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®narena 6akTepuii — 3TO CIOXHEMIIast CyITpaMoIeKyIIsIpHasi CTPYKTYpa, TIPeACTaBIsIIoNIast co00i OMHOBPEMEHHO
U YHUKAJIBHYIO CUCTEMY O€JIKOBOTO TPAaHCHOPTa, U MOJEKYSIPHYIO MAIINHY, OCYLIECTBISIONIYIO MepeaBUXKEeHIE
GakTepraabHOUN KileTku. Kackanm peryisiiuyu TeHOB KOMITOHEHTOB (bJlaresiibl M TI03TaITHasi cOOpKa 3TOM MOJIEKY-
JISIPHOW MAIIMHBI TECHO CKOOPAWHUPOBAHBI U TIPENCTABIISIOT CO00I TTOPaXaIoIIyl0 BOOOPaXKEeHNE PEryasTOPHYIO
cucremy. B 0630pe cyMMUpPOBaHBI CBEIEHMSI O CTPOEHUH, COOPKE U PETyIsIUU IKCPeccuy reHoB diaresisl. Onu-
CaHbI U3BECTHBIE B JIUTEPATYPE PETYISITOPHBIE MEXaHU3MBI I B3aMMOCBSI3U TIPOIIECCOB PETYIISIIIAY SKCITPECCUY Te-

HOB U COOPKU (hraresiibl.

KIIIOYEBBIE CJIOBA: ¢narenna, moaBUXKHOCTh, OaKTepHsl, MOJIEKY/ISIpHASI MalllMHA, PETY/ISIUS TPAHCKPUIILIVH.

IMToaBukHOCTH OaKTepuii obecrieunBaeTCsl Bpa-
IIeHreM O0aKTepUaTbHOTO XIyTHUKa, (areursl [1].
Y MHorux 6akTepuit, HarmpuMep, y Haubosee u3y-
YEHHO! TpaMoTpuLlaTeIbHOU OakTepun Escherichia
coli n poxactBeHHOU eii Salmonella typhimurium,
cITy>Kallleil MOmy/IIPHBIM 00BbEKTOM JIJISI CCIIeI0BA-
HUS MOIBWXKHOCTH, Hajluyue Jareabl Heobs3a-
TEJIbHO U BO3MOXEH TEePEX0] MEXIY MOJBUXHBIMU
1 HETIOABVKHBIMY (popMaMU. be3KryTukoBbie 6ak-
TEPUU TOBOJBHO OBICTPO (B TEYEHUE NECITU THEW)
BBITECHSIIOT ITOABIKHEIE IIITAMMBI B TIepeMeIlBae-
MOI1 cpeie 3a CYET SKOHOMUM PECYPCOB, YXOMSIIINX
Ha co3maHne n pyHKInoHupoBaHue ¢Jarer. CKo-
pocTh pocTta GJareJuIsIpHbIX (POopM OakTepuii Ha
~2% HWKe TaKOBOI 1)1l HeMOABWXKHBIX (popMm [2]. B
TO K€ BpeMsI B YCIIOBUSIX, KOrIa 0aKTepusl BRIHYX-
JleHa UCKATh NUCTOYHUKMY ITUTATeIbHBIX BEIIECTB WX
n30eraThb TOKCUYHBIX BEILIEeCTB, MOABUKHOCTb 00eC-
IeYrBaeT 3HAYUTEJIbHOE MPEHMMYIIEeCTBO. BrosHe
€CTECTBEHHO, YTO 3KCIIPECCHS TeHOB IOABIKHOCTHI
CJIOKHBIM 00pa30M peryanupyeTcsl MpakKTUUeCKU Ha
BCEX YPOBHSX: TPAaHCKPUIMILIMU, TPaHCISALUMUA U
TpaHcIopTa. BaxkHO He TOJIBKO peryanpoBaTh Ha-
JIMYKE WK OTCYTCTBUE hiaresuibl, HO U CTPOTO KO-

* Anpecat i1 KOPPECTTIOHACHIIUH.

OpAMHUPOBATh BpPEMA U YPOBEHDL 3KCIIPECCHUU TIC-
HOB, KOAMPYIOIINX KOMIIOHCHTBI 3TOr0 CJIO2KHOIO
MOJICKYJIAPHOIO MOTOPA.

CTPOEHUE ®DJIATE/LJIbI

Ha xnetky Takoit 6aktepuu, Kak E. coli unu
S. typhimurium, B cpenHeM npuxoautcs 5—10 ¢ia-
TeJUI, PacloJIOKEHHBIX B CIyJaliHBIX MeCTaxX Ha
KJI€TOYHOM MmoBepxHOocTU. Kaxnas n3 Hux (puc. 1)
COCTOUT U3 0a3ajibHOTrO Tejia, JIMHHON HapyKHOM
HUTHU, COCTOSIICH M3 OenKa (iare/inHa, 1 COeau-
HSIOWIETO 3TU JIBE YacTU «Kproka» [3]. Pmuaremna
MPUBOAUTCS BO BpallleHWEe, a SHEPIUsl IJIs 3TOro
obecrieunBaeTcsl TpaHCMEMOpPaHHBIM IOTEHLMA-
oM [4]. dmareuta — 3TO HE TOJBKO MOTOpP, HO U
crielMaan3upoBaHHasl CUCTEMA TPaHCIIOpPTa, KOTO-
past ucroyib3yeTcs npu ee camocoopke [S5]. TpaHc-
ITOPT OEJIKOB, COCTABJISIOIINX BHEKJIETOUYHYIO 9aCTh
(bmarennbl, ocyliecTBaseTCS 4epe3 LIEHTPAIbHYIO
MOJIOCTh 3TOM CTPYKTYyphl [6]. Ha ocyiiecTBieHue
TpaHCIIOpTa TaKXe PacXOmyeTCsl SHEPIUs, 3araceH-
Hasl B BUJIe TpaHCMeMOpaHHOTO IToTeHIInana. Hamo
3aMETHUTb, YTO HEKOTOpPbIE MATOr€HHbIE OaKTepUU
HMEIOT CXOIHYIO ¢ (harejUioil CcympaMoJIeKyIsap-
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Puc. 1. Crpoenue dmnaremisl. [TokaszaHbl oM BHYTpEHHEH 1
BHEIIIHe MeMOpaHbl, TENTUIOTIMKAHOBAsI KJIETOYHAsI CTEHKa,
C-, MS-, P- u L-koJbLia — «IMOAIINUITHUKI» , MOTOPHbBIE OEJIKU
(MotAB), porop (FlgBCF), npsimast TpyoKa, KpIoK 1 TUCTaJIb-
Hast yacTb aresuibl. CXeMaTUYHO MPeICTaBIeHbl KOMIIOHEH-
THI aTlrapara TpaHcropTa yepe3 duiaresury, AT®a3HbIN KOMTI-
JIeKC, LanepoHbl ¢GiareJUISIpHOrO TPAHCTIOPTa U UX CYOCTPaThl

FliC

HYIO CTPYKTYpPY, UCIOJIB3YEMYIO He ISl IBUKEHMUS,
a JUISt THBEKIIMY TOKCHUHOB B KJIETKU SITUTEIUS Op-
raHU3Ma-X03sIMHa.

