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I. BBEAEHHUE

[Tocne Toro, kak ObUIO OOHAPYKEHO, YTO OCHOBHASI HACJIEIACTBEHHAs
nHpopManus 3akoarposana B xpomocomHoi JJHK (ommcano B [1, 2]), a
CeHrepoM ¢ KoyieraMu ObLT OTKPBIT CIoco0 ee CeKBeHHpoBaHUs [3],
Obutn onpenesneHsl nocnenosarenbHocT JJHK pasnnunbix opranu3mos,
B TOM YHCJIE YeJIOBEeKa — MPOeKT | eHoM uenoBeka Obi1 Havat B 1990 rogy
u 3aBepiieH B 2003 roxy [4, 5]. PacmmdpoBka reHoma mokasana, 4to He
Besa JIHK xomupyer Oenku, pudbocomubie u Tpancnoptaeie PHK. Eme
pasnbIiie OBLTH BBISBICHBI «HeKoAupytomre» ydactku JIHK B Oakrepusix n
OBLITO TIPENITOIOKEHO, YTO OHU HE BBITIONHSIOT BAKHBIX (PYHKITHN B KIIETKE
1, CJIeIOBaTeNbHO, SBISIOTCS OamtactoM mwin «Mmycoproin» JTHK [6].
[Tozmaee 6buT0 0O0HApYX)EHO, UTO «MycopHas» JIHK Tpanckpudbupyercs
u xogupyet perynastopasie PHK, a Takyke MOOMIBHBIE TPaHCTCHOMHBIC
AIIEMEHTHI — TPAHCTI030HHI [ 7]. U Te, 1 ipyrue BHIOTHSIOT BAKHYTO POJIb
B JKU3HEIESTEIIEHOCTH BCEX JKUBBIX OPTaHU3MOB. B manHoM 0630pe Oynet
paccMoOTpeHa Masasi 4acThb NpoaykToB «mycopHoit» JIHK, a umenHo
peryisropasie PHK n nx B3anMoneiictue ¢ 6enkom Hfq, siBistrormmcs
r100abHBIM PETYJISITOPOM JKCIIPECCHU T'€HOB B TPaMOTPHUIIATEIBHBIX
OGakTepusx.

II. OTKPBITHUE PETI'YJIATOPHBIX PHK

B Oakrepusix nepBeIMu ObLTH 00HApYX)eHBI perynsitopabie PHK, 3akomu-
POBaHHbIE B HEXPOMOCOMHBIX TeHETUUECKHX JIEMEHTAX, 8 UIMEHHO B I1JIa3-
muze ColE1 (RNAI) [8] u Tparcniozone 7110 [9]. Mix Ha3pIBaIH MaTBIMU
perynstopaeiMu PHK (MpPHK) nmn mekonupyromumu PHK (ekPHK),
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B aHmIos3braHON uTepatype — SRNA u ncRNA, coorBeTcTBeHHO. B
JaTbHENIIIeM Ha OTHOM M3 CaMbIX U3yUEHHBIX OPraHu3MoB — Escherichia
coli — ObLIO TTOKAa3aHO, YTO BO MHOTHX CIYYasX PeryJisiius TPaHCIISIHH
marpuunblx PHK mansimu perynaropusiMu PHK npoucxoaut mpu
nocpenauuectse Oenka Hfq.

Hanuuue perynaropusix PHK B sykapuorax 6bu10 nokazano B 1993
rony. Dykapuoruueckas peryiustopras PHK (miRNA, microRNA,
MkPHK) /in-4 BiepBbie Obl1a 0OHapy)eHa IpH UCCIeJOBAHIN HEMATO/IbI
Caenorhabditis elegans. bvino nokaszano, uro ganHast PHK ne xogupyer
0€eJIOK M HeraTHBHO perynupyet Tpancisinuto Mmarpuanoit PHK /in-14 3a
CYeT YaCTHUYHO KOMIUIEMEHTApHOIO CIapHBaHMs C CEMbIO NMOBTOPAMH,
cogepxamumucs B 3'-Herpancaupyemoit oonactu MPHK /in-14 [10].
Ha naHHBI MOMEHT CYIIECTBYET pa3cieHUue DYKapUOTHIECKUX PeryJisi-
topubix PHK 1o mymmae — mmansie Hexkoaupyromnme PHK (IncRNA), mo
MexaHu3My neicTBus — manble uHTepdepupytomme PHK (siRNA), mo
JIOKAJIM3aIluH B KIIETKE — MaJIbIe siIphIIIKOBBIe U siiepHble PHK (snoRNA
u snRNA) u BHe kitetkn — exRNA, o pazmepy — MukpoPHK (miRNA),
IO ITOCPEIHUKAM TIPH B3aUMOACHCTBUN — piRNA — KOTOpBIE BBITIOTHSIOT
cBOM (DyHKITH COBMECTHO C OeJTKaMu piwi.

Tonbko B 2002 roxy OnonmH(pOPMAITMOHHBIMIA METOAAMH OBLTH TIPEII-
ckazansl perynsaropusie PHK B apxesx. B 2009 romxy Obuta mporectupo-
BaHa nepBas 3 o0HapykeHHBIX apxeWHbIXx MPHK G61 u3 Methanosarcina
mazei (moapo6no paccmoTpero B [11]u [12]). Okazanock, 4T0 HEKOTOPBIS
n3 MpPHK B apxesix cofepskar KOpOTKHE YYaCTKU OTKPBITBIX PAMOK CUH-
teiBaHus (ORF) 1 criocoOHbI coBMeIaTh QyHKIIMA MaTPHYHBIX U PEry-
natopubix PHK [13].

