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BakTepun MOTYT IPOHKUKATH B KIETKH DYKApUOT, PEryJIUPYs COOCTBEHHBII (haronnuTo3 KIETKOH-X03IHHOM.
VYrpaBisTh 3THM HponeccoM GakTepHU MOTYT C MOMOIIBIO BHEKJIETOYHBIX TOKCHHOB, JIMTAH/IOB HA TIOBEPXHO-
¢ty 6aKTepHaIbHOM KIETKH U (PaKTOPOB BUPYJICHTHOCTH, BBEJCHHBIX B KJIICTKY-X03IMHa. MeXaHU3Mbl HHBAa3UU
JISTISIT Ha JIBE TPYIIIBI: MEXaHU3M «3aCTEKKH-MOJHUI» U TPUITEPHBIH MexaHu3M. COorjiacHO IIepBOMY MEXaHH3-
My, OaKTepHH 3aIyCKaloT HEOOXOANMBIE JJIsI HHBA3UH IIEPECTPONKH IIUTOCKEIeTa 1 MEMOpPaHBI, CBI3BIBAsICh C
penenTopamMu KIeTKH-Xx03suHa. COraacHO BTOPOMY, OaKTEpHH PEryJIUpyIOT COOCTBEHHBII (haronnTos, BIPHI-
CKMBasl B IUTOILIa3My KJICTKH-XO35IMHA PEryJISTOpPHbIE OelIKi. MHUIIEHBIO B KJICTKE-XO35IMHE YaIlle BCEro CTaHO-
BATCSI CUTHAJIBHBIC ITyTH, KOTOPBIE HE SBIAIOTCS creluduueckumMu 1uist HarouTos3a, 1 HeIoCPEACTBEHHO [IHTO-
ckener. [ToMHMO 3TOTO, B peryisiuu OakTepHanbHOM HHBA3HHU CYIIECTBEHHYIO POJIb UIpatoT GochonumnuaHbli
cocTaB MeMOpaHbl KJICTKH-MUIICHH. TakuM 00pa3oM, HHTCHCUBHOCTb HHBA3UH OIIPE/CISICTCS HE TOJIBKO (hak-
TOpPaMH BHUPYJIEHTHOCTH CaMUX OaKTepHil, HO M KU3HEHHBIM ILIHKJIOM, TPaHC(HOPMHPOBAHHOCTBIO KIIETKH, CO-
CTaBOM MEMOpaHBl U JPYTUMHU (U3HOIOTHUECKUMH OCOOCHHOCTSMH KJIETKH-X03siuHa. B Hactosmem o63ope
OIHUCaHbl Pa3HOOOpPA3HbIC MEXaHM3MBbI OAKTEPHAIbHON HHBA3HU B KJICTKH DYKapHOT U (akTOpbl, KOTOPHIE MO-
T'YT OIPENeIISATh YyBCTBUTENBHOCTD KJIETOK 3YKAPHOT K MHBA3HH.

KnmoueBbie cioBa: HWHBa3us, MaTOrCHHBIC 6a1<TepH1/1, AKTUHOBBIN IIMTOCKECJIET, CUTHAJIbHBIC CHUCTEMBI.

[Mpunsateie cokpamenus: Pl — docharnannmuuosnron, PI3P — docharuaummnosuron-3-dpocdart,
PI4P — docharuaununosuton-4-pocdar, PISP — docharuamnunosuron-5-pocdar, PI(4,5)P2 — docdaru-
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OnHUM M3 HEOOXOAMMBIX HPOLIECCOB JKU3HEACSATEIbHO-
CTH KJICTKH SIBJISICTCS] SHJIOLUTO3 — IPOIIECC 3aXBaTa BHEII-
HEro Marepuaina KJIETKOW, OCYIIECTBIsSIEMbIH MyTeM 00pa3o-
BaHUS MEMOpaHHBIX Be3uKyl. OIHUM W3 BHIOB SHAOIMTO3a
ABIISETCA (ParoruTO3, KOTOPHIA KIETKH 3YKAPHOT HCIOJIB3Y-
IOT ISl TIOTJIONICHHS YacTUI] O0JbIIHX pa3MepoB. Ha mepBoit
cTauu (aronyuTo3a NPOUCXOJHUT CBSI3bIBAHNE TOBEPHOCTHBIX
PELENTOpOB C YacTHUIIEH, B PE3yJIbTaTe Yero IPOUCXOIT Iie-
pepacrpezieiieHie pelenTopoB B MeMOpaHe U nepeada CHr-
HaJla, IPUBOJAIETO K 3aXBaTy YaCTUI[BI MEMOPAaHHBIMHU BBI-
poctamu. BONBIIMHCTBO KIIETOK OpraHu3Ma B HOpME, Kak
MIPaBUJIO, HE 3aXBaTBIBACT KPYITHBIX YACTHI[, TEM HE MEHEe
HEKOTOPHIC MMATOTCHHBIC 0AKTEPUU MOTYT BBI3BIBATH (paroiu-
TUPOBaHHE CBOMX KIIETOK (MHBAa3WI0) KJIETKAMH JYKapHOT
(Finlay, Cossart, 1997). lHBa3usi NpOMCXOJHUT MO OJHOMY U3
JIByX MEXaHM3MOB: [0 TPUTTEPHOMY MEXAHW3MY WJIH IO Me-
XaHm3MY «3acTekku-MoaHum» (Cossart, Sansonetti, 2004).
Bo BpemMsi HWHBa3WM MO MEXaHU3MY «3aCTEKKHU-MOIHHUID
B3aUMO/IeHiCTBHE OaKTEpPHAILHOTO JIMTAH/IA C KJIETOYHBIM pe-
LENTOPOM aKTHBHPYET CUTHAIBHYIO CUCTEMY KIIETKH-XO3S5H-
Ha, oOecre4nBasi NepecTpOUKN LUTOCKEIeTa, HeOOXOIMMbIC
U1t obpasoBanus (arocombl. Hambosiee XOpOIIO H3ydYeHBI
HCTIONB3YIONINE 3TOT MEXaHW3M WHBAa3UM OakTepuu Yersinia
n Listeria (Galan, Cossart, 2005; Bonazzi et al., 2009).

Jlpyroii MexaHu3M HMHBA3WM IaTOI€HHBIX OaKTepuil —
TPUTTEPHBIH, KOTOPBIH HCIIOIB3YIOT, HANpHMEp, OaKTepuH
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Salmonella n Shigella (Cain et al., 2008; Schroeder, Hilbi,
2008). [l mMpOHUKHOBEHUS B KJIETKY-MUIIEHb MO TOMY Me-
XaHU3My [ATOreHHbIe OAKTepUM HMHUIMUPYET CBOE IIOIJIO-
IIEHHE KJICTKOM-XO35MHOM, BBOJSI B KJIETKY CUTHAJIbHBIE MO-
JIEKYJbl, PEryJUpYIONHe MM HMHUTHPYIONINE MHOKECTBO
0eKOB KIETKU-X0351HA. [omaB B KIIETKy-X0351Ha, OaKTepH-
aJbHBIC OEJKM CTAaHOBSTCS (PAKTOPAaMH BHPYJICHTHOCTH, yda-
CTBYSl B Pa3JIMYHBIX CUTHAJBHBIX KacKaJaX U B KOHEYHOM
UTOTe NPUBOJST K (aronurosy OaKTepHH.

TaxkuMm 00pa3oM, HHTEHCUBHOCTb MHBA3UH OMPEJEINACTCS
HE TOJBKO (haKTOpaMH BHPYJIEHTHOCTH CaMuX OakTepHi, HO U
(U3HOIIOTHYECKUMHI OCOOEHHOCTSIMH KJICTKH-X03sihHa. Llens
HacToAIEro 0030pa — IOKa3aTh, KAK NaTOreHHbIC OAKTEpHH
UCTOJb3YIOT CHUTHAJIBHBIE MEXaHU3MBl 3YKapHOTHUYECKOMN
KJIETKU U IIUTOCKEJIET JIJIsl IPOHUKHOBEHMS! B KJIETKU U BBDKH-
BaHM.

