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I. BBEAEHHUE

[IpokaproThl — 6aKTEPUU U apXeH — SBIISFOTCS BAKHEHIIINM KOMIIOHEHTOM
TTOJIABIISIONIETO OOJBITMHCTBA MPUPOIHBIX IKOCUCTEM 3eMITH B TCUCHHE
Bcel ucropun 6mochepsl. IMeHHO mpokapuoTHyecKue (OpMBI KU3HU
MOATOTOBIUIM HAIly TIJIAHETY JUJIS JKU3HU DYKapHOT, U MPOJ0IKAIOT
MOJIIEP’KUBATh JKU3Hb Ha 3eMJie CBOMM y4acTHEM B Pa3HOOOpPa3HBIX
OmoreoxuMHUYecKuX IUKIax [ 1]. B sykaproTndeckux opranu3mMax KIeTKA
OakTepHuii-cCHMONOHTOB HEOOXOIUMBI JJISI MHOYKECTBA IPOIIECCOB, BKITIO-
yas MATAHWE W 3aIUTy OpraHu3Ma-xXo3suHa [2—5]. Bce m3BecTHBIC Ha
CETOIHS TPYIIIBI TPOKAPHUOT 00IaTaI0T BUpycaMHu — OakTepuodaramu
U BUpPyCaMH apXeh, CITIOCOOHBIMHU CTEIU(DUICCKH WHPHUIIUPOBATH UX
kieTku [6]. BupycHast nHGEKIHS TPUBOIUT K TIIYOOKHMM HU3MCHCHUSIM
B PA3JIMYHBIX aCIICKTaX >XU3HW MUKPOOPTaHU3MOB, BKJIHOUas UX (I)I/ISI/IO-
JIOTHUIO, 3KOJIOTHUIO W MONYIALUWOHHYIO NJUHAMUKY MI/IKpOGHBIX €000-
mecTB. MiMenHo Gakrepuodaru sSBISIOTCS €CTECTBEHHBIM PEryisiTo-
POM YHUCJIEHHOCTH OaKTepWil, UX BHYTPH- U MEKBHUIOBOTO pa3HO-
o0pa3zus, EHCTBYsl KaK CEJNCKTUBHBIN OaKTepULUIHBIA areHT, mepe-
pacrpees i pecypchl MEXKIY pa3IuYHBIMU OaKTEpUaATbHBIMU
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NONYJISUUSIMH. DTO 0COOEHHO Ba)KHO B BOJHBIX DKOCHUCTEMaXx, TJIC
JOCTYITHOCTh PACTBOPEHHOTO OPTraHMYECKOTO BEHIECTBA OrPaHHYHBACT
poct OoybIIMHCTBA reTepoTpodHbIX OakTepuii [7-9]. daroBwiii aU3MC
OKa3bIBAET BO3JCIHCTBHE M HAa MPOCTPAHCTBEHHOE pacHpeicsieHue
KJIETOK — HampuMmep, yepe3 BIUSHUE Ha CBOMCTBA M CEAMMEHTALUIO
OaktepuanbHbIx arperatoB [10]. Bupycnas nndekuus Takxke qeicTByeT
KaK CEJIEKTHPYIOIIUI (paKTOp €CTECTBEHHOTO 0TO0PA, MOACP KU BAIOILIUH
BBICOKOE Pa3sHOO0pasne MOBEPXHOCTHBIX CTPYKTYP M BHYTPHKIICTOUHBIX
MIPOTHUBOBHUPYCHBIX cUCTeM OakTepuii u apxeii [11-13]. bakrepuodaru u
BHPYCHI apXei 0Ka3bIBAIOT M HETIOCPECTBEHHOE BO3/ICHCTBUE Ha DBOJIIO-
ITUFO TEHOMOB CBOMX X035I€B — YMEPEHHBIE (haru, CIoCOOHBIE K MHTET PAlTiH
B TeHOM MH()HUIINPOBAHHOW KJIETKH H MPSMOMY IIEPEHOCY TeHETHYECKOI
WH(pOpPMAIINK; TAKXKE TPAHCIyIHUPYIONIUe BUPYICHTHbIE daru, u Qaru-
TpaHcmo3o0Hbl) [14]. HecOMHEHHO, KOTUYECTBEHHO JOMHUHHPYIOMIEH
TPYNIION BUPYCOB MPOKAPHOT SIBISIFOTCS TaK HAa3bIBA€MbIE XBOCTATHIE
¢aru (mopsmox Caudovirales). K ato#t rpymme otHOcuTCs 10 95% oxapak-
TEPU30BaHHBIX B HACTOSAIIEE BPEMs H30JISITOB BUPYCOB TIpoKapuoT [15].

OHUM U3 KITIOUEBBIX aCTIEKTOB (DYHKITHOHHPOBAHUS OakTepruodaron
OKa3bIBACTCSI CTIOCOOHOCTH (DArOBO YaCTHUITHI K BEICOKOCTICTTH(DIUECKOMY
ahhUHHOMY B3aUMOJICHCTBUIO C ONpPEeIEHHBIMU KOHCEPBATHBHBIMH
CTPYKTYpaMH MOBEPXHOCTH OaKTepHaTbHBIX KJIETOK, 00J1a1atonmx 61o-
XMUMUYECKUM U (PU3MOJOTHIESCKUM ITOTEHIHAIOM JIJISl PETUTMKAIIMH HITH
WHTETpaluy TeHOMa JJaHHOTOo OakTepuodara [16, 17].

AncopOuust (haroBoii YacTUIbI HA OAKTEPUH MPUBOJUT K aKTHBALIUU
Y BUPHOHA MOJICKYJISIPHBIX MEXaHU3MOB HH(EKIIUH (COKPAIICHUS XBOCTA,
axexmn JJHK v 1ip.), u mMeHHO B3anMosielicTBUE OEIKOB aICOPOIIOHHOTO
anmapara OakTeprogara ¢ pelenTOPHbBIMUA CTPYKTYPaMU MOBEPXHOCTH
OakTepuaNbHON KJIETKH HEOOXOAUMO JUIsl KOH(POPMALIMOHHOTO 3aIrycKa
¢arosoit undekiuu [18—20]. Takum 0OpazoM, crieiupUIHOCTH aJICOpPO-
M (haroBOro BUPMOHA, a TAK)Ke KUHETHKa aIcOPOLIMHU B IEPBYIO OUYEPEab
OMpEeaeNnsioT, Oy/IeT JIM JaHHBIA ITaMM XO35IMHA YYBCTBHTEJICH K COOT-
BETCTBYIOIIEMY OakTepuodary, a Takke B KaKOi Mepe MOXET ObITh
3¢ (eKTUBEH KOHTPOJb YHUCICHHOCTH MOMYJSLUU 3TOTO IITAMMa CO
CTOpOHBI (aroBoil nomyssiuuu. Ilocneanee 00CTOATENBCTBO OCOOEHHO
B2XHO HE TOJBKO JJISI MOJIEITHUPOBAHUS IKOJIOTHUECKON TUHAMUKHU B
€CTECTBEHHBIX MUKPOOHBIX COOOIIECTB, HO U JUIS MPAKTUIECKUX ITPUITO-
JKEHHH, Cpel KOTOPHIX B MEPBYIO OYepellb HYXKHO YIOMSIHYTh O0pbOY
¢ (aroBoit mH(peEKNMeW Ha MUIIEBBIX U MUKPOOMOIOTHYECKUX MPOU3-
BozicTBax [21] m (haroByro Tepammio GakTepuaNbHBIX WH(EKINH, KOTO-
pas B HacCTOsIIEee BPEeMs PacCMaTpUBAETCs B KaueCTBE BKHOW albTep-
HATHBBI aHTHOAKTEPUAEHOW XuMuoTepanun. daroBas Tepanus B psaze
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CJIy4aeB MO3BOJISICT PEUIUTh MPOOIEMBbI JieueHHUS HHPEKIINH, BRI3BAHHBIX
BO30YAMTEIISIMU C BRICOKOH PE3UCTEHTHOCTBIO K MMEIOLIIUMCSI aHTHOAKTe-
puasibHbIM nipenaparam [22]. OcoOeHHOCTSIM ajicopOruu 6akTepruodharon
Ha KJICTKH OaKTEePHii-X035€B, a TAK)KE BOSHUKAIOLIUM TIPH TOM OHOJIOTH-
yeckuM 3(dexram, NoCBsIMEH TaHHBIA 0030D.

I1. MIPUPOJA ®PATOBBIX PELHEIITOPOB
BAKTEPHUAJIBHBIX KJIETOK

PaznooOpasue penentopoB OakTeprodaroB ONpenessieTcss CTPYKTypOou
MOBEPXHOCTHBIX CJIOEB KIIETOK — X03sieB. [IprMephI perenTopoB paziny-
HBIX OaKTepruo(aroB MOXKHO HalUTH B TalI1. Y 3y0akTepuii TIOMUHHUPYIOT 1B
OCHOBHBIX THIIAa YCTPOMCTBA KJIETOYHOM CTEHKU — | paM-110J10KUTENbHBII
u I'pam-otpunarensusiit Tunsl (I'p+, I'p-)[23] .

Y mukoOakTepuii, HarpuMep, y Bo30yaures Tyoepkynésa Mycobac-
terium tuberculosis umeeTcst 0c000€ YCTPONUCTBO KJICTOUHON CTCHKH. DTH
MUKPOOPTaHU3MbI ITPUHAJICkKAT K BeTBH [ p+ OakTepuii, HO HIMEIOT JIOTOI-
HUTEJBHBIC CIIOH KJIIETOUHON CTEHKH, CXOJHBIE 10 HEKOTOPBIM CBOMCTBaM
CO BHEIIIHEeH MeMOpaHoii [24]. Y MUKOIUIa3M KJIETOYHAas CTeHKA OTCYTCT-
BYET U MX (paru y3HaIoT, O-BUANMOMY, B KAYECTBE PELIEITOPOB MOJICKYJIbI,
PacIoIoKeHHbIE HETTOCPEICTBEHHO HA IIOBEPXHOCTH LIUTOIIA3MaTHYeC-
KOIi MEMOpaHBI.

®ATOBBIE PELIEIITOPHI Y T'PAM-OTPUILIATEJIbHBIX BAKTEPHIA
Jlunononucaxapuovl

Haunmyumum 06pa3oM Ha CerogHsi UCCIIEN0BaHbl (paroBble PELENTOPsl y
rpaM — OTPHIIATEIHHBIX OakTepuii. [lOBepXHOCTH TpaM-OTpUILIATETHHON
KJIETKH 00pa3oBaHa BHeMIHEH MeMOpaHoit (OM) Ki1eToYHOW 000T0YKH.

Ecnu BHyTpennuit mictok OM ciioxkeH B 0CHOBHOM (ochonummuiamy,
AHAJIOTUYHBIMU (ocONUNHUIaM MUTOIIA3MATHYECKON MeMOpaHbI
(IITIM), To BO BHEIIHEM JIUCTKE ITPECTABIICHBI TPEUMYIIIECTBEHHO JIUIIO-
nonurcaxapubl (JITIC) — konbroraTsl JIMMUI0B U TOIKMcaxapuaos (puc. 1).

Mornekyna JIIIC cocTouT U3 cuiibHO moiisipHOTO Qochonunuaa A
(HamboJiee KOHCEPBATHBHOW 4YacTH), KOP-OJIMIOCaXapua, JeNSIerocs
Ha BHYTPEHHUI U BHELIHUH Kop, a Takke O-aHTUreHa [25].

Jlunug A siBIsieTcsl )KM3HEHHO BaXXHBIM KommoHeHToM OM [26].
MyTaHTbI OONBIIMHCTBA BUAOB TPAM-OTPULATEILHBIX OaKTepHid, HECTIO-
cOoOHBIE K €ro CHHTE3Y, HeXXHM3HECIOCOOHB! (MCKIIOUCHHE COCTaBISIOT
HEKOTOpble MyTaHTsl Haemophilus influenzae). Hanuune kak MUHUMYM
yactu BHyTpeHHero kop-IIC (omnoro mnm nByx ocratkoB Kdo (kero-
JI€30KCHOKTYI030HaTa) y E. coli) Takke HEOOXOAMMO ISl OAAePKaHUS
s)kusHecrocooHoctu. O-nomucaxapun (OI1C, O-aHTUTeH), HATPOTHB, HE
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SIBISIETCS. HEOOXOUMBIM JIJISL JKU3-
HECIIOCOOHOCTH KJIETKH B J1abopa-
TOPHBIX YCJIOBUSX, HECMOTPS Ha
TO, YTO TOJUCaXapHJIHBIE OCTAaT-
KW CYIIECTBCHHO MOBBIIIAIOT THJI-
podUIBHOCTh BHEUIHEH MOBEPX-
HOCTH OakTepuil. MyTaHTBI, HeCIo-
cobnble k cunTe3y OIIC, Ha3biBa-
torcst R (rough) myTtantamu uz-3a
TOTO, YTO OHM YacTO UMEIOT MEHEe
NpaBuiIbHYI0 (OpMY KOJIOHUH U
CyXOBaTyl0 KOHCHUCTEHLHUIO OHO-

O-aHTUreH— |

ceeomm T

BHeLuHuit kop Macchl, B oTiauune otT S (smooth)
= LITAMMOB, CHHTE3UPYIOIUX HOP-
— manbHble OIIC. CTpyKTypbl 3B€HbEB

OIIC y MHOTUX OPraHU3MOB KpaiiHe
BapualOenbHbl. Tak, y KHIledHOou
MAJIOYKH PA3INYAIOT YK€ OKOJIO
Puc.1. Ctpoenune MosieKyI iunononuca- — 2()() O-CepoTHIIOB, UTO, BO3MOKHO,
%a%ygcgé_lds‘iz?g;fmam M300pKEHHC  panano ¢ cenexuueii Gakrepuit co

CTOPOHBI UIMMYHHOM CUCTEMBI (7151
MIaTOTEHHBIX MMTaMMOB) 1 OakTeprodaros. B To ske BpeMst H3BECTHO TOIBKO
5 BapuaHTOB CTPYKTYphI KOp-OC [27]. O-aHTUTEHBI TPaM-0TPUTIATEITEHBIX
OaxTepuii 4acTo pacno3HaroTcs (paraMu B Ka4eCTBE MEPBUYHBIX PEIETITO-
poB [28]. Bauactyto OIIC > pekTHBHO MACKUPYIOT HUXKEJICKAIINE
CTPYKTYpBI, ¥ paramM HeoOXOIUMO CHaYaIa OCYIIECTBUTD CBSI3bIBAHUE C
O-aHTHTeHOM M, B HEKOTOPBIX CIIydasX, SH3UMaTHYECKYIO JIeTPaIaluio
3TOH CTPYKTYPBI, 4TOOBI 00ECIIEUUTH JOCTYI K BTOPUYHBIM PELIETITOPaM.
Kop JIIIC Takxe MOXKET CIyKUTh pelenTopoM Oakreprodaros, mpuyem
OH MOYKET UCTIOJIb30BAThCSI KAK B KAUECTBE IEPBUYHOTO, TAK U B KAUECTBE
BTOpPUYHOTO perienitopa. Hekotopeie daru, Hanpumep dar Salmonella
enterica P22, moryt ucnons3oBars JIIIC 1 B kadecTBe NepBUYHOTO, U B
Ka4eCTBE BTOPUYHOTO penentopos [29, 30].

Kancynousie nonucaxapuosl, sx3ononucaxapuobi
U UHbLE NOTUCAXAPUOHBIE MOEK) bl

MHorue rpam-oTpHuaTeiIbHbIe, a TAKKE IPaM-TII0JI0KHUTEIbHbIC OaKTePUH
NPOAYLHUPYIOT IMOJUCaXapuIHbId MaTepHuai, o0pasyouuii MopQororu-
4ecKd O(OPMIICHHBIM CIIOHW HaJ MOBEPXHOCTHIO KIETOYHON CTCHKH —
KaricyJry, 1100 MeHee IJIOTHO CBA3aHHBIN C KJIETKaMH — 3K30I10INCAXaPU/IbI
(KOoTOpBIE, B YACTHOCTH, MOTYT BBIIOJIHATH POJIb [IABHOTO KOMIIOHEHTA
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MaTpukca OnornieHok). KarncynpHble W 3K30-TTOJTUCaXapUIbl UMEIOT
00bIYHO OoJiee MIMHHBIC yriieBoaHbIe Menodkd, yeM OIIC. Onm MoryT
OBITh CBSI3aHBI C JIMIUIAMHU BHEIIHEH MEMOpaHbI, HO 9YaCTO YTPaunBarOT
HEMOCPEICTBEHHYIO KOBAJICHTHYIO CBS3b ¢ KieTkoi. Kak oprannzoBana
TOHKasl CTPYKTypa OaKTepualbHBIX Kalcyl, B HACTOSIIEE BpeMs He
n3BecTHO. CTPYKTYpHI MOBTOPSIOMIKUXCS 3BEHbEB KarncynbHbIX [1C
(K-anTurena) takxxe BechbMa BapraOeNbHBI, XOTs OOBIYHO B MEHBIIEH
crenienu, ueM cTpykTypbl OIIC. ¥V E. coli UMEIOTCS IITaMMBbI, POy~
pyIolue B KauecTBe K-aHTUTeHa MOIMCHAIOBYIO KHCIIOTY U XOHAPOUTHH-
10100HbIE MOTHCAXAPHUIbI, MUMUKPUPYIOLHE MO/ MONIKcaxapHu bl KIETOK
MJICKOTIMTAIOIIUX, TAaKKe y OaKTepUil 4acTo BCTpEYaeTcs MPOAYKIHS
konaHoBo# kucnothl [31, 32]. Y Klebsiella pneumoniae HacauThIBacTCS
6osee 80 TunoB K-antureHa, sBJISIIOLIETOCS OJHUM U3 BaXKHBIX (PAKTOPOB
MATOT€HHOCTH TOTO OIACHOTO BO3OYIUTENS TOCIUTAIBHBIX WH()EKINH.
KancyneHbie monmucaxapuisl oueHb 3(p(PEKTUBHO dKPaHUPYIOT IMOBEPX-
HOCTb KIIETKH OT OakTeprodaroB, HO MOTYT UCIIOJIB30BATHCS B KAYECTBE
nepBUYHOro perenropa [33].

IMomumo OIIC, K-anturena u sx30-11C, HexoTopbie OakTepun oopa-
3YIOT JOTIOJHHUTEIHHBIE THIIBI MOTUCAXapHUIOB, KaK HAIpUMep, o0t
anTHreH sHTepobakTepuii (ECA — enterobacterial common antigen). 10T
MoJIMcaxapu/l KOHCEPBATUBEH y Pa3INYHBIX IMpeAcTaBUTeNel Entero-
bacteriaceae, HO OTpaHWYEH NaHHBIM ceMmeiicTBoM [34, 35]. nmmHa rienu
ECA o6pryn0 cpaBamMa ¢ OIIC wim HECKOIBKO MEHBINNE. DTOT ITOJIH-
caxapH MOXKET OBITh 3afKOpPEH BO BHEITHEH MeMOpaHe 3a CUeT KOoBa-
JICHTHOH CBsI3U ¢ (ochOIUIMHUIOM, HO HHOTJIA MOXKET MPUKPEIIISTHCS K
kop-I1C JITIC BmecTo O-anTrureHa. Y HEKOTOPBIX IITAMMOB HMEETCS TAKKE
konbiieBas popma ECA. B Hacrosimee BpeMs TaHHBIE O BO3MOXKHOCTHU
ucnonszoBanusi ECA B kauecTBe ()aroBoro perentopa oTCyTCTBYIOT.

Tlopunvl u Opyeue benxu eneuthell memopamvl

BHemHsist MeMOpaHa rpamM-0TpHIATEIBHBIX OaKTEePHid JIETKO IIPOHUIIAeMa
JUTSL BOJIBI, HOHOB U OOJIBIIMHCTBA HU3KOMOJICKYIISIPHBIX COCJIMHEHUI
Omaromapsi HATUUYHUIO B HEH OONBIIOTO KOJIMYECTBA MHTETPATBHBIX
MeMOpaHHBIX OENKOB — IMOPUHOB. B oTnnyme or MeMOpaHHBIX OElKOB
LIITM, GoraTbIx TpaHCMeMOpaHHBIMH alTb(a-CIIUpaIbHBIMU CTPYKTYpaMHu,
nopuHbl OM MOCTPOCHBI B OCHOBHOM U3 0€Ta-CTPYKTYpPHBIX 3JIEMEHTOB,
00pasyoIinux mojaodue 00YOHKA, MPU ITOM IICHTPAIbHOE OTBEPCTHUE
OKa3bIBaeTCs MPOHHUIIAEMBIM JJISI ONPEACIEHHBIX HU3KOMOJICKYISIPHBIX
BemiecTs [36] (puc.2).

[letneBuHbIEC y9aCTKH BTOPUYHON CTPYKTYPBI IOPUHOB, COEITUHSIONIHNE
TpaHCMEeMOpaHHBIE CETMEHTBI C BHEIIHEH CTOPOHBI MEMOpPaHbl, MOTYT
CITy’KUTb peuentopamu ais ¢aros [36, 37].



162 A.B.Jlemapos, E.E.Kynukog

BHEK/IETOYH. cpesa

BHELLH.
membpaHa

nepunaasma

BtuB OmpC OmpF

Puc. 2. [Ipumepbl CTPYKTYp MOPHUHOB BHEIIHEH MeMOpaHsbl E. coli, KOTOpbIE UCTIONb-
3yHOTCS B KQUECTBE PEIENTOPOB OakTeprodaramu (MCIONb30BaHO H300paxenue ©
CC BY-SA 3.0).

ITopHuHBI MOTYT CITy’KUTb KaK IEPBUYHBIMH, TAaK U BTOPHYHBIMH pelieT-
TOpaMH.