CO60pKy M (PyHKIIMOHUPOBAHUE XTyTHUKA obec-
nmeunBaloT Ooyiee yeM 60 pa3nuuHbIX GelKoB [7].
bazanbHas obnacTh (aaresibl Hauboaee CaoXHas
(puc. 1). YacTh ee COCTOUT M3 KOJell, KaXmoe u3
KOTOPBIX 3aKPEIIEHO B OIPeACIEHHOM CJIOe KIIe-
TOYHOI CTeHKM, BHYTPEHHEW M BHELIHE MeMOpa-
Hax O0akTepuanbHoii KieTku [7]. Kosbla oopa3yior
CBOETO pojlia MOAIIMITHUKYU, BHYTPU KOTOPHIX Bpa-
maercs noJast Tpyoka. C-KoJIbIIo 00pa3yeT «Jalry»
C LMUTOIUIa3MaTUYEeCKOW CTOPOHBI, MS-KOJIbLIO
MPOHMU3BLIBAET BHYTPEHHIOI MeMOpaHy, P-Kombio
MIPOHU3BIBAET KJIETOYHYIO CTEHKY, a L-KoIbIio Ha-
XOOUTCS B HapyxXHoii MeMOpaHe [8]. MoTopHbIi
KOMIIJIEKC, PACMOJIOXKEHHBIA B MepUIlIa3Me U 3a-
KpeTJIeHHBIT Ha BHYTpEeHHelH MeMOpaHe, BpaiiaeT
«BaJl», IPUBOMS B ABIKCHME HAPYKHYIO ITOJTYKECT-
KYI0 CIIMpaJibHYIO OelKOBYIO HUTH [4, 9]. biaronga-
psi 5TOMY OakTepuralibHasl KJieTKa CIIoCOOHa pa3BU-
BaThb OYE€Hb OOJBIIYIO CKOpocTh — 100 MKM/C, T.e.
6osee 50 IIMH KJIIETKU B CEKYHY.

Hurtb ¢iaresuisl mojiast Ha BCeM MPOTSKEHUU U
MpeaCcTaBIsIeT U3 ceOsl, 10 CYTU, TPY aKCUAJIBHO CO-
enrHeHHble TpyOku [2, 10]. HapyxxHast HUTh OakTe-
PUMATBLHOTO XTYTHMKA COCTOUT M3 (praremnvHa, FliC.
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B nomepeuyHoMm ceuyeHUM aresIMHOBON TpyOKU
HaxonsaTces 11 TsoKel-TpoTo(UIaMeHTOB, B IJIMHY
XKe duaresa MoxeT cocTosATh U3 ~2000 cioeB duia-
reJuiiHa. MexXmy HUThIO U 0a3aIbHBIM TEJIOM HaXxo-
IUTCS COEAWHSIONIAasl MX M30THYTas CTPYKTYypa,
KpIOK (puc. 1), OTYCTIIMBO BUIMMAs Ha BJIEKTPOH-
HBIX MUKPO(DOTOrpadusax U OTINYAIOIIASICS OT HUA-
TH KTYTHKa IT0 XapaKTepy pacloJOXeHUs CyObe -
Huu [11]. Kprok mnpeacrasisieT co00il KOpOTKuUit
CEerMEHT IIpaBOBpalllaloleiics CIupaad, obpas3o-
BaHHBINA 12 KOJNBLUEBBIMU CJIOSIMU €IMHCTBEHHOT'O
oenka, FIgE, oprann3oBaHHOrO IOYTH TaK Xe, Kak
" ¢JareJUIMH B HUTU XTyTHKa. TpexMepHast peKOH-
CTPYKILIMSI CTPYKTYPBI KPIOKOB OOHapyXKujia Haju-
qyre JIOXXOMHOK, KOTOpbIE MO3BOJISIIOT KPIOKY CBO-
00ogHO M3rMbaThes, 9TO OobecneynBaeT (PYHKIIMO-
HUpOBaHUE KpIOKa KaK TMOKOTO COYJICHEHMS IUIS
o0pa3oBaHUs ITydyka HUTEW XTYTMKOB MpU IaBa-
HUM KJIeTKU. MexXny KproKoM U ¢aresioii (puc. 1)
HaXOMSTCS ABA KOJBIEBBIX COCTMHUTEILHBIX MOHO-
MOJICKYJISIDHBIX CJIOSI, OOpa3oBaHHEIE OeJKaMu
FlgK u FigL [12]. Co cTopoHBI IEpUITIa3Mbl K KPIO-
Ky NOACOeNMHSIeTCS MpsiMasl TpyOKa, oOpa3oBaHHast
IBYyMS KoabLeBbIMU cliosimu 0enika FlgG [8, 10, 13].

Tpu coenMHEHHBIX TPYOUYATHIX yyacTKa 00pa3y-
I0TCSI ITOCJIeI0BaTeIbHO, HAUMHAs ¢ OJIMKaMIIero K
nuTorasme. Ilpu cOopke Kaxkmblii 13 HUX 3aKaH-
YUBAETCS CBOUM K3IMUPYIOIINM OEJIKOM TaK, YTOOBI
JIUCTAJIbHBIN KOHEIl TPYOKM Bcerjma OB 3aKpBIT
(puc. 2, a—e). Ilpssmas TpyOKa, cocrosimas u3 FlgG
U TIPOHM3BLIBAIOIIAS ITENTUIOTIMKAHOBEINA CJIOH,
konupyetcs FlgJ, umeromum MypaMuaa3Hylo ak-
TUBHOCTH [14]. Takum 00pa3oM, 3TOT KBTI CITYXKHUT
CBOETO pOMa «CBEPJIOM» KJIETOYHOM CTECHKM IIepel
pacTyiuM KoHLIoM dmaremisl (puc. 2, a). Kprok
nMeeT COOCTBEHHBIM KO3II, COCTOSIIMUA M3 OeyKa
FlgD [10] (puc. 2, 6, 2). B cobpanHoi1 iaresnie 3t
IIPOMEXYTOUHEIE KAMUPYIOIIe OCJIKM OTCYTCTBY-
10T (puc. 1). ucTanbHBIN KOHEI 3peoii (hJiaresibl
3akpeIT KamoM u3 FliD, B3anmMopeicTBYIOIMINM C
¢uaresuinHoMm [15]. Ero poJib 3akiiouaeTcsl B pery-
JIMPOBAaHUU TIPUCOEIUHEHNS CMHTE3MPOBAHHOTO B
KJIeTKe (hareJUiMHa Ha KOHIIE XTYTHKa U 3allliTe
KTYTHKA OT IPUCOSIUHEHMsI 3K30TeHHOTO (rare-
JuHa u3 cpeabl. Ha Bcex atanmax cOOpKHU (paaresuibl
pacTeT TOT ee KOHell, KOTOPhIi O0Jjiee BCero yaaieH
OT KJIETKU, a He OJMKaillumii K KieTke. MyTaHTbl, Y
KOTOPBIX WHAKTUBUPOBAH TeH fliD, HEIOABIKHEI
U3-3a ToTepy (BareJIJIMHOBOM HUTH, a CAMU MOJIe-
KyJIbI (hare;iyinHa y TAKOro MyTaHTa YXOIST B KyJIb-
TypaibHylo cpeay [16]. B oTauyue oT OeIKOBBIX
KOMIIOHEHTOB (pyIarejuibl, TPaHCIOPTUPYEMEIX de-
pe3 camy IOJaylo TPyOKY, KOMIOHEHTHI Hapy*KHBIX
KOJICLl TPAHCIOPTUPYIOTCS 4depe3 Sec-3aBUCUMYIO
cuctemy TpaHcnopta [17].

