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I. BBEAEHHUE

buocunTe3 0eIKOB B KJIETKaX MPOUCXOAUT HAa YHUKAJIbHBIX OpTraHesuIax
KJIETOK — pHOOCOMax, KOTOPbIE IPECTABIISIOT COOOM CIIOKHBIE MaKpPOMOJIE-
KYJISIPHBIE MAILIMHBI, 00BEANHSIOIIIE B OHO LIETI0€ HECKOJIBKO PHOOCOMHBIX
PHK u 60mee wem 50 prO0COMHBIX O€TKOB I71s1 prOocoM OakTepwii (puc. 1)
1 110 80 OCJIKOB B dyKapHOTHIECKUX prbocomax [1]. buocuuTes 6eIKoB B
KIIETKaX SBJISIETCA OJJHUM M3 KJIIOYEBBIX MTPOIIECCOB B KJIETKAX U JJIS €T0
MMOHWMAaHUS BaXKHO 3HATH YCTPOUCTBO (CTPYKTYPY) pUOOCOMBI U B3aHMO-
JeiicTBUE BCeX €€ KOMIIOHEHTOB MEKAy co00it. [IpopbIB B CTPYKTYPHBIX
uccIe0BaHusIX prubocoM nmpousorien Ha pydeske XX n XXI BekoB, koria
Onaronapsi pa3BUTHS METOZOB PEHTIeHOCTPYKTypHOro anaiusza (PCA) u
KPHO3JIEKTPOHHON MUKPOCKOIHHU YAJI0Ch MONIYYUTh CTPYKTYPHI IIENI0H
OaxkTepuabHON pHOOCOMBI U €€ OTAETBHBIX CyOUacTHIL C pa3pelieHueM,
JOCTAaTOYHOM AJISl IETaJIbHOTO OMUCAHUS BCEX KOMIIOHEHTOB pUOOCOMBI.

CTpyKTypbl H30IMPOBAHHBIX PUOOCOMHBIX OEITKOB M X KOMILIEKCOB
co criequduueckumu Gparmenramu pPHK axTnBHO HccnenoBanace emé
JI0 IOJTy4YeHUs CTPYKTYp prudbocom u ux cyouactuul. Crpykrypst PHK-6en-
KOBBIX KOMIIJICKCOB OBLIM MEPBBIMU SKCIEPUMEHTAIBHBIMU JaHHBIMU
MO B3aMMOJICHCTBUIO OENKOB ¢ AByXuenoueyHbiMH ydacTkamu PHK u

Tpunameie coxpawenus: PCA — peHTTeHOCTpYKTYpHBIN aHanm3, SIMP — snepHbrii
MAarHUTHBIN pe30HaHC, DM — 31eKTPOHHAss MUKPOCKOIINS

Anpec st koppecnionaeniun: nikulin@vega.protres.ru
PaGora nogneprkana [Iporpammoii [TPAH «MonexyssipHast 1 KiieTouHasi GMOIOTHsD.
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WX M3Y4YCHHE CTAll0 BXXHOHM BEXOW Ha MyTH MOHUMAHHS MPUHIUIIOB
PHK-6enxoBoro y3naBauus. bomee Toro, CTpyKTYphI OTACIBHBIX prUOO-
coMHBIX OenkoB 1 pPHK-0enKOBBIX KOMIIJIEKCOB MOCTYXHUIIM OCHOBOM
JUTSL paciIu(pPOBKH MEPBBIX KapT EKTPOHHON TIIOTHOCTH PHOOCOMHBIX
CyOuacTHIl U MHTEPIIPETALNHU UX Kpuo-OM Monerneii. BaxkHbIM ipuMeHe-
HHeM cTpykTyp pPHK-0emkoBbIX KOMITIIEKCOB CTaJIO0 OMMMCAHUE CTPYKTYPBI
(YHKIMOHATBHO YYaCTKOB OOJBIION PHOOCOMHOM CYyOYaCTHIIbI, KOTOPhIE
HE BUJHBI Ha MOJYYaeMbIX KapTax dJEKTPOHHOH IUIOTHOCTU M3-3a UX
BBICOKO OIBWYKHOCTH. [lanbHelIIee yTOYHEHHE CTPYKTYP PHOOCOMHBIX
cyO4acTHI 1 pruOOCOM MO3BOIHIIO MTOAPOOHO KIaCCH(PHULIUPOBATH CTPYK-
TYpBl puOOCOMHBIX O€KOB [2].

Bonbmas yacte puOOCOMHBIX OEGNKOB SIBISETCS YHUBEPCAIBHON U
0oOHapyKUBaeTCs B ppOOcoMax Kak OaKTepHid, Tak U apXei, 1 9yKapuor [3,
4]. CpaBHEeHHE aMUHOKHCIIOTHBIX ITOCIIEJOBATEILHOCTEH TAKUX OCIIKOB M3
Pa3HbIX OPraHU3MOB MOKa3bIBACT, YTO OHH, KaK PaBHJIO, COXPAHSIOT CBOH
pasMepbl 1 He UMEIOT JOTOJIHUTEIbHBIX HEKOHCEPBATHBHBIX 3JIEMEHTOB
cTpykTypsl [5]. B 2014 rony Obina mpemiokeHa o0Ias HOMEHKIIaTypa
pUOOCOMHBIX OEJIKOB, KOTOpas ceiuac CUMTaercs OOIIETpUHATOH [6].
MHorune yHuBepcalbHO-KOHCEPBaTUBHbIE OCJIKK BOBJICUEHBI B (JOPMHUPO-
BaHHE (YHKITMOHAIBHBIX IIECHTPOB PHOOCOMBI M B TIEPBBIC ITAITBI COOPKH
pruOOCOMHBIX cyOdacTuIl. B E. coli mIepBUYHO-CBI3BIBAIONTAMUCS pUOO-
comHBIMU Oenkamu sBisitotcst S4, S7, S8, S15, S17 u S20 manoii pubo-
coMHOU cyOuactutiel [7, 8] m 6enkum L1, L2, L3, L4, L9, L20, L23 u L24
OompImiol pubocomHoM cydodactuisl [9, 10]. IIpu pexoHCTpYKITHH prbO-
COMHBIX CyOUYaCTHII i1 Vitro IPUCOSTUHEHNE STHX OEIKOB K COOTBETCTBYIO-
mmM pPHK npuBoanT K 3HAYNTENTFHON KOMITAKTU3AIMHA (OPMHUPYEMBIX
pubonykeonporenHoBbixX yacTuil [11, 12]. CornacHo HOBOI HOMEHKIIA-
Type 311 Oenku umeHyrotcst uS4, uS7, uS8, uS15,uS17,bS20 uul 1, ul.2,
ul.3, ul4, bL9, bL20, ul.23, ulL.24, re «u» 03Ha4YaeT NPUHAJIICIKHOCTD K
YHHBEpCaJbHO-KOHCEPBAaTHBHBIM PHOOCOMHBIX OejkaM, a «by — crenu-
(huvecKue TOIBKO JIsi OaKTepUAIbHBIX pUOOCOM [6].

B npennaraemom 0630pe OynyT pacCMOTPEHbI CTPYKTYPHBIE JaHHBIE
MO KOHTaKTaM KOHCEPBAaTHBHBIX IIEPBUYHO-CBSA3BIBAIOIINX OaKTepHab-
HBIX pruOOCOMHBIX OenkoB ¢ pubocomubiMu PHK B coctaBe OakTepuainb-
HOH pubocoMmsl E. coli, 1, Te BO3MOXXHO, IPUBEACHO CPaBHEHHE CTPYKTYP
OakTepranbHBIX OCIIKOB HA puOOCOME, B M30JIMPOBAHHOM COCTOSIHUM W/HIIH
B Kommekcax ¢ ¢pparmentamu pPHK. Ilpn nmMeHoBannn puboCcOMHBIX
OenKoB OyzeT HCIOIb30BaHa «CTapas» HOMEHKJIATypa OaKTepHalbHbBIX
pubocoMHBIX OenKoB [1].
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II. PABOCOMHBIE BEJIKH «L12-BbICTYIIA»
50S PUBOCOMHOMU CYBYACTUIbI

[NepBrYHO-CBS3BIBAIOLIHE OCIKK OOBIION pUOOCOMHOM CyOUaCTHIIBI CBSI-
3BIBAIOTCH C pa3nuuHbiMU foMeHaMu 23S pPHK u pacnionararores kak Ha
BHyTpeHHe# ctopone 50S cy0uacTuIpl (CO CTOPOHBI MEKCYOBEIMHUYHOTO
uHTepderica pudbOCOMBI), TaK 1 €€ BHEIIHEW CTOPOHE (CTOPOHA «PacTBO-
putens») (puc. 2) [13]. [lepBu4HO-CBS3BIBAIONINI PUOOCOMHEBIN OEIIOK
L1 ¢popmupyet otnenbHbIi MOpdonornyeckuii sneMeHT S0S cyOouacTHibl
HazbIBaeMbIil «L1-BeicTym».

C nmpoTHBONOJIOKHOM cTopoHbl 50S cyOuacTHLbI UMEeTCsl APYroi
BBICTYIT — TaK Ha3biBaeMbIi «L12-BeIcTym» (B apxesiX M dyKapHOTax
00BIYHO NMEHYyeMbIH «P-BricTyOM»), popmupyemsiit 6enxamu L10, L11
(o HOBO¥ HOMeHKIarype —ul.10 nul11) HeckoIpKUME TUMepaMu OeKa
L12 (bL12). L12-BeicTyn G0NbII0i prOOCOMHON CyO4acTHIIBI UTPAET
OTIPEIETSIONIYI0 POJIb BO B3aUMOJIEUCTBUU PUOOCOMBI ¢ (paKTOpamMu
TPAHCIALUYN U B KOHTPOJIE TOYHOCTH TPAHCIILUU (HOPMHUPYSI BMECTE C
23S pPHK I'T®a3nsrii nienTp pudocomsr [14, 15]. PubocoMubie Genku
L12-BricTyma OBUTH OJHUMH U3 TIEPBBIX, CTPYKTYPBI KOTOPHIX B CBOOOTHOM
COCTOSIHMHM M B KoMIlIekcax ¢ (pparmentamu pPHK momyuensr meromamu
PCA u SIMP [16, 17].

PUBOCOMHbIN BEJIOK L11

PutGocomusiii 6enok L11 cogepxuT 1Ba o0y pHBIX JOMEHA, CBI3aHHBIX
KOPOTKOW THOKO# nepeTsikkoii [ 17]. C-KoHIIEBO TOMEH JUTHHOH 75 aMu-
HOKHCIIOTHBIX OCTaTKOB, CIENU(DHUYECKU B3aUMOICHCTBYET C JoMeHOM 11
23S pPHK (yuactok 1051-1108 B mymepammu 23S pPHK E. coli) [18].
N-KoHIIEBO# ToMeH Oelka BOBIIEUYEH BO B3aWMOJIEHCTBHE C (paKTOpaMu
TPaHCIAINH Ha pHOOCOME ¥ HE BIUSET Ha CIeIM(PUIHOCTH B3aUMOJIEHCT-
Bust Oenka ¢ 23S pPHK [19, 20].

B 1990-x romax metogom PCA 6b1tH otipeienieHsI CTpyKTYphl C-KOH-
neBoro goMena Oemnka L11 w3 Bacillus stearothermophilus B koMImiekce
¢ ¢dparmentom 23S pPHK u3 E. coli, Bkmodaromue crimpanu H43 n H44
[21] (Puc. 3a), a 3aTeM — CTpyKTypa KOMIUIEKCA TIOJTHOPa3MEpPHOTo Oernka
u3 Thermotoga maritima c Tem xe pparmeraTom 23S pPHK (puc. 36) [20].
Heckonbko noz:xe merogom SIMP Obuta onpenenena ctpykrypa 6enxa L11
B koMIutekce ¢ 23S pPHK u anTHOnoTHKOM THOCTpEnTOHOM [19].

