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I. BBEAEHUE

DopMbl TIPOSIBIEHNST OMOJIOTMYECKON MOJABUKHOCTU UYPE3BbIUAHO
pa3HOOOpa3HbI, OIHAKO, B OCHOBE UX JIEXKUT BCEr0 HECKOJILKO MOJIEKY-
JISIPHBIX MEXaHU3MOB. Tak, MOJIEKYJISIPHBIA MEXaHU3M IMOABMKHOCTH BCEX
3YKApUOTUYECKUX KJIETOK OCHOBAaH Ha B3aMMOJIEMCTBUU JIBYX OEJIKOB,
corpoBoxaaeMoM TUapoan3oM AT®, xuMudeckast SHEPTHUST KOTOPOTO
TpaHC(HOPMUPYETCA MPU 3TOM B MEXaHUYECKYIO SHEPTHUIO JIBVKCHMUSI.
HaubGonee pacnpocTpaHeHa aKTOMUMO3UHOBAsI CUCTEMA TOABUXKHOCTH,
OCHOBaHHasl Ha B3aMMO/IeiCTBUM MMO3KMHA U akTUHA. IMEeHHO 3T0 B3au-
MOJIEHCTBUE JIEXKUT B OCHOBE MOJIEKYJISIPHOTO MeXaHM3Ma COKpalleHusl
MBI 1 MHOTHUX MPOILIECCOB KJIETOUHOM MOABMXKHOCTHU. JIpyrast popma
MOJBMXXHOCTH, XapaKTepHasi Il 3yKapuOTUUYECKUX KJIETOK, CBsI3aHa C
MMKPOTPYOOUKAMU U UMEET OMpPeIeIEHHOE CXOACTBO C aKTOMHUO3MHOBOM
cucreMoii. Hanbosee sipko Takasi moaBUKHOCTD ITPOSIBIISIETCS B XKTYTUKaX
U PEeCHMYKaxX MPOCTEMIINX, TIe OHAa OCHOBaHAa Ha B3aUMMOJEHCTBUU
JUHEWHa ¢ MUKPOTPYOOUKaMU, COCTOSIIIMMU U3 TyOysinHa. CylliecTByeT

Ipunamote coxpawenusn: bXK — d6akrepuanbHble Xrytuku; Hb2K — Hutu 6akre-
puanbHbIX XryTukoB; HBB — komruieke kprok—06a3aiibHoe Tesio; EBB — BoITsSIHYTOE
6azanbHoe Tesno; HAP — kprok-accouuupoBaHHble 0ejiku; BK — 0ejlok Kproka;
H2KA — Hutu xrytukos apxeit; JIITC — nuckooOpa3Has riiacTuHyarTasi CTpykTypa.

Adpec oas koppecnondenyuu: metlina@genebee. msu.ru



230 A.Jl. Memauna

6OJTBIITIOE KOJUYECTBO JTOMOTHUTETbHBIX OCJIKOB, YIaCTBYIOIINX B 3TUX
TIpolieccax, HO OCHOBHOM MOJICKYIISIPHBIN MeXaHN3M (DYHKIIMOHUPOBAHMS
3TUX CUCTEM OIMHAKOB M OCHOBAH Ha B3aMMOIECTBUM MUHUMAJTBHO JIBYX
0eIKOB 1 HyKjieo3uaTpudochara B KaueCTBE UICTOUHUKA SHEPIUU.

CoBepIlIleHHO MHOI MOJIEKYJISIPHBI MEXaHW3M JIEKUT B OCHOBE JIBU -
SKeHUST OaKTepraTbHOM KiteTKH. MCKITrourM 13 00CyKIeHMSI TIOABIKHOCTD
TOJI3af0IIMX OaKTepHii, TaK KaK 0 HACTOSIIEro BpeMEeHU 3TO sSIBJICHUE
OCTaBJISIET Maccy BopocoB. CITIOCOOHOCTh OaKTepHit K OLICTPOMY 1 HaIl-
paBJIeHHOMY TTepeMeIeHIIO 00y CIOBIIeHa HATMINEM Y TUX OPTaHN3MOB
CreuMalbHOTO OpraHa JABUXeHUs1 — Oakmepuanbioeo nceymuka (bXK),
CTPYKTYpPY U (DYHKIIMOHUPOBAHUE KOTOPOTO KOAUPYET 0KOJIO 50 reHOB.
B2K, mpoHM3bIBast KIIETOYHYIO CTEHKY, YXOIUT ITOJI IIMTOTIa3MAaTUIECKYIO
MeM6paHy. OH UMeeT TUCKPETHYIO CTPYKTYPY, COCTOSIIIIYIO M3 0a3aIbHOTO
TeJa, ITMHHON Hapy>KHO HUTH U COSAMHSTIONIETO 3T IBE YACTH «KPIOKa».
BbazanpHOe Te10, pacIoIoXeHHOE B TOJIIE KJIETOYHOM CTEHKH, BpalllasiCh,
IIPYBOINT B ABMXKEHUE HAPYKHYIO MOJTYXKECTKYIO CITUPAIBHYIO OETIKOBYIO
HHTb, 00€CTIEYMBAOIILYIO TeHEPAIIIO THAPOIMHAMUYECKOM CHITHI, HaITpaB-
JIEHHO TOJIKAIOIIYIO KJIeTKY. nuTenbHoe BpeMs B cocTaBe b2K mckamm
AT®azy, HO He oOHapyxkuan ee. OTHOCUTETHLHO HemaBHO (KoHell 70-x
TOIOB) BBEISICHUJIOCH, YTO 0a3aTbHOE TEJIO KXTYTHKA TTPEICTaBIIsIeT COOO0
MHWHHATIOPHEIN 3JIEKTPOMOTOP, OJlarogapsi KOTOpoMy OaKTepuaibHast
KJIETKa CIIocoOHAa pa3BUBaTh OUEHb 00JIbIIYI0 CKOPOCcTh — 100 MKM/CeK,
To ecTb O6oJiee 50 JTMH Tejla KJIETKU B CeK. DHepreTrKa 3TOoro Irpoiiecca
OKa3ayiach YHUKAIBHOM JUTSI CHCTEM TTOIBIDKHOCTH — TpaHCMeMOpaHHBII
MOTEeHLIMAJI MOHOB Bomopoaa (I HaTpus ) Ha MeMOpaHe.

ArmnmnapaT MOTOpa XIYTHKa COAEPXKUT 0KOJIO 25 pa3TUUHBIX OEJIKOB,
BKJTIO4asi crietduyeckue 0eJiku, mepekiodaroliye HarpapieH e Bpailie-
HMs MoTopa. B mociemHee BpeMs ITOTydeH psifT TOKa3aTeIbCTB, YTO UMEHHO
3TH OeJTKM 006pa3yloT IBe OCHOBHBIC YaCTH MOTOpPAa — POTOP M CTATOpP.
Oco060ro BHUMaHUS 3aCTy>KMBaeT OeJIOK HApy>KHOM HUTH XKTyTuKa — (pia-
rejutmH. CBOIMCTBA CyObeAMHUII (hTareJiTNHA B COCTaBe HUTH TAaKOBBI, YTO
Mo3BoJIsIOT OesikoBoil Haacnupanu HB2K npuHuMarh pasHbie (opMbl
(KTyTHK nMeeT (popMy TTOTYKECTKOM CITUPAIA TUTIa BUHTA), TEM CaMbIM
obecrreunBas epeIBIbKeHIEe KIIETKU B Cpeie.

ZKTyTHK Kax armapar MoIBIKHOCTH IMPOKAPUOT JUTATETLHOE BpEeMsI
M3yJacs TOJIbKO Ha TIpeICTaBUTENISIX 3ybakTeprit. Bee BEITeTIepeunc-
JieHHbIe cBoiicTBa b2K n3yueHsbl, B OCHOBHOM, Ha Salmonella typhimurium
u Esherichia coli. OnHaKko, XTYTUKU TPaMITOJOXUTEIbHBIX OaKTEpUid,
MOHOTPUXH 1 JIOOTPUXI MMEIOT CBOU 0COOEHHOCTH. M y3k coBceM HEMHOTO
M3BECTHO O XTYTHKAX apXxeil, KOTOpPBIE, CYAS ITO0 MMEIOIITUMCS JTaHHBIM,
3HAYMTEIBHO OTJIMYAIOTCS OT JKTYTUKOB 3ybakTepuii. bojee Toro, K Hac-
TOSIIIIEMY MOMEHTY CIIOXKIIIOCH MHEHHE,, UTO SKTYTUKH apXeil IPeCTaBISIOT
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0co0YyI0 (hOpMY OABMKHOCTH IIPOKAPUOT, OTIMIHYIO OT GaKTe pHATEHOIA.
ITocne Toro, kak B 1978 1. 6bL1a OKOHYATETBHO C(HOPMYTMPOBAHA «KOHLIETT-
IMsT apxebaKTepuii», KOTOpPbIEe B HACTOSIIIEE BpeMsI IIPUHSATO UMEHOBATh
apxesiMM, KaK HOBOTO 11apCTBa B CHCTEME B3IJISIIOB Ha MPHUPOJY, BOZHUK
WHTEpEC U K MOABMKHOCTHU 3TUX ITPOKAPHUOT.

B mpencrasisger MHTepeC M Kak 3BEHO B IETTH TiepeTadr MH(MOpMaLIH
W3 BHEITHEH cpebl B KIETKY (pa3IMYHOTrO pofa TAKCHCHI), a TAKXKe KaK
OJIMH 13 TTOBEPXHOCTHBIX aHTUTEHOB OaKTepraIbHOM KileTKr. Kpome Toro,
MMEIOTCSl TaHHBIE, YTO TTOAaBICHUEM TTOIBMKHOCTH GaKTepHil MOKHO
PETYJIMPOBATh CTETICHD UX ITATOTeHHOCTH.

IMTockoabKy 0030p0OB Ha JAaHHYIO TeMy KpaiiHe Majio, HUXe MBI
rocTapaeMcst Kak MOXHO TTOJTHEE OCBETUTh 3TY TIPOOJIeMY.

I1. YIBTPACTPYKTYPA BAKTEPUAJIbBHOTI'O XKI'YTUKA

[TpucyTcTBUE XTYTUKOB Y TOJBUXKHOM OaKTEPUHY OBLIO 3aMEUEHO el
B KOHIIE MPOILLJIOrO CTONETHSI, OHAKO, OCHOBHbIE CBEICHUS O CTPYKTYpPE U
cBoiictBax b2K nmosyueHsl Tonbko 3a mocyaeanue 40—50 jiet.

Mopdosiornuecky XryTuK MOCTPOEH U3 TPEX OCHOBHbBIX YacCTeil:
0aszanvHo20 meaa, BpAallaloLIErocs B TONMILE KJIETOYHON CTEHKU U BbITOJI-
HSIIOLLIETO POJIb MUHUATIOPHOTO 3JIEKTPOMOTOPA, HApY>KHOM MOJTYKeCTKOMI
CRUPANbHOU HUMU, IOCTPOCHHOM 13 OeJKa ¢hraeesruna u Urparouieit pojib
BUHTA MPU JBUXKEHUU OAKTEpUii B Cpefie, Y TaK Ha3bIBAEMOTO «KpPHKA»,
ruOKoi 6eJ1KOBOI CTPYKTYpPHI, CBSI3bIBalOILIEl Oa3aIbHOE TEJI0 U HAPYKHYIO
HuUTh [11, 53, 110]. OmHaKO 3TUM He UCUEePIIbIBAETCS BCSI CTPYKTYpa IBU -
ratejpHOro anmnapata 6akrepuu. MiMeeTcs ellie 10NoTHUTETbHOE KO-
YEeCTBO OEJIKOB U OEJIKOBBIX 00PA30BAHUIA B IUTOIJIA3ME U LIMTOILIA3Ma-
TUYECKO MeMOpaHe, yYacCTBYIOIIMX BO BpallleHUU KTyTHKa, OJHAKO,
aKKyMYJIMPYIOT UX B CBOEM COCTaBe 3TU TPU OCHOBHbBIE YaCTH.

BA3AJIBHOE TEJIO

bazanbHas obnacte b2K — Haubosee cioxHas U (yHKIIMOHAJIBHO
HanOoJIee BaxKHasI YaCTh OpraHeJuIbl. 3a nocieqaue 10—12 et mpousorien
3HAYUTEIBHBIN IIPOrPECC B BBIICHEHUM CTPYKTYPhI 0a3a7IbHOTO TeJIa KTy~
tka. O6HapyKeH psaa (PYHKLIMOHAJIBHO BaXKHBIX COCTABHBIX OEJTKOBBIX
KOMITOHEHTOB, ITPUMBIKAIOILMX K 6a3aJIbBHOMY TEJTY CO CTOPOHBI LIUTOIIA3-
MAaTUYECKOM MEMOpPaHbI, BCTPOSHHBIX B Hee Y YYaCTBYIOIIMX BO BpallleHUMN
bazajbHOro Tena. boiiee Toro, oOHapy:KeH Le/blii 0eTKOBBI KOMILIEKC,
MPUMBIKAIOLINI K IPOKCUMATbHOMY AMCKY 0a3aJIbHOTO TeJIa CO CTOPOHBI
LIMTOTUIA3MbI, 00ECIIEUNBAIOIINIT COOPKY M BpallieH1e 6a3aJIbHOTO TeIa B
KJIETOYHOM CTEHKE.



232 A.Jl. Memauna

o HemaBHETO BpeMeHM 0a3aTbHBIM TeJIOM TaK Ha3bIBAEMOTO «THTAKT-
HOTO XTYTHKa», CTPYKTYDPBI, BBIIEISIEMOI M3 OAKTEepUaTbHOM KIIETKU
CTaHIAPTHBIM HaOOpPOM OMOXMMMWYECKUX METOIOB, Ha3bIBaJICSI HaboOp
duckoe v koaey Ha ctepxHe: L-, P-, M- u S-nucku y rpamoTtpuaresib-
HbIX 0akTepuii, U M- 1 S-11cKU y rpaMIOJIOXUTEIbHBIX OaKTepuii. Briep-
Bbl€ TaKylO0 CTPYKTYPY MHTAKTHOTO XryTuka poaa Bacillus i Esherichia
coli npennoxunu Jummut u CaiimoH [54] u dellambunuc u Annep [53].
C »T0ro MomMeHTa 1o (hOPMYJIMPOBKOMN «MHTAKTHBIN JKTYTUK» TTOAPa3y-
MeBaeTCs CTPYKTYpa, COCTOSIIAs M3 HUTH, KPIOKA 1 ABYX VT OMHOM TTaphl
JIUCKOB 0a3ajibHOTO TeJa .

W3yuas npukperieHue 0a3ajbHBIX TeJI XI'YTUKOB E. coli K TToBepX-
HocTU OakTepuaibHoi KieTku, dellambuinc u Anjiep oOHapyXUJIu, 4TO
Kaxaoe uz uetbipex kosiely — L, P, Su M — HaxoauTcs B ornpeieieHHOM
CJI0€ KJIETOYHOM CTeHKH. L-KOJbIIO HAaXOAUTCS B HAPY>KHOM JIMIIOTIO-
JINCaxXapuIHOM cjioe, P — KOHTaKTHpYeT C eNTUAOTIIMKAHOBBIM CIIOEM,
S — HaxomuTCd B TIEPUILIAa3MaTUYECKOM TTPOCTPAHCTBE HAJI IIUTOTLIA3-
MaTH4YECKOi MeMOpaHOif, a M-KOJIBIIO SIBJISIETCS MHTETPATbHOM YaCThIO
LIMTOTUIa3MaTUUeCKOI MeMOpaHbI (puc. 1a).

S-KOJIBIIO PACITOIOKEHO TUCTATBLHO 0 OTHOIICHUIO K M-KOJIbITy U
MpeacTaBlIsieT co00i ToMeH Oenka, oOpa3yoiiero M-kosbio [211, 212].
P- 1 L-xob11a BMecTe 00pa3yIoT BHEITHUI IIMTUHAP B KIIETOYHOM CTEHKE
[53] 1 popMUPYIOT HEUTO BPOAE «BTYJIKM». KOMIIOHEHTBI 3TUX YEThIPEX
KoJIell MACHTU(DULIMPOBaHbI TeHETUUECKU 1 Ouoxumuuecku [21, 202]. st
OEIKOBBIX CYObEeIMHUII KOJIEI OITpee/IeHbI ITocaenoBaTebHoCTh JIHK 1,
COOTBETCTBEHHO, AMMHOKUCIIOTHAS ITOC/IEIOBATEIBHOCTE [88, 89, 106, 107, 128].

AHayiu3 6eJIKOBbIX KOMITOHEHTOB M- UM S-KoJiell 1okasai, YTO OHU
coctosT u3 ogHoro 6eska FliF [211], Kak 1 0OTpe30K cTepKHsl, Ha KOTOPOM
OHM pacriojiaraforcs. JampHeiinmas padboTa B 5TOM HaIlpaBJIeHUH TTOKa-
3aj1a, 9To, JeMCTBUTEIHHO, MPOKCHUMAITBHBIN KOHEII KTy TUKOBOTO 0a3ajTh-
HOTO TeJla COCTOUT M3 CTPYKTYPhI, Ha3BaHHOW M S-KOJIBIIEBEIM KOMII-
nekcoM (MSKKk): nBa kosblia (M 1 S) pa3nmaHOI TOMIIMHBI PACTIOIOKEHBI
OJIM3KO IPYT K IPYTY Ha OTPE3KE CTEPXKEHSI, BBIXOMSIIIETO U3 LIEHTpa S-KOJIb-
11a [212]. ABTOpPbBI, UCTTIOIb3YS TPUIITUUECKUI TUAPOJIN3, METOII MOJIEKY-
JIIPHOM OMOJIOTUH M 3JIEKTPOHHYI0 MUKPOCKOTTIIO ITOKa3ain, 9To M SKK
COCTOMT U3 MYJIBTUTUIETHBIX KOMUii ennHcTBeHHOTO Oes1Kka FliF (Mo, Macca
61 k/la). B aT0i1 ke paboTe npematoxkeHa MOAEIb YKJIAAKY MOJTUTIENTUIHOMN
uenu FIiE B koTopoii enMHCTBEHHAss aMMHOKHWCJIOTHAS MTOC/Ie10BaTe b-
HOCTB JaeT TPH pa3Hble CyOCTPYKTYphl. CleayeT Moa4epKHYTh, YTO 3TOT
CITy4ait TIpefCTaBIIsIeT COOOM SKCTpAOpAMHAPHBIN IpUMep, KOTIa eAMHCT-
BEHHBIN OEJIOK OTBeYaeT 3a KOHCTPYMPOBAHUE TPeX MOPMOIOTHIECKU
PA3IMYHBIX CTPYKTYP — JABYX TUCKOB M YaCTH CTEPKHS.
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(FliG-FliM-FIiN) (MotA-MotB)

10 M HUTOILIABMA
—

Puc. 1. Cxematnueckuii ¥ 3JeKTPOHHOMUKPOCKOMTUIECKUI BUIl OaKTeprUaIbHOTO
xrytuka u HBB.

BM — BHeuHsss MemOpaHa, LIM — uutoruiazmatuueckast memopana; I1 — niepu-
mrazMa. COOTBETCTBYIOIIME OCJIKOBBIM CTPYKTYpaM T'eHbI TIPUBEICHBI B TaOIULIe
(ctp. 235).

a — cxeMa xkrytuka [108];

06 — ayekTpoHHas MukpodoTorpadus xkrytuka E. coli MS 1350 (coGcTBEeHHBIE
nanuble). CTpenkamMu yka3aHbl 6a3ajlbHOE TeJ0, KPIOK M HUTh. MaciutabHast
JHelKa — 50 HM.

B — asiekTpoHHast Mukpodororpadus HBB xrytuka E. coli MS 1350 (cobcTBeH-
Hble naHHble). MacirabHast inHeitka — 50 HM.
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ITo Mepe pa3BUTHS 37IEKTPOHHOMUKPOCKOITMYECKOM TEXHUKH CTaHO-
BWJIOCH SICHO, YTO U Y IPYTHX OaKTepuii B 6a3aJIbHOM TeJIe UX KTYTUKOB
MPUCYTCTBYIOT OCHOBHBIE CTPYKTYPHbIE 3JIeMEHTHI [, 9, 32|, oOHapykeH-
HbIe paHee y KTyTUKOB E. colin B. subtilis [53]. [IpaBna, nHOrma pa3mephl
1 KOJIMYECTBO TVCKOB Y XKTYTMKOB Pa3HBIX OaKTepuii BapbUpoOBaIn. Y
Ectothiorhodospira mobilis Pelsh [179] 6a3anbHOE TEJIO COCTOUT U3 TPEX
nuckoB nuaMetrpoM 20—25 Hm. bazanbHoe Teno Caulobacter crescentus,
AMeETOIIeH OMVH XTYTHK Ha KJIETKY, UMEeT ITSITh TUCKOB — JIBa BEPXHUX U
Tpu HUXKHUX [178]. A GazanbHOe Teyio XryTuka B. brevis var.G.-B.p+
COIEPKUT HaJl L-KOJIBIIOM TOTIOJTHUTEIIBHYIO CTPYKTYPY, TaK Ha3bIBAEMBIIA
«BOPOTHUYOK» [9].

KperureHne 1uckoB 6a3aabHOTO TeJla B KIIETOYHOM CTEHKE HECKOJIBKO
OTJIMYAETCs y TpaMoTpuLIaTe]IbHOM OakTepun Aquaspirillum serpens|51],y
KOTOpPOU, KaK U B cirydae E. coli, L-qucK HaXOOUTCS BHYTPU JIMIIOTIOIN-
caxapumgHoOI MeMOpaHBI, a P-mucK pacronaraeTcsi, Mo-BUINMOMY, HE B
TOJIIIE, a Ha TIOBEPXHOCTH MENTUAONIMKAHOBOTO CJIos1. B inroriasmaTtu-
YeCcKyl0 MeMOpaHy ITOrpykKeHo S-, a He M-KoJiblio, Kak y E. coli, a M-KoJb-
110 HAXOIUTCS, TTO BCeit BUITUMOCTH, TTOJT MeMOpaHoii. Takre OTIMIrst MOTYT
perIaMeHTUPOBATHCST OCOOEHHOCTSIMM CTPOCHUST KIETOYHOM CTEHKU
KaX0ll KOHKPETHOU OaKTepuuU, HO C APYTOil CTOPOHBI BBI3IBAIOT YUB-
JIEHWE, eCTA X 00CYKIATh C TIO3UIINI UMETOIIeiicsT Ha ceroaHs MHDOp-
Mauuu o padore b2K.

«MHTaKTHBIE XTYTUKW», BBEIIEICHHBIC 1 OUNTIICHHBIE HAO0POM OMOXH -
MUYECKMX METOMOB, IpetoxXeHHbIM ellamdummcom n Agiepom [53],
COCTOSIT M3 INTMHHOM HapYKHOM HATH, «<KPIOKa» ¥ 0a3aJIbHOTO TeJta (pucC.
16). ITocne nenommMepu3anyy (iareJ;IMHOBOM HUTH KUCJIOTOM, IIEJI0YEIO,
WJIM HaTpeBaHUEM OCTaeTCsl KOMIUIEKC Kprok-0aszanvioe meno (hook-basal
body, HBB), KOTOpPbBIi ITUTEIbHOE BpEMSI, 10 BHEAPEHUSI METOIOB TEHHOM
WHXEHEPUH, SBIISTTICS TIPEIMETOM N3YIEeHHS Y KTYTUKOB Pa3IMIHBIX BUIOB
bakrtepuii (puc. 1B). M xors Ga3anbHOE TEJIO B TOM BHIE, B KAKOM €TI0
OOBIYHO BBIIEIISTIOT M3 KJIIETKU, HEJTh3s CUMTATh UCTUHHBIM KTYTUKOBBIM
MOTOPOM, TaK KaK TP BEIIETCHUN TePSIETCS YaCTh BaKHBIX CTPYKTYPHBIX
KOMITOHEHTOB, B TOM uncie Mot- u Switch-0enku [21, 152], TeM He MeHee
COBEPIIIEHHO OYEBUIHO, YTO 3TO KITI0UeBast, 0a30Bas 9acTb MOTOpa.

benkoBbIe cyOBEIMHUIIB M COOTBETCTBYIOIINE UM TeHBI MACHTUMM -
uupoBaHbl 111 M-, P- u L-kosnenr [21, 85, 107] (puc. 1a; Tabu.). Kak yxe
OTMEYAJIOCh, S-KOJIBIIO SIBJISIETCS TTPOIOJDKeHEM M -KOJTbIIa, ¥ TIOCTPOSHO
u3 FliF, kak u M-kombo [107, 197, 212]. L-konbuo konupyet flgH, P-konb-
1o — flgl. OnpenenaeHbl Mocaea0BaTeIbHOCTA 3TUX TEHOB M1 aMUHOKUC-
JIOTHAS TTOCIIeI0BaTeIbHOCTD MX MpomykToB [86, 107]. FigH u Figl (L- n
P-xoinb11a), sKcrioptupyeMbie 4epes KJIETOUHYI0O MeMOpaHy U IIepUILias3-
MaTU4IecKoe IPOCTPAHCTBO, COMEPIKAT THITMIHYIO N-KOHIIEBYIO CUTHAJTb-
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Tabmuua.
I'eHbI ¥ MX POYKTHI B ANNAPATAX NOABHKHOCTH
Escherichia coliu Salmonella typhimurium [151]

Ien [Mponyxt reHa u ero GyHKUS ‘ Ien ‘ [Mponyxt reHa u ero GyHKuUs

Iensl paiiona I
HeoOXoauM IJisi TpudaBieHUs
P-nucka
CTPYKTYPHBIIA O€JIOK CTePXKHS
CTPYKTYPHBIIA O€JIOK CTePXKHS
MOJTHOE MTOCTPOEHUE CTEPKHS
CTPYKTYPHBIA O€JI0K KproKa
CTPYKTYPHBIIA O€JIOK CTePXKHS
NIACTAIbHBIIA OJIOK CTePXKHS
flgH crtpykTypHBIi 6eoK L-nucka
CTPYKTYpHBIN Oenok P-aucka
flgJ He usBecTeH
HAP1 crpykTypHBIii Gesiok
HAP3 ctpykTypHBIii Gesiok

Iensr paiiona I1

HE MU3BECTEH

flhA He u3BecTeH

flhB He u3BecTeH

cheZ antaronuct dpyHkiuu CheY B Mo-
TOPE XKIYTUKA, BO3MOXHO edoc-
dopunupyet CheY, BoccTaHaB/IM -
Bas BpallleHUe MOTOpa MPOTUB
4acOBOM CTPEJIKUA

cheY BBI3BIBACT BpAlIEHUE MOTODPA XKTY-
TUKA MO0 YaCOBOW CTPEJIKE

cheB meTunacrepasa, U3MEHSIET pelier-
TOPBI IIJIST TOTO, YTOOBI TIPUYIUTH
KJIETKY K YPOBHIO CTUMYJISILIUU B
JTAHHBIA MOMEHT

cheR MeTwiIacTepasa, U3MEHSIET pelier-
TOPHI TSI TOTO, YTOOBI TIPUYIUTH
KJIETKY K YPOBHIO CTUMYJISILIUU B
JTAHHBIA MOMEHT

fap  pelenTopsl IUISl TUTICTITUIOB, He
oOHapyXeH B S. typhimurium

far  pelenTopbl I acrapraTa, Majb-
to3s1, Co™” 1 Ni”

cheW ycunenue pochopuinupoBaHus
CheA, HeoOXoaMOe [UTs Iepefaun
“HGpOpMalLUU OT PELENTOPOB K
CheA

SIhE

cheA aBrodochopuiupyercs; IepeHoC
¢dochparoB Ha CheY u CheB ¢
LIEJTbIO UX aKTUBAIUU

motA HeoOXOonUM JUISl BpallleHUsI MOTopa

mot B HeoOXonuM JUIsl BpallleHusI MOTopa

fIhC curma-dakTop TpaHCKPUTNLIUU
onepoHoB-I1-ypoBHs

fIhD curma-dakTop TpaHCKPUTLIUU
onepoHoB-I1-ypoBHs

Iensl paitona 111
fliA  curma-dakTop TpaHCKPUTNLIUU
onepoHoB I11 ypoBHs

fliB  N-MeTuiumpoBaHUEe HEKOTOPBIX
OCTaTKOBJIU3MHA (hiaresiyInHa; He
oOHapyxeH B F.coli

fliC  cTpyKTYpHBIil 6€JIOK HUTH XKTYTH -
Ka (dbaareuinH)

fliD  cTpykTypHbIii 6e10K HAP2, orpa-

HUYMBAIOLIMI POCT HUTH
fliS  He mu3BecTeH
fliT He u3BecTeH
fliE  kOMTIOHEHT 6a3aJTbHOTO TeTa
fliF  cTpykTypHBIi 6e10K MS-KoMII-
Jexca
fliG  switch-koMIOHEHT MoTOpa
fliH He u3BecTeH
flil  He wu3BecTeH
fliJ He uzBecTeH
SliK  KOHTpOJUMPYET JTMHY KPIOKa
flilL  He wu3BecTeH
fliM  switch-koMIIOHEHT MoTOpa
fliN  switch-koMIOHEHT MoTOpa
fli0O He u3BecTeH
fliP  He wu3BecTeH
fliQ He u3BecTeH
fliR  He u3BecTeH

Tenwr Salmonella fli-paitoHa

fliA  penpeccop TpaHckpuriuu fliC

fliB  cTpykTypHBIit 6emok HUTH (hia-
TeJUTUH)

hin WHBepTa3a, KOHTPOJUPYIOIIAS
(azoByI0 BapuaIiio XryTukoB
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HYIO TI0CJIeIOBaTeIbHOCTD, B TO BpeMs Kak FliF (M S-koMiIiiekc), BKITIo-
YEHHBIN B IUTOIIA3MaTHIECKYI0 MeMOpaHYy, TepsieT CUTHATbHBII TIETITU]T
[85, 86]. L- u P-konblia, pacnoioxXeHHbIE BO BHELITHE MEMOpaHe U MEpU-
IJ1a3MaTUYECKOM MTPOCTPAHCTBE, 00pa3yoT LUIMHIP, CITyKall1ii CBOe00-
Pa3HO «BTYJIKOI» JIJIST BpaIlleHHST CTEPXKHS XKIyTHKa. [10-BHINMOMY, 3TOT
LVJIMHIP UTPAET ITACCUBHYIO POJTb, IEWCTBYS KaK 3aKPETUISIOINIee YCTPOi-
CTBO JIJIST CTEP3KHSI, TIPOXOISIIETO Yepe3 ero 0oJbloe oTBepcTre. B yacT-
HOCTH, TaKasl posib L- 1 P-IucKoB moATBepKIaeTcss UX OTCYTCTBUEM Y
IPaMITOJIOXUTENbHbIX OakTepuii [53]. To ecTh 3TH 1Ba KOJIbLIA SIBJISIIOTCS
MMPUHAIEXXHOCTBI0O KOHKPETHOM KJIETOUHOM CTEHKU OIpeIeIeHHBIX
BUJIOB OAKTEPUIA.

