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BBenenue

Bakrepun n3BeCTHBI CBOEH CIIOCOOHOCTBIO MPHUCIIOCAOIMBATHCSA K PA3TUYHBIM YCIOBHUAM U
3aHMMaTh caMble pa3HoOOpasHble HSKojormueckue Humu. llogoOHas npucnocoOIsIeMOCTh
JIOCTUTAETCs 3a CYET CIMOCOOHOCTH OCTAaTOYHO OBICTPO OTBEYATh HAa M3MEHEHHE OKPYKAIOLIUX
yCIOBUM U (U3HMOJIOTMYECKOTO COCTOSHUS KJIETKH, Y€MY MHUKpPOOPTaHHU3MbI O0S3aHbI CUCTEME
PEryJsiUN SKCIPECCUU COOCTBEHHBIX T'eHOB. [lo00HAs perymsius OCYIIECTBISIETCS Cpasy Ha
MHOTHX YPOBHSAX: TpPAaHCKPHIILMHU, TPAHCISAIHMHM, KOBAICHTHOW Moaupukanuu OelnKoB U
aloctepuueckoi perynauuu. Ecnu amnocrepudeckas peryssius mo3BoJIIeT ObICTPO CpearupoBaTh
Ha PE3KO MEHSIOIIMECS YCIOBHS CYIIECTBOBaHHWS, TO B OCHOBE Oosee 3dPpeKTuBHOTO
UCIIOJIb30BAaHUSl HMMEIOIIMXCA PECYPCOB JIEKHUT PETYJALHS DKCIPECCUM T'€HOB Ha YPOBHE
TpaHCKpHUMUUHU. Takast perynsiuus OCyIIeCTBISIETCS ¢ Y4acTHeM KaK HEOOXOJMMBIX KOMIIOHEHTOB
TPAHCKPHUIILIUK, TaK M JIOTOJHHUTENBHBIX OENKOB, Ha3blBaeMbIX (pakTOpamMu TpaHCKpunuuu. B
HACTOSAIIEE BPeMs B MOJIEKYJISIPHON OMOJIOTHH U CMEXHBIX 00JIacTAX MpeoliaiaeT MHEHHE, UTO s
KHU3HH MUKPOOPTaHW3MOB BaXKHBI HE TOJBKO COOCTBEHHO T'€HBI, COJepXKalluecs B T€HOME, HO U
npodwim ux peryasnuu. IMeHHO perynsuus 1no3BoisieT 3(p(QeKTUBHO HCIOIB30BaTh UMEIOLIHECS
TeHbl B 3aBUCUMOCTHU OT MOTpPeOHOCTEN KIETKU. B BUIY CTOIH BBICOKOM PO PETYNALUU B KU3HU
MUKPOOPTraHU3MOB, UCCIIEJOBAHUE PETYISIIIMU B Pa3IMYHbIX OaKTEpUSAX U CPaBHUTENbHBIN aHATU3
MOCJIETHUX TO3BOJISIIOT C/IETaTh BBIBOABI 00 BOJIOLUH KaK OTAEIbHBIX (P)YHKIHOHAIHHBIX CHCTEM
KJIETKU, TAK U OPraHU3MOB B 1IEJIOM.

Jlonroe BpeMsi H3ydy€HUE PETYISLHMH TPAHCKPUIIIUU OCYUIECTBIISIIOCH TOJBKO JIUIIb
sKcriepuMeHTanpHo. [lpu  3TOM  uHccnenoBaHHMs  COCpENOTAYMBAINCh, KaK MpaBWiIO, Ha
TPAHCKPHUIILIUN UHIUBUAYAJIbHBIX T€HOB, YTO MO3BOJIUIO cOOpaTh Maccy HEOOXOJUMBIX CBEICHUM,
HO HE [aBaJ0 IIOJHOW KapTHUHBI PEryJIsITOPHBIX B3auMoAeWcTBUNA. COBpPEMEHHBIE METOMbI
MacCcOBOIO aHaliM3a, TaKWe KaK METOJ MHKPOYHUIIOB WM HWMMYHONPEUMIUTALUS XpOMaTHHA,
MO3BOJIIOT UCCIIEI0BATh IKCIPECCUIO COTEH U JJaXKE THICSIY T€HOB, HO UMEIOT MACCy CYIIECTBEHHBIX
HEJ0CTaTKOB. Bo-nepBbIX, /UIsl JaHHBIX METONOB XapaKTEPEH OTHOCUTEIBHO BBICOKUI YpOBEHb
IIymMa, a BO-BTOPBIX, Ojaromaps MM MOXXHO MOJYYHTh JIMIIb KOCBEHHBIC TOATBEPKICHUS
perymisiiuu, Takue Kak BIMSHHE MyTalli B TeHe Oelika peryisitopa Ha ypoOBEHb HKCIPECCUU I'eHa
WJIU CBSI3BIBAHHUE O€JIKa C PEryIssTOPHON 00J1aCThIO.

B nocnenHuii 1ecATOK JIET B pyKaxX MUCCIEA0BATENICH MOSBUIICS HOBBIM MOIIHBIA UHCTPYMEHT
JUI M3y4YeHUs PEryJsilud, B OCOOEHHOCTH, y OakTepuid — METOJbl CPAaBHUTEIHHOI'O aHalIM3a
nocieaoBaTelbHOCTe TreHOMOB. Ero mucronb3oBaHHIO CIIOCOOCTBYIOT BBICOKME TEMIIBI POCTa
KOJIMYeCTBa OaKTepHaJbHBIX TEHOMOB C M3BECTHOM IMOJHOW MocieaoBaTebHOCThIO. B 1995 rony

BIIEpBBIE ObLJIa ONMYOJIMKOBAHA TOJIHAS IMOCJIEIOBATEILHOCTh OAKTEPHUATBHOTO T€HOMAa — 3TO OBbLI
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F€HOM OOJMTraTHOrO Mapas3uTa, BO3OYIWTENs] MEHHHTUTA, XPOHUYECKOTO OpOHXUTAa M JAPYTUX
oonesnert, Haemophilus influenzae Rd KW20 [1]. C Tex mnop onpeaeincHue IMOJIHON
MOCJIEIOBATEIbHOCTH (CEKBEHUPOBAHUE) FEHOMOB CTaJ0 MPOMCXOAUTh HAPACTAIOIIUMH TEMIIAMH,
MIPEBPATUBIIUCH B HACTOSIIEE BPEMS B MIUPOKO Pa3BUTYIO0 HHAYCTpHIo. Tak, B 6aze manHbix KEGG
([2, 3] k xonmy 2008-ro roga HacuuThIBaIoCh 740 MOCIEIOBATEIBHOCTEH MOJHBIX T'€HOMOB,
npuueM Tosbko 3a oauH 2008-i1 rox nosiBuiiock 167 HOBBIX mocienoBarenbHocTed. [Ipu sToM
pacTeT U KOJIMYECTBO T'€HOMOB, OTHOCSIIMXCS K OJHOM TaKCOHOMMYECKOW TpyMIE, 4acTo JaxKe
TaKCOHOB TAaKOr0 HHU3KOTO paHra, Kak Bui. Tak, k koHiny 2008-ro romga HU3BECTHBI
[I0CJIEOBATEIBHOCTH IeHOMOB 16 mramMmmoB Escherichia coli. T1oHITHO, 4TO I aHAIM3a TaKOI'O
KOJIMYECTBA T€HOMOB HEJIOCTATOYHO OJHUX JIHIIb IKCIEPUMEHTATBHBIX METOJIOB, U HEOOXOIMMO
UCIIOJIb30BaHUE OMOMH(POPMATUYECKUX TOIXOJIOB.

3nece  creAyeT  OCTAHOBUTHCSI ~ Ha  B3aMMOOTHOILEHUSX  OuMoMH(OpPMATHKM U
AKCTICPUMEHTAIBHOW MOJIEKYJISIpHOM Oumosornu. buomHdopmaThka, Kak Hayka, H3ydaromias
MOCIIEI0BATEIPHOCTH HYKJIIEMHOBBIX KHUCIOT U OENKOB [4], TOTy4aeT OT MOJEKYJISIPHOW OHMOIOTUr
COOCTBEHHO IIOCIIEJIOBATETLHOCTh, U, 3a4acTyl0, €€ AaHHOTaluI0 — oOomnucanue (QyHKIUN
OTpeeNIEHHBIX  yYacTKOB TocjenoBaTeNbHOCTH. (OJIHAKO, HENPEphIBHBIM  pPOCT  IMOJIHBIX
MOCIIEI0BATEIbHOCTENl T€HOMOB JI€NIaeT HEBO3MOXKHOM SKCIEPUMEHTAIBbHYI0O aHHOTAIMI0 BCEX
nocnenoBarenbHocTell. [loaToMy B Hactosiiee BpeMsi OOJNBIMMHCTBO (DYHKIMOHAIBLHO 3HAYUMBIX
YYaCTKOB TIOCTIEIOBATEIPHOCTEH aHHOTHPYIOTCS MMEHHO METOJaMu OWOMH(POPMATHUKU. DTHUMH
METOJJaMH MOXXHO TOJYYUTh MHGOPMAIUIO O TaKMX (YHKIIMOHAJIBHO 3HAUYMMBIX y4acTKaX, Kak
TeHbI, PEryISTOPHBIE CaliThl, OETKOBbIE MOTUBBI U APYTHX.

B mnacrosiiiee BpeMsi aHHOTAlMsI HOBBIX T€HOMHBIX IOCIEAOBATEIILHOCTEH KakK MpaBUIIO
OCYIIECTBIISICTCS TPAKTHYECKH HCKIIOUYUTEIBHO OMOMH(GOPMATHYECKIMH MeToAaMH. bonbiryro
MOMYJISPHOCTh CPeAr OMOJIOTOB TMONYYrHJIM Takue mporpammbl, kKak BLAST [5] mnst cpaBHeHus
nocienoBarenbHocTei, CLUSTAL [6] u MUSCLE [7] ajis MHOXECTBEHHOTO BBIPAaBHUBAHUS U
BBIJICJIEHUST (PYHKLIMOHAJBHBIX ydacTkoB, Mfold [8] ans mpenckasaHus BTOPUYHOH CTPYKTYpHI
PHK, TMHMM [9] nns uaeHTuduKanuy TpaHCMEMOpPaHHBIX CETMEHTOB B OelKax U JIpyTue.

Urto KacaeTcs M3Y4YCHHS PEryslud METOJaMH OMOMH(POPMATHKH, TO OCHOBHOHM €€ 3amaveid
SBJISIETCS BBISBIIEHUE MOCIIEI0BATEIbHOCTEH, OTBETCTBEHHBIX 32 PErYJISIUIO0 TE€HOB: MPOMOTOPOB U
TEPMHHATOPOB TPAHCKPUIIIIUU, CAUTOB CBS3BIBAHUSI PETYISTOPHBIX OCIKOB, MOCIEIOBATEIILHOCTEH
MOTCHIUATBHBIX OEJNKOB-PETYIATOPOB. B HacTosimee BpeMs H3y4eHUE PEryJsiuu MeTOJaMu
O0MoMH(OPMATUKH PACHpPOCTPAHEHO KpalHEe WIMPOKO, M 3a4acTyl0 HCIOJIb3YeTCd CaMHUMU
JKCIIEPUMEHTAIIbHBIMU OMOJIOTaMH, B KaYECTBE MPEABAPUTEIHLHOTO UCCIIEI0BAHUS WM JIOTIOTHEHUS

K 3kcniepumenTy [10-14].
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B HacTosiiee BpeMsi aKTHUBHO HCIIOJIb3YeTCS U M3yYEHHUE PEryJIsuu HCKIIOYUTEIHHO
MetogaMu OuomH(pOpMaTuKM, Oe3 TpuBIeueHHs OKcrepuMeHTa. Haubonee mocToBepHBIE
pe3yNnbTaThl TPU OSTOM JAOT METOMAbl, OCHOBAaHHBIE HAa CPAaBHEHWU HECKOJBKUX TE€HOMHBIX
nocyenoBaTeabHOCTe. Tak, ObUTa yCIemHO uccieoBaHa peryisius OMocuHTe3a apruauHa [15] u
apOMaTHYECKUX aMUHOKHCIOT [16, 17], OuocuHTE3a MypHHOB, apOMAaTHYECKHUX aMHUHOKHCIIOT H
¢dukcanuu azota B apxesx ([18]), merabonuzma yriaeBomoB [19, 20] orBera Ha TemtoBoi mok [21] u
YCTOMYMBOCTH K HMOHAM TsDKENbIX MeTaiioB [22]. B mocienHee Bpemss B IMPakTUKY BOILIO
HCCJIEIOBAaHHE CPa3y HECKOIBbKUX (PYHKIIMOHATIBHO OJM3KUX PEryISTOPHBIX cucteM. Takoi moaxon
XOPOIIIO 3apEKOMEHIOBAJ ce0s B CIydasX aHaJIM3a PEryJisalud MeTa0on3Ma OKCHIOB a3oTa [23] u
JKUPHBIX KUCIOT [24] u romeocTas3a xesne3a u maprasia [25]. Taxxke Obuta mpociiexeHa IBOIIOLUS
perymsun Ouocuntesa HAJl B mporeoGakrepusix [26, 27], rpynne Bacillus/Clostridium, tune
Fusobacteria u mopsiake Thermotogales [28] u LexA-zaBucumoit perymsuust SOS-oTBeTa B
pasnuuHbIX rpynnax — Oaktepuit  [29-31]. MccnemoBana  perymsuus  a3oTuKcaluu B
ruanobakrepusx [32] u Firmicutes [33].

Hemnpiit psg uccnenoBanuit mocesmen PHK-perymsanun. Tak, meronamu OMOMH(POPMATHKU
n3ydensl PHK-mepexmouarenu, perymupytomue OuocuHTe3 pubodnaBuna [34-36]), cuHTe3
tuamuHa [37], cuHTe3 koOamamuHa [38], OMOCHHTE3 METHOHHHA M META0OIU3M S-aIeHO3UI
MeTHoHHHA [39] u GMocuHTE3, TpaHCHIOPT U Katabonusm au3uHa [40].

B HekoTOphIX HCCIIEIOBAaHUAX MPOBEACH MAacCOBBIM aHAIW3 PETYNSLUH  METOJaMU
CpaBHUTEIBHON TeHoMHMKH. Hampumep, Obutm wucciemoBansl cpasy 101  perymon mns
Rhodopseudomonas palustris 1 poacTBeHHBIX anbda-nmporeodbakTepuii [41], 188 perynoHoB mis
Tpex reHoMoB Bacillus [42] u 125 perynonoB nis Staphylococcus aureus w npyrux Bacillales [43].

B nacrosimieit pabore Oblia MPOCIIEKEHA HBOIONHS HECKOIBKHX PETYISTOPHBIX CHCTEM B
rpynmne ramma-nporeo0aktepuil. TakOBBIMU SIBJISIIOTCS PETYNATOP IEHTPAIbHOIO MeTaboIu3Ma
FruR (Cra), romonorudnbie perynsaTopbl OMOCHHTE3a MyPHHOBBIX HYKICOTHIOB W YTHIW3AIUU

pu6o3s1, coorBeTcTBeHHO PurR 1 RbsR, u rinobansubie perynsatops! apixanus, Fnr, ArcA u NarP.
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I'maBa 1

O030p JuTEpaTYpHI

1.1. O61ue NPUHUMIIBI PEryJIsiiMUA TPAHCKPUNIINH OaKTepHUii

CnocoOHOCTh ~ OakTepwii  MPUCTIOCA0NMBATBCA K IMUPOKOMY  CHEKTPY  yCIOBUH
o0ecrieynBaeTcsi, B TOM YHUCIE, SKCIPECCHEH pPa3IMYHbIX HA0OPOB TEHOB, YTO JOCTHraeTCs
CJIIOKHOM PETyJIsIUeN Ha ypPOBHE KaK TPAHCKPUIILUU, TaK U TPAHCIALUU. TeM He MEeHee, UMEHHO
peryssiusl TPAaHCKPHUIILMU SBISAETCS OCHOBHBIM OINpENENSIOmUM (HaKTOpoM B HM3MEHEHUM
JKCIIpeccuy TeHoB. CleqyeT 3aMETHTh, YTO PETYJALHS Ha YPOBHE TPAHCKPUIILHMH, B OTJIMYME OT
QIOCTEPUYECKON perymsiuy, NpeACTaBIseT co0OW MeXaHU3M MEUIEHHOI'O pearupoBaHUs Ha
U3MEHEHUS YCIOBUI U CIYKHUT CKOpee ISl MOBBIMEHHS 3(P(HEKTUBHOCTH MPOUCXOIAIINX B KIETKE
IIPOLIECCOB, Y€M JUId BBDKMBAaHUSA OpraHu3Ma B JaHHBIM MOMEHT BpeMeHH. Perymsanus
TPAHCKPUIILIUN IPOUCXOAUT B OCHOBHOM Ha YPOBHE MHULIMALUY ITOCIIEIHEN, Y4ACTHUKAMH JTAHHOTO
npouecca ABIsA0TCA Kak koMmiieke PHK-nomumepassl, oCylecTBISIIOIINN TPAaHCKPUIILUIO, TaK U

JIOTIOJTHUTEIIbHBIE OCJIKH, Ha3bIBaeMble (PaKTOPaMU TPAHCKPHITLIUH.

1.1.1. PHK-noiumepa3sa: cTpyKTypa u B3aUMO/IeiicTBHE ¢ IPOMOTOPOM

['MaBHBIM KOMITOHEHTOM peryJisiiud TpaHCKpumiuu Oaxtepuit sBisercs JIHK-3aBucumas
PHK-nonumepasa, npencrapistomnias co00i cI0kKHBIIH MHOTOCYObeAMHUYHBIN KoMIuteke (Puc. 1.1).
B crpykrype PHK-monmmmepassl mpuHSATO BBIACIATH TJIABHBIM KOMITOHEHT (core) W G-(akTop.
I'maBHBI KOMIIOHEHT SIBJISIETCS AOCTATOYHBIM [Jid JJIOHTalluM TPAHCKPHUIIOHWK, HO HC MOXKCET
pacro3HaBaTh IOCJIEJOBATEIBHOCTh NIPOMOTOPA B OTCYTCTBHE O-(pakTopa. [ JIaBHBIM KOMIIOHEHT
COJIEP)KUT JIBE MICHTHYHBIX O-CYOBEIWHHIBI, W IO OJHOM Komuu Cyoneaunui f3, B u .
Cyowsemuuaunpt B u B’ GOpMHUPYIOT aKTHBHBINA IEHTP (DEPMEHTA, CBS3BIBASCh KaK C MaTPUYHOM
nenbio JIHK, Tak u ¢ HoBocunTesupoBannoit PHK [44]. a-cyObenuanIa COCTOMT U3 IBYX TOMEHOB,
pa3ieneHHbIX JUHKEpHOW oOjacTu u3 mnpuMepHo 20 aMHHOKHUCIOT. N-KOHIEBBIE JOMEHBI Of-
CyObeqMHUIl 00CCICUMBAIOT WX JAWMEPH3AIMI0 U cBs3biBanue ¢ PP’-xkommiekcom, torma kak C-
KOHIIeBBIC HeoOxoaumbl it cBsizbiBanus ¢ JIHK wm B3aumoneiictBus ¢ paznudyasiMu (pakTopaMu
TpaHckpuruu [45]. Posb ke 0-cyObeTMHUITBI OCTAETCS 10 KOHIIA HE BBIACHEHHOU [46].

o-QakTop mpenacTaBiseT CcoOOW  CyObEeIMHHMIY, OOECICUMBAIONIIYI0 paclo3HaBaHUE
MIPOMOTOPHOM TMOCIEI0BATEIbHOCTH, MPUBJICYCHUE HA MPOMOTOp riaaBHoro kommnoHeHta PHK-
nosuMepassl U paciuieranue ayriekca JIHK B o6mactu crapra TpaHCKpUNIMU. G-(aKTOp SIBISETCS

MYJIbTUAOMEHHBIM O€IKOM, OOJBIIMHCTBO HU3BECTHBIX K HACTOSILIEMY MOMEHTY OG-(aKkTopoB
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coaepkat uetbipe gomMeHa. [lomensl 2, 3 1 4 y4yacTBYIOT B paclo3HaBaHUM MPOMOTOPA, TOTJa Kak

POJIb IOMCHA 1 A0 CUX TOp HC sACHA. boxee TOro, B pAAC CIIy4acB 3TOT JOMCH MOKCT OTCYTCTBOBATH

[47].

UP-31eMeHT

TTGACA TGN TATAAT

Puc. 1.1. Crpoenne PHK-nosmmmepa3ssl u npoMotopa
[Tokazansl y4acTku mpomoTtopa, cooTBeTcTBytomue UP-anementy, -35 caitty (TTGACA),
yanuaeHHoMy —10 caiity (TGN), -10 caiity (TATAAT), a taxke ctapt TpaHckpunuuu (+1).

B E. coli 60npIIMHCTBO TPOMOTOPOB PACIIO3HAETCS C TMOMOIIBI0 OCHOBHOTO G-(hakTopa,
HasBelaeMoro G'0. IloMumo  3TOTO, CYIIECTBYIOT TakKXe aJIbTEPHATHBHBIE G-(PaKTOPHI,
o0ecrevynBaroINe pACIO3HABAHUE MEHBIIETO KOJIWYECTBA TMPOMOTOPOB, U, KakK TIPaBHIIO,
YYacTBYIOIIME B OTBETE HA TE WJIM HMHBIE CTUMYJBI. [lomaBisromiee 4mciio OakTepuii mMMeeT
HECKOJIBKO albTePHATUBHBIX G-()aKTOPOB B JOMOJIHEHHUE K OCHOBHOMY [48].

B cinywsae mpomoTopoB aiis o6 E. coli MPUHATO BBIJIEIATh YETHIPE OCHOBHBIX 3JIEMEHTA
MOCJIEIOBATEILHOCTH. [[pHHIMTIHATBEHO BaXXHBIMH TIPH ATOM SIBJISIIOTCS Tak Ha3biBaeMble —35 u —10
MOCJIEA0BATEIbHOCTH, HA3BAHHBIE TAK MO IMOJOXEHUIO OTHOCHUTEIBHO CTapTa TPaHCKPHUIIWHU.
[TocnenoBarenbHOCTh —10 caiita nmeer koHceHCyC TATAAT u B3auMOJECTBYET C TOMEHOM 2 G-
dakTopa, Torza Kak MmocjienoBaTeIbHOCTh —35 caiita, ¢ koHceHCcycoM TTGACA, B3anMoIeicTByeT
¢ nomeHoM 4. Kpome Toro, BBIIEISAIOT TaKXKe JBa JOMOJHUTEIbHBIX 3JIeMEHTa rpomoTtopa. [lepBsiii
— 3TO TaK Ha3bIBaeMbl y/uiMHEHHBIM —10 cailT, Bkitodaromuii 3-4 m.H. U pacrnojararouuics
HenocpeacTBeHHou nepen —10 caiitoM. DTa moCIea0BaTENbHOCTh B3aUMOJICUCTBYET C JOMEHOM 3
o-cyobenuHuIbL. J[pyras mocienoBaTenbHOCTh, UP-a5eMeHT, pacnonaraercs nepen —35 cadToMm u
B3anMO/IeiicTByeT ¢ C-KOHIIEBBIM JOMEHOM O-cyOneaunuibl [49] (Puc. 1.1).

IIpu cesa3eiBann ¢ JJHK o-cyObeaununel u raaBHoro kommoneHta PHK-mommmepassi,
npoucxoauT pacrietanue JIHK B oGnactu crapra TpaHCKPHUIIIIMM, B pe3yJbTaTe 4ero odpaszyercs
TaK Ha3bIBa€MbId OTKPBITHIA KOMIUIEKC, Ha KoTtopom u wuHunuupyercs cunre3 PHK. Ilo
3aBEPIICHUM WHHIMAIIMN TPAHCKPHUMIUH, G-(akTop mokumaer komiuiekc PHK-monmmmepassr u

SJIOHTAlMs TPAHCKPUIILMM OCYIIECTBISIETCA YK€ OJHUM TJIAaBHBIM KOMIIOHEHTOM [47, 49].
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NHunmanust TpaHCKPHUIIUU TPEACTABISIET COOOM CIIOKHBIM TMOIIATOBBIA TMPOIECC, YTO CO3JAcT

yCJioBUs 4JIs1 €€ 10CTATOYHO TOYHOM peryidanuu.

1.1.2. ®akTOpPbI TPAHCKPUIIIHH

dakTopaMu TPAHCKPUIIIUU HA3bIBAIOTCS OENKH, CBA3BIBAIOIIMECS C MPOMOTOPOM U
PETYNHPYIOMINE TPAHCKPHUIIIUIO, aKTHBUPYS IUOO0 perpeccupys ee. bonpmmHCTBO (PakTOpoB
Tpa"ckpunuuu cesspiBatoTes ¢ JJHK ¢ momonipro MoTuBa cnmpanbs-noBopoT cnupains (helix-turn-
helix, HTH-motug). U3BectHbl u apyrue IHK-cBsi3piBaromme CTpyKTyphl, TakKHe KaK ITUHKOBBHIE
nanbllbl (zinc-fingers), MUHKOBBIE JICHTHI (zinc-ribbons) W aHTUMapauieNbHBIC [-TSDKH, HO Y
OakTepuil Bce OHU BCTpeUaroTCs ropasao pexe [50, 51].

Bcero B renome E. coli 6bu1o oOHapyxkeHO oko0j0 300 reHOB, KOAMPYIOUIMX H3BECTHBIE U
npenonaraeMpie  (pakTOpPhl TPAHCKPUIIUU. BONBIIMHCTBO M3 HUX XapaKTEPHU3YIOTCS BBICOKOMN
crenu(pUIHOCTHIO, CBSI3BIBASACH JIMIL C OMpENeIeHHBIMU TochenoBaTenbHocTsMU JIHK (mamee —
caiitamMu). BoiabmMHCTBO (HaKTOPOB TPAHCKPIUIIUKA KOHTPOIHMPYIOT SKCIPECCHI0 HECKOJIbKHX
reHoB. Tak, mis E. coli u3BecTHO Bcero okoiio 60 (hakTopoB, peryaupyromux TPAaHCKPUIILHIO JTUIIb
¢ omHoro mpomotopa. Ilpu »ToM B TOM ke opranm3me 3kcmpeccusi Ooinee yeM 50% TeHOB
perynupyercs numib cembto ¢akropamu: Crp, IHF, Fis, ArcA, Fnr, NarL u Lrp [52].

KonuuectBo (akTopoB TPaHCKPUNLIMU Y OTAEIBHO B3SITOTO OpraHu3Ma 3aBUCUT OT
pa3nuyHbIX (aKTOPOB, TAKUX KaK MECTO OOMTaHUs, 00pa3 )KU3HU M pa3Mep reHoma. B menom psiae
paboT uccnenoBaiach 3aBUCUMOCTh YucIia (PAKTOPOB TPAHCKPUIILIMU OT pazMepoB renoma [50, 53-
56]. Bputo mokazaHo, 9YTO OOJMUTaTHBIC MAPA3UTHI U SHJOCUMOUOHTHI C MallbIM pa3MEepOM TeHOMa,
MMEIOT MEHBIIIee KOJUUYECTBO (PAKTOPOB TPAHCKPHUMIUHU (TPUOIM3UTENIBHO 1% OT BCEX TEHOB), YeM
CBOOOJTHOKUBYIIIME OakTepuu WM (aKyIbTaTUBHBIE MAaTOT€HBI C TEHOMAaMH OOJIBIIETO pa3Mepa
(oxomo 4,5% ot Bcex reHoB) [56]. B menom, koiamuecTBO (akTOPOB TPAHCKPHUIIIUH PaACTET B
KBAJIPATHYHON TIPOMOPIIUHU C YBEIMUYECHUEM KOJIMYECTBA T'€HOB B T'€HOME, TO €CTh, MPU YABOCHUU
pa3mepa TEeHOMa KOJHUYECTBO (DAaKTOPOB TPAHCKPHUIIIIMK BO3pacTaeT B UeThipe paza [54].
Teopernuecky, Mpu HEOTPAHUUEHHOM POCTE pa3Mepa reHOMa JIOJDKEH HAaCTYNMUTh MOMEHT, KOrja
BCE T'€HBI B 3TOM T'eHOME OyayT KOIupoBaTh (GakTophl TpaHCKpunimu. OQHAKO, HA MPAKTHKE HE
HaOJIOAaeTCsl TEHOMOB TaKOro pa3Mepa, YTOOBbl MPOMCXOIWIO IEPEHACHIICHHE WX TIeHaMU
perynsTopoB TpaHCKpuniuu. Tak, /Uis caMmbIX KPYIHBIX M3 HU3BECTHBIX T'€HOMOB, Pseudomonas
aeruginosa [53] wm  Streptomyces coelicolor [57], oTHOUIEHWE 4dHClIa TEHOB (HaKTOPOB
TPAHCKPUIIIIUA K OOIIEMy YHCIy TE€HOB COCTaBIISIET, COOTBETCTBeHHO, 9,4% u 12,3%. He
UCKJTIOYEHO, YTO KBAJPaTHYHOE YBEITUYCHUE YUClia (PAKTOPOB TPAHCKPUIIIUH SBISETCS OJHUM U3

MEXaHU3MOB, OTPAaHMYMBAIOIINX pa3Mep T€HOMOB OaKTEpHii.
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@DakTophl TPAHCKPUIILIUU 00ECTIEYNBAIOT U3MEHEHNE HKCIIPECCUM T€HOB B OTBET HA BHEILIHUE
WM BHYTPUKIIETOUYHBIE CTUMYJIbI. B 11€TOM MOXHO BBIAEIUTH TPU MEXAHHM3MA, 3a CUET KOTOPBIX
OCYIIECTBIISIETCS  BO3/JICMCTBHE JTHX CTHMYJIOB Ha camu (akTtopel. Bo-mepBbIX, 3TO
HEIOCPEICTBEHHOE B3anMOJICHCTBUE (PaKkTOpa ¢ JTUTaHAOM, Majloil MoJieKysou. [Ipumepom MoxkeT
cyxuth 6emok Lacl E. coli, KOTOpBI, CBA3BIBAsSCH C MOJICKYJIONW aJlJIOJIAKTO3bI, MPETEpPIIeBACT
KOH(OpMAaIlMOHHBIE U3MEHEHUs, B Pe3y/IbTaTe Yero TepsieT crmocoOHOCTh cBsizbiBaThes ¢ JIHK, u,
COOTBETCTBEHHO, pETYIMpPOBaTh OJKCIpeccuto omepoHa lacZYA [58]. JpyruM MIMpPOKO
pacipoCTpaHEHHBIM MEXaHU3MOM SIBJISIETCSl KOBaJIGHTHAash MoJu(UKalus peryiasTopHoro Oenka.
JlaHHBIN NPUHIMI Peaau3yeTcs B JBYKOMIIOHEHTHBIX CHCTEMax, HallpuMep B CUCTEME OTBETa Ha
docparnoe ronoganue PhoR-PhoP Bacillus subtilis. B cnydae Henocratka ¢ocdaroB ceHcopHas
kuHaza PhoR, memOpannsbiii 6enok, ¢ochopunupyer ¢akrop Tpanckpunimu PhoP, koTopslii B
pe3yabTaTe npuoodperaet crnocooHoCTh cBs3Bathes ¢ JJTHK [59]. Tpernii Bo3MOXHBIHM crtocod — 3TO
perymsiuusi TeHa camoro ¢akrtopa TpaHCKpUMNIMH. [IpruMepoM MOXET CIy)XHUTb DPEryJIsTOPHBIH
6enok FixK Bradyrhizobium japonicum, sxcupeccusi reHa KOTOporo aktuBupyetcs 6enkom FixJ B
OTBET Ha aHa’poOHKIe ycioBus [60].