N-koH1eBoit gomen Oenka L11 coctout u3 Tpéx-TspkeBoro P-mucra
C JIBYMsl O-CIIMPAJIIMH, PACIIOJ0KCHHBIMH C OJHOH M3 €r0 CTOPOH.
CornacHo crpykrypHoii kiaccudukaimu SCOP [22], cTpykTypa 3TOro
o+ momeHa siBisieTcss yHHUKalbHOU. C-KOHIIEBOH jomeH Oenka L11, B
MIPOTUBOIIOJIOKHOCTh N-KOHIICBOMY JIOMEHY, COCTOUT U3 TPEX 0L-CIIUPAJICH
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C KOPOTKOM B-IIMHIIBKOM 1 ABYMSI JUTMHHBIMH NETIISIMU, HEYTIOPSTIOYCHHBIMHU
B orcyrcTBur pPHK [20]. B SCOP stoT nomen knaccudunmpyercs Kak
MOJTHOCTHIO o-crinpaibHbIN « JHK/PHK-cBsi3pIBatoNMii 3-X CripaibHbIH
ny4ok» (DNA/RNA-binding 3-helical bundle).

Bo Bcex momyueHHBIX CTpyKTypax Oenok L11 cBsasbiBaetrcs ¢ 23S
pPHK mocpenctBom crimpanu 05 C-KOHIIEBOTO JIoMeHa OenKa, KoTopast
yKJIaJbIBaeTCs BIOJIb Mayioro xenodka pPHK u oOpa3oBbiBaeT 00Jib-
IIMHCTBO KOHTAKTOB ¢ Hell (Puc. 3). O0nacTh KOHTAaKTa MPUKPHITA AMHUHO-
KHCJIOTHBIMH OcTaTkaMu N-KOHIIEBOI YacTu criupaiu o3 u nerens a3—4
1 04—05, pacronararoiuecs o 000uM ctopoHam crvpanu [20]. Ananus
CTPYKTYp IMOKa3aji, 4YTO HAauOOJbIIee YHCI0 KOHTAKTOB Mexay L1l u
pPHK mnpencraBieHbl BOTOPOIHBIMU CBA3SIMU MEXKAY aTOMAaMHU ITIaBHON
uenu Oenka u caxapogocdarnoro ocropa pPHK, a konTakroB Genka ¢
ocnoBanusmMu PHK HeGombiioe xoaudecTBo [21]. AHamorngHas MOaeb
y3HaBaHMs IOCPEACTBOM O-CITUpaIIu Oelika peanu3yeTcs st MHOTHX (ak-
TOPOB TPaHCKpUMLMHU, B3aumoaeicTryrowmux ¢ JIHK, nanpumep, nis cro-
penpeccopa [23, 24]. B Hux a-crimpaits Oenka pacronaraeTcs B 00JIbIIoM
)kerrobke mBoiHON crimpamu b-popmer JIHK, atombr aMHHOKHCITOTHBIX
OCTAaTKOB 0l-CIIMPAJIM B3aMMOJECHCTBYIOT C aTOMaMH OCHOBaHUH HYKJIEO-
THUJI0B, peaI3ysl TAKUM 00pa30M crieu(HUIecKoe y3HaBaHUsI [10CIIe10Ba-
tensHOCTH ocHOBaHui JIHK 6emxoMm [25]. CykeHne O0IBIIOTO jkeo0Ka
B A-popme nmByxmemnoueunoit PHK He mo3BomstoT peamn3oBaTh Takoi
BapUAaHT PaclO3HaBaHUs HYKJIEOTHIHBIX I0CIEA0BATEIBHOCTEH, IOITOMY
aBTopamu mnpemioxkeno, uro PHK-cesaseBatomuit 6enox L11 y3maer
HE nocieaoBareabHocTh Hykaeotu10B PHK, a e€ npocrpaHCTBEHHYIO
ykaanky [20, 21].

PUBOCOMHDBIN BEJIOK L10

PuGocomusiii 6emox L10 sBnseTcss BakHBIM 3neMeHToM L 12-BpicTymna
PUOOCOMBI, BHITTOIHSIONINN POJIb CBA3YIOIIETO MOCTHKA MEXKITY PUOOCOM-
HeiMu Oenrkamu 112 1 23S pPHK [15, 26]. On BruttodaeT B ce0st /1Ba TOMEHa!
N-KoHIIEBOH 0/ TOMEH MMeeT KOMITAKTHYIO TPEXCIOWHYIO CTPYKTYPY
W B3aMMOJIEHCTBYeT ¢ obmacTeio cnimpaneid H42-H44 23S pPHK psgom
¢ 6emxom L11 [27]; C-xoHIIEBOW TOMEH MPEACTABISACT COOOH JITUHHYIO
0-CTIHPaJh, K KOTOPOH MIPUCOCTUHSIOTCS TuMepsl 0emkoB L12 [15] (puc.
4). JIBa momena 6enmka L10 coeqmHeHBI THOKOW MEPETSHKKOH, TTOITOMY
C-KOHIIEBOW JTOMEH Oejka BMECTe C MPHUCOEAMHEHHBIMH MOJEKyIaMu
nuMepoB Oenka L 12 oueHb MOIBMKEH U HE MOXKET OBITh 3a(pUKCHPOBAH
B KPUCTAIIIMYECKUX CTPYKTypax pudocoM. OCHOBOU sl OMUCAHUS
CTPYKTYpHBIX ocoOeHHOocTer L12 BricTyma puOOCOMBI 10 HACTOSIIETO
BPEMEHU SIBIIOTCS Kpruo-OM pexoHcTpykiuu pudocom. B 2005 romy
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Puc. 4. (a) Crpykrypa Genka L10 u3 T maritima B KOMIUIEKCE C TPEeMS JUMEpaMu
N-KoHIIEBBIX ToMeHOB Oenka L12, paspemrenne 2,1 A (PDB 1ZAX). (6) ®parment
ctpykrypsl 70S pudocomsl E.coli Beicokoro pazpeuenus (PDB 5ITS), Bkinrouaronmii
yuactok 1038-1117 23S pPHK, 6emok L11 (kpacHsrii) 1 N-KoHIIeBY 0 YacTb Oenka L.10
(cupenesbrit). Jlys 6enka L10 ykazaHo nosnoxeHre aMHHOKHUCIIOTHOTO ocTaTka [lel136.

st pubocoMbl U3 apxen Haloarcula marismortui ¢ WCIIONH30BaHUEM
cTpykTyphl Oenka L10 B xoMIiekce ¢ Tpems auMmepamu Oenka L12 u3
Oaxrepun 1. maritima OblyIa IPEIOKEHA HaNOOJIee MHTEPECHASI MOACITh
CTPYKTYpPHI 3TOTO (PYyHKIIMOHAJIBLHOTO JAOMEHA OONBINON pUOOCOMHOI
cybuacTwmibl [15].

Henasaue cTpykTypbl OakTepHaIbHBIX PUOOCOM BBICOKOTO pa3pelieH s
E. coli[28,29]u T. thermophilus [30, 31] m0O3BOJISFOT JOCTATOYHO JICTAIBHO
aHAJIM3UPOBATh KOHTAKTHl N-KOHIIEBOTO JIOMEHa OaKTepHaIbHOTO OeiKa
L10 ¢ 23S pPHK. B3aumoneiicteue Oenka .10 ¢ 23S pPHK peanusyercs
MPENMYIIECTBEHHO 32 CUeT aMUHOKHCIIOTHBIX OCTATKOB crinpaiei al u a3
Oelka, KOTOpbIe JIOXKATCsl B MelKkui xenobok pPHK B obnactu Hykieo-
tuoB 1038—1117 23S pPHK E. coli (puc. 4). AMUHOKHCIIOTHBIEC OCTAaTK!
Oenxa L10 Bo Bcex mpeAcTaBIeHHBIX CTPYKTYpax He 00pa3yloT BOAOPO-
HBIX CBsi3eli ¢ aTomamu ocHoBauui pPHK, a popMHUpyIOT KOHTAKTHI TOJIBKO
¢ ero caxapodocdarabiM octoBoM. Takum 00pazom, B cirydae Oenka L.10
MMeeT MeCTO y3HaBaHue crienupuueckoit ykiaaaku pPHK B mpoctpanctse.
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III. «L1-BBICTYII» 50S PABOCOMHOM CYBYACTHIIBI
PUBOCOMHBIH BEJIOK L1

L1-BeicTyn 6osb1I0# pO0COMHOM CyOuacTuIpl 00pa3oBaH puOOCOMHBIM
oenxom L1 n cimpansimu H76-H78 23S pPHK u pacnionaraercst Ha npo-
TUBOMONOKHONW 0T L12-BeicTyna vactu 50S pubocoMHON cyOdacTHIIBI
(puc. 2). benok L1 He BuaeH Ha KpHCTaLIOTpapUIECKHX CTPYKTypax
pubocom mockonbKy L1-BeicTyn o0namaeT BBICOKOH MOABMKHOCTBIO U
MOKET CMELIaThCsl Ha 3HAYUTENIbHOE PACCTOSIHUE U BPALIaThCsl OTHOCH-
tenpHO ocu criupanu H76 23S pPHK B 3aBucumoctu ot Hanmuust TPHK
B E-caiftre pubocomsl [13, 32]. Cuurtaercs, 9T0 MOABHIKHOCTH 3TOTO
y4acTka OOJIbIION pruOOCOMHON CyOUacTHIIBI CBSI3aHA C €r0 yJ9acTHEM B
tpanciokanmuu TPHK Ha prbocome, a IMEHHO B TIEpeMEIICHNH JICaITH-
mupoBanHoi TPHK B E-caiiT u e€ mocneayromeM yaaieHneM ¢ puooCcoMbl
[33]. B mepBoIxX kpucTamuiorpadgudeckux padoTax 1mo CTpykTypaMm puoo-
COMBI H3-3a BBICOKOH MOABMXHOCTH L1-BbIcTyIla ommcaHa TOJIBKO €ro
4acTh, peacTasistomas yaactok 23S pPHK 6e3 camoro 6enka [34, 35].
BocnomHuTts 3TOT po6et B onrcaHu pruO0COMBI TOMOTIIO OIPEIeNieHIe
CTPYKTYpHbI KomIuiekca Oenka L1 ¢ cooTBeTcTBYIOMM QparmeHToM 23S
pPHK.

B 1996 rony B Hameli 1abopaTopuu BIIEPBEIC OTIPECIICHA CTPYKTYpa
oenka L1 u3 repmodunbroil 0akrepuu Thermus thermophilus [36]. bbuio
MOKa3aHo, YTO OENOK BKJIIOYAET B ceOs J1Ba JOMEHA, IIPUYEM MEpPBbIH
JIOMEH BKItouaeT U N-KOHIEeBY10, 1 C-KOHIIEBYIO 4acTh Oelika, a BTOPOii
JIOMEH TPE/ICTaBISET COOOH BCTABKY M3 CPEAHETO y4acTKa MOJUIETITH/I-
HOM 1nenu (puc. 5a). IlepBslil TOMEH HMeeT JBYXCIOMHYIO CTPYKTYpYy
«pacuienyieHHoi abe/d equHULBDY WK «split B-a-B», a BTopoit JomMeH —
TPEXCIIOHYI0 YKIaaKy 1o Poccmany. Jlomensr I u 11 coenraenb TubKkoi
MEPETSHKKOM U MOTYT JOCTATOUHO HE3aBHCUMO MEHSATh B3aUMHYIO OpUEH-
Tauuio B pactope [37].

B 2003 rony B Hame# 1abopaTopuu onpeaeacHa cTpykrypa oenka L1
u3 apxeu Sulfolobus solfataricus B xomruiekce ¢ pparmentom 23S pPHK
u3 T. thermophilus (puc. 50) [38]. CoueTaHne KOMITOHEHTOB U3 PA3ITHUHBIX
OpPraHU3MOB MO3BOJIMJIO BIEPBBIE OA00PATH YCIOBUS KPUCTAIUIN3ALUH
3TOTO KOMIUIEKCA, TOUCK KOTOPBIX IPOAOJIKAJICS IOUTH 7 JIET C MOMEHTA
OIpeneNeHNs CTPYKTYphl camoro Oenka. [lomydeHHast cTpyKTypa KOMII-
JIeKca NCI0JIb30BaHa HaMH, a II03[JHEE U APYTHMH UCCIIE0BATEISIMU, AJIs
omnmcanus L1-BeicTyIa B Mozensix OakTepruaibHBIX pudocom [38].