K HactosimemMy BpeMeHU yCTaHOBIIEHBI 3Tanbl MopdoreHe3a bB2K.
Hcronbp3oBaHme pa3IMIHbIX fla MyTaHTOB M aHAIN3 COOPKU Ga3aTbHBIX
TeJI TeMIIepaTypouyCTBUTEIbHbIX fla MyTaHTOB, MeUEHBIX in vivo [84, 108,
110,202, 203], moka3ayuu, 4To cOOpKa 0a3abHBIX TeJI UIIET C IIPOKCUMAJIb-
HOT'0 KOHIIa K IUCTATbHOMY. MopdoreHe3 KTyTHKOBOM CUCTEMBI GaKTepuiA
HaYMHAETCST CO COOPKU BHYTPEHHUX KOJIEII, CBI3aHHBIX CO CJIOSIMU KIIETOU-
HOI TToBepXHOCTH. [To-BUAMMOMY, B 3TOT 3TaIl MOPhOTeHe3a BOBJICKAIOTCS
KaKHe-TO KOMITOHEHTBI M CTPYKTYPBI [TIOBEPXHOCTHBIX CIIOEB OaKTepUaIh-
HOM KJIETKH, TaK KaK MyTalllu¥, UX 3aTparuBalollie, TOPMO3AT paHHUE
crannu MopdoreHe3a XIYTUKOBOM CUCTeMBI JaKe TOTma, KOTaa TeHHl,
OTBETCTBEHHEBIE 32 00pa30BaHMe KTyTHKa, (PYHKIIMOHUPYIOT HOPMAaJTEHO
[96]. st ocyiiecTBIIeHNSI COOPKM M BKITIOUEHUSI 6a3aIbHOTO Tejla B CTEHKY
GakTepuit HeOOXOINM JIOKATBHBIN THAPOJIA3 TIETITHAOTIIMKAHOBOTO CJIOS,
YTO MOXET IMPOUCXOIUTH IO IEUCTBUEM aBTOJTM3MHOB, IITMPOKO BCTPE-
yarommxcs y oakrepuii [173].

BuocuHTe3 1 cOopKa XKryTUKOB M3YYEeHBI, IJTaBHbIM 00pas3oM, y E. coli
u S. typhimurium. N3BectHo, uto HBXK npencrasnsier coboil oy
WJTMHIPUIECKYIO CTPYKTYPY. BHYTpH XXTyTHKa mMeeTcst KaHall, TT0 KOTO-
POMY TPAHCITOPTUPYIOTCS MOJIEKYJTBI MOHOMEpPHOTO (praresiimHa [ 58, 164].
CoBpeMeHHast MOziesTb OMOCHHTE3a KTYTUKA BKITIOUAET TPAHCIOKAIINIO
(maremummHa, 6€JTKOB KpIOKa M CTEPsKHSI Yepe3 KaHaur 0a3aIbHOTO TeJla, a B
JMaTbHEUIIIeM yepes KaHasl BHYTPY KpIoKa U HUTH K IUCTaTbHOMY KOHITY
KTYTHKA, TIe U TIPOUCXOIUT cOOpKa (hIareJUTMHOBOI HUTH. DTa MOJIEITh
TIpeToXKeHa Ha OCHOBAaHUY MHOTOUHCIICHHBIX SKCITePUMEHTATbHBIX JaH-
HBIX, KOTOpPBIE ITIOATBEePKIatoT, uTo y b2K akcuasvhbie beaxu XryTuKoBoi
cucTteMbl — (iare/uinH, 0enok Kproka, HAPs, 6enku ctepkHsS — He mpaHc-
nopmupyomcs depe3 IATOILIa3MaTUIeCKyl0o MeMOpaHy HOpMaJTbHBIM
CUTHAJT-TIENTUIHBIM ITyTeM, a IIPOXOMASIT IT0 BHYTPEHHEMY KaHaJTy JKTYTHKa
NP MOMOIIY cTrieliMUUHOM TpaHcTiopTHOM cucteMsbl [110]. O6 anmapare,
KOHTPOJIMPYIOIIEM STOT ITPOLIECC, IMPAKTUIECKH HIIETO Hen3BecTHO. OMHO
W3 MPEATIOIIOKEHUIT COCTONT B TOM, YTO KOHIIEBOE Pa3yIopsIoYNBaHe
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CYOBEIMHUIL aKCUATTbHBIX JKTYTUKOBBIX 0€JTKOB MOXET OBITh UX OOIIUM
CTPYKTYPHBIM CBOMCTBOM M HAIIPABIIAThH 9KCIIOPT 3TUX OCJIIKOB K MECTY
coopku [218]. CunrtaeTcs, uTo arnapart, peryJIMpyolni TpaHCTIOPT KTy TH -
KOBBIX OCJIKOB, PacIioioxKeH B OCHOBaHUHM KTyTHKa, a ATM-3aBucumast
TpaHCJIoKa3a MpUHUMaeT ydyacTtue B aToM mpouecce [215]. Coopka bXK
NpeJcTaBjieHa Ha puc. 2.

Cmepoicenb, TPOXOASIIUI CKBO3b BCE YEThIPE KOJIblIAa 6a3a1bHOTO TeNA,
3aKaHYMBAETCST 3aKPYIIIEHHBIM OKOHUYAHMEM ITPAaKTHYECKU B IIUTOTIIa3Me
[197]. OH MOXeT ObITh pacllerieH Ha ABE YaCTH, CTHIKYIOIIIUECS TIe-TO B
paiioHe P-kosbia. JIucTaibHas yacTb CTEPXKHS KoaupyeTcsi reHoM flgG, a
YacTh, PACITOJIOXEHHAsT OJIMKe K IIUTOTUIa3Me, KOTUPYETCS TpeMsI TeHa-
mu — flgB, flgCuflgF|21, 88, 89]. AucTaibHast 4aCTb COACPXKUT MPUOIU3U-
TerbHO 26 konnii FlgG, a mpokcuMaibHast — 1o 5—6 KOTHi Kakaoro n3
nipoayktoB reHoB flgB, flgC u flgF 109, 168]. CTepXeHb UMeeT, TT0-BUIU -
MOMY, TOT K€ CaMBIiA THIT TTOBEPXHOCTHOM PEIIETKN YKIIAAKN CYObeTMHMAII,
970 1 KptokK, HAPs 1 HUTh, TaK KaK MMeeTCsT SBHASI TOMOJIOTHSI CPETA STHX
6e1k0oB B N- 1 C-KOHIIEBBIX 00JIACTIX WX TIEPBUYHBIX TTOCIEIOBATEIb-
HoCTei (orpeiesieHo Ha OCHOBE MoceaoBarebHocTel reHoB) [89]. U xoTtst
BpallleHre CTepXKHS ellle He ObLIO MPOJEeMOHCTPUPOBAHO HETOCpe/l-
CTBEHHBIM 00pa30M, TTIO-BHINMOMY, OH BCe-TaKU SIBIISIETCSI TOM CTPYKTYP-
HOI ieTaliblo 6a3abHOTO TeJla, KOTopasl CY>KUT ISl Tiepeadyu Bpalla-
TEJILHOTO MOMEHTA, TEHEpUPYEMOTO B IIMTOIIa3MaTUIECKOI MeMOpaHe,
Ha KpIOK, a Jajiee Ha (hiareJUIMHOBYIO HUTh. PaclernieHre cTepXHs Ha
JIBE YACTH ITPOVMCXOINT TP MHKYOAITNI 0a3a]TbHOTO TeJla TIPW HI3KIX 3Ha-
yeHusix pH [194] wiu npu BeipatimBanum MmytanTa 1o fli Freny (MS-komri-
JIEKC) B IOCTaTOYHO BSI3KOI cpene [168]. [lucTanbHas U MpOKCUMAabHAs
YacTU CTEPXKHSI UMEIOT pa3Hble AuameTpbl — 18 HM 1 13 HM, cOOTBeTCT-
BeHHO. [lprumHa Takoil pa3HUIILI B IMaAMETPe eIMHOM CTPYKTYpHOI
COCTaBJIsIIONIElN YacTH 0a3aIbHOTO TeJla HesSICHA, HO TIpeinoJiaraeTcsi, 4To
TaKUM 00pa3oM BHEIIHWNA HMUJIWHIP YAepKUBAETCS Ha CTepKHE W He
CKOJIB3UT 10 Hemy [194].

ﬂOflO/lHllme./leble CmMpyKmypbl bazanbHoeo mena

Cy1iecTByeT HECKOJIbKO JOTIOJIHUTEJIbHBIX KOMITOHEHTOB 6a3aJIbHOTO
Tesa, oOHapyXeHHbIX B HBB XryTukoB S. fyphimurium, KoTopble CUHTE3U-
PYIOTCS TIOJI KOHTPOJIEM IJIaBHOTO KTYTUKOBOTO ortiepoHa | 108]. dyHKmms
3TUX 0eJIKOB HesicHa. M neHTrhuKalys uX TeHOB U oNpe/iesieHue IMepBUY -
HOM Moc/ienoBaTeIbHOCTH COCTABJISTFOIIMX MX OEJTKOB [TOMOTJIY Obl B BBISIC-
HEHMU KX POJIU B Oa3aJIbHOM TeJie.

bazanbHble Tela HECKOJIbKUX BUIOB OAKTEpUi C €NMHCTBEHHBIM
MOJISIPHO PACTIOOXEHHBIM XXI'YTUKOM COJEPKAT JOTIOJIHUTEIbHYIO CTPYK-
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TYpY, COCTOSIIIIYIO U3 OJHOTO WK Mapbl 00abIux 1uckKoB 80—170 HM B
JIaMeTpe, YyBCTBUTEIBHBIX K ITPOTEa3aM 1 aCCOITMMPOBAHHBIX C BHEIITHEIM
MeMOpaHoii [45, 46,47, 61,67, 136]. Takue qucku oOHapy>KeHbI 1 M30JIA -
poBaHBI Yy KTyTUKOB Wolinella succinogenes [61, 136]; Toxoxmue cTpyK-
TYpbl OOHapyXeHbl y Aquaspirillum serpens u 0603HaueHbl Kak CMRs nucku
(mmametp 90 HM) [46], a Takke y Vibrio cholerae m Campylobacter fetus
[67]. CnenyeT 0000 OAUYEPKHYTh, UTO 3TU IUCKM HUKOIIA HE BCTPEUAIOTCS
y GaKTepHii C TIePUTPUXUATHLHBIM KTYTUKOBAHIEM, a BCTPEYAIOTCSI TOJIBKO
y MOHOTpHX0B. DYHKIINS X HEN3BECTHA, BO3MOXHO, OHU UTPAIOT POJTh
TTOATTIOPKY VUTH 3asTKOPUBAFOIIIETO YCTPOMCTBA IJIST e MIMHCTBEHHOTO JKTyTa.

Humb 6axmepuanvroeo jceymuxa

Hutb B2K (HB2K), KoTopyto rpy60 MOXHO MpeICcTaBUTh Kak 3aKpyUYeH-
HYIO BUHTOM LWJIMHAPUYECKYIO OEJIKOBYIO CTPYKTYPY, COCTaBJIsIeT Oojiee
95% ot 0011l MacChI XKTYTHUKA ¥ TTIOCTPOeHA 13 CYObeTMHUIL ¢ TMHCTBEH-
HoTo Gestka — raresuiHa [26]. Y XXUBOM KJIETK! 3Ta CTPYKTYPa JOCTUTAeT
20 MKM, a B pacTBOpe HUTh HOPMaTbHOM (DOPMBI BBITJISIAUT KaK CITUPATh,
umetolas mwar ot 2,0 1o 2,5 Mkm u auameTp okoJio 0,4 mxwm. [Tapamerpbl
CIUPaJIv BAPbUPYIOT B 3aBUCUMOCTH OT BU/Ia U IIITAMMa MUKPOOpraH1u3ma
[118, 132]. [Tpu BbICYyLIMBaHUM XTYTUKOB Ha MUJIEHKE-MOIJOXKE IS
3JIEKTPOHHOU MUKPOCKOITUY OHU TTPUHUMAIOT (POpMY IMpaBUIIbHOMN CUHY-
counbl. CormacHo Jleiidcony [145], onmpenensitoninmMy mapaMmeTpaMHu JIJIst
JKTYTHKA SIBJISTIOTCS JUTMHA W aMIUIUTYAa ero CUHycouabl. OTHOIlIeHNe
JUTMHBI BOJIHBI K €€ aMIUIUTY/Ie MOCTOSIHHO ISl KaxKaoro mrtamMa. Hop-
MaJTbHBIN XXTYTUK UMEET IJTMHY 0K0J10 100 MKM M JUTMHY BOJTHBI (A) ~2,5
MKM. Ho cyliecTByIOT XTyTUKY C aHOMaJIbHOM, BABOE MEHbIIEH ITMHOMN
BOJIHBI, YeM Y HOPMAJIbHBIX XKTYTUKOB. DTO TaK Ha3bIBaeMble «curly»-Kry-
TUKU. CylIecTBYIOT U IpsiMble KTYTUKU. [TocKoIbKY hopMa Haacnivpain
B2K siBiisieTcst oqHUM U3 ycoBU ero (byHKIIMOHUPOBAHMSI, 3TOMY OyAeT
nocssieH pa3aelt «Ctpoenne HB2K 1 ee monmMopdHbIe epexonbl».

BosbimHeTBO M3ydyeHHBIX B HacTosiiee BpeMst HB2K nepurpuxuans-
HbIX OaKTepuii MMeeT AuaMeTp okKoJyio 20 HM, OAHAKO, CYIIECTBYIOT
OTKJIOHEHUsI OT 3TOro 3HAYEHMsI, TTOCKOJIbKY MOJIEKYJIsIpHAs Macca
MOJIEKYJI (haresiiiHa KoJe61eTcs B JIOBOJIBHO IIIMPOKOM MHTEpBaJIe 1aXKe
B Mpejeax oJHOro Buaa. B yacTHOCTU, M3BECTHO, UTO MOJIEKYJISIpHAS
Macca ¢yare;utnHoB E. coli y pa3HBIX IITAMMOB HAXOAUTCSI B MHTEpBaJje
37—69 kJla, a aMaMeTp X KTYTUKOB KoJieoneTcs oT 19 Hm 10 27 um [142].
HMuorna B coctaB HB2K HekoTOpBIX BUIOB OaKTepuii BXOAAT ABa (Jiare-
JIMHa Kak, Hanipumep, v Caulobacter crescentus [184], Bdellovibrio bacterio-
vorus [207] u Helicobacter pylori|133]. Xrytuxk Campylobacter coli VC167
TakxXKe SIBJISIETCS TETePOIOIMMEPOM IBYX Pa3IMUHBIX (hjlare/UTMHOB, U 00a
OHM TPEOYIOTCS TSl HOPMaIbHOTO (DYHKIIMOHUPpOBaHUs husiameHTa [77].



240 A.Jl. Memauna

Hpyrue mrammbl Campylibacter coli uw Campylobacter jejuni umeroT nBa
(1are;UIMHOBBIX reHa, XOTs 00a He 00s13aTe/IbHO 3KCITpeccupoBaHsl [77].
B vutsix Campylobacter, ponctBennuka Helicobacter pylori, nBa ¢nare-
JIMHA cOOMpaloTcs B ABE pa3InyHbIe ooyactu: 57 kla-diaremH oopasyer
MMHOPHYIO KPIOK-TIPOKCUMAJTbHYTO 00J1acTh, a 56 kJ/1a-dmareumH obpa-
3yeT Bechb ocTaBluiics dunameHT [133]. JIBa (areuimHa XryTuKOBOM
HUTU Rhizobium meliloti Taxxke coOMpalOTCsS B pa3IMYHBIX €€ 00IacTsIX
[175]. A mosHOCTBIO (hyHKIIMOHAIbHASI HUTH C. crescentiis COOpaHa U3 YeThI-
pex obacreit: 60 HM KpIOK-IpOKCUMaJIbHAast 30Ha coopaHa 13 29 k1a-dia-
reyutmHa; 1—2 mxm 30Ha — 27,5 k/la; mepexomHast 30Ha U3 ABYX 27,51 25
kJla (yrareIMHOB; YeTBepTast 30Ha (OcTaBIIasics YaCTh HUTH) 13 25 k/1a
dnaremuHa [56, 162].

IMoyeMy KTYTMKH HEKOTOPBIX HEMHOTOUYHCIICHHBIX BUIIOB 3y0aKTepHIiA
COCTOSAT U3 HECKOJIBKIX (hIareJUTMHOB, HEM3BeCTHO. Bo3MOXKHO, TT0 Mepe
U3yJIeHUST PYHKIIMOHUPOBAHUS KTYTUKOB apXell, UMEIOIINX MyJIbTH(Ia-
TeJUTMHOBBIN COCTaB, KOE-4TO MPOSICHUTCS U IS KTYTUKOB OaKTEPHIA.
OmHako, Ha CETONHAIITHUHN TeHb MOKHO KOHCTAaTHUPOBATH JIMIITH TO, YTO
BapuaHT MyJIbTHGIareTmHoBoro coctaBa HB2K siBisteTcst mckimodyeHnemM
U3 MpaBuiia, 00blMHO Y IY0AKmMepuil HUmy JHceymuka 00HOKOMNOHEHMHA 1
COCTOWT M3 eAMHCTBEHHOTO (hIareJITnHa.

OCHOBOITOJIATAIOIINMUI B 00J1aCTH M3Y4eHUST (PU3MKO-XUMHIECKUX
cBolicTB QuaremnuHa B coctaBe HB2K aBasiorcst padora Abpama u
Koddepa [18] u paboTta Acakypsl ¢ coaBTopamu [28]. B HuX BriepBbie
YOEeINTEITLHO TTOKA3aHO, YTO IMCCOIMPOBAHHBIC Ha OTIETEHBIE MOHOMEPHI
¢rnarennuna HB2XK criocoOHBI K camocOopke B yciaoBusix in vitro. [lpu
3TOM 00pa3yIoTCs HEOTIMUUMbBIEC OT MHTAKTHBIX HUTH C TEMU K€ CBOMCT-
Bamu. Camocoopka HBZXK siBiisieTcst oTnenbHO 00J1aCThiO U3yUEeHUs 9TUX
CTPYKTYD, TTOTOMY eii HIKe OYIeT IOCBSIIIEH OTASTBHBIN pa3met.

DyareyIMH — TIOOYISIPHBIN O6EJIOK ¢ U303JIEKTPUUYECKON TOUKOM B
o6siactv pH 4—35 ¥ IMPOKUM CITEKTPOM MOJIEKYJISIPHBIX Macc — OT 25 10
69 x/la B 3aBUCHMOCTH OT BHA M IITAaMMa MUKPOOPTaHW3Ma. AMIUHOKHC-
JIOTHBIH cocTaB (hareJI;IMHa UMeeT XapaKTepHbIe 0COOCHHOCTH, CBOMCT-
BEHHBIE TOJIEKO 3TOMY O€JTKY, 1 MOJISIPHOE COOTHOIIICHUE BXOISIIINX B €T0O
COCTaB aMMHOKWCITIOT Y Pa3HBIX OaKTepHii MEHSIETCS CPABHUTEIIEHO MaJIO.
AMWHOKWCTIOTHBIN aHAJTN3 HECKOJBKUX IECSITKOB (DIIareJUTMHOB pa3Iiy-
HBIX OaKTepUil TToKa3al TTOJTHOe OTCYTCTBHE LIMCTENHA W TPUTITO(haHa;
TUPO3WH U (peHMITaJIaHH IIPUCYTCTBYIOT B OUeHb He3HAUUTEIIBHOM KOJT -
gyecTBe. To ecTh ANCYIBGUIHBIX CBA3EH (hIare ITMH He MMEET U COINEPIXKUT
OYeHb MaJI0 apOMAaTUIECKUX aMUHOKuUcaoT [48, 160, 191, 193]. Tak, B
Mosekyie duaremmuHa Bacillus subtilis 168, cocrostmeii n3 304 ocTaTkoB
AMMHOKUCJIOT, 0OHApYXXeHO 5 MoJieKyn (eHMIaJaHnHa 1 1 MojeKya
Tupo3rHa [49]. Bce uccienoBaHHbIe (are/yIMHbl coaepkaT HEMHOTO
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TUCTUIMHA Y TIPOJIMHA, CBOMCTBOM KOTOPHBIX SIBJISIETCS TIPephIBAHME O - 1
[B-crmparneii, TpudeM MoCIeAHUI yacTo BooOIIe oTcyTeTByeT [ 160, 193].
Hns daareutmHa XapakKTepHO BBICOKOE COAeprKaHWe TUKApOOHOBBIX
aMMHOKWCJIOT M aannHa. Ha mx gommio puxomautcst 1o 50% ot ob1ero
KOJIMYeCcTBa aMUHOKMCIIOT. IHTepecHO, 4TO BCe Hapy:KHMeE OeJIKI (KpoMe
0eJIKOB 000JIOUKM SHIOCIIOP) TEPSIOT LIMCTEUH, a IIPOJIMH U TpUNTo(paH
Co/iepKaT B OUeHb HEOOIbIIMX KoJnvyecTBax [227].

B 1973 rony BriepBbie omnpeneieHa rojHasi aMUHOKMCIOTHasI rocie-
JIOBaTeILHOCTD (piaresutnHa B. subtilis 168. [1pu 5ToM 0TMeUeHa BBICOKAST
crerieHb romoJiornu N- 1 C-KoH1oB 3Toro ¢areummHa ¢ N- 1 C-KoHIaMu
B. subtilis W23 [48]. B nanbHeiiiem osiBUIach BO3MOXHOCTb OIpeIe/ICHUS
TIEPBUYHON CTPYKTYPHI (hIareJITTMHOB ITO HYKJICOTHIHOM ITOCIeI0BATE b~
HOCTH UX TeHOB. DTo npoaesano st piaresnnHoB C. crescentus [74]; E.
coli[139]; ueTbipex wraMmoB Salmonella 111, 222]. [Tpu cpaBHeHUU Tep-
BUYHOM CTPYKTYPHI 3TUX (PJIareJIZIMHOB C paHee U3BECTHBIMUA OTMeYeHa
BBICOKAS CTEIIeHb TOMOJIOTUHM aMIMHOKHMCIOTHBIX TTOCIIE0OBATEILHOCTE M
N-u C-xkoH10B — 80% 1 60% romos10rum, COOTBETCTBEHHO; U Bcero 20%
TOMOJIOTUH B IeHTpaJibHOM yactu. [Ipearonaraiock, 4To MO CTEIIeHU
TOMOJIOTUH MOKHO CYAUTH 00 SBOTIOIIMOHHOM POACTBE Pa3HBIX IITAMMOB
GakTepuii. DT UCCIeI0BaHNS TIOATBE PAMIIN paHee BhIicKazaHHoe MHO
npeanojioxkeHue [96], 4To KOHIEBbIE YYACTKUA MOJIEKYJIbI (hjlareyinHa
OTBEUAlOT 3a 00IIHeE TS BeeX (hIare/UIMHOB TTOJIMMEpU3allMOHHBIC CBOM-
CTBa, a [IEHTpaJIbHAasl 9aCTh MOJIEKYJIbI OTBEYACT 32 aHTUTEHHBIC CBOIMCTBA,
MEHSTIOIIIMECS OT ITaMMa K mTamMMy. K HacTosIiieMy MOMEHTY YCTaHOB-
JIEHbI HYKJICOTUIHAsl U aMMHOKHUCJIOTHAS ITOCIeIoBaTeIbHOCTH 1151 29 hiia-
reJUTMHOB [227], IMPOKO MPEeACTaBSIIOIIMX MHOTHE BETBU 3yOaKTepr-
ATBLHOTO (PMIIOTEHETUIECKOTO ApeBa, BKITIOYAsT CITMPOXETHI, T(+) BUIHI,
MypIypHYIO GUIOTEHETUIECKYIO TPYITITY U T.I. AHAJIN3 3TUX ITOCIeI0Ba-
TeJIBHOCTEH TTOATBEPKAACT HATMUME TPEXIOMEHHOM CTPYKTYPHI (hJIaTeJITIHOB.