B HekoTopbIX cityyasix 0enku crnenupuIeckKux TPAHCIIOPTHBIX CUCTEM
MoryT ObITh cBa3anbl ¢ LIIIM uepes nepumnasmarayeckue Oesku — nepe-
HOCYMKH 3HEpruu. [y HEKOTOpBIX (aroB JocTaBisgeMasi TAaKUM TyTeM
9HEprusi HeoOXoAuMa JUIs yCIeIHOW HHTepHanu3auun Bupycuoit JJHK,
B JPYTHX CIIy4asiX JOCTATOYHO OHOTO JIMIIb OeJIKa BHEIIHEH MeMOpaHbI,
BBICTYMAIOIIET0 B KauecTBe perentopa. VHTepecHO, yTo B KayecTBe
PELIENITOPOB UCIIOB3YIOTCS HE TOJIBKO XOPOIIO IPEICTaBIECHHbIE TOPUHBI,
Takue, kak OmpA, cuHTe3upyeMsii y E. coli B kommdectse 10 10° kormit
Ha KJIeTKy [38], Ho U penkue — Takue, kKak NfrA (pementop ¢ara N4), npu-
CYTCTBYIOIIMHN B YUCIIE OKOJIO 5 Konuii Ha kieTky [39]. IlpeacraBneHHOCTH
0€JIKOB Ha TIOBEPXHOCTH KJIETKH BHOCHUT OLIYTHMBIN BKJIJ B KHHETUKY
azcopOIuu gacTull Oakreprodara, Ipyu STOM IS yCTISITHONH HHPEKITUN
TEOPETHUYECKH JOCTATOYHO BCETO OJHON MOJEKYIIBI PELENTOPA.

JlumonpoTewHBI U3-32 CBOCH €CTECTBEHHOW THAPOHOOHOCTH PEIKO
BCTPEYAIOTCSI Ha IOBEPXHOCTHU OOJIBLINHCTBA FPaM-OTPHULIATENIbHBIX OaKTe-
puii, pacmosarasch B OCHOBHOM Ha ITepUILIa3MaTndeckoii cropoae OM u
HIIM, onHaKO y HEKOTOPBIX CIIUPOXET OHU IPUCYTCTBYIOT B 3HAUUTEIBHOM
KoJIm4YecTBe. TeM He MeHee, HEKOTOphIe aM(HUITaTHYECKUE JTUITOTIPOTEHHBI
OKCITIOHUPOBAHBI HA IOBEPXHOCTH JIaXKe y IHTEPOOAKTEpUid; TaK, y E. coli
AKCMIOHUPOBAHBI MOTYT OBITH 4 N3 92 N3BECTHBIX JIMTTONIPOTEHHOB BHEIITHEH
MemOpanbl [40]. CyIIecTBYIOT TaK)Ke MHOTOYHCIICHHBIC ICKOPUPYIOLIUE
OeJIKM MOBEpXHOCTH BHEIIHEH MeMOpaHbl, KOTOpbIe MHOT/IA HAa3bIBAIOT
MMOBEPXHOCTHRIMH JUTIONPpOoTenHaMHu [41], KOTOpBIE MOTYT UTPaTh POJb
B CBSI3BIBAHMM Pa3JUYHBIX BHEKJIETOUHBIX JIUTaHAOB U MOTYT MMETh
3HAYCHUE B NaToreHe3e nHGEKInH, BeI3BaHHbBIX [ p- OakTepusimu. Teope-
TUYECKH JIUITONPOTENHBI TOXKE MOT'YT HCIIOIH30BAThHCS B KAUECTBE PeLeTl-
TOpOB OakTepuodaraMu, OAHAKO YOSAUTENBHBIX JaHHBIX O TAKHX CHUCTe-
Max HerT.
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WNmeroTcst naHHBIC, YTO HEKOTOpPbIE TTOBEPXHOCTHBIC aATC3HHBI
OaxTepuii, B yactHoCcTH Ag43 y E. coli, CTUMYIUPYIOT aicopOLinto aros
B IPUCYTCTBUM UHTHOMPYIOIIMX ATOT MPOLECC KETIHBIX COJeH —ecTecT-
BEHHBIX aM(UQUIBHBIX MOBEPXHOCTHO-aKTHBHBIX BemiecTB [42], HO
JAHHBIX O ClielM(UIecKOM Y3HABaHWU TaKUX CTPYKTYp (aramu Takke
HE UMeeTCsl.

THunu, sxceymuxu u npoyue gvipocmol Ha nogepxnocmu OM

Inmu 1 KTYTHKH JOCTaTOYHO YacTO UCIOJIB3YIOTCS B KAUECTBE PELIETITOPOB
Oaxrepruodaros. [Ipu 3TOM B OONBIIMHCTBE CITy4yaeB CaMU KI'yTHKOBBIE
HHUTH U TpyOUaThle CTPYKTYPBI ITHJICH CITy)KaT IEPBUYHBIMH PELICIITOPAMH.
MHor#ue (aru NCIONB3YIOT BpalleHHE K'Y TUKOB JUIs TpaHCHopTa (haroBoi
YacTULBI K KIETOUYHOU noBepxHOCTH [43—48]. IlopTanbHble CTPYKTYpbI
NUIEH MOTYT CIYy’KHMTh BTOPHYHBIMHU PELIEITOPAMH.

PELIEIITOPHI ®ATOB I'PAM-TIOJIOXKUTEJILHBIX BAKTEPUI

Knerounas crenka ['p+ OakTepuii COCTOUT W3 MHOTOCIOHHOTO NENTHIO-
DJIMKaHa, B TOJIILE KOTOPOIO pacIoiaraloTcsl TeHX0eBble KUCIOTHL [49].
TeiixoeBble KUCIIOTHI KJIIETOYHOW CTEHKH COCTaBISIOT 10 50% o0mei
Macchl CTeHKH. TeiXoeBble KHCIOThI MOTYT OBITh KOBAaJCHTHO CBSI3aHBI
¢ munuaamu L{IIM (JumoTeiixoeBbie KUCIOTH), a TakKe 00pa30BBIBATh
KOBaJICHTHBIE U HEKOBaJIEHTHBIE CBSI3U ¢ nentuaoriukanoM [50]. Teiixoe-
BbI€ KMCIIOTHI OY€HB YaCTO CIYXaT perenTopamu s 6akreprodaros [ 16,
51-56]. Tak xe, kak u 'y I p- 6axrepwii, poib (paroBbIx perenTopoB MOTYT
BBITIONHSATH KalCyJlbHbIE M MIPOYNE MMOBEPXHOCTHBIE MOIMCAXapUIBI, a
TaK)Ke MOBEPXHOCTHBIE OCIIKH TPaM-TIOJIOKUTENBHBIX KIETOK. S-CIOH —
MapakpUCTAJUITMIECKUI CIO0W OEITKOBBIX CyOBEIMHMII, TTOKPHIBAIOIINX
KJIETOYHYIO TIOBEPXHOCTH — CTPYKTYpa, CBOMCTBEHHASI MHOTHUM IIITaMMaM
kak I['p+, Tak u ['p- Gakrepuii. XOTS MPEACTABICHHOCTh CyOBhEIUHUIL
S-cost Ha TOBEPXHOCTH OYEHb BENUKA ([T KPYITHOW KIJIETKH, TAKOH KaK
B. anthracis — nopsiaka 10° cyObeIMHUI), TaHHBIX 00 KUCIOIB30BAHUU
3TOH CTPYKTYphl OakTepuodaramu odeHbr HemHOro (tadm.). [lokazano,
4TO S-CJIOH SBJISETCS PELENTOPOM KaKk MUHUMYM J1isl (para (TeKTUBUpPYCa)
APS50 B. anthracis [57], nns cudosupyca phiCr30 C. crescentus [58] n
quist muoupyca CNRZ 832-B1 Lactobacillus helveticus [59] (cm. B Ta01.).
Bugumo, ¢aru cneunpuunabie K S-CI0I0, 4acTO M30€raloT BHUMAHUS
uccieaoBareneil, MOCKOAbKY MPU JIUTEIHHOM KYyJIbTUBHUPOBAHUU B
71a00paTOpHKH MHOTHE IITAMMBI OAKTEPUH YTPAYMBAKOT 3Ty CTPYKTYPY,
U TI0OATOMY BCTPEYAEMOCTh MOJOOHBIX BUPYCOB B IPHUPOJIE MOXKET
OBITH BBIIIIE.
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PELIEIITOPBI ®AT'OB MUKOBAKTEPHIA

Penenitops! aroB MHKOOAKTEpH M3YUEHBI B OYCHH HE3HAUUTEIHHON
CTETICHH. XOTS MUKOOAKTEPUH OTHOCSTCS K (DUIIOTEeHETHIECKOM BeTBH [ p+
OpPTraHM3MOB, CTPYKTypa X KIIETOYHOW CTEHKH CYIIECTBEHHO OTIMYACTCS
oT ocranbHbIX [ p+ MukpoOoB (Puc. 3).

OcHOBHasI Macca KJICTOYHOW CTeHKU M. tuberculosis COCTOUT u3
KOBAJICHTHO CBA3aHHBIX IICHITUAOITIMKAaHA, apa6HHo-ranaKTaHa 1 MHUKO-
JIOBOW KHCIIOT, KOTOpbIE 00pa3yloT TaK Ha3bIBaeMbIi MUKOJIMI-apalOu-
HOTaJaKTaH-NeNTUAOTTUKAaHOBbIN KomIuiekec (mAGP). [Tomumo mAGP
B COCTaBE KJICTOYHOU CTCHKHU MPUCYTCTBYIOT HECKOJBKO BapUAHTOB
Ppa3siInYHbIX CBO6OI[HI)IX, HC CBs3aHHBIX KOBAJICHTHO JIHWIIWJOB, B TOM
YHUCJIC TTTMKOJIHUIIUAbI, MCIITUAOITTMKOJIUIINIBI, Cy.]'II)(bOJ'II/IHI/II[I)I, (bCHOJH)-
HbIC MNIMKOJUIIUABI U AP. MOHCKYJII)I MHUKOJIOBOM KHUCJIOTBI, KOBAJICHTHO
CBsI3aHHBIE C apaOMHOTAIAKTAaHOM, M MOJICKYJIbl CBOOOHBIX JIUIUIOB
00pa3yroT Ha TOBEPXHOCTH KJICTKH JINTTUIHBINA OUCIIOH, B CYIITHOCTH MPE/I-
CTaBJISIOIINEI OO0 BHEIIHIOK MEMOpaHy KIETKH (MUKOOAKTEepHaIbHas
BHEIIHsISI MeMOpaHa). DTa MeMOpaHa BKIIFOYAET TaKKe OCIIKH, CTPYKTYP-
Has OpTraHMU3alis KOTOPHIX OJM3Ka K MOPUHAM TI'PaM-OTPUIATEIBHBIX
Oaxrepuii [60].

IToBepx BHeNIHEH MEMOpaHbI KIIETKH MUKOOAKTEPHUIl 4aCTO OKPY>KEHBI
KarcyJiamMmu.

Bes Toma ki1eTouHoM CTEeHKH ITPOHU3BIBACTCS MOJIEKYIaMH JIUTI0Apa-
OMHOMaHHaHA — JITIONOIMcaxapu/ia, 3aSKOPEHHOTO BO BHEIITHEM JIUCTKE
[IUTOTUTA3MaTHIECKO MEMOPaHBI.

ITo uMmermuUMcs TaHHBIM, perenTopaMu (paroB MHKOOAKTEpHit
qarre sBIITIOTCS JIUTTHIHBIC COSTMHEHNS KIIETOUYHOU cTeHku. Tak, dar 13
M. smegmatis NCTIONB3YET B KAYECTBE PEIIETITOPA MOJEKYIIBI IITMKOTIETOIH-
MU/1a — COEIMHEHNS, TIPEACTABIISIONIET0 COO0 TeTpanenTr;I, KOBaJICHTHO
COCHHHCHHBIﬁ C JIMIMMUAHBIMHU «XBOCTaMMU» W OCTATKOM METHUJIPAMHO3BI
[61]. OmHako, myst MOMABIISIONIETO OOJBITUHCTBA MUKOOAKTEpro(haron
peuenToOphI IOKa HE I/II[CHTI/I(bI/IHI/IpOBaHBI.

1. PEHEINITOP-Y3HAIOINIUE BEJIKU BAKTEPUO®ATI'OB

AncopOIMOHHBIH ammmapar (haroB BKIIIOYAeT ce0st OCITKOBBIC are3WHbI FITH
penenTtop-pacnosHarornue oemkn (RBP —receptor binding proteins), a Taxoke
JIPyrye KOMIIOHEHThI BUPHOHA, BOCIIPHHUMAIOIINE CUTHAJT OT CBS3bIBAHUS
RBP u oTBevaromue Ha HUX ONpeneIeHHBIMU KOH(DOPMAITMOHHBIMU TTepe-
cTpoiikamu. B Hero Taxke BXOJAT JOTOIHNATEIIbHBIC KOMIIOHEHTHI, y4acT-
BYIOIIHE Y HEKOTOPBIX BUPYCOB B MOMYJISIIIUU PaOOTHI aJICOPOIIMOHHOTO
anmapara. Y XBOCTarbix (paroB aJcopOIIMOHHBIM aIapaToM B ITUPOKOM
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Puc. 3. Crpykrypa obonouku M. tuberculosis.

[ et

1 — BHCIIIHHUE JTUIH/IBI, 2 — MHKOJIOBBIC KHUCIIOTHI, 3 — mojrcaxapu (apadu-
HOTAJIaKTaH), 4 — NENTUAONINKAH, 5 — IJIa3MaTHYeCKasi MeMOpaHa, 6 — JIHIIO-
apaburomanHaH (JIAM), dbocoaruann-uHosuronmanHo3u 1 (MCIIOIB30BaHO U30-
opaxenne © CC BY-SA 3.0).

CMBICJIC TEPMHHA MOYKHO CUYUTATh BECh (haroBblii XBOCT BMECTE C HEKOTO-
pbIMH OeJTKaMH KallCua, y4acTByIOIIMHU B ipoHnkHoBenun JJHK uepes
MOBEPXHOCTHBIC CTPYKTYPBI KIETKH M, BEPOSITHO, CHOCOOHBIX TaKXKe
B3aMMOJICHCTBOBATH C ONPEACTIEHHBIMU PELIEITOPHBIMHU CTPYKTYPaMH Ha
MOBEPXHOCTH OaKTepuil (IEKOPUPYIOIIUE OCITIKH).

AJT'E3NHBI ®AT'OB 1 X PACIIOJIOXKEHUE

B GonpnHCTBE ciy4aeB, paclio3HaBaHHUE EPBUYHBIX, KAK K BTOPHYHBIX
PELEenToOpOB, OCYILECTBISETCS aAre3nHaMu (Haroporo xsocra. ¥ (aros
I'pam-oTpHLATEIEHBIX OAKTEPUH C INTMHHBIMHA XBOCTAMH aAT€3UHBI HIMEIOT
B OOJBIIMHCTBE cilyyaeB (GUOPHIUIpHYIO pupoay. B ocHoBe haroBbix
¢ubpunn Bcerga UMeeTcsl OAMH MM HECKOJIbKO TPUMEPHBIX OCNKOB,
MOJMIICITUAHBIC HETH KOTOPBIX PACIIOIOkKEHBI apaJlIeIbHO H 00pa3yIoT

CHHUPAJIBHYIO CTPYKTYPY.
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Kak mpaBuio, Takue OeNKu UMEIOT OJIH WA HECKOJIBKO DJIEMEHTOB
Oera-cripaiu [62—66], cMm. Takxke [67] U CCBUIKH B 3TOH padore.

N-KoHIIeBbIe JOMEHBI (PUOPHUILT TPEAHA3HAYCHBI TS TPUCOCANHEHNUS
K BUPHOHY WJTH, B CITy4ae COCTaBHBIX (UOPHILT, K O0Jiee MPOKCHMATbHBIM
anemenTaM. C-KOHIIEBBIC JOMEHBI OOpaIIeHbI OT BUPHOHA U MOT'YT 00pa-
30BBIBATH PELIENTOP-Y3HAIOLINE LEHTPbI IMO0 NPUCOSIUHSIOT OTACIbHbIN
peLenTop-y3HaMui 0€I0K, KOTOPBIH MOXKET UMETh HHYIO CTEIIEHb OJIU-
TOMEPHOCTH (JaIe BCero MOHOMED).

Y cuhoBUpyCOB IpaM-OTPHLIATEIBHBIX X0351€B, KaK IPaBHUJIO, UIMEETCS
oceBas (TIeHTpanbHast) GUOPHUIUTA XBOCTA, KOTOpAs IpeIHA3HAYCHA JJIS
y3HaBaHHUS BTopuyHOTrOo perenropa [19]. Kak mpasumo, 3ta ¢pubpuiia
dbopMmupyeTcsi eTMHCTBEHHBIM OekoM. Y (ara iasMOaa 3TO MPOAYKT
rena J. Ha C-koHiie 3To#t puOpHIIIBI UIMEETCS JOMEH, PaclO3HAIOLIUI
oeiok-Tpancnoptép Manabro3bl LamB [68]. V dara TS nenTpaibHas
¢ubpuina, chopmupoBanHas 6enkoM pb4 Ha C-KoHIIE, HECET MOHOMED
perentop-cesi3biBaroinero oenka pbs [69].

BokoBbie (puOpuILIBI XBOCTa CU(POBUPYCOB OOBIYHO HEOOXOIAUMEI
JUTSL OTIO3HABAHMS TIEPBUYHBIX PEENITOPOB, IPUYEM HX CBS3bIBAHUE HE
SIBJISIETCSI a0COIFOTHO HEOOXOAMMBIM JIJIsl B3AUMOJICHCTBHUS CO BTOPHYHBIM
petienitopoM. [1o3TOMY TIpH IPOTOIKUTETHHOM KYJIETHBUPOBAHUH OaKTe-
prodara Ha 7a60PATOPHBIX IMITAMMAX OOKOBBIE (PHOPHILTBI HACTO YTPATH-
BafOTCs Oy1aromapst oToOpy TMHUHN (haroB ¢ MHAKTUBUPOBAHHBIMU T€HAMH
(uOpHITI, Tak KaK HHQHUIIMPOBAHKE KIIETOK BO3ZMOXKHO U HAMIPSIMYTO, ITyTEM
B3aUMOAEHCTBHS 0CEBON (PUOPUILIIBI C COOTBETCTBYIOIINM PELIEITOPOM.
Tak, y MHOTHX Ta0OpaTOPHBIX IITAMMOB (para JisiMO/1a 60KOBBIE (PHOPUILITHI
He o0pasyloTcs n3-3a mytanuu reHa stf [70]. Y cudoBupycoB E.coli
MUIIEHBIO OOKOBBIX (PHOPHILT 00b19HO siBIstoTCst O-nionmcaxapuist JITIC.
KoncranTa agcopOumu Ha ITaMMax, IpOAYIUPYIOIINX PACIIO3HABAEMbIE
¢udpumnamu OIIC, 3HaUNTETBHO BO3pAcTaET 0 CPaBHEHHUIO ¢ R-MmyTaH-
tami [71]. bonee Toro, Ha MHOTHX mTamMMax OIIC nomHOCThIO 3KpaHupyeT
MOBEPXHOCTHBIE perentopsl OM, 4To fenaeT HeBO3MOKHBIM HH(EKIIHIO
0e3 yuacTusi O0KOBBIX (prOpHILI.

Y MHOBHUPYCOB, Kak HaripuMmep y T-4eTHbIX QaroB, ATMHHBIE XBOCTO-
Bble GubpmLibl ([IXD), pacronararomnecs: Ha 0a3aNbHOMN TUTACTHHKE,
TAKXe BBIITOJIHSIIOT QYHKIMH PACIIO3HABAHUS TIEPBUYHBIX PELIETITOPOB.

YV O0BUPYCOB TaKKe BCTpedyaroTcst GuOPHILUIAPHbIE are3UHBI, Kak,
Hanpumep, y ¢ara T7, ogHako 6osee pacpocTpaHeHbl OSJIKK, UMEIOLIHE
¢opmy XBOCTOBBIX IIMTOB. [1In1er OakTeprodaros B CTpyKTYpHOM IIIaHE
TaKXke 0OBIYHO MPEACTABIISIOT COO0H MapasuieNbHble TOMOTPUMEPHI, HO B
OTIINYKH OT (PUOPHIUT TOCTPOEHBI B OCHOBHOM M3 TIIOOYIISIPHBIX IOMEHOB
(puc. 4). JloBobHO 4acTO XBOCTOBBIE IIUITBI 00J1a1a10T (hepMEHTATUBHON
AKTHBHOCTBIO, TIO3BOJISIIOLIEH MTPEO0JICBATh MTOJTUCAXapHIHbIE CJIOU 000-
JIOUKH KJIETKH.
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T4

Puc. 4. Ctpykrypsl penentop-y3Hatoriero 6enka (RBP) nakrodara p2, C-xoHueBoro
(parmenTa npokcumanbHOM monoBuHKH JIXD dara T4, comepxkaiieit 371eMeHTbI
B-crimpanu, RBP ¢ara G7C gp 63.1, o0nagaromiero aneTui-3cTepasHoi akTHBHOCTBIO,
Moauduiupyromuii O-anturex E. coli u 6enka xBoctoBoro mmra ¢ara Salmonella
P22, umeromiero 3H3MMaTu4eCcKyr0 aKTUBHOCTb O-aHTUIC€H-JENIOJIUMEPa3bl
((epMeHTATUBHBIIA TOMEH TaKXKe HMEET CTPYKTYPY B-CHHpaIH).

Jlo HejaBHETO BpeMEeHH aATe3MHbI B (JOpMeE XBOCTOBBIX LIMITOB CUNTA-
JIMCh UCKITIOUUTENILHBIM aTpHOYTOM ITOOBHPYCOB, HO TEepb O0OHAPYKEHBI
OakTeprodaru u Ipyrux CEMEeUCTB, HeCyIIre Takue 0enku. Tak, MHOBHUpYC
suTepobakrepuil Vi-1 u poacreennsie emy daru (Det7, CBA120 u ap.)
MMEIOT pa3BeTBICHHBIC aATe3UHbI B BUEC QUOPUILI, HECYILIUX HECKOIBKO
Pa3InYHBIX TUIOB WKIOB. Ha 31ekTpoHHBIX MUKpOdOTOTpadusix Takue
a/ITe3MHBI BBIIVIIAT TOXOKMMH Ha JIAZIOHB C PAaCTONBIPEHHBIMU MaTbIIAMH.

