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BuocuHTe3 Geska, TpOXOmsIIIii Ha puOOCOMax, CYMTAETCS OCHOBHBIM IIPOIIECCOM B SKM3HU KJIETKU. B
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BBEAEHUE

Perynsnus cuHTe3a puOOCOMHBIX OEJIKOB B KJIET-
Kax Escherichia coli 6p11a oTkpbITa 00Jiee 40 jIeT Ha-
3a]1 ¥ 3a 3TO BpeMsI XOPOIIIO n3ydeHa. I eHbl OCIIKOB ¥
MPOKaproT, KaK MpaBUJIO, OpraHU30BaHbI B (DYHK-
LIMOHAJIbHbIE E€NUHUIILI — OTNEPOHbI, KOTOPbIE HAaX0O-
NISITCS TIOJ, KOHTPOJIEM oniepaTopa. B coctaB onepoHOB
T€HOB PUOOCOMHBIX OEJKOB (p-OEJIKOB) MOTYT BXO-
JINTh Y TeHbI HepOOCOMHEIX 0ennKoB. Tak, y E. coli 3T0
TeHbI, KONUPYIOII1e KOMITIOHEHThI PETJIUKALIMOHHOTO
KoMIuiekca (dnaG — mpaiiMasa, priB — mpaiitMocoM-
HEIE Ocenok N), cyobemunuubl PHK-monmnmepasbr
(rpoA, rpoB, rpoC, rpoD), dbakTopsl TpaHCaILMU (If,
fus, tufA), TeHbl, MPOIYKTHI KOTOPBIX YYACTBYIOT B CO-
3peBanuu pPHK (rimM), B npoueccunre (frmD) 1 Mmo-
mudukammm (rnpA) TPHK u skcnopre 6ekoB yepe3
MeMOpaHy (secY). st buoreHe3a pubocom TpedyeT-
csl MPUOJU3UTESIBHO SKBUMOJISIPHOE KOJIUYECTBO pP-
oenkoB 1 pPHK. MHorHMe p-6eJIK1 ITpOKapruoT pery-
JIUPYIOT BKCITPECCUI0 KaK CBOUX COOCTBEHHBIX TEHOB,
TaK ¥ T€HOB IPYTruX O€JIKOB CBOETO ornepoHa (puc. 1).
K 6emkam-peryiagropaM OTHOCSTCS KaK OEIKM Ma-
Joii (Small) pubocomHoit cyouactuunl (S1, S4, S7,
S8, S15 u S20), Tak u 6oabmoi (Large) cyouacTUIib
(L1, L4, L10, L12, L.20).

OCHOBHOIf MPUHLIMI PETYJsLIUM CUHTe3a p-0e-
KOB — TPUHLIUIT 06paTHOM CBSI3U, KOTHA OJUH U3 p-
0OEJIKOB, KOJUPYEMBIX OIIEPOHOM, TP €ro U30bITOU-
HOM CUHTE3€ AEHCTBYET KaK perpeccop TpaHCISIIIUU

MPHK Bcero onepoHa. IIpryem oriepatop MOXeT Ha-
XOIUTBCS KaK BBIIIE TIEPBOIO I'eHa, TaK ¥ MEXIY Te-
HaMM oriepoHa. YyacTku cBs3biBaHusI Ha MPHK He-
KOTOPHBIX OCJIKOB-PEIPecCOPOB TOMOJIOTUYHEI y4acT-
KaM cBsI3bIBaHMS 3TuxX O6enkoB Ha pPHK, omnHako,
MHOTHE P-O0€JIKU PEryjJupyloT CUHTE3 OEJIKOB, CBSI-
3pIBasich ¢ ydyactkoMm MPHK, He umeromum siBHOIA
TOMOJIOTHM co crreldmueckum yaactkom Ha pPHK.

ABTOpEryisiivsi CMHTe3a P-0EJIKOB MOXET OCy-
ILIECTBJSTbCS MO pa3jMyHbIM MexaHu3Mam. Mexa-
HU3M KOHKYPEHTHOIO MHTMOUPOBaHUS Mpearoara-
€T KOHKYPEHIIMIO MEXIy CIlelnPruIecKuMUu y4yact-
KaMU CBsI3BIBaHUSI Oenka-peryasitopa Ha MPHK n
pPHK. Ilpu peryasinuu mo mMmexaHu3My “JIOBYIIKW”
B3auMojeiicTBue Oenka-pernpeccopa ¢ MPHK mpu-
BOJIUT K (DOPMUPOBAHUIO CTPYKTYP, 3aTPYAHSIOIINX
vHuLuanuio TpaHcasuuu MPHK. Mexanusm petpo-
peryisaiLuu nogpasyMmenBaeT gectadbmanzanuio MPHK
MpU B3aUMOASHCTBUM ¢ OeJIKoM-perpeccopoM. Kpo-
M€ TOTO, DPEryjsiusl MOXET OCYIIECTBISAThCS Kak
OIVMHOYHBIMU OejIKaMU, TaK U UX KOMILIeKCaMu.

PEI'vjAaOunA CUHTE3A PUBOCOMHBIX
BEJIKOB HA OCHOBE
KOHKYPEHTHOT'O MHI'MBUPOBAHWA

KoOHKypeHTHBIIT MeXaHW3M aBTOPETYISLUNNA CHUH-
Te3a p-0eJIKOB IpeamnogaraeT KoHKypeHuuro MPHK
n pPHK 3a cBsa3pIiBaHme ¢ OEIIKOM-PEIpPecCOpOM.

CokpaieHus: 5-HTO — 5'-HeTpaHciaupyemast 00acTh; p-6eaku — pubocoMmHble 6enku; SD — nocaemnoBatenbHOCTh llaiitHa—

HanbrapHo.
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Puc. 1. Opranuzanus reHoB p-6ei1koB E. coli B onepoHax. benku-pernpeccopsl moka3zaHbl OKpyXHocTsiMu; yyactku MPHK, ¢
KOTOPBIMM OHU B3aMMOJIEHCTBYIOT, 0003HaY€HbI CUMBOJIOM . ['€HbI, 9KCIIPECCHSI KOTOPBIX PErYJIUPYETCs GEKOM-PETIPECCO-
poM, 0003HaUCHBI OEJTBIM LIBETOM; TeHbI, KOTOPBIE HE PETYJIMPYIOTCS COOTBETCTBYIOIIUM P-0€IKOM, BBIIEIEHbBI CEPHIM LIBETOM.
P — mpomMoTopsr; t 1 att — TepMUHATOP TPAHCKPUITLIMU U aTTEHIOATOP COOTBETCTBEHHO. a — S10-omepoH. 6 — L11-omepoH. 6 —
S1-onepoH. ¢ — S2-omnepoH. 0 — L20-omepoH. e — S6-orepoH. e — L10-onepoH. 3 — S15-onepoH. u — S4/0-0nepoH. Kk —

S8/spc-onepon. 1 — S7/str-onepoH. M — S20-onepoH.

Kak mpaBuiio, cpoactBo pernpeccopa K MPHK 3Ha-
YUTEJILHO HIXe, yeM K pPHK.

S10-onepon

Axkcnpeccusa S10-onmepona FE. coli, conmepxKamiero
reHol 11 p-6GenkoB, KOHTpoJaupyercs: p-6enkom L4
(puc. la) [1]. L4 perynupyeT KaK TpaHCISILIMIO, TaK U
TPaHCKPUIIIINIO TEHOB CBOETO OIepoHa [2].
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B GakrepuanpHoil pubocome L4 cBsI3bIBaeTcs B
ocHOBHOM ¢ noMeHoM I 23S pPHK, a ero npotsikeH-
Hag TeTsIst pOopMUPYET YACTh TYHHEIISI BBIXOAA TTOJTH -
nentuaa [3]. Cunrtaercs, yro C-KoHIIeBas 4acThb OeJI-
Ka OTBEYAECT 3a PETryJIITOPHbIC CBOICTBA, a LICHTPAJIb-
HBI y4YaCTOK HeOOXOOWM Ui BCTpauMBaHUS B
pubdocomy [4].

Yuactku cBsi3eiBaHus Oenka 1.4 Ha 23S pPHK u
MPHK He nMeroT siBHOro cxonactna (puc. 2) [5]. Oc-
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Puc. 2. BropnuHas cTpyKTypa y4acTKOB cBs3biBaHus 6eska 1.4 Ha PHK B E. coli. a — 5'-HTO rena 6enka S10 (rpsJ). T'onyobim
BBIZICJICHBI HYKJIEOTUIbI TEPMUHATOPA TPAHCKPUITLIMI; TTOCIe0BaTeIbHOCTh SD U cTapT-KOmoH rpsJ — 3ej1eHbIM. MUHUMAab-
HEIM ¢pparmeHT MPHK, o61agatoimmii BBICOKMM CPOICTBOM K 0enky L4, BelmeaeH ITPUXOBOI paMKoOii. 6 — MUHMUMAaIbHBIN
dparmenT 23S pPHK, crieniuduyecku cBsizpiBaronuiics ¢ 6eakamu L4 u 1.24. KpacHbIM BbIIeJI€HbBI y4aCTKH, C KOTOPBIMU B3a-

nuMoeiicTByeT 6enok L4.

HOBHOI1 yyacToK B3aumojeilictBust 6enka L4 ¢ 23S
pPHK — 3T0 MecTo mepecedyeHUs1 4eThIpEX CITUpa-
JIeit, comepxkalllee MeTIeBOM ydJacTok (puc. 26) [6].
VYyacrok MPHK S10-oneponHa, cBsS3aBIIMCh ¢ KOTO-
pbIM 0esiok L4 ocyliecTBIsIET KOHTPOJIb CUHTE3a Oel-
KoB S10-omepoHa Kak Ha YpOBHE TPAHCKPUIILIAM, TaK
1 Ha YPOBHE TPAHCIISIIUM, HAXOIUTCS B 5'-HETpaHCI-
pyemoii obnactu (5'-HTO) mepBoro reHa orepoHa
rpsJ n conepxxut mmwibku HD—HG (puc. 2a).

M3zBecTtHO, uTo yuactku MPHK S10-onepona E. co-
li, oTBevaloIMe 3a TepMUHALIAIO TPAHCKPUIILIMU U UH-
rMOMpPOBaHNE TPAHCISILIUU, YACTUYHO TIePEKPhIBAIOT-
cs1, HO He nneHTnaHsbI [7, 8]. 5'-HTO onepona conep-
XKUT LIECTh IIMWIEeK (puc. 2a), OMHAKO MEPBBIE TPU
LIMUJIBKYA HECYIIECTBEHHBI ISl PETYJISIIUU 3KCIpec-
cuu oniepoHa in vivo. llInunskun HD 1 HE HeoOxonu-
MBI IS KOHTPOJISI TPAHCKPUIILIAM, a 11T KOHTPOJIS
TpaHCcaIUUU HauoOoJiee BaxHbl mwnmuibku HE u HG
[7, 9, 10]. Ilnunbka HE u pacnonoxeHHas 3a Heit
YPUIMH-00TraTas IIocjae0BaTe IbHOCTb 00pa3yIoT CalT
p-HE3aBUCUMOTO TEpPMUHATOPA TPAHCKPUITLIMU. Mu-
HuManbHbI ¢pparmenT MPHK S10-omepona E. coli,
00JIagaroIInii BEICOKMM CPOACTBOM K 0enky L4, co-
nepxuT mnwibky HD u yacts mmuineku HE [5]. Ha
OCHOBaHUM OUOMH(pOPMATUUECKOTO aHaIW3a Tpe-
cKa3zaHa KOHCEpBaTHBHAas CTPYKTypa PETYISITOPHOTO

MOIJIEKVJIAIPHAA BUOJIOTUA

yuactka MPHK S10-onepona [11]. IIpenmonaraercs,
YTO OCHOBHBLIM YYacTKOM CBsI3bIBaHUS L4 sBisieTcst
netis bk HD u KoHcepBaTUBHBIE HeCITapeH-
Hble HYKJICOTUIBI, (bJAHKUPYIOIINE 3Ty IIMUJIBKY
(puc. 2a) [12].