Dare v psgga mTaMMoB pona Sallmonella conepXUT HEOOBIYHYIO
aMUHOKUCIOTY — &€-N-MeTWIJIU3UH, Coliep>KaHWe KOTOPOi OJU3KO K
cojiepxXaHuIo Ju3nHa [25]. 3aech ke oOHapyXeHO TPUCYTCTBUE TTPOU3-
BOJHOTO 3TOM aMUHOKUCIOTH — €-N-auMeTmin3nHa [76]. HeGombimoe
KOJIM4YeCcTBO £- N-MeTWUIM3MHa OOHApyKeHo Yy (uiaresinnaa Spirillum ser-
pens |76]. Cunre3 £-N-MeTWIIM3MHA TIPOMCXOINT Y3Ke B COCTaBE MOJIEKYITBI
(maremmMHa TIyTEM METUIMPOBAHMS JTM3WHA C TIOMOIIIBIO S-aleHO3MII-
meTuoHuHa [ 124, 210]; MeTUIMPOBaHHbBIE OCTATKU JIM3MHA HAXOASITCS Ha
TOBEPXHOCTH MOJIEKYJIBI (hjiare/uimHa. bruomornaeckuii cMbIc o6pa3o-
BaHMS IM3UHOBBIX ITPOM3BOIHBIX MOXKET 3aKJTIOYATHCS B TOM, UTO MOJICKYJIa
rnocJjie METUJIMPOBAaHMSI CTAHOBUTCSI 00Jiee YCTOMUMBOI K BO3/IEMCTBUIO
BHEIIHUX (haKTOPOB.
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Kprok 6axmepuanvhoeo nceymuka.

Kprok bBXK npeacrapisieT co6oit 0coOyto CTpYKTYpy HeOOJIbIINX
pa3MepoOB M M30THYTOM (hOPMBI, OTYETIIMBO BUIUMYIO Ha BJICKTPOHHBIX
MukpodoTorpadusix u oranyatoiytocs ot Hb2K no xapakrepy pacrnoso-
SKeHMST CyObeTMHUIL. KPIOK BBITIOTHSIET POJTb CBSI3YIOIIETO 3BeHa MEXKITY
0azaJibHBIM TeJIOM U HUTHIO. [TMHa KptoKa XryTuka E. coli coctansier 45
HM U 90 HM — y S. typhimurium [190]. Kproku 6oJiee yCTOMUMBBI, YeM HUTU
SKTYTUKOB, K BO3IEHCTBUIO OPTAHUYECKUX PACTBOPUTEICH, JeTEPTEHTOB,
KUCJIOT U IIeJIoueid. DTO MX CBOMCTBO MCITOIB3YETCS MCCIIeA0OBATEISIMU
IS TIOJTYYEeHUST KOMILJIEKCOB KploK-06aszanbHoe Tejio (HBB) u s Boife-
JIEHMSI KPIOKOB B OTIeJIbHY10 (hpakumio [19, 53, 54].

Kp1okut cocTosIT U3 MOJIeKyJT eAMHCTBEHHOTO 0OeJIKa, OTJTUIHOTO OT
¢narennuna. MosekysipHasi Macca 6esika kproka (bK) HopMmasibHOTrO 1
MyTaHTHOTo mTamma E. coli paBHa 42 xla [79], y B. subtilis — 33 x]la
[54], v Salmonella u Pseudomonas — 43 xda [112, 183] u'y Caulobacter
crescentus — 72 xJ1a [185]. Cnektp kpyrosoro nuxpousma bK Salmonella
HECKOJIbKO HeoObIYeH. B To BpeMst Kak 3HaYeHHe MOJIIPHON SJUTMIITHY -
HOCTH TIpu 222 HM y dJiare;uiHa paBHO 9 cM’rpan' MoJIb~!, MoJIsIpHasT
sanunTuyHocTh BK npu 222 HM cocTasisiet 1/9 oT aToro 3HaueHus, 4TO
CBUJIETEJLCTBYET 00 OUeHb HU3KOM CO/IepXKaHUU B 0eJike a-criupaiu [112].

Ha npumepe xrytukos E. coli[188], S. typhimurium [112] u C. crescen-
tus [185] mokazaHo, 4To aMMHOKUCIOTHBIN cocTaB bK, Takke kak u ¢ha-
reJUTMHA, XapaKTepHU3yeTcsT OTCYTCTBUEM TpUNTOopaHa U IUCTEHA, HO, B
OTJIMYMeE OT (hJIareJTMHA, He COAePKUT €- N-MeTWITN3UH, 1 N -KOHIIEBOI
aMUHOKMCJIOTOM y Hero sBisiercst cepuH [112]. TToayyeHHast aHTUCHI-
BOpOTKa K IIeJIoMy Kproky minu BK m36upartebHO B3auMOIEHCTBYET
TOJIBKO C KpIOKOM U He B3aumoneictryet ¢ Hb2K. DTot hakT moarBepx-
JTAeT, 9TO KPIOKM UMEIOT aHTUTEHHYIO CIIEITM(MDIIHOCTD, OTIIMYHYIO OT HUTH
XryTuka [54, 112]. XapakTtepHbIM (haKTOM SIBJISIETCSI U TO, UTO, B OTJIMYNE
oT aHTUTeHHOI akTuBHOCTH HB2K, y KpIOKOB TTOCIEIHSIST TTOJTHOCTHIO
coxpaHsieTcs Ipy HarpeBaHum 10 72 °C 1 TepsieTcst Wb TTPY HarpeBaHUU
1o 80 °C [54].

Kproxk nipeacrapisieT co00il KOPOTKUI CErMEHT TpaBoBpallalolei
crnupaiu, oopazoBaHHbIi 120 KOMUSIMU €AMHCTBEHHOTO OeJiKa, OpraHu30-
BaHHOTO B TeKCAarOHAJBHYIO PEIISTKY ¢ TTapaMeTpaMu, TTIOUTH UACHTUY -
HBIMU TTapaMeTpaM HUTH XryTuka [79, 188, 219]. TpexmepHasi peKOHCT-
PYKIIVSI KPIOKOB OOHApYKIJIa HAJTMYHE JIO(KOMHOK, MIYIIHX B 6-3aX0I0BOM
HarpaBJieHUHU [219]. DTH T0XXOMHKHU TTO3BOJISIIOT KPIOKY U3rHbaThcs 6e3
CTepUYECKIX B3aUMOJICHCTBII MEXK Ty MOHOMEPAMHU Ha BHEIITHEM PajInycCe,
470 0bOecIreunBacT PYHKIIMOHMPOBAHKE KPIOKa KaK THOKOTO COWICHEHUST
IUIST 00pa3oBaHUS ITyYKa HATEW KTYTUKOB IPH TUTAaBAaHUM KIIETKU. B To
BpeMsT KaK B HUTSIX KTYTUKOB IPOTO(MIaAMEHTHI 00pa3yioT 1 1-3ax0moByio
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CITMPaJib, B KpIoKax 16-3axomoBast Ciupalib 00pa3yeT CTPYKTYpy KpIoKa
[122]. Ecau aT0 TaK, TO pasnuuus B ynakoske cyonweanHu Hb2K u kprokos
TpeOyIOT JOIMOJHUTEJIbHbIE CTHIKOBOUHBIE YCTPOKMCTBA MEXAY HUMHU,
kakoBbIMU U siByisitorcst HAP1 u HAP3.

HAP-6eaku 6akmepuanbHbix dceymuxos

HAP-6enxu (hook-associated proteins) ObLIM cHaYaj1a UASHTU (UL -
pOBaHbl KAK MUHOPHbIE KOMIIOHEHTbI, COMTPOBOXK/IAIOLINE BbIIEIEHUE
KPIOKOB B OTHebHY10 (ppakumio [83]. Bcero ux B cTpykType Xryruka
okazanoch Tpu — HAP1, HAP2 u HAP3. HAP1 u HAP3 nHaxongrcs Ha
CTBIKE MEXIy KPIOKOM U HUTHIO, IipuueM 30Ha HAPI siBisteTcst mpokcu-
MajJIbHOI Mo OTHOIIEeHMIO K KieTke. HAP2 — xanupylomuii 0ej0K,
pacrionaraercs Ha qucTtajabHoM KoHie HB2K (puc. 1a).

YcraHOBIGHO, UTO OAMH XTYyTUK conepxkuT 10—15 konuit HAPI,
10—30 xonuit HAP3 u 6—12 xkonuit HAP2 [99, 109]. BBeneHuem pa-
JIMoakTMBHOI MeTK1 B HBB-KoMIL1eKc onpenenim, 4To XryTUK COAePXKUT
okosio 13 monekyn HAPI1 [109]. ITockonbky HAP1 u HAP3 npucyrc-
TBYIOT B 9KBUMOJISIPHBIX KoJIMUecTBax [83], MOXXHO MPeAroa0XUTh, YTO
00a Genka Morar Obl 00pa3oBaTh IBA MOBOPOTA OCHOBHOW CIMpaiv B
JKTYTHKE, €CJIM OHU COOMPAIOTCSI HA TOM XK€ CaMOii pellieTKe, YTO KPIOK U
HUTbB. YeThIpe TaKMX BUTKA 00pa3yIoT CETMEHT 0K0JIo 10 HM B JUTUHY, YTO
corjacyercsi ¢ pa3aMepaMM CTBIKOBOYHOM 00acTu, HaOI01aeMoOi B
anekTpoHHOM MuKpockorie [99]. HAP1 u HAP3 nokanu3oBaHbl Ha
TpaHUIIe MEXIY HUTBIO M KPIOKOM KTyTHKOB. @yHkumst HAP1 He sicHa;
JAHHBII O€JIOK He TpeOyeTCs 1Sl peryJIsiliMU pocTa KPIoKa, TOCKOIbKY y
MYTaHTOB, He UMEIOIINX 3TOro OeKa, IJIMHa KploKa HopMajabHas [81].
HAP3, no-BuaumoMy, ydyacTByeT B CTaOMJIM3AllMU CTPYKTYPbl HUTH,
MOCKOJIbKY HekoTopbie myTaliuu B HAP3 nmpuBoasT K HenpaBUIbHOMN
CMUPATIbHOCTU HUTHU.

benox HAP2 (FliD) numeer mosnexynsipayio maccy 49 k/la. Ero ponb
3aKJII0YAETCS B PETYJUPOBAHUM MPUCOEAUHEHUSI CUHTE3UPOBAHHOIO B
KJIeTKe (hiare/utMHa Ha KOHIIE XXTYTHKA U B 3allUTe XTYyTUKAa OT ITPHUCoe-
JUHEHUS 3K30TeHHoro duareuinHa us cpeabl [84]. Myrant no fliD
HETOJBUXEH MU3-3a TOTepH (areJIMHOBOM HUTU, a CaMU MOJIEKYJIbI
(bnaremHa y TaKOro MyTaHTa yXOJST B KYJBTYPaJIbHYIO Cpeay, IpruiemM
(pnaresuIMH KakK TaKOBOM COXpaHSIET CIIOCOOHOCTh MOJIMMEPU30BaThCS in
vitro[100]. Otu xxe aBropsl [ 101], ucrionsays FliD cBepxrponyupytolyto
TUIA3MULY, TIOIYY I 3HAaYUTeIbHOE KoImuecTBO yncToro FliD u mokazanm,
YTO MpU (PUBMOJOTUYECKUX YCIOBUSIX U BbICOKOI KOoHUeHTpauuu FliD
00paszyeTcsi J0CTaTOYHO OOJIBIION KOMILIEKC MEHTaroHaJbHOM (pOpMbI C
BHeITHUM auameTpoM 10 HM. DTOT pa3Mep COOTBETCTBYET pa3Mepy
KAMUPYIOLLIEH CTPYKTYPbl HA KOHLE (hJIareUIMHOBOW HUTHU XKIYyTUKA
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Jnukoro Tuna Kjietok. [Tpu jodaBaeHNM 3TOM MeHTaroHaaIbHOM KOJIbLEBOM
CTPYKTYPHI B KYJBTYpaJIbHYIO cpeny myTtaHTa Salmonella nio fliD nioutu
BCE KJIETKW CTAHOBUJIMCH MOABUXKHBIMU.

Tak e Kak haaresiiiH 1 6es1ok Kproka, HAP-6e1ku sKcnopTupyroTcst
¢naresnMH-ceuMOUIECKUM MyTeM, TO €CTh 6€3 CUTHAJIBHOTO MenTruaa
HEIOCPEeACTBEHHO 110 LIeHTpaJlbHOMY KaHaiy [88]. DKcniepMMeHThI 110
PEKOHCTpYKILIMH in vitro kptokoB ¢ HAP-6enkamu [84, 99| nokazanu, uto
9TU MUHOpPHbIE Oesiku codupatorcst B mopsinke HAP1-HAP3-HAP2, tak
K€ KaK OHM PacriojiararoTcsi U B CTPYKTYpe MHTAKTHOTO XKTryTuka. To, uto
HAP1 u HAP3 He o0OpasyloT BBITSIHYTbIE MOJUMEPHI in Vitro naxe Mpu
OY€Hb BBICOKOI KOHLIEHTpAllMi MOHOMEPOB, TOBOPUT 0 TOM, uTo HAP1 1
HAP3 o6n1anai0T cnoCOOHOCThIO K CAMOPETYJIMPOBAHUIO PAa3MEPOB
COOTBETCTBYIOILLIMX 30H Ha XI'YTUKE.

Cmpylcmypa UusKcnopm aKcuda/aibHblX KOMNOHEeHmMoe

KTryTuKoBBIE CTPYKTYPHI ACJISATCS Ha KOJBIEBBIE M aKCHUAJIbHEIE.
Kosbia 6a3aibHOTO Tela OTHOCSITCS K TEepBOI KaTeTOPHH; CTepKeHb,
KpIOK, (hjareJUIMHOBasi HUTh, Kptok-duiameHT agantopbl (HAPs-cTpyk-
TypBl) — KO BTOPOI Kateropuu. M3BeCTHO, 9YTO aKCHaIbHBIEC OETKU
00pa3yIoT IJIMHHYIO ITOJIYI0 TPYOKY. BO3MOXKHO, OHM 00J1agatoT onpeaeieH-
HBIMH XapaKTepUCTUKAMU KOHCTPYKIIMH, TTO3BOJISTIOIIIMU SKCITOPTUPO-
BaTh OeJIKM (hJ1areJIMH-Ccrie i ruIecKum crrocoooM [88]. [delicTBUTeIbHO,
TOMOJIOTHST aMITHOKMCIIOTHBIX TTOCITEIOBATEIBHOCTE N Cpean aKCHATBHBIX
KOMIIOHEHTOB XTyTUKa S. typhimurium yKa3blBaeT Ha TO, YTO 3TU OEJIKU
POICTBEHHEIE, a TAKXKE, UTO OHU SIBIISTIOTCS YaCThIO OOIIEH CTPYKTYpHOM
opranuzauuu [89].

Kak u y dnarennunoB, N- u C-KOHIIEBbIE MOCIEI0BATEIbHOCTU
aKCHAJIbHBIX OEJIKOB 00JIee KOHCEPBATUBHBI ITO CPABHEHUIO C IIEHTPATEHOMN
Y4acThIO, KOTOPast BApbUPYET 110 JUTMHE W COCTaBY Y 3TUX OEJTKOB Pa3HBIX
Oakrepuii. BonaepBUCT ¢ coaBT. moKa3auu, uTo N- 1 C-KOHIIeBbIe 00J1acTH
BK (BosmoxxHOo 1 HAP2), Tak:ke Kak U y (hJjiareJJIMHOB, pa3yrnopsaouu-
BafOTCS B pacTBOpPE, YTO TaKKe YKa3bIBaeT Ha OOITHOCTh UX CTPYKTYPHI
[218]. Inst skcmopTa akcUallbHbIX KOMITOHEHTOB, MO KpaliHel Mepe, Ha
YPOBHE TTepBUYHOM ITOCIeI0BATETEHOCTH TOKEH CYIIECTBOBATE OOIITUIA
cuTHaJI. XOMMa TIPEeIITOI0XMII, YTO 3TOT CUTHATI BOZHUKAET Ha YPOBHE
BTOPUYHOI MM GoJiee BEICOKMX YPOBHEM MOJEKYISIPHOU CTPYKTYPHI.
OnHako, npaBUIbHasE COOpKa XI'yTHKa TPEOYET, O-BUAUMOMY, Pa3TUYHbIX
CUTHAJIOB JUISl pa3IMYHbIX KOMITOHEHTOB [88, 89]. BoHnepBucT cunTaer,
YTO KOHIIEBOE pa3ylopsiIOYMBaHNeE SIBJISIETCS KaK pa3 TOM CTPYKTYpPHOM
0COOEHHOCTHIO, KOTOpasi HalIpaBJIsieT SKCIOPT aKCHaIbHBIX OeJIKOB [218].
Ha ceromusmramit ieHb MOXKHO YTBEPKIATh JIMII TO, YTO JTOJIKEH CYIIIECT-
BOBaTh KOHTPOJIBHBIN MEXaHM3M TAKOTO 0COOOTO IKCITOPTA aKCUATTBHBIX
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6eskoB. Tak Kak 3T GeJIKU 9KCIIOPTUPYIOTCS U COOMPAIOTCS YIOPSIIOUeH-
HBIM CITOCOOOM, BO3MOXHO, YTO KOMOMHALIMS [IEPBUYHO MOCIIEI0BA-
TEJIbHOCTU U KOH(OPMALIMK CIT>KUT CUTHAJIOM JUISI 9KCITOPTAa 3THX OEJIKOB.

Coopka HB2K in vivo

Ha uBoii 6akTepuanbHoii Kietke poct HBZK npoucxoaur 3a cuet
HaJICTPOMKM €T0 IUCTaJIbHOTO KOHLIA. BriepBbie 3TOT (pakT MpoIeMOHCT-
pupoBaH B 1959 romy, korma KiaeTKy, MUMeIole 00OpBaHHbBIE KTYTUKHI
HOPMAaJIbHOM (POPMBI, THKYOMPOBAJIU B Cpejie C aHAIOTOM (peHMITaTaH 1 -
Ha — n-dropdeHnnarannHoM. BoccTaHOBIEHNE HOPMATBHON ITMHBI
KTYTUKOB, TO €CTh €€ POCT IIPOVCXOIMJI 3a CUET 00pa30BaHMs Ha TUCTATb-
HoM T-KOHIIe CIIUPaIbHBIX YYACTKOB C TTapaMeTpaMy «KypUYaBBIX» KTY-
TUKOB [ 123]. TTonoGHbIe 3KCepUMEHTbI ObLIU MTPOBEIEHBI MO3HEE C UC-
M0JIb30BaHMEM MEUYEHOTO TpUTHeM JieiinHa [58]. MeTka Takxke oOHa-
pYXMBaJlaCh Ha JOCTPANBAIOIINXCS AUCTATBHBIX KOHIIAX KTYTHKOB. boee
TOTO, YAAJIOCh JOCTPOMUTH IMPSIMBIE KTYTUKHU UCTOIIIEHHBIX KIIETOK MyTaHTa
S. typhimurium 3K30reHHbIM (h1areJJIMHOM, TTOJYYeHHBIM OT POJUTEb-
CKOTrO ILITaMMa C HOPMaJIbHBIMU XTIyTUKaMu [58, 97]. OTU MyTaHThI C
(pparMeHTaMM IMPSIMBIX SKTYTHKOB TIOMEIIATN B CPETY C BRICOKIM COIepsKa-
HHMEM POIUTETLCKOTO (hjIareJIJTMHA Y CO3IaBaJIH YCIIOBUS JIJIST €TO ITOJTMME-
pu3ay. DK30TeHHBIN (hilare/UTMH BKIIFOYAJICS B COCTaB KTYTUKOB Ha
JIVICTAJIBHOM KOHIIE U TTPY 3TOM HETIOABIDKHBIN MyTaHT TTPHOOPETATI TTOI -
BIDKHOCTB, TaK KaK Ha KOHIIAX XXTYTUKOB ITOJIMMEPU30Bajiach HUTh HOP-
MaJIbHOU (DOPMBI.

M3onmmpoBaHHBIE B OTAETBHYIO (PPaKIINIO0 KPIOKK TAKKE CITOCOOHBI
CITyKUTB IIEHTPOM TTOJIMMEPU3alIiA (DJIareJUTHA, TIPIYEeM ITOTMMEPU3aITsT
WJIET TOJIBKO Ha IUCTATbHBIX KOHIIAX KPIOKOB [94, 95, 96].

[NpuBeneHHBIC pe3yabTaThI TOTIOHAIOT KapTUHY CUHTE3a BCelt opra-
HeJbI de novo, OCHOBaHHYIO Ha paboTax 1o usyuyeHuto mopgoreHesa b2K
(cMm. «bazanpHOE Te10»).

I1I. CUCTEMA I'EHOB XI'YTUKOBO¥ IMOABMXKHOCTH

B o6pazoBaHuM 1 OCY1IECTBIEHUM MOABUXKHOCTHU KTYTUKA YIaCTBYIOT
okoJ10 40 reHOB, U elle AeCATh TeHOB KOAUPYIOT KOMIOHEHThI XeMOTaK-
Tueckoii cucteMsl [ 110, 151]. D1u reHsl o0pasyior 13 orepoHoB. imeercst
(byHKIIMOHATLHAS TOMOJIOTHSI TTOYTH MEXIY BCEMU COOTBETCTBYIOILIMMHU
reHamu E. colin S. typhimurium [52, 230].

CymiecTByIOT Tpu Kareropuu (heHOTUIIOB: 0e3XryTukoBbiii (Fla-),
HETIOABVIKHBIE MyTaHThI (Mot™) M ¢ OTCYTCTBYIOLLIMM XEMOTAKTUYECKUM
otBeToM (Che"). O603HaUeHME FreHOB KTI'YTUKOBOM CUCTEMbI OCHOBAHO Ha
pacnoJiokeHuu reHoB Ha xpomocowme: flg (paiioH 1), flh (paiion II), fli
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(paitonllIla unu I11b) u fIj (ocoOblii paiioH, 0OHAPYKEHHBI TOIBKO Y 5.
typhimurium). 3a UCKJTIOYEHUEM HEKOTOPBIX TeHOB-PELIENITOPOB, KOTOPBIE
PACITOJIOKEHBI Ha OTAETBHBIX JJOKYCaX, TeHbI XTYTUKOBOM CUCTEMBI 1
onmskue umy S. typhimurium v E. coli 0OHapyKeHbl TOJIbKO Ha HECKOJIbKUX
XPOMOCOMHBIX JIOKyCax, TJie OHU 00pa3yloT MPOTSKEHHbIE KIacTepbl
3HAYUTEJIBHBIX pa3MepoB. DTU KJ1acTepbl 0003HavYeHbI paitoHamu I, 11, T11.
HenasHo nokaszaHo, yto paiioH I11 conepxut niauHHoe npoctpanctso JIHK,
He NMeIolee HUKAKOTO OTHOIIEHMS K XKTYTUKaM, U TTIO3TOMY 3TOT paiioH
Obu1 pa3zesieH Ha a1Ba paitoHa — [Ilau [TIb [151].

Kaxnplit paiioH BKJII0YaeT HECKOJIBKO OIIEPOHOB, COlepXKalluX OT 1

110 9 reHOB. Bee 9TH oItepoHbI OpraHN30BaHbBI KaK PETYJIOHBI ¢ OTIpeAesIcH-
Hoi1 nepapxueii. B rabiuiie npeacTaBieHbl TeHbl U X TTPOYKTHI BMECTE C
onyrcanueM UX (yHKIUI. MHOrue reHbl Kproka 1 6a3ajJbHOTO Tejia
obHapyxeHbI B paitoHe I, BKitouyast HekoTopble reHbl ctepxkHs (fIgB, flgC,
fgF flgG), napyxuux xkoneu (figH, figl), xproka (flgF) 1 HUTb-KPIOK B3au-
monerictBus (figK, flgl). I3 octanbHbIX, Ubsi (DyHKIIMS U3BecTHa, fIigD
KOHTPOJIUPYET COOPKY KTYTHKA OT CTEPKHSI 10 Kptoka. J1j1st cCOOpKY HapyX-
HbIX KoJiell 6a3a1bHOro Tejaa HeooxonuM fIgA, B To Bpemsi Kak flgM tipe-
JIOTBpAIIAET SKCIIPECCHIO TTO3THUX TeHOB, TTOTOOHBIX TeHAM HUTH, 0 TEX
Mop, MokKa MOJIHOCTbIO HEe MPOM30MIeT cOOpKa KOMILIeKca KproK—o0a-
3aJIbHOE TEJIO.

Taxkum oOpa3om, paitoH I orpenessieT CMHTE3 ITPOKCUMAaTbHBIX KOMIIO-
HEHTOB CTPYKTYPHI XKTYTHKOB. PaitoH 11 comepXuT Bce TeHBI XeMOTaKcuca
(cheA, cheB, cheR, cheW, cheY, cheZ), nBa pelieITOpHLIX TeHa (far, tap), n
TeHbI OABWXHOCTU (motA v motB). [TpomayKThl 3TUX T€HOB UCTIONb3YIOTCS
TOJILKO MOCJIe MOJHOM COOPKU Oa3abHOTO TeJa.

ITpoaykThl IBYX TeHOB motA u motB TpeOyloTcsl 111 SHEepru3auuu
MOTODA; KTYTUKH c/e MyTaHTOB (hYHKITMOHATBHBI, HO MIMEIOT U3MEHEHHYIO
MEePEKITIOYAIOIIYI0 MOTOP B pa3IMYHbIE PEXKUMBbI CUCTEMY, TO3TOMY KJIETKH
He CMTOCOOHBI aJIEKBaTHO OTBeYaTh HAa U3MEHEHHUE YCJIOBUI OKpYKatollei
cpensl [150, 170].

Paiion I1la, camblii MaeHbKUIA, CONEPKUT TJIAaBHBIM 00Pa30M T'€HBI,
HeoOxonMble 1151 COOPKU XKryTUKOB. OH conepkuT fiC — reH dnaresivHa,
reH s-(hakTopa, KOTOPBI MHUIIUUPYET TPaHCKpUIIINIO reHa f1iC v mpyTux
MO3IHMX TeHOB. M cciemoBaHme HEIOJHBIX 0a3aJIbHBIX CTPYKTYp, 00pa3o-
BaHHBIX MyTaHTaMMU 1o TeHaM paiioHa II1b, mokasayio, 4To reHbl 3TOTO
pailoHa HEOOXOIMMBbI Ha paHHUX CTaIMSIX ITpoliecca COOPKU 0a3aIbHOTO
tena. K Hemy oTHocuTcst reH M S-koublia (fIi F) u ipyrue paHHue KOMIO-
HeHTbI 6a3anbHoro Tena (fliE), switch-niepekioueHus BpallieHus 6azaib-
Horo tena (fliG, fliM, fli N), BO3MOXXHO, 4acTh 3KcIopTHoro anmnapata (fliH,
fil). 3necw xe Haxonutcs fliK, KOTOPbI OTBEYAET 32 KOHTPOJIb JJTUHBI
KpIoKa.
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Haubonee uzyueHHble XryTuku S. typhimurium, E. coli[139] u B. subti-
lis [49, 96] cocTosIT U3 OMHOTO (hyIare/UTMHA, OTHAKO, UMEETCSI psiji OaK-
TEPUi, y KOTOPBIX B HUTU JKTYTUKA OOHAPYKEHO HECKOJIBKO (DJIare/UTMHOB,
KOIMPOBAHHBIX HECKOIBLKUMU reHamu. Tak, Hanipumep, y C. crescentus
MMeeTCs 2 KjlacTepa reHOB, KOAUPYIOLIMX (rare/utuHbI [165].

IV. CAMCOCBOPKA HUTEIN BAKTEPUAJILHBIX XKI'YTUKOB

HBX — opun u3 Hanboliee ynoOHBIX OOBEKTOB U3yUYeHMST OOIIMX
TIPUHITUIIOB CAMOCOOPKY OMOJIOTUIECKUX CTPYKTYP. MOJIeKyITbI (hiiare-
JIMHA, U3 KOTopbiXx cocTtosaT HB2K, He 06pa3yroT KOBaJIeHTHBIX CBS3EH,
ITO3TOMY 3TY HAAMOJIEKYJISIPHYIO CTPYKTYPY MOXHO IMCCOLIMUPOBATh Ha
MoHoMephI ToHvkeHneM pH no 2,0 [18, 28], criuptom [ 156], HarpeBaHeM
win o0paboTkoii aetoHoM [28] u np. OOpasyloniuecs pa3InIHbIMUA
CIToco0aMu MOHOMEPHI TIPEACTABISIOT OMUH U TOT e 0eJI0K, CBOMCTBA
KOTOPOTO HEe MEHSIOTCS B 3aBUCHMOCTH OT CTI0C00a MTOJTyICHUSI.