@akTopbl TPAHCKPUMIMHU MOTYT AaKTUBUPOBATH JHOO pENpeccUpoBaTh 3KCIPECCUIO C
npoMotopa. K Hacrosimiemy BpeMEHH H3BECTHBI KakK O€JIKH, NEHCTBYIOIIME HCKIIOYUTENIHLHO Kak
penpeccopbl WM aKTUBAaTOPhI, TaK W OENKH, CHOCOOHBIE OCYIIECTBISATH M OJKCIPECCHUIO, H
aKTHBAIMIO, B 3aBUCUMOCTH OT MOJIOKEHUSI UX CaliTa OTHOCUTENbHO IpoMoTopa [47].

[TpunsATO pasznuyaTh TPU OCHOBHBIX THIIA AKTHUBAI[MM MPOMOTOPOB. AKTHUBAaTOphl THma I
CBSI3BIBAIOTCS C TOCIEeAOBaTENbHOCTHIO nepen UP-anemeHToM, B3anmoaeictBys ¢ C-KOHIIEBBIM
nomeHoMm O-cyobenuuuiel PHK-monumepaser (Puc. 1.2a). iMeHHO Tak nelcTBYyeT rio0aibHBII
perynstop Crp npu aktuBamuu onepona lacZYA E. coli [61]. AxtuBatopsl kiacca Il cBs3pIBaroTCS
C MOCHEAOBATEIbHOCTBIO, MPEAIIECTBYIOMIEH —35 3JIeMEHTY MpOMOTOpa, M B3aUMOJIECHCTBYIOT C
nomMeHoM G-cyobenuuuibl (Puc. 1.2.0). Ilo TakoMy mpUHITUITY YCTpOESHA PEryJsisilius TeHOB OTBETA
Ha @QocdarHoe romomanue Oenkom PhoB E. coli [62]. Tperumii MexaHu3M aKTHUBAIUU
OCYIIECTBIISICTCS B CIIy4asiX, KOraa OCJIOK CBS3BIBACTCS C MOCIIEIOBATEILHOCTRI0 Mexay —35 u —10
3JIeMEHTaMU ITPOMOTOPA, U3MEHsISI TAKUM 00pa3oM KOH(OpMaIHIO MOCIEIHEr0 U CO3/AaBasl YCIOBHUS
st cBsispiBaHuS G-(akTopa (Puc. 1.2B). [TogoOHBIM 00pa3oM pEryJMpyIOT 3KCIPECCUI0 TEHOB
oenku MerR-cemetictBa [63].

B cnyuae pernpeccun reHOB Take BO3MOXHO HECKOJIBKO MeXaHU3MOB. B camom mpoctom
ciydae (akTop TPAHCKPHUIIIIUU CBSI3BIBACTCA C IOCIEJOBATEIBLHOCTHIO MPOMOTOpa WM B
HEIMOCPEICTBEHHOW ONM30CTH OT Hee, MpensarcTBysl mocanke komiuiekca PHK-nomumepassr (Puc.
1.3a). [lo TakoMy mpuHIHUITY TOCTpOeHO naeicTBue pernpeccopa Lacl [58]. Jpyroit mMexanusm

PCIIpeCCUN 3aKI0YIACTCA B CICAYIOHICM: PCIIPECCOP CBA3BIBACTCA C MHOKCCTBCHHBIMU CaﬁTaMH,
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3aTeM 00OpaszyeT MoJuMep, 4TO BbI3bIBaeT oOpaszoBanme mnerim JIHK B obmactu mpomortopa u
npensitcTByeT cBsibiBannio PHK-nomumepassl (Puc. 1.36). Takum oOpa3om neiicTByet pemnpeccop E.
coli GalR [64]. Tpetwuii ke MeXaHU3M BKIIIOYAaeT B ceOsi B3aMMOJEHCTBHE pempeccopa ¢ OenKoM,
SBJISIFOIITUMCST aKTHBaTOpoM naHHoro mpomortopa (Puc. 1.3B). Tak, 6emokx CytR, cagsce Ha JJHK

psanom ¢ Crp, 6JI0KHpYeT aKTUBUpYIOLIee 1ecTBUE TocaeaHero [65].

a)

0)

B)

Puc. 1.2. IIpuHuuns! geiicTBusi 6€J1KOB-aKTPUBATOPOB
a) aktuBatop kinacca I; 6) akruBatop kinacca II; B) aktuBarop MerR-cemeiicTa.

TakuM 00pa3oM, peryisius SKCIPECCHH T'e€HOB B OaKTepPHAIbHON KIIETKE MpPEICTABIISICT
coboii mocTaToyHO CIOXHBIM Tporiecc. C  Apyrod CTOPOHBI, CHEMU(DUIHOCTH CBSI3bIBAHUS
OonpIIMHCTBA (DAKTOPOB TPAHCKPHIIIIMUA JACT BO3MOXXHOCTh H3YYCHHS PETYISIIIUA HE TOJBKO

OKCIICPUMCHTAJIbHO, HO U UCCIICAYA TTOCICAOBATCIIBHOCTH I'CHOMOB.

1.2. CoBpemeHHBIC METO/IbI CPABHUTEIbHOM F€eHOMHKH

K HacrosimemMy MOMEHTY BpeMEHH IKCIEPUMEHTAITBHOE U3YUCHHE PETYIISINN TPAHCKPHITIIUN
OakTepuil mpencTaBiseT COOOM TIIATETLHO pPa3padOTaHHYI0 U IIHPOKO HCIOIB3YEeMYIO
TEXHOJIOTHIO. TeM He MeHee, KIAaCCHYECKHE METOIbl MCCIIECJOBAHUS TPAHCKPUIIIMM, TaKHE Kak
aHaM3 MYTaHTHBIX I[ITAMMOB, HAalpaBJICHHBIH MyTareHe3, WCIOJb30BAHUE XHMMEPHBIX
koHcTpykuui (fusion construction), 3amemnenue JIHK B rene (gel shift assay) u ompenenenue

3amuiieHHbx ot pacuieruienus JJHK-a3amu n xumnyeckumu pearentamu yuactkoB (footprinting),
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BECbMa TPYIAOEMKU WU IIO3BOJISIFOT MCCIIENOBAaTh AKCIPECCHIO JIUIIb OTJACIBHO B3SATHIX TI'€HOB.
MeTtonbpl K€ MaccoBOrO aHajdW3a 3KCIPECCHUH, TaKMe KaK aHajJu3 Ha MHUKpouunax (microaray
analysis) u  ummoHomnpeuenurtanus  xpomatuHa  (ChIP-on-chip), sBmstoTrcss — kpaiiHe
JOPOTOCTOSIIMMU M BBIJAIOT pE3yJabTaT C BBICOKMM YPOBHEM UIyMma. BelenepedncieHHble
TPYAHOCTH BBI3bIBAIOT HEOOXOAMMOCTb B MHCIHOJB30BAaHMM METOJOB OHMOMHGOPMATUKH Ui
M3YYEHHUS PENPECCUU TEHOB, €CIIU HE BMECTO IKCIIEPUMEHTAIbHBIX TEXHOJIOTUH, TO B JOIIOJIHEHUE K

HUM.

0)

-8

|_|

rase

Penpeccop AxrTuBartop

Puc. 1.3. IlpuHuunbl geiicTBUs HeJIKOB-penpeccopoB
a) pempeccus myTeMm mpensTcTBus mnocanke PHK-momumepassl; 0) pempeccus myrtem
BeimeTuBanus JIHK B oGnactu mpomoTopa; B) pempeccust MyTeM JIeaKkTUBAIMH OelKa-
aKTHUBATOPA.

Kak yxe ObU10 OTMEUEHO paHee, OOJBIIMHCTBO (DAaKTOPOB TPAHCKPHUIIINH CBS3BIBAIOTCS C
JHK cnemuduyeckn, To €CTh UMEIOT MPEANOUTEHHE K OIMPEACIICHHBIM IOCIIEI0BATEILHOCTSIM.
NmMenHO mpenckazaHWe TaKWX IIOCIIEIOBATEILHOCTEH B TEHOMax OaKTepuil JIGKUT B OCHOBE

HUCCIICAOBAHUA PCryIIIUU MCETOAaMU 6I/IOI/IH(1)OpMaTI/IKI/I. Cpa3y KC CICAYCT OTMCTUTL, YTO
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U3Y4YEHHE PETyJslUd METOJaMH CpPaBHUTEIbHOM TEHOMHKHM HE OrpaHHYMBaeTcs JIHIIb
npezcka3zaHiueM caiToB. [TockonbKy callThl CBS3bIBaHUA (DAKTOPOB TPAHCKPUIILIUN MPUYPOUECHBI K
OTpeCIEHHBIM TE€HAaM U OINEpoHaM, TO WCCIEAOBAHUE PETYISIHA TOApa3yMeBaeT TaKke
YTOYHEHHE TpeACKa3aHusi TpPaHUI] TEHOB, TNPEJCKa3aHHE OMNEPOHHOM CTPYKTYpbl, IOUCK
MOTEHLMAIBHBIX PETYIATOPOB U MHOTO€ Jipyroe. bonee Toro, uccienoBanue peryisiud MeTo1aMu
OnonH(OPMATHUKH HE SIBISIETCS CaMOILIETBIO, a YacTO CIYKHT JJIsi PEIICHUS APYTUX 3aaad, TaKuX
KaK mpeAckazaHue (QYHKIUH peryaupyeMbIX TEHOB M MeTa0oIudecKas PEeKOHCTPYKIIHS.
[IpumepamMu MOTYT CIYKUTh HACHTH(UKALMSA TpaHcrmopTepa 6uotnHa BioY [66] u npencka3zanue
posi puOOCOMBI KaK JIeTo IuHKa [67, 68].

B kadecTBe erie 0JHOTO IpUMepa UCIOIH30BAHUS H3YUEHUS PETYIISIUU IJIs1 MEeTa00InYEeCKOM
PEKOHCTPYKIIMM MOXKHO TpHBeCTH mpeackazanne ¢Qyakuun Oenka FadE kaxk anun-KoA
neruaporerassl npu uszydennn FadR-3aBucumoit perymsium [69], 9TO BHOCIEACTHH HAIILIO
3KCIIEpUMEHTaIbHOE oATBepxkaeHue [70].

NMenno Onaromapss aHanmM3y peEryJIsSlUd METOJaMU CPAaBHUTEIBHONH TEHOMHKH ObLIH
npezcKa3zaHbl TpaHCIIOPTEPhI KoOanmbTa U HUKeENs, cooTBeTcTBeHHO, CbiMNQO u NikMNQO [71].

I'en ypaA (BmocnencTBuu ObUT TieperMMEHOBaH B ribU) ObT HACHAMPUIIUPOBAH Kak
TpaHcnoptep pubodiIaBUHA B XOA€ aHAlM3a perylsauuu OuocuHTe3a pubodnaBuHa [37] u B

JanpHEeHIeM npenckazantas QyHKIuUs Obliia MOATBEPKACHA SKCIIEPUMEHTAIBHO [72].

1.2.1. Ilpencka3zanue ¢QyHKUMA TeHOB HAa OCHOBE CPaBHEHHS AMHHOKHCJIOTHBIX
mocJie0oBaTeJLHOCTEH

B 1995 rony Obula TMOJHOCTBIO OTCEKBEHMpPOBAHA IIEpBas  IOCIEAOBATEIbHOCTh
OaKkTepHaIbHOIO TeHoMa Mapasutuyeckor Oakrepuu Haemophilus influenzae Rd KW20 [1]. B
MOCTEAYIOIIUE TO/bl IMPOILIECC CEeKBEHHWPOBAHMS HOBBIX T€HOMOB IIeNl MO HapacTaiouieil, m K
HACTOSIIIEMY BpEeMEHH HacuuThiBaeTcss Oonee 700 OakTepHaJbHBIX TEHOMOB C  IIOJHOM
1ocJae0BaTeNbHOCThI0. OfHAaKO, caMo MO cebe ompenereHrue MOTHOW MOCIeI0BATEIbHOCTH
SBJISIETCS JIMIIb HAa4yalbHBIM 3TarnoM ucciefoBaHuil. IlomydeHHass mocienoBaTeNbHOCTh TpeOyeT
TaK)K€ aHHOTALIUU — TO €CTh ONpeNeNeHUs (PYHKIIMOHAIbHO 3HAUMMBIX y4acTKOB. Kak MUHUMYM,
aHHOTalMs OaKTepuaNbHOrO reHoMa TpeOyeT OIpeaeseHUs MOTEHIMATbHBIX Oel0K-KOIUPYIOIINX
nocienosarenbHocTel (open reading frame, ORF). B nauboniee nmpoctoMm citydae mpou3BOIUTCS
IIOMCK CTapT- U CTOI-KOJOHOB, OTCTOSILUX JAPYr OT Jpyra Ha pacCTOSIHMM, KPaTHOM TpeM U
MPEBBIIIAIONIEM 33JaHHbIH MHUHUMaJbHBIA mopor. CTaHAapTHO 3a MHUHHUMAJIbHOE PACCTOSHUE
npuauMaercs 300 1m.H., YTO TO3BOJISIET ydecTh OONBIIMHCTBO OenkoB. [lo Takomy mpuHIUITY

opranuszoBana aHHotauus ORF B nmporpamme Artemis [73]. Ha cienyromeMm stane onpeaensercs
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npennosaraeMas GyHKIUS MOJYYSCHHBIX PAMOK CUMTHIBaHUSA. [[J1sl 7TOro MpoOM3BOAUTCS CpaBHEHUE
WX MOCJIEIOBATEILHOCTEH C TAKOBBIMU JJISI PEATbHBIX OCITKOB U3 Pa3IMYHBIX OAHKOB JIAHHBIX.

OyHKIMS MpeIcKa3aHHOro OeKa CUUTASTCsl COBMAAAIONICH C TAKOBOM JIsi M3BECTHOTO, €CIIU
JI0Ka3aHa MX OPTOJOTMYHOCThb. OPTOJOraMM Ha3bIBAIOTCS T'€HBl U3 PA3HBIX T'€HOMOB, HUMEIOLIUE
o0miero mpeAmecTBeHHUKA, U HE MOJBEpriuirecs AYIUIMKAlMU B MpoIecce 3BOJIOLUUU. [ 'eHbl Xke,
oOpa3oBaBIIMecs B pe3yibTaTe AYIUIMKALWHU IMPEIIIECTBEHHUKA, Ha3bIBAIOTCS Mapanoramu [74].
[Ipu sTOM (YHKIMS OMHOTO WIM OOCHX MApaJoroB MOXKET MEHSTHCS B XOJE JBOJIOIUHU, YTO
3aTPyAHSIET UX TOYHYIO aHHOTALHUIO.

Cpenu ucoab3yeMbIX AJIs aHHOTAIlMM OaHKOB MOCJeI0BaTeIbHOCTeN Hanbosee N3BECTHBIMU
spisitoress GenBank [75] u EMBL [76]. Takke 9acTo HCMONB3YeTCsl MOUCK 1O OSIKOBBIM OaHKaM
nanubeix, TakuM kak UniProt 1 TREMBL [76-78]. s morcka cXOmHBIX ITOCIIEIOBATEIFHOCTEH 10
0a3aM JJaHHBIX OOBIYHO MPUMEHSIOTCS MporpaMMbl cemerictBa BLAST [5].

[Torick OpPTOJIOTOB H3BECTHBIX OEIKOB B HOBOM T'€HOME JAaeT BO3MOXHOCTh MPHUIHCATH
KOHKpeTHYI0 (QyHKnuio npumepHo 40-65% reHaMm, a aHAJINU3 TOMOJIOTOB TMO3BOJIET OMPEICIUTH
obmryro (yHkuHoHANBHYIO mpuHamIexHocTs s eme 20-30% [79]. Kpome Ttoro, B Oenkax,
KOAUPYEMbIX B HOBOM T'€HOME, BO3MOXKHO HICHTHU(PHUIHPOBATH YK€ H3BECTHBIE CTPYKTYpPHBIE
JIOMEHBI, co/DKamuecs B Takux 0a3ax naHHbIX, kak PROSITE [80], Pfam [81] 1 SMART [82]. s
MOWCKA 110 3TUM U JPYruM OaHKaM JTaHHBIX HCIIONB3yeTcs MmouckoBas cucrema InterPro [83]. s
npecKa3aHusl TPUOIH3UTENbHON (DYHKIIMU HAWJACHHBIX T€HOB HCIIOJB3YIOT MPOTPaMMbl MOUCKA
OTHAJICHHBIX TOMOJIOTH, caMOi momyJsipHor u3 KoTopbix siBisieTrcss PSI-BLAST [5]. Kpome Toro,
OTIpeAeNUTh MPUOIM3UTEIbHYI0 (DYHKILHIO T€Ha TMO3BOJISET €ro MPHUHAIEKHOCTh K KaKOMY-TTHOO0
KjacTepy oprosnoruunbix reHos (KOI'os) [84, 85].

JononuutenbHylo HHQOpManuioo o0 (YHKIMM Te€Ha MOXHO NOJY4YHThb Osaromaps
UACHTU(PUKAIIMK  MOTHBOB  IIOCJIENOBATENBHOCTEH,  XapakTEepHBIX Uil  OMNPEIENIEHHBIX
GyHKIMOHAIBHBIX Tpymm. Tak, TpaHCIOPTHBIE OEJIKM MOXHO BBIIBUTH 10 HAJIWYHUIO
TpaHCMEMOpaHHBIX criupaiieit [9], cekpeTupyembie OEIKH — MO HAIMYUIO CUTHAIBHBIX TEMTHIIOB
[86], a dakTOpBI TpaHCKPUMIMK — IO MPUCYTCTBHIO B mocienoBaTenbHOcTH JIHK-CcBs3pIBatONNX
HTH-motuBoB [87].

HecMoTpst Ha mMaccy mpeuMyIlecTB, METOJIbl, OCHOBAaHHBIE Ha CXOJCTBE aMHUHOKHMCIIOTHBIX
MOCJIEIOBATEIbHOCTEH, HE TMO3BOJIAIOT AHHOTHUPOBATH BCE IOTEHLUMAJLHBIE T€HbI B T'E€HOME.
[Toatomy amnst Gojiee Ka4eCTBEHHON aHHOTAIMU MPUMEHSIOTCS JOMOJHUTEIBHBIC METOJIbI: aHAN3
KJIaCTepU3allMi T€HOB HAa XPOMOCOME U CIUSHUS F€HOB, MPOQMIN BCTPEYAEMOCTH T'€HOB B MOJIHBIX

TCHOMax W aHaJIU3 peryIalnuu.
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1.2.2. Knacrepu3auusi reHOB Ha XpOMOCOMe

B psine uccnenoBanmii ObUI0 OTMEUEHO, YTO PACIIOJIOKEHHE T€HOB Ha XPOMOCOME 3a4acTyIo
HE SIBJSETCS CllydallHbIM. Tak, HEOJHOKPATHO OTMEYajoCh, YTO T€HBI, KOAMPYIOINE (HepMEeHTHI
OJTHOTO ITYTH, CKJIOHHBI 00pa30BBIBaTh XPOMOCOMHBIE KiacTepsl [88-91]. [loaToMmy KOHCEpBaTHBHAS
KJIaCTepu3allisi TEHOB Ha XpOMOCOME MOXKET CBHJAETEIbCTBOBATH 00 HX (YHKIIMOHAIHHOU
OMU30CTH, YTO IMO3BOJISET OMPEACTUTh (PYHKIMH T'€HOB, HE HMMEIONIMX HM3BECTHBIX T'OMOJIOTOB.
[Tpumepamu npenckazanuii pyHKIMA TE€HOB C TOMOIIBIO aHAIM3a XPOMOCOMHBIX KJIACTEPOB MOTYT
CIIY)XUTh BBISIBIEHHE TEHOB (¢GepMeHTOB OuocuHTe3a KUpHBIX kucior FabK u FabM B
Streptococcus pneumoniae [92] m reHa mUKUMaTkuHa3bl B apxesx [93]. Ha ocHoBanum
KJlactepusanuu ¢ reHom peryistopa RutR renos rutfABCDEFG Obu1 nipesicKka3aH ajdbTepHATUBHBIN
MyTh Jerpajalliy MUPUMHUIMHOBBIX HYKJICOTHIOB B HECKOIBKUX allb(ha- M raMMa-TIpoTeo0aKTEePHsIX
[94]. MoxxHO OTMETHTH TpeicKazaHue crneruduuHocTH s 36 ¢dakTopoB TpaHcKpummu [95].
B03M0XHOCTh aBTOMAaTH3UPOBAHHOTO aHAJIM3a XPOMOCOMHOM KJIaCTepU3allii T€HOB peajin30BaHa B

nporpamme STRING [96].

1.2.3. CiinsinMe reHoB

Kak HeogHOKpaTHO oOTMeYanoch, (YHKIMOHAJIBHO OJM3KHE, HampUMep, KOAMPYIOIIHe
(bepMEHTHI OJTHOTO METAOOIMYECKOTO IMYTH, TeHbI 3a4acTyl0 CIUBAIOTCS, 00pa3ysl €AUHYIO PaMKY
cunThBaHUs. Takoe ClHsHUE T€HOB BEJET K OOpa30BaHUIO MYJIBTUOMEHHBIX OCJIKOB, YTO JaeT
onpefiefieHHbIe TPEeMMYIECTBa, HampuMmep, (QEepMEHThl OJHOTO MEeTabOoJIMYecKOro MyTH
OKa3bIBAIOTCS B HEMOCPEJICTBEHHOW OJIM30CTH, YTO OOECIEeYUBAET TOCTYIMHOCTh MPOMEKYTOUHBIX
npoayktoB peakuuu [97, 98]. TlogoOHBIE 3aKOHOMEPHOCTH JAIOT BO3MOXKHOCTH MPEICKA3bIBAThH
(GYHKIINY HEM3BECTHBIX TEHOB HA OCHOBAHMHY CIUSHUS WX TOMOJIOTOB B IPYTUX T€HOMAX C TeHaMU C
n3BeCcTHOM (yHKIMEH. [IpumMepom Takoro aHaim3a MOXKET CIYXHUTh MpecKka3zaHue (QyHKIMU TeHa
MTH554 Methanobacterium thermoautotrophicum. CpaBHUTEIbHBIA aHAJIN3 TTOKA3aJI, YTO OPTOJIOT
nanHoro reHa B Caenorhabditis elegans o0Opa3yeT eIMHBIN OEOK BMECTE C TOMOJIOTOM T€Ha
MTH 1425, KoqupyronyM MeTallI-3aBUCUMYI0 Ipoteazy u Ser/Tyr kuHazy. XOTs B JaHHOM cilydae
HEBO3MOXKHO OJHO3Ha4yHOe ompeneneHue (GpyHkiuu reHa MTHS554, MOXXHO TPEIIOJIOKUTH €ro

MPUHAJICKHOCTh K CUCTEME CUTHAIBHBIX KackaoB [99].

1.2.4. Ilpo¢pun BcTpeuaeMOCTH IT'€HOB

JlaHHBIN MOAXOJl OCHOBBIBAECTCSI HA MPEANOI0KEHUH, YTO T€HbI, MPUHAAJIEKALIIE K OTHOMY
(GyHKIIMOHAIBPHOMY IIYTH, JTOJDKHBI BMECTE HAacleAoBaThcsi B Xoje 3Bomonuu. CrenoBareiabHo,
IIPUCYTCTBUE TPYIIBLl '€HOB B OJHHUX I'€HOMAaxX M OTCYTCTBHUE BCEX I'€HOB U3 JAHHOW I'PYIIILI B

JPYTrUX CBHIETENBCTBYET 00 ux ¢yHKunoHanbHOH cBsizu [100-102]. B oTnuume oT mpeaplaynmx
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MOJXO0JI0B, JAaHHBIA METOJ] HE HAKJIaJbIBa€T OrpaHWYEHHI Ha B3aWMHOE PAaCIOJIOKEHUE T€HOB, a
ONHUpaeTcsi JHIIb Ha HMX OJHOBPEMEHHOE IPHUCYTCTBUE B TeHoMe. [IpumepoM ycmemrHoro
UCIIOJIb30BAaHUS JAHHOTO METOJA SIBJsIeTCs OOHApy)KeHHE B OaKTEpHAIbHBIX T€HOMAaX PEryysropa
penykra3 nHykieotnaoB NrdR [103].

B Heckonpkux ciydasx NOpoduiIM BCTPEYAEMOCTH TEHOB ObUIM HCHOJIb30BaHbI IS
ompenenenuss crneurduyHocTu TpaHcnopTrepoB. Tak, Oemox NiaX B Oakrepusx TpyHibl
Bacillus/Clostridium ©bu1 uaeHTUQUIUPOBAH Kak TpaHCIOpTep HuanuHa (BuTamuHa PP) Ha
OCHOBAaHUHU BCTPEYAEMOCTH €r0 I'€Ha COBMECTHO C T€HaMHU JOIMOJHUTEIHHOTO MyTH OHOCHHTE3a
HAJI pncA v pncB [27].

[Ipodunu BcTpeyaeMoCTH MOAPa3yMEBAIOT HE TOJBKO COBMECTHOE INPHUCYTCTBHE T'€HOB B
OJTHOM T'€HOME, HO U CIIyYau, KOT/Ia B OJIHUX F€HOMAaxX MPUCYTCTBYET TOJIBKO OJWH HAaOOp T'€HOB, a B
JIPYTUX — TOJBKO JAPYTrOM, U HUKOTAAa 00a Habopa TE€HOB HE OOHAPYKUBAIOTCS B OJHOM T€HOME.
Takast cuTyalus CIOXWIAach C MpeICKa3aHWEeM TpaHcropTepa ThuamuHa (BuTtamuH Bj) Yual B
opraam3max rpynmsl Bacillus/Clostridium. beino o0HapyXeHO, 4TO JaHHBIA T'e€H MOJ peryisiuen
tuamuHoBoro PHK-nepeunmiouarens Bcerpeuaercs aumib B TeHOMax Streptococcus spp., The
OTCYTCTBYIOT TeHbl OmocuHTe3a ThamuHa [37]. [logoOHBIM oOpazom misi reHOB [ysXY Oblia
npencka3aHa pyHKIMS CUCTEMbl TPAHCIOPTA JU3UHA. JlaHHBIE TeHbl IPUCYTCTBOBAIM JIUIIbL B TEX
Oakrepusix mopsaaka Lactobacilliales, rae OTCYTCTBOBaJdM W3BCECTHBIE TE€HbI OMOCHHTE3a U
tpancnopta nusuHa [40]. I'eny ribU B Gakrepusix rpynnsl Bacillus/Clostridium Obuna npunucana
byHKIMS TpaHcopTepa pubdodaaBruHa (BUTaMUH Bj), TOCKOIBKY 3TOT I'eH 0OHAPYKUBAJICS JTUIIH B

TeX TeHOMaX, TJIe OTCYTCTBOBAJIM TeHBI OMocuHTe3a prubodaBuna [35].