II1. POJIb MAJIBIX PHK B BAKTEPUSAX

B teuenne mocnenanx 30 et ObUTH 0OHAPYKEHBI U M3y4eHBI Ooee 100
Manbix perysTopasix PHK B 6aktepusx, ot 80 mo 100 peryiasTopHBIX
PHK 6wt o6Hapyx)ensl B E.coli [14, 15]. X uccnegoBanus mokasaim,
YTO HE TOJIKO OETIKM YYaCTBYIOT B PETYIISIIUH KU3HEAEATEIbHOCTH OaK-
tepuii. OCOOEHHO MHTEPECHBIM OKa3aJIoCh TO, YTO y OaKTepHii, BHI3BI-
BAIOIINX 3a00JIeBaHUs YEJOBEKa M KUBOTHBIX, MaJIble PETYISTOPHBIC
PHK yuactByroT B oOecrieueHHH UX BUPYJIEHTHOCTH U PE3UCTEHTHOCTH
K antuOnotukam [16]. Ha nanHeIii MOMEHT OoJiee N3yUueHBI MaJIbie pery-
nsropuble PHK u3 rpaMorpuiarenbHbIX OakTepHii, B KOTOPBIX paboTaeT
cuctema perymsuuu tpancasnuun PHK, Bximrodaromas B cebs Takue
komrioneHThel kak PHKaza E, nerpagocoma u 6enoxk Hfq. B rpammorno-
JKUTENBbHBIX OakTepusix orcyrcrByeT PHKaza E, u 6enox Hfq ne npunu-
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MaeT TaKkoro yuyactus B peryisiuuu Tpascisiuu MPHK. Bo3MoxkHo, uTo B
TPaMIOJIOKUATENBHBIX OaKTePHSIX JEHCTBYIOT IPyTHE, ellle He H3yUeHHbIE
MeXaHU3MBbI peryisinun Tpascasauuu MPHK nocpenctBom peryiasiTopHbIx
PHK. Jlanee mb1 Oynem paccmarpusarh B3anmozeiicteue MpPHK ¢ MPHK
u Oenkom Hfq B rpamMoTpuiaTesbHbIX OaKTepHsIX.

Mansie perynsropusiec PHK HapaGaTwiBatoTcss B OakTepHanbHOM
KJIETKE B YCJIOBHSIX KIETOYHBIX CTPECCOB, TAKUX KaK JC(QHULUT ITTFOKO3bI
WIIW JKeNe3a, BO3JCHCTBIE OKHCIUTEIS, paJnallii U HeOIaronpusTHO
TEMIIEPATyPbI U JPYTUX CTpeccoBbIX (hakropos. JeticTBue manbix PHK
Ha TPaHCISIUOHHYIO aKTUBHOCTH MarpuuHbix PHK oOecneunBaercs
MEXaHM3MaMH, KOTOpbIe ONKMcaHbl HIKe. [ o0ecreueHus peryisuuu
TpaHcasauuu Maiblx peryastopasix PHK nenonesyror cBoro yacTuunyro
KOMIJIEMEHTapHOCTh K yyacTtkaMm mMarpuyHoii PHK, ¢dopmupyst npu sTom
nyminexcsl PHK, kotopbie He MOTyT OBITh IIPOYMTAHBI OaKTepUATBHON
CHCTEMOH TPAHCIALNM, IPU 3TOM, U3-32 HAJIUYUA CONPSKEHHOCTH
MeX]ly TPaHCKpHIIIHEH U TpaHcsuen MaTpuaabix PHK 6axrepuii, mpu
OCTaHOBKE TPAHCJISILIMHA, OCTAHABIMBAETCA TAKXKE M TPAHCKPUIILUS MaT-
puunbix PHK.

IlepeBon mH(bOpPMAIINK, 3aKOTUPOBAHHONW B IOCIIEIOBATEIIBHOCTH
HyKJIeoTH10B MaTpuuHo PHK, B aMMHOKHCIIOTHYIO TTOCIIEI0BATEILHOCTh
0EeJIKOBBIX MOJIEKYJI BO BCEX N3BECTHBIX )KUBBIX OPIraHU3MaX OCYILECTBIIS-
€TCsI MAKPOMOJIEKY/ISIPHBIM PUOOHYKIICOTHIHBIM KOMILIEKCOM — pHOOCO-
MoH. B kierkax npokapuot xpomocomuas JIHK pacnosnoxxena B uuro-
TUTa3Me W He OTJeJieHa MeMOpaHO! sAapa, Kak B 3yKapHoTax, MO3TOMY
MatpruHas PHK cranoButcs goctymHoi it pubocoM cpasy Imocie ee
tpanckpuniuu ¢ JIHK, Takum 06pa3om, B OakTepraIbHBIX KJIETKaxX MMpo-
L[ECCHI TPAHCKPHUIIIIUH U TPAHCIISALINU TIPOUCXOSAT OTHOBPEMEHHO, TO €CTh
conpsbkeHbl. O1Ha U3 GOpPM HETaTUBHOM PETYIISIIMN TPAHCIISIIIUK MAaTPHY-
Hoit PHK mpu momoru maneix perynsrtopusix PHK ob6ecnieunBaercs 3a
CYET PacCOMNpsHKEHUs MPOIECCOB TPAHCKPHUIIIIMY U TPAHCIISALINH.

HaxannmBaromasics B kieTke Masas perynsatopHas PHK moxer crieru-
¢uuHO MHrHOMpoBaTh TpaHcisuuio Matpuunoil PHK, ¢popmupys c neit
JTYTIJIEKC 3a CYET YACTUYHON KOMIUIEMEHTapHOCTH HYKJIEOTHUHBIX ITOCIIe-
JoBatenbHOCTel. B GonbiHCTBe n3BecTHBIX cyyaes Manast PHK komrmre-
MEHTapHa CalTy CBsi3biBaHMs pubocoM Ha Marpuynoit PHK, npu stom
(dopmupoBaHue qyIiekca Mex Iy Maioi perynsatopHoit PHK u marpuanoit
PHK npuBoauT k 3aKpbITHIO y4acTKa MOCIEN0BaTEIbHOCTH MaTpUYHOMN
PHK (RBS — ribosome binding site), ¢ KOTOpbIM OOBIYHO MTPOUCXOTUT
CBsI3bIBaHHE PHOOCOMBI, U B pe3ysibTare puOOCOMa HE CBS3BIBACTCA C
marpuunoit PHK. [Tpoucxomut nHruOnpoBaHne MHAITMAIIN TPAHCIISALINH,
YTO NPUBOAUT K TEPMUHALMHU TpaHCKpunuu 1no Rho-3aBucumomy nim
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Rho-He3aBucuMoMy MeXaHHU3MY, B 3aBUCHMOCTH OT TUra Marpraroit PHK.
HeoOparuMocTs HHTHOMPOBAHUS MPOIECCOB TPAHCISIIMU-TPAHCKPHITIIH
obecrieunBaeTcs pepMeHTATUBHBIM pactajoMm MarpuuHoit PHK. Pacnan
PHK nauunaer PHKazalll, koropas pacmeriste xyruiekest MPHK—vpPHK,
wi PHKa3za E, koropas pacmerisier onnouenodeunsie yuactku PHK, ae
3aKkpbIThIe prubocomamu. [ToHOE paciieruieHne HHrHOUpyeMON MaTpuy-
Hoit PHK ocymiecTtBnsercs nerpagocomoi.