C muroruia3aMaTUYeCKOi CTOPOHBI (iaresibl
HaXOAUTCs cUCTeMa 0TOopa CyOCTpaTOB [Jis1 TpaHC-
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Puc. 2. Dranbl coopku dnaresinl. a — COopka npsiMoii TPYOKU, TUIAPOIU3 MENTUAOTIMKAHOBOTO CJIOS K3TIOM MPSIMOIi TPYOKU My-
pamupnasoit FlgJ; 6 — mepexon K MOCTpOEHUIO KPIOKa, BEITECHEHUE KA3Tla MpsIMOi TpyOKU OeikaMu L-Koblia; 8 — MOCTpoeHue
KpIOKa, KOHTPOJIb IUTMHBI Kpioka 6enkoMm FliK; ¢ — aktuBamusa aBronporeonn3a FIhB 6enkom FliK; 0 — mepekitoueHue criemm-
buvHOCTH (h1are/UISIPHOTO SKCIOPTA Ha MO3IHKUE CYOCTPAThl, SKCITOPT OEJIKOB COSTMHEHMS KPIOKa U TUCTAJIbHOM YaCcTH, a TaKKe
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nopTa, cocrosmast n3 6eakoB FIhA n F1hB (puc. 1),
a rakke AT®a3nbiit Komiuieke u3 6enkoB FliH, Flil
u FliJ [10]. Tuoponu3 AT® HyXeH He IJisg TpaHC-
ImopTta, a Il CeJeKTUBHOM JOCTaBKU CyOCTpaTOB
TPaHCIIOPTa K OCHOBAHUIO (paresijIbl U, BO3MOXHO,
IUTST UX YacTUYHOTO pa3BopauumBaHusg [10, 18].
CyOcTpaThl TpaHCIIOPTa JOCTABISIOTCS K (haresie
TOJIBKO B BHUJIe KOMILIEKCA C OTHUM U3 HECKOIbKUX
cneun@UIHBIX TPAHCIIOPTHBIX LIANepoHOB (puc. 1),
KaXIbIil UX KOTOPBIX YYACTBYET HE TOJBKO B TPaHC-
IOpTe, HO U B peryysiluu. TpaHCOpTUpYeMBblii Oe-
JIOK, CBSI3aHHBIH C IIAIIEPOHOM, B3aUMOJEIUCTBYET C
Flil-cyobenuunneit AT®a3zHoro KkoMIuiekca U Tak
nocrasisiercss K FliM/FliN-KoMIloHEeHTaM LIUTO-
mia3matudeckoro C-xkonpua. FliJ-koMmmoHeHT
AT®a3b1 B3aMMOIEHCTBYeT C IIaliepoHaMu 0e3
«Ipy3a» U TaKUM OOpa3oM IpeaoTBpallaeT CBSI3bI-
BaHME CyOCTPaTOB TPAHCIIOPTa, KOTOPHIE YKe ObUIH
JIOCTaBJIeHbl K OCHOBAHUIO MoJioi Tpyoku [18].

CBOPKA ®JIAI'EJLJIbI

Coopka ¢uareaabl MPOUCXOAUT IOCIEI0BaA-
TeJIbHO, HAYMHAs C IUTOIIa3MaTUIEeCKMX YacTeld 1
3aKaHYMBasl TUCTAIBHBIMU. [IpaBuibHasT ITocaeno-
BaTeJbHOCTb COOPKY 00eCcTeunBaeTCsl KakK perysi-

LM 3KCIPECCH TeHOB KOMIIOHEHTOB (praresuisl,
Tak ¥ MOCTTPAHCISIIMOHHBIMU M3MEHEHUSIMU OeJi-
KOBOM CTPYKTYyphl 3Toil opraHemisl (puc. 2). Oc-
HOBHasl 3aja4ya 3aKJII04aeTcsl B 00eCIieYeHUU CTPO-
rOil IOC/Ie0BAaTEIbHOCTH TPAHCIIOPTa KOMIIOHEH-
TOB 4Yepe3 BHYTPEHHIOW MOJ0CTh (uiareabl. CHa-
yaja AOJDKHBI TPaHCIOPTUPOBATHCS KOMITOHEHTHI
npsmoit Tpyokn FlgG, morom kproka FIgE, 3atem
coenuHuTeabHbIX cinoeB FIgK u Flgl u, HakoHel,
¢naremma FliC (puc. 2). Ilepen TpaHcmopToM
CTPYKTYPHOTO KOMIIOHEHTa KaxXJIOTro TpyOyaToro
y4acTKa JOJDKEeH TPaHCIIOPTUPOBATHCS €ro KIII, T.C.
FlgJ no FigG, FlgD no FIgE, FliD no FliC. Peryns-
11 TpaHCHOpPTa C ITOMOIIbIO KOHMOPMALIMOHHBIX
1/VIN KOBAJIEHTHBIX M3MEHEHUI caMoi (hJlareuIbl
MMeeT TO TPEeUMYIIECTBO HaJl perysiueil SKCIpec-
CHU T€HOB, YTO JOIYCKAaeT OMHOBPEMEHHYIO KOOp-
IUHAIMIO CO3MaHMSI HECKOJBKUX (hlarejul, Kaxmaas
13 KOTOPBIX HAXOUTCS HAa CBOEH COOCTBEHHOI cTa-
NN COOPKMU.