Acakypa c¢ coaBT. [28] 3aMeTHIM, YTO B OTCYTCTBUE COJICi IpH
00paboTKe alleTOHOM IPOUCXOAUT JIMIITL YacThuuHas (80%) mernonamMe-
puzanus HuUTeir. Ecim yopaTh alleToH 1 100aBUTH B 0Opa30BaBIIYIOCS
cMmech mommMepa 1 moHomepa 0,3 M KCl, pe3ko Bo3pacraeT BSI3KOCTb
pactBopa. Ecnu ke mmonmMepHyo ¢ppakIuio peaBapruTeIbHO OCaIUTh,
BSI3KOCTB He Bo3pacTaeT. Takum 06pa3om Obljia 00HapykeHa BO3MOXKHOCTh
pexkoHcTpykimn HB2K Ha 3atpaBkax. B nanbHeiiliemM 3ToT crocod craj
IIUPOKO TIPUMEHSTHCS IS U3YIEHUST CBOMCTB PEKOHCTPYMPOBAHHBIX
JKTYTUKOB, a B KAUeCTBE 3aTPaBKH UCITOIB30BAJINCh KOPOTKIE (hparMeHTHI
HB2K, nonydyeHHbIe yabTpa3ByKoBoii 00padoTkoii [29, 30].

PexoHcTpykiius (moamMepu3saliysi, caMmocobopka) iaresiimHa mpouc-
xomuT mipu 2 °C 1 Jaxe B 3aMOPOKEHHBIX 00pa31iax, cJieIoBaTeIbHO He
saBJgeTcs (pepMeHTaTUBHOI peakuueii [ 18]. bblio mpoaeMoOHCTpUpPOBaHO,
YTO CpeHSIS JJTMHA KTYTUKOB, PACTYIIINX Ha 3aTPAaBOYHBIX (DparMeHTax,
JIMHEWHO YBEJIMUMBACTCST C BO3pACTaHUEM KOJIMYECTBEHHOTO COOTHO-
LIeHUsI MOHOMep/3aTpaBouHble (pparmeHThl [28]. CoriacHo 3Toii padoTe,
TIPOLIECC TTOJIMMepHU3aIiiy (hIareJUTMHA — 9TO IMOJIMMEPU3aLIMOHHOE PABHO-
Becue B cucrteme (aaresnuH-HBXK, koropoe ycraHaBiuBaeTcsl B iBa
srama. Ha mepBoM 3rTame mocTuraeTcs CUTyallus, KOTa ColepsKaHue
MOHOMepa HaXxOAUTCS B 00paTHUMOM PaBHOBECUHU C CYIIECTBYIOIINM B
pactBope notuMepoM [169]. Ha nmpumepe dnaremnuna Salmonella 6u110
rmokasano, 4to rmpu 40 °C cKOpoCTh TTOJIMMEPU3AIUN paBHAa CKOPOCTHU
JETIOJIMMEepU3alii, a KOHIIEHTPAIMS (pirareJUIMHa B paCTBOPE CTPEMUTCS
K TIOCTOSTHHOMY 3HA4YeHMIO, OIpeesieMOMy TeMIlepatypoii. To ecThb
00paTHMOCTh PAaBHOBECHOTO COCTOSTHUSI O3HAvaeT, 9YTO oOpa3oBaHHAas
CTPYKTypa TToJIMMepa He TTOCTOSTHHA, COCTOSTHIE KaXKIO0M MOJIEKYJTbI Ha
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KOHIIE XKTI'YTHKA He (DMKCUPOBAHO, B PE3y/IbTaTe YeTO YaCTO IIPOUCXOIST
aKThl IMCCOLMALMKM U peaccolMalid HUTU XryTuka. PaBHOBecHas
KOHIeHTpauus ¢JiareJuinHa He 3aBUCUT OT KOJIMYECTBA KTYTUKOB B
pacTBope U OmpeaeisieT KPUTUIECKYI0 KOHIEHTPALIUIO, IIPU KOTOPOI
HayMHaeTcsI 00pa3oBaHME KTIYTUKOB [71].

[NepepacnpeneieHre B KOIMYECTBE U pa3MePax ITOJIMMEPOB ITIPOUCXOAUT
JIMIIB TOCJIe TOTO, KaK YCTaHABJIMBAETCs paBHOBECHAsI KOHLIEHTPALUS
MoHoMepa. M3aMeHeHMe B UIMHE KaXXIO0TO IToJIMMepa MPOUCXOIUT KakK
nddy3HBI TpolIecc, a BpeMsl, HEOOXOIMMOE ISl TOTO, YTOObI KOHLIEHT-
pauust MOHOMepa IpUOJIM3UIach K pABHOBECHOI, HAMHOT'O KOpO4Ye Bpe-
MEHM, TpeOyeMOro IJIsl 3aBepLICHUS TIepepacIipene/IeHUS JJIMHBI TIOJIN -
MepoB. [ToJTHOCTBIO TTpolLIeCC TOCTVKEHHUS ITOJIMMEPU3allMIOHHOTO pABHO-
Becusi B cucteme duareuini- HB2K MoxxHO nipeacTaBUTh COCTOSIIIMM U3
YETBIPEX ATATIOB;

HyKJ'[CaL[I/ISI — POCT — paBHOBECUEC MOHOMEP-TTIOJIUMEDP —
= [epepacnpeacicHne JJIMHbI 2KIT'YTUKOB.

st HyKJTealli JOCTaTOYHO CTOJIKHOBEHHM S Y€ThIPEX MOHOMEPOB [ 26,
220]. Dra uudpa MeHbllIe KOJIUYECTBA MPOAOJbHBIX PSIIOB CYObEeINHULL
¢narenavHa B cocTaBe XIyTHMKa U paBHA YMCJIy MOHOMEPOB, HEOOXOIM -
MOMY J1J151 00pa30BaHusI 3aTPaBKU MPpY MOJMMepPU3aIMU IPYToro oejika —
akTrHa [169]. Ctamus HyKJealuy eCTh TUMUTHPYIOIIIast CTaavs ITpoliecca
1 BO MHOTOM OIIpefiesisieT ero ckopocThb. Hykieauus: B psine ciydaeB
MPOMCXOJIUT CAMOMPOU3BOJIbHO. TaK, ClIOHTaHHAas1 HyKJieallus Obljia oOOHa-
pyXeHa Ipy HeWTpaar3aliuy 3aKUCJIEHHOTO pacTBopa (hjarejinHa Xry-
TUKOB pona Bacillus [6, 18, 138], a Tak:ke npu moiMMepr3aliiy ¢iareJuimHa
B MPUCYTCTBUU BbicaquBatoliux areHtoB [20, 149, 220]. laxe nipu
MoJMMepU3aliMi MEeTacTabMIILHOTO pacTBopa (iarejijinHa, OJy4eHHOTO
HarpeBanuem HB2K, MOXHO 10OUTHCS CIIOHTAaHHOM HYKJICAIIH, €CJIH I10-
BBICUTH KOHIIeHTpaLuio Oenka [213] win npoBoguTh PEKOHCTPYKIINIO
HB2K B TOoHKOM cJt0€ pacTBOpa, ITIOMEIIEHHOM MeXK Iy AByMsI crekiiamu [ 102].

BusyanbHoe HaOM0AeHNE PACTYILIEro XIyThuka oOHapyKUJIo, YTO
CKOPOCTb POCTa KaXKA0TO OTAEJbHOTO XKIYyTUKA IMTPAKTUYECKU IMTOCTOSTHHA.
OmHako, neproasl TuHeitHoro pocta HB2K yepe3 pasHbie mpoMeKyTKI
BPEMEHH CMEHSIIOTCSI TIEPUOIaMU OCTAHOBKU POCTa, KOTOPBIE TaKKe
pas3nyaroTcsl CBOel MpoAoJIKUTEbHOCTBIO, a 3aTeM pocT HB2K Bo3006-
HoBiisieTcsl. B pesysibrare rnpu npakTHYecKu OIMHAKOBOI CKOPOCTH pocTa
nojvmMepa iinHa oopasyromnxcst Hb2K sHauntenbHo paznuuaercs [102].
Hanuuue nepronos ocraHoBku pocta HB2XK in vitro aBTOpbI 00BSICHSIOT
TEM, 9TO K KOHITY PacTYIIETO KTYTUKA MOXET IPUCOSTMHUTHCS JeHATYPH -
poBaHHas MOJIeKYIIa (pirare;TMHAa MJTN KaKOoi-TO TIPUMECHBII MaTepHat, U
BO300HOBJIEHUE POCTa OYIET 3aBUCETh OT TOTO, SIBJISIETCSI TPUCOENNMHEHUE
00paTUMBIM WU HeoOpaTuMbIM [102].
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[porecc nommmepur3aiuy (rareJUIMHA COIMTPOBOKIAETC 3HAYNTEITb-
HBIMH KOH(GOPMaIIMOHHBIMU N3MEHEHUSIMU O€TKOBOM MOJIEKYJTbI. DJra-
TeJUTMH pa3HbIX 0aKTepUaTbHBIX BUAOB COAEPKUT B MOHOMEPHOIT (popme
oko0J10 30% a-cniipaiiu, a B TOJIMMepPHOIi hopme — okoito 50%. Metonamu
JVCTIEPCUY OTITUUECKOTO BPaIlleHST M KPYTOBOTO IMXPOM3Ma ITPOIEMOHCT-
pPUPOBaAHO, YTO MIPU BKIIFOUeHUN MOHOMepa B coctaB HB2K comepxkanue
O -crimpau Bo3pacrtaet 0oJjiee yeM B 1,5 pa3za. U3meHeHune KoHdopmammn
(naremnHa odpatumo [6, 130, 213]. Panee MbI moKa3aau, 4YTO MPU IETO-
sumepusauun HBXK (pH 2) cHukeHue conepkaHus O -Criupaiyd COmpo-
BOXIAETCS OMHOBPEMEHHBIM HapacTaHUEeM aHTUTIApaJIEIbHOM B-CTPyK-
TYpHI B cocTaBe ¢raresutiHa. [TomiMepu3salis e diareJumimHa COIpOBOXK-
JaeTcs yBeJIMIeHUEM COIePsKaHMUsI O -CITUPATTU M COOTBETCTBEHHO CHITKE -
HHMEM KOJTMIEeCTBA [3-CTpYKTYpHI [7].

M3syuast cononmmepusanuio diaresusinHa Proteus v (aareanuHa
Salmonella, Kypoga cTONKHYJICSI ¢ UHTepeCHBIM (hakToM. B omHMX 1 Tex
Ke (PU3MOI0rMYeCcKUX YCIOBUSIX (haaresiiuH Salmonella nonimepurzoBacs
OpIcTpee (taresHa Profeus, HO B TEX K€ YCIIOBUSIX TP COTIOTMMEPU3AIII
13 CMECH IBYX KOMITOHEHTOB (hJareJiiinH Proteus yCIIeNTHO KOHKYPHUPOBAIT
¢ pnareummHoM Salmonella naxe Ha 3atpaBkax Salmonella [138]. Ha ocHo-
BaHWUM 3THUX SKCIIEPUMEHTOB AcaKypa TPEITOXILT MOIETh IBYXCTYITCH-
yaToit nosumepusanuu daarearHa [27]. B aToit Moaean MOHOMepHBIH
(bmareIIMH B pacTBOpEe HAXOAMTCS B METACTAOWIIBHOM COCTOSTHUM 1 He
crnocobeH nmoamuMmepu3oBaThes. [1pu mobaBieHNN 3aTpaBOK HAUMHAETCS
MOJIMMEepU3alIns B IBe CTAIUN: TIepBasi — 00paTUMOeE CBSI3bIBAaHUE, BTO-
past — BHeZpeHe MOHOMepa B COCTaB TojimMepa. Bo Bpemst BTopoit cramuit
MPOCXOIIT KOH(MOPMAIIMOHHBIE N3MEHEHUsI MOJICKYJTHI (DilarejutnHa, B
pe3yIIBTaTe KOTOPBIX OHA OKA3bIBAETCST CITOCOOHOI BCTPOUTHCS B ITOJIMMED
¥ B JaJTbHEHTIIEM TIPUCOSTMHUTE CIIETYIONIYIO MOJIeKYTy. [1pemoskeHHas
MOJIeNIb 00bsICHSUTA pe3yJibraThl Kyponbl Tem, uto nist diaresnuHa Proteus
GoJiee ITUTETBHOM SIBISIACh BTOpast CTaaus, a st (praremmHaa Salmo-
nella — nepsasl.

[pemmoxerHass AcaKypoit MOIeNTb — CYIIIECTBOBAHHE IIPOMEKYTOU -
HOTO KOH(POPMAITMOHHOTO COCTOSTHUS (hIareJTMHA do €TO HETTOCPEICT-
BEHHOTO BKITIOUEHUST B COCTAB ITOJTMMepa IPY caMOCOOpKe — MOATBEpXKICHA
SKCIEPUMEHTAIBLHO HaMu [166]. MBI 3a0I0KMPOBAIN PEKOHCTPYKIIAIO
HB2K ncrions3oBanneM Moan(pUIIMPpOBaHHOIO 110 TUPO3UHY (hJiare/uInHa.
Takoit hyareJuTH cOXpaHsIT OCHOBHEIE CBOMCTBAa MHTAKTHOTO OeJiKa, HO
TEPSUT CITOCOOHOCTH K TTOJIMMEPU3aIii. A B KaUueCTBE peareHTa, CIIBUTAI0-
IIIETO paBHOBECHE B CTOPOHY 00pa30BaHUS MOJIMMepa, ObIJT MCTTOJIb30BaH
TTOIMATUIICHITTAKOJE. [1p1 TaKoi ITOCTaHOBKE SKCIIEPUMEHTA HaM YIaJIoCh
3a(MKCHPOBATH METOIOM KPYTrOBOTO IUXPOM3Ma M3MeHeHIe KOH(DOopMa-
1uu 6enka B uHtepsaie pH 4,3—10,0, To ectb nmpu Tex 3HaueHus1x pH, mpu
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KOTOPBIX B OOBIYHBIX YCJIOBUSIX (hIareJIJIMH HAXOAUTCS B MOJMMEPHOI
dopme. Pe3yasraThl 310 pabOThI OTPAXKAIOT, ITO-BUANMOMY, BO3MOXKHYIO
IUTST (prraresTMHa CTPYKTYPHYIO TIEPECTPOMKY B IIPOIIECCE €ro MOTUMEPH -
3aIlX J0 BKITIOYEHHS B COCTAB ITOJIMMEPA.

V. CTPOEHUE HB2K 1 EE ITOJIMMOP®HbBIE IEPEXObI

Cnioco6HocTh HB2K mprHIMATE HECKOJIBKO Pa3TNIHBIX CITUPATBHBIX
¢dopM 0003HaAYEHA TEPMUHOM «ITOJIMMOPDU3M». TaKM CBOiICTBOM 00J1a-
JTAIOT KaK XTYTUKHY Ha XXIBOM KJIeTKe, TaK ¥ H30JIMPOBAHHEIE B OTIACITEHYIO
dpaxio HBX [26, 96, 154]. boee Toro, naMeHeHre (pOPMBI U pa3MepoB
HaIMOJIEKYJISIPHOM CTTUpaibHOM CTpYKTYpHhI B2K ecThb yciioBue ero hyHK-
IMOHUPOBAHUSI.

Hccnenyst okpallleHHBIE XTYTHUKHU TIOJ CBETOBBIM MHKPOCKOIIOM,
Jleiidbcon u IManen [146] npetoXuiIn Ijiss OOHAPYXKEHHBIX UMU JIBYX
Ppa3IMYHbIX (DOPM HUTEM KTYTUKOB Salmonella TepMUHbBI «<HOPMaJIbHbIE» 1
«Kyp4aBble». OTIMIar0TCs 3TH (POPMBI JUTHMHOM BOJTHBI CHHYCOUIBI, 00pa-
3yIOIIEHCs TIPU TTPOESKIINY 3TUX KTYTUKOB Ha TUIOCKOCTb. [aibHelinee
n3ydeHre MU (HOPM HUTEH, pa3TMIaioIInXcs 10 JUTMHE BOJTHBI M aMITUIH -
TyJIe, JaJI0 BO3MOXKHOCTB TOOABUTB €11l IBe (DOPMBI — «ITOJTYKOJIbIICBBIC»
U «KOJiblieBbIe» [147].

JletipcoH mokasas mpu CpaBHUTETEHOM M3Y4eHIMN MHOTOUHCIICHHBIX
BUJIOB CAJTbMOHEJLT U IIPOTES, YTO JUTMHA BOJTHBI HUTH OTTPEIEIISIETCS KaK
TeHEeTUIECKUMU, TaK M BHEITHUMM (hakTopami [146]. Beumi morydeHb
mytaHTbl, HB2K KoTOpBIX MMen HeoObIYHY10 (hOpMY, HAIIpUMep, HeTIOI-
BWKHBIE MYTaHTHI C TIPSIMBIMUY KTYTUKaMK. MHTEepeCHO, UTO TOCTATOYHO
BCETO OIHOI aMMHOKMCIOTHOM 3aMeHBI allaHWHA Ha BaJIiH, YTOOHI y B.
subtilis 168 BMeCTO HOpMaJIbHBIX 00Pa30BATUCH MPSIMBbIE JKTYTUKH, a KIIETKU
MOTePSUIN IMMOABMKHOCTS [ 157].

CIocoOHOCTb «<HOPMAJIBHBIX» KXT'YTUKOB TpaHC(HOPMUPOBATHCS B
«Kyp4aBy10» (popmy oOHapyxKeHa ele B 1955 1. Kak ciydyaiiHoe SIBJI€HHUE, U
3TOT (peHOMEH ObLI 0003HaYeH TepMUHOM «biplisity» [174]. [Tocae aToro
HEOTHOKPATHO BBICKA3BIBAJIVCH ITPEIITOTOKEHHUSI O TECHOM B3aMMOCBSI3N
MEXKITy CITOCOOHOCTBIO KTYTUKOB K TTPOSIBIICHUIO TTOTMMOP(hHU3Ma 1 MeXa-
HU3MOM OakTepualibHOM noasrkHoctu [10, 26, 145], onHako, noKa3a-
TEJILCTBA 3TOI B3aMMOCBSI3U MOSIBUIMCH TOJIbKO B 70-x rogax. Okazasoch,
YTO in Vivo TIpU TTIepeMETIeHUH KIIETKH B Cpeie TIPOUCXOIUT TTOCTOSTHHBIN
IepeXo] MEXIY «HOPMaJIbHBIMIU» 1 «KypuaBeiMi» HBXK [153, 154]. Hop-
MaJTbHBIN XTYTHK UMEET JIeBO3aKPYISHHYIO CITHPAJTh C IIIaroM 2,3 MKM 1
nuamerpom 0,4 mxm [ 186]. I1pu nuHEtHOM IBMXKEHUY BCE HUTH KTYTUKOB
AMEIOT «<HOPMATBHYIO» (POPMY M TTepeTlIeTeHBI B TSLK, OJ1aroaapst BpaleHIIO
KOTOPOTO ¥ TIPOUCXOIUT IBIDKEHUE KIIETKH. [1pr 3TOM MOTOpP KaxkIoTo
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OT/IEJILHOTO XXTYTHKAa BpalllaeTcsl MMPOTHUB YacCOBOM CTpesiKu (counter-
clockweise, CCW). IIpn HeoOXOAMMOCTU U3MEHEHUs HallpaBJICHUS
JIBUXEHUST KJIETKW B Cpelle MOTOPbI XTYTUKOB IMePeKI0YaloTCcs Ha
BpalleHue 1o yacoBoli cTpenke (clockwise, CW), mpu 3TOM IPOMUCXOIUT
pacIuIeTeHIe ITy9dKa KTYTUKOB, KJIeTKa «IPOXKUT» Ha MECTe, ¥ 9TO COCTOSI -
HUe Ha3bIBaeTcs «tumbling». B TaKOM COCTOSIHUM KJIETKU HUTh KTyTUKA
13 HOPMAaJIbHOM JIEBO3aKPYYEHHOM CIUPAIU MEPEXOIUT B «KypUaBYIO»
MpaBO3aKpyYEeHHYIO crupaib ¢ marom 1,1 MkM u guametpom 0,3 MKM.
Takoe cocTosiHME KJIETKU SIBJISIETCSI IEPEXOAHBIM ITPY BBIOOPE €10 APYroro
HarpaBJieHus 1BMXeHusl. TpaHchopMalius MpouCcXoaUT HE MTHOBEHHO.
[TpaBbie criupanuzaluu ABUXKYTCS OT MPOKCUMAIbHOTO K TUCTAIbHOMY
KOHILY XXTI'yTuKa. B MecTe nepexoa XXryTuk usrubdaercsi, obpasyercs Kak
Obl repesioM HUTU. MakHab u OpHcToH [ 154] 3akimoumnin, 4To rMapoaMHa-
MUYecKasi cuja, BO3JAEHCTBYIOIIASl HA XTYTUK, SIBJISIETCS MPUYMHOM
npaBoii cnupanu3aiuu. Korna BpallieHue npaBoCTOpOHHEe, CUJia BsI3-
KOCTHU 3aKpy4yuBaeT XI'yTUK BIpaBo. B Bsizkoit cpeae conpoTuBieHUe
BpalllaloleMycsl TsKy OoJibliie, U, CleloBaTesIbHO, Bo3pacTaeT 3¢ dek-
TUBHOCTb CTaOMIM3ALMU TTpaBOCTIMpPaIbHOU hopmbl. BodamMoxHO, uTO
HeOOJTbIIAs JUTMHA BOJHBI M AMIUIMTY/A TTPaBO3aKPYUYEeHHBIX «KYPUaBBIX»
JKTYTMKOB YMEHbBIIIaeT BO3MOXXHOCTh 00pa30BaHUsI TSKa, TIO3TOMY TSIK
pacruieTaeTcsl BCOCTOSIHUU «tumbling», M KJIeTKa IpoXXKUT Ha MecTe. 3aTeM
OazayibHbIE TeJa oTsITh HaunHatT Bpatiathess CCW, Hb2K npuobperator
JIEBO3aKPYICHHYIO «HOPMaIBHYIO» (DOPMY CITMPAITH, 1 KJIETKA IBIKETCST
B JIpyroM HanpasieHuu [ 154].

HMuaue oOcTosT neja y 0aKkTepuii ¢ IIOJISIPHO PACITONIO0KEHHBIMU KTy TH -
Kamu. Y Chromatium okenii Tstx n3 50 XTyTMKOB 00pa3yeTcsl Ha OTHOM U3
nojrcoB. BMecTo aApoxkaHust KieTKa MepuoauuecKy peBepCUupyeT, IBUrasiCh
TskeM Brepen [35]. Eciiu ObI XKTyTMKY U3MEHWIN CBOIO CITUPAJIBHOCTD, TO
MPaBOCTOPOHHUI TSIK, Bpalllasich MO YaCOBOM CTpeJIKe, JOJIKEH ObLT Obl
TOJIKaTb KJIETKY, a He TSIHYTh ee. [103ToMYy, BEepOsSITHO, KTYTUKHU OCTAlOTCS
JIEBOCTIMPAJIbHBIMU, B TO BpeMsI KaK TsIK, BpalllasiCh HAIIPaBoO, TSTHET KJIETKY.

Y OunossipHO KJIeTKH ABa Ty4yKa (Jiarejij HaXoasTcsl Ha MPOTUBO-
MOJIOXKHBIX MoJifocax. Beayiuii TSk 3arHyT Ha3al U BpallaeTcs BOKPYT
TeJla KJIETKU; TUCTATbHBIN TSIK SIBJISIETCS] TPOIOJIKEHUEM KJIETKU U Bpa-
11aetcst BOKpyr cBoeli ocu. [lepenHuii TSK, MO-BUAMMOMY, U30THYT MO/,
JEeUCTBUEeM CWIIbI TpeHUs. TsKU TTepruoanyecky MEeHSIOT HallpaBjieHue
BpallleHUSI U PEOPUEHTUPYIOTCSI, BbI3bIBast peBepcuto KiaeTku [ 135].

ABneHue nmonumopdusMa MmiIog0TBOPHO U3ydanocCh in vitro mpu
pexoHcTpykuun HBZK. Ha 3aTpaBkax MyTaHTOB C «IPSIMbIMU» WU
«KYpuaBbIMU» XXTYTMKAMU MOHOMEPHBbI (haresIiH MOJIMMEPU30BaJICs B
dopmy «HopmanbHbIx» HB2K [90]. T1poueccsr, mpoucxonsmue B HB2K
MNpU IBUXKEHUM OaKTepuii, ObLIIN CMOAEIUPOBAHBI in Vitro v HAOIIOAAINCH
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MPU MMOMOIIM TEMHOIIOJIbHOM cBeTOBOI MUKpockornuu [92]. HBXK npu-
KPeruIsUIMCh aHTUTEIaMU K CTEKJTY OTHUM KOHIIOM U TTIOMEILIMCh B TOTOK
BSI3KOT'O pacTBOPA METUJILIEILITIONO03bI, IPU 3TOM B HUX ITPOUCXOIMIIU TIepe-
XOIIBI M3 JIEBO3aKPYUEHHOI «HOPMAJTEHOI» CITMPAJIH B TIPABO3aKPYyYCHHYIO
«KypuaByto» ¢opmy. [Ipoucxonsiue namenenus B Hb2K caumanu Ha
KHUHOILJIEHKY, UTO MTO3BOJIMJIO OOHAPYXUTh TPEXATAIHbBIIM MEPeXo.1 OTHOM
dopmMmsl B 1pyryro. [1epBhIit aTan — MHALIMAIIAN, TO €CTh BOSHUKHOBEHIE
Ha «<HOPMaJIbHOI» HUTHU «KypuaBOTO» y4acTKa; BTOPOI 3Tall — pocTa, TO
€CTb YJUITMHEHME 3TOTO YyYacTKa U TPEeTUil 3Tal — rnepeMelleHusl, Koraa
«KypYaBblil» y4aCTOK KakK Obl IlEpeMelLaeTCsl K MPOTUBOIOJIOXKHOMY KOHILY
HuTu. [Tepexoabl HAUMHAIKUCH C 3aKPETJIEHHOTO KOHIIA, KaK Y MpearnoJia-
rajioch, MOJ AEMCTBMEM IMAPOAMHAMUYECKUX CUI. AHAJIOTUYHbBIE TTepe-
XOJIbl HAOJIIOAAIMCh B pacTBOpax MpU J00aBJIEHUN STUIEHIIUKOJS U
MetaHoua [91]. Hy>kHO OTMETUTB, UTO B CBOOOAHO IIABAIOIINX KJIETKAaX
nepexonbl HB2K mpoucxosit 3HauuTeIbHO ObICTpee, YeM B TPUKPETUIEHHbBIX
K CTEKJIY.