VY T5-nopo6ueix komuparos DTS57C u DTS571/2 LTF umerot pas-
BETBIIEHHOE CTPOCHUE: K JTMHHOMY (puOpriuisipHoMy Oenky LtfA mpucoe-
nuHseTcs 0onee kopoTkwii Oeok LtfB. O6a aTux Oenka HecyT 1o perern-
TOP-PAcMO3HAIONIEMY LEHTPY, CIeNU(PUISCKN B3aUMOICHCTBYIOLMIEMY
¢ onpeneneHHbIM THNIOM O-aHTureHa. B pesynsrare dar mHQHUIEpYET
x03s1eB ¢ nByms Tunamu O-anturena. LtfA ¢ara DTS57C omosnaer E. coli
022,adaraDT571/2—E. coli O87, 6enxu LtfB y 3Tux (paroB muaeHTHIHBI
u y3Hator ceporun O81 [72].
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[To-BuguMomMy, 1 y OOJIBIIMHCTBA APYrUX (haroB pa3BeTBICHHbIC
aJIre3WHBI CIIy)KaT JUIsl pacIlMpEeHUsl CIIeKTpa Xo3sieB ¢ara, y3HaBas
paznnuHbie perentopbl. OIHAKO HEJb3sl HCKIIOYUTh, YTO B HEKOTOPBIX
CIIydasix TakKue CTPYKTYypbl HEOOXOIUMBI JJISl YBEITHUCHHS KOJIHMUYESCTBA
LUEHTPOB CBSI3bIBAHMSI, YTOOBI YBEITUUUTH CPOJCTBO (para K HIOBEPXHOCTH
KJIETKH 32 c4eT dpdekra aBUIHOCTH.

Pa3BeTBieHHBIC aJre3nHbl OOHAPYKEHBI TAaKXkKe U y TOJOBUPYCOB,
Hanpumep, y konugaros K1-5, phiEco32, G7C ([73, 74], P. Leiman,
nrnyHoe coobuienue). [Ipu aToM y mocneanero o6a oOpa3yronyx pa3Ber-
BJICHHBIH are3uH OejKka HEOOXOAUMBI JIsT MHPEKIUH KICTKH, y3HABas
MIEPBUYHBIA U BTOPUYHBIN PEICTITOPHI.

ects xBocTOBBIX GuOpmn dara BPP1 Bo3OyaurTens koxmoma
Bordetella pertussis HecyT Ha CBOEH OKOHEYHOCTHU J[BA COEIMHEHHBIX
MEXIy co00l TpuMepa perenTop-y3Haroiiero oenka Mtd, uro npumaet
JUCTAIBHOW YacTr (GPUOPUILTBI BH]I YIDIOMICHHOH Jtomactu [75]. Y aToro
(hara UMeeTCs OpUTHHATIbHASI CUCTEMA MTOBBIIIICHHS BAPUATUBHOCTH aJIre-
3HMHA C TOMOIIBIO MEXaHU3Ma PETPOXOMUHTA.

OnvcaHHbIC 3/1eCh BAPUAHTHI HE UCYEPTIBIBAIOT CTPYKTYPHOTO pa3HO-
o00pasms anre3nHoB gaxke (aros ['p- bakTepwuii.

TTo naHHBIM AJIEKTPOHHOM U KPHOIIEKTPOHHOM MUKPOCKOITMH OITUCAHO
JTIOCTATOYHO OOJTBIIIOE KOIMIECTBO pa3HO0Opa3HON MOP(OIOTHH BEIPOCTOB
0a3aJbHBIX ITACTHHOK Pa3IUYHbIX (haros, KOTOPbIE, MO-BHMMOMY, TAKIKE
CITOCOOHBI BBITIOTHATE (DYHKITHH aIT¢3UHOB.

st haroB ['p+ x03s1eB (KpoMe MHOBHPYCOB) KiTaccuueckue huopr-
JSIpHBIC aJI'€3UHbI MEHEE XapaKTepHbI. B OOJIBITMHCTBE CITy4acB OHU HECYT
pelenTop-y3Haromue OeJIKH, 0 OPraHu3alH CXOIHBIE ¢ XBOCTOBBIMHU
nmnamu. Hekotopslie cudoBupyck [ p+ Oakrepuii nMeroT rmogpodue 6a3zaib-
HOM TUTACTUHKH, Ha KOTOPOU pa3MeIeHbI OT 6 10 18 TpuMepoB perenTop-
Y3HAIOIIUX 0eJIKOB [76, 77] CXOMHBIX CKOPEE C XBOCTOBBIMH IIUIIAMHU.

VY ¢ara Lactobacillus J-1 u psina apyrux naktoharoB KJIacCUYECKUE
peLenTop-cBs3bIBaoNe OSIKH BOOOIIE OTCYTCTBYIOT, @ X (DYHKLIUHU
BBITIOJHSIIOT «JIOTIOJTHUTEIBHBIC MTOJIUCAXAPH/I-CBSI3bIBAIOIIUE JIOMCHBI,
npucyTcTByouye B Dit 6erke, popMupyroneM HIKHee KOIbLo 0a3aib-
HOM CTPYKTYpBI XBocTa [78].

TeMm He MeHee, y psia dparos cudosupycos Clostridium difficile oOna-
PYKEHBI TeHbI (PMOPUILTSPHBIX aIT€3UHOB, YYaCTBYIOIIUX B PACIIO3HABA-
Huu Kinerounoii mosepxuoctu (M.R.J. Clokie, Leicester University, au4-
HOE COOOIICHHUE).



Aocopbyus 6akmepuopacoe Ha Kiemkax baxmepuil 169

IV. PEHENIIUA BAKTEPUO®PAT OB
HA KJIETKAX XO35IMHA — OBIIME BOITPOCBHI

Creuuguyeckas agcopOiust 0akreprodaros — 3To peainu3aius OIHOM U3
[IaBHBIX (YHKIHMH BUPHOHA: 00ECIEYUTh OMIO3HABAHME TIPUTOAHOM IS
pEIUIMKALMY BUPYCa KIETKU-X03MHA U I0OCTaBKY HYKJICHHOBOM BUPYCHOM
KHCJIOTHI B ATy KJIeTKy. C XUMHUYECKOH TOUKH 3peHHs aacopOuus Oakre-
pHrodaroB nMpeAcTaBiIsIeT crienuprIecKoe, 0OBIYHO HEKOBAJICHTHOE CBSI3bI-
BaHHE (PAaroBBIX PELENTOP-y3HAIOMNX OCJIKOB (BUPYCHBIX aJr€3HHOB) C
OIIpe/ICICHHBIMU MOJICKYJIAMH Ha TOBEPXHOCTH OAaKTepHaIbHON KIIETKH,
Ha3bIBACMBIMH pelienTopamMu ¢ara.

MornekynspHOe y3HABaHUE PELENTOpa aAre3MHOM MPOUCXOAMT Ha
OCHOBAHHUH JIOCTATOUYHO TOYHOT'O CTEPUIECKOTO COOTBETCTBUS PELEITOP-
Y3HAOIIEro IeHTpa (HaroBoro ajre3MHa U OMPENICICHHON JyacTu MoJie-
KyabI-perientopa [ 79, 80]. Takum 00pa3oM HETIOCPECTBEHHOE yUaCTHE B
OTO3HABAHUH (harOBBIM &/IF€3MHOM MPUHUMAET HE BCSI MOJICKYJIa PELeNIToPa,
HO €€ CPAaBHUTEIIHHO HEOOIBIIION yYaCcTOK, CTEPHICCKH COOTBETCTBYFOIIUIA
PELIeNITOP-CBA3BIBAIOIIEMY [IEHTPY BUPYCHOTO OelTka (aHAIOTHYHO Pacto3-
HABaHUIO AaHTUTENIAMH OTICIHHBIX DIUTONOB HA TTOBEPXHOCTH KPYITHBIX
MoJieKyn anTtureHa). [locie mepBHYHOTO OMO3HABAHHS, BUAMMO, HACTY-
naeT WHAYIIMPOBAHHOE COOTBETCTBUE CTPYKTYp aJre3MHa U pelenTopa,
NPUBOJISIIIEE K MOSIBICHUIO KOH(POPMAIHOHHOTO CUTHANA, aKTUBUPYIO-
nrero (aroByro HHQEKIUIO U MOCIEAYIONINE MOJICKYISIPHBIC TIEPECTPONKH
BUPHOHA, BEyIINE B KOHEYHOM MTOTEe K MHPHUIIMPOBAHUIO KIETKH.

Tak, Hanpumep, O0enok-aare3un Oad (pb5) dara TS cesi3piBaeTCs C
KOPOTKHM y4YacTKOM IMPUMEPHO B 7 a.K. B OJHOH u3 netenb Oenka FhuA,
Oenika TpaHcopTepa cuaepopopoB BHelHeW MeMOpanbl E. coli [81].
3TO NpUMEPHO COOTBETCTBYET pa3Mepy THIIOBOTO SITUTOIA, y3HABAEMOTO
AQHTHUTENIaMH, U TTO3BOJISIET BECTH y3HABaHHE C BHICOKOW CTEMEHBIO CIie-
muduuHoctu (Teopernuecku 1/207). bakrepuodaru, pacro3Haromme
noJjucaxapubl MOBEPXHOCTH OAKTEPHAIbHON KIIETKH, OOBIYHO OIO3-
HAIOT MOCJIEIOBATENILHOCTH M3 2—3 OCTaTKOB MOHOCAXapua0B Onarofaps
HaJU4YUIO0 B CTPYKTYpE UX aJAre3MHOB JEKTHHOBBIX JTOMEHOB [82, 83].
Bricokas cTeneHp MOJIEKYIIIPHOTO COOTBETCTBHS a/Ir€3UHA H pelienTopa
MO3BOJIAET JIOCTHYb JIOCTATOUHO MPOYHOTO CBSI3BIBAHUS 32 CUCT HIICKTPO-
CTaTUYCCKUX, BOMOPOIHBIX U JUCIIEPCUOHHBIX B3auMoJieiicTBUi. TpaH-
3UTHOE KOBAJCHTHOE CBSI3bIBAHHE BO3MOXKHO B CIIy4ae MPOIECCUBHBIX
aJIre3UHOB, 00AIAIONTNX COOCTBEHHOW (DePMEHTATUBHOW aKTHBHOCTBIO
U XHMUYECKH MOTU(PHUIUPYIONUX perenTop (INTMKO3UIa3bl, TEeTTHIA3bI
nmp.) [84-86]. CrientnpuaHOCTh MOJIEKYJISIPHOTO Y3HABAHHS PEIIETITOPOB
B 3HAYHUTEILHOW Mepe OrpaHHYMBACT CIEKTP X03seB, KOTOpbIe WHOU-
UPYIOTCS TAHHBIM OakTeprodarom, OJHOBPEMEHHO CITy)Ka HEKOTOPOM



170 A.B.Jlemapos, E.E.Kynukog

rapaHTtueii Toro, uto (arosast JTHK Oyner nocrasiena B KJIeTKH, CIIOCO0-
HBIC TIOAICPKUBATh PAa3MHOKEHUE BUpPyCa. 3a CUET TOTrO, 4TO HEIMOoC-
pPEACTBEHHOE PACMO3HABAHNE 3aTPArdBACT JHUIIH HEOOJBIION y4acTOK
MOBEPXHOCTHON MOJICKYJIbI PEIEITOPA, aJICOPOIIMOHHAS CIICIU(PUIHOCTD
(haroB MOKET OBITH IOBOJILHO Y3KOM — B Ipe/ieiax ONpeAeIEHHON TPy Iibl
OJIM3KUX 10 MOBEPXHOCTHBIM CTPYKTypaM OaKTepHaJIbHbIM IITaMMOB.
Uem 0oiee KOHCEPBATUBHYIO CTPYKTYPY Y3HAET OIPE/ICIICHHBIN OaKTe-
puodar, TeM mupe OyJAeT CnenupUuIHOCTh €ro aacopOIuu, KOTopas
MOXKET, OJHAKO, OrPAHMYUBATHCS MACKHUPOBAHUEM COOTBETCTBYIOIIETO
peuenTopa IpyruMu CTPYKTYPaMU WIH HATUYUEM Y KIETOK MEXaHU3MOB
YCTOHYHMBOCTH, OJIOKUPYIOIINX CTaINK WH(PEKIINHU TOCIe aacopOuuu.

Kak npaBuiio, B3aumozeiicteue ara ¢ mOBEPXHOCTHEO KIETKH MOKET
OBITH paznesnieHo Ha JBe (a3bl: 0OpPaTUMYIO0 U HEOOpaTHMYH ancopo-
uuto [17, 87, 88]. Obparumas amcopOuus oOecriednBaeT MePBUYHOE
OTIO3HaBaHUE KIIETKH, MHOIJ[A MEHee CIeNH(UIHOE 110 CPaBHEHHUIO C
HeoOparuMoil aacopOuumeii. Ha 3Tol cragmy BO3MOXHA JAMCCOIUAIIHS
(haroBoil YaCTHIIBI C TIOBEPXHOCTH KJIETKH C COXpPaHEHHEM JKU3HECIIO-
cobHocTH BUpYCHOH wacTuilel. [lepexon k HeoOpaTuMoi agcopOIu
00BIYHO TPeOyeT IOTOIHUTENBHOTO CBSI3bIBAHUS (ParoBoro Oeika ¢ TeM
WJTH THBIM BTOPUYHBIM PELENITOPOM, JJIS 4er0 MOTYT UCIIOIb30BaThCS Te
e caMble Wik nHble RBP, yem mociyXuBIwe 11t 0OpaTuMOTO CBSI3bI-
Banus. Ilocie pacmo3HaBaHWS BTOPUYHOTO PELENTOpPa MPOUCXOIIT
MEePECTPONKN CTPYKTYpPHl BHPHOHA, HEOOXOAMUMBIEC IS OpTaHU3AINH
KaHaja JyUIsl JOCTaBKU reHoMa (para gepe3 000I0UKH KIECTKHA U KCKITUH
HYKJIEMHOBOM KHUCIJIOThl. MeXaHU3Mbl B3aUMOJICMCTBUSI C PELENITOPAMU
KJIETKH XBOCTATBIX ()aroB MbI pACCMOTPHUM JaJiee.

V. KHHETHKA AJICOPBLIUU

Ancopbmmto 6akTeprodaroB MOXKHO OIIEHHUTS TI0 TIAJICHUTO OMOJIOTHYECKOTO
TUTpa OakTeprodara B pacTBope Oaromapsi ero aacoponny Ha BHECEHHBIC
KJIeTKH. 1T oTipeieIeHrsI TaKoi 3aBUCUMOCTH (har CMEITUBAIOT C KJICT-
KaMH TIpU OOJBIIOM H30BITKE MOCIEAHNX (HU3KOH MHOXKECTBEHHOCTH
uH(EKIHN ), TIOCIIe Yero Yepe3 pa3invHbIe IPOMEKYTKH BPEMEHN HHPHIIU-
POBaHHBIC KJIETKH YIAJISIOT IEHTPUPYTUPOBAHUEM HITH YOHBAIOT XJIOPO-
¢dopmom, a ocTaBiuecsi cBOOOJHBIE YacTUIIBI OakTepruodara TUTPYIOT ¢
MOMOIIIBIO ITOceBa Ha vainku [89]. TunuuHas kpusas afcopOiuu OakrTe-
prodara npeacTaBicHa Ha pUc. 5.

B nepBomM npubnikennu ancopOiust paroB MMeeT KHHETHKY BTOPOTO
nopsinka [ 16, 87], mpu KOTOPOi CKOPOCTh PEAKIIUU 3aBUCUT OT KOHIICHT-
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IN o

N

Konuyectso cBo6oaHbIX YaCTUL
6akTepuodpara, 10°/mMn

Bpewms, myuH

Puc. 5. 3aBEUCHMOCTB KOHIICHTpAITUU CBOOOIHBIX yacTull 6akTepruodara G7C ot
BpemeHu. KoHreHTparms kinetok xo3sinHa okoso 107 BOE/m.

panuii ancopOeHTa u ajgcopbara — B HaleM ciydae Gparos u Oakrepuii —
B3STBIX B IIEPBOM CTEIEHU:

—dP/dt = K[B][P],

rae K(mim/mMuH) — KoHCTaHTa aIcopOITHH, 3aBUCSINAS TOTBKO OT TEMITEPaTyPhl
(a TakKe (PU3MOIOTUIECKOTO COCTOSTHHS KIIETOK M cOCTaBa cpefibl), [B] n
[P] — Texymiue koHIIEHTpanuu OaKTEPHil U KJIETOK B MOMEHT BPEMEHH t.
W3 storo nuddepeHnanbHOro ypaBHEHHUS CICAYET, UTO MPU OOJIBIIIOM
n30bITKE OaKTepUalbHBIX KIETOK, KOTAa WX KOHLEHTpAlHs B X0/
JKCIIEpUMEHTA HE MEHseTCH,

K =BxtxIn(P,/P),

rae B — xoHneHTpanus OakTepuaibHBIX KIETOK, t — BpeMsl B MHH OT
Hayaja SKCIEepPUMEHTa, P — ucxonnas KoHueHTpanus (ara B MOMEHT
t = 0, P — xoHmeHTpamus cBobogHoro (hara B MOMEHT t. XapaKTepHBIC
snauenus K s GonpmmaCcTBa (haroB — mopsaka 1072 mu/mun. Bosee
BBICOKHE KOHCTaHTBI 10 107* Mi/MUH wim 4yTh OOjiee XapaKTepHBI
JUTSL BUPYCOB, UCTIOJB3YIOMNUX B KaYECTBE PEIENTOPOB OUYEHb BBHICOKO
MIpEJCTaBIEHHbIEC HA MMOBEPXHOCTH KIECTKH MOJIEKYIIbI, HAIIPUMEp IOJH-
caxapH/ipl, TaK 4TO IPAKTUUECKH JIFOOBIE CITy4aiHbIe coyaapeHust haroBoi
YaCTHIIBI U KIETKH BeIyT K ycremHoi nHpekun [17]. Huskue 3naue-
HHSI KOHCTaHTHI azcopOiuu — mopsinka 107" MiI/MUH XapakTepHbI JUIs
HUTYATBIX (aroB, aJicCOPOUPYIOIIUXCS Ha KOHIIE TTOJIOBBIX MUJIEH OakTe-
pHAaTbHOM KIIETKH, a TAKKe 11 HEKOTOPBIX APYTUX (haroB, UCTIONb3YFOIIHX
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HU3KO MPEJCTABICHHBIE PEIENTOPHI, THO0 UMEIOIIIX HU3KOE CPOJICTBO
K (paroBeIM perienitopam (HarmpuMmep, U3-3a MyTAIMOHHOTO M3MCHEHHS
nocienuux) [90].

W3 npuBeieHHOTO BhIIIE YpaBHEHHS W30TEPMBbI aJICOPOLIUN MOKHO
BBIBECTH PsiJi CYLIECTBEHHBIX CIEACTBUM. Tak, Ipu JOCTaTOYHO HU3KOMN
KOHIIEHTpauu# (haroB U OaKTepuii — X0351eB BpeMsi, 32 KOTOPOE MPOU30HIET
WH(QHULIMPOBAHUE ONIPEIEIICHHOM J0U KIETOK, HeOOXOANMOM ISl 3a/1aH-
HOTO yBEJIMYCHHUs MOMYJISIIUU (ara, MOKET ObITh 3HAYUTEIBLHO OOJIbIIE
COOCTBEHHO JIATEHTHOTO Neproaa. COOTBETCTBEHHO, B SKCIIEPUMEHTE MBI
CMOXKeM HaOuoaTh pocT (paroBoi MOMYISLUK JIMIIb MIPH TOCTUKECHUH
HEKOTOPOM KPUTUYECKOH IIIOTHOCTH MOIMYIISIHMY X03seB. Hanpumep, ecu
MBI MOXKEM 3a(pUKCUPOBATH POCT (para Npu yBeJIMYEHUH Yucia 0.0.€. B 2
pasza MeX1y IBYMs MOCIEI0BaTeIbHBIMHU ONPEACTICHUSMH, KOTOPBIE MBI
MPOM3BOANM, HAIPUMED, OIMH Pa3 B Yac, TO AJIsl yCHEITHON PEruCTpaliu
pocra (ara Heobxomumo, 4ToOkI 3a BpeMms (1—t) agcopOupoBaiock He
MeHee 1/n Bcex (aroBbIxX HacTHi, Iae t — JVIMHA JTaTeHTHOTO IEPHUOoAa, 4., &
n— BbIXoA ¢ara Ha 1 uHGUUIUPOBaHHYIO KIIETKY. He clioXHO mocuuTars,
YTO TPU THITUYHOM 3HAUYCHHH KOHCTAHTHI afcopOrmu 10°° mi/munH ',
nmareHTHOM mepuone B 20 MuH u Bbixone ¢ara 100 gacTwil Ha KIIETKY,
HEo0X0quMasi IVIOTHOCTb OaKTEPHAIbHON MOMYJISLUN COCTABUT OKOJIO
3x10° xi/mi~!. D10 00BSICHSIET HAOMIONACMBIE B DKCIICPUMEHTE KayKyIIIHECsT
[IOPOTOBbIC KOHLEHTpALUU OakTepuii, HEOOXOAUMBIE sl Hadyajia pocTa
¢ara [91, 92]. AHAITOTUYIHO, €CITH MBI 331aJMCSI TICITEI0 OCTAHOBUTH POCT
OaxTepuaNbHON MOMYISAINH, TO HEOOXOANMO, YTOOBI 32 BpeMsI TeHepaIiH
Oakrepuii He MeHee 50% ObuH HHbUIEPOBaHBI. COOTBETCTBEHHO, MPH
BpeMeHH TreHeparui 20 MUH. Mbl ITOJYYHM ITOPOTOBYIO KOHIIEHTPAIIHIO
¢ara oxoio 1,8 x 107 gwacturymi !, Pe3ynbTarsl 3THX MOACYETOB BEChMa
KOHTP-MHTYWUTHBHBI, TOCKOJIbKY HIMPOKO U3BECTHO, YTO MOTIAJAHUE JIaXkKe
OJTHOM YacTHIlbI (hara B IPOOUPKY C PACTYIICH KyJIBTYpPOU, COIepIKAIICH
MUJUTHOHBI KJIETOK, MOKET BBI3BAaTh MacCOBBIH JIM3HUC OakTepuil. OqHaKo
NPOTUBOPEYHE JIUIIb KaXKYIeecs — B YCIOBHUAX TaKOTO KCIEPHUMEHTa
(barm NpakTUYECKN HE Pa3pyLIAlOTCsS U HE BBIHOCSATCS 3a MpEeeiibl CUC-
TEMBI, TOPTOMY MX KOHIEHTpauusi ObICTpo pacTeT. Ha mpakTuke mocie
noOaBneHns HEOOIBLIOTO KonvecTBa (hara K KyJabType pocT OakTepuit
MPOJOJKACTCS eIle HEKOTOpPOEe BpeMsl, [T0Ka KOHLEHTPALUs BUpyca He
MPEBBICUT NOPOroBoe 3HaueHKe. {151 0003HaueHHsI TOPOTOBOM KOHIIEHT-
paLuy KJIETOK, HeOOXOIUMOH U1l BUANMOTO pocTa (ara, ObUT IPEAIoKeH
TEPMHH «IOPOT pazmMHoxeHus» (multiplication treshold), a nyist moporosoit
KOHIICHTpAIK (para — «mopor 3atoruieHus» (inundation threshold) [93].