Haubonee xopoiro usyyeH MeXaHU3M Iepe-
KJIIOUCHUSI TPAaHCIOpPTa ¢ paHHUX CyOCTpaTOB Ha
MO3IHUE, TTPOUCXOISIIMIA TI0 TOCTHKEHUU KPIOKOM
nnuHbel ~55 HM [10]. OTo mepekioueHue, cpeau
npouero, mpekpaimiaet TpancnopT FIgE n pa3pemia-
€T TpaHCOOPT BaXXKHOIro peryistopa, 6enka FIgM, u
JIPYTUX TO3THUX cyocTpaToB, Takux Kak FliC [19],
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U siBIisieTcsl HeoOpaTuMbIM [20]. MonekynsipHast oc-
HOBa 3TOr0 IEPEKIIOUEeHMS 3aKII0YaeTCsI B aBTO-
npoteoause 6enka FIhB (puc. 2, e) [10, 17, 21]. My-
TaHThI, Y KOTOPBIX HApYyIIEHO 3TO IEpPeKII0UeHUE
[22, 23], cuHTEe3UpyIOT OOJce NIMHHBIE KPIOKU, B
HEKOTOPBIX CITy4asiX ITIOJTHOCTBIO JIMIICHHBIC BHEIII-
Hel, dareJUIMHOBOM YacTu aresisl. Kpome My-
taumii FIhB, 3aTpynHsioniux aBTonpoTeoans, K yi-
JIMHEHUIO KPIOKA MPUBOISAT MyTallMi, MHAKTUBU-
pyromue reH fliK [24]. benok FliK umeeT nmpomos-
rosatyio ¢opmy [25] u akcriopTupyeTcs yepes ¢Jia-
TeJUSIDHYIO CUCTEMY 3KCIOpTa, KaK ee paHHUM
cyoctpar [26]. N-nomen FliK B3amMopeiicTByeT ¢
o6eaxkoM FlgD, obpa3syroiym Kam rnpu cOopke Kpro-
Ka (puc. 2, 8, ¢). C-nomen FliK B3aumopeiicTByer c
FIhB, ctumynupys aBTOIIPOTEOJIU3 ITOCIETHETO
(puc. 2, ). OnHa u3 HauOoJjee MPaBaONOI0OHBIX
moneneit ¢pynkuuonuponanus FliK 3akmiouaercs B
TOM, YTO OH CJIY>XKUT CBO€OOpa3HOI JIMHENKOM, 13-
MePSIOINICH pacCTOSIHUE OT K3Ia, OKOHYAHUS KPIO-
Ka, 10 ocHOBaHUs Oa3zanbHOro Tena, FIhB (puc. 2,
8, 2). Korna C-npomen FIliK oka3sbiBaeTcsi TOYHO
HanpoTtuB FIhB, mpoucxomut aBromporeonn3 FIhB.
B pesynsrate paHHue cyocTpaThl IIEpeCTalOT TPaHC-
MOPTUPOBATHLCS, a TO3MHMUE — HAYMHAIOT (puUcC. 2, d)
[10]. BroT MexaHM3M, OyIyYMd TOYHO JHOKa3aHHBIM
IUTSL peryJsiuMy IJIUHBL ULl Yersinia enterocolitica
[27], nns E. coli n S. typhimurium 10Ka TOJBKO
MpeIoJaraeTcs.

CucremMa IIEpeKIIOUCHHS CIEUN(PUIHOCTH
dnareysipHoro akcnopra ¢ nomoubio FliK oxa3za-
JIach HE €IMHCTBEHHOM. [Iej10 B TOM, UTO KpoMe yC-
MNelrHoM cOOPKU KproKa KJIeTKe HE0OXOAUMO TakXkKe
KOHTPOJIMPOBaTh COOPKY BHelIHUX Kojel, P u L,
KOMITOHEHTHI KOTOPBIX 3KCIHOPTUPYIOTCS MO Sec-
3aBUCHMOMY, a He IO (hJIareUIipHOMY MEXaHU3MY
[17]. Ecnu cbopka 3TuX KoJjiel HapylIeHa, To cbop-
Ka KpIOKa HauMHAETCsI, HO BCKOPE MPUOCTAHABIIN-
BaeTcs 10 OKOHYaHUs cOopku KoJell [28]. [eneTun-
YECKWI aHaJIM3 TTO3BOJIMJI HAWTH ellle OAUH OeJIOK-
nepekmouarenab, Flk [29—31]. Ponas Flk B peryns-
LIMU 1 JIOKAJIM3alluu TPAHCISILUM CyOCTPaTOB 3KC-
noprta 4epe3 dJiarejury ObLIa IpemioxeHa [29], a
Mo37Hee MocTaBjIieHa o coMHeHue [32].

MeHee n3yvyeHa cucTema IMepeKItoueHus coop-
KM TIepUTIIIa3MaTUIECKOM MPSIMOM TpyOKHM Ha cOop-
Ky kproka [10, 17]. Ilpsmas TpyOKa, mpoxonsiast
4yepe3 MEeNTUIOTINKAHOBBIM CJTIOM KJIETOYHOMW CTEH-
KM, COCTOUT BCETO U3 IIBYX KOJIbIIEBBIX CJIOEB OejKa
FlgG u B3aumopetictByet ¢ P-kombmom [8]. My-
taHTHbIE (popMbl FlgG, crmocobHbIe K M30BITOYHOM
MOJIMMEPU3aLIK, HE MOTYT BEIATH U3 TIEPUITIIa3MbI
1 00pa3yloT YIJIMHEHHYIO MPSIMYIO TPYOKY C MHO-
xkectBoM P-korrerr [10, 33]. JlyimHa 3TOM TpyOKM OT-
paHu4yeHa peryasatopHbeiM aeiictBueM FliK, a eciu
HapyuieHo u ¢yHkimonuponanue FliK, To nmpsmas
TpyOKa 3amoJIHsAEeT BCE IIPOCTPAHCTBO KJIETKH, pac-
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TaruBas nepuiuiasmy [10]. B HopMe mivHa nipsiMoit
TpyOKM OrpaHMYMBAaeTCs B3aUMOACHCTBHUEM C
BHEIIHUM KoJsblloM L (puc. 2, 6), 3aMelIaioimmm
Komn npssmoii Tpyoku Flg) Ha kam kproka FlgD [10].

Kpowme cuctemsl peryisiiiiu cOopKu (hJiaresuibl,
OCHOBaHHOM Ha KOH(POPMAIIMOHHBIX M3MEHEHUSIX
U TIpoTeosin3e, (PYHKIMOHUPYET CUCTEMA PErysi-
LIMU 3KCIIPECCUU TeHOB, KOIMPYIOIIUX KOMIIOHEH-
TBI (bJIaTeIIIb.