IMonumopdubie nepexoast HBXK in vitro BbI3bIBalOTCSI CAMBbIMU pa3-
HBIMU (hakTopamu. Ha hopMy SKTYTHKOB BIUSIOT U3MEHEHMSI TeMIIepaTyphl
upH|[78, 121, 159]. O6pazoBanue npsimbix HB2K Habo1a10Ch MU Bhica-
JIMBaHUHU cyJbpaTtom ammoHus B mpucytcteuu 1,5 M NaCl [117], uzme-
HenHusix pH [18], paspyienun HB2K MoueBMHOIA ¢ ociienytoleit peKOHCT-
pyKiLyeii mpu auanuse [6, 7, 11].

st oTBETa HA BOTTPOC, UTO Ke JIEKUT B OCHOBE MOJIMMOP(MHBIX TPAHC-
dopmanmii b2K, Oblta mpemiosxkeHa MoIe/ib, OCHOBAHHAS Ha IIOCTYJIATe O
CYIIECTBOBAaHUU B COCTaBe XTYTMKOB MOJIEKYJ (hjareyinHa, HaXo/s-
IIUXCST B pa3HBIX KOHMOPMAIIMOHHBIX COCTOSTHUSX [26, 40]. Momenb
0a3upoBajach Ha JaHHBIX PEHTTEHOBCKOU 1 ONITUYECKOM TU(PpaKILInii, 1
ee pa3BUTHE 11UI0 NapasuIeIbHO C HAaKOTJIEHHeM MH(OpMalIMK O CBOMCTBaX
U CTPOCHUH MOJIEKYJT (hIareJTMHA B COCTaBe XXTYTUKOB [42, 167].

Mougekybl areyiniHa OpraHM30BaHbl B MCEBIOTeKCAarOHAIbHYIO
pelleTKy Ha MOBEepXHOCTU HUTU. Ha onuH 000poT crivpayiv MpUXOoauTCs
5,5 MOHOMEPOB IIPU OCHOBHOI 1-3ax000Boii crimpaiu. TepMHUH «3aX010-
BbIii» («start») 0003HaUaeT YMCI0 UIAEHTUYHBIX «Ipsiieii» MOHOMEPOB,
KOTOpPBIE MOTYT BMECTE OXBAaTHTh BCe CYOBETMHUIIB B HUTh. Ha moBepx-
HOCTH XXTYTHKAa BBIIEIEHO YeThIpe TUTIA criipaieii: 1-, 5-, 6- u 11-3axomo-
BBIE CIIMpai. 5- U 6-3aX0H0BbIe, UAYIIKME B Pa3HBIX HaIlpaBICHUSIX,
o0pa3ytoT Ha ToBepxHocTH HB2K KapTrHY, Ha3BaHHYO «IIIeBpoOHOM» [167].
BepiunHa «iieBpoHa» Bcerna HalpaBjieHa K MPOKCUMaIbHOMY KOHILY
xrytnka [167, 187].

B 1967 . Kuryr [ 131] TIpe oKt TUTIOTe3Y, COTJIacCHO KOTOPOIt 06pa30-
BaHUE CyMNepCrupain M UBMeHeH e ee KOH(PUTypaluu Mpy MoauMop@HbIX
repexojax 00yCJOBIEHO BHYyTPEHHUMU CBOMCTBAMU CaMOI HUTH XKTyTHKa,
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aToYHee, YHUKaJIbHBIMU CBOMCTBAMU MOJIEKYJI (py1arejuinHa B €ro COCTaBe.
CornacHo Kutyry, XIyTUK B XKMBOI KJIETKE UMEET CIIUPaAIbHYIO (hopmy;
Kax1asi ero cyobeIMHUIIa paccMaTpUBAeTCsl Kak YaCTh CIIMPAJIbHOTO TSKa,
CBEPHYTOTO B JIPYTYIO CIIMPaJib, U UMEET 1B TUIIA CBSI3EH, HAXOASIIIMXCS
Ha pa3HbIX pajuycax. PacronoxeHue cyobeIMHUIL COOTBETCTBYET MUHU -
MaJIbHOW CBOOOJHOU 3HEPruu («KBa3u3KBUBAJIEHTHOE» COCTOSIHUE).
YToObl oAAEPKATH CYyOBEAMHULIBI B TAKOM COCTOSTHUM TTPU (DYHKIIMOH U -
POBaHUM XIYTUKY TpeOyeTCsl COBCEM He3HauMTesbHasl MmepecTpoiika
MoJieKyn ¢aareummHa ~0,1 HM. D10 00s13aTeIbHO JOKHO IIPUBECTU K
Jnedopmaliy ocu LIMJIMHIPA U TpaHC(hOpMalU €ro B TaKyI0 CIIMPaJib, B
KOTOPOI BHEPTUSI HAMPSIKEHUST KaXK10M CBS3U OKaXKeTCsI MUHUMAJIbHOM,
npuyem ata hopma OyeT criocodHa MpUHUMAaTh CBOE KOHEYHOE COCTOSTHUE
0e3 KaKoi-1100 MocTaBKY 3Hepruu usBHe. [TapameTpsl crimpaiu J0JKHbI
3aBUCETh OT MECT JIOKAIU3ALUU CBA3E MEeXTy CyObeIUHUIIAMU, 4 CAMU
CyOBEeIMHUIIBI OKA3bIBAIOTCSI B HEPABHOLIEHHBIX, KBA3U9KBUBAJIEHTHBIX
COCTOSTHUSIX, YTO OTPA3UTCS MPeXe Bcero Ha ux KoHdopmanuu [131].
ITo Bepcum Acakypsl [26] cyobenuauLbl iareuimaa B HB2K moryT
HaXOAUTbCS B IBYX pa3IMUHbIX KOH(OpMalMsiX, B TO BpeMsl Kak KaiaauH
[41] mpemyiaraeT albTepHATUBHBIE MEXCYObeIMHUYHBIE B3aUMOICUCTBYS.
O06e BepcuM MOJIEI TTOJIPa3yMeBaIOT HEKOTOPOE UCKaKeHNE CyObeTMHULL
MpU ymakoBKe B HUTh. [TpooibHBIE Psiibl CYObEAMHULL, TTPEICTABIISIONINE
c000i1 11-3ax010BY10 CIUpaJib, BKIIOYAIOT B ce0s1 MOJIEKYJIbI (piiaresiiiHa
B KaKoi-To onHON KoHpopMmaiuu. M3MeHeHne KOH(GOPMaIIMOHHOTO
COCTOSIHUSI CYOBEIMHUIL BHYTPU ITPOJOJIBHBIX PSIIOB, KOTOPOE BEpOsITHEE
BCETO MPOUCXOIUT HAa YPOBHE TPETUUHOM CTPYKTYPbI, MPUBOAUT K M3Me-
HEHMIO COOTHOILLIEHUSI TPOAOJbHBIX PSIOB, YTO OTPAKaeTCsl B UBMEHEHU
yIiia HakJIoHa | 1-3axomnoBoii ciupaiiu. B cBoto ouepenb, MeX 1y HaKIIOHOM
MPONOJbHBIX PSIIOB U U3TMOOM CITUPAJIM KTYyTHKA UMEETCS TIpecKa3aHHast
KasnnaguHom TecHast B3aMMOCBSI3b, CJIEICTBUEM KOTOPOI SIBJISIETCSI CUHY -
counanbHblii Bu HB2K [41]. TTapameTpbl oauMop@HBIX TPOU3BOIHBIX,
BBISIBJIEHHbIE paHee B 9KCIIEPUMMEHTAX IO COMOJIMMEPU3ALIMU U TpaHChOP-
mauuu HB2K [31, 118, 119], HaxoasaTcst B XOpolleM COOTBETCTBUHU C 3TOM
TEOPETUYECKU 0OOCHOBAHHOM KPUBOI, ITIpUYEM, COTJIaCHO MOJIEIN BO3-
MOXHO cylecTBoBaHue apeHaauatu ¢opm HB2K, 13 KoTopbix B HacTOSsI-
111ee BpeMsi u3BecTHO AeBATh [ 120]. Cpenu Takux TeOpeTUIeCKU IpeicKa-
3aHHbIX (hopM B2K 10KHBI Cyl11ecTBOBATH 1B THUMA MPSIMBIX XKTYTUKOB,
MOJHOCTBIO COCTOSIIIIUMX U3 MOJIEKYJ (aresimuHa KakKoi-To ogHOM
koHbopMatuu. OIUH U3 HUX TOJKeH MMETh HAaKJIOH TTPOIOIbHBIX PSIIOB
cyobenuHuI Brpaso (7°), npyroit — BieBo (2,5°). delicTBUTEIbHO, TAKUE
TUITBI TIPSIMBIX XTYTUKOB ObLIM OOHApYy>KeHbl U U3YYEHBl METOAAMU
ONTUYECKOI U PEHTIeHOBCKOM AUdpaKIIM1, KpoMe TOro, Oblia MpoBeieHa
conomMepu3anust nx daareutmHoB [ 167]. U3MeHeHMe KOIMYeCTBEHHOTO
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COOTHOILIeHUS (yiare;UIMHOB, 00pa3yIoIIMX ABa Pa3HbIX THUMA MPSIMbIX
KTYTUKOB, MIPUBEJIO K MOSIBJICHUIO IEJIOTO Psla CIIUPATbHBIX (OpM
COTOJIMMEPOB, B TOM YHCJIe CITUpaJIeii, IMEIOIINX HOPMAJTBHYIO M «KypJa-
By10» (popMmel [ 120]. DT pe3yIbTaThl IBUIMCH XOPOIIUM IOATBEPKACHUEM
MpeIoKeHHON Mojiesin, 00bsICHSTIoLLIeH onMopdHbIe riepexonsl B HB2K.

Psn maHHBIX yKa3bIBaeT Ha CYIIECTBOBAHKE IMOABIKHOTO yJacTKa B
Moutekyie daremuHa [187]. Takoil y9acToK, BO3BMOXHO, OTBEYaeT 3a
KOH(pOpMaIIMOHHBIE N3MEHEHMS, TTOIO0HBIE TIPEIJIOKEHHBIM B paboTe
Kannanuna [41], u uMeeT HeMOCPeACTBEHHOE OTHOIIIEHUE K TTOJIUMOp-
¢usmy HB2K. IHTepeceH (akT cyliiecTBOBaHMSI MyTaHTa, KTYTUKH KOTO-
pOTro JIETKO MEHSIIOT CBOIO hopmy [98]. Hanmuume Takoro MmyraHTa MOXHO
OOBSICHUTD TEM, UTO MYTALIWST IPOM30IILTA KaK pa3 B TOABIKHOM yJacTKe
MOJIeKYJIbI (piaresiimHa, mpu 3ToM cyobenHubl Hb2K nmomyuniau cnoco6-
HOCTB K YaCTBIM TIepeXoIaM MeX Iy IBYyMsT KOH(DOPMAIIMOHHBIMH COCTOSI-
HUSIMH, a KTYTUK — JIETKO U3MEHATH POPMY.

ITosepxHOCTHast 30Ha MOJIEKYJIbI (hiarejiiMHa He y4acTByeT B oOpa-
30BaHUM CBsI3ei MEXIY CYObeAMHUIIAMU, TOITOMY U3MEHEHUSsI, TPOUCXO-
JiSIe B 9TOM 30HE, HE BJIUSIIOT Ha CIOCO0 YIaKOBKU CyObeAMHUIL, HO
BJIVISIIOT HAa aHTUTEHHBIE CBOMCTBA XKTYTUKOB. B2K — X0opoIiro n3BecTHbII
H-aHTureH, ”MMyHoOJIOTMYECKME CBOMCTBA KOTOPOTO OIPenesIIoTCs
SKCITOHMPOBAHHOM Ha TTOBEPXHOCTD KTYTUKA YaCTHIO (DIIareI;TMHOBBIX
MoJIeKy [96, 140, 142]. [eHeTHUECKMIT M XUMIUECKUI aHATN3 CTPYKTYPHI
MOJIEKYJIbI (hjareJiiiHa yoeauTeIbHO TOKa3alu CYllIeCTBOBAHUE B 3TOM
0eTKe KOHCEepPBAaTUBHBIX U BapuabeIbHBIX 30H [59, 65, 96, 216]. [Tpose-
JIEHHBIE POCCUMCKIMMU, a CJICIIOM 32 HUMU U ITTOHCKUMHY YIYeHBIMU PabOThI
[22, 65, 134,216, 217] moka3zaiu, 4To (hIare;UIMHBI UMEIOT IPKO BBIPasKEH-
HYIO JOMEHHYIO OpraHM3al1io, ONMMHAKOBYIO Y BCEX ILITAMMOB U Jaxe
BUIIOB OakTepuil. bblio mokazaHo, YTo MoJieKya (iaresinHa COCTOUT U3
Tpex J0CTaTOYHO He3aBUCHUMBIX yacTeil. OauH U3 JOMEHOB 00pa3oBaH
IIEHTPaTbHOM YaCThIO TTOIMTICTITUIHOM e 1 (POpMUPYET ITOBEPXHOCTh
(¢unameHTa. DTOT MOBEPXHOCTHbIN JOMEH OTBEYAET 32 aHTUTEHHYIO CIeL-
¢uanocts HB2XK, ee nmameTp, a Takoke MOJIEKYJISIPHBIIN BEC 00pa3yroIInX
HBK cyonenmnull. 3a BO3MOXHOCTb MOJIEKYJT (hjlare/uIMHa BCTpauBaThCs
B COCTaB yropsiioueHHo noiumepHoii ctpykTypbl HB2K otBeuator N- u
C-KOHIIBI TOMUIIETITUIHOM LIeTIN JaHHOTO OeKa. OcoOeHHO HYXXHO ITO/I-
YEPKHYTb 8bICOKYI0 KOHCepeamusHocmb N- u C-KoHY06 (raeearuHo6oti Moje-
Kyavt B2K. DT KOH1IBI JIETKO MOAIAI0TCs TPOTEa3HOM aTake U COCTaBISIOT
160 aMMHOKHMCIIOTHBIX 0cTaTKOB ¢ N-KoHIa 1 90 octaTtkoB ¢ C-KOHIIA.
YacTb KOHIIEBBIX Y4ACTKOB, TIPUMBIKAIOIINX K ITOBEPXHOCTHOMY JIOMEHY,
HMMeeT XKECTKYIO CITUPATIbHYIO CTPYKTYPY 'Y MOHOMEPHOI 1 Y OJIMMEPHOM
dopMm daremmmHa. A octaBiecs 66 octaTtkoB ¢ N-KoHIIa 1 43 ocTaTka,
pacrosioxkeHHbIX B C-KOHLIEBOI YaCTH MOJIEKYJIbI, IPUOOPETAIOT PETYJISIp-
HYIO CTPYKTYPY TOJIBKO B TIpoIiecce BCTpanBaHMs B mojmMep |17, 65].
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VI. CTPYKTYPHBIE BEJIKN MOTOPA BAKTEPUAJIBHOT'O
XKI'YTUKA U ET'O ®YHKINOHNPOBAHUE

Kaxk opranemna nerskenust 2K o61amaet yHUKaIbHBIMYA CBOMCTBAMU.
DTO AUCKpeTHAsT CTPYKTYpa, MMEIoIasi B CBOEM COCTaBe BHYTPUKIIETOU-
HBII MUKPO3JIEKTPOMOTOD, IIPUBOISIIINIA BO BpallleHHUe JOBOJIBHO 00BEM-
HYIO CTPYKTYPY, KAKOBOI sIBJIsIeTCs (hrareJUIMHOBast HUTh. MexXxaHnJecKue
CBOICTBA TAaKMX HUTEM, CITOCOOHBIX OPTaHN30BBIBATHCS BO BPAIIAIOIIINECS
MTy9YKH, TAKXKE YHUKATBHBL. Byydn 1eBOCTOpOHHE CITUPAITBIO, HUTH KTy~
THKa, BpaIlasiCh ITPOTUB YaCOBOI CTPEJIKUA M 0Opa3yst HeUTO BPOe BUHTA
WJTY TIITOTTOPA, 3aCTaBIIsIeT KJIIETKY HallpaBJIEHHO ABUTAThCS. [1epuTprxu-
aJTbHBIC KTYTUKH TePEIUIETAIOTCS B TSK, BPAIIAIOIIUIACSI CO CKOPOCTBIO
50 006/cek [223]. Tesio kineTku ipu 3ToM BpaiiiaeTcsi B 10 pa3 menjieHHee B
TIPOTUBOITOJIOSKHOM HaTlpaBieHNH. bakTepraibHbIe KIIETKY TIEPUOIMUYECKI
MEHSIOT HaIlpaBJIeHUE ABYDKEHHSI, YTO 00YCIOBIEHO M3MEHEHNEM HaITpaB-
JIEHWSI BPAILEHHSI XKTYTUKOBOTO MOTOpa Ha TTPOTHUBOITOJIOXKHOE.

Hosroe BpeMsT SHepreTHKa M MeXaHWKa BpaIlleHUsT XXKTYTHKa OCTaBa-
JINCh HEN3BECTHBIMU. B 3TOM OoTHOIIIEHNY BTOpast TToyioBrHa 70-X TOIOB
0Ka3aJ1ach Iepe;IOMHBIM MOMEHTOM, TTOCKOJTBKY, HAKOHELI, ObLT OOHApYKeH
SHEPIeTHUYECKHIT ICTOUHMK BpallleHHs KTyTruKa. MM okazacs TpaHCcMeM-
OpaHHBII rpagleHT MOHOB Bomopona [2, 75, 141, 155, 158]. [1o3nHee ObL10
MOKAa3aHO, YTO XXTYTUKOBEII I MOTOp OaKTep1ii — ajKaaoMWIoB paboTaeT Ha
MoHax Hatpusl [82], HO MexaHU3M ero paboThl, MO-BUIMMOMY, TaKoi e [192].

Bpamaromasicsi monens b2K uzsiiiHo gokazaHa 3KkcnepuMeHTaMU
CunbBepMana u Catimona [ 189]. Kitetku E. coli tnKoro Tvma BIpaIiuBaIi
B IIPUCYTCTBUH TJTIOKO3BI; YMCITO KTYTUKOB ITPY 3TOM CHIKAJIOCh TTPUOJTN -
3UTENBHO IO OTHOI Ha KJIETKY BCJICICTBHME KaTaOOIUTHOMN PETIPeCcCUm.
CycneH3u1o (prrare;UTMHOBBIX AHTUTEIT TTOMETIAIN Ha IIPEIMETHOE CTEKIIO,
W aHTHTENIa aare3MpoBaINCh Ha €ro MOBEPXHOCTU (TT0 HEM3BECTHOM
npuurHe). K TakoMy rpemnaparty 100aBIsUIM Karuio ¢ 0aKTepUsiIMU, U KJTeT-
KU TIPUKPETUISIINCH XKITYTUKaMU K TIOBEpXHOCTH CTeKita. [1prKperiecHHbIe
KJIETKU OBICTPO BpaIlaIvCh, IIEPUOIMICCKI MEHSISI HalTpaBJICHNE Bpallle-
HusA. K moBepxHOCTH cTeKITa aHThTeIaMU K b K TTprKperursm Takske My-
TaHTHBIE KJIIETKH, Y KOTOPBIX BMECTO JKTYTHKOB OBUTH MTOJTUKPIOKH. B aTOM
ciTydJae KJIeTKH TOXe BpalllaJrCh, TPUIeM, eCTU 2 COCETHUX MOJTUKPIOKa
«CIITUBAJI» aHTATEIaMU TT0 BCel MX JUTMHE, BpallleHHMe ITPeKpaIiaroch.

Takum o6pa3om, B 80-X Tomax cTaar BEIPUCOBBIBATLCS SHEPTETIIEC-
Kue U QyHKIIMOHAbHbIE aceKThl pa0doThl b2K, 1 3anaya cocTosiia B TOM,
YTOOBI BBISICHUTDH MOAPOOHBIN MEeXaHU3M BpallleHUs] 0a3ajlbHOro Teja.
MorTop XTyTHKa, KaK ye¢ TOBOPUJIOCH BHIIIE, TIOTPYKEH B KIIETOUHYIO
CTEHKY, COCTOUT M3 3HAUYMTEIbHOTO KOJIMYECTBA OEIKOB M CIIOCOOEH
BpalllaTh XKTYTUKOBYIO HUTH cO ckopocTbio ~20 000 06/mun [148]. Ho
KJTIOUEBYIO POJIb B paboTe XTYTHKa MTPAfOT, KaK 0Ka3aJoCh, BIIOJHE
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ornpezeJIeHHbIe CTPYKTYPHBIE OeJIKI 6a3aTbHOTO Tejla, a MMeHHO IMot-6e1-
ku 1 Switch-6eku [38, 231, 232]. Kak BbISICHWIOCH B ITOCEAHUE TO/IbI,
WMEHHO 3TH OeJIKM COCTABJISIIOT CTATOP U POTOP KTYTUKOBOTO MOTOPA.
ITepBbie (Mot-06esikr) pacrojiararoTcsl B IUTOIIa3MaTUYECKO MeMOpaHe
U NpUMBIKAIOT K M-KoJibl1y, Bropbie (Switch-0ekin) 00pa3yroT Tak Ha3bl-
Baemoe C-KoJbII0 [69] 1 TomxomsaT K M -KOJTbILY CO CTOPOHBI [TUTOTLIA3MBI
(puc. 30).

ArmnnapaT MOTOpa XIYyTUKa COAEPXKUT 0KOJIO 25 pa3TUUHBIX OEJIKOB,
OJIHAaKO, MyTallu1 TOJbKO B ISITU U3 HUX — motA, motB, fliG, fliM, fliN —
JIWIIAOT KJIETKY ITOABYDKHOCTH Oe3 KAKUX-JIN00 M3MEHEHHH B CTPYKTYpe
6azanpHoro TeIa [62, 80, 231]. BeisicHuioch, uto MotA 1 MotB, obpasya
KOMIUIEKC, (DYHKIIMOHUPYIOT KakK TpaHCMEMOpaHHbIe MOHHbIE KaHaIbI |38,
39, 198]. Umeetcs psi A0Ka3aTeIbCTB, YTO 3T O€IKM 00pa3yloT KOMIUIEKC,
TO €CTh JUTSI TIPOBEICHUS TTIPOTOHA HEOOXOMMMBI 00a Oeka |38, 198, 226].
AHam3 nmocjaenoBaTeIbHOCTH MoOtA moKasair, YTo JaHHBI 0eJTOK «BILIe-
TEeH» B MEMOPaHY YeThIPbMS TUIPOGOOHBIMU O -CITUPAIIIMU; 31eCh TAKXKE
MIPUCYTCTBYIOT JBe 00JACTH ¢ BBICOKHUM 3apsiioM, KOTOPBIE MOTJIN OBl
CIYXUTb JJ1s1 TpaHcropTa npotoHa [51]. TTo nanHbiM bieitepa u bepra
[38] MotA dyHKIIMOHUpPYET KaK MOHOMEP B KOMILIEKCE C MOHOMEPOM
MotB u ogHum unu Heckoabkumu Switch-6enkamu (FIiG, FliM, FIiN).
B MeMmOpane pazMeniaoTcs 3HaYNTeTbHBIE KOMMUecTBa MOtA, XOTS Y1CIIo
BO3MOXKHBIX MECT ero JiokaJu3aluu orpanudyeHo. Koanuectso MotA Ha
KJIeTKY cocTaBisieT 600 MoJIeKy, a pu HAMWIUK y E. coli IATH-TIIeCTH
>KTYTUKOB Ha KJIETKY TpeOyeTcst HeOobllIoe KoauuecTBO MotA; octaibHast
YacTb 3TOTO OeJIKa IPOCTO IPUCYTCTBYeT B MeMOpaHe. [Ipu cBepxmpo-
nykiuu MotA 1o 30000 komuii 3TOT 6eIoK elle MOXKET pa3MellaThesl B
MeMOpaHe, He yJacTBYS B paboTe MOTOpa, CJICIOBATEIEHO, M3JTUIIIEK OeTKa
He BPeIUT KJIeTOUHOM MmoaBrKHOoCTH [38, 225].

Mot B okazasics HamTyqImM KaHIUIATOM JIJIST 3asTKOPUBAHKSI MOTOPa
B KJIETOUHOM CTEHKE W SIBJISIETCS, TT0-BUANMOMY, MHTETPaTbHOM YaCcThIO
HUTOILIa3MaTndeckoii MeMopaHsl [180]. crionb3yss mpoTeoimn3 U Bo3-
neicTBure meaouHol (pocdarasbl, XaH u [TapkuHcoH [43] mokaszanu, 4To
MotB nepecekaer memOpaHy 1 uMeeT 00JibI0i C-KOHILIEBOM Nepuriasz-
MaTUIeCKUIA TOMEH, KOTOPHIi, KaK OHU IIPEATIoJaraioT, B3aUMOIECTBYeT
C TIETITUIOTIMKAHOBEIM CJIO€M, TIPUBSI3BIBast 3TOT CUJIOBOI TeHepaTop
MOTOpa K KJIETOYHOM CTeHKE.

B 1988 1. XaH ¢ coaBT. [125] 0OHapyXnI1 BOKPYT MeCTa BXOXKACHMS
KTYTUKOB B KJIETKY OCOObIe BHYTpMMEeMOpaHHBIEC YACTUIIBI, TAK Ha3hIBae-
MBIe «studs» — «IIISATKW», OpTaHU30BaHHBIE B KOJIBIIEBBIE CTPYKTYPHI.
DT CTPYKTYPBI MACHTU(GHUITNPOBAHBI KaK KOMIIOHEHTHI XTYTUKOBOTO
MOTOpAa, TaK KaK X paclpeaesieHre COOTBETCTBOBAJIO pacIpeaeIeHIIO
KTYTUKOB M OHHM OTCYTCTBOBAJIN y He(IareNIMpOBaHHBIX MYTaHTOB E.
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Puc. 3. DaekrponHoMukpockomnuyeckoe (a) [127] u cxemaruueckoe (6) [69]
M300paKEHUS «BBITSIHYTOIO XTYTUKOBOTO 6a3aibHOTO Tesa, EBB».

a) 1 — obwruHas crpykrypa HBB; 2, 4 — «bell»- 6azanbHast ctpykrypa [127]; 3 — Bug
«BBITSTHYTOTO KTYTUKOBOTO Ga3ainbHoro Teia, EBB» andac (00bsicHeHUE B TEKCTE).
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coli. KonuyecTBo 3TUX «IIUISITOK» B MeMOpaHe 6o Bocemb [37], 1ubo
necsiThb [125]. OObIUHO Mot~ KJIeTKU TeHEPUPYIOT HOPMAaJIbHbIN MPOTOHHbBIM
IPaJIieHT, OTHAKO, XXTYTHKH Y TAKMX KJIETOK He(PYHKIIMOHAJIBHBL. To, 9TO
OJIHOBpPEMEHHOE BBeIeHUE motA 1 mot B TipuBOAUIO K BOCCTAHOBJIEHUIO 1
MMOJIBUKHOCTU, U «IIUISITIOK», TOATBEPKAACT UX MPUHAIIEKHOCTh K
TeHEepUPYIOIIeMY Bpallaloliii MOMEHT XTYTUKOBOMY KoMrutekcy. Ho
HHMKOT/Ia 5TOTO He TIPOMCXOIVIIO IIPY BBEACHUN OJHOTO U3 IBYX TEHOB MOL.
Lenbrii psim pa®oT yKasbiBaeT Ha To, 4To MotA u MotB accoumupyior ¢
IpyT IpyroM, GopMuUpyst MPOTOHHBIM KaHA WJIM CTATOP XTYTUKOBOTO
MOTOpAa, ¥ TIPY 3TOM OHU 00pa3yioT JOCTATOYHO XOPOIIIO MACHTUMDUIIN -
pyeMble KOJIbLIeBhIe CTpYKTYpHI [37, 125, 198]. KonmumyecTBO CyObEeAMHMII
MotB B KJ1eTOYHOI 000J109Ke HEU3BECTHO, XOTSI MMEIOTCSI JAHHBIE O CHHTE3¢
atoro 6eJsika B Koanuectse 1/20 ot konnvyectBa MotA [51]. OnHako, 3Tu
pe3yIbTATHI e1lle He OKOHYATEIIbHBI.