1.2.5. MeToabl pacnio3HaBaHusl NOTEHIHAJBHBIX PeryJsITOPHBIX CaliTOB

B Hactosimee Bpemst B OMOMH(OPMATHYECKUX MCCIEJOBAHUAX NPUMEHSIOTCS pa3IndHbIE
METO/bI OUCKA MOTCHIUANBHBIX PEryJIATOPHBIX CAUTOB, OJHAKO B UX OCHOBE JIEKHUT OJUH OO
npuHiun. I[lepBoHayanbHO Ha OCHOBE TPYIIBI M3BECTHBIX CAHTOB, HAa3bIBAEMbIX OOywaromien
BBIOOPKOM, CTPOMTCS PACHO3HAIONIEEe MPABUIIO, C MOMOIIBIO KOTOPOTO M INPOU3BOAMTCS TOUCK
HNOTEHIMATIBHBIX CAlITOB B PETryJIATOPHBIX 00JACTAX UCCIIEYyEMBbIX T€HOB.

HanOonee mnpocTbIM BapuaHTOM PpACHO3HAIOLIET0 IpaBHUiIa SBISAETCS KOHCEHCYCHas
II0CJIEI0BATENBHOCTD, TJI€ KQKI0W MO3UIIMN COOTBETCTBYET HYKJICOTH I, TpeoOIaarouii B JaHHOU
NO3MLIMY B caiiTax oOyuaromiel BeIOOpkH. OHAKO 3TOT METOJ] NPECTaBIsETCs KpaifHe HETOUHBIM,
U €ro IPHUMEHEHHWE NPHUBOJUT K 3HAYUTEIBHOMY KOJIMYECTBY JIOKHO-TIOJOXKHUTEIBHBIX
npenckasanuii. I[loaToMy B Hacrosmiee BpeMs dYalle NPUMEHSIOTCS PaCO3HAIOIIME IIPaBUIIA,
OCHOBAHHBIE Ha HUCIIOJIb30BAHUM MTO3ULIMOHHBIX MaTpull. [IpyMepoM MOTryT CyKUTh IO3ULIUOHHBIC

MaTpulbl yacToT (positional frequency matrices), rae Ui KaXI0T0 HYKJIEOTHa YUYUTBIBAETCS €r0
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yactota B Kaxaod mno3umuu [104]. OmHako 3TOT METON, XOThb MU MMEET MNPEUMYIIECTBA IO
CPaBHEHHMIO C KOHCEHCYCOM, HE yUuThIBaeT cnenuduku cBs3biBanus OenkoB ¢ JIHK, mockonbky
MPEAIoNaracT paBHOM 3HAYMMOCTh BCEX MO3ULMN CalTOB. boJiee MpOrpecCUBHBIM MPEICTABISETCSA
METO/I TTO3MIIMOHHBIX MaTpHIl BecoB (positional weight matrices), T/ie y4UTBIBa€TCSI HE TOJBKO
4acTOTa HYKJIEOTHU/IA, HO U KOHCEPBATUBHOCTh camoil mo3umuu [105].

B nacTostiiee Bpemsi pu M3y4EHUU PETYISILUU UCCIEAOBATENIM YaCTO CTAJIKUBAIOTCA C TEM,
YTO U3BECTHBIX PETYJSITOPHBIX CAMTOB MO0 HEAOCTATOYHO IS MOCTPOCHHS 00yUaroie BEIOOPKH,
an6o uHbOpMalKg O HUX TOJHOCTBIO OTCYTCTBYeT. B Takom ciydyae NpOM3BOAMTCS IOUCK
MOTEHLMAIbHBIX CalTOB B PETyIATOPHBIX OO0JAcTAX TEHOB, JUISI KOTOPBIX Mpearoaraercs
Koperyisiius. Hanbonee pacnpocTpaHEeHHBIM SBISETCS METOJ (PHIIOT€HETHYECKOT0 (DYTIPUHTHHTA
(phylogenetic footprinting), OCHOBaHHBIM Ha ITOMCKE KOHCEPBATUBHBIX YYAaCTKOB B BBIPABHUBAHUAX
PEeryJsSTOPHBIX 00JacTeil OPTOJOTHYHBIX TEHOB W3 pas3HbIX opranu3MoB [106]. DtoT MeTon
MpeCcKa3aHus MOTEHIMAIBHBIX CATOB peann3oBaH B cemeiicTBe nporpamm VISTA [107].

OpnHako MeTo (GUIIOTeHEeTHYECKOro (PYTIPUHTHHTA He paboTaeT B ciiydae ci1aboro cxoJacTBa
pPEryJIsTOPHBIX IOCJIENIOBATEILHOCTE M COBEPIIEHHO HE NPUMEHUM JJis aHald3a KO-
pPEeryJaupyeMbIX, HO HE OPTOJIOTUYHBIX FeHOB. [103TOMyY 4acToO MCIOJIB3YIOTCS METO/bI, OCHOBAHHBIE
Ha MOMCKE MOTHUBOB, TO €CTh CXOXKMX YYaCTKOB B PETYJISTOPHBIX OOJIACTSAX KO-PETyIUPYEMBIX
reHoB. Pa3nuuHble BapuaHThI TOJOOHBIX METOIOB pealM30BaHbl B TaKHX MPOrpaMMax, Kak,
Harpumep, AlignACE [108], MEME [109], SignalX [110] u SeSIMCMC [111].

Kpome Toro, B HEKOTOPBIX aJITOPUTMAX UCHOJIb3YETCsI KOMIUIEKCHBIN MOIX0/I, COBMELIAIOIIUI
¢unoreneTuyeckuii (QYTOPUHTUHT W TOUCK MOTHBOB. Takue aiaropuTtMbl peaau30BaHbl B

nporpammax PhyloGibbs [112] u PhyME [113].

1.2.6. CpaBHuUTeIbHASI TEHOMUKA U H3YUYeHHUE PeryJasiiuu

[IpakTuka HCMONB30BaHUS Pa3IMUYHBIX METOAOB IMPEICKa3aHMsl CATOB IOKa3bIBaeT, 4TO
BBIOOp TMOpora Jisi MOMCKA CAaHTOB MPEACTaBISET 3HAYUTENbHBIC TPYAHOCTH — MPHU TOBBIIICHUN
Mopora 3HAYUTEIILHOE YUCIIO IKCIEPUMEHTAIbHO MOATBEPIKICHHBIX CANTOB TepsieTcs, TOTJa Kak
P €ro TOHM)XCHHH CHJIBHO BO3pPAaCTaeT KOJMYECTBO JIOKHBIX TMpeAcKazaHuii. B momoOHOM
CUTyaluu W30aBUTHCA OT JIOXKHBIX NPEICKAa3aHUW MOXKHO, MCIOJB3YS METOJIbl CPaBHUTEIbHOU
TCHOMUKH.

Meroa npoBepku cooTBETCTBUS (consistency check) 3akimiouaercs B mOUCKE MOTEHIMATIBHBIX
CaliTOB Tmepea OPTOJOTMYHBIMM TeHamMu. Ecnu cailTel mepel OpTOJIOTMYHBIMM Te€HaMH WIIN
OIEpOHAMHM, COJAEPKAIIMMU OPTOJOTHMYHBIE TEHBbI, COXPAHSAIOTCA B HECKOJBKHUX POJCTBEHHBIX

TeHOMax, TO JaHHBIN T'eH ¢ OOJIBIION BEPOSATHOCTHIO SIBIIICTCS PErylInpyeMbIM. B ciydae xe, ecnu
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caiiT mepeq TeHOM OOHapy)XHUBaeTcd JIUMIIb B €IWHUYHOM T€HOME, TO, CKOpee BCEro, OH
npeCTaBisieT coOO mepenpeacKa3aHie U IeH He SIBIISETCS PEryIupyeMbIM.

BriepBble gaHHBINA MeTO OBbUT MPUMEHEH NPU CPaBHEHUH PETyJISALUN OMOCHHTE3a MyPHUHOBBIX
HYKJICOTHJIOB, aprHHMHA W apOMATHYECKUX aMUHOKHCIOT B TeHoMmax Escherichia coli n
Haemophilus influenzae [114]. B nanHoii pabore OBUITM HE TOJBKO BBISBICHBI pazIuyus B
peryisiiMM MeXAYy JABYMs TI'€HOMaMH, HO TaKKe NpeJCKa3aH psJ HOBBIX YIEHOB pPETYJIOHOB,
Harnpumep, Oblla MpejacKa3aHa MypUHOBAas PEryJSIIMS IS psiia TPAaHCIOPTEPOB HYKICOTHUIOB.
JanpHele wucciaenoBaHUsl MOKa3ald, YTO METOJ TIPOBEPKH COOTBETCTBUS MPUMEHUM IS
MCCIIEIOBAHMSI PEryJIsIIUN He TOJNbKO OakTepuil, HO U apxeil. Tak, Hampumep, ObUIN MpeIcKa3aHbl
TeHbl PEryJSITOPOB OMOCHHTE3a TpUNTOpaHa M OTBETa Ha TeruioBoi mok [18]. B nanbHeiimem
METOJ TPOBEPKU COOTBETCTBUS IOJIYYWJ IIUPOKOE NMPUMEHEHHWE W ObUI HCIIOJIb30BAaH B psjie
uccienoBaHuii perynauuu. K TakoBBIM MOKHO OTHECTH HCCIIEIOBaHHE PEryNslud OHOCHHTE3a
apTMHWHA B PA3JIMYHBIX Tpymnmax OakTtepuit [15], OMocWHTE3a apOMAaTHUYECKHUX AMHUHOKHCIOT B
rpamM-oTpunarenbHbpix  [16] u  rpam-monmoxkutenbHbIX [17] OakTepusx, aHaIM3 PErYISILUU
YTWIM3AlMK YTJIEBOJOB B TpaM-oTpUIarenbHbIX [19] u rpam-nonoxurensHbix [20] Oakrepusx,
OTBETAa HAa TEIJIOBOM IIOK B pa3IMYHBIX Kiaccax mnpoteodakrepuii [21], OmocmHTesa HAJl B
sHTepoOakTepusix [26], yCTOWYMBOCTH K HMOHAM TSDKEIBIX META/UIOB Yy OaKTepui W3 PpasHBIX
TakcoHOB [22]. JlocTarouHo monapoOHO u3ydeHa sBomouus LexA-zaBucumoi perymsauuun SOS-
OTBETAa B pa3IMyHbBIX Tpynnax Oakrepuit [29-31]. HccnemoBana perynsuusi a3oTHUKCALUU
daktopom Tpanckpuniuu NtcA B mmanoOaktepusix [32] u 6enkamu TnrA u GInR B GakTepusix
tumna Firmicutes [33].

[Mompobuo wu3ydamack perymauuss OumocuHTesa HAJl B pasnuysHbIX rpynmnax OakTepuid.
Metonamu OuonH(pOpPMATHKU OBIJIO OOHAPYKEHO HOBOE CEMEWCTBO PETyJSTOPOB, IMOJIyYUBIIEE
HazBanue NrtR, nmpuuem JIHK-cBszpiBaromas aktuBHOCTH OenkoB NrtR u3 Synechocystis sp. PCC
6803 u Shewanella oneidensis MR-1 Obuta moaTBepkaeHa 3KcnepuMeHTanbHO [28]. B rpymre
Bacillus/Clostridium, tune Fusobacteria u nopsiake Thermotogales Ol mpenckasaH peryssiTop
NiaR, a B Oakrepusx rpynmsl Bacillus/Clostridium npencka3zaHbl HOBbIE TPaHCHOPTEPHl HUAIIMHA
NiaP, NiaX u NiaY, rensr kotopsix Bxomat B perynoH NiaR. JIHK-cBs3wiBaromas cnocoOHOCTh
o6enkoB Thermotoga maritima u Bacillus subtilis n TpancnoptHas (yHkius Oenka NiaP u3 B.
subtilis OBLTN TOATBEPKIACHBI SKCIIEPUMEHTAIBHO [27].

BecpMma mepcreKTUBHBIM MPEICTABIISETCS UCCIEI0BAaHUE CPa3y HECKOJIbKUX (YHKIMOHAIHHO
OJIM3KUX PEryNATOPHBIX CHCTEM, KOHTPOJIUPYIOIIUX SKCIPECCUIO0 OJHON M TOH K€ IPYIIbI [€HOB.
HccnenoBanue peryasuuu MeTadoanu3Ma OKCHUIOB a30Ta B pa3IMYHbIX TpyMNnax OakTepuii OeakaMu
HcpR, HepR2, NsrR, NorR u Dnr BbIsiBUIIO, UTO B Clly4ae KOMITJIEKCHOM PEryJIsIUs TE€HOB B LIEJIOM

COXPAHACTCA, XOTA PCryidnud OTHGHBHOﬁ perHHTOpHOﬁ CHUCTEMOM MOXKET JO0CTAaTOYHO CHJIBHO
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MEHATHCS OT TakCcoHa K TakcoHy [23]. IToxoxkwue pe3ynapTaThl ObBUTH MOJYYEHBI MPH HM3y4YECHUU
roMeocTas3a jkeje3a U MapraHua B ajb(a-mpoTeodaKkTepusx, e ObUla HCCIIeAOBaHA PErysius
oenkamu IscR, Fur, Irr, RirA, Mur u MntR. B 3ToM ciiydae Takke jkene30-3aBUCHMAasi PEryIsius
COXpaHsJIach B JOCTaTOYHO MAAJEKUX TAKCOHAX, HO MPH 3TOM PETryJsalus B pa3HbIX TaKCOHaX
OCYIIECTBIISIIACh pa3sHbIMH Oenkamu [25]. Eme ogHuM mpuMepoM KOMIUIEKCHOW PperyJsiuu
SBJISIETCS. KOHTPOJIb T€HOB METab0JIM3Ma KUPHBIX KUCIIOT, ocyliecTBiIsieMblil 6enkamu LiuR, LiuQ,
PsrA, FadP u FadR [24].

B mocnennee Bpemsi MOSIBIUIMCH pPaOOThI, MOCBSIICHHBIE MAacCOBOMY aHAU3Y pPEryJsluu
METOJaMH CpaBHUTENbHONH reHoMuku. CpaBHeHue Rhodopseudomonas palustris ¢ TeHOMaMu
Ipyrux anbda-mporeodakTepuil Mo3BONIMUIO BhICTUTh 101 MOTEHIMANBHBINA PETYIOH, B TOM YUCIIE
perynonsl azordurcanun FixK, NnrR, NtrC u RpoN, pernmorn OhrR, oTBeTCTBEHHBII 32 OTBET Ha
THUAPOTIEPOKCUIHBIN cTpecc, peryyioH SOS-oTBeTa LexA, peryinoH OGMocHMHTE3a OCIKOB KI'YTHKOB
FIbD u perynon ¢orocuntesza PspR [41]. [Ipu cpaBaennn reaomoB Bacillus subtilis, B. halodurans
u B. stearothermophilus Obu1o BbineneHo 188 MOTEHIMATIBHBIX PErYJIOHOB, HANpHUMEp, ObUIM
Npe/CcKa3aHbl CalThl CBSA3BIBAHMS peryiaropa temioBoro moka CtsR, perymstopa neHTpalbHOTO
merabomu3ma CcpA, TPHK-3aBucumbiii u S-amenozunvernonnHoBblii PHK-mepekmrouarenu, a
takke PyrR-3aBucumsrii arrentoatop [42]. CpaBHeHne reHoma Staphylococcus aureus ¢ MECTHIO
apyrumu  OaktepusiMmu nopsaka Bacillales mo3Bomwio mpeackasare 125 moTeHIMAaIbHBIX
perynoHoB, B ToM yucie peryinonsl TnrA, For, Fur, CtsR u LexA [43].

HccnenoBanue peryisnud METOJIaMU CPAaBHUTEIbHOW T€HOMHKH 3HAUMTEIBHO pacIIupsieT
BO3MOKHOCTH TIpe/cKazanuii GyHKIMd reHoB. Tak, QyHKIUS TeHa TpaHcmopTepa OuoTuHa bioY
ObLJIa MpeJIcCKa3aHa Ha OCHOBAHUHU €T0 KJIACTEPHU3AINH C TeHAMU CHHTE3a OMOTHHA U PETYJISIUN €ro
o6enxom BioA [66], BnocnenctBum naHHas (yHKUIUS Oblla MOATBEP)KICHA SKCIIEPUMEHTAIBHO
[115].

Hpyroii mnpumep SKCHEPUMEHTAIBLHOTO TOATBEPKIACHUS TMPEACKa3aHUN CpPaBHUTEIbHOU
TeHOMUKH — IIUHK-3aBHCHMAas PETYJSIUs TeHOB MapaioroB OenkoB pubocom. Tak, B mporecce
U3YYCHUS PETyIsUU YTHIW3alUM IIMHKA Oblla TMpelcKa3aHa IUHK-3aBUCHMAsi PETyJsus
TPAHCKPUIILIUY T€HOB, KOAUPYIOMIHUX HE TpeOyIolle HaTUIus IUHKA [PaioTd puOOCOMHBIX OEJKOB
[67]. B manpHelmeM npenckazaHue MOTydusIo SKCIIEpUMEHTAIbHBIC TTOATBEPKAeHUS s Bacillus
subtilis [116, 117] u Streptomyces coelicolor [118, 119].

Jlnis moTeHIMaNbHOTO TpaHcopTHOro Oenka YicE Ha ocHOBaHMUM aHanM3a aMUHOKHUCIOTHOM
MOCJIEIOBATEILHOCTH | MpeckazanHoi PurR-3aBucumoii perymnsnum Obuta mpeackazaHa (yHKIUS
TpaHcnopTepa kcantusa [ 114], 9ro B ganpHEHIeM ObUI0 TOATBEPIKIACHO dKCepuMeHTanbHO [120].

Perynsauus reHoB TpaHCHOpTEpa OMrorajakToyponuna ogtABCD (BrocnencTBUM ObUTH Tiepe

nepeuMeHoBaHbl B fogMNAB) Oenkom KdgR B Erwinia chrysantemi mnepBoHayanbHO Oblia
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MpeJcKa3aHa METOJaMHM  CPaBHHUTENbHOM reHoMuku [121], a 3arem  moaTBepxkIaeHa
AKCIIEpUMEHTANIbHO [122].

Perynarop merabonmuzma metnoHMHa MetR mepBoHauanbHO ObUI MpEACKa3aH B T'e€HOMAax
OaxTepuil cemeiicta Streptococcaceae [39], a BmociencTBUM €ro mpeanosiaraemas (QyHKUOUS U
MOTEHLMAIbHBIA MOTHB CBSI3bIBAHUS OBUIM MOATBEPXKICHBI AKCIEPUMEHTAIBLHO MJIS OJHOTO U3
MpeACTaBUTENEH 3TOr0 ceMencTBa, Streptococcus mutans [123].

[Ipu uccnenoBanuu peryiasiuu Metabonu3Ma apruauHa 6enkom ArgR Oblna mpenckazana
perynsinus onepona yqiXYZ B Bacillus subtilis. Takxe ObUIO BEIABUHYTO MPEATIONOKEHHE, YTO
T€HBI ATOTO OTIEPOHA KOJUPYIOT CUCTEMY TpaHcmopTa apruauHa [ 15]. [Ipaktrudecku oTHOBpEMEHHO
¢ mpejcKazanueM (YHKIUS JaHHBIX TeHOB U uX ArgR-3aBucumas perymnsius ObUTH MOATBEPIKICHBI
AKCIIEpUMEHTANIbHO [124].

Eme onHuM mpuMepoM SKCTIEPUMEHTAIIBHO MOATBEPKACHHOMN PErysIiiU SIBIISIETCS
perynsaTop reHoB HykiaeoTua peaykraz NrdR. [lepBoHavyanbHO 3TOT GEIOK M €T0 POJih B PETYIISIINT
reHoB nrdDG ObUH nipeacKa3zansl MeTogaMu ononHdopmatuku [103], a 3aTem ObLTH MOTyYEHBI
IKCIIEPUMEHTAJIbHBIE OATBEPKAeHUS 3TOrO [125, 126].

WNurtepecna Taxxke u uctopus ucciaenoanuss PHK-mepexmrouareneii (riboswitches). PHK-
MepeKIIoUaTe TMPENCTaBIAI0OT co0oil mocnenoBarenbHocth PHK, cnocoOHBIE mnpuHUMATH
albTEPHATUBHBIE BTOPUYHBIE CTPYKTYpPhl B 3aBUCUMOCTH OT B3aUMOJIEUCTBHS C MaJbIMU
MOJIEKYJIaMH, YTO I[IO3BOJIIET MM ydacTBoBaTh B perymsauuu. IlepBeim wu3BectHbiMm PHK-
nepekimoyarenem ctan POH-snement, perynupyromuii 6nocunTe3 pubodnaBuHa (ButamuHa B,),
CTPYKTypa U MEXaHHU3M KOTOPOro ObUIM HM3HAuYaJIbHO MpelIcKa3aHbl METoJaMu OHOMHGOpPMaTUKU
[35, 36] a 3atem y:ke MOATBEPKACHBI SKCIIEPUMEHTAIBHO [34].

Crnenyrouum 061 n3yden PHK-niepexiouatens, peryIupyronui CHHTe3 THaMUHa (BUTaMUHA
B)). Kak m B mpenmpigymieM ciiydae, BHaudajae ObUI TPEIJIOKEH MEXaHWU3M €ro JCUCTBUS H
MpeaCcKa3aHbl peryadpyeMble WM TeHbl [37], a 3aTeM TOJy4eHbl HKCIEPUMEHTAIbHBIC
noaTrBepxkaeHus [127].

UccnenoBanne PHK-mepeximtouatens, KOHTPOJMPYIOIIETO TeHBl CHHTE3a KoOanmaMuHa
(BuTamuHa Bj;) mpoucxoamsio mo ToM ke cXeme: Mociie MPEeACKa3aHHOT0 MEXaHU3Ma PEryJisaiuu
[38] 6BLTO MOTYUEHO IKCIIEPUMEHTAIbHOE TToATBepKAcHUE [128].

PHK-nepekmtouarens, perylmupyommi OMOCHHTE3 METHOHMHA M METaboJIM3M S-aleHO3MII
METHOHHHA, HA000pOT, BHAYaJe ObLT M3YYeH dKcIepuMeHTanbHO [129-131], a yke 3areM MeTogaMu
CPaBHUTEIHLHOM T€HOMHUKHU ObUIM ClIeNaHbl MPEACKa3aHusl O PEryJIUPYyEeMbIX UM IeHaX B pa3iIM4HbIX

OakTtepusx [39].
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B cnywsae xe Lys-ameMeHTa, KOHTPOJMPYIOUIETO TeHbl OHOCHMHTE3a, TpaHCHoOpTa U
karabonuszma nu3uHa, OuomHpopmatuueckue [40] u skcnepumeHTanbHbie [132] wmccnemoBaHus
OBLIH MPOBEICHBI MPAKTUYCCKU OJJHOBPEMEHHO HE3aBHCUMBIMU TPYIIIIAMHU.

Takum 00pa3zom, cpaBHUTEIbHAS T€HOMHUKA MPEACTaBISET CO00M MOIIHBIA MHCTPYMEHT AJIs
UCCIIEIOBaHMSI PEryJsiiii TeHOB TMpokapuoT. B Hacrosimedr pabore BHHMMaHHE OBLIO
COCPEIOTOYEHO Ha JBOJIONUU PETYISITOPHBIX B3aUMOJICHCTBUN, U B KadecTBE MPUMEPOB ObLIN
pPaccMOTPEHBI CIAEAYIOIINE CUCTEMBI:

- oOemok FruR (Cra), perynasiTop IEHTpPaJIbHOTO METa0O0JM3Ma, SBOJIOIMOHUPOBABIINNA W3
JIOKAJIbHOTO PETyJsTOpa PPYKTO3HOTO ONEPOHA;

- romonoruyabie Oenku PurR m RbsR, mpomsomenmme myTem IymiauKamud OT OOMIETO
MpEAIIEeCTBeHHUKA;

- 1inobanbHbIe perymsaTopbl Fnr, ArcA u NarP, ocymiecTBistomye KOMIUIEKCHBIM KOHTPOJIb

T'CHOB JbIXaHHU.

1.3. FruR (Cra) — peryJsitop neHTpaJbHOro0 MeTado1u3Ma

Benok FruR Ob1 mepBoHauanbHO OMMCaH Kak perpeccop omnepoHa fruBKA Oakrepun
Salmonella typhimurium, obGecnednBaiOUIeT0 TPAHCIOPT M HayalbHBIE JTambl KaTaboim3ma
GpyKTO3BI, 32 YTO U MONXYy4ns cBoe Ha3Bauue [133]. [lanpHeilmme uccnenoBaHus 3TOro (akropa
TPAHCKPUIIIIMKA TOKa3ainu, 4yTo B E. coli maHHBIA OEIIOK KOHTPOJHMPYET IKCIPECCHIO0 OOJIBIIOTO
Yyucjia TeHOB, BOBJICUCHHBIX B PA3jIMYHBIC MPOLECCHI IEHTpajdbHOro Meradonusma [134-136]. Ha
OCHOBAHMHU HOBBIX MOJYYEHHBIX JNaHHBIX Oenok ObuT mepemmeHoBaH B Cra (catabolite repressor-
activator) [137]. B Hacrosimiee Bpemsi B Hay4yHOH JIMTEpAType YMOTPEOISIOTCS 00a yMOMSHYTBIX
Ha3BaHMUSL.

AHanmM3 aMHHOKHCIIOTHOM TIociieioBaTenbHOCTH Oenka FruR moka3an ero mpuHaaiexHOCTh K
6enxoBomy HajcemeiictBy Lacl-GntR. ITogo6HO MHOTUM npyruM OenkaMm JaHHOTO HaJCEMEHCTBa,
FruR conepxur nBa nomena. N-koHueBoil nomeH sBisiercss JJHK-cBsI3bIBaBaronuM U COACPKUT
HTH-nocnenoBarenbHOCTh, TOrAa Kak C-KOHIIEBOW JJOMEH YYacTBYET B CBA3BIBAHMM JIMTAHIIOB U
TOMOJIOTUYEH JIUTaH/I-CBSA3bIBAIOIINM JOMEHAM MEPUIIIA3MAaTHUECKUX PEIENTOPOB yriaeBo 0B [137,
138].

B psine sxcniepuMeHTOB ObLTO MTOKa3aHO, 4TO B OTCYTCBHH 3¢ dekropoB Oenok FruR cnocoben
CBS3BIBATHCA C COOCTBEHHBIMH CalTaMH B BHJAE ToMoTeTpamepa. Hammuwme ke 3¢dekTopos,
dbpykTo3a-1-pochara wu/unu ¢pykrosa-1,6-mudochara (Puc. 1.4), mpensTCcTByeT CBA3BIBAHUIO
daxTopa Tpanckpunuuu ¢ JJHK, npudem s dexTops! paznuuatorcs no crenenu Boszaeiictus JJHK-
CBSI3BIBAIOIYIO cHocoOHOCTh Oenka. Tak, Ans MpenoTBpamieHHs] CBS3bIBAHUA JIOCTATOYHO

MUJUTUMOJIIPHBIX KOHIIEHTpanuii (pykros3a-1,6-qudochara w Bcero Wb MHUKPOMOJISIPHBIX
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KOHIeHTpauui ¢pykro3a-1-dpocdara [137, 139, 140]. B 3aBucumMocTH OT MOJOXKEHHUS caifTa
CBSI3BIBAHUS OTHOCUTEIBHO MPOMOTOpA PEryaupyemMoro omepoHa, 0emok FruR moxker ObITH Kak
penpeccopoMm, Tak u aktuBatopom [137, 140]. Takum oOpa3zom, MpH HATUYUU JAOCTATOUHBIX

KOHIEHTpalui 3QPeKTopoB MPOUCXOAUT ACPENPECcCUsi OJHUX FeHOB U AeakTuBauus apyrux (Puc.

1.5).

¢pyxroza-1-pocar ¢pyxroza-1,6-1udocar
HO ®-o
o OH o OH
HO HO
O- O-
OH ® OH ®

Puc. 1.4. DpdexTopnl aas 6eaka FruR

-35 -10 caiir

AKTHBaNUsA Penpeccus

®

dddexTop

ONO 20
o a
T D>

calr caT

NnakTnBanns depenpeccus

Puc. 1.5. Moaeas FruR-3aBucumoii peryasinuu
YcioBHBIE 0003HAUEHUS: «CAlT» - CAalT cBA3bIBaHUA FruR, «-35» 1 «-10» - mociieqoBaTeIbHOCTh
npomotopa, «PHK-II» - PHK-nonumepasa.

Haun6onee nonpodno FruR-3aBucumas perymnsmus Oblna uccnenoaHa B E.coli, Tne maHHBIA
(dakTOp KOHTPOJHPYET SKcIpeccuio reHoB (ocdorpanchepasubix cucrem (fruBKA, ptsHI-crr,

mtlADR), rnukonu3a U riatoKoHeoreHesa (pgk, fbaA, pfkA, glk, pykF, ppsA, pckA), nytu DHTHEpa-
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HynopoBa (edd-eda), nenrozodocharnoro mytu (epd), nmMkiIa TPUKAPOOHOBBIX KHUCTOT (icdA),
rIMoKcuiaTHoro nytu (aceBAK), ankoroinb aerugporenassl (adhE) u HUTpUT penykTassl (nirBDC-
cysG). llogpoOnas nndopmarus o renax FruR-perymnona npencrasnena B Tabm. 1.1 u na Puc. 1.6.