Crpykrypa komrmutekca L1-23S pPHK moka3zana, 9To B3anMoIeHCcTBHE
6enka ¢ pPHK peanmsyeTcst B IByX yOQICHHBIX IPYT OT IpyTa 00IacTsX,
PaCTIONOKEHHBIX Ha TIOBEPXHOCTH 00CHX IOMEHOB O€JIKa, TPUIEM KOHTAK-
THUPYIOIINX aMUHOKHCIIOTHBIX OCTAaTKOB B MEPBOM JOMEHE MPUMEPHO B
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Puc. 5. (a) Crpykrypa pubocomuoro Oenka L1 u3 7. thermophilus [35]. (0) CtpykTypa
koMIuiekca pudocomuoro 6enka L1 u3 S. solfataricus B xomIuiekce ¢ ¢pparmeHToOM
23S pPHK w3 T. thermophilus (PDB 1MZP).

YeThIpe pa3a OoJIblIe, YTO ITO3BOIMIIO IIPEAIONIOKHUTE €T0 ONPEEISIONLYI0
poub B y3HaBanuu 23S pPHK [38]. Kak u B BbIlIe onrcanHbIX pudocoM-
HBIX KOMILJIEKcax, B ciyyae Oesnka L1 aMHUHOKHCIIOTHBIE OCTAaTKU OejKa
B3aMMOJICHCTBYIOT MPEUMYILIECTBEHHO C aToMaMu caxapodocgarHoro
octoBa pPHK.

IV. 23S pPHK CBA3BIBAIOIIUE PUBOCOMHBIE BEJIKH
«TEJIA» 50S PUBOCOMHOMU CYBYACTHUIbBI

PUBOCOMHBIN BEJIOK L2

[NepBuuno-cea3pBatomuiicst ¢ 23S pPHK pubocomusiii 6emnox L2 pac-
roJiaraeTcsi HeflaJieko oT ocHoBaHus L 1-BeicTyna 00mb1oi ppO0ocoMHOM
cyouacrutipl (puc. 2) [39]. Ilo nmerommmcs naHHbM 0enok L2 HeoOxomum
qutst acconmaruu 30S u 50S cyobenunmn 1t popmupoBanus 70S pubo-
coMbl, cBsizbiBaHus puOocomoii TPHK B A u P caiitax n oOpa3oBanwms rien-
TUAHOM cBs3M pactyuero nentuna [40, 41]. B 70S pudocomax E. coli Ha
CTaIMM MHULIMALMY TPAHCISLMH Oenok L2 00pasyeT HeCKOIbKO KOHTAKTOB €
16S pPHK, 006pasyst MocTrk B7b, KOTOpBIii pa3pyImaeTcs mpu CBSI3bIBAHUN
pubocomoit pakTopa Tpancsuu EF-G [42]. bakrepuansabiil 6emok L2
MOKET OBbITh 3aMEHEH B puO0OCOMax rOMOJIOraMy U3 apxeu H. marismortui
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Puc. 6. Pacionoxenne pudocomuoro 6enka L2 orHocurensHo 23S pPHK B cTpykType
pubocomsl E.coli (PDB 5ITS8). O6o3nauens! cnupanu 23S pPHK. Cnpasa — cxema-
THYECKOE NPECTaBICHNE CTPYKTYpHI Oenka L2 B coctaBe pubOCOMEL.

(HmaL2) unm 6enxom L8 u3 60S puboCcoMBI HUTOMIA3MBI YEIOBEKa C
COXpaHEHUEM aKTUBHOCTH pHOOCOMBI [43].

3HaunTeNbHAs YaCTh PUOOCOMHOTO0 Oenka L2, KOTOphIii IMEET B CBOEM
cocrase Oosee 270 aMMHOKHCIOTHBIX OCTAaTKOB, HE HIMEET BBIPAKCHHOM
BTOPUYHOMN CTPYKTYPBI, OAHAKO B LICHTPAIbHON YaCTH O€JIKa BBIICISIOTCS
IBa B-CTPYKTYPHBIX JIOMEHa, KOTOPbIE MOTYT OBbITh KJacCU(UINPOBAHbI
Kak HyKJeoTuI-cBsi3biBatoimii OB-nomen n SH3-mono0HbIi gomeH (puc. 6).

B cocrase 50S pubocomHOl cyOuacTHIbl OETIOK B3aUMOACHCTBYET
C yAaleHHBIMH ApYr OT apyra y4dactkamu 23S pPHK, BemonHss ponb
«KapKacHOTO» OenKa u cKperursist oTnenbHble crimpani pPHK (puc. 6).
AHann3 KOHTaKTOB aMUHOKHUCIOTHBIX ocTaTkoB ¢ aromamMu pPHK noka-
3BIBACT, YTO TOJIBKO 15% M3 HUX SIBIISIOTCS BOZOPOIHBIMU CBSI3IMHU MEKIY
aroMamu OelKa M aToMaMH OCHOBAaHMH HYKJIECOTHAOB, @ OCTAJIbHbIE — C
caxapodocharasiv octoBoM 23S pPHK. MHTepecHO# 0COOCHHOCTHIO
PHK-6enkoBbIX KOHTaKTOB SIBISIETCSA TO, YTO IOAABISIOINAS YacTh UX
peanu3yercs 3a CieT aMUHOKHCIIOTHBIX OCTATKOB 0€JIKa, IIPUHAIIEKALINX
HEYTOPSAJ0YEHHBIM 001acTsIM Oenka — MeTIsIM U MOoBOpoTaM. Takum
00pa3oM, CIOKHO CUMTaTh, 4yTo Oenok L2 cnemmduyecku pacroszHaet
ctpyktypy 23S pPHK 3a cuer cBoeli Tpetnunoil cTpyktypsl. Ckopee,
oenok L2 pukcupyer onpeeneHHoe pacnonokerue crmpanei 23S pPHK
B TIPOCTPAHCTBE MpH cOOpKe OOJBIIONH pUOOCOMHON CyOUacTHIIBI.

PUBOCOMHBIN BEJIOK L3

PuGocomusrii 6enok L3 sapnsieTcst oqHuM U3 ABYX (Hapsiay ¢ oemkom L.24)
WHUIIATOPHBIX OeNKoB 1pH cOopke 50S pubdocomHoi cyOuacTuisl [44].
On mpucoenunsiercss B obmactu 3'-konna 23S pPHK u obpasyer sapo
ceopaunBanus pPHK [10]. benok L3 sBnsieTcss ofHUM W3 YYaCTHHUKOB
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3’ koHel
23S pPHK

Puc. 7. Pacnionoxxenue pubocomuoro 6eska L3 ornocurensio 23S pPHK B cTpykType
pudocomsl E. coli (PDB 51T8). O6o3nauens! ciupanu 23S pPHK u 3'-koner; 23S
pPHK. CnpaBa — cxemarnueckoe mpelcTaBieHue CTpyKTypbl Oenka L3 B cocraBe
prOOCOMBI.

(dbopMHUpoBaHMS MENTUIMITPAHCPEPA3HOTO LIEHTpa Oiarogaps CBOUM
JUTMHHBIM TET/ISIM, IPOHU3BIBAIOIIMM OOJIBIIYIO PUOOCOMHYIO CyOUacTUILy
[45]. beutn oOHapyKeHBI MyTallMA B aMHHOKHCIIOTHOHN TIOCIIEIOBATEb-
HocTH Oenka L3, koTopble MPUBOAAT K YCTOMYMBOCTH K aHTUOMOTUKY
THamynuny [46, 47] n nuae3onumy [47]. Bce oOHapy)XeHHBIE 3aMEHBI
B aMHUHOKHCJIOTHOM IOCJIEeI0BATEIbHOCTH 3TOr0 OejKa HaXoAsTcs Ha
yuactke 144—151, a HanboJiee CHITBHO BITUSIOT 3aMEHBI OCTaTKOB 148 1 149,
HaXOMSILINECs. HEMOCPEACTBEHHO B 00IacTH NeNTuAMATpaHchepa3sHoro
IIeHTpa puOOCOMEI [46].

Crpykrypa 6enka B CBOOOJHOM COCTOSTHUY HJIM B KOMIUIEKCE C (par-
MentoM pPHK momydensr He Obplmu. PaccMOTpeHHE CTPYKTYphI Oerka,
BXOJIAIIETO B COCTaB puOOCOMEI E. coli moka3piBaeT, uyto Oenok L3 nByx-
noMeHHBIN (puc. 7). [lepBebiii nomen BkirodaeT N- 1 C- KOHIIbI O6eJKa U
NpeACTaBIsIeT cO00i -00UOHOK C OTBETBISIFOLICHCS NeTiIel JHHOH 50
AMUHOKHCIIOTHBIX OCTaTKOB (115—165). IleTns B o0cHOBHOM HE NMEET BTO-
PUYHOM CTPYKTYPBI 32 HCKITIOUEHHEM HEOOIIBIION Oi-CITUPAITH U KOPOTKOTO
B-yuactka. Bropoii momen (octarku 30-97) siBiisieTCsl BCTABKOH B IIEPBBIi
JIOMEH U COCTOMT M3 -JIMCTa, C OHOW CTOPOHBI KOTOPOTO PACTIONIOKECHO
HECKOJIBKO O-CIIMpajei.

HaunGonpmee uncio korrakroB 6enka L3 ¢ 23S pPHK peanusyercs
AMHHOKHCIIOTHBIMH OcTaTkamu newu 115-165 (mpumepHo 80% ot Beex),
NpUYeM YacTh U3 HUX 00pa3yeT BOIOPOAHBIC CBS3M C aTOMaMH OCHO-
BaHUW HYKJICOTUOB. 3-TSKH BTOPOTO JoMEeHa OeJika B3aUMOJCHCTBYET ¢
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caxapodocdarasiv octoBoM pPHK, a iepBblit 1oMeH Oelika B3auMOIeiCT-
ByeT ¢ pPHK Bcero 5 aMmuHOKHCIOTHRIMU OcTaTKamu. Takum 06paszom,
MOXXHO 3aKJIOYHUTh, YTO, [10-BUJAMMOMY, IE€PBOHAYAIBHO Y3HAIOIIEH
pPHK ennnumneii 6enka L3 BbIcTymaeT BTOpoil JOMEH, KOTOPBIH MOXKET
uaentuduuuposats ctpykrypy 23S pPHK B Hayane cObopku Gomnbinoi
pubdocomHuoit cyouactuibl. [letns 115-165 dhopmupyer OCHOBHYIO JI0JTHO
koHTakToB ¢ pPHK, HO, cKopee Bcero, Ha MoceayoUuX dTanax coOopKu
50S prbocoMHOM CyOUaCTHIIBI.

PUBOCOMHBII BEJIOK L4

Pubocomurrit 6enok L4 reodxomum mias coopku S0S pubocomHOMN Cy0-
YJaCTHUITRI HA CaMBIX MepBhIX dTamax [10]. OH cBa3bIBaeTCS ¢ 5'-KOHIIEBOU
yacteio 23S pPHK, a B cocraBe cobpanHoif pudocombr hopmMupyet
00JIBIII0€ YMCIIO KOHTAKTOB ¢ pa3nnyHbiMu fomeHamu 23S pPHK [48, 49]
(puc. 8). benok L4 pacnionioxkeH ¢ BHelIHeH cTroponbl S0S cyOuacTHIIbI,
OJTHAKO MMeEET UTMHHYIO TEeTII0, IPOXOASIIYI0 CKBO3b BCIO CyOUacTHILy
K MeNTHIMITPpaHCPepazHOMY LEHTPY PHOOCOMBI. DTa METIsl SIBISETCS
00BEKTOM MPHUCTAILHOTO UCCIIEIOBAHUS, TOCKOJIBKY BBIXOAUT B 00JIACTh
pUOOCOMHOTO TyHHEJIS, TI0 KOTOPOMY TPaHCIIOPTUPYETCS PacTyIIui
MOJIUTICNITH] TIOCIIe CUHTe3a Ha pubocome [50] u psig MyTairuii B Heit
NPUBOJST K BOSHUKHOBEHHIO yCTOWYMBOCTH OAKTEpUil K aHTUOMOTHKAM
spurpoMuIiiHoBoro psia [51, 52]. HecmoTps Ha To, 4TO meTis Oeka
L4 mpoxoauTt cKBO3b BCIO OOJBIIYI0 pUOOCOMHYIO CYyO4YacTHILy, OHA HE
SIBIISIETCS. HE0OX0MMOH 117151 cOopku S0S cyOuacTuilsl 1 e€ MOXKHO Jiene-
THpOBaTh [53].