IMepudeprnaecknmMm MeMOpaHHBIMU OeJTKAMU, UTPAIOIIIMMI BasKHYTO
POJIb BO BpallleHU Y XTYTHKA U paboTaoIIMMU B KOMILIeKce ¢ Mot-06e-
KaMu, SIBJISIIOTCSI TaK Ha3biBaeMmble Switch-0enku: FliG, FliM u FliN [87,
177, 180]. Tak KaKk MyTalMu B JIOOOM U3 FEHOB, OTBEUYAIOIIEM 32 CUHTE3
9TUX OEJIKOB, Jal0T KJIETKU HedareJsinpoBaHHbIe (f/a), HETTOABUXKHbIE
(mot) nm HexeMOTaKTUYHBbIE (c/e), ciesiaH BBIBOI, UTO 3TU OSJIKI HYKHbI
JUTSI COOPKY KTYTUKOB, KOHBEPCUU TPaHCMEMOpPaHHOM TTPOTOHIBIKYIIIEH
CHJTBI B SHEPTHIO BpaIlleHNsT, a TAK3Ke TS TTePEKITIOUeHIST HATTpaBICHUS
BpamieHust Mmotopa [50, 172,221, 231, 232]. SImaryun ¢ coaBTopamu [231,
232] npuBeM T0Ka3aTebCTBa, UYTO 3TH OEIKU (PU3UUYECKU B3aUMOIEHCT-
BYIOT B KJIETKE, 00pa3ysl «switch-KoMIuieKe». HekoTopble MyTalinu B Oejikax
Switch-KOMITIIEKCa MOTYT OBITh YaCTHYHO KOMITEHCUPOBAHbBI MyTaIlASIMU
B MotB, CheA, CheY u CheZ 6enkax [171, 172,231, 232], 4T0 corylacyercst
C BBIBOJIOM 00 YJaCTHUH 3THUX OEJIKOB B CCTeMaX IMOIBIKHOCTH U XeMO-
takcuca. [ennl fliG, fliM v fliN S. typhimurium xnonuposaHbl. Ha ocHo-
BaHWU HYKJICOTUIHOM TTOCIeI0BaTeIBHOCTH OITpeie/ieHa MX aMIHOKHC-
JIOTHas TIOCJIeIOBaTeIbHOCTh, KOTOpasl, Kak 0Ka3ajloCh, COOTBETCTBYET
GenKaM ¢ MOJIeKyIsIpHbIMU MaccaMu 36809, 37815 n 14772 Jla cooTBeT-
ctBeHHO [128]. ODTu 6enku HeTUAPODOOHBI, TTOATOMY MOXKHO TMPEIIo-
JIOXUTH, 9TO, IIPUMBIKas K IIUTOIIIa3MaTHIeCKO MeMOpaHe, OHM HaXO0-
nIsiTesl BHe ee mpenelioB. Baxkao To, yto komruiekc FliG-FliM-FliN acco-
MU POBaH ¢ MeMOPaHOI 1 IBJISIETCST YaCThIO XKTYTUKA, TPUMBIKAIOIIEH K
M-konbuy [177, 231, 232]. Kpome Toro nokasaHo, 4To Swifch-6eaku
B3aMMOICHCTBYIOT ¢ (DMHATBHBIMI KOMITOHEHTaMH CEHCOPHOM IIeTTH, ITIUTO-
mwrazmatnaeckumu oenkamu CheY u CheZ, a Takxke ¢ 6enkamu MotA u
MotB B MeMOpaHe, 4TO HEOOXOAMMO IS IIPOXOXKICHMSI IIPOTOHOB Yepe3
XryTuk [172].
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M3BecteH etie u ueTBepThiii Switch-6enok — FliL, npeaiecTBytommii
FliM, onHako, ¢pyHKIMS eTo moKa Heu3BecTHa [128]. DToT Oe10K nmeeT
MoJ1. Maccy 17082 J1a u tunpodoOHbIi TPOhWIIh, ITOKA3LIBAIOIINIA, YTO OH
JOJKeH OBITh MHTETpaTbHBIM MeMOpaHHBIM O0eTKoM. CpaBHeHME aMUHO-
KHCJIOTHBIX ITOCJIEA0BATeILHOCTE Tpex Swifch-0eJIKOB B IByX OaKTe-
puanbHbBIX BUnax (S. typhimurium u E. coli) BuisiBrto nx 90% vaeHTY-
HOCTb, ¥ TOJIbKO FliL BbIma 13 aToro psiaa, Tak Kak pacxoxXXIeHue B ITOcIe-
JOBATEIBHOCTSIX 3TOTO Oelika y MPWBEICHHBIX BUIOB OaKTepHii BeChbMa
3HAYUTETHHO.

[MocnenHue gecsaThb JIeT MHOTOE Tl B TUTAaHE BBISICHEHHS COCTaBa,
CTPYKTYpHI 4 B3aumonaeiictBus 6enkoB Mmotopa b2K. Hanbomee BaxkHbIM
0Ka3aJI0Ch COOOIIEHNE O MOTIOJTHUTEIBHOM ITUTOTUIA3MaTHIECKOM YaCTH
JKTYTMKOBOTO arnapara, Tak HazbiBaeMoM C-aucke wiu C-koabue. MeTo-
JIOM 3JIEKTPOHHOI MUKPOCKOTIMY Ha KJIETKAX, TPUKPETUIEHHBIX K MO~
JIOXXKE, a 3aTeM JIN3UPOBAHHBIX M OKpaIlIeHHBIX, ObLIa OOHapyKeHa OO -
HUTEIbHAS CTPYKTYpA, TPUKPETICHHAS K IIMTOIIa3MaTUIECKOM CTOpOHE
MS-kommiekca [57]. Ha a1eKTpOHHOMUKPOCKOITMYECKUX MUKPODOTO-
rpadusx, MOJTyYeHHBIX IPYTUMU aBTopamu [126], BUAHO, YTO XKTYTUK
BXOJIUT B LIUTOILIa3My. M bl TakxKe HaOJ10Aa/I1 IOMOJHUTEIbHYIO CTPYKTYPY
y uzoaupoBaHHbix HBB xxrytukos E. coli, koTopast Ha cpe3ax KiaeTok Vib-
rio alginolyticus pacrnionarajiach roj M-auckom B iuToruiasme [8].

Hcnonp3oBaHme 11e710r0 Habopa METOIOB I0KA3aJI0, UTO 1o M -KOJTb-
IIOM MMeEETCSI eIlle OTHa CTPYKTYpa, KOTOpast COCTOUT M3 TIPOAYKTOB TeHOB
JliG, fliNwv fliM, 06pa3yoliux TOHKOCTEHHBIN LIWJIMHIP BICOTOM 17 HM 1
BHEILHUM AuaMeTpoM 45 HM (HalmOMHUM, 4TO AuameTp M-kosbua — 29
HM) [57,69, 127,129, 233, 234, 235]. DTa CTpYKTYpa BHITJISITNAT ITO-Pa3HOMY,
€CJIM CMOTPETh Ha Hee IToJ pa3HbIMU yriiamu (puc. 3a). Panee XaH u ap.
[127] oOHapyXuIu TUTOIIa3MaTHIECKYIO CTPYKTYPY, OJIM3KYIO I10 pa3-
mepaM K C-IHUCKy, HO UMEIOLLYI0 KYIo1000pa3Hyto ¢hopmy (bell-cTpyk-
Typa). OmHaKo, B TaJbHEHIIIeM METOIOM PEKOHCTPYKIIMH 3JIEKTPOHHO-
MUKPOCKOTTMIECKIX M300paxkeHmit C-I1cKa, TTOTydeHHBIX TIPU Pa3HBIX
yIJjIaX HaKJIOHA 3TOI CTPYKTYpbI, OBLIIO JOKAa3aHo, 4To «bell> m C-muck
SIBJISIIOTCS OITHOM 1 TOM K€ CTPYKTYPOI, HO pacroJIOXXEHHOM MO pa3HbIMU
yrramu 3penust [69]. To ecTh HabTIOMaeMBIiA «KYTIOJ» («bell») ecTh He 94TO
MHOE, KaK HaKJIOHeHHbI C-guck (puc. 3a).

Kaxk pacmipenensiorcst cocTaBistiolnme 3Ty CTpyKTypy oenku? IToka-
3aHO, YTO YTOIIAIOIIASICS YaCTh M -KOJIbIIa COMEPKUT HE TOJTBKO ITPOIYKT
reHa fliF (6enok M-kosblia), HO U TTpoayKT reHa fliG, a Komruiekc C-aucka
conepxutT FliM u FliN. boabiioit nnamerp C-aucka gaet eMy BO3MOX-
HOCTB B3aMOECTBOBATh ¥ ¢ M -KOJIBIIOM U C KOJTBIIOM, COCTOSITITAM M3
«uutanok» MotA/MotB KonblieBOro KOMIUIEKCa B IUTOILIA3MATUUECKON
MemoOpaHe [69]. Bo3aMoXXHO, 4TO CyIIECTBYIOT U ApyTre 0eaKu, hopMu-
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pytomue C-auck, HO To, uto K HUM He otHocsaTces Flil, CheY, CheZ u
CheW, aBTOpHI yOeAUTEIbHO T0KA3aJIN.

Asnsiercs in 6azanbHOe Teso ¢ C-IMCKOM MOJIHBIM 0a3aibHbIM TeJIOM?
IMoxoxe, 9yTo 310 TaK. Ha akcMambHBIX cpe3ax M -KOJIbII0 BBITJISTIUT IIUPE
M TOJILLIE, YEM 3TO BUIE/ M paHblie [ 195], Kak ecyiu Obl K HeMy ObLT 100aB/IeH
Kakoii-To matepual. [To-suaumomy, npucyrcreue FliG naet rakoe ytoJi-
meHue [68]. DxcrepuMeHTHI 1o JeKopupoBaHuio C-aucka antu-FliM u
aHtu-FliN no3BoJisitot nipeanonoxuTs, uto FliM u FliN coctapisitor yactb
i Bech C-muck. C-IUCKOBBIN KOMIUIEKC MMEET MOJI. Maccy ~5x10° [1a.
Ecim FliM u FliN saBs10TCsl € IMHCTBEHHBIMU COCTaBJIsIoIMy C-a1cK
0enKaMu, TO UX 10JKHO ObITh ~100 cyObeanHuUIl Ha KoJibllo. B pabote
rpyrnmbl Xada B 1996 1. [234, 235] moka3aHo, 4To cOOpKa BBITSIHYTOM
LIUTOIIIa3MaTUIeCKOM CTpYKTYphI (C-arcKa) MPOMUCXOIUT ITOJTHOCTBIO Ha
paHHUX cTagusx MopdoreHe3a, a ucnonb3oBanue antuTen K FliG u FIiN
ITO3BOJIMJIO aBTOPaM MPOAEMOHCTPUPOBATh, YTO aHTUTENIA CAIATCS T10
repuMeTpy C-KOJIBLIEBOTO BBITSTHYTOTO 00pa30BaHMUs, JaBast 3aMKHYTYIO
«Be3UKyIy». [1o10OHBIE «Be3UKYJTbI» HAOTIONAINCH 1 PaHBIIIE, B TOM YUCIIE
1 HaMU, OTHAKO, M He yIIeJISIJIOCh JOCTaTOYHOro BHUMaHus [3, 57, 214].
TakuM 06pa3oM, B HACTOSIIIIee BpeMs K TepPMIUHAM «MHTaKTHBIN KTYTHK»
(intact flagella) n «xkprok-6a3anbpHoe Teno» (hook-basal body, HBB)
JI00ABUJICSI TEPMUH «BBITSIHYTOE XKT'YTHKOBOE OazayibHOe Tesio» (extended
flagellar basal body) unu «BbeITsIHYTOE 6a3anbHOE Tesio» (extended basal body,
EBB) [234, 235], Bkitovatoiiiee yeTbipe aucka (L-, P-, S-, M-) u BbITSI-
HyTYIO0 CTpyKTYypy C-nmcka.

MMeeTcst 1OCTaTOUHO J0KA3aTeIbCTB paOOTHI XKTYTUKOBOTO MOTOPA
3a CYeT TpaHCMeMOpaHHOTO rpaarueHTa MOHOB Bogopoa [2, 75, 141, 155,
192]. ITogcunTaHo, 4TO Ha ONMH 000POT KIYTUK pacxomyet ~1000 H* [158].
Ho mexanu3M yTmim3auny SHEPTUU MPOXOIIIETo yepe3 MeMOpaHy
MIPOTOHA TTOKa HesiceH. B pa3Hble meproabl M3yUYeHUsT STOTO OMOJIOTH-
YeCKOT0 MOTOpa ObLIM IIPeJI0XKEHBI caMble pa3Hble Monesu [70, 75, 204,
206], omHaKO, HECMOTpPSI Ha 3HAYUTEIbHOE YBeIMYeHe MH(GOPMAIIUH O
CTpOEHUN 0a3aTLHOTO TeJIa ¥ POJTM KOHKPETHBIX OEJTKOB B OCYIIIECTBICHUN
BpalaTeJJbHOro MOMEHTA, Ha CETOMHSTITHUIMI IeHb HET MCYEPITHIBAOIIIETO
oTBeTa Ha Bompoc, kak padoraeT b2K. Ho psin coobpakeHuii Ha 3TOT cueT
AMeeTCs.

OpHa u3 nepBbIx Mojeel BpameHust b2K 6buta mpenyoxena B 1978 .,
Kor/a eliie He ObLTM M3BeCTHbI Mot- 1 Switch-6e1Ku 1 He ObLTY ITpoeIaHbl
MHOTOYHCIIEHHbIE TeHHOMHXKEHEPHBIE pabOTHI TTO M3YYEHUTO B3aMMOICi-
ctBusi 6e1KkoB MoTopa b2K [75]. ABTOpBI 10ITYCTHIN, UTO JIOKATU30BaHHOE
B MeMOpaHe M-KOJIbLO OKpYXeHO nosickoM u3 NH, -rpynm; oxHa u3
AMUHOTPYITIT OTKPBIBAETCS B BEPXHUI IIPOTOHITPOBOAAIINIA ITyTh. AHMOH-
Has TpyIIa, HallpuMep, KapOOKCIIbHAS, TIPUKpeIieHa K MeMOpaHe B
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Hayajie IpoToHNpoBoasiiero nytu. [Iporonnposanne NH, nmpusoaur k
9JIEKTPOCTATUYECKOMY NpuTsikeHnIo Mexay NH," u COO rpynmamu.
[Mockoneky NH,* npukpenniena k. M-KoJbly, NOC/I€IHEE TOBEPHETCH,
uT006bI cOm3uTh NH, "1 COO™. [TocTynupyeTcs, 4To pacCTOSHUE MEXITY
JIBYMSI TIPOTOHHBIMY KaHAJIAMH PABHO PACCTOSTHUIO MEXKIY IBYMSI COCE/I -
HMMU aMIHOTpyITITaMu. Takum 06pa3oM, BpaieHre M-KoJbIia TPUBOIUAT
K TepemMenieHuto caenyiomeiit NH, K BepxHeMy IPOTOHHOMY MyTH.
[Tporonuposarne COO~ NH,-rpymnmoii conposoxaercs Bbiopocom H*
B L{MTOIIIa3My. YMCIIo TpaHCIOLMPOBAHHBIX 32 OIMH 00opoT HY paBHO
uuciay NH -rpym.

1t IeMOHCTpAIIUK TOTO, KaK TPaHC(HOPMUPOBATIMCH IIEPBBIC MOAETN
paboTbl b2K 3a 10BOJIbHO HEOOJIBILION MEPUOL, KPATKO U3JI0XKUM OIHY U3
MOCJIEAHUX MOJIeJIEl, TTpeaioxkeHHy o Jle Posuepom 1 ero kosieramu [206].

Ewme B pabore Hellampunuca n Amiepa [53] yTBepXaaaoch, 4TO
BpaniaTeslbHast ciMMeTprst M- 11 S-koJelr paBHa 26. [To3nHee MmeTogamu
pagroaBTorpaduu MedeHbIX S*° 0eIKOB KOMITIeKca 0a3aibHoro teja [ 109]
U CKaHUPYIOIIEH TPAHCMUCCUOHHOM 3JIEKTPOHHOI MUKpocKonuu [195]
5TO 3HAYEHME BpallaTeJIbHOM CUMMeTpUH it 0enKkoB L-, P- 1 MS-xoren;
ObLTO MOATBEepKAeHO. B manbHeliieM, Koraa ObUIH BbISIBJICHBI OSJIKU Switch-
KOMIUIEKCA, W, B YaCTHOCTH, TTOKa3aHO, YTO TOJIIIMHY M-KOJIbIIa COCTaB-
nsiet He Tobko FlIiF, o u FliG [69, 233], mousite M-KoJblia 3aMEeHUITN
TOHSITHUEM <«BBITSIHYTOM CTPYKTYpbI», 00pazoBaHHO# FliG, KOoTOpbIii cBsI3aH
¢ FIiF (cM. Bbite). [Tonaratot, uto motop umeet FIiG/FliF = 1/1 crexuo-
MeTpuio [68], yTo moapasymeBaet cymiecTBoBanue ~26 kornuii FliG Ha
M-KoJblIe B COOTBETCTBHU C CUMMeTpHeil M -KoJbIia.

B oxgnoit u3 mocneanux nyonukauuii rpynmnsl JePosuepa [206]
MoKa3zaHo, 4TO BpallarejbHasi cuMmeTpusi C-koJjiblia coctaBisieT 34.
ABTOpBI, UCIOJIB3YS UMEIOIINEecs ¥ BHOBb TMOJIyYeHHBIE JaHHBIE IT0
BpamaTesIbHOM cumMeTpr M- 1 C-KoJtell, a Takke UCXOIs U3 Yrcia
motA/motB KoMruiekca («IUISITOK» ) paBHOMY BOCbMM [37], IpeaIoXUIN
Mozeib pabotel b2K (puc. 4).

HTak, ecmu y AMKOTO THUTIA, B CpeIHEM, UMeeTCs 34 cyObe TMHUIIBI
B C-koJblie, a B M-KoJiblie — 26, To Ha C-KOJIbLIE JOJDKHO OBbITh 34—26 = 8
TTO3UIINI, KOTOPBIM HET COOTBETCTBYIOIINX MTO3UIINI Ha M-KOJIbIle. DTH
MO3UIUM Ha3BaHbI «HEMapHBIMU». B pamMKkax 3Toif MOAeNIu TeHepaius
BpaImaTeJIbHOT0O MOMEHTA JTOJIKHA OCYIIECTBISITHCS 3a CUEeT TaKUX
«HerapHbIx» o3uiuii Ha C-koJblie. [Tpeanonaraercs, uro M- u C-kosblia
COeIUHEHBI HEKMMU MOCTUKaMU, 00pa30BaHHBIMU, Haripumep, 3 FliM,
MOCKOIbKY noka3aHo B3anmopelictsue FliG ¢ FliM [204]. Ha puc. 4 cxe-
MaTUIHO N300paXkeHO, KaK MepeKITIoYaoTCs TOHKIE PhIYaru, COSIMHSIIO-
mue M- 1 C-KoJblia, 61aromapst 4eMy CO3IaeTCsI MOMEHT BpallleHUSI.
M- u C-KoJblia ITpeIcTaBIeHBI KaK TMHUHN, CHA0KEHHBIE 37JaCTHIHBIMU
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Puc. 4. MoJie/ib BpallleHHsl XI'yTUKOBOTo Motopa [206].

(A) KOHTYpBI yCpEeIHEHHOI ONTUYECKOIN MJIOTHOCTU «BBITSIHYTOTO XI'yTUKOBOTO
0azanbHoro tena», EBB. «1lnsanka» (stud) u ee coeimHeHUE C MENTUIOTIMKAHOBBIM
(PG) ciioeM n300paxkeHbl B BbIIEICHHOM MpsiMoyrojibHuKe. «Llnsinka» Ha 3TomM
pucyHke He npukperieHa Kk C- win M-kosblily; Ha puc. 4b oHa yxxe npukperuieHa.

(b—E), (b) NU3006paxeHue dhparmMeHTa MOTOpA, HAXOSIILETOCs B MPSIMOYTOJIbHUKE
puc. 4A. TTokazaHo 5 cyobeaunul] C-kosbua (CR), 4 cyobenuuuibl M-konbiia (MR)
u 1 «uuisinkar (S) (MotA-MotB- koMIuiekc), KoTopas CoelMHeHa ¢ eNTUAONINKA-
HoBbIM ci1oeM (PG). PaszHoe uuciio cyobennuuil B C- u M-kojibiiax (36 u 24, cooTBeT-
CTBEHHO) OTPaXaeT YUCJIO CYObEAMHUIL 3TUX KOJIELl B 0a3aJIbHbIX TeJlaX XIyTUKOB.

(B—/1) Dranbl B3anMoaeicTBUS 31IaCTUYHOTO pbluara «iuisnka» (MotA—MotB-kommn-
Jieke) u cyovenuHull Ha C- 1 M-KoJblax npu BpallleHun MoTopa (00bsiCHEHUE B
TEKCTE).

poruaramu. [1oCcKOJIBKY CyIIECTBYIOT BaKaHTHBIE MecTa Ha C-KOJIblIe 10
OTHOIIEHUIO K M -Koibily, Ha puc. 4b C-KOIbLI0 UMEET ISITh phIY4aroB IO
OTHOIIIEHUIO K YEThIPEM pPhbIUar-cBsI3bIBAIOIINM MecTaM Ha M-KOJbIIE.
[TsaThIiA pelyar Mpy HAJTMYUUY «HETTAPHOM» CUMMETPUN 00pa3yeT KOMITIIEKC
¢ «usinkoii» MotA/MotB, koTopas 3asikopeHa B MeNTUAOTJIMKAHE.
HyxHO TOMHUTB, 4TO «IIUISIITKA» SIBJISIETCS YaCThIO CTaTOpa, TO €CTh (PUK-
CMpPOBaHHOI YacThbio MoTOpa. Komriekc «unsmka»—C-KoJabLo—pbIyar
KauyaeTcst (BO3MOXKHO, 32 cCUeT OpOYHOBCKOI'O IBMIKEHUSI ), TIOATITUBASICh
HaJICBO WJIM HAIIPaBO, B 3aBUCUMOCTHU OT HYXKI KJIETKH, IJIe OH IIPUKpETI-
nsieTcst K cocenHeMy C-M-KoJblieBOMY-pPhIYaroBoMy KOMILIEKCY. B
pe3ysbTaTe 00pa3yeTcsi KOMIUIEKC, COCTOSIIIMET U3 «utsinku» (MotA/MotB)
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u n1Byx peiuaroB (FliM u FliG). ABTopbl penoaratoT, 4TO Bpalare/ib-
HBIi MOMEHT TeHEepHUpPYeTCs BBRITITUBAHWEM 3JIACTHYHOTO 3JIEMEHTA B
phlYar—«sinKa» Kominiekce. Takum oopazomM, 06a — M- u C-KojbLia —
npuratotcs (puc. 4B u IN). «Ilnsinka» Tenepb CBS3bIBAETCSI C APYTUM PhI-
yarom C-koJblia (puc. 41" u [1). TTociie cMeHbI pbluara «Iusinka» Jucco-
LIMMPYET, 3aXBaThIBasl IIPU 3TOM phIYar, paHee CBA3aHHBII ¢ M -KOJIbIIOM.
CHoBa reHepHpyeTcs BpalllaTeIbHBIIf MOMEHT, ITOTOMY UTO OJHO U3 OTpa-
HudeHuit Ha C- 1 M-koibLax ycrpaHsieTcs. O6a KoJblia epeMeIarTCs
(puc. 4/1 u E) B KOHIIe KaX10Tr0o LIMKJIA, KaXKIbIiA Ha OMHY HECUMMETPUYHYIO
cyobenuHmITy. [10CKONBKY Ba KOJIbIIA UMEIOT Pa3HYIO BpalllaTebHYIO
cuMMeTpuio (26 11 34), OHU IIepeIBUTAIOTCST Ha pa3HbIE YIIIBI: M -KOJIbIIO —
Ha 1/26 ot rto;tHOTO 060pOTa, C-KONBIIO — Ha 1/34.

EnvHCTBEHHBIN phIYar-<«IIIsSITKa» -KOMIUIEKC TeHepUPYET OTHY eIu-
HUIlY BpallaTeJibHOro MoMeHTa. BTopas «uuisinka» MoxeT paboTaTb
HEe3aBHCHMO OT IIEPBOIA, TOTOMY YTO OHA UMEET CBOE COOCTBEHHOE MECTO
B3auMoeiicTBus. [1pr 3TOM TOKEH reHeprupPOBaThCs JOTIOTHUTETLHBII
MOMEHT BpaIleHusI. ToIbKO BOCEMb «IIIISITIOK» MOTYT CO3/IaBaTh BpaIlla-
TEJIBHBI MOMEHT, TaK KaK CYIIIECTBYET TOJIbKO BOCEMb MECT CO CBSI3aHHBIM
peraarom. [1py TaKoM TTOJIOSKEHUH BEIIei MOTOP MOKET BpaIllaThCsl B OOOMX
HampaBJIeHUX, TOCTATOYHO CMEHUTH KOHTAKTBI. BO3MOXKHO, CYIIIECTBYIOT
HeKoTopble ocobeHHOocTU C-KoJiblia, Mperpaxaaroliyie rnepekaoueHne
pBIYaroB B OJHOM M3 HampaBIIeHHWI, TOTIAa TOPMO3STCS BCe BOCEMb
CBOOOIHBIX PHIYATOB, M KJIETKA TUTBIBET B OJHOM HaImpaBJIeHUH WU
«APOXKUT» HA MECTE.

EcTb elmre omnH MHTEPECHBINT MOMEHT Y 3T0#t Momenn. CyIecTBYIOT
IIBa TaKTa Ha IIMKJI, TCHEPUPYIOIINX BpallaTebHBIM MOMeHT. [1epBoIii
MPOVCXOINT, KOTa CBOOOTHBIN phraar C-KOoIbIla M «IIUISITIKA» TIPUKPETI-
JISIIOTCSI K CBOOOTHOMY MecTy Ha M-Koublle (puc. 4B), n Bropoii — Korga
KOMIUIEKC pa3beIMHSIETCS ITOCJIe 3aMeHbI pydyek pbruara (puc. 4/1). Ecim
CYIIECTBYET 26 cTyleHel Ha ogWH 060pOT M -KoJTblIa, TO CYIIEeCTBYET
26x2 = 52 reHepMpPYIOIINX BpalllaTeIbHBIIf MOMEHT TAaKTOB Ha OITH 00OPOT.
Ecmm cymectByeT 8 TeHepaTOpOB, TO TIPU YCIIOBUH HAXOXKICHWS X BCEX B
paboTe TOJKHO CYIIECTBOBATE 52X8 = 416 TeHepUPYIOIITNX TAKTOB Ha OIUH
000pOoT. D10 HaxoauTcs B coryiacuu ¢ 400 Taktamu BpailieHust motopa [ 182].

H3BectHO, yTo 1000 IIpOTOHOB pacxoAyeTcs Ha OAUH 000pOT MOTOpA.
B 31011 MOIEIM IIPOTOH MJTH TIPOTOHBI MOTYT OBITh MICTIOIB30BaHBI Ha JII000i
CTYIIeHU pabOTHI MOTOpa; HarpuMep, H* Mor ObI OBITH UCTIOB30BaH TTPU
CBSI3BIBAHUHM, OCBOOOXICHNU WM/UJIU CMEHEe pydeK pblyaroB. MecTa
B3aUMOJIEUCTBUS KOJIEIl B 3TON MOJIENN SBJISIOTCS TaKKe W MeCTaMu
reHepaly BpalaTeJJbHOro MoMeHTa. [1petokeHHast MofeTb MHTepecHa
TEM, YTO KOe-KaKue OIpeesIeHHbIe paHee MMapaMeTphl YKJIaIbIBAIOTCS B
Hee (8 reHepaTopoB BpallaTeIbHOro MoMeHTa, 400 TaKTOB BpallleHUs ).
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Kpome sT0oro, Mojenb npeacka3biBaeT MOJOXEHUSI, KOTOPbIE MOXKHO
npoBeputh. HanmpuMep, eciav mpuBsI3aTh K KAKO-HUOYIb MOBEPXHOCTU
HUTb XXTYTUKA ¥ TAKUM 00pa3oM (PUKCHUpoBaTh M-Kob10, TO C-KOJbIIO,
TO €CTb KJIETKA, JOJIKHO BpallaThCsl CO CKOPOCThIO 8/34 OT OOBIUHOM
CKOPOCTH BpaIleHUs.

