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BBEJIEHWNE

Pubocoma — camasi pacnmpocTpaHeHHasi MOJIEKY-
JIIpHas MalllMHA KJIETKW, OCHOBHOM (byHKIIMEH KOTO-
poit siBisieTcst cuHTe3 0enkoB. OCHOBHAs Macca Kie-
touHoii PHK npencraBiena nmeHHo pPHK. Put6oco-
Ma COCTOMUT 13 Majioi (puc. la) u 6onbloit (puc. 16)
cybyacTull, Ha KOTOpble OHa 00OpaTUMO TMCCOLIMUPY-
eT. Y kuuieyHoii nanouku (Escherichia coli) atu cyo-
yacTtuibl Ha3biBatoTcs S0S 1 30S B COOTBETCTBUM CO
cBOUMU KoahduiimeHTaMu cenumeHTauuu [1]. Paz-
Mep MPOKAPUOTUUECKOUW pUOOCOMBI paBeH MpUMep-
HO 20 x 17 x 17 HM, IJIMHA MAJIO¥ CyOYaCTUIIBI — OKO-
J10 23 HM, IuuprHa — 12 HM.

OCHOBHOI KOMITOHEHT MaJIoii cyoYacTHIIbI pubo-
combl — 16S pPHK, cocTostinasg u3 1542 H. (puc. 2a).
IMomumo 16S pPHK B cocraB majoii cybuacTUIBI
BxoauT 21 6emok (ot S1 o S21, B mopsiake yBeamde-
HUST 2JIeKTpodopeTudeckoil TmoaBuxHoctu) [2]. B
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cocTaB OousbIoi cyoyacTunbl BxomsaT ase pPHK —
23S (2904 1.) 1 5S (120 H.) (puc. 26), a TakxKe 33 GeJ-
Ka (L1-L36). bonbmnmHCTBO pUOOCOMHEIX OEIKOB
KU3HEHHO HEOOXOAUMBI OJIsl KJIETKU [3].

PaszauyHble TOMEHBI BTOPUYHOMN CTPYKTYphI 16S
pPHK coOOTBeTCTBYIOT KPYIHBIM IIPOCTPAHCTBEH-
HBbIM Oyiokam 30S cyGuacTulbl: 5'-KOHIIEBOI JOMEH
oOpasyeT “Teno” u “IUiedo”, HEeHTPAJIbHBIN IOMEH —
“mratdopmy”, coaepxKallylo IOCIeI0BaTeIbHOCTh
antu-laitH-J/laabrapHo, TJIaBHBIA 3'-KOHILIEBOI 10-
MeH — “ToJIOBY”, a MaJiblii 3'-KOHIIEBO# moMeH 16S
pPHK pacnomnaraercst Ha rpanuue ¢ 50S cybouyactu-
el u BxomuT B coctaB “tena” 30S cybuacTuupl. B
30S cybuacTuile TakK:Ke MOXHO OTMETUTh TYHHEJIb, B
KOTOPOM B XOJI¢ TPAHCJISLIUM HaXOAUTCS 3'-KOHIIe-
Basg yacth MPHK, “mmopy” un “mer”, obpa3oBaH-
Hble crimpaisimu 6 u 28 16S pPHK cooTBeTcTBEeHHO.
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Puc. 1. OcHoBHbIe MOpdoorudeckue 3neMeHTs Manoi 30S (cormtacHo [2] ¢ Moadukanusamu) (a) u 6ombinoit 50S (6) cyoua-
ctull pubocoMsbl E. coli. Bum Ha Maityto cyG4acTHILy CO CTOPOHBI OOJIBIIION, M Ha OOJIbIITYI0 cO CTOpoHbI Mayioi. [1TL — mertu-

nunTpaHcdepasHbIi HEHTP.

OcHoBHas pyHK1MsA 30S cydyacTULBI — CYUTBIBAHNE
MPHK [4, 5].

B nmpocTpaHCcTBEHHOM CTPYKTYpe OOJIBIIION cyoUa-
CTUIIBI MOXHO BBIIEIUTh XapaKTEPHbIE BBICTYIIbI:
“manpubl” L1 1 L7/L12, a Takke LIeHTpaJIbHbIHI TTPO-
TyOepaHell, oopazoBaHHbIi 5S pPHK u 6enkamu L3,
L18 m L25. Kpome Toro, B cTpykType 50S cydbuacTm-
bl BUAHA JIOXKOWHA, B TJIyOMHE KOTOPOM HAXOMUTCSI
KaTaJIMTUISCKUI TMeNTUAMITpaHCGhepa3HbIi LIEHTP
pudocomsbl. OT nenTuanATpaHc@epa3zHOTo LeHTpa K
UTOIUIa3MaTU4IeCcKoil cTopoHe 50S cyO0YacTUIIBI
WACT CKBO3HOM TYHHEJb, CIyXAIlMi [JISI BBIXOJA
CUHTE3UpyeMOTo IenTuaa. TyHHeIb IJINHOM OKOJIO
100 A 1 auametpom npuMepHO 25 A MOXeT BMeIIaTh
nenTtun 13 40 aMMHOKMCIIOTHEIX ocTaTKoB. O0e cyo-
yactuibl 06pa3yoT TPHK-cBsi3bIBalomnye yyactku A,
Pu E, yepe3 KoTophle IIPY CUHTE3€ MMOIUIICIITUAA TT0-
ciepoBaTenbHO Tpoxonat TPHK [6]. Coopka pubo-
COMBI TIPEICTABIISIET COOOM CIIOXKHBIA M TOYHO CKO-
OPAVHUPOBAHHBIN TIPOLIECC, OCHOBHBIMU 3Taramu
KOTOPOTO SIBJISIFOTCS: ) TPAHCKPUITLIMS, TPOLIECCUHT
n momudukanust pPHK; 6) cunTe3 u mogudukanms
pUOOCOMHBIX OEJIKOB; B) cBOpauMBaHue ((hOJIIUHT)
pPHK u prbocoMHBIX OSJIKOB; T') CBSI3bIBAaHUE PUOO-
coMHBIX 0esikoB ¢ pPHK; 1) cBsI3pIBaHME DOMOJHM-
TEJbHBIX OEJIKOB, yJ4acTBYIOIIUX B cObopke. MHorue
W3 OTUX ITAIIOB OCYIIECTBIISIOTCS OAHOBPEMEHHO [7].

HYKJIEOJIUTUYECKUN
IPOLIECCUHT pPHK

Bce tpu pPHK (168, 23S, 5S) cuHTE3MPYIOTCS B BU-
e omHoro TpaHckpurira (puc. 3). Co3peBaHUe TpaH-
CKpuIITa, 0Opa30oBaHUE JIOKAJIbHBIX 3JIEMEHTOB BTO-
PUYHOM CTPYKTYPHI 1 CBSI3bIBAHUE IEPBBIX PUOOCOM-
HBIX OEJIKOB HAUMHAETCSI ellie JO OKOHYaHMSI TTpoliecca
tpaHckpunuuu pPHK. OnHoBpeMeHHO ¢ 3TuM dep-
MEHTaTUBHON MOAUMUKAIINY TOIBEPIraloTCs OIpee-
JIEHHBbIC HYKJICOTUbI [4].

I1epBoit sHOOPMOOHYKICA30i1, KOTOpAsI pa3pe3acT
pPHK-Ttpanckpunt, siBnsiercas PHKaza I11. Ona ot-
nenser npenirectBeHHUK pPHK or TPHK. B mpo-
1lecce TPaHCKPUMLIMU MOCAeN0BaTeIbHOCTU, (iaH-
kupymoie 16S u 23S pPHK, dopMupyor IBoiiHyO
cripaib. UmenHo a1oT 35teMmenT y3Haetcss PHKazoit 111
[8]. B mrore oGpasyrorcs IpedlIecTBEHHUKUA 16S
pPHK (17S pPHK), 23S pPHK, 5S pPHK (9S) u He-
ckoibknx TPHK. PHKa3zer E, G 1 kakue-To emie He-
M3BECTHBIE yaaisioT 115 H. ¢ 5'-koHua u 33 H. ¢
3'-konua pPHK-TpaHckpurnTa, 4To MPUBOAUT K 00-
pazosanuio 16S pPHK. CospeBanue 23S pPHK nHu-
nunpyercss PHKazoir II1. 23S pPHK, BrIpe3anHas
PHKaszoii 111, comepXuT MTUITHUE HYKJIEOTUABI — TPU
WIM ceMb Ha 5'-KOHIle U CeMb WU AEBSITh — Ha
3'-koHn1e [9]. KoHeuHBIi1 TPOLECCUHT 5'-KOHIIA OCy-
LIECTBJISIET IT0Ka HEM3BECTHBIN (DEPMEHT, a 3a co3pe-
BaHMe 3'-KOHIIa oTBevaeT 3k3opruooHykiea3a PHKaza T.
ITocne paspesanmsa PHKazoir III ¢ 3'-cTopoHBbI OT
npeamectBeHHUKa 5SS pPHK ocrarorcst onHa nim nse
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LlenTpanbHEBI
JOMEH

5'-KoHi1eBoit
JIOMEeH

1320

I'nmaBHBI
3'-KOHILIEBOI
IOMEH

Manerit
3'-KOHILIEBOI
OMeH

Puc. 2. Cxembl BropuuHoii ctpykrypbl 16S pPHK (a) u 23S pPHK u 5S pPHK E. coli (6). O603HaueHbl JOMEHBI BTOPUYHOMN
CTPYKTYpbI (coracHo [4, 5] ¢ MoaubuKausamm).