CTpyKTypa H30JIMPOBaHHOTO OAKTEpHUAIBEHOrO pHOOCOMHOrO0 Oenka L4
u3 Thermotoga maritima onpenenena B 2000 roxy [54]. B nonyuennoit
CTPYKType OeJKa OTCYyTCTBYET y9acTOK MOIHITCITHIHOM 1er ¢ 41 1o 96
OCTaTOK, KOTOPBIH COOTBETCTBYET JUIMHHOMW IETIIe, HEYNOPSA0YEHHO! B
HecsizanHOM ¢ pPHK cocrostaum (puc. 8). 3-3a BEICOKOH MOJBHKHOCTH
TIETIIN 3TOT YYaCTOK OeTka He (PUKCHUpYETCs B KpHCTAILIE H, COOTBETCTBEHHO,
UMeeT CKyIHYIO JIEKTPOHHYTO TNIOTHOCTh, HE MIO3BOJISIONIYIO €€ OMUCaTh.

CormacHo cTpykTypHO# Kinaccuukanun SCOP, pubocomHbIi 6eoK
L4 oTHOCHTCS K TPEXCIOWHBIM 0\B-OeITKaM 1 COACPIKUT 4-TSKEBBIH TTapa-
NenpHbIN B-nmuct. OO0mas yKiiamka 3JIEMEHTOB BTOPHYHON CTPYKTYPHI
MIpU3HaHA YHUKAJIGHOU U BBIJIENIEHA B OT/IEIIEHOE CEMENCTBO pUOOCOMHBIX
6enxoB L4 (SCOP 52167).

AHanu3 KOHTAaKTOB aMHHOKHCIIOTHEIX ocTaTrkoB Oenmka L4 c¢ 23S
pPHK mnoxa3zpiBaert, 4To, Kak 1 B ciy4ae 6enka L3, 6ompiias 4acTe KOH-
TaKTOB MEXJYy HHMHU MPOHMCXOAUT B 00ONACTH JUTMHHOW MEeTiIn Oenka
W TpUJIeTalomeil K Hell KOHIEBBIM ydacTKaM O-CIupajied (0CTaTKH
40-99). Bropoii yuactok B3aumoneicTeusi PHK-6emok — 3to criupaib
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LeHTpanbHbIN
npoty6epaHey,
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L12 BbICTYN

L1 BbiCTYN

Puc. 9. Pacnionoxenue pudocomuoro 6enka L9 ornocurensro 23S pPHK B cTpykType
pubocomsl E. coli. Buz co ctopoHbl nHTEpdeiica pudOCOMHBIX CyOYaCTHII.

Cxema co3ziana Ha ocHoBe koopauHat PDB 5ITS. CripaBa — cxemarnieckoe npej-
cTaBlieHHEe CTPYKTYpbl Oenka L9 u3 B. stearothermophilus (PDB 1DIV).

02, aMMHOKHUCIIOTHBIE OCTAaTKH KOTOPOH (OPMUPYIOT KOHTAKThI Oenka
¢ 23S pPHK. Ilockonbky nokaszaHo, uto nemis Ocenka L4 He sBisieTcs
HeoOxoaumoi 1t cOopku S50S cybGuactunsl [53], TO MOKHO TBEpPAO
yTBepkaaTh, uro pPHK-y3Haromei eqununmeii 6esika sBiseTcs ero CTpykK-
TYPUPOBAHHBIH JIOMEH, a HanOOoJIee BaYKHBIM 3JIEMEHTOM — CIIUPAb 0.2.

PUBOCOMHBIN BEJIOK L9

Pubocomustii 6emox L9 cesazpiBaetcs ¢ 23S pPHK ogamm u3 mepseix [10].
On B3anmoneiictByeT ¢ 3' kornom pPHK psmom ¢ caiitom nmocaaku 6eka
L1 u umeercst Toibko B OakTepuanbHbIX prbocomax [55]. B Gombiioit
pUOOCOMHOM cyOuacThlle OH pacrojiaraeTcsi HelmoCpeJACTBEHHO MO
L1-npory6epanuem (puc. 9).

Brepsrle crpykTypa 6enka L9 Obuta omyonukoBana B 1994 romy [55].
Benoxk L9 BritouaeT B ce0s aBa JomMeHa. ManeHbkuii N-KOHILIEBOW JOMEH
(47 aMUHOKHUCIIOTHBIX OCTaTKOB) UIMEET TPEXCIOWHYIO apXUTEKTYpY o/f/a,
a C-xoHLIEeBOW AOMEH (85 0CTAaTKOB), UMEET ABYXCIOHHYIO apXUTEKTYPY
o+ (. OHM coeMHEHBI MEXTy COO0M UTMHHOU 0i-CIIUPAJIbIO (37 OCTATKOB,
10 BUTKOB), KOTOpas y4yacTBYeT B (DOPMHPOBAHMUU CAMHX TOMCHOB.
N-KoHLIEBOH TOMEH CTPYKTYpHO cx0xk ¢ MoTHBOM RRM (RNA recognition
motif). Oba JoMeHa MOJIOKUTEIBHO 3aPSHKEHBI U, IPEAIOIaraloch, 4YTo
o0a B3anmoneiictytot ¢ 23S pPHK [55, 56]. Onnako, B KpHCTAIINIECKUX
CTpyKTypax OaktepuasbHbIx pudocom ¢ 23S pPHK B3aumonelicTyet
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TosbKO N-KOHIIEBOH fmoMeH Oenka, a C-KOHIIEBOH JTOMEH yaajieH OT
MTOBEPXHOCTH pUOOCOMBI M KOHTAaKTUPYET ¢ 30S cyOhenuuuIieii cocenuen
B KpHUCTaJUIe puo0CcOoMBI [57]. KproanekTpoHHAss MEKPOCKOIHS puOoCcoM
MoKa3ajia BO3MOXKHOCTb U3ruda o-crimpaiiu oenka L9 tak, uto C-KoHIIEBO#
JIOMEH Oeska cOrKeH ¢ pubocoMHbIM OenkoM S6 [58]. OnHa U3 BO3-
MOYKHBIX THITOTE3, 00BSCHSIOIIAsI 0COOCHHOCTh PacioiokeHus oenka L9
Ha pubOCOME COCTOMT B TOM, YTO OH KOHTPOJIHUPYET PACCTOSHUE MEXKIY
OTJICNIbHBIMUA PUOOCOMaMU Ha MOJIUCOME, TOJABIIsAs CABUT PAMKHU CUH-
THIBAHUS W, TAKUM OOpa30oM, YBEJIMYHUBAsl TOYHOCTh mpouTeHus MPHK
pubocomoii [59].

Pacuer xonTaktoB Mexay Oenxom L9 m 23S pPHK B cTpykrype
pubocomsl E. coli (PDB 51T8) nokaspiBaeT o4eHb Manoe ux 4ucio. 1o
BCEW BUAMMOCTH 3TO CBS3aHO C OTPAaHMYCHUEM Pa3pPEHICHHS MOJEIH
Y HETOYHOCTHIO €€ yTOuHeHHs Ha nepudepun Monenu. Tem He MeHee,
MOYKHO CKa3aTh, 4T0 O0eok L9 B3anmMoneicTByeT ¢ 00JIaCThIO COSAMHEHUS
cniupaneit H76 u H79 23S pPHK.

PUBOCOMHBII BEJIOK 120

benox L20 cBassiBaercs ¢ 5'-xonnom 23S pPHK Ha panHux cramusx
cOopkn cyO4acTULBI U SBISETCS HEOOXOAMMBIM JUISl TIEPBOM CTaAHH
cbopku 50S pudocomHuoit cyouactuiisl in vitro [60, 61]. bemok L20 He
SBJIETCSI YHUBEPCAIbHO-KOHCEPBATUBHBIM U MPUCYTCTBYET TOJBKO B
OakTepuanbHBIX puOOCOMax, OMHAKO Jenenus reHa oenka L20 sBusercs
JIeTANIbHOM 1115 KIeToK E. coli [61]. Cnenyer otMeTuTh, uto Oesok L20
MOXKET 3aMeHATh Oenok .24 npu uHUIMAu cOOpku prOOCOMHOI Cy0-
YacTUIBl IPU HU3KUX TeMmreparypax [62]. benok pacmosaraercs Ha
MNPOTHUBOIOIOKHON OT MEeNTHIMITPaH(EPa3HOro HEHTPa MOBEPXHOCTH
50S pubocomHOI cyOUacTUIIBI M B3aUMOACHCTBYET C HECKOIBKUMH Y/ia-
JICHHBIMU JIpyT OT apyra ydactkamu 23S pPHK (puc. 10).

UccnenoBanus cTpykTypsl Oenka L20 merogom SIMP mokasanu, 94to
OH pa3BepHyT B HecBsizaHHOM ¢ pPHK cocrosiaum [63], omHako mprobpe-
TaeT BTOPUUHYIO CTPYKTYPbI IpU KpucTaiuzauuu [64]. ComtacHO CTpyK-
TypHoii knaccudurannu SCOP, 6enok L20 omHOMOMEHHBIN, CONEPKUAT
YEThIPE Oi-CIUPAJIN, PACHIOIOKEHHBIX OPTOTOHAIBHO. YKJIaIKa Cripaieit
coorBeTcTBYeT PAPB-10MERY.

Cuuraercs, 9To 0€JIOK CTPYKTYpPUPYETCS IPH B3auUMOIEHCTBUN ¢ 23S
pPHK, mpuaem C-koHIleBast o-Criupayib Oeiika B3aUMOACHCTBYET ¢ APY-
TUMH pUOOCOMHBIMH OeNKaMH Ha MOBEPXHOCTH pubocomsl, a ¢ pPHK
B3aUMOJICHCTBYET N-KOHIIEBas O-CITUPaTh U JIIHHHAS CIHpaib a2 [65].
JetictButensHo, aHann3 koHTakToB Oenka L20 ¢ 23S pPHK B coctase
pubOCOMBI MOKa3bIBAET HAJMUME OOLIMPHOI 00JIACTH KOHTAKTOB ITHX
JBYX crnirpaieii ¢ caxapodocgarasiM octoBoM crimpaneit H40-H41 23S
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LeHTparnbHbIN
L12 BbiCcTYN npoty6epaHew L1 BbiCTYN

Puc. 10. Pacnionoxxenue puéocomuoro 6enka L20 orHocurensno 23S pPHK B cTpyk-
Type pubocomsr E. coli (PDB 5IT8). Bung co croponsl «pactBoputesis». Crpasa —
yBeJIM4CHHas o0nacTh cBs3biBaHus Oenka L20 Ha S50S cyOuacTuiie puGOCOMBI.
O603Hayens! cimpanu 23S pPHK.

pPHK c onnoii ctopons 6enka u cnimpaisimu H25—-H27 ¢ npyroii ctopoHbl
oenka (puc. 10). OgHaKo, aMUHOKHUCIIOTHBIC OCTAaTKU CIHpaici o3 u
a4 Takxe QOpPMUPYIOT sl KOHTAKTOB ¢ caxapodocdaTHbIM OCTOBOM
cnupanu H41 23S pPHK, Tak uTo Henb3st TOBOPUTH 00 OTCYTCTBUHU
koHTakTOB C-KOHIIEBOrO gomeHa Oenka L.20. AHanu3 B3auMOIENHCTBUSA
oenka L20 ¢ pPHK moxa3eiBaer, mouemy 6e10K BaxkeH Jij1si COOPKHU 0OITb-
11oii pubOCOMHON CyO4YacTUIBI: OH MO3BOJISIET HEHTPAIU30BaTh OTPH-
narenbHbIe 3apsiabl pocdaroB 23S pPHK u cobpare e€ ynaneHHbIE MO
MO CIIeI0BATEIbHOCTH JJOMEHBI BMecTe [61, 65].

PUBOCOMHBII BEJIOK 123

Pubocomuslii 6eok L.23 cBsi3bIBacTCs Ha MEPBBIX 3TAax COOPKH OOJIBIIIONHN
pubocoMHOM cyOuacTuilsl ¢ TpetbuM JoMeHoM 23S pPHK [10, 49]. Ha
50S pubocoMHOIT CyOUacTHUIIE OH PACIIOIAraeTCs BO3JIE BBIXO/IA PACTYIICH
TMIOJIUITCTITHTHOW IETH C BHEIIHEH CTOPOHBI pubocoMsl (puc. 2). MmeroTcst
JTaHHBIE 00 €ro B3aUMOJICHCTBUU B COCTaBE pUOOCOMBI C TpUTTEP-(PaKTO-
pom [66] u signal recognition particle [67, 68] u cuuraercs, uto 6enok L.23
MOXKET y4aCTBOBATh B IPOIIECCE CBOPAYMBAHUS PACTYIICH MTOIUTICTITH/I-
HOI1 e [66].

