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POJIb ®OCOPOIUIINIHOI'O OKPYKEHUSA B TPAHCJIOKALIUHN
MEMBPAHHBIX BEJIKOB E.COLI

Psa6uuxo C.C., UBanoBa B.B., AnumoBa ®@.K.
@IAOY BIIO «Kaszanckuii ([Ipusonicckuil) ghedepanvhviii yrusepcumenmy,
Kasanw, e-mail: anomalhead@mail.ru

MemOpaHHEIe OEIKH BBITONHSIOT Psi] BKHEIX (QYHKIHH B KJIETKE, BKIIOYAIONINX YHEPTETHIECKIE, CUTHAIIb-
HBIC U TPAHCIOPTHBIC (QyHKIMH. TpaHCIOKaluus ¥ BCTpauBaHUE MEeMOpaHHbBIX OenkoB E.coli 3aJelCTBYET Takue
MeMOpaHHbIe KoMIuTeKesl, Kak SecY EG u Tat-TpancnokoH, GyHKIIMOHUPYIOLIHE 10 IPHHIUITY KO-TPAHCISALHOHHOIO
U IIOCT-TPAHCIBIUOHHOTO (osauara. DochonuIuIbl CO31al0T MHKPOOKPYKEHHE, CIOCOOCTBYIOIIEe KOPPEKTHOMY
(bonauHry 6enKoB 1 KOHEYHO#T Torosornu. PocdOoNUIHIaABl MOTYT BO3ACHCTBOBATh KaK HAa TPAHCIOKOHOBYIO CHCTE-
MY, B3aUMOJCHCTBYIOLIYIO C CHHTE3UPYeMOM MOIMICITUIHON LENbI0 HIN yXKe CHOPMUPOBABIINMCS OEIKOM, TaKk
U HEMOCPEICTBEHHO BIMATH Ha (DOIIMHT OSIIKOB, BHICTYIIAs B KA4eCTBE JIMIOMANepoHOB. Baanmoneiicteue Gpocdo-
JIMMUIO0B ¢ MeMOpaHHBIMHU OSJIKaMHi HOCHT AMHAMHUYHBIN XapaKTep, 4TO OMPEAEIseT BO3MOXKHOCTh OPUCHTHPOBATh
CTPYKTypy Oejka B pa3HBIX HANPABICHHUSAX OTHOCHTEIBHO MeMOpaHbl. BeposTHO, OelkM ¢ IBOWHOM Tomonoruei
HMeIoT Oroorndeckoe 3HadeHne. OOCyKIaloTcsl MEXaHN3MbI B3aUMOACHCTBYS JINITH/IOB C OCJIKaMH.

KuiioueBble ciioBa: MeMOpaHnHbie 6eku, pochommmuabl, TpaHcI0KaANUSA
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Membrane proteins fulfill a number of important functions in the cells, including energetic, signaling and
transport functions. Translocation and insertion of membrane proteins of E.coli utilize such membrane complexes
as SecYEG and Tat-translocon, performing co-translational or post-translational folding. Phospholipids form
an environment leading to correct membrane folding and final topology. Phospholipids may affect both on the
translocation system interacting with synthesized polypeptide chain or with folded protein and directly on protein
folding, being a lipochaperones. Interaction of phospholipids with membrane proteins has dynamic behavior that
determines possibility to orientate protein structure in the different directions relatively to the membrane. Apparently,
proteins with dual-topology may have biological meaning. The mechanisms of lipid and proteins interactions are

THE ROLE OF PHOSPHOLIPID ENVIRONMENT IN THE MEMBRANE PROTEIN

discussed.
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[Mpumepno 20% oxosno 4000 Genkor
Escherichia coli sBnstorcsi MeMOpaHHBIMHU
oenxamu [ 1]. IIpouecc BcTpanBanust MeMOpaH-
HBIX OelKOB B MeMOpaHy OTOCpenoBaH pado-
TOW CIEIUAIbHBIX OEJTKOBBIX KOMIUIEKCOB,
dhopmupyromux kanair. CAUTAETCs, YTO TOIb-
KO HEKOTOpBIC OCNKH C MAJIOH MOJICKYISIPHOMN
Maccoil 001a1al0T clOCOOHOCTBIO K CIIOHTaH-
HOMY BCTpPaMBaHHIO, TOI/IAa KaK MOAABIISIOLIEE
OOJIBITMHCTBO 33JICHCTBYET TPAHCIOKA3hI U WH-
ceprasbl. Pa3nuyaroT Ko-TpaHCISIMOHHBIA Me-
XaHU3M BCTpaWBaHUs, MIPH KOTOPOM (OJITHHT
Oejka OCyIIEeCTBISIETCS B MpoIlecce BCTpau-
BaHUsI, W MOCT-TPAaHCISIUOHHBIA, B IpoLec-
Ce KOTOPOTO MPOMCXOOUT TPAHCIOKALMS YyiKe
CBEpPHYTOTO B HATUBHYIO CTPYKTYypy Oeinka
[2]. M3BecTHBI Kak MUHUMYM JBE CHUCTEMBI
TpaHcinokanuu y E.coli: Tat-cucrema u KoM-
miekc SecYEG.

Tat-cuctema siBsieTcsi MeHee H3y4YEeHHON
no cpaBHeHuio c¢ kommiekcoM SecYEG, on-
HaKO HM3BECTHO, YTO TPAHCIIOKAIHs OeTKamMu
Tat TIPOMCXOAUT TIO TMOCT-TPAHCISAIIOHHOMY
MEXaHHU3MY, TO €CTh TOTOBBIC K BBHITIOJHEHHIO
(GyHKIME OETKM ¢ HATUBHOM  CTPYKTYpOit
TPaHCIOPTUPYIOTCS uYepe3 MeMOpany. Tat-
TpaHciokasa (twin arginine translocation) co-