Annapar cekpeuuu OaxkTepuii

HekoTtopble BHEKJIETOYHbIE MATOT€HHbIE OAKTEPHUHU, Ta-
Kkue Kak Bacillus anthracis v Vibrio cholerae, BBIAEISIOT TOK-
CHHBI, KOTOpI)Ie HpOHI/IKaIOT B KJICTKH XO03d4WMHA HC3aBUCHUMO
oT OakTepwii, a 3aTeM pa3pyLIAOT CHUTHAIBHYI CHCTEMY
kietkn-mutnenn (De Haan, Hirst, 2004; Turk, 2007). OgHako
OOJIBIIIMHCTBO MATOTEHHBIX OAKTEPU MEPEHOCST (HaKTOPhI
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Puc. 1. Monens pacrio3naBanusi cybcTpara n goctaBku OenkoB cucremoit cekpennu Il tnma (Galan, Wolf-Watz, 2006).

ATmnapat ceKpennu y3HaeT KoMInIeKe 3 dekrop—inanepoH. AccoluupoBanHas ¢ annapatoM cekpennn AT®daza BbICBOO0KIaET M3 KOMIIIEKCA ITANIePOH, KO-
TOPBII OcTaeTcs B OakTepuaibHOM KieTke. Ilociie BhICBOOOXKAeHUS manepoHa 6e10k »GdekTop pa3BopaurBaeTcs U MEPEHOCUTCS MO [EHTPAIbHOMY KaHAITy
KOMIUTEKCa K MeMOpaHe KIIeTKU-X03si1Ha. 113 6eKoB, cekpeTHpyeMbIX cucTeMoii cexpernun 111 Tia, Ha MeMOpaHe KIIeTKU-X035IMHa COOUPAETCs TOPooOpasyio-
LMK KOMIUIEKC, KOTOPBII CTAHOBUTCS MOCPETHMKOM B IepeHoce 0e1KkoB 3 HeKTopoB yepe3 MeMOpaHy KieTku-mMuieHu. [locie nepenoca 6enku-3¢pGhexTopsl
CBOPAYMBAIOTCS IOBTOPHO B KJIETKE-XO03sIMHE JUTS BBINOJIHEHUS CBOUX (QyHKIHMH. PrcyHOK medaTaercs ¢ 100e3H0ro pa3penieHus aBTopoB.

BUPYJICHTHOCTH HEMOCPEACTBEHHO M3 IUTOIIa3Mbl OaKTepuu
B UTOIIJIa3My KJICTKHU-XO035MHA, UCIIOJIb3YSA CCKPCTOPHBIC CHU-
creMbl. 13 7 TUIIOB cUCTEM CEKpELMU IPamMOTPULIATEIbHBIX
GakTepuil HamboJiee PACIpPOCTPAHEHHOW SBIICTCS CHUCTEMaA
cexkpennu Il Tuma (Tseng et al., 2009), koTopas mepeHOCHUT
OakrepuanbHble 3(GPEKTOPBI 32 OJMH IIar, 0e3 OTMICIUICHHS
N-KOHIIEBOH MOCIIEIOBATEILHOCTH CEKPETHPYEMOro Oerka.
Amnmapar cexpenun coctouT u3 20—25 OesIKoB M 0XBaThIBa-
€T BHYTPEHHIOIO MeMOpaHy, epuIlia3My U HapyKHYO MeMO-
pany (puc. 1). [Jocine KOHTaKTa C TOBEPXHOCTHIO KIETKH-MH-
meHn OakTepusi BBOAHUT OenKU-3((deKTopsl B MeMOpaHy
KJIICTKU-X0341Ha, (POPMUPYSI MOJIEKYIISIPHYIO TTOPY, Yepe3 KO-
TOPYIO CEKpPETHpYEMbIe OEIKH MOTYT ITOIIacTh B KJIETKY-XO035-
una (Stone et al., 2011).

[Tomumo cuctemsl cexkpeuuu Il Thna rpamorpunarTesnb-
HBIe OakTepuH IJs BBEACHHUS OemKoB-3((EeKTOpOB B KIET-
Ky-XO035IMHa UCIOJIb3YIOT cucTeMy cekpeuuu IV tuma, KoTo-
past IpeJCTaBiIsIeT COOOW TPAHCIIOPTHBIH KOMILIEKC, MOXO-
JKUH Ha MWK, HO B OTJIMYME OT IMUJIEH CII0OCOOCH NepeHOCUTh
He Toibko JIHK, HO u Oenku. DTOT ammapar cexpelnuu Haii-
JieH y OakTepuil BuIoB Agrobacterium, Helicobacter u Legio-
nella (Ham et al., 2011).

DHTEpPONaTOTeHHBIE W YHTEpOarperaTUBHBIC OaKTepHU
Escherichia coli, paznnyatomuecs CTENEHBIO MaTOTCHHOCTH,
JUIsl BBEZIGHUSI ()AKTOPOB BUPYJICHTHOCTH B KJICTKH 9yKapHOT
UCIIOJIB3YIOT CUCTEMY CEKpEeLUH V THIIa, B KOTOPOH BO BpeMsi
InepeHoca ot 6CHKOB OTHICIIIIAKOTCA CHUIHAJIBHBIC TICIITHUABI.
DHTeponatoreHnsie E. coli B TOTONHEHNE K CHCTEME CeKpe-
un V THIA UCTIONB3YIOT cucteMy cekpenuu 11 tuma (Navar-
ro-Garcia et al., 2010).

KonTakT 0akTepuii
¢ MOBEPXHOCTHBIMH penenTopaMu
IYKAPHOTUYECKOH KJIEeTKH

[lepBBIM 3TartOM MHBA3UM SBISETCS aATe3Usl, TIOCPETHH-
KaMH KOTOPOH MOTYT OBITH pa3sHOOOpasHbIC MOJIEKYJBI H
MaKpOMOJICKYJISIPHBIE CTPYKTYPBI, N3BECTHBIC KaK aJIr€3UHBI.
MHorue 13 HUX HE TOJBKO SIBIISIOTCS NOCPEJIHUKOM aJIre3uH,
HO U BBI3BIBAIOT MHTepHanmu3amuio caktepuii (Boyle, Finlay,
2003; Hauck, Ohlsen, 2006).

CHHTE3UpyeMbIii OaKTepUsIMH ITOBEPXHOCTHBIH OO0k
CHOCOOEH CBS3BIBATHCS C MOBEPXHOCTHBIMH PEIENTOPAMH
KJIETOK DYKapHOT, YYaCTBYIOIIMMH B MEKKJIETOYHBIX B3aUMO-
JICUCTBUSX WM BO B3aUMO/ICHCTBUH KJIETKH C BHEKJIETOYHBIM
MaTpukcoM. CBs3pIBaHME OaKTEpHUATbHBIX OCNKOB C MOBEPX-
HOCTHBIMHU PELIENITOPAMH KJIETOK 3yKapHOT MOKET 3aIyCKaTh
CUTHaJIbHbIE KacKaJbl 4epe3 KOH(OpMamOHHbIE N3MEHEHHS
penenTopoB U (WIN) UX KJIACTEpU3aIHio. MoJIeKyIbl KJIeTod-
HOMW aJre3uu, MCIoIb3yeMble OAKTepUsIMU JUISI IPOHUKHOBE-
HUSI B KIJIETKY-XO35MHA, MOXKHO Pa3JesUTh Ha 4 OCHOBHBIC
IpYIIBl — HHTETPUHBI, KaJIrepUHbI, UMMYHOIJIOOYJIUHbBI H
cenexktuns! (Boyle, Finlay, 2003).