W3BecTHa ero mpoCTpaHCTBEHHAS CTPYKTYpa B CBOOOHOM COCTOSTHHH,
onpenenéunas MerogoMm SIMP (puc. 11) [69]. On oTHOCHUTCS K Kiaccy
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Puc. 11. Pacnionokenue pubocomuoro oeska L23 orHocutensao 23S pPHK B cTpyk-
Type pudocomsl E. coli (PDB 5ITS). O603nauens! cniupanu 23S pPHK. CrpaBa — cxe-
MaTH4YeCKOe Ipe/ICTaBIeHIe CTPYKTypbl Oesika L23 u3 7. thermophilus, nony4eHHoi
metonoMm SIMP (PDB 1N88).

TPEXCIOWHBIX 0+[3 OEITKOB, BEIACIICHHBIX B OTIEIbHOE ceMeiicTBO (SCOP
54189). Ctpykrypa Oenka L23 koHCepBaTHBHA W CBSI3BIBaHUE €0 ¢ 23S
pPHK He npuBOIUT K 3aMETHOMY U3MEHEHHUIO €TI0 CTPYKTYPHI.

B cocrase pub0coMHOI cyOUacTHIIbI OEI0K B3aUMOICHCTBYET ¢ caxa-
podocdarusiM octoBom crimpanein H6, H9, H23 u H53 23S pPHK (puc.
11). benox B3anmoneiictyeT ¢ 23S pPHK npenmymiecTBeHHO 0671aCTHIO
JUTMHHOW METJIN ¥ MPUIICTAIOIICH K Hel KOHIIaMU [B-TsDKeH, a TakyKe 0CTat-
KaMu crimpanu o2 (popMHpYeT KOHTaKThI ¢ caxapodocgaTHbIM OCTO-
BoM crimpanu H53 pPHK). B menom, aMHHOKHCIOTHBIE OCTAaTKH OeiKa
B3aMMOJICHCTBYIOT MPEUMYIIECTBEHHO ¢ caxapodocdaTHbIM OCTOBOM
23S pPHK.

PUBOCOMHBIV BEJIOK L24

PuGocomnsrii 6enok L24, Hapsay ¢ 6enxom L3, sSBiisieTcs ”HUIIMATOPHBIM
6enxoM coopku 50S GakrepuanbHON pubocoMHOM cyOuacTuisl [44, 70].
On B3aumozerictryeT ¢ 5'-konrom 23S pPHK, rne popmupyer sapo cBo-
paunBaHus 00Ol prubocomHol cybdacTuisl [10]. B cTpykrype 50S
pubocomHoIi cyouacTHibl E. coli 6enok L24, napsay ¢ 6emkom L23, pacrio-
Jaraercs B 00JacTH BbIXOJa MOJIMNENTHAHON LENU U B3aUMOIEHCTBYET
co crmpansmu H7, H18-H20 uw H24 (puc. 12) [70, 71].
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Puc. 12. Pacnionoxenue pudocomuoro 6enka .24 ornocutensHo 23S pPHK B cTpyk-
type pudocomsl E. coli (PDB 5ITS). O6o3nauens cimpanu 23S pPHK. Cnpasa —
CXEMaTHYECKOE MPECTaBICHHE CTPYKTYphI Oenka L24 B cocraBe pubocomsl E. coli
(PDB 5ITS).

Crpykrypa Oenka B CBOOOJHOM COCTOSHHH TOJy4deHa He Obuta. B
coctaBe pubocoMbI — 310 B-0erok ¢ ykmaakoi nenu tuna SH3-6040HOK
nenTpanbHol yactu Oenka (SCOP 50105) (puc. 12). MuaTepecHo, uTo B
oenke L24 N- u C-xoH1ipl Oejika HaXOOATCS B OJJHOM JOMEHE, a OCTallb-
Hasl 4yacTh NOJUICNTUAHON Lenu (GOPpMHUPYET OTAEIbHbIE JOMEHbI MM
BBITSHYTHIC TICTVIM. AHAJIOTUYHASI apXUTEKTypa HAOIIOmaeTcs I pac-
CMOTpPEHHBIX BbIle pubocomubix Oenkos L1, L3, L4 u L23. MoxHo
TOJIBKO MPE/IIOJIAraTh, YTO TAKOE PACIIONIOKEHUE DIEMEHTOB BTOPHYHOM
CTPYKTYpHI OeJika B MPOCTPAHCTBE CIIOCOOCTBYET (POPMHUPOBAHHIO CTa-
OMIIBHOTO «siIpay OesKa, a «YIUTMHEHUS TIO3BOJISIFOT «JIOTSATHBATHCS J10
yJaJIEHHBIX OT OCHOBHOTO MecTa B3auMoieicTBHs yuacTkos 23S pPHK,
TaKUM 00pa3zoM, CIIOCOOCTBYs MpaBUIbHOMY cBopauuBanuio pPHK mpu
cOopke pubOCOMEI.

AHaJM3 KOHTAKTOB AaMHUHOKHUCIIOTHBIX 0cTaTKoB Oenka L.24 ¢ 23S pPHK
MOKAa3bIBAET, UTO OEJIOK B3aMMOCHCTBYET MPEUMYIIIECTBEHHO C aTOMaMH
caxapodochaTHOro ocToBa AByLenoueuHbIX yuyacTkoB pPHK.
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V. 5S pPHK CBA3BIBAIOIIUE PUBOCOMHBIE BEJTKH
50S PUBOCOMHOMU CYBYACTUIbI

Hapsiny ¢ 6onbrioit 23S pPHK (2904 nykneorunos B E. coli) B Oakre-
puanbHoi 50S prOOCOMHOIT cy0UacTHIIe MPUCYTCTBYET HEOOMIbIIIAsI, BCETO
120 nykneorunos, 5SS pPHK [72]. C atoit pPHK cBsizbiBatoTcs Tpu pubdo-
comHbIxX Oernka: LS, L18 u L25 [73] (110 HOBOI HOMeHKIIaType — 0eiku ul.5,
ulL 18, bL25 cootBercTBeHHO [6]). BMEcTe oHM hOpMUPYIOT EHTPAIBHBIHI
nporyoepanert S0S pruOOCOMHON CyOYaCTHIIBI, KOTOPBIH 3aHUMAET BAYKHOE
MeCTO B (DyHKLMOHUPOBaHUH pruOocoMsbl (puc. 2) [74, 75].

PUBOCOMHBIN BEJIOK L5

PutGocomubiii 6e1ok LS cBsazbiBaeTcs ¢ «nenieit Cy, KOTopas «3aKpbIBaeT
crimpaib 111 5S pPHK [76]. Ero pPHK cBs3piBatomue cBoiicTBa 3HAYH-
TeJIbHO ycuimBaeT npucytcreue o6enka L18 na 5S pPHK [77, 78]. Benok
L5 B3aumonetictByeT co cnimpaisimu H84-H8S 23S pPHK, obecnieunBas
npucoeaunenue 5S pPHK — GenkoBoro kommiiekca Kk 60110 pudocom-
Hoii cyOuactuie (puc. 13a) [9, 79].

B cocraBe 70S puGocombr O6enok L5 kontaktupyer ¢ Oenkom S13
MaJioil puOOCOMHOM cyOuacTUIBl Ha CTaMH WHULHALMH TPAHCIALUH,
NpUYeM [0 JAaHHBIM MOJENUpOBaHUsA TUHAMUKU 70S puOOCOMBI, 3TOT
KOHTAKT U3MEHSETCS IpU CcBA3bIBaHMU (akropa snonrauun EF-G [42].
CpaBaenue aByx cTpyktyp 70S pubocomsl E. coli, momy4eHHBIX HE3aBH-
cuMo JipyT oT apyra Metonamu PCA npu paspemennn 3,5A, noarsepuio
JMHAMHUYECKUH XapakTep KoHTakToB Oenkos LS, S13 u S19 [80].

benok L5 xourakrupyer ¢ TPHK B P-caiite u, coBmectHo ¢ 5S pPHK
U APYTHMH aCCOLMUPOBAHHBIMU C HEH OesTkaMM, CIIOCOOCTBYET MO3ULHO-
nupoBanuio TPHK B aTom yuacTtke prdocomsr [78, 80, 81].

Crpykrypa 6enka L5 u3 B. stearothermophilus onpenenena B cBOOOI-
HoM coctostHuu B 2001 romy [82], a Heckonbko mo3xe, B 2003 roxay, Oblia
omyOJIMKOBaHa CTPYKTypa Komrutiekca 6enka LS 7. thermophilus ¢ dbpar-
MeHToM 5S pPHK E. coli (puc. 13) [83]. CpaBHeHHUE cTpyKTYp Oenka LS5 B
CBOOOTHOM COCTOSTHHH, B KoMILIekce ¢ hparmentoM 5S pPHK 1 B cocrae
puOOCOMBI TTOKAa3bIBAET HEM3MEHHOCTh MPOCTPAHCTBEHHOM CTPYKTYPHI
Oenka [83]. MckirroueHHeM SIBISIOTCS HEOOJBINTUE TMOABMIKHBIE YaCTH
Oenka, HampuUMep, B cocTaBe pubocoMbl E. coli 6enok obpasyet ¢ 5S
pPHK nononHUTENbHBIE KOHTAKTHI 32 CUET AMUHOKHCIOTHBIX OCTaTKOB
crimpamu ol [83].

Benok L5 orHocuTCes K 0+ OenkaMm ¢ aHTUIIApaIIeTIbHBIM B-THCTOM
W TIPUHAJICKHT ¢ cynepcemeiicTBy OenkoB RLS-like (SCOP 55282).
VKinajKa dJIeMEHTOB BTOPUYHOM CTPYKTYpBI B TIpOCcTpaHCTBe Oenka LS
cxoxa ¢ RNP-gomeHoM (puboHykiieonporenH-1oMeHoM) [83], KOTOpbIit
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cBs3pIBacTCs ¢ Monekynamu PHK moBepxuocThIO B-nucTa. B pubocome
6emok L5 peanmzyet koHTaKTHI ¢ 5SS pPHK aMHMHOKHCITOTHRIMEU OCTaTKaMHU
newm al-02, Tshka B2 u Topua cimpany o4 (puc. 131). Takum oOpazom, 5S
pPHK mpumbikaet k Topity B-nucra. OcoOEHHOCTB ATOr0 B3aUMOICHCTBUS
3aKJIF0YaeTCs B TOM, 4TO Oenok LS hopMupyeT MHOTO KOHTaKTOB OOKOBBIX
1enei aMMHOKHUCIOTHBIX OCTaTKOB C aTOMaMU OCHOBAHUN HYKJIEOTH/IOB.
DTO0 MOXKHO OOBSICHHTH TEM, YTO CAlT CBsI3bIBaHUs Oesika L5 BKiIrouaeT B
ceOst He ToNbKO ABycrmpaibHblid yyacTok 5SS pPHK, Ho n netio C, kotopast
TI0 CBOEH CyTH sIBNIsIETCS y4acTKoM ofiHouenodedHoi pPHK oTkpsIToil u1st
BHEIIHUX KOHTAaKTOB.

C 23S pPHK Genok L5 B3anmMoaelcTByeT MOBEPXHOCTHIO B-JIUCTA, YTO
HauOonee xapakrepHo 1t RNP-gomenos (puc. 13e) [83]. Cnemyet orme-
TUTb, YTO YHUCIIO KOHTAKTOB Oenka ¢ 23S pPHK neckonbko Gosnblre, uem
¢ 5S pPHK. Otu aBa myHKTa XOpOIIO COOTBETCTBYIOT ITaHHBIM, O BaXKHOH
ponu Oenka LS ans npucoenunenust 5SS pPHK — GenkoBoro xomiiekca k
OCTaJIBHOM YacTh 00MbIIoNi prOoCcOoMHOM cyOouacturie [78, 82].