MOJIEKYJIAPHAA BUOJIOTHUA Tom 48  Ne 4 2014



546

63828

238

CEPT'EEBA u np.

58

SRTTR Sudeet, 96

Puc. 2. OkoHuaHwue.

nociienoBarenbHoct TPHK. 5'-konenr TPHK mpo-
neccupyercst PHKazoii P, uto mpuBoauT K oOpa3oBa-
Huto 9S pPHK ¢ 84 nomosHuTeIbHBIMU HYKJIEOTH 1A~
MU Ha 5'-koH1e u 42 — Ha 3'-koH1e [10]. 3aBepiiaior
npoueccuHr PHKaza T u moka enre Heu3BecTHas
PHKa3za (puc. 3) [11—13].

CBOPKA 30S CYBYACTUIIbI PUBOCOMbI

Besnku, B3anmoneiictsyromue ¢ 16S pPHK, xiraccu-
dunmpytor no obimactu pPHK, ¢ Kotopoii oHY CBSI3bI-
BAlOTCSI WM 10 OYEPEeTHOCTHU CBsI3bIBaHUsI. benku, B3a-
nMoelcTByomIre HerrocpenctseHHo ¢ pPHK, cunra-
JOTCSI TIEPBUYHBIMU, 32 HUMM CJEAYIOT BTOPUYHBIE,
NOCJECIHUMU CBSI3bIBAIOTCS TPETUYHbIE OeJIKM [7].

s onmcanus 1ipouecca popmupoBanust 30S cyo-
YyacTUIIbl MpeIIoXKeHa cxeMa, OCHOBaHHasl Ha 9KCIle-
pumMeHTax Homypsl mo pekoHcTpykimu 30S cyogacTu-
el in vitro (puc. 4a). Pe3yabraTbl HAJIOXKEHMST 3TOK
CXeMbl Ha TTPOCTPAHCTBEHHYIO CTPYKTYpY PHUOOCOMBI
MOKAa3aHkI Ha pUC. Sa.

K O6enkaM, CBSI3BIBAIOIIMMCST HEITOCPEICTBEHHO C
16S pPHK, otHocsaTca S4, S7, S8, S15, S17 u S20.
Komiutekc 6esika S4 ¢ 5'-yacteio 16S pPHK Moxer
o0pazoBaThCsl MpU MOHUXKEHHOU Temrmepatype. a-
Jiee, KaK MoKa3aHo B OIMbITaX M0 XMMUYECKO MOIU-
¢ukauum pPHK (¢yTrnpuHTHHTY), Ipn HarpeBaHUN
MIPOUCXOISIT KOH(POPMALIMOHHBIE U3MEHEHUSI KOM-

IJIeKCa, KOTOpBIe YKPEIUISIOT B3auMOoAccTBYE OeI-
ka ¢ PHK, a Takxxe cmocoOCTBYIOT CBSI3bIBAHUIO BTO-
pudHoro 6eska S16 u tpetuanoro S12 (puc. 4). Ecau
Harpeth S4 u 16S pPHK mo-otmenbHOCTH, a 3aTeM
CMellaTh, TO KOHGopMalus He UBMEHUTCS, U CISAY-
forrre 0eKM He CBSLKyTC [14].

WzydeHne CBA3BIBAaHUS OCTATBHBIX PUOOCOMHBIX
OEJIKOB BBISIBUJIO IMMOJIOOHYIO XK€ MepapXUI0 B3aMOIE -
cTBUIA. MOKHO CIleiaTh BBEIBOM, YTO OdHA M3 (hyHKIIMI
nepBUYHBIX 0enKoB — npuaanne PHK xondopmaimn,
OJIaronpUSTHO JUTST CBSI3bIBAHUS CIICIYIOIINX 32 HUMU
oenkoB. Ha npumepe 6eskoB S8 u S15 mokazaHo, 4To
B3aIMHOE BJIMSTHUE OTHUX PHUOOCOMHBIX OEJKOB Ha
YYacTKH MPUCOCNUHEHUs] IPYTMX MMEET MECTO Jaxe
NpU HEe3aBHCHUMOM CBSI3bIBaHMM 3THX 0enkoB [15]. Mc-
cienoBaHre oKpyxeHms1 S20 mokas3ajio, 9YTO €ro KOH-
TakThl ¢ 5'-gomeHoM pPHK o06pa3syiorcsa B Havasie, a
B3auMopAelcTBue ¢ 3'-MUHOPHBIM JOMEHOM (CMHU-
pasib H44—nykneotun C1399) nmporcxoauTt B KOHIIE
CcOOpPKM B COOTBETCTBMM C HaIlpaBJIeHNEM COOPKH OT
5'- x 3'-konuy 16S pPHK [16].

MutepMmenuatel coopku 30S cyOUacTUlIbl in vivo
CJIOKHO 3a(hMKCUPOBATh ITPU HOPMAaJIbHBIX YCIOBUSIX
pocra KieToK. M3HadanpHO IS M3ydeHUsT MHTepMe-
JIMATOB MPUMEHSUIN YJIbTpalleHTPpUMYrupoBaHUE 11~
TOTUTa3Mbl KJIETOK IITAMMOB, UMEIOIIUX XOJ0A0- WU
TePMOYYBCTBHUTEIbHBIC MyTAIllMM B KOMITOHEHTAX PH-
0ocoMbl. B mrammax JUKOro TuIila MHTECPpMEAUNATDHI

MOJIEKVJIAPHAA BUOJIOTUA Tom 48  Ne 4 2014
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Puc. 3. CoszpeBanue pPHK. U3nauanbHO TpaHCKpuOUpyeMasi B BuIe ogHoro mpenirectBeHHnKa, pPHK paspesaercsa He-
ckonbkumMu PHKazamu. Yuactku paspeszaHusi U3BECTHBIMU HyKJlea3aMU IMOKa3aHbl CTPEJIKaMM, MOAMUCAHHBIMU COOTBET-

CTBeHHO. 3HaK “?” 0003HavYaeT CaiiT pa3pe3aHusi 10 CUX IIOp He
KaiusiMn).

MOKHO 3a(DMKCHPOBATh METOIOM UMITYJIbCHOTO MeJe-
HUS PATUOAKTUBHBIMH M CTAOMIIBHBIMU N30TOITAMH.
Takum obpazoM in vivo ObITM OOHAPYKEHBI 1Ba WH-
TepMenuata coopku 30S cybuactuil (p,;30S u p,30S)
(puc. 606) [7, 17].