T'EHbI KOMITIOHEHTOB ®JIATEJLJIbI

IeHbl, obecrieunBarolye COOpPKY U (YHKIKO-
HUpOBaHUE (are/uibl, OpraHU30BaHbl BO MHOXeE-
cTBO onepoHOB (puc. 3) [34]. OnepoHBI OaKTEpH-
aJbHOTO XKTYTHMKa 00pa3yloT MepapXuiyecKylo CUC-
TeMy I10 TUITY PETYJI0HA, [Je SKCIIPECCHSI OTIEPOHOB
JIAaHHOTO YPOBHS OIpeAesieT KCIIPECCUIO0 OTEpPO-
HOB HIDKHUX ypoBHeU [2]. OcHOBHOIM (PyHKIMO-
HaJIBHBII CMBIC]I 3TOM CUCTEMBbI PETYJISIIINM 3aKITI0-
YaeTcsl B TOM, UTOObI, BO-TIEPBbIX, «IIPUHSATH pelle-
HUE» 0 HEeOOXOOUMOCTH BOOOIIE CTPOUTH (hrarei-
JIbI, @ BO-BTOPBIX, OPTaHM30BaTh IKCITPECCUIO TEHOB
B COOTBETCTBUM C TMOCJEAOBATEbHOCTbIO COOPKU
KOMITOHEHTOB diarejiibl. Bxopsiinue B peryioH
OITIepOHBI MOXKXHO YCIIOBHO pa3ielINTh Ha TPHU Bpe-
MEHHBIX TPAHCKPUIIIIMOHHBIX Kiacca: paHHue (I),
cpennue (I1) u mozguue (111) (puc. 3) B 3aBUCUMOC-
TH OT TOTO, Ha KAaKOM 3Tarne cOOpKU OaKkTepUaabHO-
ro XXTYyTUKA BKJIIOUaeTcs ux skcrnpeccus. CaMm npo-
LIECC BKJIIOYAeT B C€0s1 MO3UTHMBHBIN U HEraTUBHBIN
KOHTPOJIb Ha BCEX 3Tallax IOCTPOCHUS XKIyTHKA,
HavYMHasl OT TPAHCKPUIILUK 1 3aKaHYUBasl JIOKAJIH-
3anuei 0eIKoB (prareJUIIpHON CUCTEMBL.

PEIINIEHUE O CBOPKE ®JIATEJLIbI:
PETYJIALNA flhDC-OIIEPOHA

Co6opka 1 (pyHKLIMOHUPOBaHME hyiaresijibl Tpe-
OyeT 3HaUMTENbHBIX pecypcoB [2]. bakTepuaabHOI
KJIETKe HeOOXOIMMO, B 3aBUCUMOCTHU OT BHEIITHUX
YCIIOBUIA, aKTMBUPOBATh I MHAKTUBUPOBATH CHC-
TeMy NOCTpOoeHUs ¢aresuibl. MoJIeKyIsIpHBIIA Me-
XaHNU3M BTOT0 MEPeKJIOUEeHMUs 3akjyaeTrcs B
akcnpeccuu reHoB fIhD u flhC (puc. 4), 3amyckaio-
LIYX B AajibHEMIIEeM BeCh (hylareUISIpHBINA peryjoH
(puc. 5). benkoBble MPOAYKTHI 3TUX TE€HOB 00pa3y-
10T TpaHCKpUNLuoHHbIi ¢aktop FIhD,C, [35, 36]
U TOJIBKO BMECTE MOTYT 3alMyCTUTh KacKaj 3KCIpec-
cuu reHoB ¢aaresuibl. COOTBETCTBYIOIIUI ONEpoOH
JThDC otHocutcs K I ximaccy (puc. 3). TpaHckpuri-
uus fIhDC 3aBUCUT OT MHOTHX BHEIITHUX CUTHAJIOB
(puc. 4) 1 oCcyIIeCTBIISIETCS TIPU ITOMOIIY ITPOMOTO-
pa, y3Hamwluerocs ¢’ [37]. B cBowo oyepenpb Ipo-
moTopsbl 11 Kitacca TpaHCKpUOUPYIOTCS IPU TIOMO-
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Puc. 3. CtpoeHue ornepoHoB (uiareuisipHoro peryjioHa. OrnepoHsl crpynnupoBaHbl 1o kiaaccam I, I u 111, cooTBeTcTBYIOILIMM
MOCIIEN0BATENILHOCTH 3Kcnpeccur. CTpeIKaMy IT0Ka3aHbl IPOMOTOPBI, Y3HABAHKME KOTOPBIX 3aBUCHUT OT 6/° U 628 (moamucansr).
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Puc. 4. Cxema perynsaiuu akcnpeccuu onepona fThDC. Iloanucansl JHK (perynstopnast oonacts u rensl fThD u flhC), PHK
(MPHK fihDC) n 6enku (6enkosbrit komruieke FlhD,C,). YepasiM mokazansl 6enku 1 PHK, HeratuBHO Biustonme mu6o Ha
aKcnpeccuio reHoB flhDC, 6o Ha akTUBHOCTh caMux 6eikoB FIhD,C,. beabiM uau cBETI0-CephIM MTOKa3aHbI MOJOXKUTEIbHBIC
peryastopsl FIhD,C,
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Puc. 5. Cxema perynsiuuu daareuisipHoro peryyioHa. [laHeaum a—e COOTBETCTBYIOT MOCJIEA0BATEIbHBIM CTAIUSIM aKTUBALIUU PEry-
noHa. a — AktuBanus onepoHa flh DC; 6 — axcripeccust ortepoHoB 11 ximacca, Kogupyomux KOMIIOHEHTH 6a3aJTbHOTO Tesla ¥ KPIo-
Ka, a TaKXXe BaXHbIE peryasaTopHbie 6enku, o2 (FliA), ero uaruourtop FigM, penpeccop FIiT u ero unru6urop FliD; 6 — nepe-
KJII0YEHUE TPAHCIOPTHOU crelu@uyHOCTU (iaresuibl Npu 3aBeplieHuu (GopmupoBaHus kproka, skcropt FigM u FliD; ¢ —
aKkcrpeccust orepoHoB 11 kiacca, Kogupyoomux (aare/uinH, KOMIIOHEHTBI MOTOpa M XeMOTaKcKUca, MHTMOMpPOBaHUE TPOMOTOPOB

II Tuna 6enkom FliT

i PHK-nonuMepasel, comepxaiueii 6’°-daxrop,
U akTUBUpYTCcsa Komiuiekcom FIhD,C, [38]. Aktu-
BallMsI TPAHCKPUIIIUKM IIPOMCXOIUT IIPU B3aUMO-
nevictBun Mexny FIhD,C, n o-cyobeauHuiet
PHK-nonumepassl [39]. Ilo-otnenbHoct FIhD u
FIhC He cmocoOHBI aKTUBMPOBATh TPAHCKPHUTIIINIO
reHoB peryaoHa d¢uaresinsl [40]. Kpome reHOB,
umeromux otHouieHue K duarenne, FlhD,C, Mo-
JKeT aKTUBHUPOBAaTh M HECKOJIBKO T€HOB, HE MMEIO-
IIMX OTHOIIEHUS K darejuie, Hanpumep, mglBAC
(TIepeHOoC rajakTo3bl), TeHBl MaJaTIeTUIPOTreHa3bl
U psiga GepMEHTOB, BOBJIEYEHHBIX B IIPOIIECCHI aHA-
3pobHoro Katabonusma [41].