MHorrue MoBEpXHOCTHBIE OEJKH ITaTOTEHHBIX OaKTepHid
BBI3BIBAIOT JII'€3UI0, IPSIMO HITH OTIOCPEJOBAHHO B3aUMO/ICH-
ctByst ¢ unrerpunamu (Hauck et al., 2012). Hanpumep, nHa
IIepBOM 3JTare uHBasuu Y. pseudotuberculosis n Y. enterocoli-
tica B KJIIETKH DYKapHOT OEJIOK BHEIIHel MeMOpaHbl OakTepuil
WHBA3WH CBS3BIBAaeTCS ¢ cyOpenuamueii 1 mHTErpmHa, OT-
BETCTBEHHOTO 32 a/Ire3UI0 KJICTOK K BHEKJIETOYHOMY MaTPHK-
Cy W HE y4acTBYIomIero B (paromnutose B HopMme (puc. 2). [Tpu-
POJHBIN JIMTaH/ HHTErpHHA PUOPOHEKTHH HE UMEET T'OMOJIO-
M ¢ MHBa3MHOM B TEPBUYHON IOCIEOBATEIBHOCTH, HO
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Puc. 2. MexaHn3Mbl MHBa3MM: 3aCTEKKA-MOJHUS, UCHONb3yeMasi Oakrepusimu Yersinia pseudotuberculosis w Listeria monocytogenes,
TPUTTEPHBI MEXaHU3M, UCIIOJIb3yeMblil OaktepusmMu Salmonella w Shigella mis BXoJa B KISTKH JyKapHOT.

Benok BHenHe# MeMOpaHbl Yersinia nHBa3UH B3aUMOCHCTBYET ¢ B | -unTerpiHoM, aktuBupys mairyio Rho-I'T®a3y Rac , koTopast BbI3BIBACT IEPECTPOIMKH aK-
THHA B caiiTe KOHTaKTa ¢ Oakrepueil. FAK- 1 Src-kuHa3bI 9yKapHOTHUSCKOM KIICTKH TAKKe yJacTBYIOT B 9TOM IIpoliecce. Listeria HHBa3HPYyeT B KIETKY-MHUIICHb
C MOMOIIBIO OJTHOTO U3 JIBYX MOBEPXHOCTHBIX OenkoB IntA nim IntB. IntA B3auMoeiicTByeT ¢ MONeKyJ10i KiaeTouHoit aare3un E-kanrepunom. B nnBazuu 3a-
neiictBoBanbl Muo3uH 1 Rho-I'Tdas3a Rac, perynupyromas nojaumepu3anuio akTiHa. IntB B3anMoeicTByeT ¢ CHIHAJIBHBIM perentopoM Met, 4To npuBieKkaeT
K pEeLenTOpy MOJIEKYJISIPHBIE /IaliTePhl, KOTOPBIE B CBOIO OYEPE/Ib CBA3BIBAIOTCA ¢ (hOCHOMHO3UTO-3-KMHA30H, 1 Tpoucxoaut aktusanus Rho-I'Tdassr Racl.
Bananc Mex 1y nosmMepu3aniei 1 JernoauMepr3alnel akTHHa KOHTPOIUPYIOT KiHa3a Lim u kopunn, paxrop nenoaumMepusanuu aktuna. Salmonella nepe-
meraet 3G QekTopsl B KIIeTKy-MulIeHb: SipC sBISETCS YacThIO annapara CeKpeluy 1 3aeliCTBOBaH B noiuMepu3anuu aktuHa; SopE aktusupyet I'Tdazbt
Rho, crioco6cTBY s nonmMepu3anuu aktTuHa; SopB perynupyer merabonusm Pl, kocBenno aktususupyst te sxe I ' Tdassl Rho, uto u SopE; SipA crabunmnsupyer
MIOIUMEPHI aKTUHA, OIOKUPYS ASTIOTUMEpU3anio KopuinHoM. SptP urpaeT cBoio pois mocie HHTepHaNu3anuy, HHaKTHBUPYIOT [ Tda3s1 Rho, momoras 3aKkpbl-
THIO MaKpOIHHALMTO3HOIO KapMaHa. PUCyHOK neyaTaercs ¢ JiroOe3HOro pa3penieHus aBTOPOB.

TPETHYHAsI CTPYKTYpa M PacIiojoXeHHE HHTETPHHCBSI3bIBAIO-
IIMX CAlTOB Ha MOBEPXHOCTH MOJICKYJ cXOmHBI (Stebbins,
Galan, 2001).

WHBa3uH, CBA3BIBASICH C MHTEIPUHAMH TOPa3/io CUIIbHEE,
yeM (UOPOHEKTHH, BBI3BIBACT OOBEIMHEHHWE WHTETPHUHA B
KJacTepsl 1 AP PEKTUBHYIO Niepenady curHano ganee. [{uto-
TUIA3MAaTHYECKHE JOMEHBI CIPYIIHPOBAHHBIX PELENTOPOB
UHTETPUHOB CBSA3BIBAIOTCS ¢ Tupo3uHkuHazoi FAK. ITapain-
JIETIBHO MPOUCXOAUT aBTO(HOCHOPUITMPOBAHUE TUPOSUHKHHA3EI

TTomimepm3anus
aKTHHA

OTKpemneHne UTOCKeIeTa
oT MeMOpaHEI
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v ,\U
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» (ELMO
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Pyk2 (Boyle, Finlay, 2003). B pe3ysibrare npoHCcXomuT Tepe-
Jlada CUTHala IIMTOCKENIETYy C BOBJEUYEHHEM KHHa3bl Src-ce-
MeiicTBa, GochaTuaIHHO3UTO-3-KuHa3bl U Majoil [ Tdassl
Racl (Cossart, Sansonetti, 2004; Galan, Cossart, 2005).

B ycnoBusx, Korja CHHTE3 WHBAa3HHA PENPECCHPOBAH,
WHBa3uI0 Yersinia oOecredmBaeT APYroil anresmH YadA,
B3aUMOICHCTBYIONIMH ¢ HHTErprHHOM a.5P3 1 uepes Oernku BHe-
KJIETOYHOTO MaTpHkca — (UOPOHEKTHH M KoyutareH. Kakoii
aJre3uH CHHTE3MPYIOT OaKTepuH, 3aBUCUT OT COCTaBa IHTa-

Jenomumepusarys
aKTHHA

A
TonmuMepu3armst

MembGpana

(Dock180) < ;\ @

Puc. 3. Hapymienne CUTHaIBbHOW CHCTEMBI KIETKH-X03iuHA >PPeKTopaMu, cekpeTupyeMbiMu Shigella flexneri uepe3 ammapar ceKperuu
III Tuna (Schroeder, Hilbi, 2008).

Wuvekuun 3¢ dpexropos IpaC, IpgB1 u VirA Sh. flexneri BbI3pIBaeT MOJIMMEPHU3ALNIO AKTHHA, 3aBUCUMYIO 0T Rho-I'T®a3 Racl u Cdc42, u o6pa3oBaHue KpyIi-

HBIX MEMOpaHHBIX BRIPOCTOB M0 Kpasim 6aktepun. CsaspiBanue IpaB ¢ CD44-penentopom u gesitenbHOCTh IpgB2 Takke MOryT BBI3BaTh 1€pECTPONKH IINTOCKE-

neta 1 00pazoBaHHe MeMOpaHHBIX BEIPOCTOB. Dochonnosutua-4-pocdarasa IpgD criocoOCTByeT OTKPEIICHHIO aKTHHOBOTO IINTOCKEIETa OT IIUTOILIa3MAaTH-

YyecKOoi MeMOpaHBl, YTO IPUBOIUT K CTPYKTYPHOMI peopraHu3alluy caifTa MHTepHAIU3aLHK. IpaA clIyKUT HOCPETHUKOM JIOKaJIbHOM JIEN0IMMEpH3allMi aKTHHA,

KOTopast HeoOXoauMa I 3aKkpbeITust paronurapuoii vamu. PIP2 — docharnannmunosuron-4, 5-6udocdar, PIP — docharunummunosuron-5-pocdat. Pucynox
neyaTaeTcs ¢ JII00e3HOro pa3peleHus aBTOpPOB.
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TEJILHBIX BEIIECTB POCTOBON Cpe/Ibl, HOHHOTO OallaHca U TeM-
neparypbl pocra Oakrepwii. [loaToMy mpenmosiararoT, 4To
Yersinia ncionp3yer YadA 1uist M”HBa3UU B YCIOBHSIX OKPY-
JKaroIeit cpenpl, Tae CHHTe3 HHBa3uHa penpeccuponad (Eitel,
Dersch, 2002). Takum o0pa3oM, Yersinia MOXET HHUITHHPO-
BaTh COOCTBEHHOE TIOTJIOIICHHE, CBA3BIBASICH C HHTETPHHOM C
MIOMOIIBIO OJTHOTO M3 JBYX aJr€3WHOB, B 3aBHCUMOCTH OT
YCJIOBUH OKpYXarollen cpeibl.