C noMoIbl0 KPUOBJEKTPOHHONW MUMKPOCKOTIUU
BBISIBJIEHBI 14 nHTepMenuaTtoB coopku 30S cybyacTu-
bl pUOOCOMBI in Vivo, KilacCUu(UILIMPOBAaHHbIE KaK
paHHHE, TIPOMEXYTOUHbIE U TO3AHUEe. PaHHUE WH-
TepMmeauathl comepxat 16S pPHK u 6enku S4, S17,
S20, a Takke 6e710K S 16, KOTOPHIf OTHOCUTCS K TPYII-
e BTOPMUYHBIX OEJIKOB cOrJIacHO pe3yJjisTatam Homy-
pHl in vitro. TepMoauHaMUYeCKME, KUHETUYECKUE U
3JIEKTPOHHO-MUKPOCKOIIUYECKUE JaHHbIE MO3BOJIN-
JI1 PEKOHCTPYMpOBaTh mpouecc coopku 30S cydua-
cTulbl in vivo. COOpKa HaAUMHACTCS C BO3SHMKHOBE-

MOJEKVYIIAPHAS BUOJIOTUA Ne 4

ToM 48 2014

UAeHTU(ULIMPOBAaHHOTO (pepMeHTa (cornacHo [13] ¢ Momupu-

HUSI paHHUX MHTEPMEIMATOB, COIepXKalluX ObICTPO
CBSI3bIBAIONIMECS] IEPBUYHbBIE U BTOPUUHBIE pUOOCOM-
HbIe 0enKU. 3aTeM o0pa3yeTcsl BTopasi TpyIia MHTep-
MEIUaToB, BKJIIOUAIOIINX MEePBUYHBIE WU BTOPUYHbIC
0eIK1, MeIJIEHHO CBSI3bIBaIOIIMECS B OOJACTU 1IEH-
TpaysibHOro M 3'-goMeHOB. KyJIbMuMHaLIMSg COOpPKUA —
00pa3oBaHUE YETBEPTON TIpyMIlbl UHTEPMEIUATOB B
pe3yJjbTaTe BKIIOYEHMSI MEIJICHHO CBSI3bIBAIOIIMXCS
TPETUYHBIX OeJIKOB (puc. 460). TpeTblo rpyImy HHTEp-
MEANATOB, OOHAPYXKEHHYIO C MOMOIIbIO 3JIEKTPOH-
HO# MUKPOCKOITMU, MOXKHO KJ1aCCU(DUIIUPOBATh KaK
MOABUII YETBEPTOM TPYIIBI MpU cOOpke “Tena” u
“rosoBel” 30S cybuactuupl. Paznnuusi B maHHBIX,
MOJy4YeHHbIX in vivo u HoMmypotii in vitro, MOXXHO 00b-
SICHUTB TIPUCYTCTBMEM B KJIETKaX KO(PakTOpoB cOOp-

2%k
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Puc. 4. Kapra cO6opxu maioit cyouacTullsl in vitro, ipenyoxenHass Homypoit (cornacho [14] ¢ Mogudukanusmu) (a). Bepxy
cxeMaTudHo rmokasaHa 16S pPHK, pasouras Ha nomeHbl. BHU3Y noka3aHa nepapxust B3auMOIENCTBHS pOOCOMHBIX OEJIKOB C
pPHK. 1 — mepBuyHO cBsI3bIBaIONIMECS OEIKK, 2 — BTOPUYHO CBSI3bIBAIOIIMECS OEJIKM, 3 — TPETUYHO CBSI3bIBAIOIIIMECS OCTKU.
Kapra c6opku 30S cyGuacTuIlhl in vivo Ha OCHOBAaHUY TEPMOIUHAMUYECKNX, KWHETUYECKUX U 3JIEKTPOHHO-MUKPOCKOTTYEC-
CKMX JaHHbIX (cormacHo [17] ¢ Mmomudukamusmn) (6). Kapra coopku 30S cybuacTuiibl HAa OCHOBAaHUM JaHHBIX XPOMATO-Macc-

cniektpomeTpui (coriacHo [19] ¢ momudukanusivn) (8).

K1 puOOCOMBI, KOTOPBIE CBOISIT K MUHUMYMY 0o0pa-
30BaHME OLIMOOYHBIX MHTEpMeaaToB [18].

KomOuHalys MeTonoB paaroakKTUBHOTO WMITYJIbC-
HOTO MEUEHMST pPUOOCOM C XpOMATO-MAaCC-CIEKTPOMET-
pueii ere 0oJbIlIe pacIIupuiia IIpeacTaBIeHe 00 NH-
TepMeauarax cOopku pudbocomsl in vivo [19]. Pubocom-
HBIe O€JIKM, y4JacTByIolIue B mpoiecce coopku 30S

Ccy0YaCTHLIBI, JCNISITCS HA YEThIPe TPYIIIBI B 3aBUCUMO-
CTH OT TocsenoBaTeIbHOCTU cBs3biBaHUs ¢ pPHK, uto
MOJIHOCTBIO COINIACyeTCsI C JAaHHBIMU 3JICKTPOHHOM
mukpockormu [18]. Beaku S4, S6, S8, S15, S16, S17,
S18 1 S20 nmepBBIMU CBI3BIBAIOTCS C 5'- U LIEHTPaIb-
HbIM ntomeHamu 16S pPHK. beaku S7 u S11 cBsI3bI-
BarOTCS C LICHTPAJILHBIM 1 3'-momMeHamMu, a S5 u S12,

Puc. 5. BzanmoneiictBust pubocoMHbIx 6e1koB ¢ pPHK. ¢ — CnientndmuaHOCT KOHTAKTOB pUGOCOMHBIX GesikoB 1 16S pPHK.
IMpencrasieHa miockas cxema ykiaanaku 16S pPHK. Pu6ocomublie 6enku noamnucanbl. OTTeHKaMU CEPOro BhIIEIEHbBI OEJIKU 1
HYKJICOTUIbI, HAXOMSIIMECS C HUMU B KOHTaKTe. 6 — CKopocTh o0pa3zoBaHust KoHTakToB 16S pPHK ¢ pu6ocoMHbIMU Genka-
MU. PubocomHble 6esIkU 1 B3aUMOJEHCTBYIOIIME C HUMU HYKJIEOTHAbI OKPALIEHbl B COOTBETCTBUM CO CKOPOCTbIO CBSI3bIBAHUS

(cornacHo [17] ¢ MonubUKaUSIMU).
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CEPT'EEBA u np.

Puc. 5. OxoHuanwue.

KOTOpBIE OTHOCSITCSI K BTOPUYHO CBSI3BIBAIOLIMMCST
OejikaM, ¢ 5'-moMeHOM. B TpeTbio rpymnny BXOIST
oenku S9, S10, S13, S14u S19. ITocnenHo0, 4eTBEP-
Ty10, Tpyrny obpasyoT 6eaku S2, S3, S21. benok
S20 oTHOCHUTCS K TIEPBUYHO CBSI3BIBAIOIINMCS OCI-
KaM in Vvitro, ONHAKO in vivo OH B3aUMOJEMCTBYET C
30S cybuacTuieit omHUM U3 TTocieqHux (puc. 46) [19].

IIpu pexoncTpyknu 30S cyGuyacTUIIBl pUOOCOMBI
in vitro HaOMO 1A TIOSIBJICHUE IByX MHTEPMEAUATOB,
KOTOpble 00pa3yloTcsl IMpu pa3HON TemIiepaType.
IIpn Huskmx temneparypax (ot 0 mo 15°C) MOXKHO
3acukcupoBaTb uHTepMenuar (RI) ¢ koaddunmeH-
TOM ceamMmeHTauuu 21S-22S, cocrosmuit u3z 16S
pPHK u 15 pubocomurbix 6enkoB. PekoHCTpyKIIMsS
30S cyOuyacTMiIbl HE MOXET ObITh 3aKOHUYEHA, MOKa
Temmnepatypa He noBbicutcs 10 40°C. ITpu 40°C no-
MOJTHUTEIbHbIE OeJIKM B3aMMOAEUCTBYIOT C UHTEp-
meauaTtoM RI, mpoucxoasaT KoHpopMaMOHHbIE 13-

MeHeHUsI ¥ oOpa3yercsa nHrepMmeauat RI* ¢ koaddu-
LUEHTOM cenuMeHTanmu 25S—268S. K nnrepmennary
RI* nmpucoennHsII0TCS OocTaBlIUecss OeJIKU, U Pop-
mupyeTcs akTuBHas 30S cyouactuiia (puc. 6a) [20].

IIpo1uecc cOopku pOOCOMHBIX CYyOUACTHII in Vitro
MIpoTeKaeT MemjieHHee, 4yeM in vivo. COOpKYy in vitro
MOXHO YCKOPHUTb, €CJ1 J100aBUTh (paKTOpPbl, y4acT-
ByIOIIIME B COOpKe puOOCOM B KJIeTKe, TakHe Kak Era,
RimM, RimP [21]. CocTaB nHTepMEeaInaTOB COOPKU
in vivo W in vitro, HeCMOTPS1 Ha CXOIHBIN KO3 ULimeHT
ceaMMEeHTalM1, MOXeT oTmdaThbes (Tad:m. 1) [13].

CKOpOCTh CBSI3BIBAHUST PMOOCOMHBIX OEJIKOB C
16S pPHK o6cyknaetcs B pabore [22]. [lepBuunHbIe
OeIK1 OOBIYHO CBS3BIBAIOTCSI OBICTPEE OCTAIbHBIX
(xoHcTtaHTa ckopoctu 0.2—2 ¢ ') (puc. 56). benku,
B3auMoaelicTByomue ¢ 5'-gomeHom PHK, nemaior
9TO ObICTpee, YeM OEKU, KOTOPbIE CBSI3bIBAIOTCS C
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. 21S-228 . 255-26S i
16S pPHK 0°C RI 40°C D" ¢ s
+ 15 6enKoB 30 30
+ 6 O6enKoB
6
218 308
W6SpPHK —_____ 305 P30S ———= 30S

+ 10 6enkoB

+ 11 6benkoB

Puc. 6. Cxema coopku 30S cybuactuisl in vitro (a) u in vivo (6) (cornacHo [17] u [20] ¢ Monudukausamm).

