd OCHOBaHHH M OOKO-
BBIMU IIEIISIMA aMUHOKHUCIIOTHBIX OCTaTKOB [98].

HecukBeHc-cniennpuyHoe KOMIJIeKco00pa3o-
Banue. McciiejoBaHme HyKJI€0COM U KOMIUIEKCOB Oell-
koB, conepxkamux HMG-6okcwl, ¢ JIHK mo3Bonuio
BBISIBUTh HaJM4YUE CpOACTBAa M (OPMHPOBAHUE CTa-
OMJIbHBIX KOMIUJIEKCOB 0€3 CHKBEHC-CICIH(PUIHOCTH,
TO €CTh C MUHUMAJIbHBIM MPEANOYTCHUEM K KOHKPET-
Ho#t mocnenoatenpHocTr JIHK. Tako# THIT KOMITIEK-
coo0pa3oBaHusl ONpeIeNieH Kak HECUKBEHC-CIieI (-
HbIH [2]. TOT QakT, 4TO STOT BUJ CBSA3BIBAHHS XapaKTe-
PEH JIJIsl TUCTOHOB ¥ IPYTHX XPOMOCOMHBIX O€JIKOB, HE
ClTydaeH, TIOCKOIIbKY (pyHKIMel Takux OSIKOB Kak pa3
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U sIBJIsIETCS yrakoBka u komnaktu3zarus JJHK ¢ mpons-
BOJILHOH TIOCJIEZI0BATEILHOCTBIO.

Ipu popmupoBaHHK JIEBO3AKPYUECHHON CYyTIEpPCITH-
pamu Hykieocombl JIHK mpereprieBaeT cyiiecTBeHHbIE
CTPYKTYpPHBIE iepecTpoiiku (puc. 6, a, CM. BKIIEHKY ), CBS-
3aHHBIE C HAKOIJICHHEM KOH(POPMAIMOHHBIX H3MEHEHHUH
B MHAWBUIYJIbHBIX Iarax mnap. OCHOBHBIE CIIUpabHbIC
MapaMeTphbl, 3HAUYCHUS KOTOPBIX U3MEHSIOTCs, — 310 Roll,
Tilt, Twist, Slide [100-102]. Takue u3MeHeHHsT aHU30-
TponHbl. Bennunna usruba B xkeno0ku (Roll) mpepbiia-
eT BeJIMYMHY M3ruba B CTOpOHY caxapogdochaTHOTO Oc-
tosa (Tilt); B MecTax m3ruba B OOJBINOHN KeJT000K mapa-
MeTp Twist MeHbIIIe, a B MaIbIi KelI000K — OoJIbIIe, YeM
y kaHonmnyeckor B-JIHK; namenenus mapamerpa Slide
MEPUOANYHBI — KX Iple 5—6 map ocHoBaHHH. [Ipu 3TOM
OTpHUIIATEIIbHBIC 3HAYCHHs OTMe4eHbI Ipy n3rude JIHK B
0OJIBIIION KETOOOK, a ITOJIOKUTEIBHBIEC — B MaJIblid. 3Ha-
4yeHust yrioB €, C u B caxapodochaTHoro ocToBa Koppe-
JIMPYIOT CO 3HAYCHHUSAMHE CIIUPATTLHBIX TTapameTpoB Roll—
Slide-Twist [103]. Cynepcrnupaib CTaOHIM3UPYETCS
MPSMBIMHU U OTIOCPEIOBAHHBIMH MOJICKYJIAMH BOJIBI KOH-
TaKTaMU THCTOHOBBIX OENKOB ¢ caxapodochaTHbIM OC-
toBoM JIHK 1 HecrienupuIHbIMY IpyTITIAMH OCHOBaHHH
B MaJIOM >kenooOke (puc. 6, 6, cM. BKJIeHKy). FimeHHo Gna-
roaps HaJHYUAIO0 BOTHOW OOOJIOYKH, BBIOJIHSIOIICH
ponb «cMa3ku» B Mectax koHTaktoB [101], y JIHK co-
XpaHSIETCS BO3MOYKHOCTh PEATU3AINH JIOKATHHBIX CHK-
BEHC-3aBHCUMBIX KOH(POPMAIIUiA, KOTOPIE MOTYT CIIOCO-
OCTBOBATH MPOIIECCY Y3HABAHHS PETYIISTOPHBIMH OEIKa-
MU KOHKPETHBIX CalTOB-MUIIIEHEN HEMOCPEICTBEHHO Ha
Hykieocomuoit JIHK.