nepkut Oenku TatA, TatB u TatC. benku TatA
(monexynsapnas macca 9 k/la), TatB (18 x/a)
UMEIOT TI0 OJHOMY TpaHCMEMOpPaHHOMY JO-
MeHy, N-KOHIIEBOH CErMEHT pacrojaraercs
BHYTPH UTOIIa3Mbl, C-KOHEIl OpPHEHTHUPOBAH
B CTOPOHY IEPHUILIa3MaTHUYECKOTO MPOCTPaH-
ctBa. benox TatC comepxut 6 TpancMeMOpaH-
HBIX JOMEHOB, N- U C-KOHIIEBBIC CETMCHTHI
pacmoyiokeHbl BHYTpPH IUTOIUIa3Mbl. OOHa-
PYKHBAIOT 2 KPYIHBIX OEJIKOBBIX KOMILIEKCA,
comepkamux Tat-OeKu TP COMFOOITH3AITIHI
MeMOpaHBbI ¢ MOMOIIBIO IeTepreHToB. [1epBhIii
KOMIUIEKC cOcTOMT M3 TatA M OTHOCHTEIIBHO
HeOoubIoro konndyectsa TatB, B To Bpemst kak
JIPYTOi COAEPIKHUT TIOYTH SKBHUMOJISIPHOE KO-
mugecTBO TatB u TatC GenkoB. O0a KOMITIEK-
ca JOCTUTAIOT MOJIEKYJSIPHOM MaccChl CBBIIIE
600 x/la [3].

TatC sBIsIeTCS OTBETCTBEHHBIM 32 PACIIO3-
HABaHWE CUTHAJIBHOM MOCIIEI0BATeILHOCTH S/
TRRxFLK, Bcerna conepskauieii 2 apruHuHa,
YYaCTBYIOIUX B MEXaHW3ME TPAHCIOKAIIUU
1 TaBIIMX Ha3BaHWE MaHHOW cucteme. Jlim-
Ha CHUTHAJIBHOW TmoclienoBarenbHocT Tat-
CUCTEMBI B CpeHeM paBHa 38 aMMHOKHCIIO-
TaM, B TO BpeMs Kak JUisl Sec-TPaHCIOKaIuu
JUTHHA COCTaBIISICT 24 aMHUHOKHCIIOTHI.
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B nocnenoBarenbHOCTH, pacrnio3HaBaemoit Tat-
CUCTEMOH, MPUCYTCTBYET TMOJIApHasi OONacTh,
10 BCEM BUIUMOCTH, MPEMSATCTBYIONIAsI B3aU-
MOJICHCTBHIO C Oenkamu Sec-cucteMbl. Cur-
HaJlbHAs MOCIEA0BATENbHOCTD YIANSAETCS CUT-
HaJIbHOM MENTH/1a301 HEMOCPEACTBEHHO MOCIIE
Tpancinokanuu. Cautaercs, uto TatA HaunHa-
eT (opMuUpoBaTh TpPaHCMEMOpAHHBINH KaHa
o Mepe cBszbiBanus TatC ¢ curHanabHOU TMO-
CIJICIOBATENILHOCTBIO, IPU 3TOM Tpouecc (hop-
MUPOBAHUSI KaHANa SIBISETCS 3aBUCUMBIM OT
rpamgreHTa MemOpanHOro moreHimaza. Oopa-
3yercs komruieke TatBC-TatA, KoTopbIit HOCUT
TUHAMWYHBIA XapakTep W pachaiaercs cpasy
nocne TpaHcropra cyocrpara. CymiecTBYIOT
cBedeHuss o ToM, 4dro Oenok TatA oOmamaer
JIBOIHOM Toronorueli B MmeMOpane [4].
CymiecTByeT psif OCITKOB, BBITIONHSIO-
X (PyHKIMIO KOHTPOJIS KadecTBa (poimamara
TpaHciaourupyemsix OenkoB. [luromnmazmaru-
YEeCKHe IIaNnepoH-MoAoOHbIe OenKu ¢ psi-
JIOM KO-(haKTOPOB B3aMMOJICUCTBYIOT C CHH-
TE3UPYEMOU MONMIENTUIHON UEnblo IS
MPEIOTBPAILICHAS IPEKICBPEMEHHOIO  CBSI-
3bIBAHUSl CHTHAJIBHON TIOCIENOBATEIHHOCTH
¢ Tat-rpancnokaszoil. [laHHbBI THII 1IANIEPO-
HOB nonyums Ha3Banue REMP (redox enzyme
maturation protein) y E.coli, TOMOJIOTH KOTO-
poro oOHapyKeHBI M B JPYyTUX OpraHu3Max [5].

CTpykTypa M GyHKIHMHM TPAHCJIOKOHA
SecYEG E. coli

OCHOBHO#l cHCTEMOW CeKperuHn OelKoB
y E.coli sBnsercs Sec-TpaHCIOKOH, BBINOJI-
HSIONIUI TPaHCIIOPT dYepe3 MeMOpaHy WU
BCTparBaHUE UHTETPaIbHBIX OenkoB. [Iporecc
TpaHcIopTa MeMOpPaHHOTO Oellka K MECTY pac-
MTOJIOKEHUST B MEMOpaHe HadWHAeTCs C Mede-
HUs OejKka M €ro pacro3HaBaHus. MedeHue
MeMOpaHHOTrO Oejika MPOUCXOJUT Ha JIOCTa-
TOYHO paHHEM 3Tarle ero CHHTEe3a — JI0 MOMCH-
Ta TOKWIAaHWS TOJUNENTUIHON enu pudo-
coMbl. CuHTEe3upyeMas MOJHUIETITUAHAS 1IeTIh
B3aUMOJICHCTBYET CBOMM THAPO(OOHBIM cer-
MEHTOM C CUTHaJ-paclo3Halollel vacTuuen
SRP (ot signal recognition particle) [6]. bak-
tepuanbHas SRP cocrout u3 0enKoBOro KoM-
nonenra Fth u 4,5S PHK. B3aumoneiicTByto-
IIUH CErMEHT, KaK MPaBHJIO, SIBISIETCS TIEPBBIM
TpaHCMEMOpPaHHBIM JIOMEHOM, OJHAKO MOXKET
TaKkKe OBbITh YIAJCHHBIM OT IIEPBOIO JOMEHA
U @K€ HE SIBIISATHCS BCTPAaMBaEcMbIM CEIMCH-
TOM (C TaKUM OeJTKoM paboTaeT B HajbHEHIIIEM
nHceprasza KdpD) [7].