Mansie perynstopasie PHK MoryT ocymecTBisTh perynsnuio
TPAHCKPHUIILUU U B TOM CJIy4ae, €CJIi OHM KOMIUIEMEHTapHbI He CalTy
cBa3bIBaHUsl pubocoM Ha marpuuHoil PHK, a mo0oit konupyromein
nocnenoBarenbHocT MarpuuHoi PHK. B nanHoM ciydae npoucxonut
MHTUOMPOBaHUE TPAHCISIIMY Ha CTAANH 3JIOHTALMHY 32 CUET 00pa30BaHMs
nymekca MpPHK 1 ee neneBoit MPHK, koTopblii He MOXXeT ObITH IPOUNTaH
prbocoMoii. 3aTeM MPOUCXOIUT PACCONPSHKEHHE IIPOLIECCOB TPAHCISILUH-
TpaHckpunuuu u aerpagauust marpuunoid PHK no tomy ke MmexaHuzmy,
YTO ONMCAH B MPEAbILAYILEM ad3ale.

ITo3utuBHas perymsuus tpancisiuud MPHK npu nmomomu mansix
perynstopasix PHK nmonpaspensercss Ha mpsIMyro M OITOCPEOBAHHYIO
PHK mumukpueil. IIpsmas mo3utuBHasi peryisuus oCylecTBIsSETCS 3a
CUET OTKPBITHS AOCTYIA PUOOCOM K CTAPT-KOAOHY WJIH 33 CUET U3MCHEHHUS
npotecca peaaktupoBanus MPHK, 4To mpuBOIUT K MOBBIIIIEHHUIO €€ CTa-
OmTbHOCTH. MeXaHW3M HENPSIMOH TTO3UTUBHOMN PETYIISAIINN OCYIIIEeCTRIIS-
ercs 3a cueT Mumukpuu peryiastopuoir PHK non marpuunyto PHK, uro
MIPUBOIUT K pa3z0aBIIeHNTO 001Iero myia paciieruisiemoit MPHK, mpu aTom
nons pacmeruisiemoit MPHK camxkaercs [17].

[IPUMEPBI HETATUBHO! PETYJISILIMU TPAHCJISALAN

Hanbonee moapoOHO Ha TaHHBII MOMEHT U3y4eHa PeryssIus TPAHCIAITUH
matpuunoii PHK rpoS. T'en rpoS xomupyer anbTepHATUBHBIN CUTMa-
¢dakrop PHK-monmumepassl, KOTOPBIH HHIYIMPYETCS MPU KIETOUHBIX
cTpeccax (rojofgaHue, KUCIBIN WX MEIOYHON pH, ocMOTHYECKHil TMIOK,
cTannoHapHas (a3a) 1 3aIyCcKaeT 3KCIIPECCUI0 TeHOB, KOAUPYIOMNX OeIKH
cTpecc-oTBeTa. B oTCyTCTBHE KIIETOUHBIX cTpeccoB TpaHcisnus MPHK
7poS aBTOMHTHOMPYETCS 32 CUeT BHYTPECHHEH INMHICYHOH CTPYKTYpHI
5'-KOHLIEBOTO y4acTKa HETPAHCIUPYyEMOi 001aCTH BOIU3H CTapT-KOJOHA.

Herarusnas perymsius TpaHcsinuy curma-gpaxropa RpoS ocymects-
nsietcs npu iomor MpPHK OxyS. Ota nepsas manas perynsatopras PHK
obuta otkpbiTa JHxuzennoit Cropu B 1985 rogy npu u3ydeHUU BIUSTHUS
MEepOKCHAa BOIOPOAa Ha )KU3HEHHbIE poLecchl B kieTtke. Ctopi oOHa-
pyXnia, 4to mociie o0paboTKH KIETOK MEPEeKUChIO BOAOPOAA B HUX B
3HAYUTEIbHOM cTeneHu HakamumeaeTcs 109 mykneoruanas PHK OxyS
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[18]. B manbHelimem ObLTO TTOKAa3aHO, YTO JTAaHHAS MaJiasi peryssiTOpHas
PHK napabatsiBaeTCsl B KIETKE ITPHU OKUCIIUTEIIBEHOM CTPECCE, HHTHOUPYET
tpancisnuio MarpuaHbix PHK #poS u fhlA u HekoTopbIxX qpyrux, 6J10Ku-
py# caiit cBa3bIBaHus pudocom [15, 19].

[To3Hee 6bUTH OTKPBITHI IECATKH HOBBIX perynaropHbix PHK, nccie-
JOBaHBI MexaHM3Mbl ux naerctBusi. Ognoi u3 takux PHK okasanace
perynsitopaas PHK RyhB. Mexanusm ee 1eliCTBUSI HHTEPECEH TEM, YTO
B HEM MPUHUMAET Y4aCTHE JONOITHUTEIbHBIN, CTIEHUPUICCKHINA 115 Pery-
TSIy MetabonusMa skenesa o0eok Fur. Poib Genka Fur 3akmiouaercs B
TOM, YTO OH SIBJIETCS PENpeccopoM TpaHcaauuu cpasy mectu MPHK,
KOAMPYIOIINX JKeJie30-CBsi3bIBatotue oenku £.coli [20]. [lomumo uHrnou-
poBaHus TpaHCIAMK JaHHBIX MaTpudHbIX PHK, npu cBs3piBannyu ¢ HuMun
oenxa Hfq u mpPHK RyhB, npoucxoaut nerpaganus marpuaasix PHK
PHKasoii E [21].

ITo cxoxemy mexanusmy perynupyercs cunte3 MPHK ptsG, konupyro-
el MeMOpaHHBIH KOMIIOHEHT CIeU(UIHOTO K IToko3e gepmenta 11
dochoenonmupysar-pochorpanchepasnoii cucremsr [22]. B pesynsrare
caxapoocdaTHoro crpecca, Ipu KOTOPOM B KJIETKE HAKAIUIUBAIOTCSI IJIFO-
ko3a-6-ocdar um ee mpou3BoIHbIE, MporcxoanT HHAYKIMI MpPHK SgrS
npu yaactuu 6enka SgrR. bemox SgrS, B cBoro odyepenp, B KOMITIEKCE C
PHKas3oi1 E u 6emkom Hfq 3a cueT B3auMoaeHCTBIS C YaCTHIHO KOMILIE-
MeHTapHBIM yaacTkoM MPHK ptsG, mpuBonuT K MHTHONPOBAHHUIO HHH-
uranuu tpancisainuu MPHK. B nanbpHelinieM mpoucxonuTt jaerpajanus
MPHK PHKa3oit E [23-25].