Kpome Toro, 6akTepun MOTYT B3aUMOJICHCTBOBATH C WH-
TETPUHOM HE HampsaMylo. Kak MUHUMyM J1Ba MOBEPXHOCTHBIX
Oenka Oakrepuit Streptococcus aureus u S. pyogenes CBS3bI-
BAIOTCS C IPUPOJIHBIM JIMTAHJIOM HHTErprHa (PUOPOHEKTH-
HOM, B pe3yJIbTaTe 4ero (PUOPOHEKTUH OCAXKIACTCS Ha TIOBEPX-
HocTH OakTepuid. [TokpbiThie GUOPOHEKTHHOM OaKTEpHH BbI-
3BIBAIOT KJIACTEPHU3ALMIO0 PEHENTOPOB HHTETpHHOB o5f 1
KJIIETKN-MUIIEHH U 3aITyCK CUTHAJIBHBIX IyTeH, HEOOXOANMBIX
Ut mHTepHanu3aun 6akrepuit (Hauck, Ohlsen, 2006). Kia-
CTEepH3aLsl HHTEIPHHOB IPHUBJIEKAET K CAWTy MPUKPEIUICHHS
CTPYKTYpHBIE O€JIKH, TaKue KaK TeH3HH, BUHKYJIHH U 3UKCHH,
a TaK)Ke CHI'HaJbHble (EPMEHTBI, TAKWE KaK KHHA3bl Src u
FAK (Fowler etal., 2003). O0benuHeHHas eATEIBHOCTH
FAK- u Src-xuHa3 npuBoauT kK HochopriinpoBaHUIo 1O TH-
posuHy 6enKoB-3(HeKTOpoB, B TOM UHcie KoprakTrHa. Kop-
TaKTHH Y4acTBYeT B MHTCPHAIN3AMN OAKTEPHH, 10-BUIUMO-
My BJIMSISI Ha TEPECTPOWKM IMTOCKENETa 4epe3 KOMILIEKC
Arp2/3 wnm perynupys auHamuKky sHuouuto3a (Selbach,
Backert, 2005).

C E-kaareprHOM 4YelOBeKa, YIaCTBYIONINM B KallbITHii-
3aBucuMON kietouHoit amresun (Troyanovsky, 2005), cBs-
3bIBaeTCA MHTEpHANMH A Oakrtepun Listeria monocytogenes,
KOBAJICHTHO 3asIKOPCHHBIN B ee cTeHke (puc. 2) (Cossart, San-
sonetti, 2004). B kauecTBe ajantepoB MeX/1y HUTOIIa3MaTH-
YECKUM JI0MEHOM E-KkaareprHa m akTHHOBBIM LIUTOCKEIIETOM
BBICTYTIAIOT O~ U 3-kKaTeHnHs! (Boyle, Finlay, 2003). Bzaumo-
neiictBue mHTepHanmuHAa A ¢ E-xagrepmHoM WHOyIMpyeTt
KaBEOJIMH3aBUCUMYIO KiacTepusanuio E-KaTeHWHOB, ak-
TUBHPYIOIIYIO THPO3MHKKMHA3y Src. Src-3aBucumoe (ocdo-
puupoBanue E-kaarepuHa 3amyckaeT yOMKBHTHHHUpPOBaHME
E-kagrepuna, KOTOPOE CIy>KUT CUTHAJIOM AJISl JIOKAIHU3AILHU
E-kaarepnna B KJIATPUHOBBIX OKAHMIICHHX, YTO CIIOCOOCTBY-
eT nHTepHanu3anmu 6akrepuit. Kpome toro, E-xaarepun mo-
JKET COXPaHATBhCS U B KABEOJIMH-00raThIX 001acTsIX, U HHTEp-
HaJM3anus 0aKTeprii MOXKET IPOUCXOIUTh Yepe3 KaBEOCOMBI
(Bonazzi et al., 2009).

WNurepHanuy B He TOJbKO ydacTByeT B IEpBOHAYAIBHOMN
aare3un OakTepuii, HO M BHOCHT JIOTIOJHUTEIBHBIA BKIAJ B
nuBa3uio (Pentecost et al., 2010), cBsA3BIBasICH C penenTopoM
TUPO3MHKMHA3b Met, JUraHgoM KOTOpoH sBisiercst (akTop
pocrta renatorutoB (Shen et al., 2000).

O}IHaKO Ha TOBCPXHOCTU KICTKU-MHUIICHU HEC BCCrla
€CTb HEOOXOoAMUMBIe AT ajare3uu Oenku. B Takom ciydae ma-
TOTEHHBIE OAKTEPUH BHEIPSIOT PELENTOPHI B 3yKapHOTHYE-
CKYIO KJICTKY, MCIOJIB3YsI CBOM CHUCTEMBI cekpennu. Hampu-
mep, narorenusie E. coli EPEC u EHEC ncnons3yior cucre-
My cekpeunu Il Tuma jyuis TpaHCIIOKALUK B KJIETKY-X035HMHA
peuenropa Tir, riae oH BcTpauBaeTcs B MEMOpaHy KJIETKH-XO-
35IMHA U CBSA3BIBAETCS C OEITKOM BHEIIHEH MeMOpaHbl OakTe-
puii mHTEMUHOM. CBs3pIBaHNE MHTUMHUHA ¢ Tir-perentopom
BBI3BIBACT KJIACTEpH3aLMIO Tir-perenTopoB, MHALUHAPYSI CHT-
HaJIbHBIM KAaCKaJl, 4TO MPUBOJUT K MOJIMMEPU3AlNU aKTHHA U
obpazoBanuio neenecrana (Coburn et al., 2007). docdopuiu-
poBauHbIii 1o THpo3uny Tir-penentop EPEC npusnekaer kom-
wieke Arp2/3, HHAIUHEPYS Y€PEe3 HEro MOIMMEPH3ALIUI0 aKTH-
Ha (Campellone et al., 2004), B To Bpems kak HehochHOPHITHPO-
Baunbli Tir-penientop EHEC mns mpusnedenus Arp2/3

HYXJaeTcs B AOMOJIHUTENBHBIX dpdekropax (Campellone, Le-
ong, 2005). C-koHLIeBas TOCIIEN0BATENBLHOCTh T1r UMEeT CX0-
CTBO ¢ MOTHBaMH KJICTOYHBIX PELIENITOPOB, OTBETCTBEHHBIX 32
npusnedenre SH2- nomena 5'-unosurondocdarassl 2, KOTO-
past mpeobpa3yeT Ha IUIa3MaTHIecKoil MeMOpane (ocdaTuu-
smHo3uTon-3,4,5-3-¢pochar (PI(3,4,5)P3) B docdarummmmHo-
3uton-3,4-2-pocdar (PI1(3,4)P2). O6oramenue PI(3,4)P2 npu-
BJeKaeT OeloK-afanTep JIAMEJUIMIIONUH, — 3aIlyCKAaIOIINi
(hopmMupoBaHHe akTHHOBOTO TbeaecTana (Smith et al., 2010).