Hanee SRP ¢ nomumenTuaHOM IIEIIBIO
(hopMHpyeT KOMILIEKC ¢ CHTHAJIBHBIM perlen-
TopoM SR, (QYHKIMIO KOTOPOTO B KJIETKax
E.coli Bemonusier 6enok FtsY, pacronoxeH-
HBI Ha MeMOpaHe. Jle3arperanus KOMIUIEKCa
Y BBICBOOOXK/IEHHE IIeNIeBOTO Oernka TpedyeT
rugponusa I'T®. Kak SRP, tak u FtsY u3na-

qalibHO UMET cBsi3b ¢ I'TD, rugponus ko-
TOPOTO TMOMOTaeT CcHOpPMHPOBATH KOMIIJIEKC
Onarosapsi HEMOCPEACTBEHHOMY B3auMOJIeH-
ctButo ¢ ux NG-nomenamu. Fth u FtsY ume-
10T 2 runpodooHex qoMeHa (N u G) u oguH
yHUKanpHBIH goMeH (M momeH B SRP m A
nmomeH B FtsY). Acconmamus FtsY ¢ memOpa-
HOM BKIJIIOYAeT Kak JIMMUAHBIE, TaK U OENKO-
Bble MeMOpaHHbIE (aKTOPBI, OHUM H3 KOTO-
PBIX SIBISIETCSI KOMIIOHEHT Sec-TPaHCIOKOHA,
oemok SecY [8,9]. BzaumoneiictBue FtsY
¢ hochomumuuamu axtuBupyer [ TdazHyro
aKTUBHOCTH JIaHHOTO OeJKka, mpu 3ToM aQpuH-
HOCTBIO K MeMOpaHe oOnanaer kak A-I0MeH,
tak 1 NG-nomes [10].

CTpykTypHBIH aHanmu3 komiuiekcoB NG
nomenoB Fth u FtsY us Thermus aquaticus,
CTaOMIIM3UPOBAHHBIX HETHIPOIIN3YEMBIM
ananmoroM ['T® ryanmmunMermieHaudocdo-
HaTOM, MMOKa3aJl HaIM4nue aKTUBHOTO ydacTKa
B Ffh/FtsY rerepogumepe, cdopmupoBan-
HOTO JIByMSl HYKJICOTUIHBIMHU cBsizsimu [11].
ITocne ruaponuza I'T® nonunentuHas Lenb
Tpancmoptupyercs B SecYEG kamam u SRP
¢ FtsY nuccomuupyior s BO3MOMKHOCTHU
peuuknupoBanus. [lpouecc mnepemaunm mer-
tugHoi nenu Ha SecYEG mpoucxonut npu
HEMOCPEICTBEHHOM B3auMopeiictBuu FtsY
¢ bemkoM SecY [8].

CymecTByeT Takke THUIOTe3a O HATHYUH
aJIBTEPHATHBHOTO MEXaHU3Ma TepeIadn MMoJH-
MenTUHOM Lenu Ha kaHal SecYEG, B koto-
pom Oenok FtsYurpaer kiroueByro poib [12].
JlanHass MojeNib B OCHOBHOM 0Oa3upyercs Ha
W3yYeHUM JIoKanm3anuu pudocoMm. FtsY cms-
3BIBa€T pHOOCOMY C MEMOpaHOW C IIOMOIIBIO
N-koHIIeBOTO A-JIOMEHA, TIPH ATOM prbocoma
ocTaeTcs CBA3aHHOM ¢ MeMOpaHO# nocje CuH-
Te3a IMOJIUIENITUIHON IENu U FOTOBOM MpHU-
HaTh HOoBYI0 MPHK st Tpancnauuu. B cnyyae
ecu MPHK xommpyeT TpancMeMOpaHHBIH cer-
MEHT, prdocoMa MepeMeIaeTcsi K TPaHCIOKO-
Hy myTeM B3anmoeiictsust ¢ SRP, y3naromieit
ruIpooOHYIO MOCIe0BaTebHOCTh. B naH-
HOW MOJICTTM BCTPaWBaHUsi MEMOpaHHBIX Oell-
koB FtsY moxer perynupoBars paboTy KoM-
mekca SRP, onHako oHa SIBISETCS CIOPHOM,
IIOTOMY YTO PE3YJIBTATHI iH Vilro BXOLAT B IIPO-
TUBOpEYHE C paclpenesneHueM A-I0MeHa,
KOTODPbI B paBHOW CTENEHW HAOIIOJaeTCsi |
B ITUTOILIa3Me, M B MEMOpaHe.

Sec-TpaHCIOKOHOBBIM KOMIUIEKC —COMEep-
JKUT 7 OCITKOB, BKJIIOYAS IIAICPOHOBBIA OEIIOK
SecB, AT®a3y SecA, WHTErpajgbHBI MeM-
Opannbiit komruieke SecYEG, cocrosmmii u3
oenxoB SecY, SecE u SecG, a takke aBa 10-
MOJTHUTEIHHBIX O€IKa, MMOMOTAINIUX BHICBO-
0oauThCs OENKY B MEPUILIa3MaTHIeCcKOe IMPo-
crpanctBo SecD m SecF. Kommeke SecYEG
MIPUCYTCTBYET B HATHBHOW (hopMe B BUIE NTH-
Mepa u o0pasyeT KaHajl, HEOOXOIUMBIN st
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TpaHCIIOpTa M BCTpaWBaHMs Oelka B MeMOpa-
Hy. benok SecA sBisieTcst nmepudepruecKum
MeMOpaHHBIM MOTOPHBIM OEIIKOM, 3aIlycKa-

MNepunnazma

UwTonnazma

IOIIUM PEAKIHUIO TPAHCIOKALMHU 3a CUET TH[-
pormuza AT®, KOTOpBIN Takke MPHUCYTCTBYET
B BHJIe AuMepa (pucyHok) [13].