LIEHTPaJbHLIM M 3'-JOMEHAMM, YTO ITOATBEPXKIACT
uae cOOpKW B HampaBieHUM OT S5'- K 3'-KOHILY
pPHK. S5 n S12 MenneHHee Ipyrux CBSI3BIBAIOTCS C
5'-momeHoM PHK u He cnenytor 5' — 3'-HampaBie-
HU1o. [1o-BUAMMOMY, 3TO MOXET OIPEACTIThCSI UX
CBSI3BIBAHMEM Ha IlepecedeHnur Bcex noMmeHoB pPHK
BO3Jie Jekomupyrolero meHtpa 30S cyOGyacTHMIIBI.
Hpyroit uHTepecHsbIii mpumep — S7, OT KOTOPOTO 3a-
BUCHUT TIocienyiomee cBs3biBanne S9, S13 m S19.
IlepBbie KoHTakThI S7 ¢ pPHK BBI3BIBAIOT yCKOpeHUE
CBSI3BIBaHMS TOIBKO S9, a BOT KomOuHanust S7 ¢ S19
SIBHO MOBBIIIAET CKOPOCTb B3aMMOJEICTBUS GEIKOB
S9, S13, S10 ¢ pPHK.

CBOPKA 50S CYBYACTUIIbI PUBOCOMbI

YV 508 cybuacTuil mpoiecc COOpKU ropasmo CI0XK-
Hee, yeM y 30S. DTo oOycioBieHO TeM, 4To 23S
pPHK daxkrtiuecku B 2 paza mimHHee 16S pPHK 1 ¢
Hell cBsI3bIBaeTcst B 1.5 pasa 0oJbllle pMOOCOMHBIX
OesikoB. [loroyiHUTENbHAsl CJIOXHOCTh COCTOUT B
TOoM, 4TO 50S cyOuacTuma comepKuT He TOJbKO 23S
pPHK, vo n 5S pPHK. B crpykType 23S pPHK Moxk-
HO BbLAECIUTH 1IecTb foMeHOB (I—VI). Ctoyb ciox-
Hoe moMeHHoe yctpoiictBo pPHK mo3BossieT nipearmo-
JIOKUTb, YTO B OTOM CJIydae BPSI JIM MOXHO BBISIBUTH
KaKoe-TO OMpeeIeHHOE HallpaB/ieHue COOPKH B OTJIH -
que oT coopku 30S cyOuacTulibl — OT 5'- K 3'-KOHIIY.
Hwuepxaycom OblIa cocTaBlieHa KapTa peKOHCTPYKIINN
508 cy6uactuisl (puc. 7a) [23].

B pPHK 50S cyGuyacTuiibl BeIIEISIOT TP OCHOB-
HBIX IOM€Ha, 10 aHAJIOTMHU ¢ 3'-, 5'- U LIEHTPAJIbLHBIM
nmomeHamu B 16S pPHK, ¢ KOTOpBIMU CBSI3BIBAIOTCSI
rpyribl 6esikoB. JlomeHsl B 23S pPHK 0603HaueHbI B
COOTBETCTBUHU C KO3(pPUIIMEeHTaMU CeIMMEHTAlIIN,
a umeHHo 138, 85, 12S. CaassiBanue 5S pPHK npo-
WCXOOUT Ha MO3MHEU cTaguu COOpPKM, TaK Kak s
Hee HeoOxommMbl 0enkm LS, L25 1 L18.

In vitro pekoHcTpykums 5S0S cy0YacTULL IIPOXOIUT
B ueThIpe atarna. CHavana 23S pPHK, 5S pPHK u pu-
00COMHBIE Oeiki MHKYOoupyioT rpu 0°C B mpUCyT-
ctBun 4 MM Mg?*, ipu 3TOM 0OpasyeTcss MHTEpME-
nuat RI50(1), KoTophlii uMeeT KOaMMUILIMEHT cenur-
MOJEKVYIIAPHAS BUOJIOTUA Ne 4

ToM 48 2014

MeHTauu 33S. 3aTteM cMech HarpeBaloT o 44°C,
py 3TOM KOH(hOpMaIIUsT U3MEHsIETCs, 1 00pa3yeTcs
HoBag 41S cybuactuua, HazBaHHas RI#*50(1). Jlo6aB-
JIeHUE OCTaBIIMXCsI OEJIKOB MPUBOAUT K (hOpMUPOBa-
Huio RI50(2) ¢ kxosdduimeHToM cenuMeHTaluu
48S. Ha nocnegnem stane RI150(2) nHKyOupyIoT npu
50°C B 6ydepe ¢ 20 MM Mg?** ¢ obpazosanuem 508
cyouactuibl (puc. 8a). KoadduimeHTs cenuMeHTa-
LMW MHTEPMEINATOB, OOHApPYXEHHBIX IpU COOpKe
50S cybuacTtulisl in vivo (puc. 86), OJIM3KM K 3HaUYe-
HUSIM Y UHTEPMEIUATOB A Vitro.

Taomuma 1. CopepkaHue 6EJIKOB B in Vivo U in Vitro MHTep-
Mmenuatax coopku 30S cyGuacTUIIbI

benox | In vitro nuatepmenuar | In vivo uarepmeauar

S1 - +
S2 - -

S4
S5
S6
S7
S8
S9
S10
S11
S12
S13
S14
S15
S16
S17
S18
S19
S20
S21 - +

+ + + + + +

I+ + + |
+ 4+ + 1+ |

+ 4+ + + + +
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Puc. 7. a — Cxema coopku S0S cydouactuiisl. BBepxy cxemarnyHo nokasaHna 23S pPHK, pa3ouras Ha nomeHbl. BHU3y nokazaHa
uepapxusi B3aumoaencTsusi pudbocoMHbix 6e1koB ¢ pPHK. benku mokasaHbl KBagpaTamu, HIUGPbl B KOTOPBIX COOTBETCTBYIOT
HoMmepy Oenka. CTpejikaMM MoKa3aHbl 3aBUCUMOCTH (ITOC/Ie10BATEIbHOCTU) CBSI3bIBAHUSI KOMIIOHEHTOB OOJIbLION CyOUacTu-
ubl. 5S cumBosmsupyet 5SS pPHK. Benku, Bzanmopeiictytomune ¢ 5SS pPHK, coeanHeHb! ¢ Heli MyHKTUPHBIMU CTPEJIKAMU.
6 — Kapta cb6opku 50S cyGuacTuLIbl HA OCHOBAaHMH JaHHBIX XpOMAaTO-Macc-CIeKTpoMeTpuu (coriiacHo [19] c monudukauusimMm).

ITars pubocomHubix 6enkos, L4, L13, L22, L.24, wmenom IV pPHK u L.24 ¢ nomeHowMm I BausieT Ha BeCh
B3aIMOJEMCTBYIOIINX C S5'-KOHLEBOI YacTbio 23S  mpouecc coopku 50S cybuactunbl. ITokazaHo, 4To
pPHK, 1 pubocomHbIii 6e10K L3, CBSI3BIBAIOIIMICSI C  MMEHHO 3TU O€JKU (hOPMUPYIOT JBa HE3aBUCUMBIX
3'-xonuoM pPHK, HeoOxomuMbl 11 oOpa3oBaHMsSI ILIeHTpa B mpolecce coopku. ITpaBuibHOe obpa3oBa-
uHtepmeauara RI*50(1). BzaumoneiictBue L3 ¢ 1o- HUe LIEHTpaJbHOIO MpOTyOepaHila 3aBUCUT OT Oesl-
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e 338 qoc 415—438 o C 488 soeC
S P BSPPHK o RIg(1) ——— Rig*(1) ———= Rl5y2) ——— 505
+ 22 benka 4 MM 4 MM 4 MM 20 MM
Mg2+ Mg2+ Mg2+ Mg2+
+ 11 6benkosB
6
328 43S 508

p5S + p23S pPHK
+ 16 6enkoB

—— PSS ——— PpS0S ———= p;50S —— 508

+ 8 6eKOoB

+ 6 OeJIKOB

Puc. 8. Cxema coopku 50S cy6uacTuitsl in vitro (a) v in vivo (6) (cortacHo [13] ¢ MoguduKaumvsamu).