Hcxonst U3 mpUBEICHHBIX BbIMIE BBIYMCICHUN TaKXKe CIEAYET, YTO
4acTo NPUMEHsIEMasi BEIMYMHA MHOXECTBEHHOCTH HH(EKINH (KOJIMYECTBO
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(aroB Ha OJIHY KJIETKY) UMEET CMBICJI JIUIIb B YCIOBHUSX BHICOKOH KOH-
LeHTpanuu Garos U KiIeTok. JledCTBUTEIIbHO, €CITH a0COTFOTHBIC KOHIICHT-
palyu HU3KH, TO Jaxe Npu (HOPMabHO BBICOKOM OTHOIICHWHW YHCIa
BUPYCHBIX YaCTHII K YHCITY KJIETOK B cHcTeMe, d(D(PEKTHBHAS MHOXKECT-
BEHHOCTb WH(EKIMHU 32 3aJIaHHOE BPEMsI MOXKET ObITh BEChbMa Malla.

Heo0xoauMo Takke OTMETHTD, 4TO MOPOTOBBIE KOHIIEHTpAIMHK (aros
u OaKkTepuil KpallHe Ba)KHO YUYHMTHIBATH IPH HMCIIOIB30BaHUU (haroBoi
MHQEKINN KaK CPeACTBa OMOJIOrHYECKOTO KOHTPOJISI MUKPOOHBIX ITOITY-
JSIMHA, B TOM YHCTie — IPH (aroBoi Tepanuu 0akTepruaibHbIX HHYEKIni
[93, 94] npu ucnonk30BaHUM (HaroBBIX MPEHAPATOB JIJIS ICKOHTAMUHAIIAN
WJIN COXPaHEHMS MUILEBON NPOAYKIHH [95, 96] 1 B HHBIX TOJOOHBIX IPH-
JIOKEHUSAX.

VL. HIOCJIEJOBATEJIbHOCTH COBBITHM
NP THOULIUPOBAHUMU KJIIETKU ®PATAMU

B neransx panHue craaud MHOEKIUH M3BECTHBI JIHMIIb JUISI HEMHOTHX
(aroB rpaM-OoTpPHULIATEIBHBIX OaKTEPHI.

Kak Ob110 0TMEUEHO BBIILIE, TPH IOCTATOYHO HU3KUX KOHIIEHTPALIUIX
OakTepuii-xo3s€B, KOTOpbIE HAOMIONAIOTCSI BO MHOTHX MPUPOIHBIX HKO-
CHCTEMax, 4acToTa BCTped (haroBbIX YaCTHUIl U YYBCTBUTEIBHBIX KIETOK
MOXXET ObITh BecbMa HI3KOM. [109TOMy HeKoTOpBIE (haru UCIIONB3YIOT CTpa-
TETUI0 aJCOPOLMHU, IPU KOTOPO CHavyalla MPOUCXOIUT B3aUMOIeiCTBHE,
HanpapJIeHHOE Ha TO, YTOOBI MPOCTO YAEP>KaTh BUPUOH BOJIU3U KIETKH
X03s5iMHa. B oTIIMuMe 0T KIIACCHYECKOro B3aUMOJICHCTBUS € IEPBUYHBIMH
pelenTopamMu, ONMMCAHHOTO HUXKE, 3T B3aHMMOJICHCTBUS, TIO-BUANMOMY,
HE MMEIOT TPSAMOH (DYHKIIMOHAIILHOW CBSI3U C OKOHYATEILHBIM PACITo3-
HaBaHUEM XO35MHA ¥ WHUIAINEH THPEKITUH.

XOoTs oIaBIIsAIoIIee OOIBIIMHCTBO PEIETITOP-Y3HAIOIINX OSIIKOB acCo-
IIUUPOBAHO C XBOCTaMH (aroB (y MOIOBUPYCOB OHM OOBIYHO 00pa3yroT
KOJIBIIO BOKPYT XBOCTA, IPHCOEANHSAIONIEECS HEMTOCPEACTBEHHO K IIeHKe
(haroBo¥t YacTHIIBI), B OTACIBHBIX CIydasx B aJICOPOIMH MOTYT ydacT-
BOBaTh W Oenmku Kamcupa. Tak, y cudosupyca phiCbl3 Caulobacter
crescentus MMEIOTCSI HUTEBUIHBIE BBIPOCTHI JEKOPHUPYIOMIETo Oenka
TOJIOBKH, PACIIOJIOKEHHbBIE B BEPIIMHAX €0 HKOCAPUIECKOTO KaTICH/IA.
OTH HUTH B3aUMOJICHCTBYIOT C (pJIareJNIMHOM KT'YTHKOB TMOJBHKHBIX
kneTok C. crescentus M 0OMaTBIBAIOTCS BOKPYT KT'yTHKOBOW HUTH TAKUM
00pa3oM, 4TO BpallCHHE XI'yTHKa MPUBOJUT K ONYCKaHHIO (aroBou
YACTHIIBI K TIOBEPXHOCTU KJIETKU MOA00HO TaliKe, CKPYUUBAIOMICHCS TI0
Hapeske 6onta [97].
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B paiione momioca kieTKu (ar pacrio3HaeT BTOPHYHBIA PEIenTop
(mopTajgbHYIO CTPYKTYPY MHIIN) 33 CUET «OOBIYHBIX» a/IT€3NHOB, PACIIO-
JIO’KEHHBIX Ha 0a3aJIbHOM CTPYKTYpe ero XBocTa. ClaenyeT OTMETUTh, YTO
Yy MHOTHX WHBIX ()aroB, HCIONB3YIOIINX BPalIeHUE )KIYTHKA, COOTBETCT-
BYIOLIHE aJIT€3UHBI PACIIONIOKEHBI HA 0a3aIbHON CTPYKTYPE XBOCTA.

VY nexopupyroiero 6enka Hoc, 3aHUMAOIIEro IEeHTPbl TeKCaMepOB
KaricugHoro Oenka dara T4, Takxke Obiza oOHapyeHa CIIOCOOHOCTDH K
CBSI3BIBAHMIO MOJIMCAXAPUIHBIX JIMTAHJOB, OJHAKO UMM OKa3aJUCh HE
peLenTophl Ha TOBEPXHOCTH OAKTEPHiA, a Ioucaxapui MyLIHH — KOMIIO-
HEHT CIIU3H, CeKpeTupyeMoil kumednukoM [98]. [IpennonoxkurensHo 310
NPUBOAMT K KOHIEHTPUPOBAHHIO (DaroBbIX YACTHUIL B IPUCTEHOYHOM CIIO€
KHIICYHHUKA, TJIE COJIepKaHne METa00IMYEeCKN aKTUBHBIX X0351eB (E. coli)
3HaunTeNbHO BbIlIE. MHTEpecHO, uro Oenok Hoc oTHOCHTCS K 4mCcTy
(haroBbIX OEJKOB, COIEPIKAIINX UMMYHOIIIOOYIIMH-TIOZ00HBIE JOMEHBI [ 99,
100]. Takue noMeHBI OOHAPYKEHBI y MHOTHX (DaroB m BCeT/ia pacroio-
JKEHbI TAKMM 00pa30M, 4TOOBI OBITh SKCIIOHUPOBAHHBIMU BO BHELIHIOIO
cpeny. Hanpumep, Takue 1oMeHbl HaliIeHbl HA MHOTHX JEKOPHUPYIOIINX
Oenkax TOIOBKH, Kak y (paroB T4, TS, Ha Oenmkax TpyOku XBocTa y (aros
nssMOma u TS5, Ha KOHITaX BOPOTHUYKOBEIX HUTeH OakeHOapy (hara RB43 n
Ha MHBIX OeJIKaX BUPHMOHOB. Ig-110100HbIE JOMEHBI 4acTO ObIBAIOT BEChMA
BapHa0ebHbI 10 CBOEH ITOCIIEJ0BATEIbHOCTH JaXKe y OJIM3KOPOACTBEHHBIX
(aroB, 4TO HABOAUT HA MBICJIb O TOM, YTO OHH CITyaT CPEICTBOM aJariTa-
LU K KOHKPETHBIM YCJIOBHAM Cpelibl 00UTaHUs. J[0 OTKPBITHS CBSI3bIBAHMS
6enka Hoc ¢ MynimHOM (YHKIIHSI 9THX JOMEHOB ObLTa HeM3BecTHA. Ternephb
MMEIOTCSI OCHOBAHUSI [10J1araTh, 4TO 10 MEHBIIIEH Mepe YacTh U3 HUX MOXKET
pacno3HaBarh KaKHe-T0 OMOMOJICKYITbI, YBEITMUYMBAs KOHIICHTPAIIUIO (paros
BOJIM3H MTOTEHIIMATBHBIX X035€B.

B Oonee tunuyHOM ciydae, oJHaKo, oOparuMas ¥ HeoOpaTumas
a/1copOIHst OCYIIECTBIISIFOTCS a/Ir€3MHAMU, aCCOIIMPOBAHHBIMH C XBOCTOM
(ara u SBIAIOT COOOI CTa MK Mpoliecca HHPUIUPOBAHUS KIIETKH. B cooT-
BETCTBHH C JIBYXCTaJMHHBIM XapakTepoM aAcopOIHU y OONBIIMHCTBA
OakTeprodaroB pa3nnyaoT pacro3HaBaHUE MEPBUYHBIX M BTOPHYHBIX
penentopoB. Y HEKOTOPBIX OakTepro(aroB y3HaBaHUE MEPBHYHBIX H
BTOPUYHBIX PELENTOPOB (QYHKIMOHAIBHO Pa300IICHO: CBSI3BIBAHHE C
NEPBUYHBIM PELENITOPOM Y HUX HEOOXOIUMO, O-BUIUMOMY, JIUIIb JUIS
3aKkperieHus (ara Ha MOBEPXHOCTH KJICTKH, YBEJIMUMBAIOIIETO BEPOSIT-
HOCTb YCHEIIHOTO HH(PUIMPOBAHMS IPH KKIOM CTOIKHOBEHUH C KIICTKOH.
OTO CcBA3BIBAHUE HE SBIACTCS (PYHKUHMOHAIBHO HEOOXOAUMBIM IS y3Ha-
BaHMsI BTOPUYHOTO perentopa 1 MHGEKLUUH, TaK YTO IPU OTCYTCTBHH
MOBEPXHOCTHBIX CTPYKTYP KJIETKH, MACKHPYIOILMX BTOPHYHBII peLienTop,
MHOpEKLIUS MOXKET NPOMCXOANUTh HANPAMYIO, 0€3 y4acTHsl aAre3uHOB,
Y3HAIOIUX IEPBUYHBIN PELETITOP.
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Tak, mHampumep, par N4 MoKeT HanmpsIMyIO CBSI3BIBATHCS CO CBOMM
OenkoBbIM perienitopoM NfrA mocpeacTBom Oenka nréS, o0pa3yromero
moj100ue YexJia BOKPYT KOPOTKOTO XBOCTa 3TOT0 nojoBupyca [101]. DtoT
HECOKPATUMBIH YeXOJI BBIMONHSACT (PYHKIHIO PElEenTopa, Y3HAIOLIETo
nopuH NfrA (Choi et al. IMB 2008). MnTepecHo, 4T0 y OONBLIIMHCTBA
npyrux N4-mogoOHbIx GaroB 9Ty QyHKIHIO BBIIONHSIOT OCTIKU LIMITOB
(Chan et al 2014, cm. Taxoke Prokhoroff et al. 2017). Ilpu aTomMm MHOTHE
Takue Garu peasu3yloT HHYIO CTPATeruio (CM. HHXKeE).

T5-momoOHBIE BUPYCHI TaKKe MOTYT MHOULIHUPOBATH JHIICHHBIE
MOBEepXHOCTHOTO O-monucaxapyuia MTaMMbl OaKTEPUH 3a CUET MPSIMOTO
y3HaBaHUs OEJIKOB-MIOPUHOB BHEIIHEH MeMOpaHbl (aroBbIM aare3uHOM
Oad (pb5) [81]. Ognako, gaxke MpU TakoW CTpaTerud, y3HaBaHUE TEp-
BUYHOTO PELENTopa KIaCCHUECKUMH are3uHaMu, CBSI3aHHBIMHU C XBOC-
TOM (hara 4acTo UIPAFOT OIPEIEIIAIOINLYIO POJIbh B 00ECIICYCHHH KOHTAKTa
cootBetcTBytomiero RBP co BropuunbM perenitopom. Tak, ipu nHbEKIHH
T5-nogo6usiMu konudaramu DT57C u DT571/2 mrammoB E. coli,
muieHHBIX O-aHTHreHa, GYHKIHS O0KOBBIX XBOCTOBBIX (pudpmiut (LTF)
He 3aJIefiCTBOBaHa, M MyTaHTHI (Dara, TUIIEHHBIC TON CTPYKTYPHI, HHH-
MUPYIOT KJIETKA HE XYK€ BHPYCOB nukoro Tuma. OmHako, O-aHTUTEHBI
MHOTHX cepoturioB obecneunBaor 100% skpaHMpoOBaHHE KOHEYHOTO
perienitopa (BtuB) 4T0 MPUBOIUT K MOTHON YCTOWIMBOCTH HECYIIUX MX
KIIETOK K JTaHHBIM (haram. B To xe Bpems ciennhuieckoe pacrio3HaBaHUe
O-anTureHa pernentop-cBsa3bBatomumu nomeHamu LTF oGecreumBaet
s heKTHBHOE 3apa’KeHHE COOTBETCTBYIOMIMX IITaMMOB [72] (puc. 6).

B apyrux ciydasix cBS3bIBaHHE C IIEPBHYHBIM PELIETITOPOM SIBIISICTCS
HEoOX0MMbIM Jutst nHpeKnuu. [Tpyu MyTanmoHHON HHAKTHBAIMY TICPBHY-
HOTO perentopa OaKTEepHAIbHBIN MITaMM CTAaHOBUTCS yCTOMYMBBIM. B
9TOM Cllydae TOBOPST, U4TO (par sBIsSEeTCS 3aBHCHMBIM OT TIEPBUYHOTO
penenitopa [18, 102].

Takoe siBIeHHE HAOMONACTCS MPEUMYIIECTBEHHO Y MHOBUPYCOB, Y
KOTOPBIX CBSI3bIBAHHME C MEPBUYHBIM perenTopoM (GopMHpYeT KOHPOP-
MAaIMOHHBIA CUTHAJ JJISl IepeCTPOKH 0a3anbHON MJIACTUHKH U COKpa-
mieHust xocta [64, 103, 104]. Taxke Takue B3aMMOOTHOIIIEHUS OTTUCAHbI
JULS TIOZIOBHPYCOB, B TOM YHCJIE U TEX, KOTOpbIe 0011a1atoT epMeHTaTHBHO-
akTUBHBIMU anresuHamu [18, 73, 103, 105, 106].

WHTepecHo, 4TO BHYTPH IPYIIIBI OJIM3KUX BUPYCOB CTpATErus aacopo-
[IUU MOXKET CHIIbHO omin4athes. Y N4 —mogooHoro dara G7C u MHOTHUX
WHBIX POJICTBEHHBIX (aroB (B oTiauuune or (ara N4, OrmMcaHHOTO BHIIIE)
CBSI3BIBAHNE BTOPUYHOTO PEIENTOpa HEBO3MOXKHO O€3 TIpeIBaAPUTEIHLHOTO
pacro3HaBaHUs IEPBUYHOTO, TO €CTh YCIIENIHOCTh (ParoBoil MH(pEKINN
MOJTHOCTHIO 3aBHCHUT OT HAJIWYHS y KJIETKH OOOHMX THIIOB PEILENITOPOB
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022 \ | pb4

or

Py i Hrs (pb5)
BtuB

Puc. 6. A. Mopdonorust yactun para DTS571/2 (mopdosnorust para DTS7C unen-
tnyHa); b. Monens opranmuzanuu LTF u ux B3aumopeiictBue ¢ O-aHTHUTreHaAMH.
PazserBnennas ¢udpumia coctout ux tpumepon Oenxos LtfA u LtfB. Penenrtop-
y3Haromme yaactku LtfA ¢aroB DT571/2 u DT57C cBszbiBatorcst ¢ O-aHTUTCHAMH
tunoB O87 u 022 coorBercTBeHHO; OIMHAKOBBIE M0 crieiduuHocTH Oenku LtfB
JaroT obouM (haram BO3MOXKHOCTb MHGHULIUPOBATH X03siMHA ¢ O-aHTUIEHOM THUIIA
081. C uzmenenusmu u3 [72].

[74, 102]. Nmeromuecst TaHHBIE KOCBEHHO YKa3bIBAIOT, UYTO CBS3LIBAHIC
RBP Takux mogoBUPYCOB C MEPBUYHBIM PEUENTOPOM T€HEPUPYET
KOH(OPMAIIMOHHBIN CUTHAN, TIEPEBOAIINI anmapar XBocTa B HEKOE
«B3BE/ICHHOE)» COCTOSIHHE, B KOTOPOM OH MOXXET B3aHMMO/ICHCTBOBATH CO
BTOpUYHBIM petienitopoM. Y ara G7C cBs3bIBaHUE C IEPBUYHBIM PELICTI-
TopoM — O-aHTHTEHOM — SIBJISIETCS HEOOXOAMMOW crajuell nHPEKIUH
[102], mpu 3TOM B mporiecce UHPEKIUN SH3UMATUIECKU aKTUBHBIA RBP
¢ara neauermnupyer O-nonucaxapupa (OI1C), ynanss eqUHCTBEHHYIO
aleTUIBHYIO TPyMITy Ha 6 ocTaTkoB moBTopsitomierocs 38eHa OIIC. Ilo He
BIIOJIHE MTOHSATHBIM MPHYMHAM 3Ta PEaKius 00eCcIieunBaeT MPOHUKHOBEHHE
(hara K HeICHTU(DUITUPOBAHHBIM BTOPUYHBIM PEIIETITOPAM U YCIICITHYIO
nH}eKnnio KieTok. [Ipu aToM mrTamM, y kotoporo O-aleTHIMPOBaHHE
O-aHTUTEeHa HHI'MOUPOBAHO B PE3Y/IbTaTe MyTALIMHU T'eHA alleTHIa3bl welk,
okasbiBaercsi ycrounBbM K gary G7C [102] u He B3aMMOACHCTBYET ¢
pexomOuHanTHEIM RBP (1T 63.1) Bupyca [ 74]. Tak:ke MONHOM pe3uCcTeHT-
HOCTEIO K (pary 001aJaroT MITaMMBI, ITIOJTHOCTRIO NoTepsiBIKe O-aHTUTEH.
ITo xocsennbiM ganHbIM N.S. Prokhorov u xommeru [74] npeanoiaoxuiy,
YTO peaKIysl IearleTHIIMPOBAHMUS TIPOUCXOIUT MPOIIECCHBHO, 00eCTIeYnBast
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TPaAHCIIOPT BUPHOHA K TOBEPXHOCTH
MeMOpaHsbI 1 ero aktuBanuio. Iloc-
neHee 00CTOATENbCTBO HAXOJIUT
CBOE BBIpaXEHUE B TOM, 4TO (ar
MOXET ObITh HHAKTUBUPOBAH IIpe-
napatoM JIIIC, HO TonbKO B Ciy-
yae, ecjJu Ipemnapar MOJydeH ¢
MOMOIIBIO JKECTKOH (EeHONbHOH
skctpakuuu. JITIC, momyuenHsie ¢
MOMOIIBI0 00paboTKH poTeasoit K,
¢ar He MHAKTUBUPYIOT. B TO xe
BpeMsl ITpenapaThbl BE3UKYJI BHEITHEH
MeMOpaHBbI, BBIJEICHHE KOTOPOH
HE BKJIIOYAET arpecCUBHBIX IPO-
ueﬂyp, I/IHaKTI/IBI/IpyI'OT q)ar O4YEHb Puc. 7. Cxema OopraHusamnuu pasBeTB-
sdppexrnro. Ha ocHOBaHun srix JISHHBIX anresunos gara G7C, chop-
MHPOBaHHBIX gp 66 u gp 63.1 1o [64].