MHTepecHbll MEXaHU3M HETAaTUBHOW PEryJSILIUM TPAHCISILUU [IPU
nomonm Hfq u MpPHK c/hiPQ ocymectensiercs B kieTkax E.coli 1yis nonu-
LUCTPOHHBIX MaTpull. Kak u3BecTHo, TpaHcKpunus U TpaHcisiiuusg MPHK
B OaKTepHANIbHBIX KJIETKaX CONPSDKCHBI M MPOTEKAIOT OJHOBPEMEHHO.
[MTpu xommiementapuom criapuBanun MpPHK ChiX ¢ ee nenesoii MPHK
chiPQ Onokupyercsi caliT cBs3biBaHusi pudbocom Ha MPHK, uro mpuso-
TuT K TepmuHanmu Tpanckpunuun MPHK depes oTkpeiTre nocrymna amns
TepMuHaropa TpaHckpuniuu Rho. B pesynberare cnemyromuii reH He
TpaHcKpuOHupyeTtcs, a nonydeHnslid kommieke MPHK u mpPHK pazpy-
maetcst PHKazoii E [26].

Jpyroil MexaHu3M Ui Peryisliy TPaHCIALUU MOJULUCTPOHHBIX
Mmarpun ocymectsisiercs npu yyactiun Hfq u MpPHK Spot42 B mponeccax
Mmetabonu3ma caxapa. Jannas MpPHK xomupyetcst reHom spf, KOTOpBbIit
MHTUOMpYyeTCs: KOMIUIEKCOM peuentopHoro 6enka SRP ¢ nukno-AM®
(cAMP). Oniepon galETKM conep>xut ABa IepeKphIBAIOIINXCS IPOMOTOPA
P1 u P2, npuuyem xommiexc cAMP-CRP ctumynupyer TpaHCKPUIILUIO
TEHOB IIEPBOTO IPOMOTOPA U UHTHOUPYET TPAHCKPUIILIUIO TEHOB BTOPOT'0



38 B.H.Mypuna, A.J].Huxynun

npomotopa P2. B mepsom mpomotope 3akoaupoBana UDP-ranakro3nas
snmMepasa (IpOoAyKT reHa ga/E) v ranakTokuHasza (MpoaykT rera galk).
Ecnu ramakrokrnHaza HeoOXoquMa TOJBKO TIPHU HEJOCTATKE TIIIOKO3BI,
4TOOBI PacCHICIUIATE TanakTo3y, To UDP-ranakTo3Has snuMepasa urpaet
POJIb HE TOJIBKO MIPY HEJIOCTATKE IITIOKO3bI, HO TAK)KE YJacTBYET U B IPYTHX
YCIOBUSIX pocTa KJIeTKHU B cuHTe3e UDP-iiok0361, cTpouTeIsHOTO 010K
KJIETOYHOM cTeHKH W Kamncynsl. Spot42 MpPHK wactnyno xomruiemen-
TapHa 00JacTH WHULMAIMK TpaHcisuuu rena galK u npu cBs3pIBaHUU
unruoupyet tpancisiunio MPHK gal/K, Onokupys caiit mocaaku pudocom,
HO He uHrudupyet tpanciusunio MPHK galE nanHoro mpomoropa, Tem
CaMbIM MIPHUBOJS K PACKOOPAMHUPOBAHHIO SKCIIPECCUU TEHOB gal oriepoHa
[27, 28]. ITomumo gal onepona Spot42 mpPHK perynupyer kak MUHH-
MyM 14 npyrux onepoHOB, KOOUPYIOIIUX OCJIKH AJIS WCIOJIb30BaHMS
AJbTEPHATUBHBIX MCTOYHHUKOB YIJIEPOAA, HEKOTOPBIE U3 HUX 0OpaTHO
perynupyrorcs Takxke kommiekcoM CAMP—CRP [29].

[IPUMEPBI TTIO3UTUBHOM PET VJISILIUU TPAHCJIALIAN

Tpu mpPHK (DsrA, ArcZ u RprA) cniocoOHbI CBSI3BIBATHCS € 5'-HETpaHC-
mpyemoit oonacteio MPHK RpoS, pacrineras ee cTpyKTypy ¥ OTKpbIBast
nmoctyn aist mocaaku pudocom [28, 30]. [IpomoTop dsrA akTuBHpyeTcs
IIpYU NOHUXEHHBIX Temmeparypax, Huxke 30°C [31, 32], aktuBupyer
9KCIIpeccHIo curma (hakropa RpoS, KoTopblii B CBOKO 04epeb, aKTUBHPYET
9KCIIPECCUIO T€HOB 0ISA 1 otsB, peryaupyromux ypoBeHb AUcaxapuia
Tperaio3sl (MAKO3bI), 3AIIUINAIONIEH KIETKY B YCIOBUSX HU3KUX (TIOPSIIKa
4°C) remmeparyp [33]. Kpome Toro, MpPHK DsrA HerarnBHO peryinupyer
9KCIPECCHUIO T€HA hns, KOAUPYIOLEr0 MHOKECTBEHHBIH PEeryiasiTop
tpanckpumna HNS. M3BecTHO, uTo HNS HeraTuBHO perynmmpyer reHsl,
OTBETCTBEHHBIE 32 3aIUTY KJIETKH OT OCMOTHYECKOTO CTpecca, ClesIo-
BarenbHO, DSrA cHUMaeT HeraTUBHBIN KOHTpoib HNS u 3amyckaer
9KCTIPECCUIO HE TOIHKO F€HOB XOJIOIOBOTO IIOKA, HO M OEJKOB 3aIIHUTHI
oT ocmoTtu4eckoro moka. Ha mpumepe MpPHK DsrA 651510 oka3aHo, 9to
Hfq yckopsier popmupoBanue kommiekca DsrA u RpoS B 3050 pa3 [34]
u 3amuinaet RpoS ot gerpanaruu [35]. Bropas MpPHK RprA, Bnustomas
Ha yposeHb TpaHcisimun MPHK 7poS, Obuta oOHapykeHa B KauecTBe
cyIpeccopa B KlleTKax, e orcyrcrBoBasia MpPHK DsrA, ognako curnadn,
KOTOPBIH puBoAKT K akTuBaiu MpPHK RprA emie ne oonapysxen [28].
Wurnbuposanne Tpanckpununu Tpetbeid MpPHK (ArcZ) mpoucxoaut npu
HEJIOCTaTKe KUCIOPOAa B aHAdPOOHBIX YCIOBHUSX P MOMOILU CUCTEMBI
ArcA/ArkB, B mpuCYTCTBHM KHCIOPOJa B Cpe/ie HEraTUBHBIA KOHTPOJIb
cHumaetcs [36].
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IV. POJIb BEJIKA HFQ
B ®YHKIIMOHUPOBAHHNU MAJIBIX PHK