328 43S
— ———— —_—
238 (p;508) (p,50S) 308
T T l
RhIE SrmB CsdA T
DnaK DbpA
GroEL

Puc. 9. Yuactue 6enkoBbIX akTopoB B c6opke 50S cybuacTulibl in vivo (cornacHo [19] ¢ Mogudukaumsimu).

koB L5, L18 u L25. Pudbocomunie 6enxku 1L.20 u 1.24
CUMTAIOTCS MHUIIMaTopaMu cOopku 50S cyGuacTUIIbI
[13, 24].

MeToaoM UMMYyJbCHOTO MeUeHMUs in vivo oOHapy-
XEHBbI TpU MHTepMenuata coopkm 50S cybuacTmil,
KOTOpbIE UMEIOT KO3((DUIIMEHT CeAUMeHTaluu 328,
43S, 50S cooTBeTcTBeHHO. B TOorapungmmyeckoii cra-
JIMA POCTA 3TU TIPEAIIECTBEHHUKU COCTaBJISIIOT TOJb-
K0 2—5% ob6iieit PHK kierok. BeJkoBEIi cOCTaB UH-
TepMEAMaTOB pa3inyaercs: B p,50S Ha BoceMb OEIKOB
oonbie, yeM B p;50S. Mutepmenuar p;50S umeer Ta-
KoM ke KO3 (PUIIMeHT ceamMeHTalnu, Kak 1 50S cyo-
YacTulla, OJHAKO TMpocTpaHCcTBeHHas ykinanka pPHK
B BTOM MHTEpMeauare elle OTanYaeTcs OT YKJIaIKU B
3peJioii cyouactuiie. CoctaB MHTEPMEINATOB COOPKH
in vitro W in vivo, HECMOTpPsI Ha CXOJIHbIe KO3 hUIm-
€HTBI CeAUMEHTALIM, pa3andeH (Tadi. 2) [25—27].

Kom0OuHaimeit MeTrogoB paauoakKTUBHOTO WM-
MYJILCHOTO MEYEHUSI pUOOCOM C XpOMaTO-MacC-CIeK-
TpoMeTpUel ObLIO MOKa3aHo, 4To coopka 50S cyoua-
CTUILIBI pUOOCOMBEI in Vivo IPEACTABIISIET COOOI OoJiee
CJIOXKHBIM Ipoliecc, yeM nonaranu paHee [19]. MoxHo
BBIICJUTh IIECTh TUIOB WHTEPMEAMATOB Ipoliecca
coopku. IlepBas rpynna comepxut oenxku 120, L21,
L22, 124, cBg3pBatommecss ¢ S'-gmomeHoM 23S
pPHK. Bo BTOpy10 BXOOST MHTEpPMEAMAThl, KOTOPbIE
comepxkar 6enkm L1, L3, L4, L13,L15,L17, L23. Uu-
TepMeauaThl TPEThbel IPYIIbl 00pa3yIOTCs C yYacTU-
em L5, L18, L29 u L34. benku L14, L2, L19 u L32
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BXOISIT B COCTaB yeTBepToi rpynmsl, a L6, L9, L11,
L28 u L33 — mgroii. Ha 3axkimouyuTenbHOUW cTaavu
cOOpKM cybyacTULbl CBsA3bIBarOTCs 6enku 130, L31,
L35, L36 (puc. 76). B ornuuue oT HampaBJIEHHOMI
coopkm 30S cyduactuibl (0T 5'- K 3'-KOHILy) cOopKa
50S cyGyacTHIIBI IIPOMCXOINT TOpa3Io MeHee YIIopsI-
JIOYEeHHO. JIOIIOJTHUTENBHYIO CII0OXHOCTb BHOCUT IIPO-
JOJDKUTEIBHOCTh cOOpKM 50S cyOuacTuilbl, OOJIbIIIast
yem y 30S [19].

BEJIKH, YHACTBYIOIIINE
B CBOPKE PUBOCOMBbI

XOTs1 BO BHEKJIETOUYHOI CUCTEME MOXKHO PEKOH-
CTpyMpOBaThb PUOOCOMHBIE CYOYaCTUIIbI OakTepuit
Tonbko 3 pPHK m pnbocoMHBIX 0€IKOB, OJHAKO
JIJISI TOTO TPeOYIOTCS He(PU3UOIOTMIeCKre KOHIICH-
Tpallii MOHOB U MOBbILLIEHHas1 TemnepaTypa. Cko-
POCTh COOPKM pOOCOM BO BHEKJICTOUHOM CUCTEME U
BHYTPH KUBBIX KJIETOK Takxe HecpaBHUMA. [leso B
TOM, YTO B KJIETKax COOpKEe IMOMOraeT MHOXECTBO
CHEeLMaIM3UPOBAHHBIX OEJIKOB. OTU OelaKU, (HyHK-
LIMSI KOTOPBIX CXOAHA C (pyHKIIMEH IIariepoHOB, He-
00XOIMMBI TIPU COOpKE PUOOCOMBI, TaK KaK OHU T10-
MOTalOT IOIIOJHUTEJILHO CTpyKTypupoBaTh pPHK.
OTU 6eJIKM pa3ae/siioT Mpoliecc COOPKU Ha HECKOJIb-
KO 3TaloB, OpraHu3ys cBepouyHble TOYkM (check-
point) (puc. 9).
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C ucroJib30BaHUEM KOMOWHAIIMKM METOAOB pa-
JIMOAKTUBHOTO MMITYJIbCHOTO MEUEHMSI U XpOMAaTo-
MaccC-CIeKTPOMETPUM B COCTaBe WHTEpMEIUaTOB
cbopku prbocoM oOHapyXeHBI 15 (hakKToOpoB ¢ M3-
BECTHOM (byHKIIMEel U 1iecTb (haKTOpoB, (hyHKILIMU
KOTOpBIX 10 cux nop He onpeaeneHbl (FkpA, YfdQ,
YdiJ, YegL, YqiC, YbhC) [19].

®axkTopbl COOPKU OCOOEHHO BaxkHbI B ciydae 50S
cyO4JacTUlIbl, TaK Kak IIpoliecc ee cOopKu Oojiee Clo-
XeH, yeM y 30S cyouactuiisl (Tadmn. 3, puc. 4, 7, 9) [13].

Taouna 2. CopepkaHue 0eJIKOB B MHTepMeauarax coop-
ku 30S cy0UacTUIIBI in vivo U in Vitro

Invitro Invivo Invivo
benok | nHTepMenuar | UHTepMeauar | MHTepMeauar
(33/415) p;50S (32S) p,50S (435)
L1 + + +
L2 + — -
L3 + - +
L4 + + +
L5 + + +
L6 - - -
L7 + — +
L9 + + +
L10 + + +
L11 + — +
L13 + + +
L14 - — +
L15 + — +
L16 - - -
L17 + + +
L18 + + +
L19 — — +
L20 + + +
L21 + + +
L22 + + +
123 + — +
L24 + + +
L25 - + +
L27 - + +
L28 - - -
L29 + + +
L30 - + +
L31 - - -
L32 - - -
L33 + — +
L34 + He uzBecten | He u3BecteH
L35 He n3secten | He usBecten | He usBecten
L36 He uzBecten | He usBecteH | He usBecteH

CEPT'EEBA u np.

Xeauxa3suot

Cpenn pakTopoB cOOPKH MOKHO BBIIEIUTH TPYII-
my poactBeHHbIx PHK-xennkas ¢ kKoHcepBaTUBHBIM
JIOMEHOM, KOTOPBII BCTpeUaeTcs KaK B OaKTepraib-
HBIX, TaK ¥ B 9YKapMOTUUYECKUX OeJIKaX. DTOT TOMEH
COCTOUT MpuMepHO U3 350 aMMHOKMCJIOTHBIX OCTaT-
KOB, COJIEPKUT 9 KOHCEPBAaTUBHBIX MOTUBOB, OIUH U3
Kotopbeix, Asp-Glu-Ala-Asp (anrn. D-E-A-D), man
Ha3BaHUe BceMy JoMmeHy. M3ydeHue xeiaukas in vitro
nmokazajo, 4yto oHu obOiagaror PHK-3aBucumoit
ATPa3zHoli akTuBHOCTHIO [28]. BO3MOXHO, 4TO rpyII-
1a XeJIMKa3 BBIIOJIHSIET HECKOJIbKO (DYHKIIMMI, BKIIIO-
Yyasi pacKpyyMBaHUE JIOKAJIbHO OOpa30BaHHOI BTO-
puunoii ctpykTypsl PHK, yaactue B8 PHK-6enkoBbIX
B3aMMOJICMCTBUSIX, a TAK3KE IIATIEPOHHYIO (DYHKITUIO.
B E. coli ooHapyXeHBI ISITh IPeACTaBUTEICH ceMeii-
ctBa D-E-A-D-xemuka3 — SrmB, CsdA, DbpA, RhlE,
RhiIB, mpuuyeM 4eThIpe U3 HUX YJ4aCTBYIOT HEIIOCPEI -
CTBEHHO B O1oreHe3e pudocom [29].