HMuTtepecHas mopnenb padbotel b2K npenioxena takske B padote [ap3ac
coasrt. [70].

B 3aximroueHME 3TOTO pasiena clieayeT OTMETUTh, YTO MEXaHM3M pabOThI
B2K ripu BceM 00MITUY NMEIOIIMXCI SKCITEPUMEHTAJIBHBIX JaHHBIX MTOKA
HAXOIMTCS B CTAJIVU BbISICHEHMSI.

VII. APXEBAKTEPUAJIbHBIE XKTI'YTUKHA
APXEU KAK OTAEJbHBIN JOMEH JKMBbIX OPTAHU3MOB

HMHTepecHeililieil rpynmnoi mpoKapuoTUYECKUX KJIETOK SIBJSIIOTCS
apxe0aKTepUU U apXxeu, KOTOPble OTIIMYAIOTCSI HE TOJIbKO OT 3yKapro-
TUYECKUX KJIETOK, HO M OT OaKkTepuii (3ydakTepuii). AHAIU3 HYKI€OTUTHBIX
rnociemoBateibHOCTEN 1 coctaBa 16s pPHK nosBosmi Bysy ¢ coaBT. nmpes-
JIOXUTh CYLIECTBOBAHUE TPEX 3BOJIOLIMOHHBIX TUHUMN MTPOUCXOXKIECHUS
OpraHU3MOB: 3YKapUOThI, 3y0akTepuu u apxedaktepuu [228]. B nanbHeii-
1IeM HOBOE Ha3BaHUE «TOMEHbI» MPEeTOXKEHO ISl OONbIINX JAeJIEHUIH,
Ha3BaHHBIX Bacteria, Eucaryawn Archaea |60, 229].

JomeH Archaea BKII04aeT OOJIBIIYIO TPYIITY 9KCTPEMaIbHBIX Iajao-
(¢u0B, METAaHOTEHBI U Pa3IMUHbIE CEPO3aBUCUMBbIE, TEPMODUIbHBIE U
runepTepMopUIbHbBIE OPraHU3MBbL. ApXer, HECMOTPS Ha UX IIPOKapuo-
TUYECKOE MTPOUCXOXIEHUE, COBEPIIEHHO 0cobasi, CBI3aHHAasT MEXIY
OTIIeJIbHBIMUY BUJIAMU OPTAaHU3MOB IpyMIia. DTo NoKa3aHo MpU U3yYeHUU
16s u 23s pPHK pa3nbIx apxeit. B psme cyOrpymnin apxeii, Halmpumep,
00Hapy>KeHbI HEOOBIYHBIE MEMOpPaHHbBIE JIUITMIbI, YHUKATHHO MOAU(DUII -
poBanHble TPHK, HeoObIUHBIE (h1are/UIMHBI, TPAHCIOKALIMOHHEIE aIlia-
patsl [55, 104, 105]. B psine cirydaeB apxeu KaxyTcst OJIM3KUMU K 3yKapro-
TUYECKUM KJIeTKaM. Tak, apxen o01anaioT 12 0cO0eHHOCTSIMU, OJIM3KUMU
K 3yKapHuoTaM, Y TOJILKO 2 0COOEHHOCTSIMU, OJIM3KMMU K OakTepusiM [ 105].

CTPYKTYPA U CBOVMICTBA XTYTUKOB APXEN

KryTUKy mpucyTCTBYIOT Y BCEX OCHOBHBIX IPYIIIT apXeil U Jaxe y BUia
Thermoplasma, moTepsIBIIETO KJIETOYHYIO cTeHKY [ 105]. THTEpec K uccie-
JIOBAHUIO MOABVIKHOCTY apXeil MOIAep:KUBAETCS €1le ¥ OKCTPEMaTbHBIMU
YCJIOBUSIMUA UX OOMTAHUSI — HACBIIIEHHBIE COJIEBbIE PACTBOPLI, CTPOTO
aHas’poOHOE OKPYKEHE, IKCTPEeMaIbHO HU3KKe U BRIcOKMe pH 1 aKcTpe-
MaJIbHO BBICOKKE TEMIIEPATYPHI.
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VYabTpacTpyKTypa XTYTUKOB apxeil roka He BbIICHeHa. M3BecTHO
JIMIIb, YTO HUTh UX KTYTUKOB, Takke Kak 1 HB2K, mpencrapisier coboii
TTOJIMMED CITMPATBHOM (hopMBI. MOP(hOTOrMIecKr HUTH KTYTUKOB apXeit
(H2KA) Heckosbko otanyatorcst or HB2K. Bo-niepBbix, oHU B J1Ba pa3a
ToHblIe U uMetoT auametp 10—13 um [103]. TTpaBaa, U3BeCTHBI TOHKKUE
KTYTUKHU OakTepuii, Haripumep, y C. crescentus (12 1m; [209]), HO 3TO SIBJISI-
eTcs UcKimodeHrem u3 npaswmia. Bo-sropeix, HXKA, B oTitmune or HXKbB,
COCTOSIT U3 HECKOJBKUX (DIIareJ7TMHOB; eAMHCTBEHHBIM MCKITIOUCHUEM
SIBSIETCS XKTYTUK Thermoplasma volcanium, KOTOPbIN 110 JaHHBIM 3JIEKTPO-
(opesa comepKUT eMMHCTBEHHBIH (h1are UTH ¢ MOJI. Maccoit 41 k/1a [64].
Dmare/UTMHBI apXeil TPUCYTCTBYIOT B XXKTYTHKOBOM HUTH B pa3HBIX KOJIH-
yectBax [116]. BoaMOXHO, 4TO HEKOTOPBIE (DIIare ITMHBI SIBJISTIOTCSI MTHOP -
HBIMY KOMITOHEHTaMU 3TOM IBUTATEIEHOM OpraHeIUThI U KAKMM-TO 00pa3oM
crnoco0cTByIOT cOopke H2KA.

B otiinume ot daaressinHOB OakTepuid, (aresIMHbI apXeil 4yacTo
TJIMKO3WIIMPOBAHBI, TIPUYEM TJIMKO3WJINPOBAHNE TIPOXOIUT C BHEIITHEH
CTOPOHBI LIMTOIIa3MaTuYecKoit MemOpansl [ 199]. Ha cambix paHHUX 3Ta-
nax usydeHusl XrytukoB Halobacterium halobium nipu ux SDS-TTAAT -
aJ1eKTpodope3e HAOIIOIAINCh TPU OCHOBHBIE ITOJIOCHI, COOTBETCTBYIOIINE
MoJI. MaccaM 23,5, 26,5, u 31,5 x/la, KOTOpbIE COCTOSUTU U3 MOAIOJIOC 1
TIPY XOPOIIIeM pa3pellleHIH BBITIISICITA KaK « IeCTHALIB» . belTku Ha3BaHbBI
¢naremmuamu — Fla I, Fla I1u Fla I11. Beuto BeIcKa3aHo IIpeAnoioXXeH1e,
a3aTeM 1 JIOKa3aHo, YTO TaKasl «JIECTHUIIA» SIBJISIETCS CISACTBUEM TITNKO-
3uaupoBaHus duareinHoB H. halobium. JlonoiHUTEIbHbIE OTpULIATE N b-
HBIE 3apSIIBI CYIB(OTPYIIIT, TTO-BUANMOMY, UTPAIOT BasKHYIO POJTb B CTA0M-
JIA3AIIAN CTPYKTYPBI KTYTUKOB B YCIIOBHUSIX SKCTPEMATbHO BHICOKOI MOH-
HOW cuJIbl cpenbl ooutanus H. halobium, 4To SIBISETCS YacThIO amarnTa-
roHHOro MexaHmsMma [224]. Xematuposanne Mg OITA uHruoupyer
nepeaavy cyJibhoonaurocaxapuaoB (JaresisIMHy B pe3yjbrare crenudu-
4eCKOro MHruoupoBanust Mg 2-3aBUCHMOI oJiurocaxapuarpatcdepassl
[199, 200]. MHTEpEeCcHO, YTO MHTMOMPOBAHUE ITMKO3UIUPOBAHUSI IIPOUCXO-
aut 6e3 BxoxaeHust DA TA B kierky. banutpaunH Takxke MHTUOUpPYeET
MOBTOpeHME CYIb(PUPOBaHHOM eAUHULIBI caxapuaa B S-cioe H. halobium
1 OTISITH O3 BXOXKICHUS B KIIETKY | 161]. BHeKIIeToUHast TOKATM3aLvs T -
KO3WJIMPOBaHUs (piareJiJIMHa IPOAEMOHCTPHUPOBaHa TakKe B padote [143].

OOBIYHO UCITONTB3YIOTCS KApOOTUIPaTHBIE KPACUTEIH TS OTIpeIesie-
HMSI caxapoB BO Beex (pareJutmHax apxeii. Tak, HarpuMep, 1T eIUHCT-
BeHHOI 13 pona Methanococcus M. deltae TTMKO3MTMPOBAHUE TTPOJEMOHCT-
pPUPOBAHO OKpaIIMBaHWEM (pyrareJi;TmHa TUMOJICYIb(OKUCIOTON. A ISt
(bnarennuna usz Methanococcus voltae TIiKO3UINPOBAHUE ITUM METOIOM
He oOHapyxeHo, XoTs Ipu SDS-TTAAI-snekTpodopese naHHbI (iares-
JIVTH MUTPHPYET C OOJIBIIIEN CKOPOCTHIO, YeM 3TO MOKHO OBLIIO OXKHMIATh Ha
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OCHOBaHUHU €ro MnepBUYHOM CTpyKTYphl [115]. Bo3MOXHO, 4TO OOBIYHO
HCITONTb3YyeMble KapOoTHApaTHBIC KPACUTEITN He OTIPEICIIAIOT OJIurocaxapa
BO BceX (hiareJImHaX apxeid, IT03TOMY, HeCMOTpPSI Ha OTCYTCTBYE OKpaIlly-
BaHMSsI, HA OCHOBAHUM TAHHBIX 3JIeKTpodope3a KIyTUKOB M. voltae ipe-
TTOJIOXKIITM HAJTMIWE OJTUTOCAaXapuIHOTo ocTaTka. Tak, B MyTanTax M. vol-
fae, B KOTOPBIX OJIOKMPOBAHO OTIIETUICHNUE JIMIEPHOTO MENTU A, IToJIoca,
AMeIoNIas MePEeKPECTHYIO PEaKIINIo ¢ aHTUCBIBOPOTKOM, TTOTyYeHHOM
npotuB ¢iareuimHa M. voltae ¢ moj. maccoii 31k/la, uMeeT MOJI. Maccy
npudausutenbHo 20 k/la [105]. XuMmuueckoe aerimko3uapoBaHue dJia-
resuiuHoB M. hungatei JF1 u H. halobium npuBOAUT K CHUKEHUIO MOJI.
Macchl HaTUBHBIX (praresinHoB Ha 10 ka [144, 196]. DTot Xe dakT oT™Me-
YyeH u 1 daareiuHoB Methanococcus deltae — npu MHTMOMPOBAHUY
MIMKO3WIMPOBAaHMS OaliTpalimHoMm [ 34].

XoTst (hyHKIIMST IITMKO3WIIMPOBAHMS KTYTUKOB apXeil 0 KOHIIA He SICHa,
MIPEANOJIaraoT, YTO ITMKO3WINPOBAHKE UTPAET BasKHYIO POJIb IIPH BXOXK-
JIEHUU CYOBEIMHUIIBI B TIPOMYKT COOpPKU. Tak, B YaCTHOCTH, ITOKa3aHO,
YTO B MpUCyTcTBUM OaruTpauurHa (100 Mr/mit) XTyTUKU OTCYTCTBYIOT, U
3TO SIBJISIETCS CIEACTBIEM MMEHHO MHTOMPOBAHMS TIMKO3WINPOBAHUSI,
a He TUCCOLMAIINY HUTH M3-3a BOBMOXKHOTO «IeTePTeHTHOTO» IeHCTBUS
bamutpamuHa [34].

ITo aMTHOKHCITIOTHOMY COCTaBY (hIareJUTMHBI XKTYTUKOB apXeil Majio
OTJIMYAIOTCS OT OaKTepUalbHbIX (hjaresinHOB. [1paBna, y ¢aareimHOB
HEKOTOPBIX METAHOTEHHBIX apXeil 0OHAPYKEHO IMTPUCYTCTBHUE [IUCTENHA 1
TpunTodaHa, OTCYTCTBYIOIIUX y (hare/uinHoB OakTepuii. Kak n'y 6akre-
puii, y piareninHoB apxeit HaOIoaaeTCs TpeodiafaHe KUCIbIX U HEUT-
panbHbBIX aMUHOKUCTOT [104]. B HacTosiee BpeMs u3aBecTHbI 22 N-KOH-
IIeBBIX AMIMTHOKMCIIOTHBIX ITOC/Ie0BaTeTbHOCTH (prraresTmHOB 13 10 pas-
JIMYHBIX apxeit (M. voltae, Methanococcus jannaschii, M. deltae, Methano-
coccus vannielii, Methanoculleus marisnigri, Methanospirillum hungatei GP1
uJF1, H. halobium, Thermoplasma volcanium, Sulfolobus shibatae), npone-
MOHCTPHPOBABIINX BEICOKYIO CTeTICHb KOHCEPBATUBHOCTH N -KOHIIEBOI
YacTH B O3ULMsIX ¢ 3 110 23 [64]. OnHako, B psine hiare/;IMHOB, HAIIpUMED,
B XryTukax Natronobacterium pharaonis u Natronobacterium magadii,
TTOTTBITKA M3Y4NTh N-KOHIIEBYIO TTOCTIEIOBATEIbHOCTh OKa3a/Iach Heymad-
HOM M3-3a X yCTOMYMBOCTH K IETpagaIiii 1o DIMaHy, YTO CBUICTETbCT-
BOBaJIO 0 OJtokMpaBaHuu O0enka ¢ N-koHma [13].

s H. halobium BiepBhIe olpeeieHa HyKJIEOTUIHAS ITOCTIEI0BATE b~
HOCTbH B CEMEICTBE TeHOB (DJIareJUTMHOB U TTOJTYJYEeHBI TIepBbie TaHHEIE,
CBUIETEILCTBYIOIIIME O TOM, UTO KTYTUKOBBIC CUCTEMBI apXeii 1 GaKkTepuit
pa3IMYHbI, TaK KaK ¢hraeesiutvl apxeil He UMEHOM HUKAKOU 20MOAOUU 6
NEePBUUHHBIX CMPYKMYPax ¢ 0aKkmepuaivrbimu gaaeearunamu. Y diarennm-
HOB 9KCTPeMaTbHBIX TaI0(MUIOB MACHTUMUIINPOBAHBI ABE TPAHCKPHUII-
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LIMOHHBIX EIMHULIBI, U3 KOTOPBIX OJTHA, KOAUPYIOLLIAst 2 TaHAeMa (iares -
HOBbIX T€HOB, 0003HaueHa Kak fIgAl u flgA2, a npyrasi, Koaupyoas 3
taHnema, Kak flgB1, figB2 u figB3 [72]. Bce 5 npoaykToB reHOB UAEHTU-
(pmLIMpOBaHbI B OUMIIEHHBIX XKIYTUKAX [73]. DTH 5 reHOB KOAUPYIOT OeIK1
oT 193 1o 196 aMMHOKKCITOT CO 3HAYNTETHbHBIMU Y9aCTKaMU BEICOKO KOH-
CepBAaTUBHBIX ITOCJIEIOBATEIbHOCTEH, BKiTIoUast 70 N-KOHIIEBBIX aMIHO-
kucioT. N-koHen duaremnuHa Fla I cynepdmareuisr (Mot macca 23,5
kJla) ycroiiuuMB K nerpagalidu 1o DamaHy [72], Tak 4TO MPUCYTCTBUE
KaKOT0-JTN0O0 JINIEPHOTO MTETITHIa He MOTJIO OBITh OTIPEIe/ICHO.

Bropoe (aareinnHoBoe apxeiitHOe T’eHHOE CeMEeCTBO KIIOHMPOBAHO U
CEKBEHMPOBAHO 13 Me30(uIbHOro MetaHoreHa M. voltae [115]. I1pu cpas-
HEHUM C dKCTpeMaJbHBIMU TaJlo(pWIaMi HaOIIomaeTcs 3HAUUTEIbHOE
OTJINYME B TeHaX (bJlareJUTMHOB 3TUX ABYX ITpencTaBuTeseit apxeit. Ompe-
JIeJIEHBI IBe TPAHCKPUITIIMOHBIE AMHUIIBI, OTHA M3 KOTOPHIX KOAMPOBaIa
onuH dnaresuiuH (flaA), a Bropasi — tpu aaresuivHa (flaB1, flaB2, flaB3).
[ennl, Kogupyroue diare;umiHbl M. voltae, okazanuch 0osee JTMHHBIMU
T10 cpaBHEHUIO ¢ TeHaMu H. halobium, i KomUpyIOT OJTKY IJTMHOM oT 216
1o 239 amuHokucaoT. Kak u y rajoguioB, y METAaHOTEHOB OKa3aJIUCh
KOHCepBaTUBHBIMU N -KOHIIEBble aMIUHOKHUCIIOTHBIE TTOCIIEA0BATETLHOCTI
(areIMHOB.

M3yueHne reHHBIX TTOC/IeA0OBATEILHOCTE M apxebaKTepruaIbHbIX (hjia-
TeJUTMHOB OOHAPYKIJTO IIPUCYTCTBHE 12 KOPOTKMX aMUHOKHMCIIOTHBIX CHUT-
HaJbHBIX YYaCTKOB, KOTOPBIX HET y OaKTepUaibHbIX (haareuiuHoB [115].
[pu cpaBHEHNUM TIEPBUIHBIX MTOCIIEIOBATETLHOCTEH (hIareUTMHOB Tajio-
(bmT0B M METAaHOTEHOB OOHAPYKMBAETCS BBICOKASI CTETIEHh KOHCEPBATHB-
HOCTU B To3uLIMsIx oT 12 1o 59. [NepBble 12 aMMHOKMCIOT MPEACTaBIISIIOT
€000 TMAEPHBII TIETITH, ¥ TOJIBKO nocemytoriye 50 N-KOHIIeBbIX aMHO-
KMCJIOT UMEIOT 00J1b11oe cxoAcTBo [ 114]. [TogoOHast BbIcOKass KOHCEpBa-
TUBHOCTh OJAWHAKOBBIX MOJIUTENTUIHBIX OTPE3KOB y (IIaTeJNIMHOB
Pa3TMYHBIX apXeil, pacTIoIOXKEHHBIX B COBEPIIEHHO Pa3TMIHBIX 9KOJIO-
TMYEeCKNX HUIIIAX, TTOApa3yMeBaeT, YTo N-KOHIIEBBIEe 00JIaCTH MOJIEKYIT
WTPAFOT BaXKHYIO POJIb B COOpKe MM (PYHKIIMY KTYTHUKA apxeil. JImmepHbIe
K€ TIeTITUIBI Y (PIIaTeITMHOB apXeil UMEIOT He TOJTBKO HEOOBITHO KOPOTKYIO
JJTAHY, HO Y IOC/IeI0BAaTEeIbHOCTY X pa3inyHbl [105].

TunpodooHbIe npoduiu duarenuHoB u3 M. voltae, N. magadiin H.
holobium odeHb TTOXOXM KaK MeXKIy o001, Tak 1 Ha muianH IV tuna, Ho He
MMEIOT HUYEro o0IIero ¢ 0akrepuaibHbBIMK (aremmmHamu |14, 105].
CpaBHeHNE aMMHOKMCJIOTHBIX ITocieqoBaTe/ibHOoCTel 0enka FlaB2 u3 V.
magadiiv nuHa u3 N. gonorrhoeae yka3biBaeT HA HEKOTOPYIO TOMOJIOTUIO
BO BCeli MOC/IeI0BaTeIbHOCTU TaHHBIX 0eJKOB [14]. B cBsi3u ¢ 9TMM BbIC-
KazaHo MPeAroI0XKEeHUE O CXOICTBE MEXaHM3MOB OTIIETUICHUS JIUAEPHOTO
TIETITH/IA, a TAKXKE TPaHCTIOpTa (PIIareJITIMHOB Y 3KTYTHKOB apXeil v IMJTMHOB
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OakTepuii IIpu cOOpPKE ITUX HAAMOJIEKYJISIpHBIX cTpyKTYp [105]. Cenm-
¢uyeckoit yepToi JUIEepHON MENTUAA3bl, MPOBOASIIIEH OTIIEICHUE
MenTuaa y MUIKMHOB, SIBJISIETCS, T0-BUAMMOMY, y3HaBaHUE MHBAPUAHTHOTO
MIMLMHA, HaXos11erocs rnepes ruipooOHbIM YUacTKOM Oeska. Takum
IJIMLIMHOM, BO3MOXHO, siBJisieTcs Glyl1, KoTophlii mpucyTCTBYET BO (hjia-
reJilMHax apxeit, kogupyeMbix reHamu flaB2 v flaB3 N. magadii[14]]. T1o-
BUJIMMOMY, MOKHO TOBOPUTH O CYIIIECTBOBAHWM KOpPOTKOro 10 amuHo-
KHCJIOTHOTO JIUJIEPHOTO MenTuaa U 'y (areJUIMHOB apxeil, U y MUJINHOB
[105]. OGHapyxeHUe CXOACTBA MEX1y MePBUUYHBIMU CTPYKTYpamu diia-
reJUTMHOB apxeit v muinHOoB IV Tumna 6akrepuii ssBisieTcsl BeCbMa MHTepec-
HbIM (haKTOM, TTO3BOJISTIOLIMM MPEATOJOXKUTh CYIIIECTBOBAHUE OOIIIHOCTU
MEXy STUMU OEJIKOBBIMU CTPYKTYPaMU B MEXaHHU3MaX UX CUHTE3a.

KryTuku MeTaHOreHOB U TajloUI0B yCTOMUYMBBI K 00padoTKe (ep-
MEHTaMU U 6oJiee yCTOMYMBEI K BBICOKUM TeMIeparypaM, ueM HB2K [630,
66]. B orcyrcTBre NaCl XXTyTUKY raToDWIBHBIX apXeil TUCCOLMUPYIOT
Ha cocTabJisttonye ux caareuinHbl [24]. Mcxonst u3 cBoMCTB iareIMHOB
Bb2K, MOXXHO OBLIO TTPEANONOXUTH BO3MOXHOCTb PEKOHCTPYKIIMM XKTY-
TIKOB H. halobium nipyn nuanu3e pacTBOpa MOHOMEPHOIO (hjareuimHa
npotuB 4M NaCl. Oka3zanoch, ogHaKo, 4TO (JIareJJIMHBL apXxeil He
CcoOMparoTCcsl B HUTH MPU Mepexo/ie OT HU3KOM K BHICOKO KOHIIEHTpaluu
comm [66]. DTOT HaKT KOCBEHHO TTOATBEPKIAET pasIudre CTPYKTYPHI
KTYTUKOB O0akTepuit u apxeii. M3yueHue nuccoumalivy XXryTUuKOB apXeit
00HapYXUJI0 Y HUX MHTEPECHbIE CBOMCTBA. Tak, y )KTYTUKOB rajoaakaio-
¢unbHbIX apxeit N. magadiin N. pharaonis 6bU11 0OHAPYXEHBI TOJUMEDP-
HbI€ CTPYKTYPbI, Ha3BaHHbIE TTPOTO(UIaAMEHTaAMI, OOpa3yIoIINecs MpU
JNHUCCOLMALIY TaHHBIX XXTYTUKOB IMPU TOHWXeHUs1 KoHLeHTpaluy NaCl
[12, 66]. B aTix Xe paboTax IMOKa3aHO, UYTO CBI3M MEXIY IpoToduIa-
MEHTaMUW MeHee CTaOWIbHBI, YeM MEXIy CyObeIMHUIAMU B MPOTOdU-
JlameHTax. Takxke ¢ JOCTaTOYHOU CTeNeHbI0 YOeNUTeIbHOCTH TTOKa3aHo,
y1o C-KOHIIeBasi 4acTh (hare;UIMHOB apXxeii He y4acTBYeT B 00pa3oBaHUU
MEXCYObeMHUYHBIX KOHTAKTOB B MTPOTO(MIaMEHTaX, TaK KaK (hepMeH-
TaTUBHbBIN TUAPOSIU3, TPUBOASALINHI K OTPbIBY C-KOHIIOBBIX MOC/IEI0Ba-
TEJIBLHOCTEN , He TPUBOAMT K Pa3pyLIeHUIO OJUMEPHOM CTPYKTYpHI [176].
[To-BunuMomy, orpeaesiollyo pojb B 00pa30BaHUM YeTBEPTUUHOMK
CTPYKTYPbI KTYTUKOB rajloalKalo(pUIbHBIX apXeil UrpatoT rTuapochoOoHbIe
B3auMoeicTBUSI N-KOHIIEBbIX YUaCTKOB (hjiareJsinHOB, a C-KOHILIeBbIe
YUaCTKM BXOJSIT B COCTaB BHEIIIHUX IOMEHOB.

ITo ananoruu ¢ b2K 66111 cieaHbl MOMBITKA OOHAPYKUTh Y )KTYTUKOB
apxeit 0azajibHbIE TeJla. DJIEKTPOHHO-MUKPOCKOITMUECKHEe UCCIeIOBAH NS
KTYTUKOB METAHOT€HOB, U30JIMPOBAHHBIX 13 KJIETOK C UCITOJIb30BAHUEM
Pa3IMYHBIX AETEPTEHTOB, HE 0OHAPYKWJIN KAKUX-TTM0O0 CTPYKTYP, TTOXOKUX
Ha GazanbHble Tesa b2K. Y aTux XryTMkoB Ha MX KOHIE Habaoaanach
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JIAIIB Y3eJIKOBasT CTPYKTYpa M YTOJIIIIEHUE HUTH B TIPUMBIKAIOIINX K 3TOM
cTpykType yuyactkax [113]. OnHako, TpyIHO MPeanooXuThb, YTO HaOI10-
JaeMasl CTPYKTypa M eCTh 0a3aibHoe Tejio. [1o-Buammomy, 3To 06pa3o-
BaHUe SIBJIIETCS YACThIO KaKOM-TO BHYTPUKIIETOUHOM CTPYKTYPHI KTYTH-
KOB, YCTOMYMBO K TOBOJIBHO X€CTKUM BO3IEWCTBHUSIM ITPH VX U30JUPO-
BaHuwu [103, 104].