B uem npuHIMTIIATBHBIC OTIUYHS ATOTO THIIA KOM-
riekca ot cnenupuaHoro? Cs3biBaHUE OEIKOB MPO-
HCXOJMT B MAJIOM jkeJI00Ke ¢ oOpazoBanueM H-cesizeit
u0o0 ¢ rpymmnamu caxapodochaTHOro ocToBa, JIM0O ¢
HecTe(PUIHBIMY TPYTNIIaMi OCHOBAHWH, HATIpaBJICH-
HBIMH B Majblid >keno0ok [31] (kak mpaBHIO, 3TO
H-cBs3u ¢ aknenTopabiME rpynnaMu — N3 myprHOB U
02 nupumuannoB [101]) u onocpesoBaHHBIMU CyIIIe-
CTBEHHO OONBIIUM YHCIOM MoJieKyn Bozwl [104]. B
CTaOMIN3alMK yYacTBYIOT COJIEBbIE MOCTHKH, BO3HU-
Kalolue MEXIy aMUHOTPYTIaMi THCTOHOB M KHCIIO-
ponamu ¢ocdataeix rpynn JHK B Hykieocomax, u
ruapodoOHbIC B3aUMOACUCTBHS B MAalOM JKEJIOOKe B
komiutiekcax ¢ HMG-6enkamu [2, 105].
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B xommiekcax ynomsanytoro tuna JHK cymecr-
BEHHO Jie(OpMUpPOBaHa 110 CPABHEHHMIO C JIMHEHHOH B-
($hopMOii, HO U3BMEHEHUE CTPYKTYPbI JBOWHON CIIUpaH
MPOUCXOJIHT MO-Pa3HOMY: B HYKJI€OCOMax OOJIbIIe Me-
HSIIOTCS pa3Mepbl Maroro skenobka u Roll, a y HMG-
coJieprKaIiux OEJKOB — pa3Mephl 000MX KeJI0OKOB,
Twist u Roll [2]. Ho B mo00oM KOMILIEKCE 3TOTO THIIA
JHK nedopmupyercst Takum 00pa3om, 4TOOBI MAKCH-
MaJIbHO pean30BaTh KOHTAKTHI ¢ caxapodochaTHbIM
OCTOBOM U HecHenH(PUIHBIMU TPYIMIaMHd OCHOBaHHH
MAJIOTo XKeJoOKa, MPH 3TOM CTPYKTypa Oellka MpakTH-
YecKH He MeHseTcs [2].

CTpyKkTypHO-ciennuiHoe KOMILIEKC000pa3o-
BaHHe. B HEKOTOPBIX KOMIUIEKCAX y3HABaHUE MPOUC-
XOJUT TPH HAJIMYUH OTIPENICTICHHBIX CTPYKTYPHBIX H3-
menenmii JIHK, nanpumep, TpUIiiekcoB 1 KBaApyIUieK-
COB WJIH MOBPEXICHHH/neopMaluii, BRI3BAHHBIX CBSI-
spiBanneM ¢ JJHK Oumomorndecky akTHBHBIX BEIICCTB
[2]. [Tpu 3TOoM mocnenoatenbHOCTh JTHK MoxeT ObITh
MPOU3BOJILHOM, a OCNIOK Pacro3HAeT ONpeseIeHHYIO
neOpMHUPOBAHHYIO CTPYKTYPY. ITO THUI CTPYKTYPHO-
crenu(pUIHBIX KOMIUIEKCOB, KOTOPBIM CTAOMIH3HPYET-
cst HecnienMGuIHBIMU H-cBs3siMU (IPSIMBIMHE U OTIOCPE-
JOBaHHBIMH MOJICKYJIAaMU BOJIbI), 3JIEKTPOCTATHIECKH-
MU H THAPOPOOHBIMU B3auMoAeHCcTBHAME. [Iprmepom
31ech MOTYT ciykuTh kKomruiekesl HMGI ¢ JIHK, mo-
TUUIIMPOBaHHON nucuiatuHoM [2, 106—108].