Perynsiius Tpancisiuu 6akrepuanbHbix MPHK mipu momoriu antucmbic-
nosoii PHK xopomro onucana mist minasmug, ¢paroB 1 TpaHCIIO30HOB. B
atux cnyyasx perymstopaas PHK (mpPHK) n nenesast PHK 3akonupoBanst
B OJJHOM M TOM K€ JIOKyCE€ XpPOMOCOMBI, HO B ITPOTHUBOIIOJIOKHBIX Hall-
paBnenusx. CnenoBarensHo, perynstopHas PHK nmomHocThro komrute-
meHTapHa ydactky MPHK. B stom ciayuae mis ¢yHKuMOHUpOBaHUS
MpPHK 6enox Hfq ne nyxen [37]. Hfq HeoOxoqum anst npyroro tumna
perynsatopabix PHK, koTopble IMEIOT HEMOJIHYIO KOMIIJIEMEHTAPHOCTb
c neneseiMu MPHK, Tak Ha3piBaeMbiMH TpaHc-KoaupyembiMu PHK. Ot
PHK skcnpeccupyrores «in {rans», TO €CTb T'€Hbl, KOIUPYIOIIUE TH
perynsaropuasie PHK, pacnonoxkeHsl gajgeko OT TeHOB, KOAUPYIOIIUX HX
neneBbie Marpuaabie PHK. beuto mokaszano, uro Gemox Hfq yckopsiet
(dbopMupoBaHe KOMIIIEKCA MEKAY ABYMs YaCTUUHO KOMIJIEMEHTAPHBIMU
PHK [38-42]. Yckopenne oOpa3oBaHUs KOMIUIEKCA MOXKET ITPOUCXOIUTH
KaK 3a CUeT JIOKaJLHOTO MOBRIMIeHNs KoHeHTpannu PHK BOmm3u 6emka
Hfq mpm ux B3aumozeiicTBuum, Tak 1 3a cueT criocodnoctn Hfq pacmnerars
neyuenodeunsie PHK [28, 43, 44]. Kpome Toro nzBectno, uto Hfq 3amm-
maet Hekoropbie kopotkokuByine MpPHK ot nerpaganuu PHKazoit E
(marmpumep DsrA, Spot 42, RyhB) [41, 45, 46].

TTomumo perymsiiuu Tpancnsiuuun MPHK onocpenoBanHo uepes pery-
nstopusie PHK, Hfq oGmagaer cmocoOHOCTRIO HAMPSIMYIO M3MEHSIThH
yposenb TpaHcaauuun MPHK depes n3menenune BpeMeHHU IMONYKHU3HU
MPHK. Haubomnee u3yuena necraduimsaiust MPHK B mpucyTcTBrE Oeika
Hfq na npumepe MPHK ompA. Jannas MPHK xomupyet maskopHBbIi Oenok
OmpA BHemHei MeMOpansl E.coli. CtabunbHocTh fanHoi MPHK o6patHo
MIPOTOPIMOHATIFHA CKOPOCTH pocTa KieTok. Bpems momyxuznu MPHK
ompenensieTca S'-HeTpaHCIUPYeMOH 00JacThI0, KOTOpast COACPIKUT Kak
CTaOMIIM3UPYIOIYIO MIMTUICYHYIO CTPYKTYPY, TaK U CAlT JUIs pacilerie-
nust PHKaszoii E. B OGpicTpopacTymx KieTkax puOOCOMBI, CBS3bIBasICh
¢ S'-Herpancnupyemoit oonmacteio MPHK, 3ammimaror ee ot nerpanamuu
PHKa3oii E. B MemnenHo pactymmx kieTtkax (B cTannoHapHOU (ase
pocra) HakaruBaeTcst 0enok Hfq, koTopslii koHKypupyeT ¢ ppdocomaMu
3a 5'-Herpanciaupyemyto odnacts Ha MPHK, mpensitcTByeT mocaske pubo-
coM, 4TO NMpUBOAMT K aerpananuu MPHK, ocBoOokmas caliT cBA3bIBaHMS
st PHKaser E [46-48].

Hfq nmeet Tpu caiira cBsa3piBanmst ¢ PHK, kotopsie 3a cuet nmoBropsie-
MOCTH MOHOMEPOB ()OPMUPYIOT IBE OCHOBHBIX OOJIACTH CBSI3bIBAHHS —
0071acTh CBA3BIBaHUS Y -00TaThIX MocienoBareasHocTet PHK Ha mpokcn-
MaJIbHOW CTOpPOHE TOpPOHWIa M 00JacTh B3aUMOIECHCTBHUSA ¢ TONMH(A)
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yuactkamu PHK Ha nucransHoi cTopoHe. B Hacrosiiee BpeMst U3BECTHO
HECKOJIBKO CTPYKTyp KomiuiekcoB Hfq ¢ koporkumu PHK-ommromepamu
(PDBID 4HTS, 4HT9, 3QSU, 3RER, 3AHU, 3HSB, 3GIB, 1KQ2) u
HEJ/IaBHO MOJIy4YeHa CTPYKTypa HUu3Koro paspemeHus oenka Hfq ¢ MpPHK
RydC u3 Salmonella sp. (PDB ID 4V2S) [49].

Crpyxkrypsl Hfq B xommiekce ¢ onuro(Y) dparmentamu PHK noka-
3anu getanu B3aumoseicTeusa Y-6orareix PHK Ha nucransHO# moBepx-
HOCTH OeJika BOJIM3U LIEHTpajbHON mopsl rekcamepa [48, 50, 51]. Dro
crpykrypa Hfq w3 Staphylococcus aureus B xommuiekce ¢ AUSG PHK
[52], ctpykrypa Hfq uz Salmonella typhimurium B xomruiekce ¢ U6 PHK
[53] u crpykrypa Hfq u3 E. coli B xommiekce c AU6A PHK [54].