ITpomoTopHas obnacts onepoHa fIh DC 3aHuMa-
er >200 m.H. CO MHOXECTBOM CalTOB CBSI3bIBAHUS
0eJIKOB, perypyIomyX TpaHcKpumnio [37] (puc. 4).
Krnerku, pacryimme B IPUCYTCTBUM TIIOKO3bI, HE
MMeIOT XIyTUKOB [42]. B ycnoBusx rojoaa, BbI3bl-
Balollero HakoruieHue HAM®, OeloK-aKTUBATOP
katabonu3ma CRP akTuBHpyeT TpaHCKPUIIIIAIO
onepoHa flhDC Hapsiiy ¢ HECKOJbKMMU JIeCsTKaMU
npyrux orepoHoB [43]. Kommiekc CRP/uAM®
B3aUMOJCIHCTBYET ¢ y4acTKOM oT —61 mo —81 fIhDC.
benok H-NS, Takke CTUMYIUPYIOLIMIA TPAHCKPUII-
LI1I0, UMeeT HECKOJIbKO YYaCTKOB CBA3bIBaHUS [44].
benku cucrembl nmepemayd CUTHAJIOB OT KJIETKU K
kieTke (quorum sensing), QseB n QseC, Takxke ak-
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THUBUPYIOT TpaHCKpUITIUIO ortiepoHa fThDC [45, 46].
Cpenu pernpeccopoB TpaHckpunuuu flhDC MOXHO
HalTX akTUBATOp BBIPOCTOB — (uMOpuil MatA
[47]. ITo-BuauMomy, ¢areyyia u GuMOpUM — B3au-
MOMCKJTIOUAIOIINE TTOBEPXHOCTHBIE CTPYKTYPHI. Per-
peccupyoT reHsl fThDC penpeccopsl LrhA [48],
OmpR [49], ResCDB [50, 51], HAfR [52], DksA/
/ppGpp [53], a Takke Fur u IHF [37].

Kpome perynsiTopoB TpaHCKPUITLIMI Ha 3KCIIPEC-
cuio flhDC Bnuster Gonpiroit Habop Mmaiabix PHK.
Mainsie Hekoaupywoue PHK ArcZ, OmrA, OmrB,
OxyS MHTHOMpPYIOT B3KCIIPECCHI0 TEeHOB OIlepoHa
fIhDC [54], B To Bpemst Kak MHPHK McaS [55], Ha-
000pOT, aKTUBUPYET IKCIPECCHI0 TEHOB JaHHOTO
onepoHa. PHK-cBsasbiBatomuit 6emok CsrA, 1o-
JIaBJISIIOIINI TPAaHC/ISIIIUI0 MHOTUX T€HOB IIOCpead-
ctBoM cBsi3biBaHusI ¢ MPHK, skcripeccuio onepoHa
fIhDC, Hao0OOpoT, aKTUBUpPYET, TIpeaoTBpallas aer-
pamanuio MPHK [56]. AktuBHocts FIhD,C, pery-
JIMpYeTCsl TakKe M Ha YPOBHE CTAOMJIBHOCTU 3TUX
6enkoB [57]. Beaku TEIIOBOro 1I0Ka MOJIOXUTEIb-
HO BiusioT Ha aktuBHocTh FIhD,C, [58].

Kaxoii ObI CJIOXXKHOIT He Ka3alach CUCTeMa pery-
nsauuu akcnpeccui fThDC, pe3yibraToM ee paboThl
SIBJISIETCSI HE TIJIaBHOE M3MEHEHHUE, a TIepeKIIoueHue
10 TIPMHIIUITY «BCe W HU4ero». Eciau akcnpeccust
Kackaaa areJiIIpHbIX T€HOB 3amycKaeTcs, 3TO
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COCTOSTHHE CTAHOBUTCSI HEOOPAaTUMBIM 13-3a HECKOJIb-
KMX CUCTEM MOJ0XKUTEIbHO 00paTHOM CBSI3U.

KACKAJI 9KCITPECCUU T'EHOB
OJIAT'EJLIBI: ITIOCIENOBATEJIBHOCTD
CHUHTE3A KOMITOHEHTOB ®JIAT'EJLJIbI
N B3AUMOCBA3b ODKCITPECCUU 'EHOB
1 CBOPKU ®JIATEJLIbI

IlosiBNeHMEe T1aBHOTO TPAaHCKPUIILIMOHHOTO pe-
rynsitopa ¢aaresnsl FlhD,C,, mpoaykra sKcrpec-
CUHU €IUHCTBEHHOTrO ornepoHa I rpynmnsl (puc. 3, a),
3aMycKaeT 3KCIPeCCUI0 HECKOJIbKUX orepoHoB II
rpynnsl: fIgAMN, flgBCDEFGHIJ, flhBAE, fliAZY,
JUiDST, fliE, fliFGHIJK u fliLMNOPQR (puc. 3). Ha
nanHoMm srtane FlhD,C, aktuBupyer c’’-3aBuCH-
MbI€ TIPOMOTOPHI 3TUX OoNepoHOB. IlepeuncaeHHbIE
TeHBl KOAWPYIOT, B OCHOBHOM, CTPYKTYPHBIE KOM-
MOHEHTHI KoJjiell, 6a3aJbHOro Teaa U Kploka, paH-
HUe cyOcTpaThl (Iare/UISIpHOTO TPaHCIOpTa U MX
LIATIEPOHBI.

KpomMe cTpyKTypHBIX TeHOB onepoHbl 11 rpymnmnbl
KOIMPYIOT HECKOJIBKO PETYISATOPHBIX Oe1KOB. Baxk-
HEMIIMeE cpeay HUX — 3T0 62*-pakTop [59], koau-
pyeMblii TeHoM flid, u ero uHruoutop FlgM [60].
TpaHCKPUIIIIKS TTO3IHUX TeHOB (PIare/IIpHOTO pe-
ryJOoHa, TpPaHCKpUOUpyeMbIX ¢ TipoMoTopoB II1 Tu-
Ia, IIPOMCXOIMT € yuacTueM o8, a He ¢7°. Dkcmpec-
CHSI TIO3IHUX TeHOB 3aITyCKaeTCsI TOJBKO MOCIe TO-
ro, Kak copMMpyroTCcsl 0a3ajbHOE TeJIO U KPIOK.
Ha panaux cragusx coopku ¢uiaresuisl 622 HeakT-
BEH, ITOCKOJIbKY HaxoauTcs B Komiuiekce FliA/FlgM
(puc. 5, 6) [61], He crTOCOGHOM B3aMMO/IEIICTBOBATh
¢ PHK-nonuMepazoii.