[MpuHIUNUaNEHOE OTIAMYKE TAKOTO TUTIA KOMIUIEK-
COB OT PACCMOTPEHHBIX BBIIIE COCTOUT B CIIETYIOIIEM.
B crpykrypHO-CieupUYHBIX KOMILICKCAX, Kak Tpa-
BUJIO, POUCXOJIUT aCHMMETPUYHOE CBS3BIBAHHE C 00-
pazoBaHueM ruipooOHBIX KOHTAKTOB MEXKIY OTpe/ie-
JICHHBIMH aMHUHOKHCIIOTHBIMH OCTaTKaMH U y4aCTKaMH
sokanbHOo aedopmupoBannoit JJHK (kuHkoB). CBs3bI-
BaHHE B 3TOM BHJE KOMILUIEKCOB HECUKBEHC-CIICIIU-
(UYHO: CTETeHb CPOJICTBA AJISl B3aMMOJICHCTBHUS OJIHO-
ro Oeika ¢ HECKOJLKAMH TOCIEI0BATEIbHOCTIMH
MpaKkTU4ecKu He oTinyaercs. CrnenuuIHOCTh CBS3bI-
BaHUsI MPOSIBIISIETCSI IPU KOHTAKTaX C Pa3IMYHBIMHU 110
tomosioruu pparmentamu JJHK [109].

BuiBoanl. [IpuBencHHbIe B 0030pe ITaHHBIC SIBIIS-
I0TCSL pe3ysbTaTOM aHalu3a CTPYKTYpP KOMIUIEKCOB
6enxoB ¢ IHK, koTopbie MOKHO pa3feiTh Ha YEThIPEe
THIIA, UCXOOd M3 0COOEHHOCTEH B3aMMOJECHCTBUSA M
KOHTaKTOB B KOMILJIEKCAX U UCIIOIB30BAHUS TIPU KOM-
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TIEKCO0Opa30BaHNK 000MX MEXaHU3MOB Y3HABAHUS —
psMoTo U Hempsimoro [2, 13, 18, 34].

KoHkpeTHbIE KOMIUIEKCH UMEIOT pa3iInyHyIo CIie-
MUGUIHOCTD CBSA3BIBAHMS, 3aBHUCALIYIO OT peatn3aiiu
100 OJTHOTO U3 OMKMCAHHBIX BBIIIE MEXaHU3MOB, TH00
0T 000HX OJTHOBPEMEHHO, YTO CBHJICTEIHLCTBYET O MHO-
roo0pa3uu CUTyanuii npu (HOPMHPOBAHUH KOMILICK-
coB JIHK ¢ GesikaMu, BBIMOHSIOIIUME KaK pa3jMyHbIC,
Tak ¥ cxoaHele pyHkuuu [13, 14, 18, 110].

Ha ocHoBe mpoBeneHHOro aHanM3a JIUTEPATypHI
MOJKHO CJIeNIaTh HEKOTOPbIE 0000IIECHHS.

Crenin(U9IHOCTD CBS3BIBAHUS OIpEeTsIeTCs y3Ha-
BaHHEM OCHOBaHHUH (MIPSIMON MEXaHU3M) WIIU CTPYKTY-
pBl KoHKpeTHOW mocnenosarenbHoctn JJHK (mHemps-
MOH MEXaHH3M).

[IpssMoll MeXaHM3M MPEANOJIaracT BBICOKOE CTe-
PEOXMMHYECKOE COOTBETCTBHE ONPEAENICHHBIX MOoce-
noBatenbHOCcTeil JJHK Mectam KOHTaKTOB Ha MOBEpX-
HOCTH OEJIKOBBIX MOJIEKYJI H BO3MOXKHOCTh 00pa3oBa-
HUs cienuuuHbBIX H-cBsi3eil ¢ cukBeHC-crienuuIHbI-
MU aToMaMH OCHOBaHWH, MPEUMYIIECTBEHHO HaIPaB-
JICHHBIX B 0OJIBINON kesloOoK. Hempsamoit MexaHn3M
OCHOBaH Ha CTPYKTYpPHOMH aJanTally MOCJIe0BaTEeNb-
vocteit JIHK B caiitax cBs3eiBanus. B 3Tom ciydae
yuactok /IHK pacrno3znaeTcs mim 1o ero HeKaHOHHYEC-
KOH CTpPYKType, cyliecTBytomiei B cBodboauon JJHK,
niu 1o criocooHoctu JIHK k nedopmariuu u/vnm nepe-
X0y B aJIbTEPHATHBHYIO KOH()OpMAIIHIO, KOTOPHIE SIB-
TSI0TCs. QYHKIKEH MOCIeJ0BaTEIFHOCTH.