PE3yJIBTaTOB NMPEIUIOKEHA CIIEAYIO-

mast Mojiens: B3amMoneicTBue nr 63.1 ¢ara G7C obecrieunBaeT mpo-
HUKHOBEHHE XBOCTa (para K HEUACHTU()ULHUPOBAHHOMY BTOPUUHOMY
penenTopy (MPEeanoIOKATETFHO, OMHOMY MX OCIKOB BHEITHEH MEMOpaHbI),
OJHOBPEMEHHO NPOUCXOAUT KOH(OpMAIIMOHHOE W3MEHEHHE amlmapara
xBocTa (hara, KOTOpOEe HEOOXOAUMO ISl pacIO3HABAHUS KOHEUHOTO
peuenTopa. Ilpu 1nTeIbHOM KOHTAKTE ¢ KOHLEHTPUPOBAaHHBIMH IIpETia-
paramu JIIIC moxer mpuBoanTh K Hadanmy ocBoboxkaenus JJHK u 6e3
KOHTAKTa CO BTOPHYHBIM PEIENTOPOM. DTH JAaHHBIE COTIACYIOTCS C
pe3ynbpTaTaMu KpHo-3J1eKTpOHHON pekoHcTpykiuu ¢dara G7C (C. Haza-
po, EPFL, lllBeiinapusi, JinuHoe cooOIIeHHE) YacTull OakTepruodara,
JIMIIEHHBIX T 63.1, mojy4eHHbIX B padoTe [74] ¢ HOMOLIBI0 HHPEKIUN
COOTBETCTBYIOIIUM aMOEP-MyTaHTOM HENIEPMUCCUBHOTO X035MHA. Y 3THX
YaCTHIl, B OTIAYKE OT (hara JUKOro THITA, HaOIFonaeTcst MOP(hOJIOrHYSCKOES
MU3MeHeHHe (OTKpBhIBaHKE) JUCTAIBHOTO KOHIA TpyOuaroro xBocra. Kon-
(opMaMoOHHBII cUTHAN OT CBsi3biBaHUS gp63.1 ¢ O-aHTUreHOM mepe-
naetcsi yepe3 Bropoit RBP Oenok ¢ara gp66, uepe3 kotopsiii gp63.1
NPUCOEANHSETCS K BUPUOHY (puc. 7).

Kpaiine untepecHo, 4yTo J0MeH Nro6, K KOTOPOMY IIPUCOETUHAETCS
gp63.1, 1o JaHHBIM OMOMH(POPMATHIECKOTO aHAJIN3a SABJISICTCS] CXOAHBIM
¢ nomenamu gpl0 G6axrepuodara T4 [64], KOTOPBI BHIIONHSIET Y 3TOTO
(ara aHAJIOTHYHYIO POJIb, OOECIIeunBasi NPUCOCTUHEHUE KOPOTKUX H,
4yepe3 aAanTopHbINA OeloK gp9, NIMHHBIX XBOCTOBBIX (uOpmimt ([XD).
DTOT OETOK IMepeaeT CUTHAI OT cBs3biBaHUs JIX®D ¢ pementopamu Ko
BHYTPEHHUM OejkaM 0a3ajbHOM IUIACTMHKHU, YTO NIPUBOIUT K €€ Iepe-
CTPOMKE M COKPAILEHHUIO XBOCTA.
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Puc. 8. TIponnkuaoBenne K-criennpuanbix koaudaros K TOBEPXHOCTH KIIETKH 3a CYET
MPOIECCUBHOTO THaponu3a K-nonrucaxapuaa sH3MMaTH4eCKU aKTHBHBIMHU XBOCTO-
BbiMu 1unamu. (ITo [73]).

ITomo6no dary G7C, npu undexuu darom St6 knetox Salmonella
TaKKe TPOUCXOIUT aKTHBALINS YaCTUIIBI TIEPBHYHBIM perieritopom. [1oka-
3aHO, 4TO ero penentopamu sApistoTcs JIIIC n 6enkn OmpA nu OmpC
[107]. OmHako nHakTHBAIM (ara npernaparaMmu OSIKOBBIX PEIEITOPOB
nporcxoaut 3¢ dexrruBHo MUk B pucytcTBrn JIIIC.

B Tex cnyuasx, Koraa moBepXHOCTh OaKTepUaIbHON KIETKH 3alTUIIICHA
JIOCTATOYHO MOIIHBIM CIIOEM IK30IOJIMCAaXapH/IOB, afcopOnuu ¢ara Ha
MOBEPXHOCTH TmpejecTByeT y3HaBanue DIIC Oenkamu ¢aroB u 3H3u-
MaTh4ecKkas Jierpajaanus 3tux Moiekyin [86]. [lo-Buagumomy, 1is mpeo-
JIOJIEHNS IEMCTBUTENBHO TOJICTHIX KaICyJ WIIM MEXKKJIETOYHOTO MaTpUKca
OMOMIIeHOK Y 0akTeprno(aroB HeT albTepHATUBHBIX perieHui. J{ist mpo-
HUKHOBEHMSI CKBO3b KaIlCyJbl, 10-BUIUMOMY, UCTIOIB3YETCS TPOLIECCUB-
Has peakiys THAPOJIN3a, IPU KOTOPOI pa3phlB CIEAYIOUINX CBA3EH MU
MOJIEKYJI IOJIMMEPA MPOUCXOIUT 0€3 JUCCOLHMALIN BUPYCa. DTO IPUBOIUT
K HalpaBJICHHOMY IBM)KCHHIO YaCTHUIIBI BIYOb MTOJIHCAXapHIHOTO CIIOSI.
®ar K1, uapunmpyrommuii K1-karcynsHbie mrammel E. coli 3a caeT mocire-
JOBaTeNIbHONW paboThl CBOMX 6 YH3UMATUYECKH aKTHBHBIX XBOCTOBBIX
LINIOB, (PaKTUYECKH OCYILECTBIISIET OypeHre «KOIO/1Ia» CKBO3b KaICyIy,
XOPOIIIO Pa3IMYUMOr0 Ha AIEKTPOHHBIX MUKpodoTorpadusx (puc. 8).
JlocTUrHYB MOBEPXHOCTH KIIETKH, (har CBA3BIBACTCS CO CIEAYIOIINM pe-
LETITOPOM.
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HyXHO OTMETHTH, 9TO BO MHOTHX CIIy4asiX KaICyJIbl SBISIOTCS Mep-
BUYHBIM PELENTOPOM, HEOOXOMUMBIM JUIs HH(peKIH. Tak, Hanpumep,
yrnomsiHyThIH Beimie ¢ar K1 [108, 109], a Taxxe mHOTHE (haru THIIepMy-
KOUJHBIX ITaMMOB Klebsiella nnst ycrieniHONH WHPEKIIUU HYKIA0TCS B
HaJIMYUH ONPEEeIEHHOTO TUITA KalCyabHbIX nonucaxapunos [110, 1117.

IIpu oTcyTcTBUHM GaKTepUaTbHBIX IITAMMOB, JIUIIEHHBIX MACCUBHBIX
KaricyJl COOTBETCTBYIOIIMMH (haramu, HH(PEKIMS HAUNHASTCSl HETTOCPEACT-
BEHHO CO B3aUMOJIEHCTBUS C IEPBUYHBIM PELIENITOPOM, PACIIONOKEHHBIM
BOJIM3M MOBEPXHOCTH KJIeTKH. Ho M B 3TOM cilydae MOBEPXHOCTHBIC
noiucaxapusl (Hanpumep, O-aHTUTEH), YacTO MoABepratoTcs GepmeH-
TaTUBHOMY THIPOJN3y (aroBeiMu Oenkamu. Takas crparterus Ooinee
XapakTepHa JUIsl I0IOBUPYCOB, XOTSI SH3UMAaTHYECKU aKTUBHBIE a/IT€3HHBI
oOHapyXeHbl U y HEKOTOPBIX MpelcTaBuTeNnell cemeiictBa Myoviridae
[86, 112].

[lepBuuHast agcopOunss MHOTUX (paroB MPOUCXOAUT HMPEUMYLIECCT-
BEHHO BOJIN3H MTOIIOCOB NAJIOUKOBUHBIX KJIETOK, YTO, BEPOSITHO, CBA3aHO C
HEPaBHOMEPHBIM PaCIIONOKEHUEM OCIIKOBBIX PELIETITOPOB Ha TOBEPXHOCTH
Oaxrepwuii [113]. V HexoTopbix u3 (haros mocie aacopOIu MPOUCXOTUT
JaTepaIbHOE CMELIEHHE BOJIb IIOBEPXHOCTH KJICTOK 32 CUET AUCCOLUALIUH
aAre3MHOB U IOBTOPHOTO CBA3BIBAHUS C COCEAHUMH MOJIEKYJIaMHU peLel-
TopoB. Takoe NoBeieHNE CBONCTBEHHO (paraM, y3HaIOIUM BbICOKOIIPEI-
CTaBJICHHbIE HA IOBEPXHOCTU PeLEeNTOphl. B pe3ynbrare nepemerieHus
daru TakKe 4acTO MUTPUPYIOT B OKOJONOJISIPHBIE 00JaCTH KIICTKU.
Jlatepansubie mepemenienns ¢ara T7 ObUIM PEKOHCTPYHPOBAHBI 10
JAHHBIM KPHOBJIEKTPOHHOU TOMOTpaduu HHOUIMPYIOMIMX MUHUKICTKA
E. coli daroBeix gactui [114]. DTOT mporecc HamOMUHAET TAaHEIl, B
KOTOpOM (har TMOMepeMEeHHO CBs3bIBaeTCs ¢ penenrtopom (kop-OC) To
OJTHOM, TO APYrod u3 cBOMX 6 (GUOPHILI, MTOKA HAKOHEI[ HE IPOU30M/ICT
Y3HaBaHHE HEU3BECTHOTO BTOPUYHOTO perentopa u a»xekius JJHK. dar
nsiMO/1a, KOTOPBIN MTPH MHPUIMPOBAHHUH J1a00PATOPHBIX IITaMMOB E. coli
Y3HaeT HEMOCPECTBEHHO BTOPUYHBIN peLenTop — TPaHCHOPTEp Mallb-
1036l LamB — Takxke nepemeraercs BAOJIb KJIETOUYHON IOBEPXHOCTH,
[I0-BUAMMOMY, MUTPUPYsI OT OAHOU MouieKysbl LamB k gpyroi, noka He
MPOM30iIET HEOOPAaTUMOTO CBSI3bIBaHHMS [68].

Cuenapuii COOBITHIA, POUCXOASIINX TOCIIE CBI3bIBAHIS BTOPHYHOTO
pernenTtopa, 10CTaTOuHO SICEH JIMIIb A1 MUOBHpPYCOB. [Tocie cBsi3pIBaHusA
aAre3uHoB 0a3aJbHOM TUIACTHHKH (KaK MpaBuio, GuOpHIIsSpHBIX) ©
peLenTopaMu Ha MOBEPXHOCTU KJIETKH, MPOUCXOAMUT MEpecTpoiika
OazanpHOM tactuHky [20, 103] 1 cokpamieHue yexia XxBocra. B pesynb-
TaTe ATOr0 BHYTPEHHsIsI TpyOKa XBOCTA MOTPYIKAETCS BITYOb KJIETOYHOM
CTCHKHU U JOCTHUracT MOBEPXHOCTH IJIa3MaTHYECKOM MeMOpaHnsbl. Y ¢daros
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I'paM-oTpUIIaTENLHBIX MUKPOOPTaHU3MOB Ha KOHIIE TPYOKH MPHUCYT-
CTBYET OEJIOK MU OCIKOBBIN KOMIUICKC, IMCIOIIII BHT )KECTKOM WIJIBI,
Yy OCHOBaHHUS KOTOPOH MOTYT MMEThCS MENTHAOITTUKAH-THAPOIa3HbIe
nomenbl. Harmpumep, y dara T4 ato ycrpotictso (cell puncturing device;
[64]) cocTouT U3 TpuMepa Ir 5, UMEIOIIEro JU30IMUMHBINI JOMEH U 00pa-
3ytoriero Ha C-KOHIIE KECTKYI0 TPUMEPHYIO [B-Criupaib (MIIy) U MOHO-
Mepa 1r 5.4 GOpMHUPYIOIIETO OCTPHE UIIIBI.

®daru rpaM-1oNIoKHUTENbHBIX OaKTEPHii TAKKE MMEIOT ENTHIOTINKaH-
THIPOIIa3bl, ACCOLMUPOBAHHbIE C MPOOKOH Oa3abHOM IIACTUHKHY, KOTOPast
IPH COKpAIlEHUH XBOCTa 00pazyeT HaKOHEYHHK TpyOku. JleTtampbHoe
OIMCaHNE MEXaHU3Ma [IepeCcTPOHKH 0a3anbHON IIIACTUHKH U MOJIEKYJISAP-
HBIX COOBITHH, JIEKAIUX B OCHOBE COKPALICHHUS XBOCTA, MO)KHO HAlTH B
pabotax [20, 64].

Cy11ecTBYIOT KaK MUHUMYM JIB€ CTPaTerny B3aUMOICHCTBISI MUOBU-
PYCOB ¢ perienTopamu KieTkd. Y (ara T4 1 MHOrOYHCIIEHHBIX POJICTBEHHBIX
emy Bupycos [ 115, 116] umerorcs qBa Habopa GUOPMIISPHBIX a/IT€3HHOB:
IIECTh [UIMHHBIX XBOCTOBBIX (uOpmit (/I X®D), npucoeMHeHHBIX K yIiiaMm
0a3abHO IITACTUHKY, U TIECTh KOPOTKUX XBOCTOBBIX (huOpmimt (KXD),
CIIOKEHHBIX T0oJ 0a3albHOW ItacTUHKON. CBssbiBanue JIXD sBusercs
CUTHAJIOM I Hadaja IepecTpodKy 0a3ajabHOM IUIACTUHKH, KOTOPOE
CONPOBOXKAAETCS pa3BOpayMBaHMEM KOPOTKHX XBOCTOBBIX (hubpmii,
MIPOYHO 3aKPEIUIIOINX 0a3aIbHYI0 INIACTUHKY Ha IOBEPXHOCTHU KIIETKH
[20, 64] [103] u mpenATCTBYIONIMX OTTATKUBAHUIO (para mpu cokpare-
HUU XBocTa. Takum oOpazoM, T4-mogoOHEIN (ar pacro3HaeT aBa THIIA
penieniropoB. JIX® ¢ara T4, nHanpumep, cBsa3biBaroTcs ¢ 6eaxkom OmpC,
a KX® B3aumoneticteyrot ¢ JIIIC [117]. VY dara P1 kopoTkue XBOCTOBBIC
(GUOPHIUTBI OTCYTCTBYIOT, TIOITOMY YIEPKaHHE BUPYCa OKOJIO TTOBEPX-
HOCTH KJIETKA 00€CTIEUYNBACTCS 34 CUCT CBSI3BIBAHUS HECKONBKUX J[XD
¢ xopoBbIM nosnucaxapuaom JIIIC xo3sMHa, CiyKalluM CUTHAJIOM JUIS
Hayasa cokpalieHus xsocra. MHTepecHo, 4To y 3TOro ¢ara mporucxXoauT
OTTaJIKUBaHKUE 0a3albHON MIACTHHKH OT TIOBEPXHOCTH KJIETKH OT pac-
CTOSIHUSI TIPUMEPHO 53 HM B MOMEHT Hauajna cokpameHus 10 90 HM y
(haroB ¢ OJIHOCTBIO COKPAIIEHHBIM XBOCTOM. OTH 37 HM, TO-BUAHMOMY,
BbIOMpAroTCs 3a cuer ynpyroro pacupsamienust JX®D, coOpaHHBIX U3
COCIMHEHHBIX I0J] YIJIOM MOJIOBHHOK (Kak u 'y T4). B pesynbrare, XoTs
JUIMHHBIHN (220 HM) yexon xBocTa (ara P1 cokpamaercs na 125 um, po-
HUKHOBEHHE TPYOKH XBOCTa BIITyOb CTEHKU KJIETKH OTPaHUUEHO IPUMEPHO
30 HM, YTO IPUOAMZUTETBLHO COOTBETCTBYET PACCTOSHUIO J0 IIOBEPXHOCTH
LIIM [104] .

[To-BuarMOMy, y MHOBUPYCOB, KOTOpbIe HHOULMPYIOT XO35I€B C Mac-
CHUBHOH KaICysoH, peanusyercsi 0ojee CIOXKHas CTpaTerus. Y3HaBaHHE
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KarcyJIbHOTO MOJIMCcaxapy/ia v ero Aerpaiaiys S3H3NMaTHIeCKA aKTHBHBIMHU
aJre3MHaMU MOXET SIBJISITHCS HEOOXOIUMBIM dTaroM uHpekiuu [111],
HO TP ATOM TIepecTpoiika 6a3aabHO INIACTHHKU U COKpaIIeHUE XBOCTA
MIPOUCXONT, BEPOATHO, B PE3yJbTaTe B3aUMOJEHCTBHS C PELENTOPOM,
PacroiI0KeHHBIM HETOCPEICTBEHHO Ha MOBEPXHOCTH KJeTKU. Jletanu
JTAHHOW CTpATeruy MoKa He paciu(pOBaHBI.

V nogosupycos I'pam-orpunarensusix xo3deB »xekunn JJHK npen-
HIECTBYET KEKIMs BHYTPEHHHX OEJIKOB Karcuia, KOTopble 00pa3yloT
KaHaJl yepe3 MepuIia3mMaTHyecKoe mpocTpancTBo. OOBIYHO Cpelu 3TUX
OEITKOB MMEIOTCS MOJICKYJBI C MENTHAOIIHKAH-THIPOIa3HBIMU JAOMe-
HaMH, 00ECIeYNBAIOIIUMU 00pa3oBaHUE OTBEPCTUS B MYPEHHOBOM
CJI0€ KJIETOYHOM 000JI0UKH. DKCIIEPUMEHTAIBHO CYIIECTBOBAHNE TAKOTO
KaHasa nokaszaHo i ¢ara T7 [114]. On chopmupoBan Oenkamu nrl4,
nrl5 u nrl6, kotopeie 70 MHPEKIUU PACIONAraloTCs BHYTPU Karcujaa
u Gopmupytor BHyTpeHHee Teno [118]. Jpyrue mogoBUpychl Takxke,
NOBUAMMOMY, UMEIOT BHYTPEHHHE O€JKH, 00eCIeunBaIoLIie TpaHC-
nepursiazmMarnieckuii Tpancrnopt reaomuol JIHK. ¥V dara P22 sxexrus
BHYTPEHHHUX O€JNKOB Takke npenmectsyer »xekunu JJHK, uto mo3so-
JSIeT MPEANOI0KNUTh, YTO OHHU TaKkKe (DYHKIMOHHMPYIOT IJIsl CO3IAHUS
TpaHCIepHUILIa3MaTndeckoro kaHana [ 119]. OauH wim HECKOIbKO TaKUX
0€JIKOB JOJIKHBI UMETh HNENTUIOTIMKAH-TUAPOIa3HYI0 aKTUBHOCTD
[120] mms mpeomosneHusI PUTHIHOTO CIIOST KJIIETOYHOW 0007109KH. Y N4-
moTOOHBIX (haroB MKEKTUPYEMBIH OelToK mpeacTanisieT codboit PHK-mo-
TuMepasy, 00eCeuynBaIONIyI0 TPAHCKPHUIIIMIO PAaHHUX TeHOB (TiIaBa KH
2006, [39]. B kimeTky gocTaBiseTcst OKojo 6 Komwid 3Toro 0enka. MoHo-
cyobequanyHas BupuonHas PHK-nommmepasza (BPHKII) npencrasnsier
co0oli oueHb OOBIION OcloK, HacuuThiBaromuii 0onee 3000 a.x. B
HACTOSIIEE BPEMsI ATO KPYNHEHUIIMI MOIMUIENTHA, TPACIIOPTUPYEMBbIIA
yepe3 TpaHCMEeMOpaHHbBIE CUCTEMBI y MPOKapHoT. [IpuMedarenbHo, 4To
Jutst onuMepasHoi aktuBHocTH BPHKIT nocrarouno ¢parmenTa Oernka
pasmepom okoso 1000 a.x. [121]. JIoruuHO TPEANONOKUTh, YTO OJHO-
BpeMeHHO ¢ ¢epmenTaruBHON ¢yHKiuerd BPHKII moxeT urpars ponb
CTPYKTYPHOTO Oelika TpaHCHEepUIIa3MaTHUECKOTO KaHaa.

ToHKast CTpYKTypa KaHaja y MoJIOBUPYCOB [T0Ka HE U3BECTHA, OJHAKO
NPEANOIOKHUTEIBHO OHA MOJ00Ha KaHaly, GOPMUPYEMOMY MUIOTHBIM
Oenkom dara phiX 174, mpuHaanesxkaiero k cem. Microviridae. Otot 6enok
0o0pasyeT AecATH-TSDKEBYIO anb(ha-cliupalbHyIo CTPYyKTypy coiled coil,
BHYTPH KOTOPOI HIMEETCSI JOCTAaTOYHOTO pa3Mepa KaHail, 4To0bl odecrie-
9uTh rpoxoxaeHne moiexynbl JJHK [122]. Ha o6oux KoHIIax mosuren-
THUIHBIE [IETIH UIMEIOT TPAHCMEMOPaHHBIE JOMEHBI, KOTOPbIE 3asIKOPHBAIOT
0eJI0K BO BHEILIHEH U BHYTPEHHEH MeMOpaHax KJIETKH XO351HA.
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MexaHn3MBbl TPOHUKHOBEHUS B KJIETKY MOAOBHPYCOB TpaM-T0JI0-
YKUTEJIbHBIX X035€B U3y4deHbI 110X0. Y (hara Bacillus subtilis ¢29 6enok
gp9 , 00pa3yIOIIMA HUKHIOK YTONIICHHYIO YaCTh KOPOTKOTO TPyOUaToro
XBOCTa, UMEET THUAPO(GOOHBIE TIETIIN, PACIIONIOKECHHBIE BHYTPH KaHaia
XBOCTA PSZIOM C €r0 JUCTAIBHBIM KOHIIOM. B MOMEHT MH(peKIHun netiu
MOBOPAYMBAIOTCSI M BBIXOMAT HAPYKY, MOTPYXkKasiCh CBOUMH THIPOPOO-
HBIMU ajib(a-CUpaISIMUA B IIUTOIIIA3MAaTHYECKYI0 MEMOpaHy KJIETKH
[123]. BepositHo, mist nHbeknun (ar Hy)aaeTcs B IPUCYTCTBUU TOP
B MAcCHBHOM KJIETOUYHOW 000JIOUKe, Yepe3 KOTOpPBIE €r0 XBOCT MOXKET
JIOCTHYb TIOBEPXHOCTH MeMOpaHbl. BhICKa3bIBaIUCh MPEIITOIOKEHUS,
YTO aHAJIOTUYHBIC aCCOIMUPYIONIUECS ¢ MEMOPaHOH NETIN MOTYT OBITh
3aJIeliCTBOBAHbI 1 BO B3aUMOJICHCTBUH KOHIIA TPYOKH XBOCTa MHOTHIX MHO-
BUPYCOB, Harpumep T4, ¢ nuToruiazmMarnueckoi MeMOpanoi kietku [123].