Perynsumst TpaHCKPUIILIUY OCYILIECTBISIETCS B pe-
3yJibTaTe B3aumopeicTBusg Oenka L4 ¢ 5'-HTO
MPHK, dakTopom tpanckpuniyu NusA u PHK-mo-
mmmMepasoii [1]. bemok L4, B3anMoneiicTByst ¢ NUusA,
yBeanuuBaeT Bpems Tay3sl PHK-momumepassr Ha
TepMUHATOPHOM calite mmnwibku HE, yTo mpuBoaut
K TMpeXaeBpeMeHHOI TepMUHAIUU TPAaHCKPUITLIUU
[13—15].

Y HekoTopbIX OakTepuit L4-omocpenoBaHHas pe-
ryJIsinust oTcyTcTByeT. Tak, 6enok L4 Pseudomonas
aeruginosa He WHTUOUPYET CUHTE3 OEJIKOB CBOETO
onepoHa, u B oojtactu 5'-HTO MPHK 6enka S10 ot-
CYTCTBYIOT JIE€TEpMMHAHTBI, ITOXOXHE Ha Yy4acTOK
CBsI3bIBaHMsI 3TOro 6eska B E. coli. OnepoH P. aerugi-
nosa, HeCcyluuii reH 0enka L4, comepXXuUT TakxKe T'eH
oenka .24, a o6xactk B paitone 5'-HTO mPHK rena
rplC TI0X0Xa Ha y4aCTOK CBSI3BIBAaHUS 3TUX OCIKOB B
pubocoMe. B cBsI3u ¢ 3TUM IIpeanojiaraeTcsi, 4To B
peryasuun S10-onepoHa P. aeruginosa y4acTBYIOT
oba 6enka — L4 n 1.24. ITo-BunuMoMy, BO3MOKHBIC
Ne 1
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Puc. 3. Opranuzauus reHoB L1l-onepoHa y 6akrepuii u L1-onepoHa apxeii. beaok-penpeccop 0603Ha4eH OKPY>KHOCTBIO,
yyactku MPHK, ¢ KOTOpBIMU OH B3aUMOIEHCTBYET, IIOKA3aHbl CUMBOJIOM .

MEXaHU3MBI PETYJIALMN 3TOTO ONEPOHA OTIMYAIOTCS
y pa3HBIX OpraHusMos [ 16].

S10-mmomo6HEBII onepoH apxeu Methanocaldococ-
cus jannaschii kopupyeT He 11, kak y E. coli, a isiTh Te-
HOB p-0enkoB (L3, L4, L23, L2, S19), mepBbIM reHOM
3TOro orepoHa sBiseTcsd reH Oenka L3, a ne S10.
CuHTe3 6eJIKOB 3TOro onepoHa 'y M. jannaschii Takxe
perymupyercss oenkoMm 4. L4-cBga3piBatommmii yda-
ctok BkitovaeT 5'-HTO u Hayano Kogupyrolleii ya-
ctu MPHK 6enka L3 [17].

L11-onepon

KoHcepBaTUBHBIN OBYXOIOMEHHBIN p-0emok L1
perynupyet TpaHcasouio MPHK L11-onepona 0akre-
puii. OTOT 6eJIoK yyacTByeT B hopmupoBaHuu L1-BbI-
cryma 50S cybuacTuiibl puOGOCOMEL, IIPOYHO 1 CITCIIN-
duueckm cBs3biBasichk ¢ 23S pPHK B paiione cnimpa-
neii 76—78. Ilpu Hemocratke 23S pPHK 6Gemok LI
CBS3BIBAaETCS co cnenupumueckum ydactkom MPHK
CBOETO OMNEpOHa M TMPEISITCTBYET €€ TPaHCISIIUU.
IMonpo6Ho uzydeHa perynsius Lll-onepoHa E. coli
[18—20] m L1-omepona apxeit pona Methanocaldococ-
cus [21, 22].

VYuyacrok cBsa3biBaHus Oenka L1 Ha MPHK L11-
omnepoHa E. coli pacnonaraercst B 5'-HTO MPHK 6en-
Ka L11 (puc. 3). ConpssKeHHOCTh TPaHCISILIUY TEHOB
OollepoHa IIPUBOAUT K COMPSCKEHUIO PeIpeccrum
TpaHcasuuu [23, 24]. Y apxeit M. vannielii u M. jan-
naschii yaacToK CBSI3bIBaHUSA Oenka L1 HaxomuTcs B
5'-HTO ero cooctBennoit MPHK (puc. 3). ABropery-
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Jsiust cuHTe3a oenka L1 M. vannielii mpoucxoout av-
00 10 opMHPOBAHUS TIEPBOM MEeNTUIHOM cBsI3M L1,
160 Ha 3Toi cranguu [25].

IMTouck yuyactkos cBsi3biBanus 6enka L1 na MPHK
pa3INYHBIX 0aKTEpUN MoKa3ai, 4To nojgoxenue L1-
CBSI3BIBAIOIIIETO caliTa HE CTPOTO KOHCEPBAaTUBHO
[11]. B GakTepusix OmHUX TPYIII 3T CAlTHI pacriojiara-
1oTcs Tiepen reHom 6enka L11 (Proteobacteria, Spiro-
chaetes, Thermotogae u Tenericutes), B Apyrux — nepexn,
reHom Oenka L1 (Cyanobacteria, Actinobacteria u
Chloroflexi), a B 40% renomoB Firmicute yqacTku cBsI-
3pIBaHNs Oenka L1 oOHapyXeHBI iepesl 00OMMM reHa-
mu (puc. 3). HenaBno na MPHK L11-onepona Thermo-
toga maritima HavineHbl 1Ba L1-peryasaTOpHBIX ydacT-
Ka: riepBbrif B 5'-HTO MPHK 6enka L11, kak B E. coli,
a BTOpPOIl BKJIIOYAET JUAECPHBIA U KOAUPYIOLIWIA
yaactku MPHK 6Genka L1 [26].

CTpyKTypbl y4acTKOB CBs3bIBaHMs Oejika L1 Ha
pPHK koHcepBaTUBHBI BO BCeX JOMEHaX XU3HU [27,
28]. Caiitnl cBs3pBanms Oenka L1 va MPHK nmeror
BBICOKYIO TOMOJIOTMIO TIEPBUYHONA W BTOPUYHOM
CTPYKTYpPHBL C €ro y4acTKoM cBs3biBaHMs Ha pPHK
[22, 29] (puc. 4). OmHaKO KOHCTAaHTHI CBSI3bIBAaHUS
oenka L1 ¢ pPHK u MPHK otiuyaioTrcst mpumepHo
Ha MOPsIIOK, B pe3yJibTaTe Yero peryJssius TpaHCsI-
nuu Lll-omepoHa oCyHIeCTBIISIETCS MO KiIaccude-
CKOMY TIPUHIIUITY OOpaTHOI cBsi3u [24].

ITockonpKy y4yacTKu cBsS3bIBaHUS Ocnka L1 Ha
MPHK n pPHK roMonoruunsl y 6aktepuii u apxei
(puc. 4), L1 apxeu M. vannielii ciocodbeH (yHKIINO-
HanbHO 3aMemaTth 6e1ok L1 E. coli Kak B cocTaBe pu-
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Puc. 4. Yuactku cBsi3piBaHust Geinka L1 Ha 23S pPHK
(T. thermophilus) u MPHK (E. coli u M. jannaschii). Ha
¢dparmeHTax PHK KkpacHBIM BbleIeHbl HYKJIEOTUIbI, 00-
pasyoolre KOHCEPBAaTUBHbBIE KOHTAKTHI C OeskoM L1.

00OCOMBI, TaK U B KAUeCTBE peripeccopa TPaHCIISIINH,
a L1 E. coli naruoupyet tpancisiuuio MPHK L1-ome-
poHa M. vannielii in vitro |22, 30]. benok L1 6aktepun
T. thermophilus ciocobeH peryupoBaTh CUHTE3 OEJIKOB
L1-onepona apxeu M. vannielii in vitro [31].

CTpyKTypHbIE U OMOXUMMWYECKUE KMCCIIECIOBAHUS
CBUIETENILCTBYIOT O Beaylieii poin noMeHa I Genka
L1 Bo B3aumoneiicteum ¢ PHK B 0akTepmsax [31—33]
u apxesx [34].

A A—_38 111
=
U A——77
N G—C UG
AT C A C A
c—G A c
C_G-\ -G Aﬂ\ U
3 A-U £ G
o &2 62
U-G Y AU
G—C c G
Cc-G c-@f——% AU
_90_C—C A AU
~-C—G A-U GHU
5-AGUACC UAUGUUAAAC AAAUAUAAAC UGCU -3'

ss-1 ss-2

S1-onepon

P-6enok S1, KonupyeMblii TeHOM rpsA, peryiaupy-
€T CBOIl COOCTBEHHBI CMHTE3 Ha YPOBHE TPAHCIISI-
muu (puc. 16) [35, 36]. S1 — onuH 13 GEJTKOB Maloii
PUOOCOMHOI CyOYaCTHUIIBI, PACIIONIOXEH MEXIy TOo-
JioBKoOit 1 1atdopmoii 30S cydyacTMIBI M1 KOHTaK-
tupyet ¢ MPHK, p-6enkammu [37, 38] u PHK-noau-
Mmepasoii [39, 40].