OcHOBHBIE TTapaMeTphl, IPUMEHSIEMbIE I KOJH-
YeCTBEHHOTO ONMCAaHUs MPAMOTO MEXaHU3Ma, — 3TO OT-
JUYUS B DHEPTHAX CBS3BIBaHMS O€jKa ¢ Pa3HYHBIMH
MOCIIEA0BATENbHOCTAMU; AJISl HETIPSIMOTO — OTIIMYHUS B
sHeprusax Aedopmannn KOHKpeTHbIX yyacTkoB JJHK.

JIro0oii Oeslok mpu B3aUMOJCHCTBHHM CO «CBOCH)
MOCJIEI0BATEILHOCTBIO UCIOJIb3yeT KOMOHHAIMIO Me-
XaHU3MOB, BKJIa/Ibl KOTOPBIX CYIIIECTBEHHO OTINYAI0T-
¢l Kak Jutsl pa3nuuHbix cemerictB JJHK-cBs3pBatommx
OEJIKOB, TaK U B paMKaX OJJHOTO CEMEHCTRa.

Crnioco6HOCTh OoTHENBHBIX (parmeHToB JIHK K cBsi-
3BIBAHUIO C QYHKIIMOHATBHBIMU TPYIIAMH OEIKOB 00-
YCJIOBJIEHA 3aBUCUMBIM OT TMOCIIEI0BATEILHOCTH TPO-
CTPAHCTBEHHBIM U 3HEPTETHUYECKUM «KOJIOM», OTIpesie-
JSIeMBIM  BO3MOXXHOCTBIO KOHKPETHOTO (hparMeHTa
JHK y4dacTBOBaTh B crienin()UIHBIX B3aMOJICHCTBUSX
u/unm neopmupoBarhkes. JleTanbHOE OMKMCAHUE 3aBH-

CUMOCTH CTPYKTYpHI OT nocienoBatenpHoct JJHK u
orpe/ieNiecHHe COOTHONICHHS BHYTpEeHHUX (KoH(pOopMa-
nuonnelie nepecrpoiiku JIHK) n BHemnux (nedopma-
st JJHK nipu cBsizbiBaHnm) HakTOpOB, BIHSIONINX HA
(dhopMHpOBaHUE KOMILJIEKCOB, HEOOXOIUMO JUTSl TIOHU-
MaHus Crenu(@UIHOCTH OENKOBO-HYKJICHHOBBIX B3aM-
MoJieiicTBU 1 TpeOyeT AalbHEHIINX UCCIICIOBAHU.

B nacrosimee Bpemsi BO3pociay BO3SMOYKHOCTH aHa-
JU3a CTPYKTYp KoMiutiekcos [111], uto mo3Bonut Gornee
MOJTHO OXapaKTepPH30BaTh (PU3NKO-XHMHUIECKUE OCHO-
BBI eI (YUIHOCTH OCITKOBO-HYKJICHHOBOT'O KOMILIEK-
C000pa3oBaHMsL.

O. P. Boryskina, M. Yu. Tkachenko, A. V. Shestopalova

Protein-DNA complexes: specificity and DN A readout mechanisms

0. Ya. Usikov Institute for Radio Physics and Electronics
NAS of Ukraine
12, Akademika Proskury Str., Kharkiv, Ukraine, 61085

Summary

Protein-nucleic acid recognition is essential in a number of cellular
processes, in particular, gene regulation, DNA replication and
compaction. Studies on the recognition mechanisms show that DNA
sequence carries information which is read out by proteins that
selectively bind to specific DNA sites. The review is focused on the
processes taking place during formation of specific and nonspecific
complexes of proteins and DNA. Special attention is paid to direct
and indirect mechanisms of sequence-specific recognition. Several
examples of protein-nucleic acid complexes are given to illustrate
the variety of recognition mechanisms.

Keywords: protein-nucleic acid complexes, specificity of pro-
tein-nucleic acid interaction, mechanisms of direct and indirect
readout.