[epBrrit koHTaKT OakTepun Shigella ¢ KICTKONH-XO3S5H-
HOM HPOHCXOIUT C PELENTOPOM T'HAYPOHOBOW KHCIIOTBHI
CD44 n unrerpuHoM o.5B1, KOTOpBIE pacrpesiesieHbl B JIH-
muIHBIX padrax. [Ipu B3anMoeiicTBIM ¢ OaKTepHaIbHOMN 110-
BEPXHOCTBIO PELIENTOPLl U MHTETPUHBI KOHLUEHTPUPYIOTCS B
MeCTe KOHTaKTa KIETKH-X03smHa ¢ Oaktepueit (Schroeder,
Hilbi, 2008). CBsa3bIBaHuE C IIOOBIM U3 3THX PELIENITOPOB BBI-
3bIBAeT 3aIyCK CHTHAIBHOIO IyTH, MPUBOIAIIECTO K peopra-
HU3alMU aKTHHOBOT'O IIMTOCKENEeTa, KOTOopas oOecrednBaet
unBasuto Shigella flexneri (Watarai et al., 1996; Lafont et al.,
2002). Jlnst uaBasuu Oakrepuir Salmonella momumo OGEIKOB
anmapara cexperud 11 Tuma HeoOX0UM MTOBEPXHOCTHBIN Oe-
nok Gaxtepuu PagN, KOTOPHI B3aMMOIEHCTBYET C MPOTEOT-
mukanamu (Lambert, Smith, 2009).

HauanpHble B3aMMOJCHCTBHS MeEXIy OaKTepHaIbHBIM
0€JKOM M COOCTBEHHBIMH WJIM BHEJPEHHBIMU PELENTOpaMu
KJIETKH-XO035MHa BbI3BIBAIOT KAaCKaJl CUTHAJIOB, BKIIIO4Yas oc-
(doprmmpoBanue 0enKkoB W (MJIM) TpUBJIeUeHHe OeTKOB-aar-
TepoB 1 APPEKTOPOB, H AKTUBAIIIO KOMIIOHEHTOB IIUTOCKEe-
Ta. DTH MPOLECCHI MPUBOIAT K GOPMHUPOBAHUIO MEMOPAaHHBIX
BBIPOCTOB, KOTOPBIE 3aXBATHIBAIOT OAKTEPHUIO, U B UTOTE K MH-
tepHanm3anuu Oakrepuii (Cossart, Sansonetti, 2004).

IIpamas peryjasinus CHTHAJBLHBIX MyTeil
KJETOK 3YKApHOT

Ecin vHBa3Ws POUCXOIUT 110 TPUITEPHOMY MEXaHH3MY,
CBsI3bIBaHME OaKTEPUU C IOBEPXHOCTHBIMH pEENTOPAMH
KJICTKU-MUIICHH BbI3BIBACT IEPBOHAYAIIBHBIC IEPECTPOHKH
AKTMHOBOTO IIUTOCKENeTa W MEpPBYIO CTaJUI0 TOATOTOBKH
KJIeTKH K MHBa3uu. OxHako 3()(EeKTUBHBII U MOTHBII 3aXBaT
OakTepuy BEI3BIBACT NIEPEMELICHHE B KJICTKY-XO3HMHA HE Me-
Hee nrectu 0enkoB-3(pekTopoB cucteMsl cekpernu 111 tima
(Schroeder, Hilbi, 2008), naxynupyrommx o0pa3oBaHue BbI-
POCTOB KJIETOYHOM ITOBEPXHOCTH, 3aXBaThIBAIOIINX OakTe-
puro. Hanbosiee XopoIo u3y4eHbl UCTIONBb3YIONINE TPHUITEP-
HBIA MexaHu3M Oakrepun Shigella u Salmonella (puc. 2, 3).
MuteHpro 6e1K0B-3((HEKTOPOB CTAHOBSATCS CUTHAJIBHBIC CH-
CTEMBI, KOMIIOHCHTBI KJICTOYHOW MEMOpaHBl U HEIOCPeCT-
BEHHO OEJIKM LIMTOCKEJIeTa.

KiroueBbIM KOMIIOHEHTOM MeMOpaH KIIETOK 3YKapuoT
siBisitoTCs ochatunununosutossl (PI), HebonpIre oTpuIa-
TENBHO 3apsDKEHHBIE MOJICKYNBI (Gochonumnuaos, KOTOpbIe
CIIyXKaT IMOCPEAHUKAMH B IIepeadye Pa3InuHbIX CUrHaIoB. PI
UTPAIOT CYNIECTBEHHYIO POJIb B HIMPOKOM CHEKTPE KIETOY-
HBIX TIPOIECCOB, TaKMX Kak JUHAMHKa MeMOpaHbl, Iepe-
CTPOWKM aKTHHOBOT'O LIUTOCKEJETa M BU3UKYJISIPHBIN TpaHC-
nopt. Pasnuynoe pacnpenenenue Pl B kimerouHbix memO-
paHax >KeCTKO peryiupyercs Jokanuzauueit Pl-kunaz u
¢docdara3, koTopeie ympaBusioT (ocopunmpoanuem Pl
Juramudeckoe pasHooOpasme ¢ochopmmrpoBaHHBIX (HopM
PI no3Bossier 3(h(heKTHUBHO peryIMpoBaTh CBSI3aHHbBIE C MEMO-
paHoii CHTHaJbHBIC TPOLECCHl BO BPEMEHU M IIPOCTPAHCTBE.
bnarogapst y4acTHio B IIMPOKOM CIIEKTpPE KJIETOUHBIX (PYHK-
nuid MetabonusM Pl 4acTo CTaHOBHTCS MUIIIEHBIO OaKTepH-
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aIBHBIX (PAKTOPOB BUPYJICHTHOCTH, KOTOPHIE IEHCTBYIOT KaK
Pl-¢ocdaraspl uiam Genku-aganTepsl.

[TaTorennsie Oaxtepuu Sh. flexneri Ipu KOHTAKTE C Kiie-
TOYHOH MOBEPXHOCTBIO HEMOCPEJCTBEHHO B KJIETKY-XO3SIHHA
yepes cucutemy cekpermu 11 tuma nepememaror PI-docda-
Tazy, kotopas ruapoausyer PI(4,5)P2 ¢ obpazosanuem PISP
(puc. 2) (Niebuhr et al., 2002). PI(4,5)P2 yuacTByeT B CBSI3bI-
BaHHMU aKTUHOBOT'O LIMTOCKEJIETA C KIIETOUHOM [TOBEPXHOCTHIO
yepe3 Oenku-amantepsl. Ero nmeperon B popmy PISP mpuBo-
JIUT K OCJTa0JICHUIO CBS3BIBAHUS C IIa3MAaTHIECKON MemMOpa-
HOIl OEJIKOB, 3asSKOPUBAIOIIUX LIUTOCKENET, YTO IMPHUBOIAUT K
YBEIIMUYCHUIO y4JacTKa MeMOpaHbl, 00pasyromero Quiono-
JIMH, 1 00pa30BaHUI0 MEMOPAHHBIX BBIPOCTOB U3 KIETKH. JTa
peopraHu3anus akTHHOBOI'O [UTOCKEJIeTa B CATe KOHTAKTa C
OakTepuell CrmocoOCTBYeT TOIJIONICHUIO OaKTepUH KIIeT-
KOM-X03IMHOM. AHAJOTHYHBIN MEXaHU3M HCIIONB3YIOT Vibrio
parahaemolyticus, BIPBICKUBAs 4Yepe3 CUCTEMY CEKpPELUH
III Tuna s dexrop, kotopsiid ruapoiusyer PI(4,5)P2 ¢ obpa-
3oBanuem PI4P (Broberg et al., 2010).