N-KoHey

MonunentTuaHas
uene

Cxema Sec-mpancioxkonoeotl cucmemsi 8 memopane Escherichia coli

benok SecY smBisieTcst BRICOKOTHIAPO]OO-
HBIM C MOJIEKYJIsIpHOI Maccolt 48 k/la, y E.coli
OH cofepKuT 443 aMUHOKHUCIOTHL. JTO Ha-
nooneimuii 6enok B SecYEG komiiekce, Ha-
JMYMEe KOTOPOTO KPUTHYHO IS BCTPaWBaHUS
1 QYHKIIMOHUPOBAHUS MEMOpPaHHBIX OEJKOB.
SecY conepxur 10 TpancMeMOpaHHBIX [10-
MeHOB, N u C-KoHIBI Oelika PacIHONOKEeHBI
BHYTpH LUTOMIa3Mbl. JlaHHBIA Oelok comep-
KHUTCS BO BCEX IMPOKapUOTaxX W MMEET TOMO-
JOTH Yy dyKapuoOT U apxei. BrIpaBHHBaHWE
IIOCIIEIOBATEILHOCTEN JTaHHOTO OeKa TOoKa-
3ail HaJlM4ue KOHCEPBATHBHBIX aMHHOKHCIIOT
Y BOKHBIX YYaCTKOB, MHOTHE U3 KOTOPBIX
ObUIH  OMOXMMHUYECKH  OXapaKTepPU30BaHBI.
JleranpHast MyTanus Oblla HalJieHa B METIIC
C5, koTOpasi OTBETCTBEHHA 32 B3aUMOEIICTBUE
SecY ¢ SecA [14].

SecE sBnsercs HEOONBIINM HHTETPATb-
HBIM OenkoM, y E.coli mMonekynspHas wac-
ca cocrasusier 14 x/la u conepxut 127 amu-
HOKHCJIOTHBIX  OCTarkoB. Y OOJBIIMHCTBA
Oaxrepuit SecE mpejicrapien Oenkom, coaep-
JKaIIM ~ €IWHCTBEHHBIN TpaHCMEMOpPaHHBIH
JIOMEH, TOMOJIOTHYHBI TpPETheMYy JOMEHY
u Bropou nietine SecE E.coli. Ynanenue «uii-
HUX» cerMeHToB y SecE E.coli ne mpuBoauiio
K norepe ()yHKUMOHAIBHOCTH JaHHOTO Oell-
Ka, OJHAKO CTaOWIBHOCTH €r0 CHHXKAllaCh
10 CPaBHEHMIO C HATUBHOM CTpykTypoil. He-
CMOTpsI Ha Mallblii pa3Mep H ciabyro KOH-
CepBaTUBHOCTh AMHMHOKHCIIOTHBIX OCTaTKOB
B TPaHCMEMOpaHHBIX J0MeHaX, SecE BaxkeH
B (QyHKIIMOHUPOBAaHUK TPAHCIOKOHOBOH CHC-
TeMbl. OTHOCHTENTFHO KOHCEpBaTHBHAS 00JIacTh
y maHHOTO Oenka comepxurcs BIieTie C2,
(hopmupyoIIen o-Crupab, OJHAKO JIJIs HHAK-
TUBAIMKM Oeika TpeOyeTcs OJHOBPEMEHHAas

3aMeHa BO MHorux nosunusx. Ilo Bcel Bu-
JTMMOCTH, TPETUH TpaHCMEMOPaHHBIH CETMEHT
BhIMONHAET (yHKUUM 3akperuieHus C2 mer-
7, a TAK)KE Y4acTBYET B KaTAIUTHYCCKOM aK-
TUBHOCTH TpPAHCJIOKOHA, TaK KaK MYyTalluu
B mosunusax L111R (meinwmn 3ameHeH Ha ap-
ruanH) 1 D112P (acnmaprar Ha mponwH) mpu-
BOJIAT K YACTUYHOW MOTepe akTuBHOCTH [ 13].
benoxk SecG — HaumeHee CBsi3aHHas
CyObeIMHHMIIA  TPAHCIOKOHOBOM  CHCTEMBI.
SecG E.coli conepxut 110 aMHHOKHCIIOTHBIX
OCTaTKOB, KOTOPBIE 00pa3yr0T MOJEKYISPHYIO
Maccy 12 xJla. Aranu3 ruapodobHOCTH OemKa
BBISIBIJI HAlIW4YUe TpeX TpaHCMEMOpPaHHBIX
CErMEHTOB, OJIHAKO OMOXUMHYECKHUE IKCIIEPH-
MEHTBl C HCIOJIB30BAHHEM METOJIOB KOHBIO-
raiyy IeNo4YHol ¢ocdara3sl U IPOTEONH-
3a TIOKAa3ajH, 4TO OENOK COAEPIKUT TOJIBKO
2 TpaHCMEMOpaHHBIX y4acTKa, COSTUHSFOIIIX-
csi Oosiee cnabbiM THIPOPOOHBIM JTHHKEPOM,
PacloiIOKEHHBIM BHYTPH LUTOILIa3Mbl. SecG
HE BIMSET Ha >KU3HECIOCOOHOCTH KIETOK,
HO OKa3bIBae€T CTUMYIHPYIOIIEe JeHCTBHE Ha
paboTy TPaHCIOKOHOBOH CHCTEMBI, KOTOpOe
0ojee ApPKO BBIPAKEHO NPHU MOHWKEHHOMN
TeMIepaType WM OTCYTCTBUM MPOTOH-JIBH-
JKymeil cuibl. XapakTepHO, 4To Il SecA-
3aBUCHUMOHM TpaHCJIOKalud Tpedyercs: WH-
Bepcust TomoJyormu Oenka SecG, KoTtopas
MIPEINOJIOKUTEIHHO TMPOUCXOAUT BO BpEMs
accorauu SecA ¢ memOpanoii [15].
Hecmotps Ha To, uTO 6€10K SecA He sSBs-
eTcsl KOMIIOHEHTOM OeJOK-TPaHCIIOPTHPYIO-
miero Kaxaia, (OPMUPYEMOTO0 KOMILIEKCOM
SecYEG, ero mpucyTcTBHE HEOOXOTUMO IS
(hyHKIIMOHUPOBAHUS BCEH TPAHCIOKOHOBOM
CUCTEMBI, TaK KaK TPAHCIOKAIUS MPOUCXOTUT
3a cyeT wucnonb3oBaHus osHeprun ATO,
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roctaBisiemoir ATda30i#, KOTOpOH SBISIETCS
SecA. VY E.coli nannpiii 0€IOK UMEET Maccy
102 x/1a u cocrout u3 901 aMUHOKUCTIOTHOTO
ocrarka. B xietke SecA MOXKET NpHCYTCT-
BOBaTb KakK B pacTBopuMon (opme, Tak
1 B MEMOpPaHO-CBSI3aHHOM. [IuTo301bHBIM
SecA mpucyTcTByeT B (hopMe TeTepoauMepa.
B MemOpane SecA cBsizpiBaeTCsS ¢ HU3KOH ad-
(UHHOCTBIO C OTPULATENBHO 3apsKEHHBIMH
¢dochomunuaamu u ¢ Beicokor apPUHHOCTBIO
¢ komruiekcoM SecYEG. CpsizpiBaHue SecA
¢ SecYEG ¢opmupyeT akTHBHYIO TPaHCIIOKA3y
Y MHUIIUHAPYET BhICOKOA(h(UHHOE B3aMMOACH-
ctBue SecA ¢ SecB, cBsizaHHOU ¢ Tpe-0eIKOM.
CBaspiBaHne SecA CUTHAILHOM IMOCIEI0BA-
TENbHOCTH YCWIMBaeT CBs3b SecA c¢ SecB
Y CIIOCOOCTBYET JIMCCOLMAIUH JIOMEHA 3pPeJio-
ro 6enka ot SecB, KOTOpoe MPOUCXOTUT MPHU
ruapoimze AT®azoit monekynst ATO [16].