CaiiT cBSI3pIBAaHMS ypauuia OpraHi30BaH aMUHOKHUCIOTHBIMU OCTaT-
KaMH JBYX COCEIHUX CyObennHuI rekcamepa. OCHOBaHUE ypaluia npu
CBSI3BIBAHUH C OEIIKOM 00pa3yeT CTIKUHT ¢ O€H30IbHBIM KOJIbIIoM Phed?2,
a aroMbl O2 u O4 ypanuna o0pa3yroT BOIOPOIHbBIE CBSI3H C aTOMaMHM
ooxoBbIx 1ieniei GIn8 u GIn41 coorBercTBeHHO [53]. Cemyer OTMETHTD,
YTO MEXKIY TpeMs cTpykrypamu komruiekcoB Hfq ¢ V-6orareimu PHK
HaOJIOIat0TCsl HEKOTOpbIe OIN4us. B accumerpryHoi siueiike CTpyKTyphl
komruiekca Hfq w3 Salmonella typhimurium pacnionoxeH MoHOMep Oerka
U OMH YPUAMH C CUMMETPUYHBIMH (oc(aTHBIMU OCTATKaMH, IPUYEM
cBoOomHBIE KHCIOpoabl Gocdara He hopMUPYET CBI3CH C OETKOM U
HaIIPaBJICHHI B IIEHTpaIbHYIO Topy [53]. B cTpykType kommiekca Hfq u3
Staphylococcus aureus c AUSG PHK cBoGomaBIe KHICTOpOnb! hochaTHON
TPYTITBI HAIPABJICHBI OT IIEHTPAIbHON IOPHI B (POPMHUPYIOT BOJOPOIHBIE
ces3u ¢ NH -rpynmoii ocratka His56 [52].

ITocnennsist U3 MOMyYEHHBIX HA JAHHBII MOMEHT CTPYKTYP KOMILIEK-
coB Hfq ¢ ¥V Gorareimu PHK [54] moka3zana, uto cBs3biBanue PHK
Ha MPOKCHUMAJIbHONH CTOPOHE TOPOMJIa MOXKET ObITh JTAOMIbHBIM. J[i1st
cokpucrammmzanmu ¢ Hfq 01 B3siT yyactok DsrA PHK, conepxammii
nocnenosarenbHocTh AU A. OKka3anock, 4To B MONYYEHHON CTPYKTYpeE
KOMILIEKca He BCe HYKJICOTH/IbI IOKAJTM30BaHbI B YPUINH-CBS3bIBAIOIIIEM
kapMmane: fBa u3 mectu ypuauaoB (U30 u U33) He UMEIOT KOHTAaKTOB €
0eJIKOM U HampaBJIeHbI OT MMOBEPXHOCTHU Oernka, oauH ypuaus (U29) ces-
3aJics HE B CaMOM KapMaHe, Iie JOJKeH OblI CPOPMHUPOBATH CTIKUHT C
Phe42, a BOnuzu kapmana. Caxapodocdarusiii ocroB PHK opuentupoan
KaK BHYTPb LIEHTPaIbHOM nonoctu (kak B komruiekce Hfg ¢ U, PHK), Tax
¥ OT LEHTpabHOM monoctu (kak B kommekce Hiq ¢ AU.G PHK).

Crpykrypa Hfq u3 E. coli c onuro(A) PHK mpnunoit 15 nykneotunos
Ob1a momyvena Brepsbie B 2009 roay [55]. Ona mokasana, 9to oiauro(A)
CBSI3bIBACTCS HAa AUCTAJILHON ITOBEPXHOCTH O€JKa MOCPEICTBOM IOBTO-
PpsIOLLErocst TPOUCTBEHHOI0 MOTUBA, Ha3BaHHBIM A-R-E PHK-cBsi3bIBat0-
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it MOTUBOM. M3HauaIbHO IIPenonaragochk, 4To A-cailT COOTBETCTBYET
cnenn(puUeckoMy aJleHUH-CBS3bIBAIOIIEMY KapMaHy, R-caliT — mypuH-
CBSI3BIBAIONICMY KapMaHy, a E-caifT sBisercst caiitom mist Hecrienudu-
YECKOTO CBSI3bIBAHMS HYKJIECOTHI0B, TOCKOJIIbKY OCHOBAaHUE HYKIIEOTHA
B HEM HE MMEET KOHTAaKTOB ¢ aroMamu Oenka [55]. Ilo3mHee, ogHaKo,
OBLIO IOKa3aHO, YTO UMEHHO R-CailT sIBJIsIeTCSl CAUTOM CIIEU(HYECKOTO
CBSI3BIBAHMS aZIeHMHOB [54, 56], mpuyeM Apyroil mypuH — T'yaHHH — He
csi3biBacTcst ¢ Hfq Hu B R-calite, Hu B A-caiiTe, 3aT0 B «crieliu()u4ecKkom
JUIst TypuHOB» R-caiite MokeT cBA3bIBaTbea UUTHANH [53, 57].

Jucraneubiii A-cBsi3biBatonuil cat Hfq us E. coli pacnonaraercs
MeXAy cocenHruMu cyobeannnnamu Topouna Hfq. [Tpu ces3piBanun PHK
¢ O6eJIKOM POUCXOAUT POPMHUPOBAHKE BOAOPOIHBIX cBsizeil Mexy GIn33
u N7, N6 aromamu ocHOBaHus afeHuHa, octatkoM GIn52 u N1 atomom
OCHOBaHWUS aJIeHUHA, ocTaTtkoM Lys3 1 u pocdarHol rpymoii aieHo3uHa.
Taxokxe popmupyeTcs rupoPoOHbI KOHTAKT MeX Ty Leu32 u ocHoBaHuEM
ajieHuHa [55].

CesizpiBanne PHK ¢ GenkoM B R-caiiTe mpoMCXOAUT 3a CUET CTIKHHT
B3auMoJeHCcTBUA Mexy Tyr25 U OCHOBaHHEM aJleHUHA, JOMOJIHEHHOTO
ruapohoOHBIMI KOHTAKTaMH aileHuHa ¢ octatkaMu Leu26, [1e30, Leu3?2.
3amena Tyr25 na amanud mpuBoauT K 100-KpaTHOMY CHIDKEHHIO CPOJICTBA
mexay PHK u Hfq [58]. I'mapodoOHBIe B3aMOACHCTBUS JOTIOTHSIOTCS
(hopMupOBaHIEM BOTOPOIHBIX CBA3EH MEX Ty 00KOBOH 11enhio GIn52 u N6
aroMoM ocHoBaHus afgeHnHa, Thr61 u N1 aromomM OCHOBaHMS aJcHUHA,
Asn28 u N3 u N atTomamMu OCHOBaHHUS ajieHuHa [55].

Cpenu TpaMOTPHIIATENBHBIX OaKTEpUil CBA3bIBaHHE A-0OTaTHIX
onuroPHK mpouncxoaut npaktuyecku uaeHTHIHO. OJHOBPEMEHHOE CBSI-
spiBanre AU A 1 A B KOMILIEKCE ¢ OenkoM u3 E. coli mokasano, 4to npu
(hopMHUpOBaHUK TPOHUCTBEHHOTO KOMILTeKca nosokenne PHK u cTpykrypa
OeJika PaKTUYEeCKU He U3MeHsoTCs [59].