OyHaKO OCHOBHOW MHUILIEHBIO 3(PEKTOPOB MATOrEHHBIX
Gakrepuii siBisFOTCST Masble [ Tda3bl Rho u THpO3WHKHHA3HI,
OTBEYAIOIINE 32 PEOPTAHU3ALHUIO [IUTOCKEIeTa KIETOK dyKa-
puot (Schroeder, Hilbi, 2008; Spiering, Hodgson, 2011). bak-
TepuanbHble 3 dexTopsl Katanuzupyrot oomed ['JId na 'TD
B Masbix [ Tdazax, 4To MPUBOAUT K 3aITyCKY CUTHAJIBHBIX Ka-
CKaJIOB, BBI3bIBAIOUIMX IOJMMEPHU3AINI0 aKTHHA. AKTHBUPO-
BaHHble | Tda3pl B3aMMOACHCTBYIOT ¢ OelKaMu ceMeHCTBa
WASP, xoTOpBIE B CBOIO OYepEIb CBA3BIBAIOT M AKTHBHPYIOT
KoMITeKC Arp2/3 (OeTKOBBIH KOMIUICKC, WHHIIHUPYIOIINI
HYKJICAI[MIO AaKTHHA), 4YTO BBI3BIBACT HYKJICAIMIO IIOJIH-
Mepu3alnuy aKkTHHa. B HesapaxenHoW wietke Oenmox Cdc42
(npencraBurens Rho-I'Tda3 cemeiicTa Ras) oTBeuaer 3a 00-
pazoBaHHe (DUIIONOANUAIBHBIX BBICTYIIOB M3 KIETOYHOH IO-
BepxHocTH, ' Tdaza Rac mporpammupyer obpazoBaHme Ja-
Mesunoaunii, a Rho, B3anMoneiicTByromas ¢ akTHHCBSI3bIBAIO-
muMucs OelkaMM, a He NPsSMO C aKTHHOM, HMHAYIHpPYeT
oOpazoBanue crpecc-pudbpmt. [TokasaHo, 4TO MPOHUKHOBE-
uue Shigella B KIETKy-X03sMHA OOCCICYMBAIOT BCE TPHU
Rho-I'T®a3b1, KOTOpbIC BOBJICUYCHBI B 00pa30BaHUE KJIETOY-
HBIX CTPYKTYp, & IJIsl HHBa3uU Sal/monella moka3aHo y4dactue
Cdc42 u Rac (Mounier et al., 1999; Sansonetti, 2001; Cain
et al., 2008). B mecTe KOHTaKTa C KJICTKOH-XO3SMHOM IATO-
TeHHbIC OAKTEPUH BBI3BIBAIOT MOJMMEPHU3AINIO AKTHHA, [IPHU-
BOJISIIIYIO K 00pa30BaHMIO OOJIBIIMX MEMOPaHHBIX BHIPOCTOB,
KOTOpbIe 00pa3yloT MaKpOIMHOLUTO3HBIH KapMaH, 3aXBaThl-
Batorii Oaktepuro (puc. 2). bakrepuanbHbie 3PPEKTOPHI
Shigella w Salmonella MOTYT HE TOJBKO MPSIMO CTUMYIHPO-
Bath Maible [ Tda3er Racl u Cdc42 (Tran Van Nhieu et al.,
1999; Patel, Galan, 2006), HO U UMUTHPOBATh AKTUBHBIC Ma-
abie ['Tdazer RhoG (Ohya et al., 2005) nim RhoA (Schroe-
der, Hilbi, 2008). Ilpu stoM OakTepuaibHbIC 3PPEKTOPHI
MOJTHOCTBIO KOHTPONHUPYIOT K1 oomena ['TO-I'ID B ma-
meix ['Tdazax (Cossart, Sansonetti, 2004; Galan, Cossart,
2005). baxkrepun Salmonella BpbICKMBAIOT 4epe3 armapar
cekperuu 111 Tuma B KJIETKy-X035MHA HE TOJIKO aKTHBATOD,
Ho u uHaktuBaTop Cde42 u Rac (Fu, Galan, 1999).

IIpsimast peryjasinusi HUTOCKeJIeTA
KJIETOK 3YKApHOT
O0akTepuanbHbIMU 3¢ dexTopamu

Bakrepuanbubie 3 PEeKTopsl MOTYT KOHTPOJIUPOBATH JTH-
HaMuKy akTuHa u 0e3 yuactusi Rho-I'Tda3, Henocpencreen-
HO cTabumm3upys (uiaMeHThl aKTHUHA, IMOJaBiIAsi OOMEH

cyobenunni; B nmonumepe (McGhie et al., 2001; Cain et al.,
2008) wiau mecTabWIn3upysl CeTh aKTHHOBBIX (DHITAMCHTOB.
DHTEpoNaToreHHbIe U HTEpoarperatuBHele E. coli BBOIAT B
KJIETKH 3yKapHOT CEPUHOBBIC IPOTEA3bl, Pa3INYAOIINECS
calitamMu ruapoim3a Oenka-MumeHu, crektpuHa (Navar-
ro-Garcia et al., 1999, 2004). JIBa rereponumepa CrieKTpHUHA
00pazyroT (yHKIMOHAJIBHBIA TETpaMep, CBSI3bIBAIOIINI MEM-
OpaHHbIE JHIUIbI 1 TPAaHCMEMOpaHHbIE OEJIKU ¢ KOPTHKAIIb-
HBIM aKTHHOBBIM LIUTOCKEIIETOM, KOTOPBIH PACIIONIOKEH MO/
TUTa3MaTHIeCKO MeMOpaHoii. B3anMoaelicTBrie ClIeKTprHA ¢
(GUOPMIIISIPHBIM aKTHHOM IOJJIEPXKHUBACT CTPYKTYPHYIO Op-
raHW3alMI0 AKTHHOBOTO IIUTOCKEJIETa, KOTopasi o0ecrieyrBaeT
3aIIUTy KJIETKH OT MEXaHWYeCKHX NoBpexaeHui. [loaromy
pacluernyieHle CreKTPUHA HapyIIaeT CBS3b MEXIy IUIa3MaTHh-
4ecKOl MeMOpaHO! U KOPTHKAIBHBIM aKTHHOBBIM LIUTOCKEIIE-
ToM, paspymas ero cTpykrypy (Navarro-Garcia et al., 2010).

Bakrepun MOTYT peryimnpoBarth MEepecTpOKH aKTHHOBO-
TO IUTOCKENEeTa, PEryINpysl aKTUBHOCTH (DAKTOPOB, JIEIIO-
JUMEpU3YIOIMX akTUH. Hawmbonee pacnpocTpaHeHHbIH
AKTHHCBSI3BIBAIOIINI OCITOK, BOBJICUCHHBIN B HHBA3HIO OaKTe-
puHi, — KobuiIuH. AKTUBaNUs KOQUIMHA TPUBOIUT K (par-
MeHTauuu HHUTel akTwHa. KodmiamH omHOBpeMEeHHO ¢ mpe-
KpaieHueM curaainoB ot Rac u Cdc42 mocrne 3axBara 6akre-
puii Salmonella perynmupyer CBOEBPEMEHHYIO IE€PECTPOHKY
AKTHHOBOTO IIUTOCKEJICTa B CAlTE IOTJIONICHHUS] U BO3Bpallle-
HUE K HOPMAaJILHOH MOpP(OJOrHH KIETOYHOH MOBEPXHOCTH
(Dai et al., 2004).

B knerkax-MHIIEHSIX OAKTEPUH PETYINPYIOT aKTHBHOCTh
kopummHa myTeM QocdoprmmupoBanus, akTuBHpys LIMK-
KMHa3y KIETKH-MHIIEHH 4epe3 Rac- myTh, Kak 3TO JenaroT
Listeria (Bierne et al., 2001), nin BIPBICKUBAIOT Yepe3 CUCTE-
My cekperuu 111 THIa cOOCTBEHHYIO KHHA3Y, KaK ATO JIEJIAt0T
Porphyromonas gingivalis (Moffatt et al., 2012). ®ochopu-
JTMPOBaHME KOQMINHA CMEIaeT OalaHCc AMHAMUKH aKTHHA B
HampasieHnn nosmMepuszaiun. [locme 3axBara OakTepuu
npoucxout aedochopuipoBaHue KOQWINHA, YTO IPHBO-
JIIT K aKTHBAIMU KOHINHA U JlecTabnmiIn3aun HUTEH akTu-
Ha B caliTe BXOJa.