[Ipenmnonaraercsi, 4YTO CYIIECTBYeT He-
CKOJIPKO MEXaHHU3MOB BCTpPaWUBaHHsS JOMEHOB
B MeMOpaHy:

1) c momompio ucKIoUnTeabHO SecYEG
KOMITJIEKCa,

2) Iipu OJIHOBPEMEHHOM (DYHKIIMOHUPOBA-
nuu SecYEG ¢ unceprasoit YidC;

3) mpu paboTe UCKIIIOUNTETHLHO HHCEPTA3bl
YidC;

4)mpu  TIOCTIENOBAaTEIbHOM  BCTpamBa-
Hun OenkoB mHCepTazoi YidC u KOMIUIEKCOM
SecYEG.

B nepBoM ciyyae KOMILIEKC BBITOJHSIET
¢yHkuuo QGonguHra | BCTpauBaHUs Oenka
camocroareiabHo. [Ipu omHOBpeMeHHOH pa-
oore mHCcepTasbl YidC u xommiekca SecYEG
HHCepTas3a sSBisieTcs OyhepHOU CUCTEeMOH, B3a-
MMOJICHCTBYIOIIEH C HECKOJIBKUMHU JIOMEHA-
MU M BBICBOOOXIAIOIICH TpaHCMeMOpaHHbBIC
JOMEHbI BCTpaMBaeMOro OelKa IO OZHOMY
B MmeMOpany. YidC moxeT Taxxe padboraTrh He-
3aBUCHMO, PETYIUpPYst QOIIUHT U BCTPanBaHUE
OCITKOB C KOPOTKOW aMHHOKHCIIOTHOW TIOCITe-
JIOBATEeILHOCTRIO, O0pasyromux 1-2 qoMeHa.
[Ipu mnocnenoBarenbHOM paboTe HHCepTaza
YidC BcrpauBaer nomeH c N-KoHIa, jalee
BIJIOTh /10 C-KOHIIA WHCEPIUS MPOHUCXOTUT
¢ yuactueM komiiekca SecYEG [17].

CuuTaeTcs, 9TO HEMAaJYI0 POJIb B TIPOIIEC-
ce BCTpauBaHHUsl OEJIKOB B MEMOpaHy HUIparoT
B3aMMOJICHCTBUSI MEXKY TPAHCMEMOpPaAHHBIMU
JoMeHaMH. B yacTHOCTH, OBIIIO yCTaHOBIICHO,
YTO BOAOPOHAS CBSI3b MEXIy OCTaTKaMu TIO-
JSIPHBIX aMHHOKHCIIOT, TAaKUX KakK acliaparuH
u acriaprar, (GopMHUpYIOTCS Kak B MHIIEIIIaX,
00pa30BaHHBIX JIETEPIeHTaMHU, TaK U B OMO-
Jorudecknux MemOpaHax. Bomopoanbie cBsizy,
(hopMupyemble BHYTPH O-CITHUPAJH, CTAOWIHU-
3UPYIOT JaHHYIO CTPYKTYpPY, YMEHBIIas Tpe-
OyeMyIo SHEepruro JJIs BCTpaWBaHUS JOMEHOB
B MeMmOpaHy. B mporiecce o0pazoBaHusi BO-
JOPOIHBIX CBSI3€H MEXAY pajuKallaMH aMu-

HOKHCIIOT OJINH M3 OCTAaTKOB OCTaeTcsl B He-
MOCPEACTBEHHONW OMU30CTH K TPAHCIIOKOHY,
oOecrieurBasi B3aMMOJICHCTBUE C paJiMKaiaMu
CIIEYIOIIET0 CerMeHTa | objerdyas BCTpa-
WBaHUE OCTAJIBHBIX TpPaHCMEMOpaHHBIX JO-
MeHoB [18, 19].