FIlgM — 3T0 BaxHenmmii ceHcop MepeKTode-
HUS cIeUIUUIHOCTH (prare/uIIpHOTO TPaHCIIOPTA.
OH MOXET B3KCIIOPTUPOBAThCS U3 KIIETKU 4Yepes
¢narejry, HO OTHOCHUTCSI K IO3THMM CyOCTpaTtam
[62], mosToMy nomoGHast TpaHCIIOPTUPOBKA CTAaHO-
BUTCST BO3MOXHOI TOJBKO TOCJIE 3aBeplleHus (hop-
MUPOBaHUS KproKa (puc. 5, ¢) [63]. DTOT KpacUBBIi
PEeTYISITOPHBIII MEXaHW3M IIPeIOTBpalllaeT CHUHTE3
dnaremHa B KJIETKE IO TeX IOp, II0Ka He OyaeT
co3/laHa BO3MOXHOCTb JUISI €T0 9KCIOpTa U BCTpau-
BaHMs Bo ¢iaresury. Ilociie Toro, Kak B pe3yibrare
9KCMOpTa BHYTPUKIIETOYHAsT KoHUeHTpauust FlgM
nazgaert, cBOOoIHbIN 628 Moxer cBa3ats PHK-monu-
Mepa3y U aKTUBUPOBATh 3aBUCUMBbIE OT HETO Mpo-
MoTopHI aaresipHoit cucreMsl 111 xiracca (puc. 3
u 5, e) figKL, fliDST, flgMN, fliC, tar-tap-cheRBYZ,
motAB-cheAW, fliAZY [64] u reHbl, OTBeYalOLIME 32
HaIlpaBJAE€HHOCTb IBMKE€HUSI OaKTEpUHU, CUCTEMY
XeMoTakcuca trg [65], tsr [66], aer [67]. 3ameTuM,
YTO JOBOJILHO MHOTO OIEPOHOB (hJareuIsIpHOM
CUCTEeMBI UMEIOT IBa MpoMoTopa (puc. 3 u 5): onguH
II ximacca, a opyroii 111 xnacca. Cam reH flid numeet
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JIBa TIipoMoTopa, oguH u3 kKotopbix (111 knacca) ak-
TUBEH TOJILKO B IIPUCYTCTBUM caMoro 628, Dra cuc-
TeMa TOJIOKUTETbLHOW 00paTHOM CBSI3M AeJlaeT He-
00paTUMBIM TIEPEKITIOUEHHUE PETYJISTOPHOM CHCTE-
MbI Ha CUHTE3 (J1aresuibl M, BO3MOXKHO, BIMSIET TaK-
JKe Ha YCKOPEHHBIN CHMHTE3 KOMIIOHEHTOB IPYTUX
(arenn, koraa nepsasi yxke NMOSIBUIACD.

Heckonbko reHOB MMEIT TOJBKO IIPOMOTOPHI
I1I xracca. DTO TeHBI MOTOPHOM CHUCTEMBI (hJ1are-
JIBI, CUCTEMBI PETYJISIIINMI BpallleHUsI MOTOpa (XeMo-
Takcuca) u cam duarenuH (puc. 3 u 5, 2). Ilo-Bu-
JUMOMY, BpallleHHe MOTopa 0 3aBepIleHUsT cOOp-
KM uare/uibl M IIOJIMMepHM3anus (iareamHa
BHYTPU KIIETKM IO MOSIBJIEHHUSI BO3MOXHOCTH €TO
BKCIoOpTa ObUTM OBl KpaliHe HeOJaromnpusTHBIMU
o1 OakTepuu. 3alep:KKa B CHMHTe3¢ iiareuimmHa
IIPY IIpeIBapUTEIbHOM HAKOIUICHUM OPYTUX IT031-
HUX CyOCTpaToB (hareJiyiIpHOro TpaHCIIOPTa, FeHbI
KOTOpPbIX UMeIT mpoMoTopsl 11 Tuna, obecrneuynBa-
€T IIOCJICAHNM IIPEUMYIIECTBO TP SKCIIOPTE Cpa3y
nocjie nepeximodeHus cnenuduuHocty FlhB. Bro
BeCbMa JIOTUYHO, T.K. O0eCIeurBaeT IKCIIOPT Oeli-
KOB, 00pa3ylolnX COWICHEHNE MEXOY KPIOKOM U
JUCTaJIbHOM, (hjareJUIMHOBON 4acThblo (haresuibl,
FlgK u FlglL, nocne 3aBepiiieHus COOPKU KpIoKa,
Ho j0 nosBiaeHus daaresuinHa FliC [68].

Kpome FIgM, muruouropa o, B perynsauuu
(bnarennsipHOrO peryaoHa BaKHYIO POJib UTPAET el1lle
onuH 6enok — naruourop FliT (puc. 4). LLITaMMbI ¢
nmeneuneit fliT menaloT IMpUMEpHO B 2 pa3a OoJIbIIIe
KTYTUKOB, 4eM Oaktepuu aukoro tuma [69]. FIiT
penpeccupyeT TpaHckpunuuio ¢ FlhD,C,-3aBucu-
MbIX TpoMoTopoB 11 kacca [70]. Lo coopku Kproka
FIiT cBsizan ¢ 6enkom FliD u HeakTuBeH Kak pemn-
peccop TpaHckpunuuu [71]. FliD — no3mHui
cyOcTpaT (haareJUISIpHOTO 3KCIOpPTa, W IIO3TOMY
rmocyie (popMUpOBaHMS KPIOKA M aBTOIIPOTEOIM3a
F1hB oH mokmaaeT KJaeTKy U o0pa3yeT K31 dJiares-
Jibl. TakuM 00pa3oM, B KJIeTKE HaKallJIMBaeTCsI CBO-
o6oanblii FIiT 1 MHruOupyer TpaHCKPUIILUIO MPO-
MotopoB Il kiacca, aKkTUBHOCTb KOTOPBIX TEIIEPh,
MocJIe TMOJIHOTO 3aBeplIeHUs] COOPKM Kproka U Oa-
3aJIbHOTO TeJla, ykKe He HyxHa [10].