PUBOCOMHBIH BEJIOK L18

Kak yxe ynmomunasocs Baie, 0esnok L18 3HaunTEIHO YyCUITUBAET CPOI-
ctBo Oenka L5 x 5S pPHK [77, 78]. Cuutaetcs, uro L5 u L18 cBs3bI-
Batorcs ¢ 5S pPHK koomneparusao [84]. Kak BuiHO U3 pucyHka 14a, oba
Oenka B3anMOJeHcTBYIOT ¢ obmacTeio cimpainu Il u et C 5S pPHK,
MO3TOMY KOOTIEPAaTHUBHBIM XapakTep cBsi3biBaHMs OenkoB LS u L18 ¢ 5S
pPHK He sBisieTcss HEOXKUJaHHBIM.

Crpykrypa 6enka L18 u3 7. thermophilus B cBOOOTHOM COCTOSTHHY ObLITa
onpenenena Mmerogom SIMP B 2002 r. [85], a 1ByMs rogaMu Mmo3xe omnpe-
JieNieHa CTpyKTypa Oenka u3 B. stearothermophilus [86]. benok oTHOCHTCS
K TpexcioiHeM o/} Oenkam pubonykieaza H-nogodnoro tuna (SCOP
53138). B ob6oux crpykrypax 6enka L18 He Obut0 MAeHTU(DUITUPOBAHO
1o 20 N-KOHIIEBBIX aMHUHOKHUCIIOTHBIX OCTaTKOB, KOTOPbIE B PacCTBOpE B
CBOOOTHOM COCTOSIHMHM HE WMEIOT BTOPUYHOW CTPYKTYpHI (puc. 14). B
coctaBe pubOcoMbl N-KOHIEBas 4acTh Oellka MPHOOPETAET CTPYKTYpPY
o-crnupanu u B3aumoneiictsyer ¢ gomeHom V 23S pPHK, Bxirouas
coenmuaeHme crupaneit (junction) H83-H85 u criupans H87 (puc. 14B).
C oroit obmacteio pPHK Takke xkoHTakTHpyeT OOKOBas 9acTh TsoKa 34
n npuMbIkaromas kK Hei newsa. C 5S pPHK 6emok L18 nmeer mamHOTO
Ooree oOmuMpHYIO 00MacTh KOHTAKTa, BKIIOYAsl MOBEPXHOCTh [(-TTHCTA,
B3auMoJIelicTByoTyI0 co crupanbio | 5S pPHK, u topueByro gacts
BCEX O-CITUpaJIeH, B3aMMOACHCTBYIONUX ¢ netisamu B u C crimpanu 111
5S pPHK (puc. 146). CpaBHuBas B3aumoneicTBus OenkoB LS u L18 ¢
5S pPHK u 23S pPHK, MoxHO BUAETDH, YTO OHO KaK OBl «3€pKaTbHOE»:
oenok L18 umeet 6obiie konTakToB ¢ 5SS pPHK u B3anmoneiicTByer ¢ Heit



263

Pubocomnvie benxu cneyuguuecku yznarom 3D cmpykmypy pPHK

HZA1D — 19dALAdLY MOLe100 HOGINMHON-N HORBHEOQQ (AAOT 9dd)
JdINE WOXOLOW KeHHOLAIddIIO0 ‘UMHEOLO00 WOHI0Q0E0 g snj1ydoutiayjonals g €u g1 exuag edAAdL) () 7731y — 19dArAdLo
MOLBLOO HOEOIHOM-N HOREHE00O (ATl ddd) dINE WOXOLOW KEHHIIIdIO ‘UMHEOLO0d WOHT0QOdD € snjiydoutidyy ;| €1 {1

o9 edAmAdL) (1) MHJ SE€T 0 81T A9 BINBLHON 9100 (€) MHJd S 9 817 BIIOQ BINELHON 919err9() (9) (LIS 9dd)
1702 77 19N0009ud 9881000 & YHJd SG BH 8T U §'T 90MIrdQ XITHW00091d BMHOMXKOIr0110ed KUHOIEBLOTdI Q0MOORUIBINOX)) (B) "{] "0UJ




264 A JI Huxynun

B-muctomMm, a 6emok LS B3aumonetictByet B-muctom ¢ 23S pPHK n umeer
¢ Hel Oombine KoHTakTOB, ueM ¢ 5S pPHK. [Ipudem 6emok L18 cBs3bI-
BaeT JBE MPOCTPAHCTBEHHO-yAaNeHHBIX criupanu 5SS pPHK — I u 111, gto
JIOJDKHO CTaOMIIM3UPOBATh UX B3aMMHOE PACIIOIOKEHHE H CTIOCOOCTBOBATH
cTabuim3anuu TpexMepHoii ctpyktypsl 5SS pPHK Ha prbocome [87]. DT
CTPYKTYpHBIE OCOOCHHOCTH B3ammozencTBuil 6enkoB ¢ pPHK xopomro
COOTBETCTBYIOT OIpezieieHHbIM paHee ¢yHkiusam LS u L18 npu coopke
pubocomsl [75, 78, 84, 85, 88].

PUBOCOMHBII BEJIOK L25/TL5

Tpetnii 5S pPHK-cBs3piBaronuii 6enok — L25. On cBsizbiBaetcs ¢ 5S pPHK
He3aBUcuMO oT OenkoB LS u L18, u He TpedyeTcs it npucoeAnHeHus 5S
pPHK — GenkoBoro kommiekca k 23S pPHK [77, 89]. bexnok L25 B3aumo-
neiictByer ¢ obnacteio «metan E» 5S pPHK, pacnonoxennoit mexmy
cnupasisiMi [V 1V, MakcUManbHO YJaJIeHHOH OT y4yacTKa CBSI3bIBAHHS
oenkoB L5 u L18 (puc. 2) [73, 90]. B ormnune ot 6enkor L5 u L18, 6enok
L25 ne sBuseTcss HEOOXOAUMBIM TS BRKUBaHUS KieTok [73, 79]. Ero
¢byHKIHS Ha puOOCOME HE COBCEM SICHA, XOTS MTPEATONaraeTcsi, 4To OEIoK
L25 mMokeT yuacTBOBaTh B CTAOMIN3AIMK U HOPMAJIbHOW padoTe QyHK-
[IUOHATIBHBIX IIEHTPOB S0S cyOuacTHIlbl pOOCOMBI OAKTEPHIA, TAKMX KaK
A-caiiT u P-caiir [73, 91].

Crpyxkrypa 6enka L25 u3 E. coli onpeesieHa B cBOOOTHOM COCTOSHUM
metonoMm SIMP (puc. 15) [92] u PCA B xomiuiekce ¢ (hparmeHTOM S5S
pPHK [93]. [To knaccudukaruu SCOP 6enok L25 otHOCHTCS K B-Oekam
¢ tomosoruei B-6ouonok (SCOP 50714), XOTsI B CBOEM COCTaBe UMEET
Tpu a-crimpanu. B xommiekce L25-5S pPHK Gemnok B3ammopeiicTByer
¢ caxapodocdarHsiM 0cTOBOM et E 1 pacro3Haer e€ xapakTepHYIO
MPOCTpaHCTBEHHYIO CTPYKTYpy [93]. Co cTOpoHBI OenKka B KOHTAKTHI
BOBJICUCHbBI aMUHOKHCIIOTHBIE OCTATKU IOBEPXHOCTH [3-JINCTA U CIUPAIIH
al (puc. 15).

T'omom mozxe cTpykTypsl komiutekca L25-5S pPHK ony6nmukoBana
cTpykTypa komrutekca ¢pparmenrta 5SS pPHK ¢ 6exxom TLS uz 7. thermo-
philus, N-KOHIIEBOH JTOMEH KOTOPOTO SIBIsieTCcs roMoioroM Oenka L25
(puc. 151) [94]. [lokazano, uto Oenokx TLS moxkeT QpyHKIIMOHAIBHO
3aMeHATh 0enok L25 B pekoHCcTpynpoBaHHBIX prbocomax E. coli [95]. B
MOJTY4YEHHOM KOMIIIEKCE TOJIBKO N-KOHIIEBOH IOMEH B3aUMOICHCTBYET C
¢parmentom 5S pPHK, a C-kxonueBoii nomen e umeeT koHTakToB ¢ PHK.
HuTtepecHoii ocobeHHOCThI0 N-KOHIIEBOro gfomeHa Oenka TLS siBnsiercs
TO, YTO CIHpaJb 0.l ©MeeT MEeHbIIE BUTKOB 10 CpaBHEHUIO ¢ Oenkom L25
E. coli, BcnencTBue yero 3Ta o-CIUpaib MOYTH HE UMEET KOHTAKTOB ¢ 5S
pPHK. O1o npuBomut k ToMy, uTo 32 y3HaBanue ¢pparmenra PHK orseuaror
TOJBKO AMHHOKHCIIOTHBIE OCTATKH MOBEPXHOCTH [-1rcTa N-KOHIIEBOTO
noMena oenxa TLS.



Pubocomnvie benxu cneyuguuecku yznarom 3D cmpykmypy pPHK 265

cnupans IV
58 pPHK

netnsa E

a2

netnsa E
netnsa E

Puc. 15. (a) Cxemarnueckoe Tpe/ICTaBICHHS PACIIONIOKEHUSI pUOOCOMHOIO OeiKa
L25 na 5S pPHK B cocraBe pubocomsl E. coli (PDB 5IT8). (6) Crpykrypa Oenka
L25 u3 E. coli B cBOOOHOM COCTOSTHHH, otipesenicHHas metogoM SIMP (PDB 1B75).
(B) Crpykrypa Genka L25 u3 E. coli B xommekce ¢ ¢pparmentom 5S pPHK (PDB
IDFU). (r) Ctpykrypa komrutekca 6enxa TL5 u3 7. thermophilus, N-xoHIIeBOH
JIOMEH KOTOPOTO SIBIIsieTCst ToMoJioroM Oenka L25, B kommiiekce ¢ ¢pparmeHToM 5S
pPHK (PDB 1FEU).
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VI. 16S pPHK CBA3bIBAIOIIIUE PUBOCOMHBIE BEJIKH
30S PUBOCOMHOMU CYBYACTUIIbI

16S pPHK noutu B 1Ba pasza mensiue 23S pPHK no konngecTBy cocTas-
JSONMUX €€ HYKJICOTHNIOB: B pubocoMax E. coli 3TO COOTBETCTBEHHO
1542 ut. 1 2904 HT. [96]. Yncno nepBuuHo-cBsa3bIBatomuxcs ¢ 16S pPHK
pUOOCOMHBIX OCJIKOB Takxe MeHblle — 3To Oenku S4, S7, S8, S15, S17
u S20 (puc. 16).

PUBOCOMHBII BEJIOK S4

benok S4 — onuH 13 ABYX HHANHATOPHEIX OenkoB 30S pnbocoMHOit cy0-
gactuiel [97]. On cBazbiBaercs ¢ 16S pPHK u ciryxuT simpom cBopayu-
BaHUs «Teja» Majol pubocomMHol cyouactuibl [97-99]. MecTo CBs3bI-
BaHUs Oenka S4 pacrionaraercs Ha coennHeHnH msth cninpasieit (H3, H4,
H16, H17 u H18) nayana 5'-momena 16S pPHK, mpudem 0eok KOHTaK-
TUpYeT ¢ caxapodocgarHeiM 0CTOBOM Tpex M3 HUX (puc. 17), a Takke
HernocpencTBeHHo ¢ 5'-koHunoM 16S pPHK u HykiieoTngaMu OKOHEUHOM
netu crimpanu H21 [97, 100]. Takoe kiro4eBOe pacIoiiokeHue Oeka
S4 xoporo coracyercst ¢ OMOXUMUYECKUMH JaHHBIMU 110 XMMHUYECKUM
Moau(UKaMsIM OCHOBaHMH M 3alIUTHI caxapodocdarHoro ocroa 16S
pPHK [101].

Crpykrypa 6enka S4 u3 6akrepun B. stearothermophilus B cBOOOIHOM
cocrostHuu Obuta onpenenena metonom PCA [102] u metogom SAIMP [103]
(puc. 17). B 06oux ciry4asx ucrosb3oBaics 0enok 6e3 nepBoix 41 N-koH-
LEBBIX aMUHOKHUCIIOT, TIOCKOJIBKY OHHM HE YIOpsIOYeHbI B pacTBope. B
cocrase 30S pubocomHoM cyOdacThIbl N-KOHIIEBast YaCTh OelTka YaCTUYHO
CTPYKTYpHpPOBaHa U UMEET JIBE HEOOJBIINX O-CITUPAIIH.