B nenom perymsnumst 3a cuer FruR 3akmrowaercs B crnenytoniem. B orcyrerBue 3¢ dexTopon
oenok-perynstop cBszeiBacTcs ¢ JIHK, pempeccupys TeHbl, HEOOXOAUMBIE ISl TPaHCIOpPTa H
Kara0omu3Ma CcaxapoB W AaKTHBUPYS TEHBI, HEOOXOJMMEBIE [JIs TPOIECCOB TIIOKOHEOTEHEe3a.
[osiBnenune sxe B kieTke 3((HEKTOpoB, CBHICTEILCTBYIOIIMX O HAJTUIMU YTJIEBOJOB B CpEAE,
NPUBOAUT K Jepenpeccuu TeHoB (dochoTpaHcdepa3HbIX CHUCTEM, TIHKOJIW3a, MyTH JHTHEpa-
HynopoBa u nenrozodocharnoro nytu. Ilpu 3TOM HMHAKTUBHpYETCS HKCIPECCHs] T'€HOB IIMKIA
Kpebca, rmmokcunmaTtHoro myTd W Titokoneoreneza [135, 137, 138]. Takum o6Gpa3om, FruR
o0ecrieynBaeT MNEPEKIIOYCHNE MEXAy aHaOOIu3MOM M KaraboJM3MOM caxapoB, B CiIydae

HEJ0CTaTKa caxapoB aKTUBHPYs aHA0OINYECKHUE ITYTH, a B CiIydae UX U30bITKa — KaTaboJInYeCcKue.

Taoauua 1.1. @®ynukuuu renoB FruR-peryiona E. coli
YKkazaHbl CCBUIKM Ha pabOThI, B KOTOPBIX 3KCIIEPUMEHTAIBHO MoaTBepxkaeHa FruR-3aBucumas
peryssums sl JaHHOTO OIIEPOHa.

Onepon DYyHKIUH I'CHOB OlEPOHA Ccebliku

I'ennl, penpeccupyembie FruR

fruBKA ®pkyro3zo-creruduunas GocporpanchepasHas cucrema,; [140]
(hpKyTO30-KHMHA3a

epd-pgk-fbaA | Dputpo3za-4-dhocdat neruaporeHasa; pocdormuiepar KuHasa; [135]
dbpykTo3a-hocdar aapaoiaza

prkA ®pykro3a-6-pocdaT kuHA3A [139]

glk ['mroko30-kuHa3a [141]

edd-eda docormokoHaT AeruapaTasa; 2-KeTo ajbIoiaza [135]

pykF IIupyBaT-knHa3a [134]

adhE AJKoroJpieruaporeHasa [142, 143]

mtIADR Mannuron-crenuduunas Gocporpanchepasnas cucrema [135]

ptsHI-crr OO6mmit kommoHeT GocdoTpanchepasHbIX CUCTEM; TIIFOKO30- [136, 140]

cneunpuynas pochorpancdepasHas cuctema

I'ensl, akTuBupyembie FruR

icdA M3onurpar-geruaporenasa [140, 144]
aceBAK Marnar-cuHTasa; u30UUTpaT-Inas3a [140]
ppsA dochoeHOMUPYBAT-CUHTA3a [140]
pckA Kap6okcukunasa pocdoenonnupysara [135]

nirBDC-cysG | lluTonna3maTuyeckasi HUTPUT-PEIYKTa3a [145, 146]




25

DpykTo3a Manuuton Imokosa

0 Gochoenommpysar
fko Docdoerommpysar
O Tnpysar

> 0 Pochocommpysar
O Manmmron-1-ocdar

ONAD N> O ipysar

N> 0 [1pysar [mR]

O NADH+H
pgi T'moko3a-6-docdar - Imoxo3za
©] @]

@)
DpyKTo3a-6-ocdar
ay ) e

— o ®pykroza-1,6-6udocdar

[fbad]
fbaB

Q Cenorenrynosa-7-gocar

Qo

®pykroza-1-pochar

Q Q Dpurponar-4-pocdar
Ipurposa-
4-ocdar

o o
JluruapokcnaneTos- O4—>O NADH+H NAD'

docdar Tnuuepansaerna-3-gocdar
O NAD™
NO, gapA
@] O NADH+H'
O NADH+H Ilmmepdl 1,3-6udocdar
® NAD Q 3_pocormmepar
e} gpmA - o;»o
NH, B 2-KeT0-3-1€30KCH- 6-®ocdormioxonar
spm
rokoHaT-6-ochar
O

gpml

2-ocormuepar

O Docpoenonnupysar

pykA

Tupysar Q

y 0 NAD"
(010 ¢ \ KoAO

aceEF-IpdA |— pdhR

0,0

O NADH+H"
AuerunKoaQ f \ \ O Sraron
[}
‘A KoA
st Onapr-n” ONa
Tlurpar
Okcanoanerar o
© O koA A
NADo acn
acnB
ma [acek |
NADH+' o a Q Msouurpar
Mauar g o NAD
fumA l'.mokcu.m'ro -
fums|
fumC
O ermK o
Dymapar O nerii-KoA KoA a-Ketormyrapar
O KoA <
NAD
FADH.Q °
sucAB
sdhCDAB

o KoA

5 o
FAD o 0o o NADH+H
CykimHat

Cyxumnnn-KoA
sucCD

Pucynoxk 1.6. FruR-pery.on E. coli Ha ocHOBe IKCIIePUMEHTAJIbHBIX JTaHHBIX
PereCCpreMBIG ICHbI TMOMCYCHBI KpAaCHBIM, AKTUBHPYCMBIC — 3CJICHBIM. DduoaeToBBIM
BhIzIeNIeHBI AddexTophl asa FruR.

AHanmM3 TPOMOTOPHBIX 00JIacTel OIMEPOHOB, AIKCIPECCHUsT KOTOphIX perymupyercs FruR,
BBISIBUJI HaJMYUE B HHUX KOHCEPBATHUBHBIX OO0JIaCTEH, MNPEACTABIAIOMUX COOOW HECTpOTrui

nanuHApoM JAnuHOM 16 m.H. ¢ koHceHcycoM RSTGAAWCSNTHHW. Taxoke Obu10 MMoKa3zaHo, 4ToO
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JeBas 4acThb NMaJMHIpPOMA sBIseTCs 0ojiee KOHCEPBATUBHOM, YEM IIpaBas, YTO CBHIETEIBCTBYET O
pasHoii crenenu adduHHOCTH Oenka K pa3HbBIM monycaidtam. CrenyeT 3aMeTHTh, YTO Takas
acCUMMeTpusl HaOMII0laeTcs Kak JJIsl aKTUBAaTOPHBIX, TaK U pernpeccopHbIx caiftos [139, 147]. [lnsa
OOJBIIMHCTBA PETYIMPYEMBIX TI'€HOB OBUIO OOHAapYKEHO MO OJHOMY CalWTy cBsA3bIBaHUS FruR.

HckiroueHne cocTaBisieT JIUIIb OnepoH fruBKA, uMmeronuii aBa caiiTa B MPOMOTOPHOUM o0nacTu

[138, 140].

1.4. Peryasinust yrujm3zanuu pudo3nl

@aktop Tpanckpunuuun RbsR mpencraBnser coboii Oenok Lacl-GntR Hancemeiitcsa,
umeronuii N-konneBou JIHK-cBsi3piBaBarommii 1 C-KOHIIEBOH JIMTaH/I-CBSA3BIBAIOIINI TOMEHEL. B
opranusme E. coli naHHbIii O€JOK PETyJIHPYET IKCIPECCHUIO JHIIb oaHOoro omnepoHa rbsDACBKR
([148]). T'ensl rbsDACB xoaupylOT BBICOKO-CIEIM(PUUHYIO CHUCTEMY TpaHcropTta pu6o3bl [149],
TOTJAa KaK TNpOAyKToM reHa rbsK saBnserca ¢epmeHT pubozo-kunHaza [150]. B orcyrcrBue
s dexropoB dakTop RbsR cBs3bIBacTCS ¢ MPOMOTOPHOU 00JACTHIO rbs-ONIEpOHa, PEPECCUPYS €TO
skcnpeccuro. CalT cBs3bIBaHUA 3TOTO Oenka B E. coli mpeacTaBisieT co00i NaTMHAPOM JUTHHOU 20
n.H. u umeer nociaenosarenbHocTe TCAGCGAAACGTTTCGCTGA [148]. B mnpucyrctBue
pubo3sl, sBistomieiics dddexropom, RbsR muccommmpyer or JIHK, Takum obOpazom cHuMas

penpeccuto onepona (Puc 1.7).

RbsR

i

caiir

Penpeccnﬂ

-
Pudo3a

ﬁ:

35 -10 caiit

Jlepenpeccust

Puc. 1.7. Moaeans RbsR-3aBucumoii peryasinuu
VYcnoBHble 0603HaueHust: cM. Puc 1.5. I'en penpeccopa BbIJeNieH KpacHbIM MIPHPTOM.
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1.5. PurR - peryasitop 6MocuHTE3a MyPHHOBBIX HYKJICOTHAOB

bemox PurR mpencraBmsier coboit kiaccuueckuit  ¢akrtop Tpanckpunmuu Lacl-GntR
HajaceMeiicTa, umeromnil JIHK-cBs3piBaronmii N-KOHIIEBOM M JTUTaH/I-CBsA3bIBatomui C-KOHIICBOM
nomensl ([151]). PurR paGoraer Tonpko Kak pempeccop, W, B OTJIIMYHE OT ABYX OINHUCAHBIX BBIIIE
6GHKOB, CBA3BIBAHUC C COOTBCTCTBYIHOIIMMHU caiTaMu MNpoOUCXOAUT HE B OTCYTCTBHC, a4 B
MIPUCYTCTBHUE JINTAHJIOB, KAKOBBIMHU SIBJISIFOTCS TyaHWH U runokcanTuH (Puc. 1.8, 1.9). DToT 6emnok

cesa3Baercs ¢ JIHK B dopme romonumepa [152, 153].

THINOKCAHTHH ryaHuH

o) 0
1T 1T
LA L L
N™ N N" S N
H H

Puc. 1.8. d¢pdextopsnl nas 6esaka PurR

PurR

AddexTop

-35 -10 caiit
Penpeccust

Puc. 1.9. Moaeans RbsR-3aBucumoii peryasinuu
YcaoBHbIle 0003HaueHus: cMm. Puc 1.5.

OKCHepUMEHTAJIbHbBIE UCCIIEIOBAHUA PurR-3aBucumoint perynsauun baxTHuecKu
OTPAaHWYMBAIOTCS pabOTaMH, OMHUCBHIBAIONIUMHU perymsmuio B E. coli, 3a UCKIIOYCHHUEM
€IMHCTBEHHOT'O0 HWCCIEAOBaHMs, TpoBeneHHOTO Wit Salmonella typhimurium [154]. B E. coli

IyPUHOBBIA perpeccop, MOMUMO COOCTBEHHOro reHa (purR) W TeHOB OMOCHMHTE3a MypUHOBBIX
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HYKJIC€OTUNI0B (prsA, cvpA-purF, purHD, purMN, purT, purL, purEK, purC, purB, purA, guaBA),
KOHTPOJIMPYET TaKKe I'€HBbI, YYaCTBYIOUIME B OJM3KUX OMOXMMHYECKHX Mporeccax. K TakoBbIM
OTHOCSITCSI TEHBI CUHTE3a MUPUMUIUHOBBIX HYKIeoTHnoB (pyrC, pyrD, codBA), a30THOTO 0OMEHa

(speAB, ginB) n donaT-acCONMUPOBAHHBIX OJHOYTIEPOAHBIX coenuuennit (gcvTHP, glyA) (Tabm.
1.2, Puc. 1.10).
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Pucynok 1.10. PurR-peryJion E. coli Ha 0cHOBe 3KCIIePUMEHTAJBHBIX JaAHHBIX

KpacubeiM nomeuensl penpeccupyemMblie PurR ressi.

Uccnenoanusa PurR-3aBucHMO#l peryidiuy  BbISIBUIO HECKOIBKO 3aKOHOMEPHOCTEH BO
B3aMMOJICHCTBUM pEryisTopa ¢ calTaMu ero cCBsi3bIBaHUS. Tak, mepej BceMHU TIeHaMH ObLIN

OoOHapy>KeHbl NOTEHIMAJIbHBIE CAWThl CBSA3BIBAHMS O€JIKa, MPEACTaBISAIOMNE COOOH MaTuHAPOM
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nmuHOM 16 m.H. ¢ KoHceHCcycoM AGCGAAACGTTTCGCT [155]. Ilepen GOabIIMHCTBOM TE€HOB

HalIeHO 10 OTHOMY CalTYy CBSI3BIBAHMS UCCIIEAYEMOro Oeka, HCKIIIOUEHHUE COCTABIISIOT TeHbI purR

U purA, mepea KOTOPBIMH HaiiieHo mo aBa caiita [156, 157]. Bce oOHapyxeHHBIE CalThl ObUIH

HalJIGHbl MEXAY CTapTOM TPAHCKPUIILIMKU M CTApTOM TPAHCISALUU, KpOME ciiyudas purB, Tnie calT

CBSA3bIBAHUs O€llka pacrmoJyiaraeTcsi BHYTPH KOJMPYIOUIEH paMKH, B TIOJOXKEHUH +232 TL.H.

OTHOCHUTEJIBHO CTapTa TPAaHCKPUIILMUA. B TaHHON CHUTyaluu pernpeccusi OCYLLIECTBIISIETCS, 110 BCEH

BUJIUMOCTH, 33 CUET HHTHOMPOBAHUS JIOHTAIUU TpaHCKpumuu [158].

Ta6auna 1.2. ®yuxuuu reioB PurR-perynona E. coli
VKa3zaHbl CCBUIKM Ha pabOThI, B KOTOPBIX SKCIIEPUMEHTAIBHO NoATBepkAeHa PurR-3aBucumas
peryiaauda sk JaHHOT'O OIICpOoHa.

Onepon DyHKIHUH IeHOB ONEePOHA CchLaku
purR Penpeccop mypuHOBOTro peryiona [156, 159]
prsA dochopudozun nupodocdar (PPIID) cunrteraza [11]
cvpA-purF | ®aktop cuHTe3a KonmuuHa V; rimyraMua-OPIID [160, 161]

amuioTpascdepasa
purHD Dochoprdo3nITaMIHONMHUIA30IKApOOKCHITAMU [12]
dopmunrpancdepaza, UM nuknoruaposnasa; riMuuHAMUA
KMHOCUHTETa3a
purMN AMuHOMMHIa3051pruO03MIdochaT-cCHHTETa3a; TITUITHHAMU/I- [12, 159]
pubosundocdar popmunrpanchepaza N
purT ['munmaamua-pudosundocdar hopmuirpanchepaza T [162]
purL OopMUITIHIMHAMUATUH-puO03uidocdaT cuHTEeTa3a [12, 159]
purEK N°-kap6oKCHAMIHOMMHIA301I-PHOOHYKICOTH MyTa3a; N - [12]
KapOOKCHaMUHOMMUIa301-pPHOOHYKIICOTH I CHHTA3a
purC dochoprdo3uTaMUHONMHUIA301-CYKITMTHOKApOaMul CHHTETa3a [159]
purB AJIEHUJIOCYKIIMHAT JIha3a [158, 159]
purA AJIEHUIOCYKIIMHAT CUHTa3a [157]
guaBA HUM® nernnnorenasa; I M® cunrerasa [159]
pyrC Kap6amounacmaprar aeruaparasa [163]
pyrD JuruapoopoTat aeruaporeHasa [163]
codBA TpancnopTep HUTO3WHA; ITUTO3WH JcaMUHA3a [164]
speAB ApruHuH aekapOOKCcHiIa3a; arMaTuHa3a [11]
glnB Perynstop accummiisinuu a3oTa [11]
gcvTHP benku cucreMsl paciienieHus riavuuaa [165]
ghyA CepuH rugpokcumeTuiaTpanchepasa [166]

Bruto Takxke 3amedeHo, uto reHbl OuocuHTeza UM® u3 dochopubdozo-mupodocdara (prsA,

cvpA-purF, purHD, purMN, purT, purL, purEK, purC) uMerOT caiTbl, Oonee ONU3KHE K

KOHCEHCYCY, HEeXeH Apyrue peryinupyembie reHsl. Kpome Toro, Obu10 MOKa3aHo, YTO ISl TEHOB




30
cunaTe3a UM® PurR cHmkaer HHTEHCUBHOCTH TpaHCKpunuu Oosee yeM B 10-pas, Torna Kak yis

JPYruX T€HOB YPOBEHb TPAHCKPHUIIIMH B CIy4dae PEIpecCH CHIKaeTcs He Oojee, yeM B 3 pasa

[155].

1.6. I'nobanbHasi peryJiiMs reHOB JIbIXaHHUA
1.6.1. O61ue NPUHIUNBI YCTPOICTBA AbIXaTeJIbHBIX Henel 0akTepuii

JpixaHue mpeacTaBisieT cOOOW Tpollece MpEeBpaIlacHUsl YHEPTUU XUMHUYECKUX PEaKIHni B
DHEPrUI0 TPAHCMEMOPAHHOTO SJIEKTPOXMMHYECKOTO TpaJMeHTa. BMOCIEACTBUHM SHEPTUs ITOTO
IpaJiieHTa MOXeT OBbITh MCIIOB30BaHa KJIETKOM JJIs Pa3lnYHbIX Lene, Takux kak cuHre3 AT u3
AJI® nim IBUKEHHUS )KTYTUKOB.

OpHol W3 OTIMYUTENbHBIX OCOOEHHOCTEH MPOKAPHUOTUYECKUX OPraHU3MOB SIBJISIETCS
HaJM4Yhe€ MHOKECTBEHHBIX JbIXaTEIbHBIX LIEMEH, IMO3BOJAIONIMX HCIOIb30BATh Pa3JIMYHbIE
OpraHWYECKHe W HEOpPraHWuYecKue cyOcTparbl. Bce wu3BecTHBIC IbIXaTeNbHBIC MM OaKTepuid
MMEIOT MOJYJIBHOE CTPOEHHE, TO €CTh COCTOSIT M3 OTAEIbHBIX 3ameHseMbiXx ydactei (Puc. 1.11).
TakuMu yacTIMU SBISIOTCS:

- JIeTHAPOreHa3bl JOHOPOB 3JIEKTPOHOB, OCYLIECTBIISIOIINE PEAKIIUN OKUCIICHMUS;

- XHWHOHBI, MeMOpaHO-PACTBOPUMBIE TIEPEHOCUYUKH IIEKTPOHOB;

- OKCHJIOPEIYyKTa3bl aKIIENITOPOB AJIEKTPOHOB, OCYILECTBIISIOLINE peakiumn

BOCCTaHOBJICHHA.

NADH+H*

NADH-aeruaporenasa XHMHOHBI A3poOHas nuToxpom bd
OKCH/IOpenyKTa3a

%0,+2H" H.O
2

Pucynok 1.11. Ilpumep 0axkTepranbHOM AbIXaTeIbHON Henu

Jleruaporenassl U pelyKTasbl MpeAcTaBIeHbl MeMOpaHHBIMU OEITKOBBIMU KOMILIeKcamu. Kak
HpaBI/IJ'IO, BC€ KOMIIOHCHTHBI OJHOI'O KOMIIJIICKCA KO,Z[I/IPYIOTCH T€HaMu, BXOJALIMMU B GI[I/IHBII\/'I
OTIEPOH.

3a cuer 0co0Oro YyCTpPOWCTBA MBIXATCIBHBIX IIENEH, B KIETKE PEAKIUs OKHUCICHUS-
BOCCTAHOBJICHUA MG)KI[y I[OHOpOM nu aKl_IeﬂTOpOM B.HGKTpOHOB pa31[emleTc;1 Ha 1BC, HpI/I 3TOM
MEPEHOC DJIEKTPOHOB OT JOHOpa K aKUENTOpY OCYIIECTBIAETCS MOCPEJICTBOM XUHOHOB.

DakTHYECKH, B ABIXATEIHHOM IETH MPOUCXOIUT JBE PEAKIIUH OKHCIICHUsI-BoccTaHOBIeHUs. [lepBas
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peakuus, MpouCXoAsllas Ha JEruAPOreHa3HOM KOMIUIEKCE, NMPUBOAMT K OKHCIEHHIO JOHOpa
DJIGKTPOHOB M BOCCTAHOBJICHMIO XMHOHA JI0 XWHOJA. Peakiusi BOCCTaHOBJICHHUSI XUHOHOB TpeOyeT
HaJU4Ms B CpEJiEe MPOTOHOB, KOTOPHIE, B CBSI3U PACIOJI0KEHUEM AKTUBHBIX LIEHTPOB JETUIPOreHa3
BONIM3U BHYTPEHHEW CTOpPOHBI MeMOpaHbl, MOCTYNalT W3 IUTOIIa3Mbel. Bropas peakuus,
OCYLIECTBIISIEMAasl OKCUAOPEAYKTa3HBIM KOMIUIEKCOM, 3aKJIOYaeTCsd B OKHCICHUU XHHOJA [0
XMHOHA U BOCCTAHOBJICHUM aKLENTOpa AMEKTPOHOB. [IOCKONIBKY aKTUBHBIE LIEHTPHI JETHAPOTEeHA3
HAXOJATCS BOJHM3U BHEITHEH CTOPOHBI MEMOpaHbl, TO OCBOOOUBIINECS MMPOTOHBI BBIBOSATCS THOO
B IEPHUIIJIA3MATHYECKOE MPOCTPAHCTBO, JUOO0 BO BHemHIOW cpeny (Puc. 1.11). Takum oGpaszom,
JpIXaTelibHas 1IeNb 00ecrednBaeT MepeHOC MPOTOHOB M3 KIETKU uepe3 MeMOpaHy, TeM CaMbIM
co3/aBast JEKTPUUECKUN U XUMHUECKUN IpagueHT [167].

Pa3HOOOpasue ApIXaTeNbHBIX IIETe B KIETKE OCYIIECTBISETCS KOMOWHAIIMEH pa3TuIHBIX
JIeruaporeHa3 u okcuaopeaykra3. K Hacrosmemy MomeHty mis E. coli u3BectHo Oonee 10
JNETUpOoreHas U MPUMEPHO CTONBKO ke penykra3. PazHooOpasue e XMHOHOB HE CTOJb BEIHKO,
U3BECTHO JIMIIb TpPU THUMNA TMOCIEIHUX: YOMXWHOH, MEHAaXMHOH U JAUMETUIMEHAXUHOH.
Hcnonp3oBanue TOro Ui UHOTO TUIA XUHOHOB 3aBUCUT OT TOTO, KAKUE€ UMEHHO JETHIPOTE€HAa3bl U
peayKTa3bl MPUCYTCTBYIOT B MeMOpane [168].

OKHMCIHUTENTBHO-BOCCTAHOBUTENBHBIM MOTEHIIMAI UCIIONIb3YEMBIX ISl IBIXaHUS PEALIMI MOKET
BapbUpOBaTh B MIMPOKHUX mpeaenax: oT +0.43V (dopmuar) no +0.03V (cykuuHar) uist JOHOPOB U
or +0.82V (xucnopoxn) no -0.03V (dpymapat) akuentopsl. HeoObryaitHO mmpoko pasHooOpasue
KO(aKTOpOB, HUCHOJb3YeMbIX IJIsl JAbIXaHusA. Tak, B COCTaB JETHAPOTeHa3 U PEayKTa3 MOTYT
BXOJIMTHh MOJUOJIONTEPUHOBRIA KodakTop, noHbl HUKensa, DAJl, DMH, xene3o-cepHbie KiIacTephl,
U TeMHI a, b, ¢ U d. XapakTepHOH 0COOCHHOCTBIO ABIXATEIbHBIX IETe OaKTEepHil SIBISICTCS HATHIKe
HECKOJIBKUX H30(E€pPMEHTOB Ul OJHOTO JOHOpa, Hampumep, (opmuata umun HAJI-H, wm
aKIEenTopa 3JEKTPOHOB, HampuMmep, s kuciaopona win Hutpara (Puc. 1.12). Ilomumo Bcero
MpoYero, JAbIXaTeNbHbIC (EPMEHTHI OaKTepUil XapaKTEPHU3YIOTCS Pa3HOOOpa3HOM TOIOJIOTHEH.
[TepBas rpynma OenkoBbix KomruiekcoB, Takux kak FdoGHI, NarGHI u FrdABCD wumeer kak
ruIpouiIbHyI0, Tak W ruapodoOHy0 uyactu. Bropas rpymnma mpenctaBinseT  coOoi
TpaHCMEMOpPAHHBIE KOMIUIEKCHl C MPOTSHKEHHBIMU THAPO(POOHBIMU y4yacTKaMH, Hampumep,
CyoABCD u CydAB. Tpetbs e Tpymnma BKIIOYAET B C€0S MPOCTHIE AETUIPOTEHA3bI, COCTOSIIINE
U3 OJHOro Oenka, B ILEJIOM SBIISIFOMIETOCS THAPO(GUIBLHBIM U 3asKOPEHHOTO B MeMOpaHe JIHIIb
HECKOJBKUMH ruipooOHbIMU yyacTkaMu. K 3Toif rpymnme otHocsaTcs Takue 6enku, kak GlpD, Ndh,

u LctD [169].
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1.6.2. OcodennocTu peryasinuu apixanus E. coli
CrnoxxHasi cUCTeMa JbIXaTelbHBIX Ilemed Oaktepuil TpedyeT HE MeHee CII0XKHO
OpPraHU30BaHHOM PEryisluy, B TOM YHCIIE U HAa YPOBHE KCIIPECCUU T'€HOB, KOAUPYIOIIUX OENKu
JIBIXaTeNbHBIX KOMIUIEKCOB. B psijie uccnemoBanmii ObII0 BEISICHEHO, YTO KITFOUEBYIO POJb B JAHHOM
peryJsiliud WrpaeT HaJIMYHe AaKIENTOPOB JJIeKTpoHOB. [l Oaktepum Oonee 3¢ GHEKTUBHBIM
SABJIACTCA  HUCIIOJIB30BAHUC aAKOCHOTOPOB C HaI/IGOHBI_HI/IM OKHCJINUTCIBbHO-BOCCTAHOBUTCIbHBIM
MOTCHIUAJIOM, KaKOBBIM SABJISICTCSA KHUCIIOPOA. HOBTOMy B MPUCYTCTBHUU MOJICKYJIAPHOI'O KHUCJIOpOJda
E. coli akTMBM3HWpyeTCsl TPAHCKPHUIIIHS OIIEPOHOB a’pOOHBIX OKCHIOpemyKTa3. B ciydae ke
OTCYTCBUSI KUCIIOpO/Ia B Cpejie Haubosiee MpeAOYTUTEIbHBIMUA aKIENTOPaMH SIBIISTFOTCS HUTPAT U
HUTPUT, NIPU HAJIUYUHU KOTOPBIX B CPEIE HAYMHAIOT DKCIPECCUPOBATHCS I'€HBI CUCTEMBI HUTPAT-
HUTPUTHOTO JbIxaHud. Takum oOpazom, B E. coli perymasums AbIXaHUS pean3yercs IO
UEepapXUYeCKOMY MPHHIMIY, B COOTBETCTBHHM C HAJHMYHMEM B cpele Hauboyiee IHEPreTUYECKU
BBITOJTHOTO aKIIETITOpa AJIEKTPOHOB. Hanmmuume e JOHOPOB 3JIEKTPOHOB B Cpelie MPAKTUYECKU HE

OKa3bIBAaeT BIMSHUS HA HKCIIPECCUIO0 T€HOB KOMILJIEKCOB JIbIXaTeNbHbIX 1enei [170-172].
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Pucynok 1.12. MHuoroo0pa3sue apixateabHbIX ueneii E. coli
C OOKOB TOKa3aHbl CTaHOAPTHBIC PEIOKC-MOTEHUAIbl JJIsi COOTBETCTBYIOIMX pPEaKLUi
OKHCJIEHUSA U BOCCTAHOBJICHUS.

Jnst  peanuzaiu CIOXKHOM PETYIATOPHOM HepapXuu TpeOyeTcss HaJIudhe MHOXKECTBa
(axTOpPOB TPAHCKPUIIIMHU, YTO U peann3oBano ajs E. coli. Tak, OTBeT Ha HaJMYUE WK OTCYTCTBUE
KHCTIOpOJIa OCYIIECTBIseTcsl OenkoMm Fnr u nByKOMIOHEHTHOHW cuctemonr ArcB-ArcA, a 3a
pEaKIHI0 HAa HUTPAT U HUTPUT OTBETCTBEHHBI BYKOMIOHEHTHBIE cucTeMbl NarX-NarLL u NarQ-

NarP [168, 169, 173]. Kpome TOro, CymecTBIOT TakKe JIOKAJIbHBIC PETYIATOPHBIE CHUCTEMBI,
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OTBETCTBEHHBIE 32 PEAKIMIO Ha Ma03(h(PEeKTUBHBIE AKIENTOPHI 3JIEKTPOHOB U KOHTPOJIMPYIOIINE
AKCIIPECCHUIO BCETO JINIIL HECKOJIBKUX IeHOB. K TaKOBBIM OTHOCSTCSI CUCTEMA PETYJIALUN JbIXAHUS
TpumMeTHi-okeuoM azotra TorS-TorR [174, 175] u cucrema perynsauuu (pyMapaTHOTO IbIXaHUS

DcuS-DcuR [176].