Crout otMeTuTh, uTO FliT CiyXUT 11anepoHoM
daaremnsspHoro akcroprta mig FliD [72], Tak xe
kak FliA mng FigM [73]. BunHo, Kak TecHO B3au-
MOCBSI3aHBI TPAHCIIOPTHBIE U PETYISITOPHBIE aK-
THUBHOCTH 3TUX ITap pakTopoB. Elie oguH manepox
daaremnsapHoro skcrnopTa FlgN oTBeuaeT 3a TpaHc-
nopt OenkoB FlgK m FigL [72], coemunstonnx
KPIOK M IUCTaJIbHYIO YacTh (paaresuinl (puc. 1). My-
Tanuy reHa flgN TpUBOOSIT K NMOHMKEHHOM ITOM-
BMKHOCTM M HAJIMYHUIO TOJBKO OJHOIO WJIM IBYX
KTYTUKOB Ha KJIETKY, B OTIMYME OT HOPMAaJIbHBIX
KJIeTOK, obnagaommx 5S—10 xrytukamu [74]. danb-
Helillee MCcCaeqoBaHue ITO3BOJIMJIO YCTAaHOBUTD,
YTO IITaMMBI ¢ MyTauueil B flgN UMeIOT HOpMalb-
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HO€ KOJUYECTBO CTPYKTYP KpIOK—0azajabHOE TeJO,
HO TOJIbKO HEKOTOpPHIE M3 HUX HECYT IIPUKPEILICH-
HYI0O HUTb. DTOT (PeHOTHUIT CBI3aH ¢ TeM, 4To FIgN
HeobxomuM mjs akcrnopTta FlgK u Flgl. TToMmumo
obecnieueHus TpancnopTa FlgN Takske BBITTOJHSIET
(yHKIIMIO peryisaTopa, Kak ¥ TPaHCIIOPTHEIE IIIalie-
ponbl FliA u FIiT. DToT 6€/10K CTUMYIUPYET TpaHC-
qsauuio MPHK flgM, nonydyeHHyl0 Ipy MOMOIIU
npomotopa III knacca [75].

Yyactue B pery/ssiuy TPaHCISILIUU ITOCTYIAPY-
eTcs 111 ceHcopa coopku P- u L-koen, perynsito-
pa akcnopra Flk [29]. UnakTuBauus flk Ha doHe
nedekra coopku P- u L-kojel cHUXaeT YypoBEeHb
FlgM, He cHmxas ero Tpanckpunuuio. Ha atom oc-
HOBaHO MpeanojoxeHue o ToM, yro Flk ctumymnn-
pyeT TpaHcasiumio. ITo3xe aTta uaes ObLIa MOCTaB-
JIEHA Ol COMHEHHE 1 TIPEATIOJIOKEHO, YTO MHAKTH -
Bauus FIk BeI3bIBaeT U30bITOYHBIN 3KcniopT FigM u
ero Jerpaganuio B riepuruiasme [32].

B Hay4yHOI1 nuTepaType MMEIOTCSI CBEICHUS O
peryasuun Tpancasuuu MPHK dnarennuna. My-
TalluU LITJIBKY, HaxXoAslIeics Ha 5'-KOoHIle He-
tpaHcaupyeMoii obiaactu MPHK f/iC, mocrarouHo
JTaJIeKO OT yJacTKa CBSI3BIBAHUS pUOOCOM, IOIaB-
Jsiot TpaHcasyo 3toii MPHK [76]. Touck cym-
PECCOpPOB BBISIBUJI HECKOJIBKO KOMIIEHCATOPHBIX
MyTalMii KakK B 5'-HeTpaHCIMpyeMoil obiactu
MPHK ¢narennuna, Tak 1 B Hayajie ero Koaupyro-
e ob6aactu [77]. IlpennonoxurelbHO, Hayalo
komupymotieir oomactu fliC MoxeT 00pa30BBIBAThH
PHK-nymieke ¢ 5'-HeTpaHCIMpyeMoli 00JIACThIO,
o0pa3ys CJIOXXHYIO BTOPUYHYIO CTPYKTypy. Cpemu
MyTallMii, CIIOCOOCTBYIOIIMX TPAaHC/ISIIIUMN MYTaHT-
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Heix ¢opm MPHK fliC, OGbina HaiigeHa myTtauus,
npuBoasamas K ykopoueHnio FlgM. JJomomHuTeb-
HBI MYTAllMOHHBIA aHaIW3 ITO3BOJIWJI MPEInoo-
KkuTh y FlgM akTMBHOCTb, PEryJIMpYIOLIYIO TpaHC-
nauuio fliC m He CBSI3aHHYIO ¢ MHTMOMPOBaHUEM
FlLiA [77].

WN3yuyenue cObopku Garejibl U peryasuuu
9KCIIPECCUM €€ TE€HOB IO3BOJIMJIO BbISIBUTH UHTE-
PECHBII MOJEKYISIpHbIM MexaHu3M. B aToM Mexa-
HHU3Me caMOCOOpKa CIIOXHEHNIIEro MOJISKYISIPHOTO
MOTOpa TOYHO KOOPIMHUPYETCSI KOH(POPMAIIMOH-
HBIMU TIePEeX0JaMU €r0 CTPYKTYPhI. DTU IEePEKIIIO-
YeHUsI, B CBOIO O4epelb, YIIPABIISIOT CJIOXHON He-
papXuUIeCcKOl CHUCTEMOM 3KCIPECCUM TeHOB. YIH-
BUTEIBHO, YTO HECKOJIbKO O€JIKOB (hareijibl uMe-
JOT MHOXeCTBeHHBIC PYHKIIMU. CTPYKTYpHBIE KOM-
MMOHEHTHI (hJIareiIbl PeTyIUPYIOT aKTUBHOCTD OeJI-
KOB — (paKTOpPOB TPAHCKPUIILIMU, a TOCIEAHNUE, B
CBOIO oYepeb, HEOOXONMMBI ISl SKCIIOPTa IMEePBhIX
yepe3 (JareIury.

M3yuyenue ¢aaresutsl enie He 3akoHYeHOo. He-
IOCTaTOYHO H3y4YeHa peryadiusl TpaHCISIUU
MPHK xommioneHTOB (hnareuisipHoif cructeMsl. Jda-
JIEKO OT COBEpIICHCTBA Hallle IOHUMaHKe TOTo, KaK
MPOMCXOAUT PETYJISALMS Ynca (iaresi, U KaK BIu-
SIIOT JIpyr Ha Jpyra duareyiibl, Haxomsuiuecs Ha
pa3HBIX 3Tammax cOopku. HakoHel, mpakrmiecKu
HEU3BECTHBI MEXaHM3MBI JeMOHTaxa Jiaresibl
IIPU U3MEHEHUHU BHEIITHUX YCJIOBUIA.

Pa6ora BbInojiHeHa MpU (PMHAHCOBOI MOAAEPXKKE
PH® (rpanT 14-14-00072) u PODU (rpants! 13-04-
40211-H, 14-04-01061, 13-04-00836-a, 15-34-20139).
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The bacterial flagellum is a supramolecular machine of extreme complexity that combines a specific protein transport
system and function of bacterial locomotion. The cascade of gene expression coding for flagellar components deeply
interacts with the flagella assembly process, making this process an interesting example of molecular orchestration.
This review summarizes available data regarding flagella structure, assembly, and gene expression control. Regulatory
mechanisms and checkpoints linking gene expression and flagella assembly are described.
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