OpHako HUYEro He ObUIO U3BECTHO O cTpyKType KomruiekcoB PHK ¢
Hfq u3 rpamnonoxutensHbIx 0akTepuil. B rpaMonoxuTensHbIX OakTe-
pusix Hfq urpaet He ctonb QyHIaMEHTaIbHYIO POJIb, HATPUMEDP HOKAYT
rena hifq B Staphylococcus aureus u Listeria monocytogenes He IPUBOIUT
K U3MEHEHUIO (PEHOTHUIIA ITUX OaKTEepHil, B TOM YUCIIE M3-32 OTCYTCTBHS
B Hux PHKase1 E [37]. B 2011 roxy Oblia monydeHa nepsasi CTPYKTypa
Hfq u3 rpamnonoxurensHoit Oakrepun Bacillus subtillus B xommiekce
¢ (AG),A PHK [60]. Oxazanock, uto cBsaspiBanue A-6orareix PHK
Ha moBepxHOcTH HfQ B rpaMIionoXKuTENbHBIX 0aKTEPHSIX MPOUCXOIUT
WHa4e, YeM B IpaMOTpHIlaTeNnbHbIX Oaktepusx. Hfq u3 Bacillus subtillus
He cBs3biBaeT AU G PHK, obnamaer MeHbIIMM CPOJICTBOM K A18 PHK,

5
yem Oenku Hfq u3 rpamoTpumaTenbHbIX OaKTepHii, 3aT0 crieupuIecKu
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cesaspiBaeT PHK, conepaxantyto AG moBropsl. BMmecTo Tpex kapMaHOB CBSI-
3p1BaHus (A-R-E) popmupyercs TonbKo 1Ba, KOTOpEIE ObUTH Ha3BaHBI A-L
MOTHBOM. AJICHHHOBOE OCHOBAHHUE CBS3bIBACTCS HA TOBEPXHOCTH OEJIKa B
KapMaHe A, KOTOPBIH SBJISIETCS aHATIOTOM KapMaHa R rpamoTpunaTensHbIX
OaxTepuii. CBsI3bIBaHUE MMPOUCXOUT 33 CUET CTIKUHI B3aMMOJICHCTBUI
MEX]ly OCHOBaHUEM aJICHUHA U JIByMs (peHmnanannHamu Oenka — Phe24 u
Phe29 u crabunusupyercs 3a c4eT BOJOPOHBIX CBS3€H MEXKTy aJICHUHOM
u ocrarkamu Ser60, Thr61 Genka. I'yanun B coctase (AG),A PHK B komn-
nekce ¢ Hfq popmupyet BomoponHbie cBsizu ¢ Arg32, KOTOPBIH SIBISIETCS
CTPOr0 KOHCEPBAaTHBHBIM aMHUHOKHCIIOTHBIM OCTAaTKOM cpeau OenkoB Hfq
B TPaMIIOJIOKUTENBHBIX OakTepusix [60].

V. AETAJIM3ALIMSI MOJIEJIU B3AUMOJAENCTBUSA BEJIKA
HFQ C MATPUYHBIMU U PEI'YIATOPHBIMHU PHK

N3-3a HEBO3MOKHOCTH MOTYYECHHUS CTA0MIIBHBIX KOMITIeKcoB Oenka Hfq ¢
MOJTHOpa3MEpPHBIMU PeryysaTopHbIMU U MaTpuuHbiMu PHK, nonroe Bpems
He OblIa M3BECTHA MOJHAS KapTHHa cBs3biBaHus Oenka ¢ PHK. J{nst cos-
JaHus Mojenel B3aumoneiictus Oenka Hfq ¢ perynsaropasimu mpPHK
[61-63] ucronb30BanKch TaHHBIE IO CTPYKTYpaM KoMIuiekcoB Oenkos Hfq
¢ xopotkumu pparmentamu PHK 1 ¢ oTnensHbIMH pHOOHYKICOTHAAMH.
Oxkaszainocs, uTo nockoseKy 0enok Hfq cszbiBaeT onHonenoueunsie PHK,
TO OH CIIOCOOCH CBSI3BIBATH OT/ICIIbHBIC HYKIICOTH/IBI B CATaX CBA3bIBAHUS
PHK [64]. beum momy4ensl komruiekesl 6enka ¢ YT®, UTD u ATO,
TMO3BOJIMBIIIHE BBISIBUTH CTPYKTYPHBIE JIETATN B3aMO/ICHCTBUS YPHUIMHA B
narepaibHOM caiite Oenka Hfq, cymecTBoBaHE KOTOPOTO OBLITO TOKa3aHO
OmoxuMudecku [65] 1 mokaszark crmocoOHoCTh Hfq CBSA3BIBATh IUTHAMHEI
B 000X OCHOBHBIX caiitax B3ammosmericTBusi ¢ PHK (puc. 1). Cengyer
OTMETHTH, YTO HECMOTPSI Ha BCE TIONBITKH, HE OBLTH TTOJTy4eHBI KOMITJIEKCHI
0erKa c ryaHWHOM, 9TO TTOATBEPKIaeT OMOXUMUIECKHE JTAHHBIE O HU3KOM
cponctBe Hfq k ryannn-comepskamuM nocienoarensHocTsM PHK [64].

Mpmuorue perynstopasie PHK, ¢ kotopeimMu B3aumoneiicteyer Hfq,
MMEIOT B COCTaBe MOJNYPUINHOBBIE IOCIEI0BATEILHOCTH KaK Ha 3', Tak
u Ha 5’ xoHe. [IpenmonaraeTcs, 9To MepBOHAYATHLHO MMPOUCXOAUT Y3HA-
Banue 6exxom Hfq Y-6oraroif mocienosarensnoctr 3’ konma MmpPHK B
npokcuMasibHoM caiite Hfq [66], a 3atem 5’ konery MpPHK dopmupyet
CBSI3M C TIOBTOPSIOUIMMHUCS JIaTepaIbHBIMU CaliTaMH CBSI3bIBAaHHS O€JKa
[62] (puc. 2). ImMeHHO ypaumnibl, GOPMHUPYIOIINE KOHTAKTHI C JIaTepaib-
HBIM CaliTOM CBSI3bIBAHHMSI, MOTYT OBITH OTBETCTBEHHBI 33 B3aUMO/ICHCTBHE
¢ MPHK [67]. [To pe3ynbraTam Hatiel paboThI yIaja0Ch JIeTalIU3UPOBaTh
HCXOMIHYIO MOJIENb U YTBEPKAaTh, uTo Ha 3’ koHrie MpPHK momxus! pac-
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[uctanbHas ctopoHa

TNaTepanbHbilit X ) == ~ B
caiT ; B - \// NNatepanbHbiii
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I'Ipoxcmmanbua;l CTOopoHa

Puc. 1. Cxema pacnionoxenusi PHK-cBs3bIBalonux caifToB Ha MOBEPXHOCTH TeKca-
MepoB Oenka Hfq u ux crieriuuaHOCTh K HYKIICOTH/IAM.