1.6.3. Fnr: oTBeT HAa MOJIEKYJ/JISIPHBII KHCJIOPO]

benox Fnr, nepBoHayalbHO OTKPBITHIM KaK PETYJISATOP HUTPATHOrO AbIxaHus [177], sBisercs
OIHUM M3 TJOOATbHBIX (AKTOPOB TPAHCKPUIILKK, KOHTPOJHUPYIOIIMM MEPEKIIOUEHUE MEXKIY
a’pOOHBIM M aHA’POOHBIM MeTaboIM3MOM B KileTkax E. coli [26, 168, 170, 178-180]. DTtoT 6enok
NPUHAAISKUT K noaceMencTBy Fnr obmpHoro 6enkoBoro cemeiictsa Fnr-Crp [181]. On cocrour
u3 aByx gomeHoB, C-konueBoro JIHK-cBs3wiBatomero, u N-KOHIIEBOTO, OTBEYAIOIIETO 3a
JAMEPU3ALMIO U YYBCTBUTEIBHOCTh K KOHIEHTPALMAM MOJEKYJIIPHOrO KUciopoaa B cpeae [182].
Kak n GonpmmHCcTBO OenkoB Fnr-momcemeiictBa, Fnr E. coli comepxut B C-KOHIIEBOM JOMEHE
MOCIIEA0BATENBHOCT, HUCTEMHOB CTPYKTYpBl Cys-X3-Cys-X,-Cys-Xs-Cys, HE0OX0auMmyro s
dopmupoBaHus xene3o0-cepHoro kmacrepa [183]. DToT xenezo-cepHbli Kiaactep GOpMHUpPYETCS B
aHa’POOHBIX YCIOBHUAX, YTO MO3BOJIAET OCNKy auMmepu3oBaThes U cBsizbiBaThes ¢ JIHK (Puc. 1.13).
B aspoOHBIX ke ycIoBHSX, U3-3a OKUCIICHHUS >Kejle3a MPOUCXOIUT CHauaia MepecTpoiika >Kene30-
CepHOro KJilacTepa, a 3aTeM M ero paspymenue. Oba 3Tu mporecca SBISAIOTCS oOpaTuMbiMu. B
pesynbrare Oenok Fnr mpereprieBaeT KOHGOPMAIMOHHBIE M3MEHEHHs] U TepseT CIOCOOHOCTh K

nuMepu3anuu u cBs3biBanuio ¢ JJHK [184].

Pucynok 1.13. Mexanu3Mm akTuBanusa ¥ HHakTuBauuu Fnr

B ana’poOHBIX ycrnoBusx Fnr akTUBUpYET OKCIPECCHIO TEHOB aHa’pOOHOrOo W
MHUKpPOaIpOOHOTO MeTabom3Ma M, OJHOBPEMEHHO C ITHM, PENPEecCUPYeT TPAHCKPHIIIHIO T€HOB
a’pobHoro Metabonm3ma [185]. dynkiuu reHoB Fnr-perynona nepeuncnens! B Ta6m. 1.3. [Tomumo

3TOr0, JKCIPECCHsi MHOTHX T'€HOB perynupyercss Fnr omocpenoBanHo. [1o HEKOTOpBIM OllEHKaM,
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KOJIMYECTBO Takux reHoB mpesbimaer 130 [168, 170, 172]. Cnenyer Takke 3aMeTUTh, 4yTo Fnr
KOHTPOJIUPYET IKCIPECCUIO TEHOB APYTUX PETYISITOPOB AbIXaHUS, TakuX Kak arcA [186] u narXL
[187], a Takxke cobcTBeHHOrO reHa [188].
AHaNM3 peryIaToOpHBIX 00J1acTel KOHTPOIMPYEMBIX T€HOB, a TAK)KE Pl SKCIIEPUMEHTATbHBIX

MCCIICIOBAHUI TOKa3all, YTO CaWT CBsA3BIBaHHUSA Fnr mpenacTaBiisieT MHBEPTUPOBAHHBIA MOBTOP

nnuHou 14 n.H. ¢ koHcencycom TTGAT-4-ATCAA [185, 189].

Ta6auna 1.3. ®yuxuuu redoB Fnr-perynona E. coli
VKa3zaHbl CCBUIKM Ha pabOThI, B KOTOPBIX AKCIEPHUMEHTAIbHO NOATBEpKIeHa Fnr-3aBucumMas
peryisiuus Ui JaHHOTO OIEpOHa.

Omnepon DOYyHKIUH T'eHOB OllePOHA Cceblikn
I'ennl, akTuBUpyembie Fnr
dmsABC Penykraza numerui-cynbp@okcuia [13, 190]
hep-her Cuctema popMHPOBaHHUS KEJIE30-CEPHBIX KIACTEPOB [191]
narGHJI [{uTomnazmarnyeckass HUTpaT-peayKTasza [13]
narK Hutpar-HuTpuT anTUnoprep [13]
narXL JIByKOMITOHEHTHAsI CUCTEMA PETYIIALUNA HUTPAT-HUTPUTHOTO [187]
JIBIXBAHUS
nirBDC-cycG [{uronnazMarndeckass HATPUT-PEAYKTa3a [146]
nrdDG PuGonykneorun-tpudocdar penykraza [192]
nrifABCDEFG Ilepunnazmarudeckass HOITPUT-pEAYKTa3a [193]
yhjA Activation [194]
fdnGHI dopMuaT-IeruaporeHasa [195]
napFDAGHBC- Ilepunnazmaruyeckass HUTpaT-peayKTasa [196]
ccmABCDEFGH
focA-pflB Tpancnoprep ¢hopmuara; nupysar imasa [197]
hlyE I'emonusun E [198]
arcA ['1106aIbHBIN PETYIATOP ABIXAHUS [186]
I'ennl, pennpeccupyemsbie Fnr

moeAB benku 6nocuHTe3a MOIMOAONITEPUHOBOTO KO(hakTOpa [199]
cydAB Iutoxpom bd oxcunasza [200]
fnr I'oGanbHBIN PEryNaTOp ABIXaHUS [187, 188]
ndh NADH nerunporenasa [201]
yfiD Crpecc-unaynupyemas nupyBar Jima3za [202, 203]
hemA I'nyramun-TPHK penykraza [13]
hmp Jurunponrepuann peaykrasa u NO-1HMOKCHUTreHas3a [204]

1.6.4. JIBykomnoHeHnTHasi cucteMa ArcB-ArcA: oTBeT Ha OKMCJIUTEIbHO-BOCCTAHOBUTEIbHbII
CTATYC XMHOHOB

Benok ArcA, Takxe SIBISIONIUICS TJIOOATBHBIM PErYISTOPOM JIBIXaHUS, ObLT OTKPBIT IPH
U3YYEHHH DSKCIPECCUU SUC-TEHOB, KOAMPYIOUIMX CYKIMHAT Aeruaporenasy [205]. Drtor OGenox
SIBIIIETCS. YaCThIO JBYKOMIIOHEHTHOW cucteMbl ArcB-ArcA, tme ArcB mpexacrasnser coOoi

ceHcopHyto kuHa3y. Kak Obl10 mokazano, 6enok ArcB pearupyer Ha peIoKC-CTaTyc pacTBOPHUMBIX
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aHajoroB youxuHoHa [206]. Ha ocHOBaHHM 3TOr0 OBLIA MPEAJIOKEHA MOJIENb, COTIIACHO KOTOPOH B
OTCYTCTBHUE AKIIETITOPOB JIEKTPOHOB MPOUCXOAUT HAKOIIJICHHE BOCCTAHOBJICHHOM (DOPMBI XMHOHOB,
xuHonoB (Puc. 1.14). Ilpu 3TOM IpPOMCXOAUT BOCCTAHOBJIEHHWE LIUCTEMHOBBIX OCTAaTKOB ArcB u
pa3pbiB IUCYIb(UIHBIX MOCTHKOB, B pe3ylbTare 4ero KoHdopmauusi Oenka M3MEHSETCS U OH
CTAHOBUTCSA TpuoOpeTaeT KWHAa3HyK akTuBHOCTh [206, 207]. Ilpm »3TOM mpoUCXOaUT
dochopmmupoBanre ArcA, KOTOPBIK B pe3ylbTare MPHoOpeTaeT CocOOHOCTh K cBsi3biBanmio JJHK
(Puc. 1.15). CrexuomeTpus TaHHOTO CBSI3BIBAHUS IO CHX IOP OCTAETCSI CHOPHOM, HO OOJBIIMHCTBO
MCCIIEIOBATEIICH CKIIOHAIOTCS K TOMY, 4TO ArcA cBsi3biBaeTcs B Buje oauromepa [208, 209]. Takum
obpazoM, ArcA paeicTByeT Kak (pakToOp TPAHCKPHUIIIMK B aHA’POOHBIX YCIOBHSIX, M, MO BCEH
BUJMMOCTH, IEPEKIIOYaeT METa0OoJIM3M C JAbIXaHUS Ha OpOoXEeHHe, O YeM CBUACTEIbCTBYET
penpeccus UM TPaHCKPUIIIMM MHOTHX T€HOB a3poOHoro Meradonusma (Tabdm. 1.4).

CtpyKkTypa caita cBsI3bIBaHUSA ATCA 10 HACTOSIIETO BPEMEHHU ocTaeTcsi cropHoil. C omaHOM
CTOPOHBI, CBA3BIBAHHE B BHJIE€ OJUTOMEPOB HABOJIUT HA MBICIM O CUMMETPHUUHBIX caiiTax. bonee
TOT0, HA CHMMETPHIO CaiiTa yKa3bIBaeT M MPUHAJICKHOCTh JAaHHOTO Oenka K nojacemeiictsy OmpR-
PhoB, anst 6e1K0B KOTOPOTO XapakTepHbI CaThl B BUJE NMpsAMbIX oBTOpoB [208]. Tem He MmeHee,
KOMITBIOTEPHBIM ~ aHAIM3  PETryISTOPHBIX  obOjacTteli reHOB  ArcA-peryioHa  OOHapyKHII
MOCJIeIOBATEILHOCTh 0e3 BHyTpeHHer cumMmerpuu (Puc. 1.16) [210]. Bompoc o ctpykType caiita

cBsA3bIBaHUA ArCA u3yueH B paszzene 5.2.2.

Kunasnaa
AKTUBHOCTD

Pucynok 1.14. Mexanu3M akTHBaIUsA U HHAKTUBaUNU ArcB
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Q Q Q QQ
ArcB ArcB

Pucynok 1.15. Mexanusm B3aumojeiictBusi ArcB u ArcA

=

Ta6auna 1.4. ®ynkuuu reHoB ArcA-peryJiona E. coli
VYka3aHbI CCBIIKM Ha pabOThI, B KOTOPBIX KCIIEPUMEHTAILHO MOATBEPKACHA ArcA-3aBucumMas
peryiauuda it JaHHOT'O OIICpOoHa.

Onepon DyYHKIHUYU F€HOB ONEpPOHa Ccebuiku
I'ensbl, akTUBUpPYeMblIe ArcA
cydAB [{utoxpom bd oxcuaaza [211]
moeAB benku 6rocuHTe3a MOIMOI0NTEPUHOBOTO KO(aKTOpa [199]
I'ensl, penpeccupyembie ArcA

sdhCDAB-sucABCD | CyKuyHaT JeruaporeHasa; 2-KeToriayTapar [211]
JETUIPOTeHas3a

gltA Hutpar cunTaza [211]

fadBA Kommiekc okuciaeHus sKMPHBIX KUCIOT [212]

fadD Annn-KoA cunTasza [212]

icd H3ouurpar neruaporenasa [213]

sodA Cynepokcu aucmyrasa [214]

lldPRD Tpancnoprep nakTata; penpeccop onepona lldPRD; [211]
JIAKTaT NETHAPOreHa3a

fadL Tpancnoprep >KUPHBIX KUCTOT [212]

fadE Ammn-KoA neruaporenasa [212]

fadll Kommuiekc okucieHus sKUpHBIX KUCIOT [212]

aldA Anpaerua neruaporeHasa [215]

glcDEFGBA CyOBbeAMHUITBI TIMKOIAT OKCH/Ia3bl; TPAHCIIOPTEPHI [216]
TJIMKOJIATa; MaJlaT CHHTAa3a

ptsG KoMroHeHT rimoko30-cnenuuanoin [217]
docdorparcdepazHoil CUCTEMBI

rpoS AJIbTEpHATHBHBIN G-(akTop [218]

uvrA KoMIIoHEeHT cucTemMbl SKCLIM3UOHHON pernapanun [219]
OCHOBaHUH
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hits

Pucynok 1.16. luarpamma Jloro a1 caiiToB cBSI3bIBaHUS ArcA
[Io ropu30OHTAJIBHOW OCH YyKa3aH HOMEP NO3MIMKM HYKJIEOTHAA, MO BEPTUKAIbHOU —
uH(OPMAIIMOHHOE COJIEpXKaHUe MMO3UIMU B OuTax. BhicoTa crosdiia mpomopiuoHaTbHA
MH(OPMALIMOHHOMY COJIEP’KaHUIO JAHHOM MO3UIUU, OTHOCUTENbHAS BHICOTA KaX/10H OyKBBI
COOTBETCTBYET YaCTOTE HYKJICOTH A B IAHHOU IMO3UIINH.

1.6.5. Peryasiuusi HUTPAT-HUTPUTHOTO JAbIXaHMsI: IBYKOMIIOHeHTHbIe cucTeMbl NarX-NarL n
NarQ-NarP

Cucremsl NarX-NarL u NarQ-NarP npezacrasisitor co60ii ABe MomapHO rOMOJIOTHYHBIE AP
U3 CEHCOpHOM kuHa3bl U perynstopa [220]. B npucyrctBun 3¢ekTopoB, KOTOPHIMU SBISIOTCS
WOHBI HHUTpaTa W HUTPUTA, CEHCOpHas KuHa3a aBTodochopumupyercs u dochopuiupyer
perymnsTop, KOTOphIH B pe3yibTare mproOpeTaeT crnocodHocTh cBs3biBaThes ¢ JIHK. Jlns sroi
YABOCHHOM JIBYKOMIIOHCHTHOM CHCTEMBI XapaKTEepEH CIOKHBIA XapakTep B3auMOJICUCTBUM,
BKJTIOYAIONIUI B ceOs TpH YpOBHS — B3auMoJjeiicTBrue 3p(GEeKTopoB ¢ KMHA3aMHU, B3aUMOJICHCTBHE
KMHa3 C PEryJIATOPaMU U B3aUMOJICUCTBUE PEryasaTopoB ¢ caiitamu (Puc. 1.17). Tak, kuna3za NarQ
criocoOHa B3auMoeiicTBoBaTh ¢ obenmu O6enkamu Narl u NarP, Torna kak NarX B3aumoneicTByer
tonbko ¢ NarL. ITpu sToM XapakTep B3auMOACHCTBUN 3aBUCUT OT d(QeKTopa — B MPHUCYTCTBHE
Hutpata NarX ¢ocdopmmupyer Narl, a B mpucyrcTtBue HuTpuTa — AeHocHOpHIUpYeT, TaKUM
oOpa3om wmHaKTHBUPYs ero [221, 222]. Kpome Toro, 6emok Narl. crmocoOeH CBS3BIBATBHCS Kak C
caritamu NarP, Tak u cBouMH COOCTBEHHBIMH, YTO aBTOMATHYECKH JenaeT NarP-peryinon gacTteio
NarL-perynona [221-223]. B nononHeHue Ko BceMy, TeHBI O€TTKOB PETYJISTOPHBIX CHCTEM CBSI3aHbI
MEXy co00# CeThIO PEerymsiTOpHBIX KackamoB [221, 222, 224]. Ckopee BCEro, CTONb CIOKHAs
crucTeMa BO3HHKIJA H3-32 HEOOXOIMMOCTH OTBeuaTh cpa3dy Ha JBa 3¢¢eKTopa, KOHIEHTpAIUU
KOTOPBIX TECHO CBSI3aHBI MKy CO00ii.

B npucyrctBun 3¢ dekTopoB OenKHU pEryiasTOPHBIX CHCTEM AaKTHUBUPYIOT T€Hbl HUTpPAT- U
HUTPUT-PEIYKTa3, a TaKkKe TeHbl HEOOXOAMMBIX Uit (OPMUPOBAHHS IBIXATENbHBIX IICTICH
neruaporenas. Ilpu stom pempeccupyercs sKcmpeccus T'eHOB MeHee I(PQPEKTHUBHBIX pPEIyKTa3
(Tabxn. 1.4, 1.5). Kpome Toro, Ha sKcnpeccuio HeKOTOpbIX reHoB Oenku NarP u NarL Bnusror mo-

pa3Homy. Tak, TpaHCKpumuusi onepoHoB nap u nrf aktusupyercs NarP, Ho penpeccupyerca Narl



38
[196, 225]. B ycrnoBusix CTONb CI0KHON PETyJSLUN UMEET CMBICT TOBOpUThH 00 o6mem Narl/NarP-

peryJoHe.

a) 1\19 0) NO;)

Pucynok 1.17. B3aumoaeiicTBusi B cucTeMe peryJsiiiid HUTPAT-HUTPUTHOIO AbIXaHHUA

ToHKMMM CTpelKaMu T[OKa3aHbl B3aUMOJICHCTBUS MEXAY PEryIsTOpaMH U CalTaMu.
ToncTeiMu CTpeIKaMU — B3aUMOJICMCTBHUS CEHCOpHAs KHHA3a-peryasiTop (3€JIeHbIM —
AKTUBAIUS, KPAaCHBIM — MHAKTUBAIUs). B3aumoneiicTBust Mexay 3h(HeKTopoM U CEHCOPHOI
KMHA301 MOKa3aHbl MYHKTUPHBIMU CTPEIKAMHU.

CtpykTypa caiita cBs3biBaHus Oenka NarP Xopomro W3BeCTHa: OH TPENCTaBisIeT COOOM
VMHBEPTUPOBaHHBIN NOBTOP JUIMHOHN 16 m.H. ¢ koHceHcycoM TACSSWTNNAWSSGTA [223]. YUto
ke Kacaetcs cTpyKrypbl Narl-caiiTa, To HECMOTpsl Ha TO, YTO ATOT OENIOK OBUT OOHAPYXKEH MOYTH
30 ner Hazax [226], M0 cuX MOp B JHTEpPAType HET €IUHOTO MHEHHUS O CTPOSHWUU €ro caira
cBs3BaHusl. Tak, mo oguum cBeneHusM, Narll cBs3bIBaeTCs ¢ OAMHOYHBIMU CaiTaMU ¢ KOHCEHCYCOM
TACSSWT [227], no npyrum — €ro MOTHB He oTiuyaeTrcsi oT TakoBoro majsi NarP [228], mo
TpeTbuM — NarL. CBS3BIBa€TCS C MOBTOPAMHU OJIMHOYHBIX CAUTOB, HAXOSAIIMXCS HA paccTOsHUU 13-
14 m.H. [229]. HekoTopsie mcclienoBaTeI CYUTAIOT, YTO JAHHBIM OEJIOK MOJKET CBSI3BIBATHCS C

JIIOOBIMHA KOMOMHAILIMSIMH OQUHOYHEIX caiiToB [223].
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Ta6auna 1.5. ®ynkuuu redoB NarL -peryiona E. coli
VkazaHbl CCBUIKM Ha paOOThl, B KOTOPBIX 3KCIIEPUMEHTAIbHO NoaTBepxkaeHa Narl-3aBucumas

peryJisinus Ui JaHHOTO ONEPOHA.

Omnepon DOYyHKIMH T'eHOB OllePOHA CcebLikn
I'ensl, akTuBupyembie NarL
nirBDC-cysG [{uronnazMarudeckass HATPUT-PEAYKTa3a [225, 230]
narGHJI [{uTomnazmarnyeckass HUTpaT-peayKTasza [220, 231]
narkK Hurtpar-HuTput antunoprep [232, 233]
fdnGHI dopMuar geruaporeHasa [195]
nuoA-N NADH nerunporenasa [234]
focA-pflB Tpancnoprep ¢hopmuara; nupyar jmasa [235]
hep-her Cucrema GopMUPOBaHHUS KEJI€30-CEPHBIX KIACTEPOB [191]
narXL JIByKOMITOHEHTHAsI CUCTEMA PETYIIALUNA HUTPAT-HUTPUTHOTO [224]
JIbIXaHUS
narP Perynsitop HUTpaT-HUTPUTHOTO JABIXAHUS [224]
narQ Cencopnas kunaza 6enkoB Narl u NarP [224]
I'ensl, penpeccupyemsbie NarLl

napFDAGHBC- [Tepumazmaruyeckass HUTpaT peayKrasa [196, 236]
ccmABCDEFGH

nrifABCDEFG IlepunnazMarudeckass HUITPUT peAyKTas3a [225, 230]
frdABCD dymapar peaykrasza [237]
dmsABC Penykrasa numeTni-cynbdokcuaa [238]
torCAD PenykTaza TpumeTni-okcuia a3ora [239]

Ta6auua 1.6. ®ynkuuu reioB NarP -perynona E. coli
VKa3zaHbl CCBUIKHM Ha pabOThI, B KOTOPBIX SKCIIEPUMEHTAIBHO NMoATBepkAeHa NarP-3aBucumas
peryisinus Ui JaHHOTO OIEpOHa.

Omnepon DOYyHKIWH T'eHOB OllePOHA CcebLikn

I'ennbl, akTuBUpyembie NarP
nirBDC-cysG [{uTomnazMarnyeckas HUTPUT-PEAYKTa3a [225, 230]
napFDAGHBC- | Ilepunna3marudeckas HUTpAT peayKrasa [196, 236]
ccmABCDEFGH
nrifABCDEFG IlepunnazmMaruyeckass HAITPUT peAyKTas3a [225, 230]
fdnGHI dopMuar geruaporeHasa [195]
nuoA-N NADH nerunporenasa [234]
focA-pflB Tpancnoprep ¢hopmuara; nupyar jmasa [235]
hep-her Cucrema popMHUPOBAHUS JKEJIE30-CEPHBIX KIACTEPOB [191]
narXL JIByKOMITOHEHTHAsI CUCTEMA PETYIIALUNA HUTPAT-HUTPUTHOTO [224]

JIbIXaHUS

I'ensl, penpeccupyembie NarP

frdABCD | dymapar penykrasa [237]
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I'maBa 2

MartepuaJjibl 1 METOAbI

2.1. O01mue NPUHIMIIBI CPABHUTEIBHOIO MOAX0/1a K Peryasiuuu

B nacrosimeit paGote Ui onpeneneHus MPUHAUICKHOCTH T€HAa K PETYJIOHY MPUMEHSIICS
METOJ MPOBEPKH COOTBETCTBUS C pa3IMYHBIMH Moau(duUKauusMu. B COOTBETCTBUH € 3THM
METOI0M, T€H pacCMaTpHUBICA KakK 4IEH pEryjoHa, €Clld B €ro peryjisaTOpHOHW oO0JIacTH WiIH
peryasTOpHON 001acTH ONEPOHA, COAEPIKALIETO €ro, OOHApYKEH MOTEHIUAIBHO CalT CBSI3bIBaHUS,
KOTOPBIA COXpaHsETCs Nepesl OpTOJOTMYHBIMU T€HaMHU B POJCTBEHHBIX reHoMax [18, 114].

IIpu wuccnenoBanuu FruR-3aBucHMON perymsiquu IPUMEHSIICS KIACCUYECKUM BapHUaHT
METOAa IPOBEPKH COOTBETCTBMS: HM3HAYAJIBHO IPOBOAMICS IOUCK IOTEHIMAIbHBIX CAaHTOB B
06a30BOM I'eHOME, B JaHHOM ciydae B reHoMme E. coli, B pe3ynbTaTe 4ero BblIeNsIcs Ha0Op IreHoB,
UMEIOIIUX MOTEHIHAIbHBIE CAaliThl B MPEAINOIaraeMoil MpoMoTOpHOU obnacTu. Jlanee mpoBoauiics
IIOMCK OPTOJIOTOB B IPYI'MX '€HOMAaX U MPOBEPSIOCH HAJIMYKE CAaliTOB Nepe] HUMU. B cinyuae, ecin
caliT HaxoAwicd Kak MUHHUMYM B TPEX I'€HOMax, I'€H CUUTAJICS NMPHHAIEKALMM K 00001IEHHOMY
peryinony. MckmroueHne cocTaBiIsuiM cllydau, KOTJa CalThl Iiepesi TeHOM ObUTM OOHapy KEHBbI JINIIb
B reHomax E. coli, S. typhi u S. typhimurium. BBugy TOrO, 4TO 3TH OpraHU3MBI KpaiiHe ONH3KU
MEXIy COOOH, KOHCEpBAaTUBHOCTh CaiTa 3a4acTyl0 ONpEIENseTcs OCTaTOYHBIM CXOJCTBOM
nocienosarenbHocTel. [103TOMy B TakMX cilydasiX T€H He BKJIIOUAJICS B 0OOOIIEHHBII peryJsoH.

[Ipu wuccnemoBanum perymsiuu  Oenkamu  PurR mw RbsR  Obur mcmonw3oBan
MOJIU(UIIMPOBAHHBIA METOJ] IPOBEPKH COOTBETCTBHs. B maHHOM ciyyae MpOBOIMIIOCH MOMApHOE
CpaBHEHHE BCEX F€HOMOB BHYTPHU OJHOT'O TAaKCOHAa M T€H OTHOCHJICS K O0OOIEHHOMY pEryloHy,
€cllM IepeJl HUM YIaBajoCh HAlTH KOHCEPBAaTHBHBIE CAWThl B OOJIBIIMHCTBE T'€HOMOB U3 3TOIrO
TakcoHa. Ecim TeH OblT OTHECEH K OOOOIIEHHOMY peryJjioHy, TO IPOBEPSIIOCh TAKXKE HATUIUE
CalTOB Iepe] ero OpToJIoTaMu B APYTUX TakcoHaX. Takoil moaxoi MO3BOJISET BBISIBUTH HE TOJIBKO
HOBBIE WIEHBI PETYJIOHa, HO U 3a()MKCUPOBATH CIy4au TAKCOH-CIIEHU(PUIHON PETYISIHH.

B cnydae rmoGanbHON peryssiiMy JbIXaHUs TaKKe MPOBOJWIOCH NTOMAPHOE CPAaBHEHHE BCEX
TeHOMOB B IIpezienax TakcoHa. OHaKo, B JAHHOW CUTYalluU UCCIIEI0BAIUCH CPa3y TPU PETYIATOpa
U, €CIIM Te€H OBbUI OTHECeH KaK MUHHMYM K OJHOMY OOOOIIEHHOMY PEryJOHY MHUHHMYM B OJHOM
TAaKCOHE, TO HaJIM4Yu€ CalTOB IIEpE] HUM IPOBEPSIIOCH JUIsl BCEX TPEX PEryjIsTOPOB BO BCEX
TaKCOHax. B ciyuyae perynsuuu AbIXaHUS HCCIENOBAJIOCh IO YEThIpE I€HOMa M3 MOPSAAKOB
Pasteurellales u Vibrionales, a u3 mopsinka Enterobacteriales — Bcero aBa, Y. pestis u Y.

enterocolitica. Tloatomy nnsa Pasteurellales u Vibrionales kpurepueMm OTHECEHMsI IeHa K
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0000IIIEHHOMY pEryJOHy CTajl0 Halu4yhe caiTa Kak MHHMMYM B TpeX TIe€HOMax, a i
Enterobacteriales — B 000ux ncciieyeMbIX reHOMax.

[Touck MOTEHIMANBHBIX CAWTOB CBSI3BIBAHHS PETYISTOPHBIX OEIKOB MPOBOIWICS C
WCIIOJIb30BaHUEM MeToia MmaTpuil (mpoduiiei) MO3MIMOHHBIX BecoB HyKieoTun0B [18]. CyThb
METO/Ia 3aKJII0YAETCs B CJIEAYIONIEM: Ha OCHOBE BbIPAaBHUBAHUSI PETYISTOPHBIX CAaTOB, KXl U3
KOTOPBIX MMeeT JIMHY L, Tak Ha3bIBaeMOM oOydaromieil BbIOOpkH, Bbrumcisercs Bec W(b,i)
KQ)KI0r0 HYKJICOTHAa b B mo3uiuu i. [lo3uImoHHbIe Beca HyKJICOTH IOB BBIYUCIISIFOTCS 110 (hopMyIie:

W(b,i) = log [N(b,i)+0,5] — 0,25 Xp-a c.c1 log [N(b,i)+0,5]
rae N(b,i) — gacToTa HyKJI€OTHAA b B MO3UIMHU . VICIIONB3ysl MONYYEHHYIO MaTpPHILY, MOXHO
MOCTaBUTh B COOTBETCTBHUE JTIO00M MOCIEA0BATEIBHOCTH JUTMHBI L BeC S, paBHBIN
S=X 1. Wb

rae b, — HykieoTHa B mo3uuuu i. B panmpHeiinieM B KadecTBe MOTEHLMATIBHBIX PETYISATOPHBIX
CaliTOB pacCMaTPUBAIOTCS JIUIIb MOCIEI0BATEILHOCTH, UMEIOIIME BEC § BhIIIE HEKOI'O MOPOrOBOrO
3HaueHus. [loporoBoe 3HaueHNE KaK MPABUIIO OMPEEISAETCS UCXO/s U3 BECOB CAalTOB, BXOASAIINX B
oOyuaronyto BbIOOpKY. B OonbIIMHCTBE cllydaeB B Ka4€CTBE MOPOTOBOI'O 3HAYEHUS MCIIONb3YETCs
CaMbIil HU3KUH BEC JJIs CAUTOB U3 00YYaIOIIe BHIOOPKH.