Hememust reHa srmB, Kogupyroiiero 6e1ok SrmB —
cyIpeccop MHAKTUBAIIMMU reHa prOOCOMHOro Oeika
124, BbI3bIBaCT MEIJICHHBIA POCT KJIETOK IIPU HU3-
Koii temriepatype (<30°C), yBennueHre KOJIMIeCTBa
cBoOomgHBIX 30S 1 50S cybuacTHIl 1 X ITpeAIIeCTBEH -
HUKOB. SrmB o0b1yHO B3auMopeiicTByeT ¢ 40S cyo-
YacTUILICH, T.€. ICCTBYET Ha paHHEM 3Tarie OMoreHe-
3a pubocom (puc. 9).

M3BecTHO, yTO SrmB 00pa3yeT KOMILIEKC ¢ pudo-
coMHBIMH Oenkamu L4 u L24, HeoOXOOUMBIMU OISt
o6pa3oBaHUs TIEPBOTO in vitro nHTepMenuara. beiaok
xosiogoBoro 1moka CsdA, mo-BUaANMOMY, Y4aCTBYET B
CO3peBaHUM 00enx puObOCOMHBIX cybuacTui. CsdA
CyIIpecCUpyeT TeMIIepaTypOYyBCTBUTEIIbHbBIE MYyTa-
MU B pUOOCOMHOM Oenke S2, OH HeoOXoauMm aJist
HOPMAaJILHOTO POCTa KJIETOK MpU TeMIepaType HIUXe
30°C. B To ke BpeMs1, 6eJI0K aCCOLIMUPOBAH C Mpe-
mectBeHHUKOM 50S cybuactuil, 1 B 6uoreHese 50S
cybuacTuubl oH aeicTByeT mociae SrmB [30—32]. B
OTCYTCTBUE 3TOTO OeJIKa POCT KJIETOK 3aMeIJIsieTcsl,
KOJIMYECTBO CBOOOIHBIX CyOUaCTHUL YBEIUUNBACTCS,
a KOJIMYECTBO MOJIMCOM YMeHblaeTcs [28—32].

Ha ocHoBaHNM MHOrOYMCIEHHBIX MCCIIEIOBaHUMI
npeajioXKeHa MOJeNb B3auMOJeNCTBUS (haKTOpOB
SrmB, CsdA u RhIE. IlpucyrcrBue/nenemnust RhlE
CIBUTACT paBHOBECHE JIMOO B CTOPOHY CBSI3BIBAaHUS
SrmB ¢ 50S cybuactuneit, 1m60 B CTOPOHY CBSI3bIBaA-
Hus CsdA ¢ 50S cybuactuneit (puc. 10) [33].

benok DbpA — aro ATP-3aBucumast xeiamkasa,
KOTOpasi aKTUBUPYETCS TIpW B3aWMMOACHCTBUU CO
cnupanbio 92 23S pPHK. [lenenus reHa aToro 6eaka
He CKa3bIBaeTCs Ha CKOPOCTH pocTa GaKTepuii, omHa-
KO €ro TIOBBIIIICHHAs KCIIPECCUsT BIUSIET Ha CKO-
POCTb pocTa U COOPKY pUOOCOM: YBEJIMUUBAETCS KO-
JIMYECTBO CBOOOAHBIX CyOUACTUIL, MEHSIETCS COCTaB
npenmectBeHHUKOB 50S. DbpA ygacTByeT B mmocien-
Hel ctaguy COOpPKU pUOOCOMBEI [29].
MOJIEKVYJISIPHASI BUOJIOTUS Ne 4
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Illaneponubt

benku DnalJ, DnaK, GrpE oTHOCsTCS K m1anepo-
HaM, HEOOXOAUMBIM 111 cOOpKHU prdbocoMsl. IllTam-
Mbl E. coli ¢ neneumeitr reHoB dnaJ niu dnaK pactyt
MeIJIeHHEee U UMEIOT IeeKThl cOOpKU prudocom [34—
36]. B aTux mrrammax npu temmneparype Boiie 42°C
npenmecTtBeHHUK 30S cyOouacTuLbl MMeeT Koapdu-
IIUEHT ceMMeHTaluu 21S, a 1Ba mpealnecTBeHHUKA
50S cyouactunbl — 32S u 45S, npuyeM OHU MeIJIeH-
Hee Co3peBaloT [0 TMOJHOLEHHBIX PUOOCOMHBIX CYO-
yacTull. Bce a1 nedeKThl MOTyT OBITh YACTUYHO KOM-
MEHCUPOBaHbl TOBBIIIEHHONH BKCcOpeccheit TeHOB
6ekoB TeruioBoro oka groEL vi groES. GroEL Heo6-
XOOWM JIJISI TIOJTHOTO co3peBaHUs 45S mpeaniecTBeH-
Huka B 50S cybuacTuily ppb0oCoOMbI, HO HE y9aCTBYET
B dopmupoBanuu 30S cyouyactuisl [35].

Bbenok xomomoBoro moka RbfA HeoOxoaum miist
pocTa KJIeTOK Hpu HU3KoM Temmneparype (puc. 10,
puc. 11). RbfA B3aumopaeiicTByeT ¢ 5'-KOHIIEBOI1 CIT1-
panbio 16S pPHK, on accomuuposan ¢ 30S cybua-
ctunamu, 70S pudbocomamu 1 monucomMamu. Kietkm,
B KOTOPBIX OTCYTCTBYeT RbfA, He MOTyT aganTupoBaTh-
Cs1 K HU3KMM TeMIlepaTypaM, B HUX U3MEHEH puOOCOM-
HBI PO WITH U CYIIIECTBEHHO MOBBIIIIEHO KOJTMYECTBO
npenectseHHUKa 16S pPHK. denorunmyeckue mpo-
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sBieHus aejieru RbfA MoryT KoMrneHCHpoBaThCs I10-
BhIIIIeHHOM 3Kcrpeccueit GTPa3wl Era [37].

dakTOp co3peBaHUs MaJIOi CyOUYaCTULIBI pUOOCO-
Mbl RimM Ttakke croco0cTByeT 3(h(PESKTUBHOMY
npoueccunry 16S pPHK. Heneuus storo dakropa
OPUBOAUT K HAKOIUIEHUIO MpPEAIeCTBEHHUKOB 16S
pPHK. Ipyrue 6enku, ygacTByIOIINE B CO3pEBaHUN
3'-konna 16S pPHK, mo cux mop He W3BECTHHI.
RimM yuyactByeT B co3peBaHuu 3'-koHua pPHK,
B3auMoAeucTBYd co crimpaissmu 31 u 33b 16S pPHK
1 pubocoMHbIMU Oesikamu S13 1 S19. BoamokHO, OH
oberyaeT B3anMozeiicTBue 6esika S13 co crimpainbio 31
u 6enka S19 co cnupanbpio 33b. C ucnonab3oBaHUEM
BHEKJICTOYHOI CUCTEMBI TTOKa3aHO, UTO MPEeNHKYOU -
poBanme RimM c 16S pPHK yny4imaet cBsisbiBaHUe
pubocoMHbIX 0enkoB S9, S19, S10 1 S3 ¢ 3'-toMeHOM
16S pPHK, Ho, K yIMBICHUIO, YXyIILIAaeT CBSI3bIBAaHUE
¢ HUM pubocoMHoro 6enka S13 [21].

benox RimP xommpyeTrcst TeM Ke OIIepoHOM, YTO
u RbfA, 1 yuactByeT B co3peBaHuu 30S cyOUaCTUIIBI.
Y MmyTaHTa ¢ genenueit rimP KOTUIecTBO CBOOOIHBIX
cyOJacTHII BEITIIE, YeM B KJIeTKaxX TuKoro Tuma. [1pe-
nHKyOanus ¢ RimP cioco6¢TByeT cBsi3piBaHmIO 16S
pPHK u pubocomHbIx 6enkoB S5 u S12, a takke S9,
S3, S7 u S10, B3aumomeicTByIOMMUX C 3'-TIOMEHOM
16S pPHK.