M3BecTHO, yTO 610K S1 HeoOXoauM IS TpaHC-
nsmr Hekotophix MPHK [35], Bkiriogast cBoro cob-
cTBeHHy10 [41]. Bemok comepXuT IIECTb TOMEHOB.
Tpu N-xonueBbix momeHa (D1—-D3) B3aumopeii-
CTBYIOT ¢ p-0OeiKaMH, a TakKe ¢ pa3nnyHeiMu MPHK
B cocTaBe pubocoMbl U obnanaror PHK-manepon-
HOIl aKTUBHOCTBIO [42]. DT NOMEHEI yY4acTBYIOT B
GOpMHUPOBAHNN TIPEMHUIIMATOPHOTO KoMImTekca 30S
pubocomHoii cyouactuiisl ¢ MPHK. C-koH1ieBbIe 10-
MeHbl D3—D6 obecnieunBarOT CrielIM(PUIHOCTh Y3HA-
BaHUS OHOLIETIOYEYHBIX Y4aCTKOB pas3mnaHbx MPHK
[43, 44]. I3BeCTHO, UTO YYaCTOK CBSI3bIBAHUS OeJiKka S1
Ha ero MPHK naxomurca B 5'-HTO, oH obGpa3zoBaH
tpems mmwibkamu (I—I11), paznenerapiMmu AU-60-
raThIMMA OJHOLICTIOYECYHBIMHM y4YacTKaMM (ssl U ss2)
(puc. 5a). llmmaeka III comep:kuT cTapT-KOIOH U
SD-nono6nsbrit a5temeHT (GAAG) (puc. 5a), dopmu-
PYIOIIUI TOJBKO TPU KOMILJIEMEHTApHbIE Mapbl OC-
HoBaHuii ¢ aHTU-SD 16S pPHK [45]. Tem He MeHee,
S1-omepoH — oauH U3 HauboJIee CUIBHBIX OIIEPOHOB
B E. coli ¢ 23((peKTUBHBIM OTPpULIATEIbHBIM ayTOTeH-
HBIM KOHTpoJieM [36]. [TocnenoBateabHocTH GG(A)
B netysix ek I u I MPHK coBmecTHO co cimaboit
SD MoryT 06pa3oBbIBaTh pa3aeJICHHbIN B MPOCTpaH-
ctBe obmmii SD-snemeHT (puc. 56) [35]. Perynsauus
cuHTe3a 0enka S1 mponcxognT Ha ypoBHE (hopMUPO-
BaHus 30S npenHUIIMaTOpHOTO KoMmIuiekca. Tak, 30S
pubocomMHas cybuactulia 6e3 6enka S1 He cmocoOHa
00pa3oBBIBaTh IIPEMHUIIMATOPHBIA KOMILUIEKC CO
cBoeit MPHK in vitro. lo6aBienue oenka S1 x 30S

308

X/\\ AUG

GG

S1
M36pITOK S1

P—
Henocrarok S1

“AxTuBHaAs”
koHpopMatmss MPHK

“HeaxkTuBHas”
koHdopmanmss MPHK

Puc. 5. Perynsaropnsiit yaactok MPHK rpsA. a — BropuuHas cTpyKTypa ydyacTka MHUIIMAIAY TpaHcsaum 6einka S1 Ha MPHK
rpsA. CepbIM OTMeUeHbI KOHCcepBaTUBHbIe HYKIeoTuabl GG. Pamkoit BeiaeneHa SD-nocnenoBarebHOCTh. 6 — CxeMa ayTo-

TeHHON peryisiiuu cuHre3a oenka S1.
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Puc. 6. Bropuunas ctpykrypa 5'-HTO MPHK rpsB FE. coli. LH 1 RH — xoHcepBaTUBHbBIE IITTWJIEYHO-TIETEILHBIE CTPYKTYPHI,
CR — 1eHTpasibHBbIi, C1a00CTPYKTYpUPOBaHHBIN yyacToK. KoHcepBaTMBHBIE HYKJICOTUAbI BbIIEIEHbI KPACHBIM.

cybuactuuam ¢ feduuutoM S1 B MOJIIPHOM COOTHO-
weHuu 1 : 1 BoccTaHaBIUBAET UX CIIOCOOHOCTD CBSI-
3piBaTh MPHK 7psA, Torna kak nu30ObITOK O€J1Ka UHT U -
OUpYyeT 3TO CBsI3BIBaHUE (puc. 50).

benok S1 B3auMoaeicTBYET C OHOLIENOYECUHBIMU
yuactkamu ss-1 u ss-2 Ha MPHK rpsA (puc. 5a). Bto
B3aMMOJEICTBHE M3MEHSIET CTPYKTYPY yJacTKa MHU-
LIMalUY TPAHCISIUKU 7pSA, Hapyllias ero akTUBHYIO
KoHdopMallvio, U NpeaoTsBpaiiaer (GopMupoBaHue
IpenHUIIMaTopHOro Komriekca ¢ 30S cydbuactuueit
[35] (puc. 56).

Bropuunas ctpykrypa 5'-HTO MPHK rpsA cxon-
Ha B IISITU ceMeicTBax Y-nporeobakTepuii (Entero-
bacteriaceae, Pasterellaceae, Vibrionaceae, Erwinia-
ceae, Shewanellaceae) [45]. Crmupanu II n III mo-
BOJIBHO KOHCEPBAaTUBHEI, MEXCIUPAJIbHbINA Y4aCTOK,
Kak IpaBuIo, comepxutr AU-0Ooratyio mociiemoBa-
teapHOCTh [11]. Cnabasa crmupans I1I Bcerma comep-
xut SD-mmomo6HEIT 21eMeHT 1 AUG B 1IeTiie, a B
netngx mmuinek I m I mmerorcsa Tpumietst GGA
(puc. 5a).

S2-onepon

S2-omepoH (omnepoH rpsB—tsf) 0bakTepuii KOTUPY-
eT p-6esok S2 u dakTop anoHrauum Ts (puc. 1e). B
KieTkax E. coli peryisiiysi 3TOro orepoHa OCyIlIeCTB-
JISIETCS Ha YpOBHE TpaHCIALMU 6eakoMm S2 [46].

I'moOysipHELT fOMEH OeKa S2 B3aMMOIEiiCTBYET
¢ “rerom” 30S cybGuacTHIIBI pOOCOMBI, a IBYXIIECITO-
Ye4HbIA TOMEH HallpaBjeH K “TOJIOBKe” MaJoil cyo-
yactunbl. [lokazaHo, yto Oeaok S2 Ha pubocoMe
YY4acTBYET B CBSI3BIBaHUM SD Ha 3Tarie MHUIINALINHA
TpaHcasuu [47]. Tomonorum S2-cBs3bIBAIOIIETO
yuyactka Ha MPHK u Ha 16S pPHK (h26 u h35—h37)
[48] HE oOHapyKeHO.
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PeryasiTopHBIil y4acTOK, ¢ KOTOPBIM B3auMOJeii-
crByeT O0enok S2, Haxomutca B 5S'-HTO MmPHK rpsB.
Hau6onee BaxxHb! 1151 peryiasiuuu ydactku CR u RH
MPHK rpsB (puc. 6). UuTepecHO, 4TO GeaoK S2 60-
ee 3(PpGEKTUBHO PETryINPYET SKCIPECCHIO FpsB—
lacZ B ipucyrcTBun 6enka S1 [46]. benok S2 TpeGy-
ercs 1J1s1 BctpauBaHust S1 B pubocomy [40] 1 moxkeT
00pa30oBBIBaTh KOMILIEKC € S1.

YmmHeHHb ocnenosBareabHOCcTEI0 TGTG “—107-
MIPOMOTOp TeHa rpsB u BTopu4Has cTpykrypa 5'-HTO
MPHK rpsB KOHCepBaTUBHBI Yy Y-IIPOTEOOAKTEPUIA
[49]. T'en tsf He umeet cBoero npomMotopa, u EF-Ts
cuHrte3upyercsa ¢ ounucrtpoHnHoir MPHK rpsB—tsf
[50, 51]. T'eHsl pa3gelieHBI IPOTSKEHHBIM YydacT-
KOM, coAepKallliM UHBEPTUPOBaHHbIE MMOBTOPHI, 3a
KOTOpPBIMHU ciienyeT arreHioaTop [52]. IIpu cBs3bIBa-
Huu 6enka S2 ¢ yuactkoM MPHK rpsB cunte3 EF-Ts
TakXe MHTuoupyercst [46]. AKTUBHOCTb IIPOMOTOpPA
S2-omepoHa CHIXAeTCsI MPU aMUHOKMCIOTHOM TO-
JIOHAHUWMU in Vivo WIM TIPU YBEJIUYEHUU KOHLIEHTpA-
uu aiapMmoHa ppGpp in vitro. J1J1s1 3TOI peryiassuuu
BaxkHa GC-0OoraTast HyKJI€OTUIHAS TTOCIIeIOBATEIb-
HOCTb, oTaeasiomas “—10”-sjgeMeHT OT cTapTa
TpaHcKpunuuu [49].

Takum obpa3oM, perysiiusi CUHTe3a 0eJIKoB S2 1
EF-Ts ocymecTBisieTcs Kak 6eJIKoM S2 Ha ypOBHE
TPAaHCJSALMU MO NPUHLIMIY OOpaTHOM CBSI3U, TaK U
Ha YpOBHE TPAHCKPUITLIMU — TJI00aJbHBIM PETYJISITO-
poMm ppGpp. Ilpuuem mist 3¢ppeKTUBHOI U pPeryim-
pyeMoii TpaHCKpUILUM S2-0IlepoHa HEOOXOANUMO
COYETaHME BCEX KOHCEPBATUBHBIX 3JIEMEHTOB ITPO-
MoTopa rpsB [49].

L20-onepon
L20-omepoH (oriepoH rpmI—rplT) BKIIOYaET TeHbI
p-6enkoB L35 (rpml) n L20 (rplT), n dpakTopa MHU-
muatmu Tpancisiunu 3 — IF3 (infC) (puc. 19). benok
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Puc. 7. Bropmunas ctpykrypa Tpex L20-cBsi3biBatomux caiitoB Ha PHK. KoHcepBaTuBHBIE HYKJIEOTHUIBI Ha BCEX y4acTKaX BbI-
JieJIeHbl KpacHbIM. a — Yuactok infC—rpmI MPHK E. coli. 6 — IepBblii caiit cBsi3biBanust L20 ¢ MPHK — niceBnoy3sen, B KoTo-
poM crimpaiib S2 obpasyeTtcs ynajaeHHbIMU APYT oT Apyra yauactkamu MPHK (TokazaHo cxopsmmmMucs ctpeinkamu). 6 — Bropoii
L20-cBsizpiBatoumii caiit Ha MPHK. PaMkamu BbliesieHbl CTapT-KOJOOH reHa rpml v cron-KozaoH infC. ¢ — L20-cBs3bIBatoluii

caiit Ha 23S pPHK E. coli.

L20 nipsiMmo MHTMOMPYET TpaHCISALMIO IIMcTpoHa .35
M COMPSIKEHHO — TPAHCISILIMIO CBOETO COOCTBEHHOTO
nucTpoHa [53]. DTo mepBUYHO CBI3BIBAIOIINIACS C
pPHK 6enok 50S cybuactuiibl [54], B3auMoaeiicTBy-
OLIMKA ¢ ydyacTKoM Mexay criupainsmu 40 u 41 23S
pPHK.

st penipeccun TpaHcasuuu L20-omnepoHa in vivo
nmocratouHo C-KoHIIEBoro momeHa Oeika [55]. B
MexXuucTpoHHoi oonactu infC—rpml MPHK E. coli
OOHapy:XeHBbI ABa PeTyJISITOPHBIX caliTa, C KOTOPIMU
L20 B3amMopeicTByeT C OOMHAKOBEIM CPOICTBOM
(puc. 7). IlepBrblii caiiT BKJIIOYaeT IICeBA0Y3e, Chop-

MOIJIEKVJIAIPHAA BUOJIOTUA

MUPOBaHHBIN yyacTtkamu infC v rpml (puc. 7a, 6) [55]
M CIIOCOOCTBYIOIIMIA conpspKeHUIo TpaHcasunu 1F3 u
LUCTPOHOB P-6ekoB [56]. Bropoii caiit (puc. 7a, 8)
COJEPKUT LIEHTPaJIbHYIO YacTh CIUpau t1, CTpyKTy-
pa KOTOpOIi moXoxa Ha cailT cBsI3bIBaHMs 6enka .20
Ha 23S pPHK (puc. 7¢) [57]. Hanuuue nByx L20-cBs-
3bIBAIOIIUX CAUTOB MOATBEPKICHO in Vivo MyTallTUOH -
HeiM aHaim3oM MPHK L20-omepona [58]. Otm
y4aCTKU HaXOHsSTCsl BOJMM3U TICEBIOY3Ja, 00pas3ys
OIMH Y4acTOK B TPEXMEPHOI CTPYKType oIlepaTropa.
MwunanmansHBI yaacTok MPHK, HeoOxonmMErit mist
Ne 1

TOM 55 2021
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Puc. 8. Ipenmnonaraemast Monelib peryassiuu reHoB rpmI—rplT 6enkom L20. Yuactku MPHK, dopmupyroniue nceBnoysen —
mwmuiabka S1 MPHK infC u yuactok 5'-HTO MPHK rpml, dopmupytomumii civpanb S2, BeiaeneHbl cuiuM. nuibka t1 MPHK
infC oxazana unoaeToBbIM. 2KeThIM 0003HAUEH YIaCTOK reHa rpml, 3ejeHbIM oBasioM — p-6esok L20.

pernpeccuyr TPAHCISLMK, BKIIIOYAET TICEBIOY3ENT U
HikHMe 2/3 ciupanu t1 (puc. 7) [55, 58].