B cnyuasix, korga omepoHHasi CTPYKTypa ydacTKa IOCIIEOBATeIbHOCTH Oblla HEM3BECTHA,
TeHbl CUUTAIUCH MPUHAJICKAIMMUA K OAHOMY ONEPOHY, €CIIM BBIMOJHSJICS P YCIOBUN: T€HBI
UMEIOT OJJMHAKOBOE HAIPaBJIEHWE TPAHCKPHUIIMH, PACCTOSTHUE MEXAy HUMHU He mpesbimiaer 200
IL.H. ¥ CTPYKTYpa JOKYyca COXpaHsIeTCsl B POJICTBEHHBIX reHOMax. JlaHHBIN MOX0/, OCHOBaHHBIN Ha
CpPaBHEHUU CTPYKTYP JIOKYCOB B POJICTBEHHBIX TI'€HOMAaX, JOCTATOYHO XOPOIIO 3apPEKOMEHI0Ba

ce0st panee B OMOMH(pOpPMATUYECKUX HccaeoBaHusAX [43].

2.2. O0BeKT HcCIeJ0BAHNA M 0AHKH TAHHBIX

B kadectBe oOBeKTa HcCcleqoBaHWN ObLIa BBIOpaHa TpylIa ramMMma-IpoTreoOakTepuil. Jra
rpynna B  HACTOSIIEe BPEMEHS TPEACTAaBIseTcs Hamboliee M3YYCHHOW Cpead  BCeX
MUKpOOpraHu3MoB. bojee Toro, nis JaHHOW TPYyNIbI MAaKCUMAIBHO KOJHMYECTBO OPTaHU3MOB C
W3BECTHOM IIOJIHOM TI'€HOMHOM IIOCJIENOBATEIbHOCTHI0. TaK, B COOTBETCTBMM C 0a30M HJaHHBIX
KEGG [2], mo cocrosamio 1 ampenst 2009 roga ObUTM M3BECTHBI IMOJTHBIE TOCIEAOBATEIIHHOCTH
reHoMoB st 106 BHIOB MHUKpPOOPTaHM3MOB M3 3TOH Tpymmbl. EciM y4uThIBaTH BCE TEHOMBI
pa3JIMYHBIX IITaMMOB OJHOIO BHJA, TO KOJIMYECTBO MOJIHBIX T€HOMOB Bo3pacTeT 10 209. Cnenyer
TaK)kK€ OTMETHTh U OOJIBIIOE XO3SIMCTBEHHOE 3HAYCHHE TaMMa-TIPOTE00aKTEpHil — JaHHas Tpymma
COJIEPKUT MacCy CUMOMOHTOB, IMapa3uTOB M MATOT€HOB KaK YKMBOTHBIX, TaK U pacTeHUU. MHOTHE

mTaMMbl IPUMCHSAIOTCA B OHMOTEXHOIOTHYECKOI MPOMBIIIJICHHOCTH.
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B nienmom Ob110 BiccienoBaHo 23 TEHOMHBIX TIOCIIEIOBATEIFHOCTH TaMMa-TIPOTE00aKTEpHid, 13
KOTOPBbIX 20 SIBJISIOTCS OJHBIMHU.

[Tonnbie mocnenoBarenbHOCTU TeHOMOB Escherichia coli K12 [240], Salmonella typhi Ty2
[241], Salmonella typhimurium 1LT2 [242], Yersinia pestis KIM [243], Yersinia pseudotuberculosis
1P32953 [244], Yersinia enterocolitica 8081 [245], Pectobacterium carotovorum SCRI1043
([246]), Photorhabdus luminescens TTO1 [247], Pasteurella multocida PM70 [248], Haemophilus
influenzae KW20 Rd [1], Haemophilus ducreyi 35000HP, Vibrio cholerae O1 N16961 [249],
Vibrio fischeri ES114 [250], Vibrio parahaemolyticus O3:K6 [251], Vibrio vulnificus CMCP6
[252], Photobacterium profundum SS9 [253], Pseudomonas aeruginosa PAO1 [53], Pseudomonas
putida KT2440 [254], Pseudomonas fluorescens PfO-1 u Pseudomonas syringae DC3000 [255]
Obutn B3THI U3 0a3bl gaHHbIX GenBank [75]. IIpenBaputenbHble MOCIEIOBATEIBHOCTH TE€HOMOB
ObUIM B3ATHl CO CIEOYIOIIUX HHTEPHET-PECypCcoB: IOCIEN0BaTeNIbHOCTh Pectobacterium

chrysanthemi 3937 — ¢ caiita The Institute for Genomic Research (http://www.tigr.org/), Serratia

marcescens Dbll — ¢ caiita The Sanger Institute (http:/www.sanger.ac.uk/), Actinobacillus

actinomycetemcomitans HK1651 — ¢ caiita University of Oklahoma's Advanced Center for Genome

Technology  (http://www.genome.ou.edu/). s ymoOcTtBa 0003Ha4YeHHH  KaXIOMy U3

HCCJICIOBAaHHBIX TEHOMOB OBLIIO IPUCBOCHO TpexOykBeHHOE 0O0o3HadeHue (Tadm. 2.1).

2.3. [IporpammHoe odecnieueHune

Jlns moucka OpPTOJNOrOoB M MpeAcKa3aHus MOTEHIUAIbHBIX pPETYISTOPHBIX CAalTOB B
OaKkTepHaIbHBIX T'eHOMaxX HCHojb3oBaics naket nporpamm Genome Explorer [110]. 3a xpurepuit
OPTOJIOTMYHOCTH OEJKOB ObUIO MPUHATO HAMOOJIBIIEE CXOJCTBO IPHU JIBYXCTOPOHHEM IIOMCKE B
IByX reHomax [85]. JIms mocTpoeHus MaTpuIl MO3UIIMOHHBIX BECOB ObljIa UCIOJb30BaHa IIporpaMma
SignalX [110]. Tlouck TrOMOJIOTHYHBIX IOCJIEIOBATEILHOCTEH MO 0a3aM JaHHBIX MPOBOIUICS C
nomotesio nporpammsel BLAST [S], npu 3TOM B KayecTBe MOPOTOBOTO 3HadyeHUsi e-value ObLIO
npuHsTo ¢ °. JIIs BHIPABHHS HYKJICOTHIHBIX U aMHHOKHCIOTHBIX TIOCICI0BATEILHOCTEH, a TaKKe
JUTSL TIOCTPOEHUS (PUIIOTEHETHYECKUX JCPEBBEB 110 METOAY OOBEIMHEHUS coceHUX map (neighbour-
joining method), ucnonb3oBanace nporpamma ClustalX [6]. Busyanmuszanus ¢uiaoreHeTHIecKux
JIEPEBHEB OCYIIECTBIISIACH ¢ TIOMOIIBIO mporpaMMbl GeneMaster (A.A. MupoHoB, Heory0m.) s
noctpoeHuss auarpamm Jloro, oToOpakarIMX CTPYKTYpPY PperyasTOPHOTO CHUTHaia, Obuia
npuMeHeHa nporpamma  WebLogo [256, 257]. CymectBoBanue mnoreHnuainbHbix JIHK-

ces3piBatomx HTH -noMeHoB ananu3upoBanoch ¢ moMonibio nmporpammbl HTH-finder [258].
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Taoauua 2.1. YciaoBHBIE 0003HAYEHUS UCCIAEA0BAHHLIX TEHOMOB

I'enom Oobo3HaveHune
Enterobacteriales
Escherichia coli K12 ECO
Salmonella typhi Ty2 STY
Salmonella typhimurium LT2 STM
Yersinia pestis KIM YPK
Yersinia pseudotuberculosis 1P32953 YPS
Yersinia enterocolitica 8081 YEN
Pectobacterium carotovorum SCRI1043 PCA
Pectobacterium chrysanthemi3937 PCH
Serratia marcescens Dbl 1 SMA
Photorhabdus luminescens TTO1 PLU
Pasteurellales
Pasteurella multocida PM70 PMU
Actinobacillus actinomycetemcomitans HK1651 AAC
Haemophilus influenzae KW20 Rd HIN
Haemophilus ducreyi 35000HP HDU
Vibrionales
Vibrio vulnificus CMCP6 \'A40)
Vibrio parahaemolyticus O3:K6 VPA
Vibrio cholerae O1 N16961 VCH
Vibrio fischeri ES114 VFI
Photobacterium profundum SS9 PPR
Pseudomonadales
Pseudomonas aeruginosa PAO1 PAE
Pseudomonas putida KT2440 PPU
Pseudomonas fluorescens PfO-1 PFO
Pseudomonas syringae DC3000 PST
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I'maBa 3

Uccaenosanne 3Bosonnu 0000menHoro FruR (Cra)-perysiona

3.1. M3yueHnue 3BOTIOLUM PEryJIsiITOPHOMA CHCTEMbI

C wmenpio BBIOOpAa TEHOMOB TaMMa-TIPOTEOOAKTEpH, B KOTOPBIX IIEJIECOOOpa3HO
uccnenoBanre FruR-3aBucumoii perymsiuuy ObUT IPOBEAEH MOUCK OPTOJIOTOB (cM. “Matepuaisl u
meroabl’) Oenka FruR w3 E. coli B reHOMax pa3auvHBIX TaMMa-mpoTeoOakTepuit. B obmieit
CIIO)KHOCTH, OPTOJIOTH Oenka-peryisropa ObUTd OOHapyXeHbl B reHomax 19 mpencraButeneit
UCCIIEyEMOH I'pyIIbl MUKPOOPTaHU3MOB, OTHOCSIIMXCS K 4eTblpeM nopsakam: Enterobacteriales
(E. coli, S. typhi, S. typhimurium, Y. pestis, Y. pseudotuberculosis, Y. enterocolitica, P.
carotovorum, P. chrysanthemi, P. luminescens, S. marcescens), Pasteurellales (P. multocida, A.
actinomycetemcomitans), Vibrionales (V. vulnificus, V.parahaemolyticus, V. cholerae, V. fischeri,
P. profundum) n Pseudomonadales (P. aeruginosa, P. putida, P. fluorescens, P. syringae). Bo Bcex
HAlJICHHBIX OPTOJIOTaX, 3a MCKIIOUEHUEeM Oenka U3 A. actinomycetemcomitans, ObUTA HaWlIEHBI
npeanonaraembie  HTH-motuBbl (Ilpunokenne 1). Takum o6pasom, wuccnenoBanue FruR-
3aBUCUMOM PETYJIAINH 11eJIeCO00pa3HO MPOBOAUTH JUIIHL B 18 reHOMax.

Kak crnemyer u3 ananmmusa ¢uioreHernyeckoro nepeBa st optonoroB FruR (Puc. 3.1),
HBOJIIOIIMOHHBIC PACCTOSHUS MEXKIy OelKaMu W3 pPa3HBIX OpPraHW3MOB HeBenWKu. Kpome Toro,
JIOCTAaTOYHO YETKO BBIPAKEHBI YETHIPE BETBH, KaXKJasl U3 KOTOPBIX BKJIIOYACT B CEOS JIMIID OCITKH U3

OpPraHU3MOB, OTHOCAIIUXCS K OJHOMY MOPSIZIKY.

3.2. TlocTpoeHne pacno3HawIero MNPaBHJIA I MOUCKA MNOTEHUHAJbHBIX

caiitoB cBsi3biBanus FruR

[Tockonbky Bce HaiieHHBIC opTojord FruR gocrarouno Omm3ku 3pomtonnonHo (Puc. 3.1),
JUISL TIOUCKA MOTEHIIUAJIbHBIX CAMTOB CBSA3BIBAHUSA 3TOTO O€lKa BO3MOKHO HCIIOIb30BAaHUE €IUHOM
MaTpHIbI TO3UIIMOHHBIX BECOB.

Jlist mocTpoeHusT TaKOM MaTpHUIlbl OBUTH PACCMOTPEHBI 5’ -HEKOJUPYIOIIHE O0JacTH T'eHOB,
perymsius KOTOpbIX Oblia moka3aHa skcnepumeHTanbHO (Tabdn. 3.1). B pesymbTare ¢ momMomipio
nporpammbl  SignalX Obula mocTpoeHa MaTpulia Ui paclo3HAaBaHMs IMOTEHIMAIBHBIX CalTOB
cs3biBanud Oenka FruR (Puc. 3.2). Caiit csa3bsiBanus 6enka FruR mpencrasnser coboit HecTporuit
najauHAapoM JuHoM 16 HykineotuaoB (Puc. 3.3), KOHCEHCyC caiiTa mpu 3TOM COIJIACYETCsl C paHee

npeackazanubim [139].
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FruR (PAE)

FruR (ECO)
FruR (STM)
FruR (STY)
FruR (PCH)

997 _FruR (PCA)
FruR (SMA)

FruR (PFO) FruR (PLU)

FruR (PPU) 0.12

FruR (YEN) FruR (YPS)
FruR (YPK)

FruR (VFI)
FruR (VVU)
FruR (AAC)

FruR (PPR)

Puc. 3.1. ®uiorenernyeckoe aepeso o6eaxos FruR
JInst oCTpOEHUsT UCTIOIB30BAJICS METOJ OOBEAMHEHUs coceqHux map (neighbour-joining).
Yucaa Ha BETBIX 0603HaanOT OKNIJACMYIO0 JOJK0 aMHWHOKHUCIOTHBIX 3aMCH (HOKaSaHBI
tonbko oy 6osee 0,10). B ckoOkax ykazaHbl yciaoBHBIE 0003Ha4YeHHs TeHOMOB (cM. Taod.
2.1).

Ta6auna 3.1. Caiitsl cBa3biBanus 0esika FruR E. coli, Bomegmue B 00y4aronmyo BbIOOPKY
VYKa3aHO MOJOXKEHHE CcalTa OTHOCUTEIBHO cTapTa TpaHciasauuu reHa. IlpuBoadrcs ccbuiku Ha
paboThl, B KOTOPBIX pETYyJslMs TeHa OblIa TOKa3aHa OJKcrepuMeHTanbHo. [lo3uimu caiita,
COBIAJIAIOIIME C KOHCEHCYCOM, [TOKa3aHbl IPONUCHBIMU OyKBaMH, HECOBIIAAAIONINE — CTPOYHBIMH.

Cen Caiit
ITono:xenune Bec ITocaenoBaTeILHOCTEL CchlIKH
epd -136 5,21 GCTGAAgCGtTTCAGt [135]
fruB -34 5,17 GCTGAATCGtTTCAat [140]
icdA -247 4,93 GCTGAATCGCcTTaAcC [140, 144]
pfkA -122 4,86 cCTGAATCaATTCAGC [139]
aceB -251 4,66 cgTtAAgCGATTCAGC [140]
glk -133 4,65 GCTGAAaCGATaaAGt [141]
edd -112 4,64 aCTGAAaCGtTTttGC [135]
DYkF -222 4,61 ctTGAATgGtTTCAGC [134]
ppsA -101 4,57 GCTtgAaCGATTCAcC [140]
adhE 263 4,56 GCTGARagGtgTCAGC [142, 143]
mtlA -124 4,52 agTtAAcCGATTCAGL [135]
ptsH 2220 4,50 GCTGAATCGATTttat [136, 140]
pckA -287 3,99 GgTGAATCGATaCttt [135]
nirB -48 3,92 GCTGAATCGtTaagGt [145, 146]
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Io3. A C G T Komnc.
1 0.14 -0.01 0.26 -0.39
2 -0.22 023 0.03 -0.05
3 0.10 -0.28 -0.28 0.45
4 -0.05 -0.36 034 0.07
5 045 -0.29 -0.08 -0.08
6 0.50 -0.03 -024 -0.24
7 0.11 -0.23 -0.06 0.18
8 -0.31 041 0.00 -0.10
9 -0.10 0.00 041 -0.31

10 0.18 -0.06 -0.23 0.11
11 -0.24 -0.24 -0.03 0.50
12 -0.08 -0.08 -0.29 045
13 0.07 034 -036 -0.05
14 045 -028 -0.28 0.10
15 -0.05 0.03 023 -0.22
16 -0.39 026 -0.01 0.14

naraassaasEErradaaQ

Pucynok 3.2. I[lo3unuoHHas MaTpuIla BecoB sl caiiToB cBa3biBanus FruR
VYka3aH BeC JaHHOTO HYKJIEOTHJIA B COOTBETCTBYMOIIEH nmo3uuuu. “1lo3.” — no3unus caira;
“Konc.” — HyKJIe0TH 1, TpeoOIagaronIuii B JaHHOW MO3UITUH.

2
ool 6. TTen. s
0 %% LI %‘????ﬁ%ér%-[

Pucynok 3.3. Ilmarpamma Jloro ajs caiitoB cBa3biBanus FruR
[Io ropusoHTaJIbHOW OCH YyKa3aH HOMEp [O3ULUU HYKIECOTHIA, [0 BEPTUKAIBHOU —
nH(pOpMAIMOHHOE CoJIepKaHWEe TO3WIMK B OuTax. Beicora cTonbna mnpomnopiroHaIbHa
WH(OPMAIIMOHHOMY COJICPKAHHUIO JTaHHOW TIO3UIIMU, OTHOCUTENbHAs BBICOTA KaXJIOW OYKBBI
COOTBETCTBYET YaCTOTE HYKJICOTH A B IAHHOU IMO3UIINH.

B 10 ke Bpems, 3HaUMMBIX OTEHIMATIBHBIX CAHTOB HE 0OHAPYKEHO IMepe]] OIIEpOHAMH achA,
acnB u cydAB. Panee 11s Bcex 3THUX ONEPOHOB OBbLIO YCTAHOBJIEHO, YTO MyTalusi B TeHe fruR
BIIMSET HA WX JKCIPECCHIO, HO CBSI3BIBAHHE O€JIKa PETyJsITOpa C MPOMOTOPHOM 00J1acThio JIMOO HE
uccaenaoBaock [259], nmbo ObuT0 moOKazaHo otcyrcTBue TakoBoro [200]. Takum o6pa3zowm,
OTCYTCTBUE TOTCHLUHUAIBHBIX CAaWTOB CBA3BIBAaHUS MOATBEpkAaeT, urto FruR He perymupyer
HaNpsMYIO0 AKCIPECCHIO TPEX IMEPEYUCICHHBIX BBIIIE ONEPOHOB, a BIUSET Ha UX TPAHCKPHIILIUIO

OIMOCPEAOBAHHO.

Cpenu caiiToB oOywaromield BHIOOPKM HaWMEHbIIMKA Bec, 3,92, mMeeT calT, oOHApYKEHHBII
niepen onepoHoM nirBDC-cysG. OqHako, B IpyrUX T€HOMaxX BO3MOKHO CYIIIECTBOBAHUE CAUTOB U C
MEHBIIIMM BECOM, B CBSI3HM C IOTEHIMAJIBHBIMU OCOOEHHOCTAMH B3ammoxeiictBuil Oenka FruR c
JIHK Bnonne. Iloaromy npu mnoucke mnoreHUUalbHbIX FruR-caliToB ¢ momomiplo uMmeronieucs

MaTpHIbl KCTIOIB30BAJIOCH TOPOrOBOE 3HAUEHHE Beca caifTa, paBHoe 3,75.
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XOTsl BCE HJKCIEPUMEHTAIBHO OMNpENeNICHHbIE CalThl CBsA3biBaHUA FruR HaxoasTcs Ha
paccrostuuu He Oosiee -300 Mm.H. OT cTapTa TPAHCISIMU T'€HA, B HACTOSIIEH paboTe MOMCK CalTOB
npousBoamics B obnactu ot -400 1o +100 n.H. Mcnonp3oBaHue CTOIb NIMPOKON OOJIACTH MOUCKA

00yCIIOBJICHO CIIEAYIOIMMHU TPUYNHAMMU:

- TIOCKOJIBKY (pakTop TpaHcKpuniuu FruR MoxeT SBIATBCS aKTUBAaTOPOM, CaMThI
CBSI3BbIBAHUS JAHHOTO O€NKa MOTYT HaxOJIUTCS Ha JOCTaTOYHOM YAaJe€HUH OT CTapTa
TPAHCKPHIILIMK, TaK KaK B CIIy4ae aKTUBAI[MM CAaWTHl CBS3bIBAHMUA O€liKa peryisropa

JIOJKHBI HAXOIUTCS B 00J1aCTH TIepei IPOMOTOPOM;

- B Cllyyae pernpeccur TPAHCKPHUIIIUHM I'€Ha CAWThl CBA3BIBAHMUSA OENKa-peryisropa MOTYT
pacmonaratbCs B KOAMpYIOIIEH o00NacTh peryimpyeMoro reHa; KpoMmMe Toro,
pacroyio)XeHue calTa BHYTPH KOJUPYIOIIEH 00J1acTH MOXKET TPECTaBIATh Co00M
apredakT, BbI3BAaHHBIH HENPaBWIBHBIM OIpPENEICHUEM CTapTa TPAHCISALUH IIPH

QHHOTALMU T€HOMA.
CaiiThl, mepeKphIBAIOIIUECS ¢ KOIUPYIOIIUMHU 00JIACTSIMU JPYTUX T'€HOB, HE PAaCCMAaTPHBAIIUCH.

[Ipu 5THX yclOBUSAX MOTEHLUANbHBIE CAalTHI CBs3bIBaHUs FruR oOHapyXuBaioTCs B KaXaI0M
reHome npubausutensHo nepen 300 renamu. SICHO, YTO OTIENbHBIC MPEICKA3aHUS TaKUX CAHTOB
HelocToBepHbl. OJHAKO, HEOJHOKPAaTHO ObUIO MOKAa3aHO, YTO IOCJIE MPUMEHEHUS MpOLENyphl

IMPOBEPKH COOTBECTCTBUA MOT'YT OCTATbCA JIMIIb CAWMHUYHBIC JIOXKHBIC ITOKAa3aHUs.

3.3. Ctpykrypa 0600menHoro FruR-perysiona B ucc/jieIoBaHHBIX TeHOMAX

B cooTBeTCcTBHM C mporeaypoi orcka 4ieHOB 0000IIEHHOTO PEeryIOHa, ONMMCAHHOW B TJIaBe
2, K 0000IIEHHOMY PEryJIOHY OBUIO OTHECEHO 57 TEHOB, IPHU 3TOM COCTaB PETYJOHA JOBOJILHO
CHUJIBHO OTJIMYAETCS B pa3HBIX TakcoHax. O0o00menHbIii FruR-perynon BkirodaeT B ceOsi BCe TeHBI,
BXOJsIIME B peryiaoH B E. coli, u, kpoMe TOro, mo pe3yjabTaTaM HACTOAIIETO HCCIEIOBAaHUS K
perynony 0wu10 oTHeceHo emie 28 reHoB (Tabma. 3.2, Puc. 3.4). [locnenoBarenbHOCTH BCEX CAaHTOB
ces3piBanus Oenka FruR mpuBenensr B [lpunoxxkennn 2. 3a cueT oOHapy>KEHUsSI HOBBIX UJICHOB
perynoHa K TpeM (yHKIIMOHAJIbHBIM IpYIIIIaM I€HOB, ONKUCaHHbIM B ['naBe 1, 1oOaBUIUCH elle Tpu

HOBbIX. Kakas u3 mectu pyHKIMOHATIBHBIX IPYII HOAPOOHO OMUCHIBAETCS Jayee.

Tabauna 3.2. I'enbl, BKJIOYEHHBbIE B cocTaB 000meHHoro FruR-perynona.

VYcnoBHbIe 0003HaUCHUS: “+” — calT 0OHAPYKEH HEMOCPEICTBEHHO TEpel TeHOM; ““*” — calT
oOHapyXeH Iepel MEpBbIM T'€HOM OINEpOHAa, B KOTOPHIM BXOAWT MAHHBIM reH; “-” — caiiTa He
0OHapy)XeHO HU TIepe] T€HOM, HM Tiepes omepoHoM; “0” — B McCClIemyeMOM T€HOME He HaWIeHO
oproiora reHa. # - perymsiuus TeHa ObUla BIEpBBIE MpeAcKa3zaHa B HACToAleH paboTe.
O603Hauenust reHomoB: Taou. 2.1.
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3.3.1. I'ennl 6e1koB pochorpanHcdepa3sHbIX CHCTEM

Panee perymsuus 6enxom FruR Obuia moka3zaHa SKCHEpUMEHTAIbHO Ui ONEPOHOB fruBKA
[140], mtIADR [135] u ptsHI-crr [136, 140]. Perynauus onepona fruBKA kpaiiHe KOHCEpBaTHBHa,
MOTEHLMAaIbHbIE CAlTHI IIEpe]] STUM ONEPOHOM OBLIM HaMJIEHBI BO BCEX MCCIEIOBAHHBIX T'€HOMAX,
3a UCKJIIOYEHUEeM TpeactaBuTeneil mopsaka Pasteurellales. FruR-3aBucumas perynsamnusi onepoHa
ptsHI-crr sBisieTcs XapakTepHOW ocoOeHHocThio Enterobacteriales: modtu BO BceX TeHOMax U3
JAHHOTO TaKCOHa OBLIM OOHAPY)KEHBI CAaWTBI CBSA3BIBAaHUS (AKTOpa TPAHCKPHUIIUHM TEPEeN ITHM
OTIEPOHOM, TOTJa KaK B APYTUX TaKCOHAX JMOO HE HAWJIEHO 3HaYMMBIX CAalTOB, JINOO OTCYTCTBYIOT
OpPTOJIOTH TEHOB JIAaHHOTO oriepoHa. Perymnsius ke onepoHa mtIADR coxpaHseTcs JIUIIb B KpaiHe
y3KOM TAKCOHOMHYECKOMU TpyIITe, BKIItovaromei B cedst nuib E. coli u Salmonella spp.

Kpowme Toro, B HacTosmei paboTe Obu1a mpeacka3zaHa peryisuus onepona manXYZ. Jlanubiid
OTIEpOH KoaupyeT Oenkh MaHHO30-crenuduanon dochorpanchepasnoit cucrtemsl [260-263].
[ToTenmanpHbIe caiiThl CBs3bIBaHUS FruR oOHapyskeHbI mepes; JaHHBIM ONIEPOHOM B T€HOMAaX BCEX
Enterobacteriales, 3a uckimouenueM P. carotovorum, S. marcescens u P. luminescens. B renoMax
Pasteurellaceae HaiiZIcHbI OPTOJIOTY COOTBETCTBYIOIIMX T'€HOB, HO 3HAUMMBIX CANTOB mNepes HUMHU
He OOHapy)XeHO, TOoT/Ia Kak B TeHoMmax Vibrionales u Pasteurellales oprosnoru mist reHoB manXYZ
oTcyTcTBYIOT. FruR-3aBucumass perynsiuuss onepoHa manXYZ TpencTaBisieTCs  BIOJIHE
00OCHOBaHHOM MO pAay NpUYMH. Bo-mepBBIX, AaHHBIA (GAKTOpP TPAHCKPUIILUN KOHTPOIUPYET
HKCIPECCHIO OINEPOHOB s Jpyrux (ocdorpancdepasHbix cucteM. Bo-BTOPBIX, MaHHO030-6-
docdar, MpoaYKT oCyIiecTBIsIeMOl (pepMeHTapuBHBIM KoMiuiekcoM ManXYZ peakuuu, MOXKET
M30MepU30BaThCsl BO (pyKT030-6-hocdhar, KOTOpHI 3aTeM BKIIOYAECTCS B IEHTPATbHBINA
MeTaboau3M [264].

Taxke nmias reHoB QocdorpaHchepa3HbIX cHcTeM ObUIM OOHApY)KEHBI KakK OINEpOHHBIC
NEepPEeCTPONKH, TaK U HU3MEHEHMsI JIOMEHHOM CTPYKTypbl. Tak, B OOJBUIMHCTBE HCCIEIOBAHHBIX
T€HOMOB TeHbI (PpykTo30-crienuduyHoi (ochorpancdepazHoit cuctemsl, fruB w fruA, u TeH
dochodpykrokunHazel fruK obpazytorT omuH omepoH. OmHako, B reHome P. [uminescens takas
CTPYKTYypa HE COXpaHseTcs: TeHbl ocoTpaHcdepasHoil cucTeMbl 00pa3yroT OmnepoH fruBA, Torna
Kak reH ¢ochodpykToKHuHA3H fruK pacrojaraercsi B IpyroM ydyacTke XpoMocombl. Tem He MeHee,
NOTEHLMaJbHbIE CalThl CBs3bIBaHMs FruR B gaHHOM reHoMe oOHapyXeHbl Iepea o0ouMu
BBIIICYKA3aHHBIMU OMEPOHAMHU.