Bausinue gocdonunugos
Ha MPoece TPAHCAOKALUHA

Crnenyer OTMETHTH, YTO Kak JIOO0H MeM-
OpaHHBIH BBICOKOMOJIEKYJISPHBIN KOMILIEKC,
TPAHCIIOKOH TMOJBEPIKEH BIHUSHUIO (ocdonm-
MUJHOTO MHUKPOOKPYKCHHUS, OJIHAKO BHIpa-
JKEHHOCTh BIMSHUS HE ycTaHOBJIeHa. M3Bect-
HO, YTO OTPHIIATENIEHO 3apsHKEHHBIE KHCIbIE
(dochonmunuael BIMAIOT HAa COOPKY IUMeEpa
SecA, HeoOxomauMoro Juis (HYyHKIIMOHHUPOBA-
HUs TpaHciokoHa [20]. COopka M akTHBaLHs
SecA Ha UUTOMIA3MATUYECKOM MOBEPXHOCTH
BHyTpeHHe#ll mMeMmOpanbl E.coli TpeOyeT mpu-
cyTcTBUS  (ochaTuauIrInuiiepuHa B COCTaBE
MeMOpanbl. Kpome Toro, BeposiTHO, 3aIIUTHOE
BIIMSIHUE MOHOB MarHust Mg?*, mpeaoTBparia-
IOIIUX TUIPOIU3 SEeCA B IUTO30JE, CBSI3aHO
C KapJMOJHUITMHOM, TIPEIIOJI0KHUTEIHHO SBIIS-
FOIITIMCSI aKIIENTOPOM JIBYXBAJIEHTHBIX KaTHO-
HOB B MeMOpane [21].

Cunraercsd, YTO KapIUOJHUIMH CIIOCO0-
cTByeT crabwim3anuu komiuiekca SecYEG
B MeMOpaHe, TaK Kak JI00aBIeHHE €ro in Vitro
K KOMIUIEKCY, JIAIIEHHOTO  (hOC(hOTUIHIOB,
BOCCTAHABIMBAJIO APXUTEKTYPY M QyHKIIUN
TpaHciokoHa [22]. OmHako Takoe BIUSHHUE
MOIVIO SIBJIATBHCS CIIEACTBHEM Hecnenuguye-
CKOW CTpYyKTypH3aluu JOMeHOB B (ocoiu-
MUIax ¥ HEe 3aBHCETh OT IPHUPOJBI JAHHOTO
mununa. HewsBecTHo, OyAeT Ju OTCYTCTBUE
KapAWOJIUIIHA B COCTaBe MEMOpAaHEI in Vivo
MPUBOAUTL K HAPYIICHUIO  CTaOMIIBHOCTH
1 (YyHKIIMOHUPOBAHHUS TPAHCIOKOHOBOM CHC-
TEMBI, BO3ICHCTBYs, TAKUM 00pa3oM, Ha MeTa-
0onm3M kieTku. Eciiu Hanuume KapAnoaunmiHa
B MeMOpaHe Oy/leT SBISATHCS KPUTHYHBIM IS
cOopku u paboTel KoMmimiekca SecYEG, oude-
BUJHO, 4YTO 3a/IEUCTBYIOTCS OIpE/IEIICHHbIE
MEXaHU3MBbl, CIOCOOCTBYIOIIME YITyYIICHHIO
paboThl CHCTEMBI U 33JICUCTBYIONIUE TPYTIIH-
POBKH KapJAHOJIUITUHA, OTCYTCTBYIOIIUE Y APY-
rux (HochOTUTHIOB.

bruto mokaszaHo, omHaKo, 4TO (pyHKIHO-
HUpOoBaHME TpaHciokoHa SecYEG tpelbyer
00s13aTeNbHOTO  HAaJIM4MsT aHUOHHBIX (oc-
(donunuaoB B MeMOpaHe, BTO BpeMs Kak
(hocharuaunaTaHONAMIH, HE SBISTFOIIHICS
OUMCIION-CTAaOMITM3UPYIOMIAM JIUTTHAIOM, OKa-
3BIBa€T CTHUMYJIHpPYIOIIEE JEHWCTBHE, B OCO-
6ennoctu Ha ATDa3HyI0 aKTUBHOCTH AUMEpPa
SecA [23]. Takum oOpa3zom, sl ONTUMATh-
HOM pabOThI TPAHCIIOKOHOBOM CHCTEMBI HEOO-
XOJIMMO COOTHOIIICHHE He-OMCIOHHBIX (oc-
(hoTUTUIOB ¢ AHMOHHBIMH (DOCHOIHITHAAMH,
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IIPU TOM MaKCHMaJIbHasi aKTHBHOCTH TPaHC-
JIOKOHA CTPEMHTCSI K TAKOMY COOTHOIICHHIO,
KOTOPOE OJIU3KO K ecTeCTBeHHOMY. [Ipu 3TOM
st ATdDazHoit akTUBHOCTH SecA B XJI0po-
IjacTax, BEpOSTHO, JOCTaTOYHO CpaBHU-
TEJIHHO HEOOJBIIIOTO COAEpPKAHUS AHWOHHBIX
dhochomumumaoB B cpene, HO TaKKe OTMEUCH
3HAYUTENBHBIN CTUMYIHUPYIOIIHH 3PPeKT ra-
JTAKTOTUIUI0B [24].

dochomunuaHOoe OKPYKEHUE MOXKET BO3-
JIEHCTBOBaTh HAa TPAHCIOKOHOBYIO CHCTEMY,
n3MeHssl GQYHKIIMOHAIBHOCTh PeIenTopa CHr-
Haj-pacrio3Haromeid gactuubl SRP — FtsY.
[loxazano, 4YTO TmpoImecc pacro3HaBaHUSI
SRP-cuHTE3MpYyeMOi TOIUNENTUAHON LENH
Ha4YMHACTCSI C KOH(OPMAIlMOHHBIX W3MEHE-
Huil peuenrtopa FtsY, naxopsumierocs B MmeM-
Opane. BsammopeiictBue FtsY c¢ nmumumamu
MIPUBOAUT K Pa3BOPOTY CTPYKTYPHI TaKUM
00pa3oM, YTO CTAHOBUTCS BO3MOXKHO OCY-
mectBiaeHue I['Tda3Hoil aKTUBHOCTH, HeE-
00XomuMO# Il 00eCIeUeHUs CBS3bIBAHHUS
FtsY ¢ SRP [25].