Ilpennomaraercs, uro Oemok L20 perymupyer
CUHTE3 0EJIKOB CBOEro OIlepoHa Mo MeXaHU3My KOH-
KYPEeHIIM MEXIy PpeIpeccopoM M PHUOOCOMOM 3a
cBsa3biBaHue ¢ MPHK [59]. T1pu TpaHcKpuIiiuu omne-
patopa rpml cHauyajga CUHTE3UpyeTCs IInuiabka Sl
MPHK (mokazana cuHmM Ha puc. 8, mar 1), 3atem
mmibKa t1 (mokasaHa (pruoseTOBbIM Ha puc. 8, mar 1).
ITocne popmupoBanus mnuwibku MPHK 6emok L.20
MPOYHO CBSI3BIBAETCSI C YYACTKOM Ha 3TOil IIMMIbKE
(puc. 8, mar 2). Hajee CHHTE3UPYETCS YYacCTOK
MPHK, coorBeTcTBytomuii 3'-KOHIy IIMWIbKA S2
(puc. 8, miar 3, TMHEMHBIN ydacToK 3'-KoHiia MPHK
MoKa3aH CUHMM), YTO IIPUBOIUT K (POPMUPOBAHUIO
ncesnoysia (puc. 8, mar 4). I[locne Toro, Kak onepa-
TOPHBIN yYacTOK IIPMHSIT HEOOXOOUMYIO0 KOH(pOpMa-
110, CBsI3aBIIasicSl paHee MoJieKya 6eika L.20 meHseT
cBoe nosnoxeHne Ha MPHK (puc. 8, mar 5), 6mokupys
Y4acTOK B3auMoOAeHcTBUS ¢ pudbocoMmoii. [1penmnonara-
ercs1, uyto B3ammogeiictBue L20 co mmmmibkoit tl
MPHK mo3BossieT BpeMeHHO yBeJIMYMBaTh JOKAJIBHYIO
KoHleHTpauuio 6enka .20 863 MPHK mo Tex mop,
noka He cchopmupyetcs riceBnoy3ea MPHK. Crpykry-
pa xomruiekca .20 ¢ oneparopHoii yacteio MPHK
HACTOSIIIIEMY BpEMEHM HEM3BECTHA, OJHAKO MMOKa3a-
HO, 9TO O€JIOK CBSI3BIBACTCSI C 3TOI 00JIaCThIO C MO-
JIIpHBIM cooTHolIeHueM 1 : 1 [59].

B B. subtilis HaiiieH TOJIbKO OJWH Y4aCTOK, C KOTO-
pBIM B3aumopeicTByeT 0enok .20, 1 oH oTiandaeTcs
OT PeryJIITOpHOTO yJyacTka B E. coli. DTa 00671aCTh Ha-
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xomutca B 5'-HTO MPHK infC, a perymsums ocy-
IIECTB/ISIETCSI Ha YPOBHE TPaHCKPUNLIUM, HO He
TpaHcasauuu. Tem He MeHee, naHHbIA yyacTok MPHK
TaK:Ke UMeeT CXOACTBO ¢ L.20-CcBI3bIBAIOIIMM CAUTOM
23S pPHK B. subtilis [60]. TakuM o6Gpa3oM, HECMOT-
ps Ha oTiau4ue B CTpykrypax [20-cBs3bIBalOIIMX
yyacTkoB PHK y pa3HbIX opraHu3MoB, O€JIOK UMEeT
CXOXME OEeTePMUHAHTHI IS B3aMMOICKMCTBUS Ha
MPHK u pPHK.

S6-onepon

B reHomax MHOrUX BUIOB OakTepuii reH rpsk, Ko-
TUPYIOMINIT p-6eIoK S6, TOKaTM30BaH PSIOM C TeHa-
MU priB (KOMIIOHEHT IIpaiiMOCOMBI) U rpsR (p-6etok
S18) (puc. le). S6-omepon (rpsF-onepon) E. coli
BKJIIOUAeT Takke reH rpll (p-6enok L9) [61]. benku
S6 1 S18 He OTHOCATCS K ITEPBUYHO-CBIA3BIBAIOIIVIM -
cs ¢ pPHK 6enkam, oHn ¢opMUpYIOT TeTepoanumMep,
B3auMoAeUCTBYIONMI ¢ ydacTkoMm 16S pPHK, cBsi-
3aHHBIM ¢ p-6eakoM S15 [62—64]. Hykneotuast CCR
(R=A/G) B 16S pPHK — ennHCTBEeHHBI1 KOHCEpPBa-
TUBHBINM Y4acTOK, CIIeIM(PUIECKU B3aUMOIEACTBYIO-
muii ¢ KoMruiekcoMm S6:-S18 (puc. 96). AHamornyHast
MOCJIENOBATEIbHOCTh OOHapyXuBaeTcd U B S6-S18-
cBs3biBawlieM caiite Ha MPHK rpsF (puc. 9a), uto
YKa3bIBaeT Ha KJIIOUEBYIO POJIb 3TOr0 B3JIeMEHTa BO
B3auMoeiicTBuu 6eykoBoro koMiriekca ¢ PHK [65],
npuueM cpoactBo S6:S18 xk pPHK BhIIE, yemM K
MPHK [66].
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Puc. 9. Bropuunas ctpykrypa S6-S18-cBs3biBaroiiux yuactkoB PHK. a — [1peamnonoxuTenbHast BTOpU4Hast CTPYKTypa ydacT-
ka MPHK rpsF E. coli. TlocnenoBareabHocTh SD BbieneHa 3ejeHbIM. 6 — @parmenT 16S pPHK 7. thermophilus. PaMkaMu BbI-
IeJIeHbl HYKJIEOTUIbI, 0Opa3yioine S6-S18-cBsa3bIBaloNInii cailT, KpacHbIM — KoHcepBaTuBHbI CCR-MOTHUB.

PHK-6enkoBbIe KOHTaKTBl B pUOOCOMHOM U pe-
TYJISITOPHOM KoMImIekcax S6:S18 KoHcepBaTWUBHEL.
3aMeHBbl aMWHOKMCIOTHBIX OCTAaTKOB B Oeiike S18,
KOTOpbIE TPUBOASAT K MOTEpPE CpoJcTBa Oejika K
pPHK, ocnabnsior u ero B3aumoneiictsue ¢ MPHK
[65, 67]. MyTauuu, Hapymawolue 6e10K-0eIKOBBIE
KOHTAaKTHI B KOMIUIEKce S6-S18, Takke IpUBOIAT K
CHUXXEHUIO YPOBHSI pPEryJsiliuM CHUHTe3a OeJIKOB
S6-onepoHa [63, 67]. AHanu3 5'-HTO S6-omepoHa y
v-npoteobakrepuid, Firmicutes n Tenericutes noxa-
3ajl, 4yTo CCR-MOTHUB BXOOUT B COCTaB METIU KOH-
cepBatuBHOM bk P1 MPHK [65], Ha 3'-KoHIIe
Kotopoii Haxonutcss SD (puc. 9a). B mogenu Kom-
rekca ¢ MPHK 6Genok S6, B3amMomeiicTBYIOIINiA B
pubocoMe ¢ MaibiM kejlookoM h22 u h23b pPHK,
obpa3syet cBgI3U co crmpainbwio Pl. beaok S18 moxer
Takke KOHTaKTupoBaTh co crimpaibio Pl u ¢ CCR-
MOTHUBOM (puc. 9a).

CaasbsiBadnue S6-S18 ¢ MPHK crabunusupyer ee
CTPYKTYpY, Aejiast SD HeJoCTYHBIM 1151 B3auMOoIeii-
CTBUSI ¢ PUOOCOMOIT W MHIMOUPYS TPAHCISLINIO
MPHK S6-onepoHa mo npuHUMIY 0OpaTHO# CBS3U.
MyTauMOHHBIN aHaIU3 II0Ka3ajl, 4To ITOoCJea0oBa-
tenbHOCTh ctimpaim P1 MPHK rpsF Baxna s ag-
(GEKTUBHOCTH TPAHCIISIIINY KaK B KJleTkax F. coli, Tak
ny B. subtilis [66, 67], onHako Genok S18 B. subtilis
uMeet ciadoe cpoactBo K MPHK B oTcyTcTBHE Oeaka
S6 [66].

L 10-onepon

L10-onepon (rplJL-omnepoH) E. coli conepKut re-
HbI p-6esikoB L10 (rplJ) u L12 (rplL) u B-, B'-cy0Oua-
crunl PHK-nonmumepassr (puc. 1ac). B pesynbrare at-
TeHIoAlMU TpaHCKpUNuUuu U npoueccuHra MmPHK
rplJL oOpa3yioTcsi IBa OTHEIbHBIX TPAHCKPHUIITA,
OIWH U3 KOTOPBIX COAECPXKUT LUCTPOHBI P-OEJIKOB, a
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BTOpPOIi — 1MCTpoHbI cyobenuuul, PHK-moanmepa-
3bl. TpaHcasUsl HUCTPOHOB rpll u rplJ conpsikeHa
[23] u perynupyeTcs 110 NPUHLIMIY KOHKYPEHTHOIO
WHTMOMPOBAHUSI KOMIUIEKCOM, COCTOSIIIMM U3 OJ-
Hoit MosieKyJbl 0enka L10 u getsipex monexkyn L12
(L10-(L12),) [68—72].