0. Il. Bopuckina, M. FO. Tkauenxo, I'. B. lllecmonanosa

Kommirexcn 6inkn—/IHK: cnenudiunicTh i MEXaHi3MuU BIi3HABaHHS

Pesrome

bBinkogo-nykneinoge 6nizHasanHa — GANCIUGUN acnekm pecyrayii
excnpecii eenis, pennikayii JJHK ma ii komnaxmusayii. Pesyroma-
MU GUBYEHHS MeXAHI3MI8 YNI3HABAHHA NOKA3YIOMb, WO NOCNI006-
Hicmo Hykneomuoie JHK suumyemocsa pecynamopuumu 6irkamu i
HA0a€ iM MOJACIUBOCMIT CENEKMUBHO 36 'A3YEAMUCS 3 NEGHUMU OiNAH-
kamu [JTHK. B 02nsoi posensinymo npoyecu, siki 6i0bysaomvcs 3a
cneyughiunoco ma necneyu@iunoeo 0iNKOB0-HYKIEIHO8020 KOMN-
aexcoymeopenns. OCHOBHY y8azcy nNpUuoiieno npamomy ma Henpsmo-
MY Mexauizmam cukeenc-cneyugiunozo eniznasanns. Hasedeno
NPUKIAOU KOMRIEKCIB, IKI 0eMOHCMPYIOMb PI3HOMAHIMHICMb CHO-
€00i8 6iIK0B0-HYKIeIH08020 BNI3HABAHHSI.

Kntouogi crosa: munu 6inko80-HYKI€iHOB020 KOMNIEKCOYMEO-
PeHHs, cneyugiunicme OIIKOBO-HYKIEIHOBUX 83AEMOOIU, MeXAHI3-
MU NPAMO20 Ma HENPAMO20 6Ni3HABAHHSL.
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Figures to article by O. P. Boryskina, M. Yu. Tkachenko, A. V. Shestopalova

Puc. 2. Crpykrypa kommiexca JIHK ¢ tparckpunuuonssM ¢pakropom LEF-1 (PDB-ungexc 2LEF): a — o0muii Bug kommexca; 6 — Metl1 6enka
crienuuaHO BeTpoeH B mar AA; ¢ — cienuuanbie H-CBSI3M MeX Ty aMUHOKHCIOTAMI U OCHOBAHMSIME (ILyHKTHP) B CaiiTe CBSI3bIBAHUS

Vyacmox
Henpamozo
V3HABAHUS

JTHK

Vyacmru

npsamo20
V3HABAMUS
JHK

Puc. 3. CrpyKTypbl KOMIUIEKCOB
JHK ¢ JHKa3oit [ (PDB-unmekc
1DNK) (@) u 6enxom Zif268 (PDB-
nnaekc lAAY) (6)

Puc. 4. CTpyKTypbl KOMIUIEKCOB
JHK ¢ penpeccopom trp (PDB-
nagexc 1TRO, BeiaeneHsl Hykie-
otuasl, obpasyromue H-cBszu ¢
6enkoMm) (a) u penpeccopom Oak-
tepuodara P22 (6)

Puc. 5. CTpyKTyphl KOMILIEKCOB
sHAonyknea3a BamHI-JIHK c nHe-
crienuuunbiM (a) U cneuuduy-
HbIM caiitamu JTHK (6)
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Puc. 6. Ctpykrypa Hykineocomsl (PDB-nngekc 1K XS5, caiitel B3aumoneiicteust THK u ructoHoB 0003HaueHb udpamu) (a) U CaiT CBA3BI-
anus JIHK (caiiT 5,5, BbIneneHbl MOJIEKYJIbl BOJbI, 3aHUMAIOIINE MOCTHKOBBIE MOJOXKEHHUS MEKAY NTOHOPHO-aKLENTOPHBIMH IPyNIaMu
THCTOHOBOTO AuMepa u caxapodocharasim octoBom JJTHK) (6)

Figures to article by S. L. Yefimova et al.

Fig. 4. Fluorescence images (original magnification x100) of rat hepatocytes incubated with FRET liposomes during different time periods:
a—-0min; b—1h;c—2h;d-3h; e—20h (excitation with BP 460-490 filter); f— 20 h (excitation with BP 510-550 filter)