VY cudoBHPYCOB TaKXke MpenoiaaraeTcs oopasoBaHue KaHana, Gpop-
MHUPYEMOT0 »KEKTUPYEMbIMU OekamMu. BaykHyro poib B 3TOM Iporiecce
urpaet OeNoK—pyJeTKa, pacosararolIuiics B KaHale XBocTa (tape measure
protein, TMP)[18]. Muorue TMP 6emnxu 00maatoT NenTu 0T THKaH-THI-
POITa3HO aKTMBHOCTHIO M MOTYT BBI3BIBATh CIMsIHAE MeMOpaH. Tak, y ¢ara
T5 mocne B3anMomeWcTBUA anre3nHa pbS, paconoKeHHOTO Ha KOHIIE
0CeBOH (hMOPHUILITBI XBOCTA, C PELIENITOPOM — ITOpHHOM FhuA, mponcxonut
nedopmanms oceBoit puOpmLIEI (pb4) U ee MOrpyXKeHHEe B MEMOpaHy
PAIOM C MOJIEKYJIOW pernentopa. Beimex 3a 9THM MPOUCXOAUT BBIXOI
oenmka TMP (pb2) u ero morpykenue B MeMOpany. [Ipu 3ToM Bo3HUKAET
KaHall, IepeceKaroniuil MepuIuIa3MaTHIecKoe MPOCTPAHCTBO KIIETKH.
[Ipeomonenre MypenHOBOTO CIIOSI OOECIIEUUBAETCS IHU3UMATHIECKOI
aKTUBHOCTHIO Oernka pb2 [69].

WwmetoTcst naHHbIe, CBUAETENBCTBYIOIIHE, YTO JJIs yCTIEUTHON HH(EK-
i TMP HekoTopbIX (haroB MOTYT B3aMMOJIEHCTBOBATh C MEPUTUIA3Ma-
TUYECKUMU OeNTKaMH X035iMHA (TO €CTh, (PaKTHUECKU UMEETCS JIOTIOTHHU-
TETBHBIN MepUIUTa3MaTUIeCKuil perenrtopa) [124].

Ilocne ycraHoBieHus KaHasla OCYLIECTBIAETCS TPAHCIIOPT FTeHOMHOM
JIHK ¢ara B kieTky.

Mexanusmsl, obecneunBatone »kekuuro JJTHK u3 ronosku Oakre-
puodara B KIETKY, HEe JI0 KOHIIa MOHATHBI. Hayano »kekuuu sBisercs,
MO-BUAUMOMY, YHUCTO (PU3MKO-XMMHUYECKUM TpoueccoM. Briopoc JHK
u3 yactul] T4 MOXHO UHIYLMPOBATD in Vifro, STOT MPOLECC IPOUCXOTIUT
OYEHB OBICTPO — 32 HECKOJIBKO I€CATKOB CeKyH/I 168 T.1.H. reHomHoii JIHK
BEIOpACKIBalOTCS Yepe3 KaHaj XxBocTta. [n vivo unrepHammsanus JJHK ¢ara
T4 3aHUMaeT HECKOJIbKO MUHYT M 3aBUCUT OT MEMOPaHHOTO TIOTEHITHAa
kneTk [ 125](Cpenyt ICTOYHUKOB SHEPTHH, 00€CIIEUNBAIOIINX TPAHCIIOPT
JHK u3 kancuna B uroruiazmy HasbiBaroT qasienue JJHK, coznaBaemoe
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npoTnBomnoHbl AHK

Puc. 9. Mogens nponuxHosenus ¢arosoit JIHK B kietky no [125].

M3-32 OYCHb BBICOKOU IJIOTHOCTU YIAKOBKHU 3aps’KEHHOM MOJTUMEpHOU
MOJIEKYNbl. BeposiTHO, UMEHHO 3Ta CHjla OTBEYAET Ha HAuyajo BbIXOJA
JHK u3 karicuaa. OgHaKo o Mepe Oy CTOIICHHS TOJIOBKH JIOJHDKHO OBLIO
OB1 HaOMIOMaThes 3ame uienne TpancnopTa JJHK, gero B peanpHOCTH He
MIPOUCXOUT. [|OTTOTHUTETEHBIM HCTOYHHUKOM SHEPTHH MOXKET OBITH OCMO-
TUYECKUM IPaJIMeHT, BO3HUKAIOUIUI U3-3a TOT'0, UTO OIPEIEIECHHOE KOIH-
4YeCTBO BOJIbI TPATUTCS Ha perujparaiuio jekommnakruzupyemoit JJTHK,
a TaKXKe M3-3a NEPEMELIEHUS IPOTUBOMOHOB, KOMIIECHCUPYIOLIUX 3apsi]
JIHK. IlpemronaraioT, 9To BCIICACTBHE POHUKHOBCHHUS B KJICTKY OaKTEpHUU
yactu mosekynbl JIHK, Bo3HUMKaeT AOMOJHUTENIbHBIH OCMOTUYECKUN
rpajueHT, no koropomy Beien 3a JIHK B kIeTKy MpoHUKaeT HEKOTOpoe
KOJIMYECTBO BOJIbI. MOJIEKYJIbI BOZBI MOTYT AU(DQyHIUPOBATh KAK CKBO3b
MeMOpaHy, Tak u 4epe3 CTeHKy Karncuja (ara. [IpoHnkaromas B Karcua
Bona BeitecHseT JJHK 1, BO3MOXHO, TPaHCIIOPTUPYETCSI BMECTE C HEM 110
KaHally XBOCTa, 00ecleunBasi TakuM 00pa3oM 3aBepIleHHE BXOXKIICHHS
Bceit monexynbl JIHK B riutormasmy (puc. 9).

DU3NKO-XUMUYECKHUE MEXaHU3MbI 00JIaIat0T IOCTATOYHBIM MOTEH-
uuanom s tpancnopra ¢arosoit [IHK u, BeposTHO, MOIHOCTBIO
00ecreunBaroT 3TOT Mpoiiecc y OONbIUHCTBA (aroB (Hanpumep, y T4,
nsmOaa). Ho HEeKOTOphle BUPYCHI BCE XKE HCIIONB3YIOT JIBYXCTAAHIHYIO
CTpaTeruio HHTEpHaIU3auy resoMa. [locne Bxona nepBrIX HECKOIBKUX
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npoueHntoB JIHK nponecc npuocranasnusaercs. Ilocie aToro npoucxo-
JUT TPAHCKPHUIINA PAaHHUX WIH MPEAPAaHHUX T€HOB, PACMOIOKEHBIX Ha
BOIIIE/IIIEM B KIETKY cerMeHTe TeHoMa. [Ipo/lyKThl 3THX TeHOB obecrie-
YUBAIOT «3axBar» (hparom meTabosnn3Ma kietku. Tak, y ¢ara T7 Ha 1eBoM
KOHIIE TeHOMa UMEIOTCSI TeHbl HHTHOUTOPOB CHCTEM PECTPHKLIUH-MOIH(H-
Kallu¥ KJICTKHU X03sIMHa, a (par TS Be3bIBacT ferpaanuto kierounoi JJTHK
elLe /10 3aBepILeHUS TIOJIHOM HHTepHau3anny Garosoro renoma. [loixnoe
nponnknoBenne JJHK tpebyer aktuBHOCTH (haroBbIx OENKOB, SKCTIpeC-
CUPYIOLIUXCS C «JTHJICPHOT0» CETMEHTAa FeHOMa U 3aBHCUT OT METaboIu-
4yeckoii sHepruu kinetku. Y ¢ara T7 motopom, npotankusatomum JJHK B
KIeTKy, sBisgercs T7-PHK-nonmumepasa. [losTomy Bee reHsl 3Toro Bupyca
pacIojokeHsl B OTHON OpueHTaluu (MpoTuB Hanpasnenus sxona JJHK).
VY ¢ara N4 TpaHCKpUIIIHs paHHUX T€HOB C MOMOLIbI0 cobcTBenHOH PHK-
noJuMepaspl, NpoHukarouied B kinetky smecte ¢ JJHK, taxxe moxer
BHOCHTbH BKJIAJ] B IPOLECC TPAHCIOPTAa T€HOMa, HO AJIs 3aBEpIICHUS
3TOrO Ipolecca TpedyeTcs yyacTHe APYruX MeXaHu3MmoB. [letanu u
BO3MOXXHOE Pa3HOOOpa3ue MEXaHW3MOB akTUBHOro Tpancmopra JHK
paHHUMH (aroBbIMH OeIKaMu MOKa He U3BeCTHbl. CTOUT 3aMETHTbh,
OJHAKO, YTO Y MHOT'MX ()aroB ¢ TaKUM MEXaHM3MOM HHTEpPHAIU3ALMU
TeHOMa MOJKHO ITOJIYYHTHh MYTaHTOB, BBomsAmmXx Bcio JIHK cpasy (uto
JacTo BEJET K CHIKCHHIO BEDKMBaeMOCTH (paros mpu uHbekmm) [125],
Tak 4yTo akTuBHBIN TpaHcnopT JIHK y »Tux BUpycOB fBisieTcs cKopee
BCEr0 aJalTHUBHBIM IPHOOPETEHUEM, a HE CIIOCOOOM KOMIIEHCHPOBATh
SHEPTeTHYECKYI0 HEAOCTATOYHOCTh (DU3UKO-XUMHUYECKUX MEXaHH3MOB
MIPOHUKHOBEHHS T€HOMA.

VII. ATJAIITALUSI BAKTEPUAJIBHBIX KJIETOK
K AEUCTBUIO BAKTEPUO®DATI'OB

OmHol U3 cTpaTernii 6aKTepUid, UCIIOIB3YEMbIX TSI MOYJISIIHH aacopo-
1y 0akTepruodaroB Ha WX KICTKH, OKA3BIBACTCS OJIOKMPOBAHUE PEIICTI-
TOPOB, MPOUCXOJSIIEIO MOCPEJCTBOM U3MEHEHHUS CTPYKTYPBI WU
KOH(OpPMAIUH PEIeTITOPHBIX MOJIEKYI. Harpumep, 3010TUCTBIH cTadu-
TOKOKK Staphylococcus aureus Ipou3BOIUT OETOK A, 3aSIKOPEHHBIN BO
BHEIIHEW MeMOpaHe 1 CITIOCOOHBIN crienn(puyeckn cBA3bIBaTh JoMeH Fc
uMMyHODIIOOYTMHOB Kiacca G [126]. bbuto mokazaHo, 4TO aacopOrus
¢daroB ynydiaercsi MpyU CHUKEHUU YPOBHS DKCIPECCHH KIETKAMHU
Oenka A, 4TO yKa3bIBacT HA MACKMPOBaHHE (PArOBBIX PELENTOPOB STHM
oenxom [127]. bakrepuodar T5, nHGumpyommii KUIIEYHYIO Tal0UKY,
NpOU3BOAUT JunonporenH Llp, cnocoOHbIi OJI0KUPOBATH PELENTOP
¢ara — 6enok Tpancnopra peppuxpom-xene3a FhuA. benox Llp skcnpec-
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CUpyeTCsl B CaMOM Hadvajie >KU3HEHHOTO IUKIa OakTeprodara, 4To mo3-
BOJISIET TPEJIOTBPATHTh CYTNIEPHHDEKIUIO KIIETOK, & TAKIKE TPETSITCTBYET
WHAKTHUBAIMKM TTOTOMCTBa OakTepuodara mocpeiCcTBOM CBS3BIBAHUA C
o0JIoMKaMH KIIETOK rocie Bbixoga ¢ara [128]. Hekoropsie Gakrepun
CHOCOOHBI HECTH TIA3MUJBI, COIEpIKAIINe TeHbl OEIKOB, CIIOCOOHBIX
MacKHPOBATh WM H3MEHSTh KOH()OPMAITHIO PelenTOPOB (aroB — HapH-
Mep, Kogupyemblid miaasmugoi F Genok-tpancnoprép TraT, BcTpau-
BaIOLIUICS BO BHEIIHIO MeMOpaHy, ClIOCOOEH MacKUPOBaTh PELEHTOP
OmpT, HeoOXOAMMBIH AT UHPEKIUH MUPOKUM CIEKTPOM T-u&THBIX
Oaxrepuodaros E. coli [129].

®dazoBast Bapualus — emé OAMH MEXaHM3M M3MEHEHHsS CTPYKTYP
KJIETOYHOH MOBEPXHOCTH Yy HEKOTOPBIX OakTepuil, Hanpumep, Bordetella
Spp., HEOOXOIUMBIN IJIs1 YCIEHIHOM KOJIOHMU3ALUN 3TUMH OaKTepusiMHU
paznuunbix Hul [130]. IIponyKuus 3TUMU KIETKaMU Pa3IUUHbIX TOK-
CHHOB, (DaKTOPOB aJre3Uu U BUPYICHTHOCTH HAXOIUTCS MO/ KOHTPOJIEM
NIBYXKOMIOHEHTHOH cucteMbl BvgAS. Knerku B cocrosHuu Bvg+
9KCIIPECCUPYIOT (PAKTOPBI KOJIOHU3ALUH U BUPYJIIEHTHOCTH, BKIIIOUAOLIHE
CHUCTEMBl CEKpEeUHH U OeNIKH, cilyxkaimue (aroBbIMU peLenTOpaMu
(mampumep, 6enok-Tpancrnoptép Prn) [131]. Kiretkn B cocrosanm Bvg-
HE 3KCIPECCUPYIOT 3TOT OEJIOK, YTO CHIKAEeT IPUMEPHO B MUJUIMOH a3
s dexTuBHOCTS TIOCeBa (haroB Ha Takue kieTku[132]. Hecmorps Ha
OTCYTCTBHIC TIEPBUYHOTO perenrtopa ¢ara, daroBas HHPEKIHS BCE ke
IIPOMCXOIUT, XOTSI C BECbMa HU3KOH 3(P(PEKTUBHOCTBIO — 3TO YKa3bIBacT
Ha TO, 4T0 y (paroB Bordetella (nanpumep, BPP-1) cymecTByer Mexanusm,
CITOCOOHBIN MpeooneBaTh OTCYTCTBHE MEPBUYHOTO peIenTopa Ha
KJIETOYHOM MOBEPXHOCTH.

CHHTE3 CTPYKTYPHUPOBAHHBIX BHEKJIETOUHBIX OMOTIOIMMEPOB HEKOTO-
PBIMH OaKTEpUSIMUA MOJKET MOBBIIIATH BEDKUBAEMOCTH OaKTEpHUii B pa3iiny-
HBIX 9KOJIOTUYECKHUX HUIIAX, 3aLIHIIAst UX OT HeOIaronpusITHBIX (PU3UKO-
XUMHYECKUX (PAKTOPOB, OJHOBPEMEHHO MpPENoCTaBisis Gpusnueckuit
Oapbep Mexay (arom u OaKTepHaIbHBIM MOBEPXHOCTHBIM PELETITOPOM
[133—137]. IloMuMO KaICy/lbHBIX MOJNCAXapUI0B, MOXKHO YIOMSHYTb
Tak)Ke IMOJUAJIbTUHATHI, TPOAYHUPYEMbIe HEKOTOPBIMU BHAAMHU pofa
Pseudomonas [135] , u ruanypoHatsl, NpoaAyIHpyeMble HEKOTOPBIMHU
MaToreHHbIMU cTpenTokokkami [138]. IHTepecHO, 4TO TeHOMBI MHOTHUX
BHUJIOM CTPENTOKOKKOB cojepxar npodaru, xogupyromue GpepMeHT
THaTypOHH/Ia3y, CIOCOOHYIO AETPaAnpoOBaTh HE TOJIBKO MOBEPXHOCTHBIN
THaTypoHAT OaKTepUaNbHBIX KIETOK, HO U THAITYPOHAT COSIMHUTEIbHBIX
TKaHel TMOPaXEHHOTO MAaTOIeHOM OpPTraHU3Ma, YTO CIIOCOOCTBYeT Oolee
ITyOOKOH KOIOHW3allMK OpraHrW3Ma MaTOTeHHbIMH MUuKpoOamu [139].
I'mamypoHOBBII CJIOH Ha OBEPXHOCTH OaKTEpHid NPENATCTBYET HH(PEKINH
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KJIETOK OOJIBITMHCTBOM BHUPYJIEHTHBIX (DaroB, HO MO3BOJISIET YMEPEHHBIM
(haram CTPENTOKOKKOB, IKCIPECCHPYIOIIUX Ha HECKOIIBKO IMOPSIIKOB 00JTh-
iee KOJIMYECTBO THAJypOHMA3bI, IPEooieBaTh puU3ndecKuil 6apbep
[140, 141].

CB0OOHBIE OMOMOJICKYIIBI, & TAK)KE WX KOMIUIEKCHI, B HOpME TPH-
CYTCTBYIOIIME B CPEJie C BBICOKOW TUIOTHOCTHEO MUKPOOHOU KU3HH,
CIOCOOHBI B3aUMOJICHCTBOBATh C (ParoBbIMH pEIENITOPAMH, MACKUPYS
WK aTTeHtonpys ux. Hanpumep, Muxkpouus J25, mpon3BoJUMbII HEKOTO-
peIMH KJeTKaMu E. coli mpu rojojaHuu, crnocobeH crnenupuyecku
CBSI3BIBATBCA C YK€ M3BECTHBIM HaM OCIKOM-TPaHCHOPTEPOM Keie3a
FhuA, o1HOBpEMEHHO HCIOIB3YEMbIM B KAUECTBE PELEITOPa MHOTUMH
konudaraMu, U MpeaoTBpaiiarh ¢aroByto HHGEKIN0. DTOT MUKPOLUH
MCTIONB3YETCsl KIETKaMU KaK CHTHAJI TOJONAHUS, 1 MHTHOUPYET POCT
(UIOTEeHETUYECKH POJCTBEHHBIX MITAMMOB OaKTepUil, OJHOBPEMEHHO
MpeoTBpalias ruoeh KIETOK n3-3a (aroB Onaronapsi KOHKYPEHTHOMY
WHTHOUpPOBaHMIO afcopoumu ¢ara [142].

Bce ykazaHHBIE cHCTEMBI aianTalliy KIETOK OAKTepHi K HATHYHIO
(aroB B cpejie OTIIMYAIOTCS TEM, YTO JUIS MOJICPKAHNUSA UX B aKTHBHOM
COCTOSTHUH TPeOyeTCs CYIIIeCTBEHHOE KOJTMUECTBO YHEPTHUH U METa0O0JIHUTOB,
KpOMeE TOTO, PU3NUYCCKHH Oapbep BOKPYT KICTKU 3aTPyIHACT U Macco00-
MEH 0aKkTepuu ¢ OKpyxaromieit cpemoit. C 3Toi TOUKH 3peHms (pa3oBhIe
BapHaIlly OKa3bIBAIOTCS, MO-BUAMMOMY, MAKCHMAIBEHO 3(PPEKTUBHBIM
MEXaHH3MOM TPAH3UTHOW PE3UCTEHTHOCTH OaKTepHil Kk OakTepuodaram,
MO3BOJIAIONINM OJHOBPEMEHHO DPEIIaTh W IPyTHe 3a7add OMOJIOTHH
OaxTepuil.

VII. AJAITALIUU AACOPBLIMOHHBIX AIIITIAPATOB
BAKTEPUO®AI'OB

CneuuduyHocTh ajcopOuuu ¢GaroB SBISETCS OJHUM U3 Haumbolee
3HAYMMBIX (PAKTOPOB, OMPEACISIIONINX CHEKTP XO035ICB 3THX BUPYCOB,
MO3TOMY OOJIbILIAS YACTh YKOJOTMUYESCKHIX alanTaIiii (haroB B MPUPOTHBIX
MUKPOOHBIX COOOIECTBAX MPOUCXOAUT 32 CYST MUKPOIBOIIOIUOHHBIX
WU3MEHEHUH ajicopOruonHoro ammapara. OJHAKO B HEKOTOPBIX CITydasx
HEOO0XOIMMO 00ECIeUnTh MPEUMYIIEeCTBEHHYI0 MH(EKIHIO KIETOK,
HaxOJAMUXCsl B HAauOoJiee MPUEeMIIEMOM JUIsl PEIIMKAIMH BHpPycCa
(U3HOIOTHYECKOM COCTOSTHUM WK (pas3e KU3HEHHOro IuKia. J{js atoro
Yy HEKOTOPBIX (DaroB MOT'YT CyIIECTBOBATH MPOCTEUIINE MOJICKYIIIPHBIC
CEHCOPBI YCIIOBHI CpEJibl, M3MEHSOIINE aKTHBHOCTD aJCOPOLIMOHHOIO
anmapara. ITH MEXaHM3Mbl HOCAT Ha3BaHUE (DEHOTUITMYCCKUX ajariTa-
1ui. Hamo oTMeTHTh, YTO HAJIMYKE CICIUAIN3UPOBAHHBIX MEXaHU3MOB
(EHOTUITUYECKOH a/lallTalliK aICOPOIIMOHHOTO arapara siBjsieTcs 0CTa-
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TOYHO DK30THYCCKUM CBOI>'ICTBOM, MMPpUCYIIUM JIMITb HEMHOTHUM (baraM,
[I09TOMY OCHOBHY!IO POJIb B aJlallTallyio (paroBoro ajcopOLOHHOIO anla-
para K TeKyIei SKOJIOTHYECKON CUTYallMU UTPAOT MUKPOIBOJIFOLIMOHHbBIE
MpOIeCcChl, OCHOBAaHHBIE HA CIy4YallHOW W/WIIM 3alporpaMMHUpPOBAHHOM
M3MEHYMBOCTH T€HOB PELETITOP-Y3HAIOUINX OEIIKOB.