V npencraBuTelieil ceMH pOIOB YHTEPOOAKTEPHiA,
Bkiouass E. coli, rensl rplKAJL pasgeneHbl Ha nBa
onepoHa: L11 (rplKA) — perynupyetcs 6enkoMm L1, u
L10 (rplJL) — perynupyetrcsa oenkom L10 [23, 24]. ¥V
apxebakTepuil reHbl rplAJL TpaHCKpUOUPYIOTCS B
Buae TpuauctpoHHoit MPHK, TpaHcisinst kotopoit
perymmpyetcs oenkom L1 [73].
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Puc. 10. Bropuunasa crpykrypa L10-(L12)4-cBasbIBato-
mux caiitoB PHK E. coli. a — BropuyHast cTpyKTypa
L10-(L12)4-cBasbiBarowuero caiita MPHK mpl/L. 6 — Bro-
pyuHast cTpykTtypa L10-(L12)4-cBs3sbIBalomero ydacrka
23S pPHK. KpacHbiM nokazans! L10-(L12)4-cBsi3bIBatoriye
yuactku. Ctapr-konoH MPHK rpl/ Beinenen 3eneHbIM.
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Puc. 11. Cxemnr perynsiiuu skcrapeccun MPHK rplJL. a — Monenbs KoopamHUPOBaHHON aKcripeccuu TpaHcassiuu MPHK
rmplJL E. coli. TlocnenoBarenbHocTH SD 0003HauYeHbI 3e1eHbIM. 6 — MoJenb ayToreHHO# arTeHoauuu tTpaHckpunuuu L10-
onepoHa B. subtilis. CepblM KBagpaToM 00O3HAuU€H YYacTOK TepMMHaLMM. HyKJeoTUAHBIE OCTAaTKM, MEPEXOISIIne MEXIy
mrmabKaMu AT u AAT BeiaeaeHBI XXeaThiM, Mexkay mmmibkaMu AT u T — roay6siM. 3eeHbIM 0003HaueHB! SD reHa, kogu-
pyiolero JuaepHbIid ientun u rplJ. KoHcepBaTUBHBIN MOTUB “U3JIOM—ITIOBOPOT”, C KOTOPHIM B3aMOJIEICTBYET KOMITJIEKC

L10(L12)4, BblIEIEH KPACHBIM.

benok L12 Ha pubocomMe B3aUMOJEHCTBYET TOJIb-
Ko ¢ 0enkoMm L10, He cBsi3piBaeTcs ¢ pPHK, 1 He Mo-
XKET CaMOCTOSITEIbHO PEryJInupoBaTh TPaHCIISIIINIO
[23, 74]. DTO enMHCTBEHHBII pP-0€10K, KOTOPBIA
IpeacTaBicH Ha pubocoMe B HECKOJIBKIX Konusx. B
E. coli m npyrux Me30pMILHBIX OaKTEpUSIX 00pa3yeT-
cg neHtaMepHbiii komreke L10-(L12),, Torna kak
TepMO(MIbLHBIE OaKTepUU COAEpXKAT IrenTaMepHBIA
komruieke L10-(L12), [75—77].

OcHOBHOI1 BKJIajd B y3HaBaHue Oenka L10 Ha pu-
0ocoMe BHOCUT KOHCEHCYCHBIII MOTUB “U3JIOM—IIO-
Bopor” (H42—44 23S pPHK) B paiione GTPa3Horo
neHrtpa (puc. 100) [57, 78], moxoxmuit Ha L10-cBsA3BI-
Baromuii yaactok MPHK rplJ E. coli (puc. 10a) [79].
Baxny1o posib Bo B3aMOIeiiCTBUM ¢ OEIKOM UTPAET
BropuuHast cTpykrypa MPHK, ymanenme mo6oro
y4yacTKa 3TOH criupaiu CHUXKaeT 3(PeKTUBHOCTD pe-
ryssinyu [80, 81]. M3BecTHO, YTO B CBSI3BIBAHUY MHO-
rux p-oenkos ¢ PHK Benyuiyio posb urpatrot Hecna-
pEeHHbIE HYKJICOTUABI U BhINETIINBaHMS [82—86].

IlokazaHo, 4TO JBa KOHCEPBATUBHBIX aJleHUHA B
BeineriuBanuu UUAA MPHK 3amummarorcs Kom-
wiekcom L10:(L12), oT xuMu4yecKux peareHToB (puc.
10a) [87]. ¥ Bcex opraHM3MOB BbIIECTIMBAaHNE HAX0-
JIUTCS HA PACCTOSIHUMU 4 T1.H. OT KOHCEHCYCHOTO MO-
TuBa “usnmomM—noBopor”’. KoHcepBaTMBHas TIETIS
UAA 23S pPHK mnmMmeeT Takoe Ke pacIioIOXXeHHUE OT-
HOCHUTEJIBHO MOTHUBA “U3JTI0OM—ITOBOPOT”, KaK 1 KOH-
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cepBaTHUBHBIC aJeHUHBI B BbineTIuBaHuM MPHK
(puc. 10) [79]. 3ameHbI 3TUX aneHUHOB Kak B MPHK,
tak 1 B pPHK, cHuxator cpoacro L10-(L12),
PHK.

Mopnens peryasiuuu L10-orepoHa ocHOBaHa Ha
BO3MOXKHOCTM CYIIIECTBOBAHUS JIBYX aJIbTEPHATUBHbBIX
koHpopmaumii 5'-HTO MPHK #plJ. TIpennonaraercs,
YTO PETYJISILIMSI OTIepOHA OCYIIECTBIISIETCS B pe3y/ibTaTe
KOHKYPEHLIMU PHOOCOMBI C PEMTPECCOPOM 3a CBSI3bIBA-
Hue ¢ MPHK B “oTKphITOI” MM “3aKpbITON” KOH(pOP-
maiuu (puc. 11a). CesaseiBanue L10(L12), mpuBoaur K
M3MEHEHMIO BTOpUYHOI cTpyKTyphl MPHK — dhopmu-
pyeTcs nBoitHasl crpalib Mexay SD nuctpoHa rpll u
5'-mpokcuManbHbIM ydyacTKoM MPHK u oGpasyercs
“zakppITas” koHpopMmauus MPHK (SD HenocrtyitHa)
[88] (puc. 1la). Takasa cTpyKTypa MOXET CTaTh MU-
mweHblo 111 PHKa3, cnenmguuHbIX K ABYX1LIEIOUEY -
HeiM PHK (PHKasza III), yTo mpuBOOUT K CHIKE-
Huto ctadbuibHocTu MPHK.

Perynsanus cunresza MPHK rplJL B. subtilis ipo-
XOIUT MO MEXaHW3My aTTEHIOALIMM TPAHCKPUIILINU
[89, 90]. JIunepHsiii yuacTok 3Toit MPHK conepxxur
TPM TIepeKpbIBalolIvecs IMUIbKU. BHyTpeHHMIT Te-
MUHATOP TPAHCKPUITIUU U HAXOASIIAsICS Iepel HUM
mmatbKa AT TeficTBYIOT KaK aHTUTepMUHATOP TpaH-
CKPUITLIMH, & pACITOJIOXKEHHAasI BbIllle CTpYKTypa AAT,
paboTaeT Kak aHTU-aHTUTepMUHaTOp (puc. 116).
L10(L12), B. subtilis crabunusupyer AAT-IINUIbKY
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MPHK (puc. 116), npenorBpamast oopazoBanue AT-
IINWIBKY U obecrieyrBasi TepMUHALIUIO TPAHCKPUII-
uuu. JlupepHbiii yaactok MPHK rpl/L B. subtilis xo-
IUPYeT IUAEPHBIN IenTun, SD KoToporo HaxomuTCs
¢ 3'-KoHIIa TepMUHATOPHOI WNWIbKU (puc. 116).
TpaHcsIMs TUASPHOTO MEeNTUAA MOXET YBEJINYM-
BaTh 3KCIIpeccuio rplJ L B. subtilis 3a caeT 610KupoBa-
HUSI JOCTYHOCTU TpaHcKpunTa s p-daxropa. Ta-
KM obpa3om, L10-omnepoH B. subtilis peryaupyercst
KakK IT0 MEXaHMU3My aTTeHI0AIUM, TaK 1 IO MEXaHM3-
My aHTUTEPMUHALIUU, OCYIIECTBISIEMON JIUACPHBIM
nenTuaoM. Takoit ABOMHOIN MOCTTpaHCKPUILIMOH-
HBI KOHTPOJIb MOXKET 00€CIIeYMTh TOHKYIO HACTPOIi-
Ky aKcrpeccuu rplJL B. subtilis B 3aBUCUMOCTU OT
¢a3sl pocTa KJIeTOK. AHAJIOTMYHAsI CTPYKTYpa JIMAEP-
HOTrO y4JacTka rpl/L, BKIIFOYAIOIIEero Mocjaea0BaTelIb-
HOCTb JIMAEPHOTO TeNThaa, OOHapyKeHa U Y IPYyTUX
BunoB Bacillus [89].

PETYJIALINA CUHTE3A PUBOCOMHDIX
BEJIKOB 110 MEXAHU3MY “JIOBYLLIKHN”

MexaHU3M peryasiuMyM CUHTe3a p-0elKOB IO
NMPUHINNY “JTOBYIIKM~ TIpearnojiaraeT (popMmupoBa-
HUe “HeakTUBHOI” cTpykTypbl MPHK mpu cBsi3biBa-
HUM OejKa-perpeccopa, 4YTo OJOKUpPYEeT pubdocoMy
Ha TmpeuHuIMaTopHOo# ctaguu. Haunbomnee xopoliio
M3y4eHa aBTOPETY/ISILMS 110 MEXaHU3MY “JIOBYIIKU”
cuHTe3a p-6enka S15 E. coli. IIpennosnaraercst, 4To
MeXaHW3M “JIOBYIIKN~ TeHCTBYET IIPU O0Jiee HU3KOM
cponctBe oenka K MPHK, yeM nmpu KOHKYpeHTHOM
MexaHUu3Me, TaK KakK perpeccopy HY>KHO TOJIbKO CTa-
OWJIM3MPOBATh HENPOAYKTUBHBINA WMHUIIMATOPHbIN
KOMIUIEKC, TOTAA KaK MpYU KOHKYPEHTHOM MEXaHU3-
Me pernpeccop U pudbocomMa I0JKHbI KOHKYPUPOBATh
3a cBsa3biBanue ¢ MPHK [91].

S15-onepon

S15-omepoH coCcTOUT U3 ABYX TeHOB — rpsO (Koau-
pyeT p-6esok S15) u pnp (KogupyeT MOIUHYKIICOTH-
ndocdopunasy). B E. coli 5Tn 1Ba reHa KOTpaHCKPU -
oupyrorcs. I1pu n306bITOUHOM cuHTEe3e S15 MHrnoum-
pyet TpaHcismio ceoeii MPHK. Omepon comepxxur
nBa npomotopa: P1 — nepen reHom rpsO, 1 cliaOblid
npomotop P2 — mexny renamu rpsO u pnp (puc. 13).
Kpowme Toro, B yuactke MexXay reHaMu eCTb [OCeN0-
BaTeJIbHOCTh, O0pa3yollasi p-He3aBUCUMbII TEpMU-
HaTop, a B objacTu Huxe P2 — mimwibka, coaepxka-
mast ygactok y3HaBanus PHKazoii 111 (puc. 13) [92].
Ilpu paspyliieHuU 3TOU INMUIBKM OOpa3yeTcsl myIl-
JIEKCHasl CTPYKTypa C HEYTIOpsIOYeHHOH 3'-KOHIIEBOM
YacThlo, KOTOpas pacilieruIsieTcsl CaMoil MOJIMHYKJIIEO-
TunadochopuIazoii, YTo MPUBOAUT K AeCTAOMIM3ALIUN
MPHK pnp. Takum o6pa3zom, mmoauHyKieotTuadocdo-
pujiaza peryjampyeT CBOil CUHTE3 Ha MOCTTPAHCKPUII-
umoHHoM ypoBHe PHKas3a I11-3aBucumebimM mytem [93].