[epBoii paboTOI 110 U3YUEHUIO KTYTUKOB apXeil Ha MpruMepe 9KCTpe-
ManbHOTO Tanoduna H. halobium ctana pabora Aimama n OcrepxenbTa
[23]. ABTOpEI ITPEANOJIOXIIN, UTO ITYYOK XKI'YTUKOB, HE pa3jieTaloIIniCs
B CTOPOHBI TTPY M3MEHEHWW HATIPABJICHHSI BpaIlleHHsI, BRIXOIUT M3 00J1acTH,
HaxOJISIIIIeCs IO IUTOTUIa3MaTHIeC-
KOt MeMOpaHOIi, 1, BO3MOXHO, OCHO-
BaHUS KTYTUKOB 00 be TMHEHBI KAKOM -
TO eIMHON CcTpykTypoii. He moiayuyus
TTOJTOXKUTETbHBIX PE3YIIBTAaTOB 10 BhIZIe-
JIEHUIO «MHTAKTHBIX XXTYTUKOB» apXxeil
Pa3TMIHBIMUA OMOXUMIYECKIMHI METO-
JaMM, MBI TIOTIBITAINCH UCCIIEIOBATh
00J1aCTh BXOXKIIEHMS KTYTUKOB B KJI€T-
Ky METOIOM YJIBTPaTOHKUX CPE30B.
DTOT METO XOPOIIIO ceOsT 3apeKOMEH-
JIOBAJI B TEX CITyJasiX, KOraa HeOOXOMM-
MO YTOYHUTH BHYTPUKIIETOUHYIO JIOKa-
JIN3aLNI0 BBIACISIEMBIX CTPYKTYD, a
TaKKe eCJIM TIpeTojiaraeTcs, 9To Ka-
KHe-TO KOMITOHEHTHI TIPY BBIICJICHUH
TepstoTcsa. B cocTaBe KTyTHKOBOTO
aTrrapara apXeii-TajsodwIoB IO IUTO-
TIa3MaTUIeCKO MeMOPaHOI MBI BITep-
BbIe OOHAPYKUJIU HOBYIO CTPYKTYDY,
OTCYTCTBYIOIIYIO Y 3y0akTepuii [1]
(puc. 5). CtpykTypa uMeeT BUI AUCKa
10 250—300 HM B IMaMeTpe 1 pacrioyia-
raeTcst HeToCPeICTBEHHO B OCHOBAHIH
ITy4YKa KTYTHKOB B ITUTOIIIa3Me Ha pac-
CTOSTHUM 0K0J10 20 HM OT MeMOpaHHI.
OTa cTpyKTypa, Ha3BaHHAasl HaMu duc-
K006pazHoil naacmunuamoii cmpykmy- Puc. 5. DIEKTpOHHBIE MUKPOhOTO-
poii (ITIC), COCTOWT U3 psina cIoeB 1, rpaq)ulzm NMCKOOOPa3HON TJIAaCTUH-

yaToii ctpykTypsl (AI1C) Ha nomtoce
TO-BUIMMOMY, BKITHOUAET MEMOPAHOIIO- o b o ot IIPU Pa3HBIX
106HOE 00pa3oBaHe. DKCIIEPUMEHTDI  dyykcanusax u yBeinueHusx. Mac-
110 Pa3pyLIEHUIO KJIETOK CHUXKEHUEM 1urabHas auHeiika — 100 M [1, 16].
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koHueHTpamu NaCl mokazanu, uro JII1C 1 ImydoK XXT'yTUKOB TOCTaATOYHO
IIPOYHO CBSI3aHEI ¢ KJIETOYHOI 00010uKOI (puc. 50). [To3gHee B 1abopa-
topun OcTepxeibTa U3 KIeToK H. salinarium BMecTe CO XTyTUKaMU ObUIN
M30JIMPOBAHBI OOBEANHSIONINE UX OCHOBAHUST CTPYKTYPhI, Ha3BaHHbBIE
aBTopamu «polar cap structures» [137]. Ix pa3zmepbl COOTBETCTBYIOT
pa3smepam AI1IC 1 11o3TOMY BIIOJIHE JIOTUYHO IPEANOI0XUTh, YTO 3TU
CTPYKTYPhI UMEIOT OTHOIIEHME K 0OHapykeHHbIM Hamu J1IT1C. Ananorny-
HYIO CTPYKTYPY Mbl HaOJI0aIu U B KJeTkax Natronobacterium magadii
(HeomyOIMKOBaHHBIE TaHHBIE). TaKMM 06pa30M, CKJIaIbIBAETCST BIIEUaT-
JIEHME, 4TO HaM YIaJI0Ch UACHTU(MUIINPOBATH CBSA3BIBAIOIIYIO OCHOBAHUS
SKTYTHIKOB OCOOYIO IIUTOITIa3MaTUIECKYIO CTPYKTYPY, TUTTIHYO JIJIST apXeid,
HO OTCYTCTBYIOLIYIO Y OakTepuii. [IpuHIMNIMAaNIbHO MHAsI OpraHu3alus
KJIETOYHOM CTEHKMU apxeil U 9KCTpeMabHbIe YCIOBUS MX OOMTAHUS
TTO3BOJISIIOT TIPEITOIOKUTE OCOOBIN CITOCOO KPEIUIEHUST UX KTYTUKOB.
WnTepeceH B 310 cBsI3U apxeoH Termoplasma acidophillum, nuilieHHOI
KJIETOYHOI CTEHKHU, HO KOTOPHBIH, TeM He MeHee, UMeeT JKTYTHKH U ITOIBH -
keH [36]. [IpeacTaBisieTcsl BEPOSITHBIM, UTO IMYYKU KITYTUKOB B KJIETKAX
apxeii (Bce MCCIieMOBaHHbBIE HA CETOMHSTITHII IeHb apXer OKa3aIrCh JIOOo-
TPUXaMH ) 3aKPETUICHBI INTABHBIM 00pa30M ITPY ITOMOIIN [IUTOTLIa3MaTH -
YeCKUX CTPYKTYP, TOA00HBIX ontucaHHoi Hamu JITTC.

HemocpencTBeHHO ITOI MEMOPaHOI BOJIM3HU TTOJTIOCOB KIIETOK rajlo0aK-
TepUii MBI OOHAPYXXWUIIN ellle OTHY CIIOKHOOPTaHU30BAaHHYIO CTPYKTYPY,
Ha MepBblil B3mIs1n HanoMuHatomyto JII1C, onHako, UMEOIIyI0 COBEp-
IIIEHHO MHOE CTpOeHMe U JoKanmu3anuio [15, 16]. Ha otnenbHBIX cpe3ax
IIpY HEOOJBIIIOM YBEIWYEHUM CTPYKTypa MMeEET BHJ TapajjieIbHOMI
IUTOIIa3MaTHIeCKO MeMOpaHe 3JIeKTPOHHO-TIJIOTHOM TMHUH, OMHAKO
3Ta JIMHUS HUKOTIA He TIPOCTUPAETCS B 30HY BXOXICHUS XKTYTHKOB (pHC.
6). OrmceIBaeMast CTpYKTypa «ITOACTUIAeT» IINTOIIa3MaTHIECKYIO MEM-
OpaHy IIpUOIM3UTETHEHO Ha TOM Xe paccTossHuu, uro 1 JAT1C, Ho, B oTimame
OT Hee, He COAEePKUT MeMOpaHOoIIomoOHOTo 06pa3oBaHus. B ee cocraBe
MOXKHO PasIISIIEThb PSII TII00YI, Kaskaast U3 KOTOPBIX COSIMHEHA C IIUTO-
IJ1a3MaTUIeCKOM MeMOpaHoit MOCTUKOM-CeIToi. PaHee 3Ta cTpyKTypa
OblIa oTnMcaHa Kak «McuepyeHblil riact» [181] u nHorma oTmevanach Ha
OIMHOYHBIX cpe3axX. Mophorornaeckie XxapaKTepUCTUKI 3TOU CTPYKTYPHI
ITOJTHOCTBIO COOTBETCTBYIOT MMEIOIINMCS B JIMTEPAType OMUCAHUAM
«ITOJIIPHOI opraHeuThl» GakTepwmii [44, 163, 214]. [To HammM mpenBa-
PUTETHLHBIM JaHHBIM [ 16] 3Ta CTPYKTypa, TaK Ke KaK 1 «ITOJISIpHast opra-
HeJuTa» GaKTepuit, ToaBepraeTcs MUTOXUMUIECKOMY OKPAITMBAHUIO TIPU
BoIgBlieHU ATM-a3Hoit akTBHOCTH 10 MeTonvKe Tayirena [205].

Hecmotps Ha To, 9TO Ha cpe3ax YacTo HaOIIOMAeTCsT OUeHb OJIM3KOe
B3anMHoe pacnojioxkeHue JITTC u monsipHoil opraHesuibl, YeTKOH CBSI3U
MEXIy HUMU OOHapyXUTh He yaaiock. Ha puc. 7 npencraBieHo cxema-
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Puc. 6. DiekTpoHHbIe MUKPOGhOTOrpadru MOJISIPHOI OpraHesUTbl KieToK H. salinarium.

CIUIOLIHBIMU CTPEJIKAMU YKa3aHa «IoJIsipHast opraHesuia», npepoiBuctoii — JITIC.
MaciurabHast imHeiika — 100 Hm [16].

Puc. 7. Cxematnueckoe u3obpakeHne
MoJII0ca KJIETKU TajoWIbHOTO apXeoHa
(TTPOIOJILHEBIN pa3pe3s).

K — xryrnku, KC — kjeTouHas CTeHKa,
LITM — uuroruiazamaTuyeckas MeMOpa-
Ha, JII1C — nrckoobpa3Hast riacTuHYa-
Tast cTpykTypa, [10 — mosigpHast opraHes-
j1a. Maciura6 He cobmoneH [16].

THYECKOe M300paxXeHne MOJISIPHBIX CTPYKTYP MCCIeAOBAHHBIX HAMU
raropmIbHBIX apxeit [15, 16].

MPEJIITOJIATAEMAS MOJETbL CBOPKHU XTYTUKOB APXEN

HTak, Ha cerogHsIHU 1eHb UMeeTCsl yOeIUTeIbHO MOAKPEIJIEHHOE
BKCIEepUMEHTabHBIMU JaHHBIMU MHeHUe, YTo HB2K nipeacrapisier coboit
LWIMHIPUYECKYIO CTPYKTYDY, a MOJIEKYJbl (haare/uimHa TPAaHCIIOPTU-
PYIOTCH 4Yepes3 €e BHYTPEHHUM MMOJbI KaHal HAa JUCTAJIbHBIA KOHEL]
XKTYTUKA U BKIIIOYAIOTCS B HAAMOJIEKYJISIDHYIO CTPYKTYPY CIIUPATIBbHOM
HUTHU. BaxHo, 4TO (hs1aresisIMH He TPaHCTIOPTUPYETCS Uepe3 MeMOpaHy Ipu
MOMOIIY CUTHAJIBHOTO MENTUAA, a TPOXOIUT 110 BCEW IJIMHE BHYTPEHHETO
KaHajia HUTU C TTOMOUIbIO CTIELMMUYHOM /TS KTyTUKa 6aKTepuii (1 roka
He YCTaHOBJIEHHOM ) TPAaHCTIOPTHOM CUCTEMBI.

MexaHuU3M COOPKHU XTYTUKOB apXeil K HACTOSIIIEMY MOMEHTY He
M3BECTEH, HO BCe MMetolrecs (hakThl JOBOJIbHO YOEIUTEIbHO TOBOPSIT B
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MOJIb3Y CYIIECTBEHHOTO €ro OTJIMYMS OT OaKTepuaaibHOTo. Bo-TepBhiX,
KTYTUKU apXeil UMeIOT MYJIBTUTUIETHBIN COCTaB, MpUUYeM UX (hJiare/UTMHbI
cojiepKar JUAepHbIe TIENTUIbI, KOTOPbIe OTCYTCTBYIOT y (harejyIMHOB
baktepuii. [To-Bunumomy, (pareuIMHBI apXeit TPaHCITOPTUPYIOTCSI HE 10
BHYTpPEHHEMY KaHaJly, a uepe3 LIMToIIa3MaTuIecKyo MeMopaHy. Bo-BTo-
PBIX, (hareJUIMHBI apXeit INTMKO3WIMPOBAHbI, U NIMKO3UIMPOBAHUE TPOUC-
XOIUT C BHEIITHEM CTOpOHBI MeMOpaHkbI [201], 4T0 TaksKe 3aTpyaHSIET COOPKY
HUTU M0 OaKTepUaIbHOMY MexaHU3My. CJI0XKHO MPeCTaBUTh, UTO CUCTEMA
JIMKO3WJIMPOBAHUST MOXKET HAXOAUTHCSI HA KOHIIE XKT'yTUKa. B-TpeTbux,
JIIMaMeTp XTYTUKOB apxeil B Ba pa3da MeHbliie nuamerpa b2XK u comHu-
TEJIbHO, YTO MOJIEKYJIbI (py1are;JIMHOB MOTJIM Obl IepeBUTaThCsI TIO BHYT-
peHHeMy KaHaity. Bo3aMoxkHO, ero mpocto He cyiiecTByet [105].

Ipynna /I>kappesia BnepBble oOpaTuia BHUMaHKE Ha TOMOJIOTHUIO
KOHCepBaTUBHOIO ruipodooHoro N-KOHIIEBOTO yuyacTKa (areJyIMHOB
apxeii 1 N-KoHIIeBoro yyactka matnHoB [V tima [63]. [Tvmaer [V trma —
9TO HUTEBUJHBIE CTPYKTYPhI, COCTOSIIIIUE U3 CTIUPATBHO YJIOXEHHBIX
OEIKOBBIX CYOBeIMHULL. B TO BpeMs KaK KTYTUKU BBITTOJIHSIOT, B OCHOB-
HOM, (PYHKIIWIO ABVIKEHMUSI, TIVUIH OTHOCSITCS K T€TePOTeHHOM IpyTIIe 1
OTBETCTBEHHBI 3a PsiJl MPOLIECCOB, BKJIIOYAsl aAre3nio, KOHbIOTalMio U
0coOBbI BU TpaHcaoKauuu (twiching motility). OCHOBHOU 0COOEHHOCTBIO
9TUX OEJIKOB SIBJISIETCSI TOMOJIOTHS B X N-KOHIIEBOI YacTu B pailoHe
20—25 amuHokMCIOT. Kpome Toro, y 3Tux 6eJKOB UMeeTCsl KOPOTKUA
JIAIEPHBIN TIETTTH]T M3 6—7 aMITHOKMCITOT, KOTOPBIi OTIIETIISIETCS TTO OCTaT-
KY MHBapUaHTHOTO IMLIMHA, PACTIOIOKEHHOTO Tiepe1 TMIpohOOHbIM yyacT-
koM [93]. Bce 6enku aToro cemeiicTBa 10BOJIbHO HeOobIe — 100—240
aMuHOKMCIOT. MMeroTcsa Takke maHHBIEe, 4TO N-KOHIIEBask 001acTh
muanHoB IV TIia ygacTByeT BO B3aMMOIECTBUM CYObeAUHUILL B (buja-
MeHTe. PocT nuel mpoucxoauT Ha MPOKCUMAaJIbHOM KOHIIE, TPU 3TOM
0esloK muJjield cooupaeTcsl B JIMHEHbIE MOJIMMEPhI, KOTOPbIE YITaKOBbI-
BalOTCs B MpaBO3aKpyuyeHHbIE CITUMPAJIU MOCJe TPpaHCIOKAIIMU Yepe3
crneuurduyeckKre KaHajbl, 00pa3oBaHHbIE €IMHCTBEHHBIM OEJIKOM B Ha-
pyxHOI1 MeMOpane [93, 208].

Dyare TIMHEBI apXeit UMEIOT HEKOTOphIe O0IIIMe CBOMCTBA C TTHITMHAMK
IV tuna, a uMeHHO, HaJIM4YKME TOMOJIOTUH B TUAPO(POOHOM N-KOHILIEBOM
yyacTKe 1 HaJluuue HeboJibloro auaepHoro nentuaa. Ho B orinyue ot
MUJIKMHOB, /IS (pare;UIMHOB apXeit He 0OHapyXeHbl BCIIOMOTaTeJIbHbIe
OeJIKM, y9acTBYIOIIMe B COOpKe XTIYyTUKOB. TeM He MeHee psii CBOICTB
(nareIMHOB apxeil JaeT BO3MOXHOCTb ITPEATNONOXUTh, UTO B COOpPKeE
KTYTMKOB apXxeil yJacTBYIOT BCloMoOrarejibHble 0eJIKM, BO3MOXHO 3TO
Oenku-1arnepoHs! [4]. M3BecTHO, UTO (hyrareJUIMHBI apXeil 00n1agamoT
runpooOHBIM N-KOHLEBBIM YUacTKOM. UTOOBI Mpe10TBPaTUTD UX HECTIe-
LHU(PUIECKYI0 arperaiuio, 3TOT yuacTOK JOJKEeH ObITh 9KpaHUPOBAH Cpazy
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rocJjie CMHTe3a Ha pubocome. B KiieTkax a3yKapuoT 3Ty pOJib BbITOJHSIOT
LIaIIepOHbI, OTHOCSIIMECS K ceMelicTBaM IIOKOBBIX OesnkoB Hsp70 un
Hsp60. Ha ocHOBaHWM 3THX JaHHBIX ObIJIa IMpeIIoXKeHa MOAEb COOPKHU
KryTukoB apxeid [105] (puc. 8). HemocpeactBeHo 1mocjie TpaHCASILIUA
npedaare/IMHbI (C IUAESPHBIMU MeNTUAAMU ) B3aUMOAECHCTBYIOT C LIMTO-
MJ1a3MaTUYeCKUMHU IIarepoHaMu, 00pa3ysi MHTEpMEINAThl, KOTOPbIE Mpe-
JIOTBpallaloT Hecreln@uueckyo arperaiuio rnpedare/;UIMHOB 3a cUeT
ruapodooHoro N-koHueBoro yuactka (1). JIugepHbie nenTuasl mpedoia-
reJUTMHOB OIPE/IEISIIOT MeCTa TPAaHCIOKAllMM Ha BHYTPEHHE M MOBEPXHOCTU
LIMTOIUIa3MaTUYECKOI MeMOpaHbI B 00J1aCTH ITOJIIPHOI MeMOpPaHOITOn00-
HOU cTpyKTYypHhI (2). TaMm 11anepoHbl BBICBOOOXKIAIOTCSI U3 KOMILIEKCa,
JIUJIEPHBIE MENTUAbI OTIIETUISIIOTCS OT Mpediare/UIMHOB, a r’MAPO(OOHbII
N-KOH1IeBOI yuacTOK OeJIKOB MCIOJb3YETCS JIsl UX TpaHCIOpTa yepe3
LIUTOIIIa3MaTH4YeCKy1o MeMOpany (3). CyObeIMHUIILI TTOABEPIarOTCSI I -
KO3WIMPOBAHUIO U BKJIIOUAIOTCSI BOCHOBAHME PaCTYILero XryTuka. Poct
HUTH XKTYTUKOB 3aKaHYMBAETCS BKJIIOUEHUEM MUHOPHBIX BUIOB (piiarei-
JIUHOB (4).

S-cnoit

LUTOIIa3MaTUyecKas
MeMOpaHa

ATIC
(6GazasnbHas
MeMOpaHHast

CTPYKTYpa)

Puc. 8. Monenb coopku xrytuka apxei [105].

C — oenok-marnepoH, L.P. — nunepHas nentunaza, G — TJIMKO3UJIMPOBAaHHUE.
BazanbHast MemMOpaHHasi CTPYKTypa, MO-BUIUMOMY, COOTBETCTBYET OOHAPYKEHHOM
Hamu JI1C [1] (0ObsicHeHUE B TEKCTE).
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IMpemioxeHHast cxeMa, OCHOBaHHAsI HA 9KCITEPUMEHTAIbHBIX JTAaHHBIX
1IeJIOTO psifia paboT, HE UMeeT HMYero oo111ero ¢ 00pazoBaHUEM HaIMO-
JIeKyJIsIpHOU cTpyKTYphl b2K. MHOrMe MoABUXHBIE apXeu UMEIOT OYE€Hb
MPOCTYIO CTPYKTYPY KJIETOUHOM CTEHKH,, COCTOSIIILYIO TOJILKO 13 OEJIKOBOTO
S-cnos, nexaillero Ha LMTOIIa3MaTUUEeCKO MemOpaHe. TpexmepHas
PEKOHCTPYKIIMS ITOKA3aJja, YTO Y apXeid, BO3MOXKHO, UMEETCs IMPOCTPaH-
CTBO MEXIy MEMOPAHOI 1 S-CJI0eM, aHAJTOTUIHOE TIepUTIIIa3MaTHIECKOMY
IIPOCTPAHCTBY OaKTEpHUii, M OCIKU, OTBEUYAIOILINE 3a COOPKY KI'YTUKOB
apxeit, MOT'yT HaXOIUTLCSI UMEHHO B 3TOM ITpocTpaHcTBe [33].

VIII. BAKJTIOYEHUE

[TpuBeneHHbIE B HACTOSIIIIEM 0030pe TaHHbIE CBUAETEILCTBYIOT O TOM,
yTo b2K sIB/ISIIOTCS CIOKHOI MYJIBTUKOMITOHEHTHOM CUCTEMOI, Oa3aibHast
BHYTPUKJIETOUHAS YACTh KOTOPBIX BBITIOIHSIET PA3HOOOPa3HbIe (PYHKIIUU:
TPaHCTIOPT MOHOB, FeHEPALIMIO JBUXYIIEH CUJIbI, B3AUMOAEHUCTBUE C
CUTHaJIbHBIMU MOJIEKYJIAMU, OCYILIECTBAEHUE MEePEKIIOUEHUST MEXIY
aJIbTepHATUBHBIMU (DYHKIIMOHAJIbHBIMU COCTOSTHUSIMU, 9KCTIOPT OEJIKOB
u MHoroe npyroe. [Tporpecc B U3y4yeHUU XTYTUKOB apXeil MO3BOJISIET
HaJesThCSI, UYTO U UX CTPYKTYPHbIE KOMIIOHEHThI, OTBETCTBEHHbIE 3a Mepe-
YUCJIeHHbIe (DYHKIIMU, OYAYyT MACHTU(MULMPOBAHbI B OJIMXKalieM Oymy-
weM. OgHaKo, yxe ceiiuac Ha OCHOBAaHUM OOIIMPHOIO 3KCMEePUMEH-
TaJbHOI0 MaTepUraia MOXHO CIeJaTh BbIBO/, UTO 9MuU 086a MUNA 0p2aHe
HO0BUICHOCMU NPOKAPUOM CYULeCEEHHO OMAUYAIOMCS U N0 CIMPYKmype, U
no cnocody ux coopxu. Ux oOCHOBHBIE Pa3IUUUs CIAEAYIOLINE:

— KTYTUKM OaKTepuii, B OCHOBHOM, COCTOSIT U3 EAMHCTBEHHOTO (hJia-
reJUIMHA, a XTYTUKU apXeil UMeIOT MYJIbTUTLIETHBIH (pyiareUTMHOBBII
COCTaB;

— (byareJUIMHBI apxeii, B OTJn4YKe oT (hareJJIMHOB OaKTepuid, TINKO-
3UJIMPOBAHBI;

— JIMaMeTp XTYTUKOB apxell B IBa pa3a MEHbIlIe, YeM Y XTYTUKOB
OakTepuii;

— BXTyTMKax 0akTepuil y (hjareJuIMHOB KOHCepBaTUBHbBI N- 1 C-KOH-
1IbI, Y XKTYTUKOB apXeil TpenoJ0XUTeIbHO KOHCEPBATUBHbBI TOJILKO
N-KOHIIbI (hJ1areJIIMHOB,;

— TIpYU CXOJHOM aMMHOKMCJIIOTHOM COCTaBe MEPBUYHBIE CTPYKTYPhI
(¢nareIMHOB OaKkTepuii U apxeil He UMEIOT HUKAKOi TOMOJIOTUH,
ONIHAaKO, (bareJUIMHbI apXeil UMEIOT TOMOJIOTUIO ¢ OeJIKOM OaKTe-
PUATbHBIX MUJIMHOB,

— MeXaHU3Mbl COOPKHU XKTYTUKOB OaKTepUuil U apxeil, mo-BUINMOMY,
Pa3IUYHBL.
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B nipenioxxeHHOM 0030pe pacCMOTPEH YaCTHBINM CJTy4aii MHTepeCHe-
1ero (peHoMeHa — OMOJIOTMYeCKOro MOTOPa, KAaKOBBIM SIBJIsIETCSI 0a3alib-
Hoe TeJ1o b2K. D10 He caMblii MaJIeHbKU I TTPEICTABUTENb TAKOW KaTeropumn
OMOJIOTMYECKUX CUCTEM; U3BECTHA, HarpuMep, npoToHHast AT PcuHTa3za,
MOJAPOOHO M3yYeHHasl BILUTOTh 10 B3aUMOJIEUCTBU M CyObeAMHULL B AKTUB-
HoM LieHTpe. bazanbHoe Tesio b2K moka octaercst 3araakoii ¢ TOUYKU 3peHust
TOro, KaKk dHeprusi MpPOTOHHOTO I'paJMeHTa Ha LIMTOIIa3MaTUUeCKOM
MeMOpaHe MHULIMAPYET BpallleHKe TMCKOB Oa3anbHoro Teja b2K. Tem e
MeHee JOCTUTHYTbI O0JIbIIME YCIIEXU B U3yYeHUU OEJIKOBOTO COCTaBa 3TOM
cucrembl. UMeroTcst, HanpruMep, MHTEPECHBIE CBEIEHMSI O TOM, YTO aMUHO-
KHCJIOTHAsI ITOCIe10BaTeIbHOCTh OTHOTO 13 0€JIKOB 0a3a/IbHOTO TeJla XKTy-
tka — Flil — noxoxa Ha nocienoBaTe/IbHOCTb IPOTOH-TPAHCIOLNPYIO-
wieii 6akrepuanbHoit F F ATPasel [215]. [Tpeanonaraercs, yro Flil npen-
CTaBJisieT co0O0I yacTh anmnapara, KOHTPOJMPYIOLIETO 9KCIOPT (hiare/uinHa
1 aKcuaJbHbIX OEJIKOB 3a Tpe/iesibl KIETKU MpU 00pa30BaHUM KIyTUKA.
ITo Mepe nostydeHUs1 HOBBIX JaHHBIX MTPEJIaraloTCsl pa3jinyHble MOIEIN
pabotsl B2K. OnHako, B HACTOSIIIM A MOMEHT MOXKHO FOBOPUTD ITOKA TOJILKO
0 HaKOIJIeHUU (PaKTUUeCKOro MaTepurasa, YToO HECCOMHEHHO J1acT KauecT-
BEHHbIMI CKauOK B M3YYEHUU ITOW 3aMedaTebHOU OMOJOrMYecKoi
KOHCTPYKIIVH.

Topasno MeHbliie M3BECTHO O XKTYTUKaX apXel, HO TO, YTO YK€ U3BECTHO,
apryMEeHTUPOBAHHO CBUJIETEJILCTBYET O KAUECTBEHHOM OTJIMYMU UX CTPYK-
Typbl U cOopku oT Toro xe camoro y b2K. U 3nech xe ciaenyer cnenatb
aKIIeHT Ha ellle OJIHOM UHTepecHelilleM (hakTe, KacarolleMcsl 3TUX IBYX
CHUCTEM IOJBUXHOCTH MPOKapuoT. Tak, B 0030pe COBCEM He pacCMOTpeH
BOIMPOC O MPOKAPUOTUUYECKOM XTYTUKE KaK COCTaBJISIIOIIEH CEHCOPHOM
XeMOTaKTUYECKO CUCTEMBI OaKTEpUIl U apXxeid. A uccienoBaHus B 3TOM
00J1acTU OOHAPYKWIH, YTO TIPU PA3IMUHBIX MOJIEKYJISIPHBIX CTPYKTYpax
JKTYTMKOB 0aKTepUil U apxeil UMeeTcs TPaKTUYECKU TTOTHAsi TOMOJIOTUST
MX XeMOTaKTHYECKUX cucteM [63a]. M 3To memaeT 3T OpraHu3MBI elle
0oJiee MpYBJIeKaTeIbHBIMU C TOUKU 3PEHUSI TOHUMaHMSI IPOUCXOXKISHUSI
U 9BOJTIOLIMM JAHHBIX ITPECTaBUTEN e MPOKAPUOT, B UACTHOCTU, UX CUCTEM
MOJBUXHOCTU U XEMOTaKCHCa.

PaGora BeIIOTHEHA TIpU ToIepkKe Poccuiickoro doHma GyHmaMeHTaTbHBIX
uccnenoBanuit (rpaHt Ne 95—04—12713); dboHma momIepKK BEAYIINX HAYTHBIX
ko1 (rpant Ne 96—15-980190).
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