N3MEHYMBOCTD ®AT'OBBIX AZII'E3MHOB.

Tak ke, KaK 1 OCTaJIbHbIE T'eHbI 0aKTepHO(DaroB, reHbl PeLenTop-y3Hat0-
X OEJIKOB MTOJIBEPTarOTCs €CTECTBEHHBIM My TaIMsIM. TOYEUHbIE 3aMEHBI
AMHHOKHCIIOT B HEKOTOPBIX CITy4asiX MOTYT CHIIbHO U3MEHSITh CPOACTBO K
petentopaM. B HEKOTOpBIX citydasx 00pa3oBaHKe HOBOH CIICIIU(PUYHOCTH
C COOTBETCTBYIOIIMM M3MEHEHHEM CIIEKTPa X03s51eB (ara ynaercs Habro-
JaTh Jake B 1a0OpaTOPHBIX IBONOMUOHUPYIOUIMX MUKpOKOocMax. Tak,
HarpuMep, COBMECTHOE KYIETHBHPOBAaHHE BUPYJICHTHOTO MyTaHTa (ara
nsmbna u E. coli mpuBeno K 0TOOpY YCTOHYMBBIX OakTepHii, a 3aTem
BapuaHTOB (hara, y3HaIOIMX HOBBIM penentop. Bmecto Oenka LamB,
OTBEYAIOILIET0 38 TPAHCIIOPT MAJIBTO3bI, HEKOTOPBIE TEHETUUECKUE JINHUH
¢ara npuoOpenu criocobHocTh y3HaBaTh nopud OmpF [143, 144]. s
3TOTO OKA3aJI0Ch HEOOXOMMO HAKOIMTh HECKOJIBKO TOUCYHBIX MyTaLlUi.
Amnanornyao T4-nono6usii ¢par PPO1, undumupyromuii £. coli O157:H7,
y3Hatomuii ceouMu XD nopun OmpC, agantupoBaics K y3HaBaHUIO
HEHJCHTH()UIMPOBAHHOTO AJIBTEPHATUBHOTO IEPBUYHOIO PELIENTOPA, YTO
nano ¢ary crmocoOHOCTh pacTH Ha IITaMMax, JUIIEeHHBIX Oermka OmpC
[145]. s Takoro M3MEHEHUs CIEU(UIHOCTH 0Ka3aJI0Ch JOCTATOYHO
2-3 (B pa3HbIX KJIOHaX) aMUHOKHCIIOTHBIX 3aMEH B PELIENITOP-y3HAIOLIEM
oenke nir38. [TogoO6HOTO poma MpUMEPHI OMTUCAHBI M AJTST OOJIBIITIOTO YHCIIa
povmx (haros.

[ToMuMO TOYEYHBIX 3aMEH B BapUATHBHOCTH PEIICTITOP-Y3HAFOIIUX
OCJIKOB 3HAYUTENIbHBIN BKIJIAJ BHOCSIT PEKOMOWHAIMOHHBIE COOBITHS
(MomynbHBIH MexaHu3M dBomionnu) [146]. braromapst enuHOMY TIaHy
CTPOCHHSI OCHOBHBIX THITOB (DaroBBIX aJIT€3HHOB I'€HBI 3THUX OEIIKOB CII0-
COOHBI PEeKOMOMHUPOBATH ¢ 00pa30BaHUEM BIOJHE (DYHKITMOHATBHBIX
XMMEPHBIX MOJIeKyll. Tak, GuOpmiuIspHble OenKku (GaroB, Kak MpaBuilo,
coziepyKaT 3HAYUTETIbHOE KOJIMUECTBO OeTa-crmpalieil. B ciydae THIIYHBIX
TpUMEpHBIX (HUOpUIT OeTa-criupaibHas CTPYKTypa MPeACTaBIseT U3
ce0sl TPEXIpaHHYI MPU3MY, KaKias IpaHb KOTOpOi oOpa3oBaHa Oera-
CJI0EM OJHOW M3 TpeX MOJIMMIENTUAHBIX IIenei. DTa mpu3Ma cCKpyueHa
OTHOCHUTENFHO cBOeH mpoaonbHoi ocu [147]. CTpykTypbl Tuna anbda
crnupansHoro coiled coil B ¢arossix ¢ubpuiiax moutu He BCTpe-
YaroTCs (38 UCKIFOYCHUEM BOPOTHUYKOBBIX HUTEH T-4eTHBIX OakTepHo-
¢aros) [148]. Takum o6pa3om, MOCKOIBbKY (GUOPHIUIAPHBIE CTPYKTYPHI
MOCTPOCHBI U3 MOBTOPSIOIIUXCS OCJNKOBBIX MOTHBOB, YCTPOEHHBIX
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Puc. 10. Pe3ynsrar ananmsa mocieioBaTenbHOCTH Oenka 00KoBOH (HHOpHIs! dara
DTS57C LtfA (AJA41628.1) ¢ momoriipro iporpammel BlastP Ha caiite ncbi.nlm.nih.gov.

Jnuna nocnenosarenabHoctd 1076 a.a. IlBeTHBIE THHME 0003HAYAIOT CXOACTBO
OTIPEICIIEHHBIX YACTEH ITOM MOCIIENOBATEILHOCTAMHE C IPYTUMHU OeKaMu (perMy-
LIECTBEHHO 3T0 Oeiku OakTeprodaros). [[BeT 0603HaYaeT cTeneHb J0CTOBEPHOCTH
CXOJICTBA MOCJIE0BATEIBHOCTEH (score), yObIBaroIleit 0T KpacHOTo K uepHomy. [Toj-
poOHee — CM. Ha YKa3aHHOM CaiTe.

MOXOXKUM 00pa3oM B pas3lMYHBIX OelKax, MEXJy HHUMH BO3HUKACT
00JIBIIOE YHCIO PEKOMOWHAIIMOHHBIX COOBITHH. CaM OO0Iui IuraH
CTPOCHUS B BUJIC MapaJLICIBHOTO TOMOTPUMEpa TMOAPa3yMeBaeT, 4TO
TPETUYHBIC W YETBEPTHUYHBIC KOHTAKThl AMHUHOKHCIOTHBIX OCTATKOB B
TakuxX Oenkax (aKTHICCKH JTUMHUTHPOBAHBI OIM3KOPACTIOIOKCHHBIMA B
MOCJIEJI0BATEILHOCTH TOM JKe TeNr OeJIka aMHUHOKHCIIOTaMH JTH00 aMHUHO-
KHCJIOTAaMHU B aHAJOTMUHBIX MO3UIUAX COCenHuX lenei. [Toaromy mpu
PEKOMOMHAIUSIX 00Pa3yOLIUECs XUMEPHBIE CTPYKTYPbI COXPAHSFOT IOYTH
BCE TPETHYHBIC U UCTBEPTUUHBIC B3aUMOJICHCTBUS M YaCTO OKA3bIBAKOTCSI
BITOJIHE (DYHKIIMOHAJIBHBI. AHAJIOTUYHOE PACCYKICHUE MPUMEHUMO U K
OeJIkaM IIUIO0B, B KOTOPBIX PEKOMOWHAIIMH JIOCTATOYHO CBOOOHO MOT'YT
MPOUCXO/IUT 10 y4acTKaM, pa3ieiSioIIuM MIOOYyIspHbIC TOMEHBI. B
pe3ynbTare OONBUIMHCTBO MOCIEA0BATENbHOCTEH (aroBbIX aare3uHOB
HUMCIOT MO3aUYHOE MPOUCXOXKICHUE (SIBIISFOTCS IIPUPOHBIMU XUMEPHBIMU
OellkaMu), YTO JIETKO BBISIBIIICTCS MPU CPAaBHEHUH C 0a3aMu JaHHbBIX,
HanpuMep, ¢ MoMoIIbio anropurMa blastP (puc. 10).
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OnucanHple peKOMOMHAIINY YaCTO MPUBOIAT K U3MEHEHHIO CTIEKTPa
x03seB (para. Hanmpumep, xiraccudeckuii 00beKT MOJIEKYISIPHOI OHoIIo-
run par T4 uMeeT HETUITUYHYIO sl OOJNBIIMHCTBA T-4eTHBIX (aros
CTPYKTYPY AMCTAIBHOW YacTU NUCTAIBHON nonoBuHku JIX®D. Ecou y
¢daroB T2 u T6 (1 MHOTHX MHBIX) C-KOHIIEBas YacTh r 37, GopMUPYIO-
LIETO MOCJIEAHUE JABE TPETH JUCTAJIbHOU MmojJoBUHKU XD, npucmo-
coOJieHa i B3aMMOJICHCTBUS ¢ Mr38, KOTOPbIH, COOCTBEHHO, U HECET
penenTop-y3Harumi y4actok, 1o y T4 C-KoHIIEBOU ()parMeHT reHa
37 u ren 38 3aMeHEHbl Ha aHAJOTMYHBIA y4acTOK (UOPHUILIBI IIMOIa-
nonobHoro ara U HEOOXOAUMBIN 71l YCHEMIHOTO (POJAMHTA ITOTO
Oenka mamnepon, coorBeTcTBeHHO [149, 150]. B pesynsrare y T4 nr3§
(mpuoOpeTeHHbI B pe3yibTaTe MOAYIBHOTO MEPEHOCa LIaepoH) He
BXOJIUT B COCTaB BHPYCHOM YaCTHILBI, & PELIENTOP-Y3HAIOUINHN y4acTOK
pacnonoxeHn HenocpeAacTBeHHO Ha C-koHue nr37. Beicokuil ypoBeHb
CXOJICTBA HYKJICOTHIHBIX MocieoBarenbHocTel (hara T4 u ¢aroB T2 u T6
CBUJICTENILCTBYET, UTO 3Ta 3aMEHa MOYJIsI IPOU301IUIA B OYEHBb HElaBHEM
SBOJIIOLIMOHHOM IPOLIIOM. AHAJIOTUYHO, ONIMCAaHO MHOKECTBO PEKOMOH-
HAIMOHHBIX COOBITHH BHYTPH NT37 MEX Ty pa3nudHbIMU T4-110100HBIMEI
(haramu, IPUBOAUBIIKE TAKXKE K IIEPEHOCY aJIbTEPHATUBHBIX AJIJIEIbHBIX
BapUaHTOB reHa 38, 4TO, OUEBUIHO, COIPOBOXK/IAETCS CMEHOM CIHeIu-
¢dbmarOoCTH ancopbumu [ 150—152]. B HacTosIiee Bpems elrie He HCCIeI0BaH
JOJDKHBIM 00pa3oM BOIPOC, HACKOJIBKO 3HAUYUTEIbHBIH BKJIaA TaKue
PEKOMOMHAIIMOHHBIE COOBITHS BHOCAT B TEKYILLYIO B3aUMHYIO a/1alITALIIO
(haroBbIX U OaKTEpHANBHBIX MOMYISAINN B pEaTbHBIX MPUPOTHBIX CO00-
IIECTBAX, HA OTPE3Kax BPEMEHH, COTIOCTaBUMBIX C €CTECTBEHHBIMH ITHK-
JIaMH 3TUX COOOIIECTB (B OONBITMHCTBE CITyYaeB OT THEH 10 HECKOIBKIX
ner). [To HEKOTOPBHIM JTAHHBIM IPUMEHHUTEIILHO KOJM(aramM B KAIICYHBIX
IKOCHCTEMAX ITO MOXKET OBITh ICHCTBUTENHHO TaK. Hanpumep, y HeOoIb-
1roit rpymmnel u30isToB N4-110100HBIX (paroB, Moay4eHHBIX U3 QeKaui
JIolIaied, colepKaluxXcsl Ha OJHOM U TOW K€ KOHIOIIHE B T€UECHUE
CEMHJIETHETO TIepro/ia, HaMH ObUTH ONMCAaHBI MHOXKECTBEHHBIC 3aMEHBI
peLenTop-y3HaIOMKX YYacTKOB BYX O€JIKOB XBOCTOBBIX IIHMIIOB, B TOM
qrcie — 3aMeHa (epMEHTAaTHBHO aKTUBHOTO JOMEHa (JeaneTHiasbl U
nenonuMepasbl O-anturena) ([ 153 ] u Hamm HeonmyOIMKOBaHHbBIE JAHHBIE).
[lo-BuaumoMy, BKJIaJ JUBEPreHLIMN B CJIEACTBUE HAKOMIJIEHUs MyTaluil
1 MOJYJBHBIX MEXaHU3MOB MOXET CYIIECTBEHHO pa3lInyarbCs B 3aBU-
CUMOCTH OT YPOBHS JIOCTYITHOCTHU ITyJa COOTBETCTBYIOIIUX I€HOB JUIS
OaxreprodaroB, KOTOPBIH B CBOIO OUYEPEb, 3aBUCUT OT OHOJIOIMYECKOTO
pasHooOpa3us OakTepuil U aroB B COOOIIECTBE, a TAKKE OT 0COOCHHOCTEH
9KOJIOTHYECKUX B3aUMOOTHOLICHUH B HEM.

W3MeHunBOCTh (haroBbIX aAr€3MHOB MOXKET ONPEACIATHCS HE TOJIBKO
CTOXaCTUYECKHMH MPOLECCAMU MYTHUPOBAHUSI WM CIIy4YalHBIMU PEKOM-
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Puc. 11. MexaHu3M nepekITtoueHuUs X03s1ickoi criermpuuHocTH y (hara Mu 3a cuer
HMHBEPCUHU T€HOMHOTO cerMeHTa. [losicHeHus B TeKcTe.

OMHaUMsMU. Y HEKOTOPBIX BUPYCOB MMEIOTCS CIELUAIBHO 3aporpam-
MUPOBAHHBIC MEXaHU3MbI, yBEIMUYHUBAIOIINE BaPUAaTUBHOCTh PELel-
TOp-y3HAOIMMX OeNKoB. Y ¢ara Mro, KOTOPEIH MpeacTaBiIseT co0oit
YMEPEHHBIN (ar-Tpancno3oH E. coli, iMEeeTCsI THBEPTUPYESMBIA CETMEHT
reHoma, HaszbiBaeMblii G-cermenToM (puc. 11) . G-cermeHT KOaUpyeT
JIBa allbTePHATHBHBIX BapuaHTa C-KOHIIEBOTO JOMEHA T'eHa PelenTop-
y3Haromiei puopuuibl Sv u S'v (opTosior reHa OOKOBBIX GUOpHILT (ara
nsmOpa stf), a Takke JiBa BapuaHTa marnepona U (opTosior reHa tfa ¢ara
nsmbaa) — coorBercTBerHHo U n U'.

WuBepTHpyeMblii cerMeHT (IIaHKHPOBaH CaiTaMK y3HaBaHHUS CaiT-crie-
mrduueckoit pekonmoOuHasbl Gin. BzanMHoe pacronokeHne TpaHCKpUOu-
pyemoro rera S u G-cerMeHTa TakoBO, YTO IIPU €r0 HHBEPCUH IPOUCXOANUT
MOACTAHOBKA TOW MJIK MHOH Bepcui C-KOHIIEBOTO CErMEHTa B aKTUBHYIO
KOITUIO T'eHa. BMecTe ¢ HUM «TOAKIIOUACTCS» U CBOSI KOMHMS IIarnepoHa
U. [ockonbKy callT-cnennuieckas peKOMOMHAIMS — IPOLIECC TOUHBIH,
c00s1 paMK{ CUMTBIBaHMS HE MPOMCXOAMT. B pesynbrate B MOMyIsSUH
¢ara Mro Bcerga mpHCyTCTBYET HEOONbIIAs TOJSl YACTHI, HECYLIHX
aAre3WH I y3HaBaHUS albTEPHATUBHOTO Kpyra Xo3seB. B monoxeHun
G+, Korza B aKTMBHOM JIOKyce HaxonuTcst BapuaHT Sv+U, dar moxer
uHumpoBars E. coli K12 u Salmonella arizonae, Torna kak B opueH-
tanuu G- gar cnocoOeH pactu Ha wrammax Citrobacter freundi, Shigella
sonnei, Erwinia u Enterobacter [154, 155]. Monynu nogo0GHoro THIIA,
nonyuuBInue HazBauue madduons (ot shuffle), Betpewarores n'y npyrux
(aroB, XOTs1 He Bcerja OHH CBS3aHbI ¢ (Pa30BBIMHU BapHaLUsIMH CIIEKTPa
xo3seB. [1laddmonsl BeTpeuaroTes u'y OakTepuii, KOHTPOJIUPYS (a3oBbIe
Bapualyy Pa3IUYHbIX IPU3HAKOB, HAIPUMEP, THII aHTUTE€HA KT'yTHKOB
(¢maremmuna) [156].
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Puc. 12. IToBbllieHne BApuaTiBHOCTH reHa ajre3una Mtd gpara BPP1 ¢ nomoribo
PETPOXOMUHTA.

VY ¢aros Bordetella pertussis BPP1, BMP1 u BIP1 s yBenndenus Bapua-
TUBHOCTH Q/IF€3MHA HCIIOJIB3YETCS MEXaHH3M 00PaTHOTO PETPOXOMUHTA,
B KOTOPOM B Ka4€CTBE FeHEPaTOpa M3MEHYUBOCTH UCIIONB3YETCS BEICOKAS
JacTOTa OIMMOOK TP 00paTHOM TpaHCKPHUTIIHH (puc. 12).

B rerome 3Tor0 BUpyca ©MEETCS aKTUBHBIN JIOKYC mtd (OT major tro-
pism determinant) u momomHUTENHHO JTOKyC TR (template region), komm-
pyrormmii C-KOHIIEBO# cerMeHT Oenka Mtd. DTa momoTHUTEIbHAST KOTIHS
y4acTKa reHa TPAHCKPUOUPYETCs ¥ 3aTEM C IIOMOIIIBIO KOAMPYEMOH harom
obparnoii TpanckpunTasbl Brt mpeBpamiaercs B K IHK [132]. C momorisio
PEKOMOMHAIIMOHHOTO PETPOXOMUHTA (OTMCAHUE FTOT0 MEXaHW3Ma MOYKHO
HaiTi B 0030pe [157]).

Komus k/IHK ¢ HekoTopoit yacToTOH 3aMeraeT nocae10BaTeIbHOCTb
C-KoHIIEBOTO yuyacTka reHa mtd. Jnst aToro mnporecca TpeOyroTces: OenKku
bRT u bAvd [157]. B pe3ynbrare, mOCKoJIbKY Py 00paTHON TPaHCKPHII-
UM B OTIPEJICIICHHBIX HYKJICOTUAHBIX MOJIOKEHHAX (HEKOTOPBIE OCTATKH
aJIecHUHA) C BBICOKOW YacTOTOH MPOUCXOAAT OIIMOKH, 00pa3yroTCsi HOBBIE
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BapUaHTHI TeHA Mmid, OTMPEACIIIONINE APYTON BapHAHT XO3SIHCKOMN CTICTIH-
¢uuHoCcTH. B 0CHOBHOM 5TH (ha30BbIe BapHaIlK HEOOXOAUMBI (hary Juis
npucnocoOneHus Uit THOEKIUH X031HA B OPraHU3Me YEIOBEeKa HITH BO
BHEIIIHEH Cpejie, IOCKOJIbKY OCHOBHON (DaroBbIid pelenTop — MepTakTHH
(Prn) skcnpeccupyercs TOIBKO B OpraHU3ME IOJ KOHTPOJEM JBYXKOM-
MOHEHTHOMW cucTeMbl BVEAS, Bo BHeIIHeH cpese dar BeIHYXKJCH Tepe-
KJTIOYaThCsl Ha UHBIE PELIENTOPHI.

Takwue cucremsl nmonyumii HanmeHoBanue DGR anementos (diversity
generating retron element). OHM UIMEIOT HECKOJIBKO MEHbIIIEE PACIIPOCTpa-
Henue, yeM mwaduonst [ 157]. [Toxoxne DGR obHapykeHBI y HEKOTOPBIX
Mro-nono6HbIX ipodaros Syntrophobotulus glycolicus [158]. UatepecHo,
OJTHAKO, uTO 1o NaHHbIM MeTareHoMuk DRGE BecbMa pacmipocTpaneHsl y
(haroB, aCCOIMUPOBAHHBIX C KUIIIEYHBIM MUKPOOHOMOM YEJIOBEKA, TIe OHH
OTIPEJIEISIOT BAPUATUBHOCTH HEKOTOPBIX OEIIKOB, CPEIN KOTOPBIX HAHACHO
MHOTO O€IIKOB, UMEIOIINX WMMYHOTIIOOYTHH—TIONO00HbIE TOMEHHI [159,
160]. Kaxk y>xe orMeuanocs Beiiie, (paroBeie [g-mogoOHbIe TOMEHBI Bcera
SKCIIOHWPOBaHBI HA TIOBEPXHOCTh M, IO MEeHbIIel mepe y T4, ciryxar
JUTS CBSI3BIBAHUS C PA3IMYHBIMHU MOJICKYJIaMH, YBEITUUHUBasI BEPOSTHOCTh
BCTpEYH C KeTkaMu Xo3sieB (y T4 Oemok hoc y3HaeT MyIMH CIIM3H KHIIed-
HuKa [98], HO BIIOJTHE BO3MOXKHO, YTO KaKHe-To U3 [g-mogo0HbIX TOMEHOB
(haroB y3HAIOT JIOTTOTHUTEIHHBIE PEIIENTOPHI 1 Ha CaMUX OaKTepHaIbHBIX
KJIETKaX).