OnHomoMeHHBI O0enok S15 B3amMOIEHCTBYET C
16S pPHK B nByx MecTax (puc. 12a), urpass OCHOB-
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HYIO poJIb B cOOpKe IeHTpanbHOTO noMeHa 30S cyo-
yacTULbl prOOCOMBI [63]. OCHOBHOI CaliT CBSI3BIBA-
HUS Genka copmupoBaH crimpansmu 20—22 16S
pPHK u y3mom GGC B MecTe ux cowneHeHus. Apy-
Toil CaliT mpeacTaBisieT CO00i KOHCepBaTUBHBIN MO-
t™B G-U/G-C, pacnoyioXXeHHbI Ha PACCTOSIHUY OJI-
HOIO BUTKA CIIMPaJId OT MECTa MepeceueHHus Tpex
criipaniei.

5'-HTO MPHK rpsO B otnnuue ot S15-cBsi3bIBa-
oulero yyactka Ha pPHK uMeeT HekoHcepBaTHUB-
HYIO CTPYKTYpy. Pazinuuus mexmny romosoramMmu 6eJ-
ka B E. coli (MPHKg.,, EcoS15), Geobacillus kaus-
tophilus (MPHKGy,, GkaS15), 1. thermophilus (MPHKy,
TthS15) u Rhizobium radiobacter (MPHKy,,) 00y-
CJIaBJIMBAIOT CMEeM(UUYHOCTb Y3HABaHUS Pa3IMUYHBIX
crpyktyp MPHK atux opranusmosB (puc. 126—0d). Ta-
KUM obOpa3oM, naxe KoHcepBaTuBHbie PHK-cBs3bI-
Batollue 6eJIKM pa3HbIX 6aKTepuii MOTyT UMETb OTJIU-
yarommuecss PHK-y3Harole Moaynm, 4To CBUAETEIb-
CTBYET O KO3BOJIOLIUU OaKTepUaTbHBIX TOMOJIOTOB
oenka S15 u crrermmdunyeckmx yaactkoB Ha MPHK. He
Bce MPHK rpsO perynupytoTcst JItOObIM 13 TOMOJIOTOB
oenka S15. Hanpumep, tpancnsuus MPHK, He Me-
HsIeTCs B OTBeT Ha nobasienue GkaS15, a myrauum B
MPHK,, u MPHK,, HE BIUSIOT Ha B3aUMOieiCTBUE
¢ 6eakoM S15 npyrux opraHusMoB [94].

S15-cBs3wiBatoiuii yaactok MPHK E. coli, kak n
pPHK, nMeeT nBa mpoCTpaHCTBEHHO pa3HECEHHbIX
caiita cBa3biBaHus. OcHoBHOM caiiTt MPHK ., cxox ¢
G-U/G-C-motuBom 16S pPHK, npyroit caiiT auiib
HEMHOro HarlOMMHAaeT MECTO IIepeceueHus Tpex
cuupaineit. B 7. thermophilus, HaripoTUB, OCHOBHOM
CalT CBSI3BIBAHUSI CXOX C Y4aCTKOM COWJICHEHUS TPEX
crmupaneit 16S pPHK, a G-U/G-C-M0OTHUB nMeeT 3a-
MmeHy — G'G/G-C (puc. 122). CaiiTel CBSI3bIBAaHUSI
MPHK,, c 6en1komM S15 cXoIHBI ¢ 000UMU CBSI3bIBA-
formMu ydyactkamu Ha 16S pPHK (puc. 120). Yer-
BepTasl pazHoBUAHOCTL — MPHKy,,, MeeT KoHcep-
BaTuBHBIN yuyacToK G*U/G-C u cTpyKTypy, HalIOMH-
HaIIyo TpoiiHoi y3en (puc. 126) [94]. BeeneHue
mytaiuit B G-U/G-C-motuBy E. coli u G. kaustophi-
lus m B caliT, HAIIOMWHAIOIINUN CTPYKTYPY TPOMHOTO
ya3na y 1. thermophilus n R. radiobacter, npuBOIUT K
WHAaKTUBALlMU PETYIATOpHOU (yHKIIMU Oenaka S15
[95]. AMunokucioTHbeIe ocTaTku EcoS15, KoTopsie
Y3HAIOT MaJiblii 3ke1000K h22 16S pPHK, yyacTByior
U B y3HaBaHUU COOTBETCTBYIOIIIE CITUpPaIU MCEBIO-
y3na MPHK [96].

B orcyrcTBue 6enka S15 rpsO MPHK MoxeT mpuHu-
MaThb 1100 KOHGOpMaLIUIO TICEBIOY3J1a, JIMOO IBOMHOM
IIIMIBKY, HO C PUOOCOMOI1 CBSI3BIBACTCS TOJIHKO IICEB-
noysen MPHK (puc. 13a). UHrubupoBaHue TpaHCIsI-
i MPHK rpsO E. coli ocyliecTBIsIeTCsI IIpU IIepexoe
TpoiicTBeHHOro Komrurekca (S15 - 30S - MPHK) B Heak-
TUBHYIO KoH(popMmamuio [97]. YuacTok IiceBmoysia
MPHK B3aumoneiictByer ¢ N-KOHIEBBIM TOMEHOM
Oenka S2 Ha pubOCoMe, a yJ4acTOK Mepel ICeBI0Y3-
JioM KoHTakTtupyeT ¢ h26 16S pPHK. IIpu stom SD
Ne 1
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Puc. 12. Cxembl S15-cBs3biBatoinux yyactkoB Ha PHK. a — ®parment pPHK E. coli, caiit 1 (GGC) oTMeueH KpacHbIM, CalT 2
(G-U/G-C-motuB) — cuHUM. 6—0 — CxeMbl S15-cBs3biBaoiux yuactkoB MPHK E. coli (6), R. radiobacter (8), T. thermophilus (2),
G. kaustophilus (0). OTMeudeHBI cTapT-KOIOH U TtocsienoBareibHOCcTh SD. Cuaum 11BeTom o6BeneH G-U/G-C-MOTHB, KpaCHBIM —
MecTa IepecedeHUs TpeX CIupaeil, 3eJIeHbIM — TOTIOJIHUTEIbHBIE CaliThl CBsI3bIBaHUs Oeyika S15 Ha MPHK.

OCTaeTCsI JOCTYITHOI IJIsl B3aUMOIECTBUS C pUOOCO-
MO, TaK KaK HaXOIUTCS BHYTPHM OOJIBIION IIETIN
ncepaoy3na. CBsI3bIBasICh C pudocoMoii, S15 crabuim-
3upyeT Takoe cocrostiue MPHK, 6imokupys pudbocomy
B IIPEVMHULIMATOPHOM COCTOSTHUU Y ITpeAOTBpalLasi Ie-
pexol VHULMATOPHOTO KOJOHA B JCKOMMPYIOLIUIA
eHTp (puc. 13a), 4To TOPMO3UT B3aMOAECHCTBHE KO-
JIOH—aHTUKOIOH B P-caiite [98]. DT0 Knaccuueckmii
TpUMep PETyASIIAN IO NPUHINIY “JIOBYIIKHU .

Perynaropnsiii caiit S15 MPHK B T. thermophilus
00pa3oBaH TpeMsl CIIMpajbHO-TIeTeIbHBIMU yUyacTKa-
mu (puc. 122), KOoTopble HE MMEIOT CTPYKTYPHOIO
cxoncTsa ¢ ncepaoysnom MPHK B E. coli (puc. 120).
IIpu B3aumopeiictBuu ¢ 6enkoMm TthS15 crpykrypa
MPHK npetepneBaer KoH(MOpMallMOHHbIE U3MEHE-
HUSI, B pe3yJibTaTe KOTOPBIX (hOpMUpYyeTCs CTPYKTypa
MPHK, cxogHast ¢ ydacTKOM CBSI3bIBAaHUS OeJjiKa Ha
16S pPHK. B pe3yibTaTe y9acToK cBsi3bIBaHMs ¢ 30S
pubocomMHoit cyouactuieir Ha MPHK craHoButcs
HenocTynHbIM (puc. 136) [95], u TpaHCASILIUS UHTU-
oupyetcs [99]. CponctBo EcoS15 k cBoeit MPHK Ha
JIBa TopsiAka HUxXe, yeM cpoacTBo TthS15 k cBoeit
MPHK. Cuwnraercs, 4to peryasnusi TpaHCIISILIUU
MPHK rpsO B T. thermophilus IpoXoauT Mo KOHKY-
PEHTHOMY ME€XaHU3MYy, a He TI0 MEXaHU3MY “JIOBYIII-
Kn”, kKaky E. coli.
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S4/0-onepon

o-OnepoH E. coli BKiTIOYaeT ST TEHOB P-0€JIKOB
u reH o-cyobenuHulibl PHK-mmonmumepassl (puc. 1u).
CuHTe3 0OeJKOB OIlepoHa, KpoMe O.-CyObeIMHUILIBI
PHK-noauMmepa3ssl, peryaupyet 6enok S4 [100, 101].
S4 Bmecte ¢ 6ekoM S7 mHULIMMpYeT coopky 30S pu-
o0ocomHoii cyouactunsl [102, 103]. OH B3aumoneii-
CTBYeT ¢ 5'-koH1eBbIM foMeHoM 16S pPHK B MecTe
nepeceueHust matu crnupaneit (h3, h4, h16—hl18)
[104—106]. U3BecTHO, 4TO WIst 0Opa3oBaHUsI PYHK-
IIMOHAJIBHBIX KOMIIIIeKCcoB Oeika S4 kak ¢ MPHK,
tak 1 ¢ pPHK HeobxognmMa b ero N-KoHIIeBast
yactb [107].

CTpyKTypHl Y4aCTKOB CBSI3bIBaHUs Ocnka S4 E. coli
Ha MPHK n pPHK otimuuatorcs. PerynsitopHbrii yua-
ctok Ha MPHK o-onepoHa mnpencraBisieT coOoit
nBoitHOIM 1IceBaoy3el (puc. 10a) [108], Bkimouarommia
5'-HTO u Havano komupyioiiero ydyactka MPHK
rpsM [109]. Crimpans H1 MPHK mioutu He umeer
KOHCEPBAaTUBHBIX HYKJIEOTWUIOB, IJIsI PEryasiiiuu
HauboJiee BaXHa €€ MPOCTPAHCTBEHHAs YKJaakKa
(puc. 10a). Crapt-konoH MPHK rpsM (GUG) B 4 pa-
3a MeHee 3 dexktuBeH, yeM AUG, ogHako 3aMeHa
GUG na AUG cHmMXaeT 3KCITIPECCUIO TEHOB (l-OTIe-
poHa in vivo B 6 pa3 [110]. Bugumo, mHULIMAUS
tpaHcasimu MPHK o-omepoHa, kak u ee pemnpec-
CHSI, 3aBUCHUT OT CTPYKTYpHI 3T0T0 yyactka MPHK.
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Puc. 13. Mimioctpauust MexaHu3Ma peryJsisiiiuy cuHTe3a 6enka S15. a — MexaHu3Mm “JoBYyLIKH”, IO KOTOPOMY OCYILIECTBIISIETCS
uHruouposanue TpaHcasuuu MPHK rpsO'y E. coli. 6 — Mopenb KOHKYPEHTHOTO MeXaHU3Ma PeTyJISIIINU TPAHCIISIINY p-0eKa
S15 T. thermophilus. MPHK rpsO nu6o cBsizbiBaetcs ¢ TthS15 u pa3pyiaercs, nubo cesasbiBaetcs ¢ 30S cyouacTuiieit, oopasys

AKTUBHBII I/IHPII.[I/IB.TOpHBII’I KOMILJIEKC.