JlokanpHYIO OETIONMMEPU3alMI0 aKTUHA M YMCHBIICHHE
aAre3un MEXIy KJICTKaMH M BHEKJICTOUYHBIM MAaTPUKCOM BbI-
3BIBAIOT U JIpyTHE OeNKn-3(h(PEKTOPHI, MOMABIINE B IUTOTIIA3-
My KJeTku-xo3suHa. Tak, Oesok anmapara cexperuu 111 tuma
Shigella, cBs3biBasicb ¢ N-KOHIIEBOH 00JIaCThIO BUHKYJIMHA
(xir0ueBOr0O O€JKa B 00pa30BaHUK aJAre3HOHHBIX KOHTAKTOR),
HPUBOIUT K KOH(GOPMALMOHHBIM H3MEHEHHSM MOJIEKYJIbI
BUHKYJIMHA, B pE3yJbTaTe KOTOPBIX aAKTHHCBS3BIBAIOIINH
caiit B C-KOHIIEBOM JOMEHE MOJIEKYJbl BHHKYJIHWHA CTaHO-
BUTCS JIOCTYITHBIM JUISl CBS3BIBaHUS (PUOPHIUIIPHOTO aKTHHA
(puc. 4) (Bourdet-Sicard, 1999).

BoixuBaHne 63KTepHﬁ B KJIETKE-X035IMHE

Cpazy mocie nomnajaHus B KIETKY-XO3sIMHA BHYTPHKIIC-
TOYHBIE OAKTEPUH OKA3BIBAIOTCS] BHYTPU MEMOPaHHOH BaKyo-
11 — (arocoMel, KOTOpYyI0 OaKTepuu MOAWGHUIUPYIOT JUIS
CBOEr0 BBDKMBAHUSI BO BpaxJeOHBIX ycinoBusx. darounTos
Mpe/CTaBIsIeT CO00H 3alUTHBIN MEXaHU3M, KOTOPBII KIETKH
9YKapuOT MCHOIb3YIOT ISl YAAJIE€HHs MOCTOPOHHHUX YacTHII,
B ToM umncie Oakrepuii. [Ipomecc HaunHAETCS C MOTIOMICHHUS
Oakrepuii ma3mMaTHyeckoil MemOpaHOH, ¢ oOpazoBaHUEM
BHYTPUKJIETOUYHBIX BakyoJiel (parocom). [lanee cienyer psia
cIUsHUM MeMOpaH, KOTOpbIe PeOpraHu3yoT cocTaB (haroco-
MaJIbHOIl MeMOpaHbl M cojiepkaHue (arocoMbl. DTOT IpPO-
LIecC N3BECTEH Kak co3peBanue (parocomsl. IyTs 3akaHumBa-
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AKTHH

—

Puc. 4. Konpopmaronssle nepecTpoiiki BUHKYJIMHA, HHAYyLHPOBAaHHbIE NpHcoeauHeHneM IpaA (moBepxHocTHOTO Genka Shigella flex-
ner, OTBETCTBEHHOTO 3a IMOJMMEPH3aLHUI0 aKTHHA IPH BHYTPHUKICTOUYHOM ABMXKEGHHM OakTepuu), W aenonumMepusanun F-aktnHa (Bour-
det-Sicard, 1999).

PucyHok neuataercs ¢ 1100€3HOT0 pa3pelieHust aBTOPOB.

ercs (OpMHUPOBAHUEM JIN30COM M (harosm3ocomM, KOTOpBIE
yOuBaroT 6aKTepuH C oMoIIbi0 HU3Koro pH u rugponurnye-
CKUX (pepMEHTOB.

B GonpmmHCTBE cilydaeB MapmpyT ciaenoBaHus Garoco-
MBI, COZAEpIKaIlel MAaTOreHHYI0 OaKTEepHIo, HE COBIIANACT C
MapIpyToM ClieIoBaHUs (HarocoMbl, CoiepKaleld HHepTHBIC
qacTHLbl (YOUTBbIE MUKPOOPraHW3MBbl) WM HENaTOTCHHBIE
6axrepun (Duclos, Desjardins, 2000). YToOb1 n3dexath 1130-
COMaJBbHOH nerpaganuu, OaKTepUH Pa3sBWIIN CTPATETMU BBI-
xoaa u3 Garocom U OJIOKUPOBAHHS CO3PCBAHUS (HharocoMBbl.
[TatoreHHsle GakTepuu MOTYT Ha JIIOOOH CTaJUH BBI3BIBATH
M3MEHEHHS co3peBaHus (HarocoMbl U IPEMATCTBOBATH €€ CIIH-
SIHUIO C PAaHHUMU W TTO3IHUMH HI0COMAaMH, WJIH JIN30COMa-
mu (Duclos, Desjardins, 2000). Mycobacterium tuberculosis
pa3MHOKaeTcst B parocomax MakpoaroB U UCIOIb3yeT Oak-
TepuasbHbie PocdaTasbl, IPEISTCTBYIOIINE CO3PEBAHMIO (a-
romm3ocombl. KomaectBo PI3P Ha darocomansHON MemOpa-
HE CYIISCTBCHHO CHIDKAeTCs, U HU3KUH ypoBeHb PI3P ¢daro-
COM MPENATCTBYET CIUSHHUIO C MO3JHUMH SHIOCOMaMH MU
mm3ocomamu (Vergne et al., 2005). Drto emie oIuH npUMep
TOrO, KaK OaKTepUH MaHUITYJIUPYIOT KJIETOYHBIMHU Hpoliecca-
MH, MCHSISI KOJIMYECTBO U CIEKTP (OCHOIUIHIOB HA [IATO-
TUTa3MaTHIECKON CTOpOHE IIa3MaTHYeCKOil MeMOpaHBI MH-
(HUIPOBAHHON KIIETKH.

Jlpyrue BHYTpHKJIETOYHbIE OakTepuu pa3padoTalil allb-
TEPHATHUBHYIO CTPATEri0 BBDKMBAHUS, COCTOSIIYIO B OBICT-
pom Jsm3uce (harocoManbHONH MEMOpaHbl, YTO MO3BOJISIET UM
BBITH B LUTOILUIa3My KieTKu-xo3suHa (Alonso, Garcia-del
Portillo, 2004). /Ia HanboJee XOpOoIIo M3yYCHHBIX MPEACTa-
BHTEIIS 3TOTO Kinacca — Listeria monocytogenes (Cossart, Le-
cuit, 1998) u Sh. flexneri (High etal., 1992; Barzu et al.,
1997; Picking et al., 2005).

Jl1s1 BBDKMBaHMS B IIMTOIUIa3Me He TpeOyeTcst KCIpec-
CHU CIEIHAIN3UPOBAHHBIX TeHOB. L{uTommazmMa Miekonura-
IONUX SBJISIETCS OJArompHSITHOW Cpeaod A pocTta Oakre-
puii. OnHako OakTepHalbHBIC XTYTHKH HE MOTYT ITOMOYb
IIpY JIBIOKEHMHU 4epe3 Bs3KyIo IurToruiazMy. Kak n jioObM
KJICTOYHBIM OpraHellIaM, BHYTPUKIJICTOUHBIM OaKTEpUsIM JUIs
nepeiBMKeH sl TpeOyeTcs accolualus ¢ nuTockeneroM. Ha
ATOM 3Tare B3aUMOJICUCTBUS C KIETKON-XO3IMHOM OaKTepuu
CHOBA HCHOJB3YIOT aKTHHOBBEIA HuTOCKeneT. KommuecTBeH-
HBII aHAJTN3 YKa3bIBAaeT Ha TO, YTO POCT HUTEH aKTHHA Ha TO-
BEPXHOCTH OaKTEpUil MOXKET MOJHOCTHIO OOBSICHUTH HAOIIIO-
naemoc apmkenne (Theriot, 1995).