Taomuna 3. MakTophl COOPKM prUOOCOMEI U 3(PEKTHI IeICIN UX TeHOB

deHoTUM AeselMU reHa
Benox aocoLposan akiop soopsi neapenan | Heapenan
MPEeAIIeCTBEHHUK 168 pPHK 23S pPHK
CgtAg 308, 508, 16S, 23S pPHK 4OSU pU BEICOKOM MOH- | YBeand. VBemmu.
HOI cuyie
CsdA 408 408 YBenuu.
DbpA ®parment 23S pPHK
Der 508 218, 328, 45S YBenanuy. VBenny.
DnaK-Dnal VYBennu.
Era 16S pPHK, 30S VYBenuu.
GroEL-GroES
KsgA
RbfA 30S VBenuu.
RhIE 708
RimJ ITpe-30S
RimM 30S VBenuu.
RimP 30S VBenuu.
RrmJ 408 YBenuu.
RsgA 30S YBenuu.
SrmB 408 408 VBenuu. YBenuu.
Yihl 40S
MOJIEKVYJIAIPHAA BUOJIOTHUA T1om 48 Ne 4 2014
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Puc. 10. BzanmoneiictBue ¢hakTopoB cOOpKKU puGOCOMBI. THITbI (DYHKIIMOHATBHBIX B3aMMOIEUCTBUIA KATAIOTM3UPOBAHBI MO/
pucyHKoM (coryacHo [33] ¢ MogubuKaLUsIMHK).

Puc. 11. CsasbiBanue 6enkoB RbfA u Era ¢ 30S cy6uacTtuiieit pu6ocomel. [1pencraBieHa ctpykrypa koMiuiekca 30S cybuactu-
16l ¢ RbfA 1 Era, onipenesieHHas ¢ TTOMOIIBIO KPMOAJIEKTPOHHON MUKpockomnuu (a). [IpoBosiouyHass Monesib B3auMOJIEUCTBUS

RbfA u Era ¢ yaactkom 16S pPHK (6). cr1. 1, 27, 28 — o603Hauenue crinpaneii 1, 27 u 28 30S cydouacTuiibl puboCoMBI (COTIaCHO
[37] ¢ MogudbUKaLIMAMMN).
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Puc. 12. CxemaTuueckast MoJesnb, onucbiBatoniast posib Der u Yihl B npouecce 6uorenesa 50S cy6uactuu. pS0S — npeniie-

ctBeHHUK 50S cybuactulibl (corsacHo [40] ¢ MogubUKaLUsSIMuU).

RimlJ peiicTByeT Kak cyrpeccop (peHOTHUIIa XOJIO-
JIOBOTO IIIOKAa, OOBIYHO OH acCOLMUPOBaH C pubO-
coMHBIM 6esikoM S5. CyoctparoM a1 RimlJ caykut
npenmecTBeHHUK 30S cyouactuipl. CuuTaeTcs, 4To
RimJ cBa3eiBaeTcs mociie B3auMoeiicTeug oeika S4
¢ 5'-moMeHOM, HO J0 CBg3bIBaHMUS S3 ¢ 3'-I1OMEHOM
16S pPHK [21].

GTPasvi

Era — xoncepBatuBHast GTPa3za, koropass MoxeT
crnenmrduuecKku cBsI3bIBaThes Kak ¢ 16S pPHK, Tak 1 ¢
30S cybuactutieit pubocoMsl in vitro (puc. 10, puc. 11).
[Jeneuns reHa, KOOUPYIOILIETO 3TOT OEJIOK, BBI3BIBAET
YMEHbIIIEHWE KOJIMYECTBa MOJMCOM M HaKOIUIEHUE
npenmrecrBeHHrKa 16S pPHK. INoBbIIeHHe ypOBHS
PHK-metunTpancdepassr KsgA MmoxxeT cyripeccupo-
BaTh (peHOTUTI Aesielinu era. Era B 2 pa3a yBeTmunBa-
eT cKopocTh cBsi3biBaHusl 16S pPHK u pr6ocoMHbBIX
oenkoB S9, S11, S5 u S12 u MeHee 3HAaYUTEILHO BIIMSI-
eT Ha B3aumMogeiicteue 6eakoB S13, S14 u S19 ¢ 3'-no-
meHoM 16S pPHK Bo BHekeTOUHOIT cricTeMe [38].

RsgA npencrasnsieT coboit GTPasy, akTUBHOCTb
KoTtopoii ctumyiaupyerca 30S cybyacThuaMu Wi
70S pubocomamMu. B mprucyTCTBUM HETUAPOJIU3YEMO-
ro aHaimora GTP (ryanununumunoaudocdara,
GMP-PNP) 60oapImHCTBO pOOCOMHBIX CYOUYaCTHUII
HaXOAsTCS B AUCCOLIMUPOBAHHON popme, u RsgA co-

MOJEKVYIIAPHAS BUOJIOTUA Ne 4
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ocaxpgaercs ¢ 30S cybuactunamu. HaobopoT, B oT-
cyrctBue GTP mnu GDP RsgA He cBsI3bIBaeTCs HU C
30S cybuactunamu, Hu ¢ 70S pudbocomamu. Boamoxk-
HOo, KoMIuieKC RsgA ¢ GTP cBs3biBaeTcs ¢ Hemnpa-
BWIBHO coOpaHHbIMU 30S cyOuacTMIIaMK B COCTaBe
70S pnbocoM, BEI3BIBACT KOH(POPMAIIMOHHEIC N3ME-
HEHMUSsI, YTO TIPUBOJIUT K IUCCOLIMALIMM PUOOCOMBI Ha
cyouacTulibl. denerus rsg4 BbI3bIBacT 3aMeIJIeHUE PO-
CTa KJIETOK, YBEJIMYEHNE KOJIMIECTBA CBOOOIHBIX CYO-
YyacTHII, HAKOIUIEeHUe MpeaiiecTBeHHrKa 16S pPHK.
HHTtepecHo, uTO Kak aenenust rsgA, Tak 1 UHaKTUBa-
st ero crmocooHocTy ruaponm3osars GTP npuBomuT
K BO3HMKHOBEHMIO YCTOMUYMBOCTU K CTPECCY, BbI3BaH-
HOMY BBICOKOW KOHIEHTpaieil coiau. [ToBbilieHHas
BKCIIPECCHUSI era KOMITCHCHPYET MOCICACTBUS OSSN

rsgA [39].

benok Der — GTPa3za, Bxoggamiast B OTHO ceMeii-
ctBO ¢ 6enkoMm Era. Der cogepXuT nBa JoMeHa, OTBeE-
yarolux 3a cBsizbiBaHue ¢ GTP 1 pacnonoXeHHbIX B
N-koHueBoi yactu 6enka. [Ipu Temneparype 42°C
HabmonaeTcd nHaktuBauus oboux GTP-cBa3biBato-
mux gomMeHoB. Der B3aumonerictByeT ¢ 50S cyoua-
CTULIAMM B TIPUCYTCTBUU HETUAPOJIUIYEMOTO aHaJIO-
ra GTP, Ho nHe GDP. /lenenus der npuBOINUT K YBEJIU -
YEeHUIO KOJUYECTBA IUCCOLMUPOBAHHBIX CyOUaCTUIL
W HaKOIUICHWIO TIpeAIlleCTBEHHMKOB 16S m 23S
pPHK [41]. HemaBHO ObL1 0OHapyxXeH Oeyok Yihl,
accouuupoBaHHbI ¢ Der, ¢yHKIIMSI KOTOporo 3a-
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Puc. 13. Pacnipeaenenue MmoauduiMpoBaHHbIX HyKJIeoTUI0B B 70S prbocome. O603HaYeHbl (YHKIIMOHAIBHO BaXKHbIE YaCTH
pubocomsl: 50S cybuactuiia — TeMHO-cepasi, 30S cybuacTuma — cepasi; a — nenTUIUITpaHcdepa3HbIil IEHTP, b — MeCTO KOH-
TaKTa ABYX CyOUYaCTHUIl, C — IeKoaupyouit neHTp. [lokazaHbl CTpeIKaMu U TTOAIMCAaHbl HECKOJIBKO BaXKHEUIITUX MOIUDUIIM -

POBaHHBIX HYKJIEOTUIOB (cortacHo [45] ¢ MoguduKalusIMu).