Benok S4 cocTout U3 AByX JOMEHOB, IPUYEM BTOPOIl JOMEH SIBISIETCSI
BCTaBKOHM B IEPBBIH, YTO JOCTATOYHO YACTO BCTPEUAETCsl cpenu pudo-
COMHBIX OenkoB. [lepBBIN TOMEH MOTHOCTBHIO O-CITUPATBHBIN;, BTOPOM
OTHOCHUTCS K 0-+f3 TOMEHaM 1 COCTOUT U3 IATU-TSHKEBOTO aHTUIIAPAIlIIeNIb-
HOT'O B-JINCTa € TPeMs O-CIHPAJISIMU, PACHIONIOKEHHBIMU C OIHOW U3 €T0
CTOPOH. YKJIaJIKy 3JIEMEHTOB CTPYKTYPBI BTOPOTO TOMEHA MOYKHO OTHECTH
k cemeiicTBy a-L PHK-cBsi3piBaromero nomena (SCOP 55174).

C 16S pPHK 6emok B3anMoAeicTByeT aMIHOKHCIIOTHBIMU OCTaTKaMH
YeThIpeX O-CIIupaseii IepBoro 1 BTOPOTO JOMEHOB, a TAKXkKe ABYX (L-CITH-
paJbHBIX y4aCTKOB «HEyMOpsAno4eHHOI» N-KOHIIEBON yacTH Oelnka.
OHM KOHTaKTHPYIOT ¢ aromamu caxapodocgarnoro ocrosa 16S pPHK
Y UMEIOT €AMHUYHbIE KOHTAKThl C aTOMaMH OCHOBAaHHMH HYKJIEOTHJIOB.
AMUHOKHUCIIOTHBIE OCTATKH [3-IMCTa HE MPUHUMAIOT Y4acTHE BO B3aUMO-
neiicreuu ¢ 16S pPHK.
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Puc. 16. Cxemaruueckoe rnpecTaBiIeHHUs paciioIoKeHNs puOOCOMHBIX OekoB S4, S7,
S8, S15,S17 u S20 na 30S pubocomuoii cyouactuue E. coli (PDB 51T8). O603HaueHbI
OCHOBHbBIC MOP(OJIOrHMYECKHE ACTAIH MaJIoOd pUOOCOMHOM CyOUaCTHUIIBI.

PUBOCOMHBIN BEJIOK S7

Pubocomueblii 6enok S7 — BTOpoil ”HULIMATOPHBIH OEJI0K MaJIoi puOoCcoM-
HOM cyOuactuiel; ero ces3eiBanue ¢ 16S pPHK npuBonut k cOopke
«ronoBe» 30S cyOuactuiel [97]. benok pacronaraercs B obinactu
uHTepderica puOOCOMHBIX CyOBEIMHHIL BO3JIE AEKOAMPYIOIIETO LEHTpa
30S cyObenuHUIEL, T, KaK OBUIO TIOKa3aHo, B3anmoencTByeT ¢ MPHK
[104]. Kpome Toro, umerorcs nannble, yto S7 koHTaktupyet ¢ TPHK B P
u E caiirax [105].

Mecto cBs3piBanus Oenka S7 Ha 16S pPHK pacmomaraercs B
obnactu coenuHeHMs Tpex crupaneir 16S pPHK — H28, H29 u H43, u
He/IaJIeKo PacIojiokeHHyto oT He€ crimpans H41 (puc. 18a). N-koHie-
Bbl€ AMHMHOKHCJIOTHBIE OCTAaTKU O€JIKa MMEIOT CIUHUYHbIE KOHTAKTBHI
¢ metneit crmpanu H37 B cTpykrype pubocomsl E. coli (PDB 5ITS).
Bbenok xonTakTupyert ¢ caxapodocdarasiM octoBoM 16S pPHK mpenmy-
LIECTBEHHO 32 CYET aMUHOKHUCIIOTHBIX OCTaTKOB O-Criupasiel. [InMMHHbIN
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N-koHer Oenka pacrionaraercs BaoJb skenoOka crimpanu H43 pPHK u
dbopmupyet 00JacTh KOHTAKTOB ¢ Heil. HeOombiast B-mmuibka Oeka
umMmeer Bcero napy kontaktoB ¢ pPHK. B nienom, B3anmoseiictBuie 6emnka
S7 ¢ 16S pPHK umeeT yHUKanbHBIN XapakTep: HENb3sl cKa3aTh, YTO
o-cripasty Oelka yKIaabIBatoTes B skeno0ku criupaneit PHK, B-mmunbka
HeOoJTbIIIas U He 00pa3yeT MOBEPXHOCTh, KOHTAKTHUPYIOIIYIO CO CITUPAIIBIO
PHK. Ilo Bceli BUIMMOCTH, 3TO 00YCIIOBIICHO CII0KHOM IPOCTPAHCTBEHHOM
ctpykrypoii 16S pPHK, kotopas cienmuduuecku y3Haercst 6enkom S7.

Crpykrypa Oenka S7 B cBOOOZHOM COCTOSIHUM U3 B. stearothermophi-
lus [106] u w3 T. thermophilus [107] onpeneneHa B 1997 rony (puc. 18).
Benok S7 knaccuuuupoBaH Kak MOJTHOCTBIO O-CTPYKTYPHBIN O€JIOK U3
5 a-cripaneit ¢ JONOJIHUTENBHON O-CIIUPAJIbIO U B-IIMMIBKON BHE sIIpa
oenxa (SCOP 47974). Ilpu cpaBHeHHH CTPYKTYpPBI Oenka S7 B cBOOOJHOM
COCTOSIHUM M B COCTaBe pHOOCOMBI BUAHO, YTO OHA HE IpETEpIIcBacT
3aMETHBIX U3MEHEHUH npu B3aumoaeicteuu ¢ 16S pPHK.

PUBOCOMHBII BEJIOK S8

PubGocomublii Genok S8 HanpsMyro B3aUMOJCHCTBYET C EHTPATbHBIM
nomeHoM 16S pPHK u koopanaupyet coopky «rnardopmen 30S cyobean-
HUIIBI ¢ yyacTtueM OesikoB S5 u S12 [108, 109]. Ha pubocome oH B3anmo-
JIEHCTBYEeT C KOHCEpBATUBHBIM ydacTkoM crupanu H21, cBsa3bIBasChH ¢
caxapodocdaraeiM ocTtoBoM AByuenodeunod PHK, xontakrtupyer c
npuieraromuei cnupansio H20, a Takke nmeeT oOIIUpPHBIE KOHTAKTHI CO
cnupansio H25 16S pPHK (puc. 19a) [101, 110]. Takum o6pazom, 6enok
S8 cTabunmzupyeTr nmpoCTPaHCTBEHHYIO YKIAAKY 3TOTO ydacTKa IJiat-
¢dopmbl 30S pubOCOMHON CyObEANHUIIBL.

Bruto nokazano, uto Hebonbioi Gpparment cnupanu H21 16S pPHK
JoctatoueH Juis cBsizbiBanus Oenka S8 [111, 112]. B 2001 . omyOnukoBaHa
CTPYKTypa KOMILIEKca apxelHoro Oenka S8 ¢ COOTBETCTBYIOIINM (par-
meHTOM 16S pPHK u3 Methanococcus jannaschii (puc. 196) [113].
[TonydeHHas CTpyKTypa oKasaja, 4To OeJIOK B3aUMOIEHCTBYET ¢ MaJIbIM
kenmobkom cnimpanu PHK, mpudem Genok o0pasyeT «MOCTHK» MEXIy
BuTkamu criupanu PHK, B3aumMopelcTBysl 1ByMsl IOMEHaMU C JABYMS
yugactkamu PHK. Takke ycraHoBieHo, 9To OoJbIas 9acTh KOHTAKTOB
MEX]y KOHCEPBaTUBHbIMH aMMHOKHUCIOTHBIMU OCTATKaMU U HYKJICOTH-
namu cocpemoroueHa B C-KoHIIEBOM moMmeHe Oemka [113].

B 2014 romy >Tv BEIBOJIBI TOATBEPIKIEHBI CTPYKTYPHBIMH HCCIIEI0BA-
HUsMH Komruiekca O0enka S8 w3 Bacillus anthracis ¢ PHK-anrramepamu
[114]. B xome pabGoThl TakKe MOKAa3aHO, YTO HYKJICOTH bl HCCIIETyEMbIX
PHK-anTamepoB B CBOOOAHOM COCTOSIHMM OOpa3yrOT MHOKECTBEHHBIC
HEKaHOHWYECKHUE Taphl, a IPHU CBI3BIBAHNU ¢ OeskoM S8 mccienryeMble
PHK npuoOperaror «kiaccudeckuii S8-y3HaBaeMblil Qo ¢ M3MeHe-
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HHUEM B3aUMOJICUCTBUSI OCHOBAaHUU anTamMepoB. bl cjienaH BbIBO, YTO
0ermok S8 MOXKeT M3MEHATh BTOPUYHYIO U TpeTHUHYyIo cTpykTypy PHK
npu cBs3bIBaHuH [114].

CrpykTypa Oenka B CBOOOJHOM COCTOSIHUH OTIPE/IelIeHa HEOTHOKPATHO:
u3 B. stearothermophilus —8 1996 1. [115], u3 T. thermophilus —B 1998 1.
[116], u3 Aquifex aeolicus —8 2012 1. [117] (puc. 19). benok S8 cocrout u3
JIBYX JIOMECHOB U OTHOCHUTCS K KJ1accy o+f3 OeskoB. Pacnionokenue snemMeH-
TOB BTOPUYHON CTPYKTYpPbl OTHOCHUTCSI K YETBIPEXCIOWHON CTPYKType
b/a/b/a ¢ nByms cyonomenamu u 1o kiaccudukanuu SCOP BeieneHo B
otaensHoe cemeiicTBo (SCOP 56048). Cnenyet oTMETHTB, UTO OeI0K S8
u3 Aquifex aeolicus MeeT IBe JOMOTHUTEIbHBIE O-CTUPAIH B N-KOHLIEBOM
nomene (puc. 191), KoTopble 3HaYUTEIBHO MOBBIIIAIOT CPOACTBO OeJIKa K
16S pPHK B ob6nactu coequnenust cnupaneit H20, H21 u H22 [117].

PUBOCOMHBIN BEJIOK S15

Pubocomusiii 6emok S15 ces3weiBaetcs ¢ 16S pPHK BOmm3m ot 6enka S8 u
TaKXKe ydacTByeT B cOopke ratdopmbi 30S pubocomMHo cyOuacTuipl [42,
80]. Kpome toro, 6enok S15 B 70S pubdocomax E. coli koHTakTHpYyeT ¢ 23S
pPHK 508 cybuacTtuipl, hopMupyst MexcyObeTUHUIHBINA MOCTHK B4 [42].

B cocraBe 30S cyOuacTuiib 0estok S15 pacronaraercst BIob CIIUPAIIH
H22 16S pPHK u 06pazyet 0ob110€ YUCII0 KOHTAKTOB ¢ €€ caxapodoc-
¢arabiM ocToBOM (pHc. 20). OqHOBpEeMEHHO OEJI0K 001aCTSIMU TPOTHBO-
TIOJIOXKHBIX KOHIIOB CITUpaJiel 02 ¥ 0.3 CTa0MIN3UPYeT JiBa TPOWHBIX CoulIe-
HEHUs crupaieil: nmepBblii ydactok — cnupanu H20-H21-H22, Bropoit
yuacTok — cnupanu H23a-H22-H23. B pesynbrate, 6enok S15 urpaer
OTIPEEISIONIYIO POJIb B JOPMUPOBAHUH MTPOCTPAHCTBEHHOH CTPYKTYPHI
neHtpansHoro qomena 16S pPHK B obmactu cimpanu H22 [118, 119].

Crpykrypa 6enka S15 u3 7. thermophilus B koMIuiekce ¢ pparMmeHToM
16S pPHK noxkasana, uto 6e10K cTabunn3upyer B3auMHYI0 OPUEHTALHIO
tpex crimpaneit 16S pPHK — criupanu H22 ¢ mpumbIikatomieit k Hel (par-
meHTamu ciimpaneid H20 m H21 — 6naronapst B3auMoAeiicTBHIIO ¢ caxapo-
¢docdarabM octoBoM (puc. 200) [118]. OmHOBpEeMEHHO C 3TOH CTPYKTYpOid
OblTa OMyONMMKOBaHA CTPYKTypa KOMILIeKca Oombirero ¢parmenra 16S
pPHK B xommutekce ¢ 6enkamu S6, S15 u S18, KoTopas mokazana TOYHYIO
KapTuHY (hopMHUpOBaHUs IeHTpansHOTo MoMmeHa 16S pPHK B coctase 30S
cybouactumsl (puc. 20B) [119]. Jlo HacTosAIIEro MOMEHTa YTOT KOMILIEKC
SIBIIIETCSI cCaMOoi O0JbIToN cTpykTypoit ¢pparmenta pPHK B kommutekce ¢
HECKOJIbKUMHU pUOOCOMHBIMH OesTKaMHu.