MexaHU3M peTyiIsIiny O.-OTIepOHa 10 TTPUHITAITY
“JIOBYIIKM”, KaK 1 B ciiydae S15-orepoHa, oCHOBaH
Ha KOH(MOPMAIITMOHHOM TEPEKIIOUCHUN MEXITY ABY-
Ms cTpyKTypamu IiceBmoysia MPHK u dopmuponsa-
HUM “HEaKTUBHOTO” MPEMHULIMATOPHOTO KOMILIEKCa
(puc. 146) [91, 109, 111]. HpeI/IHI/IHI/IaTOprIﬁ KOM-
TIeKC (popMUpPyeTCsT TONBKO C “aKTUBHOI KOHQPOP-
mauumeit ncesnoysia MPHK. “HeakTtuBHas” kKoHbop-
maryss MPHK o6pa3syeT komruiekce ¢ 30S cybuacTulieid,
HO He MoxeT cBssbiBaTh TPHK™®, Benok S4 urpaer
POJIb AJUIOCTEPUUECKOTO perpeccopa, CABUTast paBHO-
Becre Mexmy nByms KoHpopMmanmsasmun MPHK B cTo-

99

pony “HeakTuBHOIM” popMmsl [ 109, 112]. [Tpu perymns-
WY TPAHCSILIMY 110 MEXaHU3MY “JIOBYILIKW~ HET He-
00XOIMMOCTH B BBICOKOM ap(PMHHOCTH perpeccopa
KMPHK, cponctBo 6enka S4 E. coli k MPHK nu pPHK
IpuMepHO oguHaKoBo [113, 114].

Y MHorux sybakTepuii TeH Oenka S4 (rpsD) He
BXOIIUT B cOCTaB ¢l-onepoHa. Tak, reH rpsD B. subtilis
OpeACTaBisieT CcOo0OM  aBTOPETYIUPYEMYIO TpaH-
CKpUIIIUOHHYIO enuHuLy [115]. BropuuHas cTpyk-
Typa S4-cBsa3biBaroniero yaactka MPHK B. subtilis e
nMeeT KoH(hopMaluu IiceBnoyaia [11], uro cBumeTesnb-
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Puc. 14. Perynsuus a-onepoHa. a — BropuuHas ctpykrypa S4-cBsizbiBatolero rncesnoysna MPHK rpsM E. coli. Tlocnenosa-
TesibHOCTH SD M cTapT-KO0HA BIIEICHBI 3e1eHbIM. KpacHbIM BblIeIeHbl KOHCEPBATUBHBIC HYKJIEOTUABL. 6 — Cxema perpec-

CHUU TpaHCISIIMU O--otiepoHa E. coli 6enkom S4.

CTBYET O Pa3IMUMSIX B MPUHLIMIIAX Y3HABAHUS OEIIKOM
S4 perynsaTopHoro yyactka y B. subtilisny E. coli.

Heo6xonuMo OTMETUTH, YTO Ha P-3aBUCUMBIX
TepMHUHaTOpax O0eJIoOK S4 BBIIOJIHSET TaKylo Ke
¢dyHKIMIO, KaK M (aKTop TpaHCKpUIuu NusA Impu
aHTUTEpMUHALUMU TpaHckpumnuuu [116]. Takum o0-
pa3oM, 3TOT OEJIOK HE TOJbKO MHTMOUPYET TPaHCIIsI-
LUIO O,-OIIEPOHA, HO Y CTUMYJIMPYET TPAaHCKPUIILINIO
pPHK, mommepxwuBasg cOamaHCHpOBaHHBIN CHUHTE3
pPHK u p-6enkos.

PEITVJIALINA CUHTE3A
PUBOCOMHBIX BEJIKOB
1O MEXAHW3MY PETPOPEIYJIALNN

MexaHn3M peTPOPETYIISILINY TToApa3yMeBaeT aerpa-
nmaunio MPHK prboHykieazamu B pe3yibTaTe B3auMO-
nelicTBus Geka-perpeccopa ¢ IMCTATbHBIM Y4aCcTKOM
MPHK. B KkauecTBe XopoI1110 U3y4eHHOIO IipuMepa Ta-
KO peryjsiiMi MOXHO TIpMBECTM WHTUOUpPOBaHUE
cuHte3a 6enkoB L14—1.24 S8 /spc-onepona.

MOJIEKVIJIAPHAS BUOJIOTUA

TOM 55 Ne 1
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S8/spc-onepon

S8/spc-omepoH E. coli cocTouT u3 12 reHoB, 9KC-
npeccus 10 n3 KOTOPBIX MTHTMONPYETCS IIPU CBI3BI-
BaHUU p-0ejKa S8 ¢ MEXIMCTPOHHBIM YYacTKOM
MPHK, BkiIoualomuM cTrapT-KOoaoH reHa rplE
(puc. 1k).

KoHcepBaTuBHbIi1 1ByXTOMEHHbBII 6e10K S8 urpaet
BaXXHYIO poJib B cOopke 30S cyOuacTuiibl pruOOCOMBI,
CBSI3bIBAsICh, B OCHOBHOM, co crimpaibio 21 16S pPHK
[48]. YuacTku cBa3eiBaHus 6eaka S8 Ha MPHK u 16S
pPHK E. coli ouenp noxoxu [117, 118] (puc. 15a, 6),
Ho cpoactBo K MPHK B 5 pa3 Huke, yeM K crieniudu-
yeckoMy pparmeHty 16S pPHK [117].

PerynsitopHbIii y9aCTOK pacIiojioXXeH B 5'-KOHIIe-
Boit vactu MPHK 6enka L5 (puc. 15¢) [119, 120]. B
PEeryJIsITOpHOM KOMILIEKCe C OeJIKOM B3auMOIeii-
CTBYET NMPEUMYILIECCTBEHHO BHYTPEHHSISI TETsI CITU-
pamu MPHK [117]. Hecnapennsie A8 u A9 u mapa
G12—C79 MPHK (puc. 15a) koHcepBaTuBHbI [11].
KonTakTel 6enka S8 ¢ BHyTpeHHEH IIeTIei CIlel-
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Puc. 15. Perynsiuus S8/spc-orepoHa. a, 6 — BropuuHble CTPYKTYpbl y4acTKOB cBsi3biBaHUsI O0eika S§ Ha MPHK (a) u pPHK (6)
E. coli. Pamkoii BblfieIeH y9aCTOK, C KOTOPBIM B3aumoaeictByeT 6eok S8. SD u crapT-konoH MPHK 6enka L5 BeiaeaeHbI 3e-
neHbM. KpacHBIM TToKa3aHbEI KOHcepBaTuBHBIC HYKIIeoTUIBI MPHK. 6 — Monens “perpoperynsiiyn” cuHTe3a 6eakoB L14 u

1L.24 6enkom S8 (1oka3aHa yacThb S8/spc-omnepoHa).

¢uueckoro pparmeHTa MPHK aHaiormyHbl KOHTaK-
tam ¢ 16S pPHK [48, 117].

CssasbiBasicb c MPHK B Hauase rena 6enka L5, oe-
JIOK S8 HampsIMyIo OJIOKHUpPYET ero TpaHcagnnio. Ha-
pyllIeHre TPAHCISILMOHHOTO CONPSIKEHMSI IIPUBOAUT
K MHTMOMPOBAHUIO TPAHCIISIIUU ITOCISAYIONINX LI~
cTpoHOB OenkoB (puc. 156) [121]. OgHako Juilb y
TpeX FreHOB ONepoHa OTCYTCTBYIOT SD, 1 HEKOTOpbIE
M3 HUX pacIiojaraiTcs ¢ 3'-KOHIIa OT MeCTa CBSI3bI-
BaHus S8 (puc. 156). IpennoxeH MexaHU3M peryJsi-
UM 3KCIOPECCUM TeHOB SpCc-OMEpPOHa C y4yacTUEM
SHOOHYKJIEea3 U nociaeayomei nerpaganveit MPHK
9K30HyKJIeazaMu. CoIJIacHO 3TOM MOIENIU MOcCie
nerictBus sHAOoHYyKJea3bl (HanpuMmep, PHKazwbr I11T)
nponcxonut nerpagauus MPHK L14—1.24 3'-, 5'-
9K30HYyKJIeazaMu (MMoanHYyKIeoTuadochopunasoi
u/unu PHKa3zoii 1) (puc. 156). Takum odbpazom, NH-
ruoupoBaHue TPAHCIISILIMY LIUCTPOHOB O0eakoB L14 u
L24 mpoucxoguT 1mo MexXaHU3MY PEeTPOPETYIISIIINU,
YTO NpUBOAUT K fectabunuzanuu MPHK [122]. O pe-
TYJISILIMU TPAHCJISIIMU CaMBbIX yIaJ€eHHBIX IUCTPOHOB
secY u rpmJ (puc. 1) cBeneHuii HeT.

MOIJIEKVJIAIPHAA BUOJIOTUA

S'7/str-onepon

S7/str-onepoH E. coli COCTOUT U3 YeThIPEX TeHOB,
Komupylomux p-oenku S12, S7 u (pakTopHl 3710HTa-
v EF-G u EF-Tu (puc. 11). benok S7 nunrubupyer
cuHTe3 p-6enkoB S12 u S7 [123] u EF-G, npuuewm,
tpaHciasauusa MPHK 6enkoB S7 u S12 comnpstkeHa
[124]. benoxk S7 E. coli manunupyet coopky 30S pu-
0OCOMHOIT Ccy0YacTUIIbl, OpraHMU3ysl CBOpauYMBaHUE
3'-konHneBoro gomeHa 16S pPHK u cmocoGceTByst
CBSI3BIBAHUIO JIPYTMX pP-0€NKOB, (POPMUPYIOIINX TO-
J0BKy 30S cyouactuiisl [103]. S7 B3auMoneiiCcTByeT ¢
KOpPOTKUM JBYXIeTIeBbIM ¢parmeHToM 16S pPHK B
HIDKHEM 9acTy 3'-KOoHIeBOoro foMeHa (puc. 166) [125].

Vyacrtok cBsa3biBanus Oenka Ha MPHK S7/str-
onepoHa E. coli HaxoouTcsl MeXIy reHamMu rpslL
rpsG [123] m comepKMT HEPETrYISIpHYIO IIIMIbKY
(puc. 16a). MunumanbHbIii pparmeHT MPHK, KoTO-
pBIii COXpaHsIeT CPOACTBO K S7, BKJIIOUAET MEXIIU-
cTpoHHyI0 o61acte MPHK s#r. BropuyHbIe CTPYKTY-
poI caiitoB cBsI3biBaHMs Oenka Ha MPHK m pPHK
paznuyaroTrcs, npu 3tom odbe PHK comepxar nBa
UIEHTUYHBIX S7-CBS3BIBAIOIINX ydyacTKa (puc. 16).
IMepsriit yuactoxk — cnupaib 42 16S pPHK u tpex-
Ne 1
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Puc. 16. Bropuunsbie ctpykTypbl S7-cBsi3biBatoniux ¢pparmeHToB MPHK (a) u pPHK (6). UnenTuuHble nocnenoBareabHOCTH,
HEeOoOXOIMMBIE TSI CBSI3bIBaHUsI, BblAeaeHbI paMKamMu. Cror-konoH 6enka S12 (UAA) Ha ¢pparmenTe MPHK BbineseH cepbiM,
nocaeaoBaTeIbHOCTb SD 1 MHUIIMATOPHBIN KOIOH S7 — 3eJIeHBIM.

crimpanbpHoe couneHenue MPHK st [124], BTOpoit —
netiu B u A pPHK u HuxHss yacts cnivpanu 111
MPHK [126].