Bmusane ¢dochomumumo Ha dommuHT
MeMOpaHHBIX OEJNKOB BO3MOXKHO HE TOJIBKO
Onaroymaps BO3JICHCTBUIO Ha TPAHCIOKOHOBYIO
cucteMy. Bo-mepBbIX, TUMUIHOE MUKPOOKPY-
JKEHHE UTPaeT BAXKHYIO POIIb B POPMHUPOBAHUHU
cpensl, B KoTopoil mpoucxonuT (omauar. Co-
TIACHO THIIOTe3e YaWTa—YUMIU, MEXaHH3M
(onnuHra MeMOpaHHOTO OeJKa PU BCTpanBa-
HUH TIPOUCXOJNT B 4 3Tana:

1) pacmpe/ieieHie HECBEPHYTOTO Oeika
B pazzene (a3 Boga-OHuCIon;

2) hopMupoBaHNE BTOPUYHON CTPYKTYPHI
B pasnene da3s;

3) BcTpamBaHuE TENTH/IA, IMCIOIIECTO BTO-
PUYHYIO CTPYKTYPY, B MEMOpaHy;

4) accouuaiysi MeMOpaHbI CO BCTPOSHHBIM
AJIEMEHTOM.

[Ipu ompeneneHnn TEPMOTUHAMHYECKUAX
MapaMeTpoB BCTPaWBaHUS MOJUIETITHIHON
ey OBUIO BBISIBICHO, YTO HEMAaJIBbIN BKJIAL
B CHIDKEHUE DHEPreTHUYECKUX 3aTpaT BHOCHUT
o0pa3oBaHUE BOJIOPOJHBIX CBSI3EH MEXKIY
rpynmnaMu, GOPMHUPYIONIUMH TIETITHIHBIE CBSI-
3u [26]. KpoMme Toro, Ha rpo1iecc BCTpanBaHUs
OKa3bIBACT CYIIESCTBCHHOE BIUSHUE HE TOJb-
KO aMHUHOKHUCJIOTHBIA COCTaB MOJIUIENTHIHON
LIETIN, HO U TIO3UIINU TAHHBIX AMHUHOKHCIIOT OT-
HOCHTEIBHO APYT apyra [27].

Ecnm panee cuuranoch, 4TO BCTPOCHHBIN
MEMOpaHHBIH OCJIOK 3aHUMAaeT OTHOCHTEIb-
HO CTaTHYHOE TOJIOKCHUE, TO JaHHAS TOYKA
3peHusl MOMeHsIach 3a mociemaue 20 JeT.
PazymeeTcs, 4T0 aMUHOKHUCIOTHAS TOCIENO0-
BaTeIbHOCTh UTPACT PEHIAIOIIYIO0 POJIb B 00-
pa3oBaHUU CTPYKTYPHI, OAHAKO OBLIO IOKa-
3aHO, YTO MeMOpaHHBIE OCIIKH TOIBEPKECHBI
IUHAMHUYHOMY  PacIpeAcICHUIO0  3apsaoB
B MeMOpaHe, B pe3yjbrare KOTOPOro IPOHC-

XOUT W3MEHEHHE CTPYKTYpPBI JaHHBIX Oel-
koB. OOHapyXeH psJ MEMOpPaHHBIX OCJIKOB,
JUTA KOTOPBIX CBOWCTBEHHA JBOWHAs TOIOJO-
TUs, TO €CTb BO3MOKHOCTh UMETh 2 pa3iiny-
HbIE OPHEHTAIMH TMOCJIE0BATeILHOCTH OT-
HOCHUTENBHO MeMOpaHbl. B mepByio ouepensp,
K TAKUM O€JKaM CJeAyeT OTHECTH OelKHu
€ MaJIOM MOJIEKYJISIPHOM Maccoi — TpaHCIop-
tepsl EmrE u SugE, a taxke Oenok ycroiuun-
BocTH K Kamdope CrcB [28].

JIBoiiHas TOMONOTHS OSIIKOB MOXKET UMETh
(hyHKIIMOHAIBHOE 3HAU€HHUE, XOTS i OOIb-
IIMHCTBA OEJTKOB C TBOWHOI TOIMOJIOTHEH OHO
OCTaeTCs HEBBIACHEHHBIM. [Ipumepom Oen-
Ka o01ajaromero paBHOH (yHKIMOHAIBHOM
3HAYMMOCTBIO, SBISIETCS NyKTHH. JIyKTUH sB-
JseTCsl MeMOpaHHBIM OelKoM ¢ 4 TpaHCMeM-
OpaHHBIMH JTOMEHAMH, KOTOpbIE HE TOJBKO
MPOSIBJISIIOT JIBOMHYIO TOMOJIOTHIO, HO U JIBOM-
Hy QyHkuuo. Cienyer, 0HAaKO, OTMETHUTh,
YTO JIaHHBIN OEJIOK C ABYMS pPa3IHYHBIMH OpH-
SHTAIMSIMH B MeMOpaHe U IByMs (PyHKITUSIMHU
HAXOJUTCS B Pa3HBIX KJIETOYHBIX MeMOpaHax.
I'excamep mykTuHa 00pa3yeT Vo, sIBISTFOIITHIACS
qacTeio BakyoJsipHOW V-AT®aspl. B manHOM
cily4yae AYKTHH UMEET TOMOJIOTHIO, TIPH KOTO-
poit N- u C-KOHIIEBbIE CETMEHTHI HAPABICHBI
B CTOPOHY MEXKIIETOYHOTO TPOCTPAHCTBA.
OpHaKo TyKTHH SBISIETCS TaKKe U YacThIO Ka-
HaJla KOHHEKCOHA B IENIeBbIX KOHTAKTaX, T7e
MPUHUMACT TPOTUBOMIOIOKHYIO TOIIOJIOTHIO,
1 00a KOHIIEBBIX CETMEHTa YXKE HAIpPaBIICHBI
BHYTPb IIUTOIIA3MBI [29].