[Monumepu3anusi akTHHA MPOMCXOAUT MPU Y4aCTUH OaK-
TePUATBHBIX OeNKOB-3()(PEKTOPOB, KOHIEHTPAIHS KOTOPBIX
BEIIIIC HA BHEITHEH MeMOpaHe Ooiee CTaporo moitoca 6axre-
pun (Cossart, Lecuit, 1998; Gouin et al., 2005). OTo HepaBHO-

\H erpazamus
MHKPOTPYOOUCK e

Puc. 5. BuyTpuxiierounoe asikenue Shigella flexner ¢ moMoIp0 HampaBieHHOW monuMepusanuu aktuaa (Schroeder, Hilbi, 2008).

W3-3a akTUBHOCTH CepHHOBOI mpoTteazbl SopA/IscP Genok IscA mokamusyercst Ha oaHOM momtoce 6aktepuu Sh. flexner, rie B3aUMOJCHCTBYET € OEIKOM

N-WASP xnerkn-xo3suna. Kommieke IscA/NWASP axtuBupyet komiieke Arp2/3, TeM caMbIM BBI3BIBast HyKJICAIHIO aKTHHA. Y JUIMHEHHE aKTHHOBOT'O XBOC-

Ta nporankusaet Sh. flexner yepes LUTOIIA3MY. JIBIXKEHHIO CIIOCOOCTBYIOT TpoTeasa VirA, KoTopast OTKPBIBACT IyTh, PACLICIUISAS CETh MUKPOTPYOOUeK, 1 Oe-
110K IscB, KOTOpBIN MacKupyeT cailThl y3HaBaHuUs [SCA Juist cucTeMsl ayTodaruu. PUCYHOK meyaraeTcs ¢ 1r00e3HOro pa3pelieHus aBTOPOB.
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MepHOE pacrpe/iejieHne 00ecreYrBacT HaIpaBJICHHOE MPO-
JIBIDKEHHE OakTepuil 4epe3 LUTOIUIa3My KIETKHU-XO3SMHA B
pe3ynbTare MOoJMMEPU3alMy aKTHHA TOJIBKO Ha OIHOM II0JTIO-
ce Oakrepuu. PacmornokeHHBIE Ha MOBEPXHOCTH OaKTephU
3¢ PeKTOpB! NMPUBJIEKAIOT OENKH KICTKH-XO35IMHA M aKTHBU-
pytoT ux, B ToM uncie N-WASP u Arp2/3-kommiekc (Loisel
et al., 1999; Suzuki et al., 2002). OOpa30BaBIIHIiCS KOMITICKC
MEX1y OaKTepuaJbHBIMU O€JIKaMu U OeJIKaMHU dyKapHuOTHYEe-
CKOM KJIETKH CIIyXKWT 3apOJBIIIEM HyKJIealuu akTHHA U Ka-
TAJIM3UPYET HANpPaBICHHOE yIMHEHHE aKTHHOBOTO XBOCTa,
KOTOpOE MPOTAIKUBAaeT OaKTepuy depe3 HuroruiasMy. B mo-
MOJIHEHUE K ATOMY depe3 cucreMy cekpeunu III Tuna B kier-
Ky-XO3sMHa JIOCTABIISICTCSl LIUCTEHMHOBAsI MPOTeasa, paciuern-
JsiroIast o.-TyOyJIMH, 4TO CO3JIaeT TYHHEJb B IUIOTHOH CeTH
MHKpPOTPYOOUEK U CIIOCOOCTBYET BHYTPUKIIETOUYHOMY JIBHIKE-
Huto Oaxtepun (puc. 5) (Schroeder, Hilbi, 2008).

3akjIoueHne

[lepenporpaMMupoBaHie HOPMAJIBHBIX KJIETOYHBIX IMPO-
L[ECCOB, TAKHUX KaK JMHAMHMKA aKTHHOBOTO IIUTOCKENETA U Be-
3HUKYJISPHBIA TPAHCIIOPT HATOI€HHBIMH OAKTEPHAMH B CBOIO
MOJIB3y, OKa3aJoch I(PGEKTUBHBIM MEXaHU3MOM, KOTOPBIH
UCTIONB3YIOT MHOTHE NaToreHHele Gakrepuu. [Ipu MHBa3uu
M0 MEXaHH3MY «3aCTEKKH-MOJHHW» OaKTEpPHH BbI3BIBAIOT
COOCTBEHHBIN (harouTo3, CBI3bIBAsCH C PELIENTOPAMHU, OTBE-
YaroLMMH 3a aare3uto. Ilpu nHBa3uM No TpUITEPHOMY MeXa-
HU3MY (DAaKTOpPBI BUPYJICHTHOCTH YYacTBYIOT B Pa3jIHMYHBIX
CHTHAJIBHBIX KacKaJaX, Peryjupys WIH UMUTHPYS MHOXECT-
BO OCNKOB KJIETKH-X035uHa. OCHOBHOM MHILICHBIO (haKTOPOB
BUPYJIEHTHOCTHU siBisitOTCS Masible Rho-I'Tdaser n tuposun-
KHHA3bl, OTBEUAIOIINE 32 PEOPTaHU3aLUI0 [IUTOCKeIeTa Kile-
TOK DYKapHoT, a TaK)Ke HEMOCPEJCTBEHHO aKTHHOBBIN IIUTO-
cKeneT. M3yueHne 3THX IPOLEeCCOB CYLIECTBEHHO HE TOJIBKO
JUTSl IOHAMaHHS MEXaHU3MOB BUPYJICHTHOCTH OaKTepHid, HO U
JUISL M3yYEHHs TPOLECCOB DYKAapHOTUUECKOW KIICTKH, KOTO-
pble CTAaHOBSITCS MUIICHBIO OAKTEPHAIBHBIX (aKTOPOB BHUPY-
JICHTHOCTH.

ABTOp  BBIpa)XKaeT  HCKPEHHIO  OJarofapHOCTh
C. I0. XaliTnuHoii 3a 00CyXAeHHE 1 HEOLIEHUMYIO ITOMOIIb
B TIOATOTOBKE 0030pa.

PabGoTa BbInosiHeHa nipu (uHAHCOBOI Toaepxkke Poc-
cuiickoro (GoHma pyHAaMEHTAIBHBIX HCCIEIOBAHUH (TIPOEK-
11 11-04-00393-a n 12-04-31109 mon_a) u nporpamm MKb
n «Y. M.HHM.K.».
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Bacterial are able to invade eukaryotic cells manipulating their own uptake by the host cells phagocytosis,
Invasive bacteria can induce this process using extracellular toxins, cell surface ligands and virulence factors
injected into the host cell. Two main mechanisms of invasion are recognized: the «zipper» mechanism in which
bacteria bind host cell receptors to initiate cytoskeletal rearrangements and membrane extensions necessary for
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invasion, and the trigger mechanism in which bacteria regulate their own phagocytosis injecting regulatory pro-
teins into the host cell cytoplasm. Most often, the targets in the host cell are signaling pathways not specific
for phagocytosis and directly cytoskeleton. In addition, phospholipid composition of the target cell membrane
plays an important role in the regulation of bacterial invasion. Thus, the efficiency of invasion is determined not
only by bacterial virulence factors, but also by the life cycle, transformation, composition of the membrane, and
other physiological characteristics of the host cell. This review describes the various mechanism of bacterial in-
vasion into eukaryotic cells and the factors that may determine the sensitivity of eukaryotic cells to the inva-
sion.

Key words: invasion, bacterial pathogens, actin cytoskeleton, signalling pathways.