OEHOTUIIMYECKUE AJIAIITAIIUU
AJICOPBLIMOHHBIX AIITIAPATOB BAKTEPMIODAT OB

N3meHeHms X035 HUCKOTO CIIEKTPa HITH CKOPOCTH aJICOPOIINH B pe3ysbraTe
CTPYKTYPHBIX MTEpeCcTpPOeK OSIKOBOTO KOMITIIEKCA aJICOPOIIMOHHOTO ara-
para, He CBSA3aHHBIX C MyTHPOBAaHHEM COOTBETCTBYIOIINX T'€HOB, TIPE/ICTAB-
JISIOT co00i peHoTunmIeckne aganTtanuu. [ [puMepoB Takux MEXaHU3MOB
M3BECTHO OYEHb HEMHOTO, HO, BO3MO)KHO, O0JIee MPUCTATEHOE N3ydeHHE
SIBIICHUH MOIYJISIIIMH acOpPONNU y pa3iuIHBIX (paroB M3MEHUTH HAIN
MIPEJCTABIICHUS O CTETIEHN PacIPOCTPAHEHHOCTH TAaKUX SBICHHM.

Tax Ha3pIBacMBIN MOJEKYISIPHBIA ceHCOp OakTtepuodara T4 u psaga
POJICTBEHHBIX €MY BHPYCOB SIBJSIETCS YK€ TPAKTHYECKH KIACCHUECKUM
npuMepoM EHOTUITMYECKOH ajanTanuy Bupyca. T4 nodru He aacopou-
pyeTcs pu HU3KMX 3HauYeHus X pH, Hu3Koit noHHOM cuse. ckycCcTBEHHO
3a0JIOKMPOBATH TIEPEXO]] MOJKHO TOOABICHUEM MTOTMITHIICH-TITAKOIS (6%
I12I" 6000). VY dara T2 akTupanus agacopoiyu TpeOyeT NPUCYTCTBHS CBO-
00/HOW aMUHOKHCIIOTHI TpHUIITO(haHA.

Xots 10T (heHOMeH uccienyercst ¢ 1970-x, TOUHbIA MEXaHNU3M PaOdOThI
ceHcopa He NoHATeH. o HemaBHEro BPEMEHM CUUTAIOCh, 4yTo XD
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CcBOOOTHOW YacTHUIIHI (hara MOTYT HAXOJUTHCS B JBYX aJbTEPHATUBHBIX
COCTOSIHMSAX: OITyIIeHHOM (down) 1 motHATOM (Up), IPHUKATOM K K COKpa-
TUMoMYy dexiy xBocta ([ 148]. [Ipennonaranu, 4To B HONOKEHUH «down)
JAXD koMMeHTeHbl sl B3aUMOAEHCTBUS C PELENTOPOM, TOIZIa KaK B
MIOJIOKEHUH «Up» OHHU HE aKTUBHBI. B MonokeHnn «up» npokcuMasbHas
MOJOBUHKA (GUOPHILTBI 00pa3yeT KOHTAKTHI ¢ OenTkoM dexyia nrl8, a quc-
TajbHas — ¢ ToNoBKOH ¢ara [161]. Kpome Toro nucranbHas mosoBHHKa
o0Opa3yeT JiBa KOHTaKTa ¢ PUOPUTUHOM (I wac) — OEJIKOM BOPOTHUYKA U
BOPOTHHYKOBBIX GubOpuii. Yactuna ¢ara T4 Briarogaer 12 TpuMepHBIX
Mouiekynn ¢ubputrHa (a He 6, KaK CUMTANU 10 HEAaBHETO BPEMCHH )
MOCTPOCHHBIX B OCHOBHOM W3 anb(a-cnupanbHoii coiled coil ctpyk-
Typbl. Ulects Monekyn ¢ubpuTHHA M3rnOarOTCs BHU3 U BUJHBI Kak
BOPOTHHYKOBbIE HUTH. OHU KOHTakTUpytoT ¢ [IXD B pailoHe ee koneHa,
CBSI3bIBasICh CBOMMHU C-KOHLIEBBIMH yYacTKaMH ¢ OesikoM nr36, apyrue 6
M30THYTHI B IEPICHAUKYSIPHONH OCH XBOCTa TUNIOCKOCTH M ()OPMHUPYIOT
BOPOTHHYOK, B3aNMOZICHCTBYIOIINH C 00JIee qUCTANBHBIM ydacTkoM (XD,
cthopmupoBansabM ir37 [161]. Kakoit 13 ’THX MHOTOYMCIIEHHBIX KOHTAK-
TOB IPOSIBIISICT YyBCTBUTEIBHOCTD K (pakTOpaM cpenbl, IoKa He sicHo. B
HEKOTOPBIX padoTax (yHKIHs CEHCOPHOTO 3JIEMEHTa IPUIINCHIBATIACH
¢buOpuTHHY, HO IO NOCIEIHUM JAaHHBIM MOXHO IPEAIOIOKUTh, YTO OH
cKopee CIocOOCTBYeT repexomy down — up, 4eM KOHTPOIHPYET OCBOOOK-
nerne JIX®D. Ilosenstomuecs JaHABIC KPHO-JIEKTPOHHOW ToMOoTpadun
CBHJICTEIIBCTBYIOT, YTO Y TOJABJISIONIETO OONMBITUHCTBA dacTHIl [ XD
HaXOISTCS B TIOMHSATOM COCTOSHIH (BO BCSKOM CITy4ae, B Cel(prIecKux
YCIIOBHSIX DKCIIEPUMEHTA). ITO MOXKET 03HA4yaTh, YTO MOJIENIb PabOThI
ceHcopa HyXaaeTcs B Moaudukanuu. HampuMep, pedb MOXKET HIATH HE O
¢duznueckom nepexose up — down y CBOOOIHBIX YacTHII, @ O OOJNbIICH
WJIM MEHbIIEH CTaOUIN3aI1K TIOJI0KEHHUS up, YTO 3arpelaeT Wik paspe-
nraet pasBopot XD B momeHT nHbpekuuu MHTEpecHo, 4To mepexon
(GuOpHILT B OMYIICHHOE TIOJIOKEHUE JIMIITb B MOMEHT KOHTAKTa C KJIETOY-
HOU MOBEPXHOCTHIO onucaH u 'y ¢ara T7. Jlo MoMeHTa ancopOLuu ero
¢uOprIBI IprrKaTh K Karcuay [ 103]. MoKHO IpeAnonokuTh, 4TO MOJie-
KyJISIpHBII ceHcop T-4€THBIX (haroB KOHTPOIUPYET HE U3MEHEHHE TI0JI0-
seHust [IX®D y cBoOOJHBIX YacTUI], a BO3SMOKHOCTh UX Pa3BEepPTHIBAHUS
1ocje NEePBUYHOTO 0OPATUMOTO KOHTAKTa C TOBEPXHOCTHIO KIICTKH.

B yem-To noxosuii MexaHu3M padoraet y cuoBupyca p2 Lactococcus
lactis. lllecTh ero penenTop-y3HaLIKX OeIKOB (TPUMEPOB, CXOJHBIX C
XBOCTOBBIMH IIMIIAMK) MOT'YT IIOBOPaYMBAaThCs Ha 0a3aIbHOM MIIACTUHKE
noutu Ha 200° B OTBET Ha MOBBIIICHHE KOHIIEHTpaIuu noHoB Ca**, mepe-
X0l U3 OPHEHTALUU «BBEPX» K OPUEHTALUHU «BHU3Y», MPUTOTHON IS
B3aUMOJAEUCTBHS C PELIEITOPOM.
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Bo03M0XHO, 3TOT MEXaHU3M MO3BOJISIET aKTHBUPOBATH 8/ICOPOIOHHBIN
armapar BOJM3U MOBEPXHOCTH KJICTKH, IJIe KOHIEHTpalus noHoB Ca?*
BBIIIIE U3-32 IPUCYTCTBUS OTPULIATENTLHO 3aPSHKEHHBIX TEHXOEBBIX KHCIIOT
KJICTOYHOM cTeHKH. Taxke BO3MOKHO, UTO TAKOM MEXaHHU3M 00eCIIeYrBaeT
MPEUMYIIECTBEHHY IO HH(EKIINIO KIIETOK, HAXOISIINXCS B MOJIOKE, TOT/Ia
Kak BO BHELIHEW cpezie, T/ie 0akTepuu-xo3seBa MepeKUBaloT Hebaro-
NPUSTHBIE YCIOBHSI, ar «IIPEAIouUTaeT OCTaBaThCs B CBOOOAHOM COC-
TositHUH [66, 77].

IBa apyrux naktodara Tp901-1 u Tuc2009 Taxxe oGmamaroT
JIOBOJILHO CBOEOOPa3HBIM aJCOPOLMOHHBIM anmapaToM, COCOOHBIM
(eHOTUITYECKU afalTHPOBAThCs K MH(EKINHU KIETOK, HAXOISIIINXCS B
norapudmuueckoil b0 B cranoHapHoil ¢asze. Mx kpymisie 6a3anbHble
TUTACTUHKH HECYT 6 pelenTop-y3HAIOMNX KOMIUIEKCOB, HAa3bIBAEMbBIX
«TpEeHO)XHUKaMu» (tripod), OCKOJIBKY OHH BKJIIOYAIOT IO 3 TpHUMEpa
cooctBenHo RBP (BppL), xoTopbie 00beqUHSIOTCS BMECTe OelKamMu
BppU u BppA. Beero Takum o0pa3zom 0OazanbHas MmiacTUHKA HeceT 18
tpumepoB RBP, uto obecrieunBaer ycunenune ajcopouunu 3a cuet 3ddexra
apuniHOCTH. [Tomumo RBP Bo B3anMonelcTBUM C KJIETKOW MPUHUMAET
yuactue Oemox Tal (tail associated lysin), oOpasyromuii KOpOTKyIO U
TOJICTYIO TIeHTpabHy10 puOpmnTy. CBO€e Ha3BaHUE STOT OEIIOK TOTY I
n3-3a Hanuuus Ha ero C-KoHLe JOMEHA C MENTHIOMIMKAH-THAPOIa3HOM
AKTHUBHOCTBIO (IIENTUAA3HOM), IPOKJIAIBIBAIOIIETO IIyTh Yepe3 TOJICTYIO
KJIIETOUHYIO 00070uKy Lactococcus lactis. OmHaKo, KaKk BBISICHUIOCH,
9TOT JOMEH CYIIECTBEHHO HEOOXOMUM JIMIIb JUIST HHPEKITUU KIETOK,
HAXOJSIIIMXCSI B CTAIMOHAPHOU (pa3e, YIIIOTHEHHBIH MENTHIOTINKAH
KOTOPBIX MAKCUMAIIBHO MEPEIIUT MENTHIHBIMA MOCTHKAMH. Y HEKOTOPBIX
YacTHIl B IonyJsiiiuu 6estok Tal apronporieccupyercs 3a c4eT aKTUBHOCTH
MUMEIOIIET0Cs B HEM TIeNTHIa3HoTo joMeHa. [Ipu aTom C-KoHIIeBast 4acThb
C TMeNTHIOMTHKAH-THAPOIU3YIOIUM JJOMEHOM yaassiercsi. Kak Hu ymau-
BUTENBHO, (haru ¢ ykopoueHHbIM OenkoM Tal amcopOupyroTcest 3aMeTHO
ObICTpee, HO OHU 3HAYUTENBLHO XyKe CIIOCOOHBI MHPHUIUPOBATH KIETKH,
Onu3kKe K craloHapHoi dase [162].

Bo3mokHO, 4TO HapsAy ¢ ITUMU BecbMa ClielM(UIECKIMHU MOJIEKY-
JSPHBIMH MEXaHM3MaMU CYLIECTBYET PsA «CKPBITBIX» MEXaHHU3MOB
(eHOTUITYECKOH aJanTaluy, CBOMCTBEHHbIE ropa3ao 0ojee MHUPOKOMY
cnekTpy ¢aroB. Ha kpuBbIX agcopOunu OoJbIIMHCTBA OakTeprodaros
(cM. Hampumep, puc. 3, [153]) MOKHO pa3nu4uTh JBE (ha3bl: OTHOCHTEILHO
OBICTPYIO, 1151 KOTOPOH OOBIYHO U BEIYUCIISIIOT KOHCTAHTHI ICOPOLIUH, 1
MEIUIEHHYIO, B HEKOTOPBIX CIIydasiX IepexoIsIlyto (pakTHUeCKu B IJIaTo
[16]). B peanbHOCTH 3TH (ha3bl EPEKPHIBAIOTCS, TO €CTh B HICXOAHOM ITOITY-
nsun ara ecth npeobnanaromnias Gppakius, acopONpyrOImascs ObICTPO
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W MHHOpHast (pakims, obnanaromas CHIbHO 3aMeJIEHHON KMHETHKOM
ancopouuu. Tem He MeHee, paru U3 «MEIUICHHON» WM «OCTaTOUHON
(bpakiuy SBISIIOTCS KU3HECIOCOOHBIMU U 00pa3yloT HOPMaJIbHbIC
OJISALIKK MPU BbICEBAaHUHU 00pa3noB. JJis HEKOTOPBIX CHUCTEM (har—xo-
3a1H, Hanpumep i ¢ara smoaa u E.coli K-12 6puto mokasano, 4to
MOTOMCTBO «MEAJICHHOI» pakiny 001aiaeT TAKUMH e CBOHCTBAMH, UTO
W MCXOIHBIN (ar, TO eCTh Pa3inius B CKOPOCTSIX aicOPOLIUH HE CBA3aHO
C MyTalnusMHu Kakux Jin0o reroB [163]. [ToBuaumomy, 3TO BEpHO st
MOJIABJISIONIETO OOJNBITUHCTBA (aroB, XoTs Juist hara T4 ObLI0 MOKa3aHo,
4TO yKa3aHHBIH (peHOMeH 0ObscHseTcs (10 MEHbIIeH Mepe YaCTUYHO)
BO3HMKHOBEHUEM OIIPEEIICHHBIX, YaCTO BO3HUKAIOIINX MyTallUi B TeHE
37 (mucranbHas nmonoBuHKa J[XD)[164].

YV HEeKOTOpHBIX (haroB BHICOTA IIATO MOXKET OBITh 3HAYUTEIHHO BBILIIE,
yem y (hara nsamOaa mim ¢dara G7C, U 10CTUraTh JECATKOB MPOIIEHTOB
HeajicopOupoBaBImxcs yactull. Tak, y (para Alt63, O1H3KOpOICTBEHHOTO
¢dary G7C, HO OTIIMYAIOIIEMYCs OT HETO BApUAHTOM OeKa, Y3HAIOIIEeTO
nepBuuHbIi penentop (O-anTurex), Beicora miaro gocruraet 40-80%,
HO, 9TO OCOOCHHO MHTEPECHO, 3aBUCHUT OT IJIOTHOCTHU KYJIBTYPHI KJIETOK,
MCTIOJIH3YEMOM B OKCTIEPIMEHTE (4eM MEHBIIIE KJIIETOK, TEM BBIIIIE [IJ1aTO0).
MexaHu3M TaKOH 3aBUCHMOCTH ITOKa He paciudpoBad. MexaHu3mbl 00pa-
30BaHUN «MEIJICHHOW» (Dpakmmu y ApyTux ¢$aros, 3a HCKIIFOUeHUEM T4,
TaKKe He MOHATHBL. B HEKOTOPBIX CITydasx 3TO MOXKET OOBSCHATHCS IPH-
CYTCTBHEM HeTOTHOTO KomIutekTa RBP B pe3ynsrare abeppartuii cOopku
WJIU TIOBPEXIeHUS JacThil. B ciydae dara msambma, agcopoupyromierocs
Ha E.coli K-12 mocpencTBoM eIMHCTBEHHONW 0CeBOW (UOPHILIBI, TaKOe
00BbsICHEHNE SIBHO HE TIPUEMIIEMO. BhICKa3bIBAINCH PEITIOIOKEHHUS, UTO
oesok J oceBoit pubpusIbl ara siMO1a MOXKET 00J1a/1aTh JIByMs pa3jind-
HBIMU CTPYKTYPHBIMH KOH(OpMAIMSIMU — HaTHBHOM, JOCTUTaeMON Ha
MarucTpajibHOM IyTH QOJIUHTA U a0epPaHTHOM, OTpakatolIel JIOKalb-
HBII HEPreTUYECKUI MUHUMYM, B KOTOPBII IOMAJAET 4acTb MOJIEKYII
B npouecce cBopaunBanus [163]. Hakoner, BO3SMO)XHO OTHOCHUTENIBHO
NpPOYHOE, HO 00paTUMOE CBS3bIBAHUE aATC3MHOB C OJOKUPYIOLIMMH MOJIe-
KyJIaMH, Harlpumep, (hparMeHTaMu pelenTopoB.

AZanTHBHOE 3HAYEHHUE «OCTAaTOUYHOW» (HPAKIMH TO-BUANMOMY COCTOHUT
B PE3EPBUPOBAHUN HEKOTOPOM YacTH (aroBoii MOMYJISILIMY Ha CITy4yaid BO3-
HUKHOBEHHMSI YCJIOBUH, KpaiiHe HeOMaronpusITHBIX /sl PETUTMKALIIH BUpYCa
B Kierkax. Tak, ¢ar maMoma crocobeH aacopOupoBaThest Ha KIIETKAX,
HAXOJSIIUXCSA B CTAllMOHAPHOW (a3e, HO MPOAYKIIUU BUpPYyCa MIPH ITOM
He MpoucxoauT u (par rudHeT. Hanmune «ocTatouHOo» hpaKIuy 49acTUIl
MO3BOJISIET BUPYCY B YCIOBHUSX SKCIIEPUMEHTA TIEPEKUTH BBIXO/ KYJIBTYPhI
B CTaIlOHapHYyI0 ¢a3y . B HEKOTOpoM cMbIciie (EHOMEH «OCTaTOYHOM
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(bpakum» MOXoK Ha (PEHOMEH KIIETOK-TIEPCUCTEPOB, KIETOK C MPaKTH-
YECKH TIOAABIIEHHBIM METab0IM3MOM, KOTOPhIE BO3HUKAIOT C HEOOIb-
IIOH 9acTOTOW B MOMYISIIAAX MHOTHX Oaktepuid [165]. DT BpeMeHHO
«CIIAIIME» KJIETKU HE PA3MHOXKAIOTCS, HO OKa3bIBAIOTCS TOJIEPAHTHBIMU
K BO3JICHCTBHIO OONBITMHCTBA AHTHOMOTHKOB, TaK KaK HApyITacMbIC aHTH-
OMOTHKAMHM TIPOIIECCHI OMOCHHTE3a Y HUX MPAKTHIECKN OTKIIOYCHBI. B
OTJINYKE OT PE3UCTEHTHBIX MYTAHTOB, IOTOMCTBO KJIETOK-TIEPCUCTEPOB
0071a1aeT TaKOM e UYyBCTBUTEIIPHOCTHIO K AHTHOMOTHKAM, YTO ¥ HCXO/I-
HBIN IITaMM.

IX. 3AKJIIOYEHUE

CoObITHE a1cOpOIIMHY — KYJTbMHHAIMOHHBIHN 3Tl CYIIIeCTBOBAHUS CBOOO/I-
HOW BHPYCHOM YaCTHIIbI, HA KOTOPOM PEaliu3yeTcs 3amac CBOOOMHOM
SHEPTUH, 3aJI0KEHHBIH B CTPYKTYPE BUPHOHA B MpoIiecce MopdoreHesa.
VY Gakreprodaros aacopOIMOHHAs CIEIU(DUIHOCT SIBIISIETCS, T0-BH U~
MOMY, BEYIIUM (paKTOPOM, OTPAHHUUHBAIOIIUM CIIEKT] JIOCTYITHBIX XO35ICB.
C mepBOro B3IMIsi/Ia MOXKET TIOKA3aThesl, UYTO CY)KEHHE 3TOTO CIEKTpa 3a
CUET paclo3HaBaHUs JJ0CTATOYHO BAPHAOETBHBIX CTPYKTYP — HEYIauHOE
pelieHre, BRIpab0TaHHOE MOJ| AABJICHUEM KaKUX-TO JOMOJTHHUTEIBHBIX
cesiekThpyronmx GakropoB. OIHAKO €cly MPHHATH BO BHUMAHKE, YTO
pasMepbl PelenTop — Y3HAIOIIUX YYaCTKOB (paroBbIX aJre3MHOB OXBa-
TBHIBAIOT JIMIIh CYUTAHHBIC SIMHUIIBI YTIICBOIHBIX WIIM AMUHOKHUCIIOTHBIX
OCTAaTKOB peIeNTopa, IPU TOM NPHU COyAapeHuH (aroBoil YaCTHIIBI C
KJIETKOW BHPYC MPOBOJMUT JIUIIL OKOJIO 5 MC Ha JOCTATOYHO OJIM3KOM
PacCTOSIHMU, U3 KOTOPBIX JIMIIb OKOJIO 1.6 MC OH MOBEPHYT B CTOPOHY
KJIETKH CBOUM aJICOPOIIMOHHBIM ammaparoM (cM. 0030p Storms, Sauva-
geau [17]), appexkTUBHOCTh pacro3HaBaHUs MOBEPXHOCTH KJIETOK,
oOecrieynBaroIiasl y HEKOTOPhIX (paroB 3HaYCHHE KOHCTAHTHI aJICOpPO-
UM, ONMU3KHE K MaKCHMAIbHO BO3MOXKHBIM (0K00 1078 mu/Mun), He
BBI3bIBaCT COMHEHHMIM. He cMOTpsi Ha CXOMHBIN OO0JIbIIIOE pa3HOOOpa3ue
a7ICOpPOIMOHHBIX arnmaparoB (paroB U BXOISIIUX B HUX OCIIKOB, CXOIHBIH
IUTAH MX CTPOCHUS CO37ae€T OIPOMHBIC BO3MOXKHOCTH KOMOWHATOPHOM
W3MEHYMBOCTH, B TOM YHCIIC 33 CYCT PEKOMOMHAIMN MEXIy BechMma
JTAJICKMMH BUPYCHBIMH T€HOMAaMH. JTO IMO3BOJISIET PACCYMTHIBATH HA CO3-
JaHue 3PPEKTUBHBIX UCKYCCTBEHHBIX CHUCTEM YIPABICHUS XO3SHCKON
CHEeIU(PUIHOCTHIO OakTepro(haroB, B IEPBYIO O4Yepelb aKTyaTbHBIX IS
pa3paboTku cpencTB (HaroBoi Teparui HOBOTO MOKOJICHUS U JUTS MHBIX
MPUIOKEHUN.
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