Crpykrypa S15 B cBOOOZHOM COCTOSIHUM OMpezesieHa sl Oenka u3
1. thermophilus (puc. 20r) [120] u ans Genka u3 B. stearothermophilus
(puc. 20m) [121]. benok nmpruHAAIEKNT K KJIACCY TOITHOCTBIO Ol-CITHPaThb-
HBIX OenkoB, mpuyeM Oenok S15 BeiieneH B cemeiictBo S15/NS1 PHK-
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Puc. 20. (a) OGunacth cBa3piBanus Oenka S15 Ha 30S cybuactuue puGocomsl
E. coli (PDB 5IT8). O6o3nauensl crimpamu 16S pPHK. (6) CtpykTypa KoMmImiekca
oenka S15 T. thermophilus B xomiekce ¢ pparmentom 16S pPHK (PDB 1DK1).
(B) CtpykTypa komruekca 6enkoB S6, S15 u S18 u3 T thermophilus ¢ pparmeHTOM
16S pPHK (PDB 1G1X). (r) Crpykrypa 0enka S15 u3 7. thermophilus B cBOG01HOM
cocrosinu, onpeneneHnas metonoM SIMP (PDB 1AB3). (1) Crpykrypa 6enka S15
u3 B. stearothermophilus B ceo6omHoM coctosinuu (PDB 1A32).

CBSI3BIBAIONINX OCJIKOB C HEPETYJSIPHOM YMAKOBKOHM TpeX o-CHupaiei
1 nomodHUTeNnsHON N-koHIEBOH o-crupanbio (SCOP 47064). [leiict-
BUTENILHO, CpaBHEHUE CTPYKTYp Oenka S15 mokasbiBaeT MOIBUIKHOCTD
N-KOHIIEBOH Oi-CITUPAJIH OTHOCHTENIBHO TPEX OCTAIBHBIX CIIMpaJieH Oenka,
4TO 0COOCHHO 3aMETHO JUIs CTPYKTYpbI Oejika u3 B. stearothermophilus.
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PUBOCOMHBIN BEJIOK S17

PuGocomusiii Oenok S7 crenupuIecKn CBA3BIBACTCS C 5'-KOHIIEBBIM
nmomeHnoM 16S pPHK B o6nactu criupanu H11 [108] u crabunmsupyer
obmacte coenuHenus cnupaieir H6, H6a, H7, H11 u H12 [100]. benok
S17 1a 30S pubocomHOI cyOIacTHIle HAXOAUTCS PSIOM C IIEPBUYHO-CBS-
3pIBatOIMMH Oenkamu S7 1 S15 v MeTISAME «JIOCTaeT» 10 YIAJIeHHBIX OT
cripaym H11 gacteit 16S pPHK (puc. 21). OH nMeeT eTMHAYHBIC KOH-
TakThl ¢ yuactkamu criupaneid H7, H12, H20, H21 u H44.

bemok S17 mrpaeT CyIecTBEHHYIO POJIb B OMPEACICHUA TOYHOCTH
TPaHCISIUH, TOCKOIBKY aMHHOKHCIIOTHBIE 3aMEHBI B OeITke TIPUBOJIAT K
YCTOHYHMBOCTH K aHTHONOTHKY HEAMHIIMHY, YTO, B CBOIO OYepe/ib, YMEHb-
miaet HenpaBuibHoe npoutenne MPHK (misreading) in vitro [122, 123].

Crpykrypa Oelika B CBOOOTHOM COCTOSIHUM ObLiTa OMPE/ICICHA METOIOM
SAMP B 1993 rony [ 124], Tora ske Obla yCTaHOBJICHA €0 MPUHA UICKHOCTh
K TOJTHOCTBIO B-CTPYKTYypHBIM OeikaM. C 3TOH 3anmichio B OaHKe JaHHBIX
PDB cBsi3aH He0ObIUHBII Ka3yc, TOCKOJIBKY JICIOHUPOBAHHAS CTPYKTYpa
Oenka S17 okazanack 3epKaJbHBIM OTOOPaKEHUEM PeabHON CTPYKTYPHI
Oenxa.

CrpykTypHO 6e110K S17 OTHOCHTCS K OJHOCTBIO B-0€IKaM C IUPOKO
pacIpoCcTpaHeHHOW CyNepBTOpUYHON cTpykTypoi Tuna OB-¢onn. Ero
CTPYKTypa MnpejcTaBiseT coooit f-0ouoHok cemericta «Cold shock DNA-
binding domain-like» (AHK-cBsi3pIBatomumii JOMEH X0I0A0BOTO MHIOKA,
cemeiictBo SCOP 50282). HecMoTpsi Ha CBOE CXOJICTBO C JIAHHBIM KJIACCOM
0enKoB, mpakTryecku Bce KoHTakTHI ¢ 16S pPHK Genok obpasyer amu-
HOKHUCIIOTHBIMH OCTaTKaMH TIeTeJIb MEXTy B-TsKaMu, a OCTaTKH -JMcTa
MMEIOT HeOOJIbIIIOe YMCIIO KOHTakToB ¢ PHK.

PUBOCOMHBII BEJIOK S20

Pubocomusblit 6enok S20 nprcyTCTBYET TOJNBKO B OaKTepHaIbHBIX pUOO-
comax [6]. On cBs3biBaetcs ¢ 16S pPHK B paiione e€ 5'-koHI1a HE3aBUCIMO
OT IPyTUX OaKTepUaIbHBIX PUOOCOMHBIX OEJIKOB [ 7, 8], mprYeM BO3MOKHO
JIBa aJIbTEPHATUBHBIX MeCTa MepBOHAYANbHON mocanku Oenka Ha pPHK
[125]. UmeroTcst maHHbIe, 4TO TpUcyTcTBUE Oeiika S20 crabunu3upyer
yuactok criupaneid H6, H7, H8, H9, H11 u H13 16S pPHK [100]. B coc-
TaBe pubocombl Oenok S20 3aHMMAaeT TOJIOKEHNE MEXKIY yKa3aHHBIMHU
BBIIIE CIUPATISIMH, HO TaK)Ke€ KOHTAKTHPYET ¢ (QYHKIHMOHAIBHO BaXKHOU
crmpainbio H44 16S pPHK (puc. 22). OtrcyrctBue 6enka S20 Ha pudocome
MIPUBOJAUT K 3HAUUTEIBHOMY YMEHBIIIEHNIO CKOPOCTH CcBs3bIBaHns MPHK
prOOCOMOIA, a TaKke K yMEHbLIeHHUIO cpozcTBa 30S pubocomHoii cyOuac-
Turel 1 50S, 9TO MPUBOIUT K yMEHBIICHHUIO BbIX0/a 1eibix 70S pudbocom
invitro [126, 127]. OrcyrcrBue 6enka S20 cka3pIBaeTCsl HA BO3SMOXKHOCTH
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Pucynok 21. (a) Obnacts koHTakTa 6enka S17 co cnmpansto H11 16S pPHK B cocrase
pudocomsl E. coli (PDB 5IT8). (6) Obnacts cBs3biBanus 6enkoB S8, S15 u S17 Ha
30S cybuactuue pudocomsl E. coli (PDB SITS). Ykaszausl cniupanu 16S pPHK.

dhopmupoBanus nHUTHaTOpHOTO KoMIniekca 30S — fMet-TPHK — MPHK
[128]. eneunonnsie o reHy Oenka S20 mraMMbl OakTepuil pacTyT 3Ha-
quTeNbHO MeIeHHee [ 126]. TakuMm oO6pazoM, 6ermok S20 urpaet cymecT-
BEHHYIO POJIb B (DYHKITHOHUPOBAHUHN MOl prHOOCOMHON CyOUacTHIIEI.

Pubocomurii 6eox S20 HebonbI0#, MeHbIIe 90 aMUHOKHCIOTHBIX
octarkoB. CTpykTypa Oenka B CBOOOTHOM COCTOSIHUM He U3BecTHa. bemox
OTHOCHUTCS K 0-CIIMPAJIbHBIM U COIAEPKUT TPU O-CIIUPAIIH € YKIAIKOU THIIA
«CIEKTPUH-TI0/100H0I»; B Kiaccudukaru SCOP BbiZie/ieH B OTJCIIBHOES
cynepcemeiictBo 6enkoB (SCOP 46992).

C 16S pPHK 6enok S20 B3anMo1eliCTByeT aMUHOKHUCIIOTHBIMU OCTAT-
KaMU O-CIUpaJieH, TPy 3TOM OHHU HE yKJajpiBatoTcs B xkesnooku PHK, a
pacronararoTcsi Kak Obl B CTOpOHE OT HUX. Hampumep, Bropasi U TpeThs
a-crpanu OejKa KOHTaKTHUpYIoT co cnupanbio H9 16S pPHK mapoit,
HaXOJsICh HaubOosiee OJIM3KO OT «rpebHel» caxapodochaTHOro ocToBa
(puc. 22).



276 A JI Huxynun

Puc. 22. O6nacts xonTakra 6enka S20 ¢ 16S pPHK B cocrase pudocomsl E. coli (PDB
SIT8). CneBa — opueHTaIMs o-CIIEpaicii OeKa «CBepXy-BHH3Y, CIIPaBa — «C TOPIAy.

VIIL. 3AK/IIOYEHUE

PaccmarpuBasi COBOKYITHOCTB CTPYKTYPHBIX JAHHBIX 110 B3aUMO/IEHCTBHIO
MEePBUYHO-CBsI3bIBatOINXCS ¢ pubocomubiMi PHK pudocomubix Oenkos
MOYKHO OTMETHUTb, YTO OHH Y3HAIOT U CBSA3BIBAIOT JABYCIUPAIbHbIE YUaCTKH
PHK. IIpu s3TOM, B3auMoeiicTBie HJIET, KaK IPaBUIIO, MEX]Ty OOKOBBIMHU
LEMsIMA KOHCEPBATUBHBIX aMUHOKHCIIOTHBIX OCTATKOB C aTOMaMHM Caxapo-
¢docdarnoro ocroBa PHK, To ects, mpeacrasiser co0oi KIIaCCHUCCKHIA
ciydail y3HaBaHUsI crielu(UUecKol mpocTpaHcTBeHHOH ykinaaku PHK.
BsanmMopeiicTBiE 0CTATKOB OEITKOB C aTOMaMH OCHOBAHWH HYKIJICOTHJIOB
3aHMMAIOT HE3HAUYNTEIIbHOE MECTO U XapaKTEPHBI JAJIsl YIaCTKOB TIE€TENb
pPHK, rne Hyximeotuabl MOIyT ObITh HECHAPEHHBIMH M OTKPBITHI JJIS
BHEIIHUX KOHTAKTOB.

BTopoit 0coO0eHHOCTHIO B3aMMONCHCTBHN PUOOCOMHBIC OCITKH —
pubocomusie PHK sBiseTcss MHOKECTBEHHOCTh KOHTAKTOB TICPBUYHO
CBSI3bIBAIOLINXCA PUOOCOMHBIX OenKoB. biaromaps 3ToMy HPOMCXOOUT
crabunm3anus npoctpancTBeHHor ykmaaku 5SS pPHK, 16S pPHK u 23S
pPHK B cocraBe pubocomsl, a Takxe GpopMupoBaHre (QpyHKIHOHATIBHO
B)KHBIX YYaCTKOB PHOOCOMBI, B TOM YHCIIE, 001aCTel KOHTAKTOB MaJIOH
1 OoIbIION puOOCOMHOM CyO9YacTHIl.

BJIATI'OJAPHOCTH

ABTOp MPUHOCUT UCKPEHHHUE OIAr0JapHOCTH CBOMM KOJUIEraM 3a MOMOIIb B
pabote Hajx Marepuaiom 063o0pa, B ocobenHoctu C.B. Tumenko, H.A. Hesckoii,
C.B. Hukonoy, M. b. T'ap6ep.
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