B renomax Oakrepuii wu3 rpynnsl Pseudomonadales Obiti  oOHapy>keHBI JOMEHHBIC
MEePECTPOHKN JUIsi TEeHOB (pykTo30-crienupudHor dochoTpancdepazHoit cucrembl. Takwue
MepeCcTpPOrKN ObLTH 3aMedeHbl s onepoHa fruBKA. B cimydae Pseudomonadales mepBblil TeH U3
3TOTO ONEpPOHA KOJAUPYeT XUMEpHBIH O0enok, N- u C-KOHIIEBbIE y4acTKH KOTOPOTO OpPTOJIOTHYHBI

cootBeTcTBeHHO Oenkam FruB u Ptsl E. coli (Puc. 3.5; Ilpunoxenue 3). U3BectHo, uto y E. coli
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onepoH fruBKA xomupyer Oenku FruB u FruA, dopmupyronme ¢GpykTo30-crienupuIHbIi
KOMIOHEHT (ocoTpaHCcepasHO CUCTEMBI — TaK Ha3bIBaeMbId IH3UMATHUECKHi KoMruiekc 11
(PTS enzyme II; EIl). Opnako g  HOPMaJbHOrO  (PYHKIIMOHUPOBAHHS  JIHOOOH
docdoTpanchepasHoit cucteMbl TPEOYIOTCS TaKhe OOIIME I BCEX TaKMX CHCTEM KOMITOHEHTHI,
kak »3umarndeckuit komruieke I (PTS enzyme I; EI) m ructuaun-Oorareiii Oemok (Histidyl
phosphorylatable protein; HPr). Jlannpie 6enku HeoOX0oauMBI i iepeHoca GochaTHOTo ocTaTKa ¢
dochoenonmupyBara Ha koMiuiekce EIl, KOTOpbIi 3aTeM MEPEHOCUT COOTBETCBYIOIINE YTIIEBOAbI B
nurornasmy, (ochopumupyss ux (Puc. 3.6). B renome E. coli EI u HPr xomupyrorcs,
COOTBETCTBEHHO, TeHamu ptsl u ptsH [263, 265]. Kpome Toro, ¢dynknuio HPr moxer, mo Bcei
BHIMMOCTH, BBIIOIHATE C-KOHIIEBOH momeH Oenka FruB, mMmeromuii 3HaYUTEILHOE CXOICTBO C
PtsH [266]. Takum obpa3om, y Pseudomonadales fru-omepoH KoxupyeT HeE TOJBKO T'€HBI
cnenuduanoro Ell-kommiekca, Ho Takke u 6enku El, u, Bosmoxxno, HPr, Takum oOpazam BrITtOUast
B ce0s BCe TeHbI, HEOOXomuMble s paboTel (PpykTo3o-cnenuduanoi dochoTpanchepasHoit
cUCTeMbl. BO3MOXHO, 3TO CBSI3aHO C T€M, YTO B I€HOMax OakTepuil JAaHHOW TPYIIBI TeHBI s

npyrux ¢ocdorpancepazHbIX CHCTEM OTCYTCTBYIOT.

Enterobacteriales, Pasteurellales, Vibrionales Pseudomonadales
fruB frukK SfruA
fruB / pts] JrukK frud
ptsH pisl crr

Pucynok 3.5. OnepoHHasi CTPYKTYpa fru- U pts-reHOB B Pa3JIMYHBIX TAKCOHOMHYECKHX
rpynmnax raMMa-nporeodaKkTepui

3.3.2. I'enbl (hepMeHTOB HEHTPAJIBLHOI0 MeTa00IU3MA

K nanHO# rpynme OBUIM OTHECEHBI TeHBI, KOAWpYIOMHME (EepMEHTHl TIUKOIH3a H
TJIFOKOHEOTeHe3a, MEeHTO030-(ochaTHoro myTd, myTd DHTHepa-/lymopoBa, IuKiia TPUKapOOHOBBIX
KHCJIOT, TTMOKCUJIATHOTO TIYTH U OPOXKEHUS.

Panee HemocpenctBeHHast perymanus OenkoM FruR Obiia skcmepuMEHTaNbHO TOKa3aHa Jyis
onepoHoB glk, fbp, epd-pgk-fbaA, edd-eda, pckA, ppsA, pfkA, pykF, icdA, adhE n aceBAK (cwm.
ccoutku B I'maBe 1).

B xoxe uccrnenoBanus BRIICHIIIOCH, YTO PETYJISAINS BCEX 3TUX OTIEPOHOB XapaKTEpHa JIUIIb JIJIS
TeHOMOB TipencraButeneii Enterobacteriales (Taoum. 3.2). Tak, caiiTel nepen oneponamu ppsA, pfkA,
pykF, adhE w glk Obinm HaliIGHBI IPAKTHYECKH BO BCEX T'€HOMAaX W3 JIAHHOTO TakcoHa. B ciydae

reHa glk HabmomaeTcst TOBOJIBLHO HEOOBIYHASI CUTYAIMs, KOTJa CAalT Iepel TeHOM HE COXPaHSETCS B
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HauOoyiee OJM3KO POJCTBEHHBIX K E. coli opranusmax, Oakrepusx poaa Salmonella, WO
coXpaHnsieTcs BO BceX Apyrux npencraButensx Enterobacteriales, 3a uckmouenuem P. carotovorum

u P. luminescens.

®pykTo3a

®pykTo3o-1- /®f > E11

thochar

4
@D

IIupysar

\ dochoenonmupysar

NS

[ J . J

g g
HPr El

Pucynok 3.6. Ctpoenue ppyxro3o-cnenudpuanoii pochorpancdepasnoii cucremsi E. coli

Perynsiiust qpyrux onepoHOB, KOIUPYIOMIHX (PepMEHTHI IEHTPATLHOTO METa00IN3Ma, SBIISIETCS
MeHee KoHcepBaTuBHOW. Hampumep, caiiTel cBsi3piBanus FruR mepen omeponom edd-eda Ovumm
oOHapyxeHbl B TeHOMax E. coli u Salmonella spp. B cnyuae P. carotovorum teHswl edd w eda
pacrosiaratoTcsi OTAEIbHO U CAlT OOHAPYKUBAETCS TOJIBKO Nepea reHoM edd. OnepoHsl ke pckA u
aceBAK perynupyrotcs nuinb B E. coli m 61u3kux K Hell 6akTepusx u3 poaa Salmonella, To ecTh ux
peryJsus SIBISIETCS XapaKTEPHOW 0COOEHHOCTBIO Y3KOU TakcoHOMHUYecKou rpymibl (Tabm. 3.2).

B cooTBeTcTBHU ¢ TpoIeypoit BRISABICHHS 4WiIeHOB 00001eHHoro perynona (I'masa 2) k FruR-
peryinoHy ObLTH OTHECEHBI TAK)KE ONEPOHHI IpiA, gapA, gpmA u pdhR-aceEF-IpdA.

I'en 1piA xomupyer ¢gepMmeHT raukKonusa Tprozodochar nzomepasy ([267]). IloreHunanbHble
caiTel cBs3biBaHusa FruR wHaiimenwsr mepen omepoHom fpiA Bo Bcex Enterobacteriales, kpome P.
carotovorum.

CaiiTel Tiepel reHaMu gapA W gpmA, KOAUPYIOIIUMHU, COOTBETCTBEHHO, TIHUIEPATbICTUI-3-
dochar nerumporenasy [268, 269] u dochormuneparmyraszy [270], oOHapykeHBI BO BCEX
nccienoBadHeIX Enterobacteriales.

Taxke B Hacrosmier pabore OblTa TpeackazaHa peryisaius omnepoHa pdhR-aceEF-IpdA,
KOJAMPYIOIIEro cyObeanHuIbl (pepMeHTa nupyBaraeruaporetassl u (akrop tpanckpunuuu PdhR,
OCYIIECTBISIOIMI pernpeccuto 3toro omepoHa [271, 272]. CrpykTypa MOaHHOIO JIOKyca

coXpaHaeTcs B reHoMax Bcex HccienoBaHHbIX Enterobacteriales, m moreHnmanbHbie FruR-caitTer
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nepea reHoM pdhR ObUTH HalZICHBI BO BCEX T'€HOMAaxX M3 JIAHHOTO TAKCOHA, 3a MCKIIOUYCHHUEM S.
marcescens 1 P. luminescens.

Jis reHoB JaHHOW (YHKIMOHAIBHOM OBLI TakXKe BBISIBJICH CIWHUYHBIA  CIydaid
HeopToJornyHOM 3ameHbl. Tak, B E. coli GyHKUMM TUPYBaTKWHA3bl BBINOJHSIOT JIBa
romoyornunbix Oenka, PykF u PykA [273, 274]. [lorenunanbHbie caiiTel cBsi3biBanus FruR Opuim
oOHapyXeHbI Tiepe]] opTojioraMu TeHa pykF Bo Bcex reHomax Enterobacteriales, 3a uckiroueHneM
P. chrysanthemi (Ta6n. 3.2). IlogpoOuelii ananu3 ¢uiorenernueckoro aepea oOenkoB PykF u
PykA (Puc. 3.7) moka3siBaeT, 4TO T€HBI, KOJUPYIONIUE ATH OCJIKH, 00pa30BAIUCh B PE3yJIbTATE
IYTUIMKAWHY, TPOU30LIEANIEH O PACXOXKICHHS UCCIETyeMbIX TAKCOHOB TaMMa-IIPOTEO00aKTHEPHIA.
[Ipu stom B reHomax Pasteurellales mpousomina nenenusi, KOTopas npuBeia K yrpate reHa pykF.
Uro xe kacaercst Enterobacteriales, To TymMipoBaHHbIE T€HBI MUPYBATKUHA3BI IPUCYTCTBYIOT BO
BCEX MCCIICJIOBAaHHBIX T€HOMax, Kpome P. chrysanthemi, tae ObU1 OOHAPYKEH OPTOJIOT JIMIID IS
pykA. OngHako, TOJIBKO B 3TOM T€HOME ObLI OOHapyKeH MmoTeHIMaabHbIi FruR-caiT mepen pykA.
Takum 00pa3oM, MOKHO MPEATONIOKUTH, 4TO il OakTepuil u3 rpynmnsl Enterobacteriales BakHa
FruR-3aBucuMas perynsiusi 0JJHOTO W3 TeHOB MUPYBATKUHA3GI, U B cliydae Aelieliuu pykF B reHome

P. chrysanthemi perynupyeMbIM CTAaHOBUTCSI €IMHCTBEHHBIN OCTaBIINICA T'eH, pYkA.

3.3.3. I'enbI 6€J1KOB AbIXaTEIbHBIX KOMILIEKCOB

B mHacrosmeit pabGore k o0oOmenHomMy FruR-perymony Obl1  OTHECEH OMEpOH
nuoABCDEFGHIJKLMN. JlanHbI{ ONIEPOH KOJAUPYET OCITKM KOMILIEKCA TIPOTOH-3KCIOPTUPYIOICH
HA/I-H-nerunporenassl [234, 275-277].

[MorennmaneHble caliThl cBA3bIBaHU FruR Obutn 0OHapyXeHbI Tiepes niuo-onepoHOM BO BCEX
HCCJICIOBaHHBIX IeHoMax Enterobacteriales, 3a uckimouenwem P. chrysanthemi (Tabmn. 3.2). B
MIOCJIETHEM CIIy4ae TaK)K€ OTCYTCTBOBAJIM OPTOJIOTH ISl IEPBBIX IBYX I€HOB M3 ornepoHa. OgHako,
B HACTOSIIEE BpeMs JIOCTYNEH JIUIb (hparMeHTapHbIA TeHOM P. chrysanthemi u oOHapyXEHHBIC
TEHBl NUO-ONEPOHA PACIONAralOTCs Ha Kpalw ydyacTKa C H3BECTHOM IOCIEO0BATEIbHOCTHIO.
[TosTOoMy CyauTh O COCTaBe nuo-ONepoOHa U PETYISIIUU €ro TPAHCKPUTIIUK B P. chrysanthemi 6yner
BO3MOKHO JIMIIB [TOCJIE€ BBIXO/1A ITOJHOW BEPCUU JAHHOTO T€HOMA.

Perynsaums skcnpecun nuo-onepona 6enkom FruR mpeacrapisieTcst BosHe 1enecoo0pa3Hou,
TaK KaKk MHOTHE PEaKI[UU IIEHTPATHHOTO0 METa0OIU3Ma SBIISIOTCS OOPAaTUMBIMHA U COITPOBOXKIAIOTCS
BoccranosienneM HAJI™ no HAJI-H. ITosToMy HampaBieHHE 3THX PEaKkLuid, M, Kak CJIEICTBHE,
BO3MOXXHOCTh MPOTEKAHHS I[EHTPAIBHOIO MeTaboJM3Ma B IEJIOM, 3aBHCUT OT COOTHOILIEHUS
OKHCIIEHHON W BocctaHoBieHHOW ¢dopm HAJI. B cmywae ke, ecim 3TO COOTHOIIEHUE CHIIBHO
cmeniero B cropony HAJI-H, Bo3MoHa 0cTaHOBKA MPOIECCOB LIEHTPAIBHOTO MeTabonu3Mma [278-

281]. HAZl-H-nerunporena3sa, 0enKOBBIH KOMILJIEKC, KOAUPYEMbIl TeHaMU nuo-ONEepOHa, OKUCISET
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NADH 1o HAJI®, MeHss cOOTHOLIEHHE B CTOPOHY OKucIeHHOH (opwmbl. ITockonbky Gpykuus FruR
3aKJTF0YAETCSs B KOOPAMHHPOBAHHWH IMPOILIECCOB IIEHTPAIBHOTO METa0oMu3Ma, TO 3HAYCHHE
PETYISIMU NUO-TEHOB BIIOJHE TOHATHO — TaKMM 00pa3oM perynupyercs cootHomenne HAJT™ u
HA/I-H, To ecth, FruR koHTponmpyeT He TOJBKO KOHIEHTpAIuio (EpPMEHTOB, HO M HAIPaBJICHHE

OCYIIIECTBIISIEMbIX UMHU PEAKIIHA.

PykA (VCH)

PykA (VVU)

PykA (VFI) PykA (VPA)

PykA (PPR)

PykF (PCA)
PykF (YEN) PykF (PLU)

PykA (PLU)

PykA (PCA)
PykA (SMA)

PykA (YEN)

PykA (YPS)

0.29

PykF (VCH).

PykF (VVU)

PykF (VFI)
PykF (PPR)

PykA (PFO)

PykA (PAE)

3.7. ®unoreneruyeckoe aepeBo oeakoB PykF u PykA
Jlnst mocTpoeHMsT MCTOJB30BAJICS METOJ OOBbeAMHEHUs cocenHux map (neighbour-joining).
Uwncna Ha BEeTBAX 00O03HAYAIOT OXKHUJAAEMYIO JIOJI0 aMUHOKHCIOTHBIX 3aMeH. B ckoOKax yka3aHBI
yCJIOBHBIE 0003HaueHUs1 rTeHOMOB (cM. Tabi. 2.1). OGBeneHbI TeHBI, epe]] KOTOPHIMU OOHAPYKEHBI
MOTEHLMAIbHBIE CalThI CBsI3bIBaHUA FruR.

3.3.4. I'ennbl (pepMeHTOB aCCUMMJISIIIAM A30TA

Perymauus omepona nirBDC-cysG mocpenctBom FruR panee Obuia sKCHepMeHTaIbHO
nokazaHa maiusa E.coli ([145]). JlaHHast perynsuusi TOCTaTOYHO KOHCEpPBATHBHA — IMOTEHIIMAIBHBIC
caiThl ObUTH OOHApYXXEHBI MOYTH BO BceX reHomax Enterobacteriales. VckitoueHue coCTaBisIOT
Pectobacterium spp., Tie CAUTOB HE HAlAECHO, U P. [uminiscens, rae OTCTYTCTBYIOT OPTOJIOTY I'€HOB
naHHoro omnepoHa. OmnepoH nirBDC-cysG  KomupyeT TeHbl IEpUIUIa3MaTHUECKONd HHUTPUT-
penyktasbl. JlaHHBI (DEPMEHTATUBHBIM KOMIUIEKC MTPAET KpaliHE Ba)XHYIO POJIb B METa0oJIM3Me
OakTepuaabHOW KJIETKU. Bo-mepBhIX, 3a cueT paboThl KOMILIEKCAa HEUTPATU3YETCS TOKCUIHBINA IS
KJIETKH HUTPUT. BO-BTOpBIX, B pe3yibTaTe BOCCTAHOBJICHUS HUTPUTA OOpa3yeTcss MOH aMMOHMS,

KOTOPBIM 3aTeM BKJIIOUAETCS B OpraHuueckue coenunenus [145, 146, 225, 230, 282-284]. Ckopee
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BCETr0, PEryJsius JaHHOro onepoHa (pakropom FruR umMeer 1o ke 3HaueHue, 4TO U ONMCaHAas BbIIIE
perymsiusl nuo-onepoHa — TaKUM 00pa3oM MOAJEpKHUBAETCs OalaHC MEXIy KOHIIEHTpalueH
OKHMCIIEHHON U BoccraHoBieHHOH (opm HAJI. JlaHHOe mpearnosiokeHue BBIIBUHYTO HAa OCHOBE
OMOXMMHUYECKHUX XapPaKTEPUCTHK MEPUIUIa3MATUYECKON HUTPUT-penyKTa3bl. DepMEeHTaTUBHBIN
KoMIuiekc, oopaszyembrit 6eikamu NirB u NirD, BoccTanaBnmuBaeT HUTPUT O aMMOHHUS, UCTIONB3YS
HAJ/I'-H B kauecTBe HOHOpa 371E€KTpOoHOB. IIpu 3TOM 11 BOCCTAHOBIIEHUS OJHOH MOJEKYJIBI
HUTpUTa TpeOyercss Tpu Monekynsl HAJI-H, 4To mocTaToyHO CHIIBHO CMEIaeT paBHOBECHE B

cropony HAJI", TeM caMbIM cO3/1aBas yCIOBHMs JUIi IIPOTEKAHUS PEAKIMI LEHTPaIbHOIO

MeTabonu3zMa [285, 286].

3.3.5. I'eHbl TPAHCTIOPTHBIX 0EJTKOB

B Hacrosmieit paboTe moTeHIHMANbHBIE CAThl CBA3bIBaHUsA FruR Oblmm oOHapy>KeHBI mepen
T€HOM cOpA BO BCEX HCCIEIOBaHHBIX reHomax Enterobacteriales. I[IponykT manHoro reHa He ObLT
UCCJICIOBAH AKCIIEPUMEHTAIBHO, HO aHam3 MOTEHIUATBHON AMUHOKHUCIIOTHON
MOCIIE0BATENHHOCTH MOKa3al, uTo 6emok CopA, mo Bcelt BUAMMOCTH, siBsieTcsi ATdD-3aBUCUMBIM
TpaHcnopTepoM MOHOB Meau [287]. 3HaueHue BO3MOkHOUM FruR-3aBucumoil peryisiiuu JaHHOTO

OIICpOHA HEACHO.

3.3.6. I'eHbl peryJsiTopHbIX 0€JIKOB

[ToMuMO TE€HOB TPAHCIOPTHBIX OENIKOB, (DEPMEHTOB IEHTPAIHHOTO METa0ONM3Ma M TEHOB
neixanus, FruR-3aBucuMast perynsiust Obila Takke MpejacKa3aHa sl JBYX I'€HOB, KOIHPYIOIIUX

(baxTopsl TpAaHCKPUNIHH, fruR u crp.

ABroperynsmus  fruR  Obuta  mpeickasaHa Ul mpenctaBurenei  Vibrionales  u
Pseudomonadales. Bo Bcex ucciiegoBaHHBIX OpPraHM3MOB W3 3THX JBYX Tpynn TeH fruR oOpa3syer
IUBEProH ¢ omnepoHoM fruBKA, B cnydae Vibrionales, wmm fruB/ptsl-fruKA, B ciy4ae
Pseudomonadales. CaiiTel CBsA3BIBaHUS TPU ITOM PACIIOJIATAIOTCS B MEXKIEHHOM IPOMEXKYTKE.
Ckopee Bcero, B JaHHBIX TreHoMax Oenok FruR perymmpyer TpakcKpumiuio Kak OIEepoHa
docdorpancdepazHoit cucrembl, Tak U coOCcTBeHHOro reHa. B cimyuae Pseudomonadales B
MEXTeHHOM 00acTi oOHapYyKUBarOTCs equHuYHbIe FruR-caiiTel, 3a uckmouenuem P. syringae, T7ie
takux cainToB nBa (ITpunoxenue 4). [l Bcex ke mpeacraButeneid Vibrionales 6b110 00HApY)EHO
10 TPH caiiTa B MPOMEXYTKe MeXAy fruR u fruB. JIBa Ommkaiimue K fruR caiita pacroioXeHbl B
0o0JacTl ¢ BBICOKOW CTEMEHBIO KOHCEPBATHBHOCTH, NMPUYEM BO BCEX T'€HOMAaX MEXIy HUMH
COXpaHsieTcsl paccTosiHMe, paBHOe 6 1.H. Bo03MOXXHO, 4YTO MOJOOHBIE TaHAEMHBIE CaNTHI

HEOOXOIUMBI Ul YCUJIEHUS peryiasTopHoro 3¢d@dexTa B OTBET Ha BHEIIHUHN cTuMyll. Tperue xe
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CalThl, HaXoJsIIMecss OMMXKe K fruB, pacmojararoTcs B y4acTKaxX, KOTOpPbIE HE BBIPABHHUBAIOTCS

mexay coboit (Ipunoxxenue 5).

Bo3moxHo, uto reHomax Vibrionales u Pseudomonadales FruR perynaupyer Tpakckpunimnio
Kak orepoHa ¢ochoTpaHcepazHO CHUCTEMBI, TaK U cOOCTBEHHOro rera. OJHAKO, HE CIEIyeT
UCKIJIIOYaTh U TMIIOTE3Y, YTO OOHApyKEHUE CAlTOB Nepes TeHOM fruR B TaHHBIX T€HOMAaX SBISETCA
CJICICTBHEM pACIIOJIOKEHHsI JTaHHOTO TE€Ha B JUBEpProHe ¢ omepoHOoM QocdorpanchepazHoit
CHCTEMBI, U CalTBl PETyIUPYIOT 3Kcrpeccuto nuiib fruBKA u fruB/ptsl-fruKA onepoHos. Beibop

MCKAY 3TUMH BO3MOKHOCTAMU TpCGyGT IMPUBJICYCHUA SKCCPUMCHTAJIBHBIX MCTOAOB.

[MoTennmansHbie caiiThl cBsi3biBaHus FruR mepexn reHom crp Obuin OOHApyKEHBI BO BCEX
HCcCiIeoBaHHBIX TreHomax Enterobacteriales. IIpoaykT nmaHHOTO TeHa  MpEACTaBISET COOOM
MI00ABHBIA PerynaTop TpaHckpuniuu. benok Crp nmepexonuT B aKTUBHYIO (OPMY B IPUCYTCTBHH
HAM® (UUKIHYECKOro aeHO3WI-MOoHO(ocdaTa), TMOBBIMIEHHE KOHIEHTPAIIMH KOTOPOTO
CBUJIETEIILCTBYET O HEJOCTATKE IJII0KO3bl. B onucanubix ycinoBusx Crp KOHTPOJIUPYET PETyIUpPYeT
JKCcIpeccuto 0Ooyiee 4eM cTa OMEPOHOB, TEM CaMbIM KOHTPOJHUPYS MPOIECCHl KaTraboau3Ma
pasnmuuHbIX yriaeBoaoB [61, 181, 263, 288-290]. Takum o6pa3om, 6emok FruR He Tonbko HanpsaMyo
peryaupyer SKCHPECCHI0 TE€HOB IEHTPAJIBHOTO KIETOYHOrO0 MeTabojau3Ma, HO W MOIYJIHPYET

KaTaboJIM3M pa3Nu4HbIX caxapoB nocpeactBoM FruR-Crp perynsTopHoro kackaja.

3.4. IBomonust FruR-perynona

B xone uccnenosanus FruR-perynona B pa3nnyHbeIX TaMMa-IipoTeo0akTepusx Obljia 3aMedeHa
CIeyIoIIas 0COOCHHOCTh: COCTaB PErysioHa KpailHe CHUJIBHO OTJIMYAETCS B Pa3IMUHBIX MOpPsAKax

MuKpoopranuzmos (Puc. 3.8).

Tak, B Pseudomonadales B coctaB peryinoHa BXOAWUT JUIIb OJUH ONEpPOH, fruB/ptsl-fruKA.
AHajnorudHas cuTyanus HaOmromaercs u B Vibrionales, rie eIWHCTBEHHBIM WICHOM pEryJjOHA

spisietcs fruBKA onepon. B rpymiie Pasteurellales perysion moaHoCThIO OTCYTCTBYET (CM. HIIKE).

VY Gaxtepuii nopsinka Enterobacteriales, mo cpaBHEHHIO C APYTUMH TaKCOHAMH, HAOIIOAaeTCs
HeoOBIYaiiHOE pacHIMpeHue peryiaoHa. Tak, onepossl fruBKA, ptsHI-crr, manXYZ, glk, epd-pgk-
fbaA, ppsA, pfkA, pykF, icdA, adhE, tpiA, gapA, gpmA, pdhR-aceEF-IpdA,
nuoABCDEFGHIJKLMN, nirBDC-cysG, copA m crp Bxomar B cocraB FruR-peryinona B
OOJBIIMHCTBE TEHOMOB W3 3TOW rpymnimbl. Jpyrue ke omnepoHsl, a umeHHo mtIADR, fbp, edd-eda,

pckA u aceBAK, perynupytotcs smiib B E. coli n 6mu3kux k et Salmonella spp.

Takum oOpa3oM, MOXKHO YCIIOBHO pas3ieiuTh Bce WieHbl 0000meHHoro FruR-perynona Ha

TPU TPYIIIbI, B COOTBETCTBUU C TAKCOHOMHUYECKHUM PACTIPOCTPAHEHUEM UX PETYIISINN:
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— TeHBl, PeryJupyeMble BO BCEX UCCIIEI0OBaHHBIX T€HOMaX, 3a UCKItoueHueM Pasteurellales;
— TEHBI, peryJImpyeMble TOJIbKO B reHoMax Enterobacteriales;
— TeHBl, peryJaupyeMble TOJIbKO B reHoMax E. coli u Salmonella spp.

Ha ocHoBaHnu moj00HOTO pacnpeieNeHHs WICHOB PEryIoHa 1o TAKCOHOMUYECKUM TpYIIaMm,
ObLT MpejcKka3aH Hanbosiee BEPOATHBIN crieHapuit 3Bomoruu FruR-perynona (Puc. 3.9). Ilo Bceit
BUAMMOCTH, NepBOHa4yanbHO FruR-perymsiuus Bo3HuKiIa y oOLIero mnpeaka eme A0 OTAEICHHUs
rpynnsl  Pseudomonadales, npuuem mnepBoHadanbHO FruR cymiecTtBoBanm Kak —peryssrop
€AMHCTBEHHOTO fru-onepoHa. Takas cuTyalus coxpaHwiack B npeacraBurensx Pseudomonadales u

Vibrionales.

B nanpreitmem B rpynmax Pasteurellales u Enterobacteriales mpou301iiyn mpoTHBOIOIOKHBIC
nporeccel. Y Pasteurellales perymon paspymmiics B Tpoliecce SBOJIOIUH, MPUYEM B Pa3HBIX
TeHOMax MOXHO HaOII0JaTh pa3HbIe CTAJMH ATOTO Ipoliecca. Y 4acTh OPraHU3MOB, TaKuX Kak H.
influenzae n H. dukreyi ten fruR oxazajics NOJHOCTBIO yTpadeH. Y A. actinomycetemcomitans
MpOU30IIa Jelelus JIMIIb YacTH Te€Ha, 3aTPOHYBIIAs yd4acTok, cooTBercTBytomuii JIHK-
CBS3BIBAIOIIEMY JOMEHY, YTO CJEJal0 HEBO3MOXHBIM BbIMoJHeHHe OenkoM FruR dynkuun
perynstopa TpaHcKpuniuu. B renome P. multocida, x0T U PUCYTCTBYET MOJIHOPA3MEPHBIN I'eH
fruR, He OBUIO HAWJCHO TMOTCHIMATBHBIX CAWTOB CBS3bIBaHUS OeiKa HU Tepel OJHUM TEHOM,

BXOJIALINM B PErYJIOH B IPYTUX MCCIEI0BAHHBIX MUKPOOPTraHU3Max.

VY Enterobacteriales >xe, Ha000pOT, MPOU3OIILIO 3HAYUTEILHOE PACHIMPEHNUE PETryJIOHA IyTEM
HOSIBJICHUS HOBBIX CaliTOB cBsi3bIBaHMs FruR mepen renamu neHTpaabHOTo MeTabosn3Ma, JbIXaHHs,
aCCUHMWULAIIMM  a30Ta, TPAHCIOPTa M PEryIsATOpHBIX OenkoB. B mpomecce mambHeiimero
HBOJIIOIIMOHHOTO pacxXoskKAeHus pa3HbIXx rpynn Enterobacteriales mpoucxoanian U3MEHEHUsI COCTaBa

PEryjioHa nyTéM NCYC3HOBCHUA caliToB nepea T¢Mu UJinu HHbIMA I'CHAMMU.