O4eBUIHO, YTO HAJIMYME JBOMHOM TOIO-
JIOTUM MEMOpPaHHBIX OEJIKOB CBSA3aHO C PSIOM
(M3UKO-XMMHYECKUX CBOMCTB, XapaKTEPHBIX
JUIST MOJIEKYJ, CIIOCOOHBIX HM3MEHSTH OpPUCH-
TalMI0 OTHOCUTEIILHO MeMOpaHbl. [wurore-
3a «positive inside rule», BrickazaHHas (QoH
Xaitne B 1986 romy, 3akirodaercs B TOM, 4TO
IIUTOTUTA3MAaTHYECKHE MEXKIOMEHHBIE METIN
WHTETPaTbHBIX MEMOpaHHBIX OCIKOB OakTe-
puit ©MEIOT B 4 pa3a daile MOJ0KUTEIBHO 3a-
PSOKEHHBIC aMUHOKHUCIIOTHI JIM3MH M apTUHUH
[0 CpPaBHEHUIO ¢ NepuIuiazMaTuueckumu [30].
BeposiTHO, pacmnonokeHue MOJI0KHUTEIBHO 3a-
PSOKEHHBIX CETMEHTOB B Mpefieiax IUTOTIA3-
MBI CTaOMIIM3UPYET TOJOKEeHNE Oenka BCie-
CTBHUE B3aMMOJCHCTBUS HX C OTPHUIATECIEHO
3apsDKEHHBIMU — TpynnamMu  (Gochonunumos.
OjHaKo OBLIO OTMEUEHO, YTO OENIKU C TBOMHOU
TOTIOJIOTHEH MMEIOT MPUOIM3UTEIHLHO PaBHOE
OTHOIIIEHHUE 3aPs/I0B 110 Pa3HbIe CTOPOHBI MEM-
Opanpl. Crmabast 3apsHKEHHOCTH OClika MOXKET
CIoCcOOCTBOBATh JIECTA0MIN3AINN €r0 B MEM-
OpaHe, TO3BOJISISL MPHOOpPETaTh Pa3IUYHOC
nosoxenue [31].

OrnpeneneHHy0 poJib B TOTIOJOTHH MEM-
OpaHHBIX OenmkoB wWrparoT GHochOTUTTHIBI
meMOpansl. [lepmeasa makrossr LacY E.coli
WHBEPTUPYET TIOJNOKCHHUE TIEPBBIX IIECTH
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TPaHCMEMOpPAHHBIX JOMEHOB B MEMOpaHE My-
TaHTHBIX ITaMMOB FE.coli, HE comepxarieit
dbocharuamnaranonamun. Tak kak Qocda-
TUAWIITAHOIIAMUH SIBIISIETCS [IBUTTEPHOHOM,
TO OTCYTCTBHE JAHHBIX MOJEKYJ MPUBOIUT
K YBEJIMYCHHUIO  OTPHIIATENBHBIX  3aps/OB
B MeMOpaHe, NPUBHOCHMBIX YBEIHYCHUEM
coziepkaHus (GocPaTuAUITIHIIEPUHA | Kap-
quosiunuHa. Takum oOpaszom, Hamuume (oc-
(aTuandTaHOIAMUHA B MEMOpaHe CO37aeT
CBOCOOpA3HBIH Oapbep i MepeopUEHTAIUH
MOJIOKHUTEIHHO 3aPSDKEHHBIX MEXKIOMEHHBIX
merens [32]. Kpome Toro, d¢ocharummmn-
3TAHOJIAMUH M MHO3UTOJI OKa3bIBAIOT HEIO-
CPEIICTBEHHOE BIIMsHHME Ha (oyauHr Oelika,
BBICTyTIasl B KAYECTBE TAK HA3BIBACMBIX JTHIIO-
mwanepoHoB [33].

3akjoueHue

Tpancnokamust  MeMOpaHHBIX  OCJIKOB
Escherichia coli ocymecTBIsieTcsl ipyu HETO-
CPE/ICTBEHHOM y4acTHd (HOCHOIUMUIOB TTy-
TEM BO3JEHCTBUS UX KaK Ha TPAHCIOKOHOBYIO
CHCTEMY, TaK U HEMOCPEACTBEHHO Ha (DOIANHT
TpaciIonUpyeMbIX OenkoB. Jl[MHaAMHUYHBIA Xa-
paktep  B3auMmomelcTBHi  (ochonHmHIIoB
c OerkaMi B OCHOBHOM OIIpeJIeIisieTcsl mepe-
pacrpeeneHieM 3apsoB B MeMOpaHe, uX Co-
OTHOIICHUEM, TO €CTh I'PaJNEHTOM MTOTEHIINA-
na. Tak kak CUTHAIILHBIC KJICTOYHBIC CUCTEMBI
3aJIEHCTBYIOT TIepeiady CUTHAIA IMTOCPEICTBOM
MeMOpaHHBIX OEJIKOB, BEPOSTHO, HCCIIEIOBA-
HUE TUHAMUKHN B3aUMOJICHCTBHS MEMOPaHHBIX
OCJIKOB C JIMMUAAMH OTKPOET HOBBIE BO3MOXK-
HOCTH JUIsl peryJisiuu Onoxumun kiietku. Ha
JAHHBI MOMEHT IPOUCXOJHUT TEPEOCMBICIIC-
HH€ MHOTHUX ITPOIIECCOB MOJIEKYIISIPHOW OHOJI0-
THH ¥ CTAHOBUTCS OYEBUAHO, YTO KOIUIECTBO
pactymieii WHPOpPMAIMKA TPSMO MPOTIOPIIUO-
HAJILHO KOJIMYECTBY BOIPOCOB, HEOOXOIUMBIX
JUTSL PEILICHMYSI.

Asmopul svipadcarom 21y00Kyio npusHa-
menbHOCmb  K.0.H., O0oyeHmy Kag. MOneKy-
aapHol buonozuu u 6uoxumuu llenmpa Hayx
0 300posve Ynugepcumema Xvtocmon-Texac,
bozoanosy M.B. 3a obcysicoenue u yenmvie 3a-
Meyanusl.
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