Kiao4yaeTrcs B ctuMyasiuun GTPa3HoONM aKTMBHOCTU
Der, mpuuem Yihl cBg3piBaeTcs ¢ Der B cooTHOIIIE-
HuA 1 : 1. MOXHO IpeaIToNoXKuTh, uyTo Yihl apasgercs
peryasaTopoMm Der, Tak Kak NpH HNOBBIIIEHHON 3KC-
npeccun Yihl mHruOmMpyercsa (yHKIMOHUpPOBaHUE
Der (puc. 10, puc. 12), a takxke coopka 50S cy6ua-
crull. [Ipy 3TOM MPOMCXOAUT HAKOIUIEHUE HEIMpPO-
eccupoBaHHBIX 16S, 23S U mpenmecTBEHHUKOB 5S
pPHK, mpuyem L9, L18 n L25 xyke cBA3BIBAIOTCS C
23S pPHK. INosBnenue n3opitka Der komreHcupyeT
a(pdexTh, HabMOgaeMble MPU ITOBBLIIIEHHON 3KC-
npeccuu Yihl [40]. Cuuraercst, uto Yihl B3anmoneii-
ctByeT ¢ Der B 1ar-¢gase KJ1eTOUHOTO pocTa, BbI3bIBasI
nuccouranuio kommiaekca Der ¢ 50S cyouacTuamu.
B skcnoneHumanbHoOM ¢aze koimmdectBo Yihl cHm-
Xaetcs1, a ceobogHoro Der, cBsr3anaoro ¢ GTP, Bo3-
pactaeT, 1 Der crmocoGCTBYeT 3aBeplIeHUIO COOPKU
50S cyouactuisl [42].

KoncepBaruBHass GTPaza CgtAE cBs3biBaeTcs
Kak ¢ 30S, tak u ¢ 50S cyouactuuamu pPHK B mpucyt-
cTBUM ryaHwmanmuaonudocdara. In vitro CgtAE co-
ocaxnaercd ¢ 16S u 23S pPHK B npucyrcreuu GTP
M B3aIMOJEHCTBYET ¢ pUOOCOMHBLIMHM OenkamMu S3,
S4,S5,S13,S16,1L.2, 1.4, L.16 u L17, kak u 6enok CsdA
[43]. deneuust cgtAE npuBOAUT K yBEJIUYEHUIO KOJU-
yecTBa cBoOOMHBIX 30S 1 50S cybyacTuil, ombKam B
npoieccunre 16S u 23S pPHK u oTcyrcTBUIO GETKOB
L16, 1.33, .34 B 50S cybuactuiiax. Bo BHEKIETOUHOI
cucteme CgtAE B3auMOIEHCTBYET TOJBKO CO 3PEIoi
dopmoii 50S cyOoUacTHIl M He CBSI3BIBACTCSI C IIPEIIIIe-
CTBEHHUKAaMM, YTO CBUAETEIbCTBYET O €r0 y4acTUU B
3aKJIIOYUTENIbHBIX CTanusix coopku S0S cyOuacTUIlbl
B KJIeTKe [44].

MOINPUKALINA HYKIIEOTUJIOB pPHK
N PUBOCOMHBIX BEJIKOB

B xnerkax E. coli TpancnopTHass M puOocoMHasi
PHK (3a uckmouenuem 5S pPHK) mogsepraiorcst ko-
BaJICHTHOI MOIM(UKAIINM B IIPOLIECCE CO3PEeBaHUSI.
MomnduimpoBaHHbIe HYKJIEOTHIBI COCPEIOTOUYEHBI B
(YHKIIMOHAILHO BaXXKHBIX YaCTSIX pUOOCOMBI — B TIETI-
TUAMITPaHC(EPa3HOM LIEHTPE, Y4aCTKaX CBSI3bIBAHUS
TPHK, B MecTe KkoHTaKTa n1BYX cyodyacTuil (puc. 13).

CybcTtpataMu MOIUOUIIIPYIONIX (DEPMEHTOB MO-
ryt 661Tb pPHK, mHTEpMEaMaTEI COOPKM M COOpaHHEBIS
cyodacTulbl pruOOCOMEBL. BOJIBIIMHCTBO MOANGUILIM-
POBaHHBIX HYKJIEOTUIOB KOHCEPBAaTHUBHbIE, OTHAKO UX
(GYHKIIMA elle He TTOJTHOCTBIO n3ydeHbl. Moandnka-
LMY UBMEHSIIOT XMMMYECKUE CBOMCTBA HYKJICOTUIOB,
YTO MOXET BJIUSITH Ha Mpoliiecc coopku pudocom. Ha-
IpUMep, BBOAUMASI ITPU METUJIMPOBAaHUM THUAPOPOO-
Hasl rpyIa MOXeT BJUSITh Ha CTAOMILHOCTD YKJIAAKU
pPHK. IlceBnoypununmnpoBaHue, NOBBIILIAIOLIEE TUI-
pODWIBHOCTL M YyJy4llalolllee CTEKWHT-B3auMOei-
CTBUSI, BBITIOJIHSIET, BOBMOXKHO, (DYHKIIUIO MOJICKYJISIP-
HOTO KJiest TSl (pukcalmm (pyHKIIMOHATbHON KOHDOp-
manum PHK, uyro mMmeer Oosbpmioe 3HadeHWe ISt
NaJbHEWIIEC OpMEHTAllMM JIMTAaHIOB B IIpolecce
TpaHcsauyr. OnHa 13 BO3MOXHBIX (DYHKIIMI MOITU(U-
Karyu pPHK — co3manue cBepodHBIX TOYeK COOpKM
cyOyacTUIl, TaK KakK KaXablidi M3 (hepMEHTOB, OCY-
LLIECTBRJISIIOLIMX MOAV(UKALIMIO, MPEANIOYMTaeT J0CTa-
TOYHO Y3KWi1 MHTEPBaJI MHTEpMEIUaToB COOpKU [46].

OOHapyXeHO, UTO HeKOTOpbie pUOOCOMHBIE OeJ-

K1 monBeprarorcsd, Kak 1 pPHK, dbepmMeHTaTMBHBEIM
Moaudukauusm [47—53]. benku S11, L3, L7/L12,
L16 n L33 comepkaT MOHOMETIJIMPOBAHHBIC aMITHO-
KHMCJIOTHBIE OCTaTKHU, a 6eoK L11 — Tpu TpumeTnin-
poBaHHbIX ocTtaTka. benku S5, S18 u L12 comepxart
MOJIEKVIJIAPHASA BUOJIOTUA Ne 4
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aleTWIMPOBaHHbIE aMUHOKUCIOTHI. [Tpuuem ameTn-
JTupoBaHHYy0 hopmy Oeka L12 nctropmuecku Ha3bl-
BatoT L7. CootHomienue L7/L12 3aBucut ot ¢dasbl
pocTa KJIeToK [54]. Bejiok Masnoii cyoyacTuibl S6 Mo-
IUGULIMPOBAH YEThIpbMSI HOOABJIEHHBIMU OCTaTKa-
MU [JIyTaMUHOBOM KUCJIOThI, a S11 He TOJIbKO METH-
JIMpOBaH — ITIPUMEPHO IIOJIOBUHA MOJIEKYJ 3TOTO
Oenka comep:kKuT u3oacnaprar [53].

Monudukaiumy KOMIIOHEHTOB pUOOCOMBI B He-
KOTOPBIX CTy4dasix MOTYT UTPaTh POJIb MOJEKYJISIPHBIX
nepexmodareneii. Tak, metmarpaHcdepasa KsgA mo-
mudunupyeT Hykiaeotnabl A1518 u A1519 16S pPHK
TOJIBKO MpPHY YAaYHOM 3aBeplLIEHUM COOPKHU, YTO CO-
3MaeT CBOeoOpa3Hyl0 CBEPOUYHYIO TOUKY COOPKU Ma-
JIOM cyO4yacTulisl [56].

3AK/IIOYEHUE

IIpouio 6ompie 50 JIeT ¢ MOMEHTA OTKPBITUS 1
Hayvajia U3ydeHUsl CTPYKTYPhl U (PyHKIIUU prOOCOM.
CHauaza cocTaB U IpoLecC COOPKKM pruOOCOMBI U3Y-
YaJii METOJOM PEKOHCTPYKILIMU in vitro. Takum obpa-
30M OBLIM TTOJYyYeHbI KapThl HOMYpBbI, TaHHBIE O MO-
pSAKe CBSI3BIBAHUSI pUOOCOMHBIX 6eaKoB. PasButue
CTPYKTYPHBIX METOIOB ITO3BOJIMJIO YIIIyOUTb U pac-
LIMPUTH 3HAHUSI O Ipoliecce cOOpKU pudbocomsl [1].
OJHAKO IO CUX ITOp YYeHbIe HAXOASIT HOBbIE (DAKTO-
pBI, YJaCTBYIOIIME B COOpKE prMOOCOMBI B YCIOBUSIX
cTpecca, ellie He 10 KOHLIAa U3ydeHa POJIb UHTepMear-
aTtoB cOoopku. MHTepecHOI 3agaueil MOXKET CTaTh CO-
3IaHre aHTUOAKTEPUATbHBIX MTPENapaToB, IOJABIISI-
IOIIMX COOPKY prOOCOM OaKTEpUiA.
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