I1pu B3ammoneiictBuu ¢ 6eakoMm S7 crimpanb V
MPHK necrabunmsupyercs u perpeccupyeTcsl TpaHc-
st MPHK 6enkoB S7 m EF-G, tpancimsaums muy-
cTpoHa S12 MOKET MHTMOMPOBATHCS 10 MEXaHU3MY
petpoperyisiuu [ 124, 127].

Crpykrypa ydyactka MPHK S7/str-omepona He
KoHcepBaTuBHa. S7/str-oriepoH 1. thermophilus He
COIEPKUT TPOTSKEHHOIO Yy4JacTKa MEXAy TeHaMu
rpsL n rpsG, a y Cyanobacteria aTa mocienoBaTelIb-
HOCTb OOJIbIlIe MOX0XKAa Ha CHel(pUISCKUN y4acTOK
16S pPHK [11].

Asmopeeyaayus S20-onepona

MexaHuam aBtoperyasinuu S20-ornepoHa K Ha-
CTOSIIIIEMY BpEMEHU HE€ YCTAHOBJIEH, W JaHHbIE O
KOHKPETHOM Y4YacTke cBs3bIBaHUs Oeyika S20 Ha
MPHK otcytctBytor. [1oka3zaHo, 4To npu aepuliuTe
aMUHOKUCIOT uMeeT MecTo ppGpp-3aBUcrUMast pery-
JISIuMs cuHTe3a 6eka S20, mpuyeM ISt 3TOM peryJsi-
My HeoOXonuma JIMAepHasi MOCIeA0BaTeJIbHOCTD
MPHK [128].

benok S20 — onquH U3 1IECTH TEPBUYHO-CBSI3bIBA-
foruxcst ¢ 16S pPHK 6enkoB 30S cyouacTuiisl pu6o-
coMbl. S20 B3aMMOAEMCTBYET C ABYMSI ydacTKaMu 16S
pPHK: crimpansmu 9, 11, 13 u cniupansio 44, coequ-
HsIsl TAKUM 00pa30oM 5'-IoMeH 1 3'-MUHOPHEBIN JOMEH
16S pPHK [129]. Ynanenue G6enka S20 nmpuBoauT K

MOJIEKVJIAAPHAA BUOJIOTUA  tom 55 Ne

2021

CHIDKEHUIO CKOPOCTU M 3(P(PEKTUBHOCTU CBI3bIBA-
Hust MPHK ¢ pubocomoii, a Takxke K HapylIeHUSIM
coopxku 308 cybuactusr [130].

Cunre3 p-6enka S20 aBTOpETyIMpyeTCsS Ha IO-
CTpaHCKPUMNIIMOHHOM ypoBHe (puc. 1m) [131]. IIpen-
nojaraercst, 4to S20 CBSI3BIBAeTCS C yYacTKOM B
5'-HTO cBoeit MPHK, 6mokupys SD n manmaTop-
HbI KOJOH. CTOUT OTMETUThH, YTO MHULIMATOPHBIM
KOIOHOM reHa rpsT, Koaupytoliero p-6enok S20, sB-
nserca mociaenosareabHocTh UUG [132]. MunHu-
MaJIbHBII y4acTOK, HeOOXOnUMBbIi Wit 2(hhEeKTUBHOMN
perynsinuu cuHTe3a S20, — MHUWIIMATOPHBIIT KOIOH
UUG MPHK mpsT 1 okpyKaroliye ero HyKJIC€OTUIbL.
3ameHa UUG Ha AUG npuBOAUT K CHUXKEHUIO UH-
rudupyoero a¢dexkra 6enka S20 [133].

HecMmoTps Ha mEMOPMALIIIO O CITOCOOHOCTH OeJI-
Ka S20 mHrubMpoBaTh CBOII CUHTE3 KaK in vivo, TaK U
in vitro, JAaHHBIX O €T0 B3aUMOJIEIICTBUM C pparMeH-
tamu rpsT’ MPHK monyuuts He ymanoch [133, 134].
I1pennomaraercs, 4To AJIsI pEryIsILIMNA CUHTE3a OeiKa
S20 HeoOXODUMO €ro B3aMMOOEHCTBUE HE TOJIBKO C
yuyactkoM cBoeii MPHK, a ¢ mpernHuImaTopHbIM KOM-
miekcoM MPHK-30S cy6uactuna [133].

SAKJTIOYEHHUE

CuHTe3 p-0€JIKOB peryjJupyercsl IIOCPEeICTBOM
JIByX TOBOJILHO OJIM3KWX MEXaHM3MOB — KOHKYpPEH-
LU MEXKIY ydacTKaMu CBsI3bIBaHUsI Oenka Ha pPHK
u MPHK u mexanm3my “noBymku”. Ilpm KOHKY-
PEHTHOM MHIMOMPOBAHMU TPAHCISIUUA Y4aCTOK
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cBsI3bIBaHMA perpeccopa Ha MPHK mMoxeTt OBITE TTO-
XOX Ha y4acTOK CBsi3bIBaHUs 3Toro oeynka Ha pPHK
(6enok LL1), a MOXXeT U HE UMETh MPaKTUUECKU HU-
Kakoit romojiorum (0enok S2). Perymsauus cuHTe3a
0eJIKOB Mo MexaHu3My “iaoBymiku” (S15-omepoH u
S4/0.-omepoH) ocylIecTBIIsIeTCsS 32 cYeT OJIOKUPOB-
KM pUOOCOMBI B TIPEMHUIIMATOPHOM COCTOSIHUM TIPU
CBSI3BBIBAHUM OeKa-peryastopa. Ilpuuem peryisi-
TOpPHBIE YYaCTKU CBSI3BIBAHUS Kak Ocjika S4, Tak u
S15 na MPHK E. coli mMeroT CTpyKTypy IICEBOOY3A.
Perynaropnas o6iaacte MPHK L20-omepona E. coli
TOXE UMeeT CTPYKTYpPY IICeBAOY3JIa, OMHAKO, PETYJIs-
11 CMHTE3a OEJIKOB 3TOr0 OIIEpPOHA IIPOXOIUT HE I10
MEXaHM3My “JIOBYIIKH’, a TI0 MEXaHU3My KOHKYpPEH-
LM MEXIy PerpeccopoM U puOOCOMOI1 3a CBSI3bIBa-
ane ¢ MPHK. HecMoTpst Ha TO, 9TO MeXaHN3M peryJiIs-
LAY 10 TIPUHIUITY “JOBYIIKK~ 0Oojiee 3(P(PEKTUBEH,
yeM MEXaHU3M KOHKYPEHLIMH, ITOCKOJIBKY OH MOXET
(YHKIIMOHUPOBATh, NaXe €CiM KOHLIEHTpalus pe-
npeccopa uim ero cpoactso K MPHK mainsl, perymns-
OUSI TPAHCIASILUM OOJBIIMHCTBA OaKTepHAIbHBIX
MPHK momuamHsieTcss mpocToMy MeXaHU3My KOHKY-
peHlMu Mexay pernpeccopom U 30S cybuactuiieit 3a
B3aumoneiicteue ¢ MPHK. Ilpu skcnipeccuu reHoB p-
0EeJIKOB MOXET MCIIOIb30BaThCS TAKXKE MEXaHU3M pe-
TPOPETYJISILIMU, TTOJIpa3yMEeBaIOIIMA 1eCTaOMIN3aLINIO
MPHK npu B3aumoneiicTBuu ¢ 6e1KOM-penpeccopoM
(perynsaums cuHTe3a 6eakoB L14 u .24 6enkom S8 u,
BEpOSITHO, CHTe3a 6esika S12 6enkom S7).

HecMmoTpst Ha KOHCEpBaTUBHOCTh CBOMCTB prbO-
COMHBIX OEJIKOB-PEryJsiTOPOB YyUaCTKU UX CBSI3bIBa-
Husg Ha MPHK m MexaHM3MBI peryasiiiuyu CUHTE3a
OEJIKOB MOTYT OTJIMYATbCSl Yy Pa3HBbIX OPraHU3MOB.
Tak, 6enok S15 T. thermophilus perynupyeT TpaHCIIsI-
nuio S15-omepoHa 1Mo KOHKYpeHTHOMY TUITY, a He TI0
MeXaHU3My “JIOBYIIKU”, KaK Y E. coli. Y B. subtilis n
HEKOTOPBIX APYTMX OaKTepUil y4acTKU CBS3bIBaHUS
p-6enkos L20, S15, S7u S4 na MPHK oTianuarorcs ot
peryJSITOPHBIX YyUYaCTKOB 3TUX OeJIKOB Y E. coli. Dkc-
npeccus reHoB L10-onepona B. subtilis MOXET pery-
JIMpOBaTbCsl HE TOJBKO ITOCPEICTBOM MEXaHU3Ma
KOHKYPEHIIUU pUOOCOMBI C GEJIKOBBIM KOMILJIEKCOM
3a cBsa3bpiBaHue ¢ MPHK, kak y E. coli, Ho 1 TIyTeM aH-
TUTEPMUHALIMU.

HccnemoBaHue BBINOJIHEHO IIpU (PUHAHCOBOM
noanepxke Poccuiickoro doHma ¢pyHagaMeHTaIbHBIX
WCCIIeIOBAaHUI B paMKax HayYyHOro mpoekra Ne 19-
14-50124.

Hacrosiiast ctatbst He COOCPKUT KaKUX-JIMOO UC-
CJIC,I[OBaHI/Ifl, BBIIIOJIHEHHBIX C MCIIOJIb30BaHUEM OMO-
JIOTMYECKUX MaTEpUaIOB.

ABTOpHI 3asIBIISTIOT 00 OTCYTCTBUM KOHMJIMKTA
WHTEPECOB.
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REGULATION OF RIBOSOMAL PROTEINS SYNTHESIS IN PROKARYOTES
A. O. Mikhaylina®- *, E. Y. Nikonova!, O. S. Kostareva', and S. V. Tishchenko!

! Institute of Protein Research, Russian Academy of Sciences, Pushchino, Moscow region, 142290 Russia
*e-mail: alisamikhaylina 15@gmail.com

Protein biosynthesis is the primary activity of a living cell. Ribosome biogenesis requires proper regulation of
ribosomal proteins genes expression, which is essential for the balanced synthesis of proteins and RNA. In
this review, we discuss some features of the ribosomal protein synthesis autoregulation in prokaryotes. We dis-
cuss the mechanisms of inhibiting the synthesis of ribosomal proteins, namely, the competitive inhibition, the
“trap” mechanism, and the retroregulation. The review describes examples of the regulation of protein syn-
thesis by individual ribosomal proteins and their complexes.

Keywords: regulation of genes expression, operon, r-proteins, mRNA
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