1 m 2 m

KOMMriekc
Hfg/MpPHK

z A 5
npoKcumanbHast
cTopoHa 3-4 HykneoTtuaa

Puc. 2. [Ipennomnaraemas Mosens monoxxeHus Majibix peryastopasix PHK ma moepx-
HoctH Oenka Hfq.

1. MicxomHast MoJiesb, Ipe/TIOKEHHAst HA OCHOBE JIAHHBIX 10 MyTareHesy Oenka Hfq.

2. JleTann3upoBaHHAS HA OCHOBE TTOTYYCHHBIX HAMU CTPYKTYPHBIX JaHHEIX 110
nokaimuzaunu YTO Ha nosepxHocTu Oenka Hfq monens cBsa3piBanns MpPHK. s
cBs3bIBaHMs ¢ OermkoM MpPHK nomkHa nmeTs Ha 3" koHIe 4—5 0CIeA0BaTeNbHO pac-
HONIOKEHHBIX YPHU/IIHA, YaCTh I3 KOTOPEIX MOXKET OBITh 3aMEIleHa Ha ITUTHANHEL, a Ha
5’ KOHIIe uepe3 Kax/ible 3—4 HyKJICOTHa JOJIKEH OBbITh CTPOr0 PACIIOIOKEH YPHIHH.
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perynsitopHas

Puc. 3. (1) Crpykrypa kommuiekca RydC
MpPHK ¢ 6enxom Hfq (HDB ID 4V2S).
I'excamep Genka Hfq mokazan B Buue
JICHTOYHOM MOZIEI C MOHOMEpaMu pas-
Horo ugeta, RydC mpPHK mnokazana B
BHJIE OPaHKEBOH JICHTHI C 0003HAYCHHBIM
HalpaBJIeHHEM OCHOBAaHUH (CHHME Ma-
nouku). O6o3HayeHsl 5" U 3’ KOHIbI
MpPHK. 3’ konen RydC mpPHK o6pasyer
CeTh KOHTAKTOB C aMHHOKHCIIOTHBIMU
OCTaTKaMH MPOKCUMaIbHOW MOBEPX-
HOCTH Oellka B IEHTPaJIbHOI o0nactu
rexcamepa. C narepanbHOil 00JIACTBIO
0enka B3aMMOJCHCTBYIOT KOHCEPBAaTUB-
Hele ypunuasl U23/U24 u U46/U47
MpPHK. 5' konenr RydC PHK o0pasyer
JOTIOTHUTENBHBIC KOHTAKTHI C JIaTe-
paNbHON YacThIO TeKcamepa CHUMMET-
PHUYHO CBs3aHHON Moiekyisl Oenka Hfq
(He moKa3aHo).

(2) Ilpennonaraemasi MOzIeIb B3aHMO-
neiicrBust RydC mpPHK u c¢fa MPHK u3
Salmonella sp Ha moBepxHOCTH OeiKa
Hfq (ynpomennas cxema u3 [49]). 3 ko-
Henr RydC mMpPHK (uepnas) B3ammo-
JICHCTBYET C LIEHTPAIbHOM ITOpoi Oerka
Ha MpOKCHMalbHON moBepxHoctn HIq.
cfa MPHK (cepast) accouunupoBana c
JUCTabHOM moBepxHocThI0 Hfq 1 (hop-
MHpPYET B JaTepaabHOil obmacTu Oenka
nymieke ¢ 5" konnom RydC, kotopsrit
omHoBpeMeHHO cBsizaH ¢ Hfq. [pearo-
naraetcsi, yto C-xoHuesas yacth Hfq
HAaIlpaBJIeHa B CTOPOHY KOHTaKTa 000uXx
monekya PHK u ctabunusupyer ux B3au-
MOJIEIICTBHE.

MoJIaraThCsl TIOCTIEIOBATEIbHO HE MeHee 4eM 4—5 ypHUIUHOB, YacTh W3
KOTOPBIX MOJKET OBITH 3aMEHEHA Ha IIUTO3WHBI, a Ha 5’ KOHIIE PeryIsaTop-
Hoit PHK nomxna OBITH TIOCTIEIOBATENBHOCTD, COIEPIKAIINE YPUIHHEI B
KQKJI0M 4—5 MOJIO’KEHUU JJ1s1 B3aUMOJCHCTBUS C JaTepabHbIMU CalTaMu
Hfq [64]. [lonyduenHble TaHHBIE OBLTH WCITOJIB30BAHBI MTO3THEE IS CO3-
TaHus MoJenn B3anMonericteus 6enka Hfq ¢ rpoS mpPHK [63], a 3atem
TIONTBEPKACHBI CTPYKTypoit 6enka Hfq u3 E. coli B kommutekce ¢ MpPHK
RydC u3 Salmonella sp. [49] (puc. 3).
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VI. BAKJIIOYEHHUE

B HacTositiee Bpems He MPECTaBIseT COMHEHUN BaXKHAs POJIb MaJIbIX
perynsropabix PHK B peryssitinn OnocunTesa B 0aKTepHaibHBIX KIICTKaX.
WHTepecHoi 0COOEHHOCTBIO ATHX MPOIECCOB SBISIETCSl YUacTHE B HUX
OakrepuansHoro 6enka Hfq, koropsrii Bemmonusiet pons PHK-manepona u
cniocooctByet B3aumoericteuo MpPHK ¢ MPHK-mumensimu. Yaukainn-
HOW 0COOEHHOCTBIO 3TOTO MIECTUMEPHOTO OeliKa CIYKHUT HAIUYHE TPEX
caiitoB B3aumoseiicteusi ¢ PHK Ha moBepxHOCTH 3TOTO O€IKa: OHOTO
YPUIAUH-CHIeIH()HUIECKOTO caiiTa, BTOPOro — aaeHUH-CIEenn()UIeCcKOro
caiiTa, U IOMOJHUTEILHOTO CaiiTa, HEOOXOIUMOTO AJISl OCYIIECTBICHHS
npouecca B3aumozercTaus AByx monekya PHK. Ipouece perymsiunm Gen-
koBoro cuntesa ¢ yuacrtueM MpPHK u 6enika Hfq B pasnuunbix Gakrepusix
AKTUBHO MCCIIETYETCs U 3[IECH CIEAYET 0XKHU/IATh €11[€ MHOT'O HHTEPECHBIX
OTKPBITUH.
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