Hansrenmee pacmupenue FruR-peryinona npousomsio B y3K0il IpyIie, BXOJAIIEH B COCTaB

Enterobacteriales, u Bkmtouatomeid B ce0s E. coli u Salmonella spp.

K COKaJICHUIO, HC YAACTCA ONMPCACIIMTH, KaKUM KC IIYTCM MPOUCXOAUIIO MOABJICHUC HOBBIX
CalTOB B XO€ IBOJIOIUHU. IHTYUTHBHO MOXKHO MPEATION0KHUTh, YTO CAlT B PEryJIATOPHOM 001IacTH
MOJKET TOSBUTHCSA JABYMS IYTAMHU: 32 CUET MOHOHYKJICOTHIHBIX 3aMEH, MJIM K€ 33 CUET BCTaBKU
MOCIIEI0OBATEIPHOCTH, cojepxaimield caiiT. C Ienbi0 OTBETa Ha 3TOT BOMPOC OBUIM MOCTPOEHBI
MHOXCCTBCHHBIC BBIPABHUBAHUSA TMOTCHUUAJIBHBIX PCrYISATOPHBIX O6HaCTeﬁ AJIL OPTOJIOTMYHBIX
reHOB-wIeHOB perynoHa u3 Enterobacteriales. OmHako, KaK BBIICHHIIOCH, PETYJISTOPHBIC 00JIacTH
OpPTOJIOTUYHBIX T'€HOB KpalHEe IUIOXO BBIPABHUBAIOTCS MEXAY COOOM, YTO JETaeT HEBO3ZMOXKHBIM

BBIJIBUHYThH KaKue-TMOO0 MPEANOIOKEHHS O IyTH MOSIBIICHUS caifTa.
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Pucynok 3.8. CocraB FruR-pery;iioHa B pa3jiiuHbIX IPynnax raMMa-nporeodaKkTepuii
PacmmdpoBka 11BeTOBbIX 0003HAYCHH TaHa B HIDKHEHW 4acTH PUCYHKa.
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E. coli
S. typhi

Enterobacteriales

S. typhimurium

Y. pestis
[ Y. pseudotuberculosis
Y. enterocolitica
_@_ S. marcescens

P. carotovorum

P. chrysanthemium

1 L P luminescens

: l: P. multocida Pasteurellales
A. actinomycetemcomitans

V. fischeri

V. cholerae

Vibrionales

V. parahaemolyticus

V. vulnificus

P. profundum

—— P, aeruginosa

Pseudomonadales

P, syringae

| ramMmma-nporeodaKTepumn |
©

P, fluorescens

P. putida

Pucynok 3.9. llpeanonaraemsiii cuenapuii 3posaonnu FruR-perynona ramma-
nporeodakrepui
Hudpamu oTmeueHbl mpeAmnoiaraeMbie 3BOTIOIMOHHBIE COObITHS: | — Bo3HHKHOBeHHE FruR-
peryJsiuu onepoHa fru; 2 — pa3pyuienue peryiona B Pasteurellales; 3 — pacimupenue peryiona
B Enterobacteriales; 4 — nanpHeiilee pacliMpeHue peryioHa B rpynie, BKiIovatoue E. coli u
Salmonella spp.

3.5. O0cyxnenne u BHIBO/bI

C w™momeHTa OTKphITHS (akTopa TpaHckpunuuu FruR, ocymectBistonmero nAM®-
HE3aBUCHMYIO PETyJSIUI0 TIIOKOHEoreHe3a M (pykro3o-cneundudnoil ¢pocdorpancdepasznoi
cucremsl [133], FruR-perynon ObuT J0CTaTOYHO NOAPOOHO HCCIEIOBAaH 3KCIEPMEHTAIBHBIMU
METOJaMH, TepBoHaAYaNbHO B Salmonella typhimurium [133, 291], 3atem B E. coli [134-136, 292].
OpnHako, HECMOTpPS Ha JOCTaTOYHO IIMPOKYIO TAKCOHOMHYECKYIO PAaCIpOCTPAaHEHHOCTh YKa3aHHOTO
Oenka, HHMKakuxX wuccienoBanuii FruR-3aBucumol perymsmum B Opyrux OakTepusix, Mo Bcel

BUJAUMOCTH, HC IPOBOJANIIOCE.

Panee ObUTO 3aMe4YeHO, YTO B T€HOMAaxX HEKOTOPBIX IMPEICTaBUTEICH raMMa-IpoTeo0aKTepHid,
Hanipumep, B V. cholerae u P. aeruginosa HabnrogaeTcs 3HaYUTENNbHOE cokparienne FruR-perynona

no cpaBHeHuto ¢ E. coli (M.C. T'ennbann, nuanoe cooOmieHue). B Hacrosmeit pabore ObLIO
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MIPOBEICHO TMOAPOOHOE HccienaoBanue o0o0menHoro FruR-perynona B reHomax BOCEMHAIIATH

ramMMa-npoTeo0aKkTepuid, MPUHAIEKAITUX K YETHIPEM MOPSAKAM.

B xome uccnenoBaHust ObUIM TpeACKa3aHbl HOBBIE WIEHBI PETYJIOHA, PETYJSAIHs KOTOPBIX
coxpansieTcs y OONBIIMHCTBA TpeacTaBuTeneil mopsinka Enterobacteriales. K TakoBeIM OTHOCSATCS
rensl ochoTrpancdepasHbix cucteM (manXYZ), neHTpaabHOTO MeTtabonmm3Ma (1piA, gapA, gpmA,
pdhR-aceEF-IpdA), neixatenbHbix cucteM (nuoABCDEFGHIJKLMN), tpancnopta (copA) u
perymsuuu TpaHckpunimu (crp). Perymsums npyrux reHoB (ocdoTpaHcdepazHbIX CHCTEM H
HeHTpanbpHoro Metabonusma OenkoM FruR yxe Obuta mokasaHa paHee, 03TOMY HOBBIE T'€HBI JIUIIb
JOTIOTHUITU YK€ CIIOXKHUBIIYIOCS KapTUHY (QYHKIIMOHAIBHBIX COCTaBIISIONINX peryjoHa. Perymsuus
nuo-orepoHa, CKOpee BCEro, BbI3BaHA HEOOXOAMMOCTBIO TMOAJEpKaHUS OamaHca MEXIy
OKHCIICHHOI M BoccTaHOBiIeHHOW (opmamu HAJ, oT KOTOpPOro 3aBHCHUT HpPOTEKaHWE MHOTHX

peaKIuii EeHTPAIbHOTO MeTaboIu3Ma.

Perynsiiust TeHa crp CBSI3BIBAaCT MEXKIY COOOW JBE PEryIsATOpHBIE cucTeMbl. llepBas cucrema,
Crp, ocymiecTBIsIeT KOHTPOJIb MPOILIECCOB KaTabonm3Ma B KJIETKE B OTBET Ha COACPIKAHHE B Cpelie
TJIIOKO3bl MOCPENICTBOM pearupoBaHusi Ha ypoBeHb HAM®D. Bropas xe, FruR, orBewaer Ha
npucytcTBue (HochOpHIMPOBAHHBIX MPOU3BOIHBIX (PpyKTO3bl. [Tog00Has CBSI3b MBYX T100aTBHBIX
CUCTEeM peryisinuu nocpeactsom perynsroproro Crp-FruR kackana obecrieunBaer OoJiee TOUHBIN

KOHTPOJIb 3a MpoLeccaMu KaTaboIu3Ma YIieBOJ0B U IIEHTPAIbHOIO METaboIn3Ma.

K coxxanenuto, ocraercst HeACHbIM 3HaueHue FruR-3aBucumoli perynsuuu resa copA, no Bcei

BUJUMOCTH, KOJUPYIOLIEro TPAHCIIOPTEP HUOHOB ME/TH.

JpyruM 3HAYUMBIM pE3yJIbTaTOM JaHHOM pabOThl SABISETCS TNpPEICKa3aHHE CLEHapUs
sBomtonnu  FruR-perynona ramma-nporeoOaktepuit. Ha ocHOBaHWMM JaHHBIX O CTPYKTYpeE
0000IIEHHOT0 peryjgoHa B pa3IHYHBIX MOPAAKaX OBUIO BBIABUHYTO MPEIINOI0KEHUE, YTO
NepBOHAYaAJIbHO, 10 oTxeneHus rpymmsl Pseudomonadales, FruR mpencrasmsun co0oif  y3ko
creuu(UYHBIN PerynsTop OJHOTO OMEpoHa, Koxupyomero ¢ochoTpancdepazHyo cuctemy s
dpykot3el. B rpymme ke Enterobacteriales mpou30mmio A0CTaTOYHO OBICTpOE MPUCOCIUHEHHE K
pPEryJloHy HOBBIX ONEPOHOB, B pe3ynbrare 4yero FruR mpeBpartuiics B roOanbHBIN perynsarop
HeHTpalbHOro MeTabonmu3Mma. [Ipolecc pacmmpeHuss peryjiaoHa, CyAs IO BCEMY, NPOUCXOAUT
BEChbMa TMHAMHMYHO, MTOCKOJIBKY IMOSIBIICHUE JOMOJIHUTENBHBIX WICHOB PETyJIOHOB HaOIIOAaeTCs B
JIOCTAaTOYHO Y3KOM TPYIIe OpPraHW3MOB, BKIIIOYAIONIICH KpaitHe OJM3KO POACTBEHHBIX E. coli n

Salmonella spp.

B 3awitoueHue crienyeT yNoOMSHYTh HHTEPECHBIE WM3MEHEHUS B CTPOCHMH fru-onepoHa,
XapakTepHble 111 6akrepuii nopsiaka Pseudomonadales. Ecnu B pyrux uccieoBaHHBIX TeHOMax B

COCTaB ATOTO ONEpPOHA BXOJAT JIMIIb T€HBI, KOAUPYIOUIHE (PPYKTO30-Crieu(prIHbIe KOMIOHETHI
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dochoTpanchepasnoit cucrembl, To y Pseudomonadales yka3zaHHBIH OINEPOH KOJUPYET H
OCTaJIbHbIe KOMIIOHEHTHI, SIBJISIONIUECS 00muMH 1711 Bcex (hocoTpancdepasHbix cucteM. JlanHbIi
(dakT BHOTHE MOXET pacCMaTPUBATHCS KaK JIONOJHUTENbHOE IOATBEPXKICHUE THIOTE3bl O

3HAUYUTEITLHON PO GPYKTO3BI B METAOOIM3ME IPEBHUX OAaKTEpHii, BRIIBUHYTOM panee [137].
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I'maBa 4

HUccnenosanue 3Bosnonuu 0000meHubix PurR- u RbsR-peryinonos

4.1. U3y4yeHne IBOJTIOLUM PEryJIsITOPHBIX CHCTEM

Kak yxe ynomunanocs panee, PurR u RbsR npezncrasisitor co6oit 6e1Kku ¢ BBICOKON CTETIEHBIO
CXOJICTBAa aMUHOKHCJIOTHBIX MOcieaoBarenbHocTell. Hanpumep, mociienoBaTeIbHOCTH YKa3aHHbBIX
oenxoB u3 E. coli toxnecrsenusl Ha 47,0%. CXOICTBO € IIOCIENOBATEILHOCTEN OEIKOB,
BBIYHCIICHHOE C TIOMOIIBI0O MaTPHIIBI aMHUHOKUCIOTHBIX 3aMeH BLOSUMG62 [293], cocraBmsieT
67,9%. Ilpu sTom B E. coli naHHBIC OEJKU SBISIOTCS OJIMKAUIIIMMHA TOMOJIOTaMH, TO €CTh CXOJCTBO
MEXy HUMHU 3HAYUTEIHHO BHINIE, YEM CXOJCTBO KAXKIOTO U3 HUX C JIOOBIM JIPYTrUM OENKOM U3
cemerictBa Lacl. [IpuBenerHbie akThl MO3BOJISIOT MPEANOIOKUTD, YTO JaHHBIC OCTKH MPOU30ILITH
B PE3yJbTAaT€ OTHOCUTEIIPHO HEIABHEW IYIUIMKAIIMKM OJMHOYHOrO MpenkoBoro reHa. Ilo astoi
npuurHEe OBUIO PEIICHO MPOBECTH OJHOBPEMEHHOE HCCIIEIOBAHUE IBOJIONUU JIBYX PETYISATOPHBIX

cucrteM, PurR u RbsR.

Ha nepBom 3Tane paboTsl ObUT IPOU3BECH MOUCK OpTOoroB 6enkoB PurR u RbsR u3 E. coli B
JIPYruX TeHoMax ramMmma-npoteodaktepuii. Oprosnoru PurR Owimu HalineHsl B 15 reHomax OakTepuit
u3 nopsiakoB Enterobacteriales (E. coli, S. typhi, S. typhimurium, Y. pestis, Y. pseudotuberculosis, P.
carotovorum, P. luminescens), Pasteurellales (P. multocida, H. influenzae, H. ducreyi) u
Vibrionales (V. vulnificus, V.parahaemolyticus, V. cholerae, V. fischeri, P. profundum). Bo Bcex
MEePEUYNCIICHHBIX T€HOMaX, 3a HCKJItoueHueM Y. pestis, Y. pseudotuberculosis v H. ducreyi, Obun
Takke oOHapyxkeHbl oprosiorn Oenka RbsR. B remomax w3 rpymmer Pseudomonadales (P.
aeruginosa, P. putida, P. fluorescens, P. syringae) Obl1 oOHapyXeH O€NOK, TEpBOHAYAILHO
aHHOoTHpoBaHHBIN Kak RbsR [53], Ho npu 3TOM npakTHueckn oanHakoBo cxoxuil ¢ PurR u RbsR u3
E. coli. Bo Bcex HaineHHbIx optonorax PurR m RbsR Obumn Haiinens! npeanonaraemsie JTHK-

ces3piBatomne HTH-moTtuBe! (Ilpunoxenwne 6).

Jlnst Bcex HalIEeHHBIX OCNIKOB OBLTO TOCTpoeHOo (utoreneTndeckoe aepeBo (Puc. 4.1). Ananus

JTAHHOTO JIEpeBa MO3BOJISIET BBACIUTE TPU TPYIIITBI OCIKOB:
— opronoru PurR E. coli;
— oproioru RbsR E. coli;
— Oenku u3 Oakrepuii mopsinka Pseudomonadales.

Buyrpu rpynm, coorBercTByromux PurR u  RbsR, MoOXHO BbIIEIUT 1O TpU BETBH,

COOTBeTCTBYIOIIME Oenkam u3 rpynn Enterobacteriales, Pasteurellales u Vibrionales.
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RbsR (HIN)
RbsR (PMU) PurR (HDU)
PurR (PMU)
RbsR (STM) 2, e
RbsR (STY) z \% o S a PurR (HIN)
| 3/
RbsR (ECO) S| 9 PurR (STY)
2, PurR (STM)
7
RbsR (PCA) 0.14 A PurR (ECO)
046 <
RbsR (PLU) 0.12 PurR (PLU)
PurR (YPK)
PurR (YPS)
RbsR (PPR) . PUrRYPCA)
RbsR (VFI) > 014
RbsR (VCH
sR (VCH) o PurR (VFI)
RbsR (VPA) ES PurR (VCH)
RbsR (VVU) PurR (VPA)
PurR (VVU)
RS PurR (PPR)
o
\y o \@
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RbsR (PST) -
RbsR (PAE)

RbsR (PPU) o o pFO)

Puc. 4.1. ®usiorenernyeckoe aepeno 6ejikoB PurR u RbsR
J1s moCcTpOoeHHs UCTIOIB30BAJICS METO 00bEMHEHNUS coceTHuX nap (neighbour-joining). Yucna Ha
BETBAX 0003HAUYAIOT OKUIAEMYIO JOJI0 aMHUHOKHCIOTHBIX 3aMeH (TOKa3aHbl TOJBKO Joju Oolsee
0,10). B ckoOkax yka3aHbl yCIOBHBIE 0003HaYeHHS reHOMOB (cM. Taou. 2.1).

MoXHO TpennojaoxkuTh, uyTo Oenok u3 Pseudomonadales coxpansieT cBolcTa MpPEIKOBOTO
Oenka, a PurR u RbsR u3 Enterobacteriales, Pasteurellales u Vibrionales sABJIsSIFOTCS HOTOMKaMH
KOTMHiA, 00pa30BaBIIMMUCS B PE3yJbTaTe NYIUTMKALIMH UCXOAHOTO TeHa. [lonobHoe npenmnonoxeHue
BBICKA3bIBAJIOCH U paHee Ha OCHOBC q)HJ’IOFeHI/II/I 3TUX 6€JIKOB U COBMCCTHOI'O UX paCHOHO)KeHI/IH Ha

XpOMOCOME C APYTUMH reHamu [294].

4.2. UccaenoBanue RbsR-3aBucumoii peryJasinuu

4.2.1. IlocTpoeHune pacno3Ha0IIero NPaBuJia JAJsi NOMCKA MOTEHIIHAJBHBIX CAWTOB

ces3piBanusa RbsR

Kak crnenyer m3 anammsza Quuiorenetudeckoro nepeBa perynsaropoB (Puc. 4.1), Bce
HaligeHHubie opTojiorn RbsR mocrarouno Gmumsku. [losTomy jutst moucka MOTEHIMAIBHBIX CAMTOB
CBSI3BIBAHHUS ATOTO O€JIKa BO3MOYXHO HCIOJIb30BaHUE €IMHON MaTPHUIIbl TO3UIIMOHHBIX BECOB.

Panee Obumo mokazano, uto B E. coli 6enok RbsR pempeccupyer skcrpeccuio orepoHa

rbsDACBKR, cBsi3bIBasich ¢ CaliTOM, pacrloI0KEeHHOM B IPOMOTOpHOH obnactu [148]. Kpome Toro,



66
CalThI miepes] rbs-ornepoHOM ObLTH TIpeICKa3aHbl B TeHOMax S. typhi, P. multocida, H. influenzae n
V. cholerae [19]. Ha ocHoBe BbienepeuncieHHbix caiitoB (Tabum. 4.1) O6puta mocTpoeHa MaTpuia
JUTSL pacTriO3HaBaHUS MOTEHITUAIBHBIX CallTOB cBs3biBaHMs Oenka RbsR (Puc. 4.2). Caiit cBsI3pIBaHHS

6enka RbsR npencrasisier coboit manuuaapom niuuHoM 20 HykieotuoB (Puc. 4.3).

Tab6anna 4.1. Caiitel cBa3piBaHus 0e1ka RbsR, Bomenmme B 00y4arouyo BbIOOPKY
VYka3zaHo MOJIO’KEHHE caiiTa OTHOCUTENIBHO CTapTa TPAHCIISLIUY T'€Ha, TaKXkKe IPUBOASTCS
CCBUIKH Ha paboThl, B KOTOPBIX PETYJISAIMs reHa ObUIa oKa3aHa dKCIepuMeHTanbHo. [lo3ummn
caiiTa, COBMAJIal0IINe C KOHCEHCYCOM, TOKa3aHbl IPOMMCHBIMUA OYKBaMH, HECOBIAAIOIINE —
CTPOYHBIMH.

I'enom I'en Caiit
Iloo:xxenne | Bec ITociaenoBaTeILHOCTH CcplIKHn
E. coli rbsD -32 6,93 | TCAGCGAAACGTTTCGCTGA [148]
. -110 6,39 | ctAGCGAAACGTTTCGACGY [19]
S. typhi rbsD
-31 6,58 | cCCAGCGAAACGTTTCGcTag [19]
P. multocida rbsD -45 6,93 | TCAtCGAAACGTTTCGATGA [19]
H. influenzae | rbsD -38 6,76 | TtAtCGAAACGTTTCGATaA [19]
V. cholerae rbsD -36 6,86 | TCAtCGAAACGTTTCGATGt [19]
Ios3. A C G T Komnc.

-0.20  0.12 -0.20 0.28
-0.21 023 -021 0.18
041 -0.14 -0.14 -0.14
-021 -021 023 0.18
-0.14 041 -0.14 -0.14
-0.14 -0.14 041 -0.14
041 -0.14 -0.14 -0.14
041 -0.14 -0.14 -0.14
041 -0.14 -0.14 -0.14
-0.14 041 -0.14 -0.14
-0.14 -0.14 041 -0.14
-0.14 -0.14 -0.14 041
-0.14 -0.14 -0.14 0.41
-0.14 -0.14 -0.14 041
-0.14 041 -0.14 -0.14
-0.14 -0.14 041 -0.14
023 0.18 -021 -0.21
-0.18 0.04 -0.18 0.33
0.08 -0.03 020 -0.25
20 0.13 -026 0.06 0.06
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Pucynok 4.2. [lo3unmonHasi MATpHLA BeCoOB UIsA caiiToB cBsi3biBaHus RbsR
VYKkazaH BeC KaKJI0ro HyKJI€OTHIa B COOTBETCTBYIOIICH no3uiuu. “I103.” — no3unus caiira; “Konc.”
— HYKJICOTH/I, TPE00JIaAl0NINi B JTAaHHOM MO3UIIHH.
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Pucynok 4.3. Ilmarpamma Jloro aJjs caiitoB cBasbiBanust RbsR
Ilo ropu3OHTamBHOM OCHM YyKa3aH HOMEDP MO3ULUU HYKIEOTHAA, [0 BEPTUKAIBHOU —
nH(pOpMAIMOHHOE CcoJepKaHWEe TO3WIMK B OuTax. Beicora cTonbna mnpomnopiroHatbHa
UH(OPMAIIMOHHOMY COJICPKAHHUIO JTaHHOW TIO3WIIMU, OTHOCUTENbHAs BBICOTA KaXJAOW OYKBBI
COOTBETCTBYET YacTOTE HYKJICOTH/IA B IaHHOM MO3ULIUH.

Haunmenpmmii Bec cailita w3 oOydaromiel BbIOOpkH paBeH 6,39. OmgHako, y4YuTHIBas
BO3MOXXHOCTh M3MEHEHUS CTPYKTYpHI caiiTa B IpYrux T€éHOMax, IJis TOMCKa caifTa ObLJIO MPUHSTO
noporoBoe 3aHueHue 5,50. Ilomck caiita mpoBomuics B obmactu or —-300 mo +100 m.H.
OTHOCHUTEIIEHO CTapTa TPAHCIAIMHU reHa. CalThl, IepeKPhIBAIOIINECS ¢ KOJUPYIOMNUMHU 00JIacTIMU
JPYTHX TCHOB, HE PacCMaTpPUBAIKCH. [Ipy TaHHBIX YCIOBUSX MOTCHIMAIBHBIC CANTHI CBSI3bIBAHHS

RbsR obHapyxuBaroTcst B KaKJ10M reHome niepe npumepHo 10 renamu.

4.2.2. Ctpykrypa 06061mennoro RbsR-periayona

B pesynpTate moucka mOTEHIIMATBHBIC CAWThI CBsA3bIBaHUS RbsR Oblmun oOHapyx)eHBbI Tiepen
onepoHoM rbsDACBKR BO Bcex TeHOMax, TA€ NPHUCYTCTBYEeT Te€H peryasTOpHOro Oenka
(ITpunoxxenue 7). OOHapyXUTh KOHCEpBAaTHUBHBIC MOTEHIMAJIbHBIC CANTHI mepes KaKUMHU-THO0
JpYyTUMH OllepoHaMM He ynanoch. TakuMm oOpas3oM, B rpymmax Enterobacteriales, Pasteurellales u
Vibrionales RbsR siBisieTcst TOKambHBIM PETYISITOPOM OJHOTO omepoHa. [ockonbKy TeH camoro
6enka RbsR pacnonioxkeH B TOM ke orepoHe, TaHHbIH (PaKTOp TPAaHCKPUIIIUN TaKKE OCYIIECBIISIET

ABTOPCIIPECCHUTO.

B nepeuncnennsix rpynmnax red rbsR Obl1 0OHapy:KeH BO BCEX HCCIEIOBAHHBIX IeHOMAax, 3a
uckmouenueM H. ducreyi u Yersinia Spp., 4TO HaBOJUT Ha MBICIb 00 OTHOCHUTENIBHO HEIaBHEH
yrpate perymnaropa. Iloatomy ¢ TOYKHM 3peHMS HBOJIIOLMM IPEICTABISUIO MHTEPEC HMCCIEAOBATh

cynb0y TEHOB rbs-OTiepoHa B 3THX FeHOMaX.

B renome H. ducreyi He OBLIO HAaWJIEHO OPTOJIOTOB IS HU OJHOTO W3 T€HOB PHOO3HOTO
oTiepoHa, Toraa Kak B Y. pestis u Y. pseudotuberculosis nabnroganachk uHasi cutyanus. B renomax

Yersinia spp. Obutn OOHApyXEHBI OPTOJOTH MJsi TeHOB rbsD w K, nexamue B OIHOM
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NOTEHIMAJIBHOM OIEPOHE, IPUYEM Iepe] ONEPOHOM ObUI HaliieH NOTEHUMAIbHbIN caliT ¢ BecbMa
BeICOKUM BecoM (Puc. 4.4, Ilpunoxenue 7). [TonoOHbIe maHHBIE yKa3bIBAlOT Ha TO, YTO yTpara
T'€HOB MPOU30IIIIa OTHOCUTEIHHO HEeJaBHO. [Ipu 3TOM ObUIM yTEpSIHBI T€H PETrYIATOpa M BCE TEHBI
TpaHcnopTepa pubdo3bl, Kpome rbsD, HO COXpaHWICA TeH rbsK, KOTUPYIOIUA KHHA3Yy.

E. coli
RbsR-caiit p5p rbsA rbsC rbsB rbsK rbsR

Yersinia spp.

RbsR-caiit rbsD rbsK

Pucynok 4.4. CpaBHenue cTpyktypsl rbs-onepona B E. coli u Yersinia spp.

4.3. UccaenoBanue PurR-3aBucumoii peryasimumn

4.3.1. ITocTpoeHue pacno3Haomero NPaBuJIa J1Jsl NOMCKA MOTEHIIHAJBLHBIX CATOB

cesa3bpiBanuga PurR

BBuay »sBomONMOHHON ONMM30CTH BCeX HaWJAEHHBIX opToioroB PurR, Obpuio coutreno
BO3MOXHBIM HccienoBanue PurR-perymsiiuy BO BCEX T'€HOMax C MCIIOJIb30BAaHUEM E€IUHOU
matpuilbl. B renome E. coli paHee ObLIM 3KCIIEPUMEHTAIBHO YCTAaHOBJICHBI CAMTHI CBSI3BIBAHUS
MypUHOBOTO penpeccopa nepen 19 oneponamu (Tabm. 4.2). JlaHHBIE caifThl OBUTH HUCIIOB30BaHbI B
KauecTBe OOydJaroIieil BHIOOPKH JJISI TIOCTPOCHHUSI COOTBETCTBYroIel Marpuiibl (Puc. 4.5). Caitr
cBsi3biBaHus Oenka PurR mpeacraisier co0oii HecTporuil mamuHApPOM ATUHON 16 HYKICOTHIOB

(Puc. 4.6), kOHCEHCYC caliTa IPU 3TOM COTJIACYETCs C paHee MpeAcKa3aHHbIM [155].

ITos3. A C G T Konc.

031 -0.16 0.01 -0.16
0.01 0.12 001 -0.14
-0.18 -0.18 0.55 -0.18
0.16 031 -034 -0.13
049 -023 -0.02 -0.23
0.55 -0.18 -0.18 -0.18
027 -0.08 -0.18 -0.01
-0.18 055 -0.18 -0.18
-0.18 -0.18 0.55 -0.18
0.01 -037 0.09 027
-0.23  -023 -0.02 049
-0.23  -0.23 -0.02 049
-0.03 -0.14 0.07 0.10
-0.28 043 -0.07 -0.07
-0.13  0.02 0.17 -0.06
-0.05 0.11 -036 0.30
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Pucynok 4.5. [lo3uninoHHasi MAaTpuLa BecoB ISl CaAHTOB cBsi3biBaHus PurR
VYKkazaH Bec KaXXJ0ro HYKJIEOTHJa B COOTBETCTBYIOIIEH mo3unuu. “I103.” — mo3unus caira;
“KoHc.” — HyKJ1€0TH I, TPeobIaialoniii B JAHHONW MO3HIINH.
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Pucynok 4.6. Ilmarpamma Jloro aJjs caiitoB cBasbiBanust PurR
IIo ropus3oHTanbHOM OCH YyKa3aH HOMEp IO3ULHMHM HYKIEOTHAA, [0 BEPTUKAIBHOU —
nH(pOpMAIMOHHOE COJEp)KaHWE TO3WIMK B OurTax. Beicora cronlna mpomopiuoHaibHA
UH(OPMAIIMOHHOMY COJIEP’)KaHUIO JIaHHOW TO3WIMH, OTHOCHTENbHAs BBICOTA KaXKIOW OYKBBI
COOTBETCTBYET YacTOTE HYKJICOTH/IA B IaHHOM MO3ULIUH.

0—‘.—-
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Ta6auna 4.2. CaiiTsl cBs3biBanus 0exka PurR E. coli, Bomeamue B 00y4aiomyio BbIOOPKY
YKa3aHo MOJIO’KEHHE CaiiTa OTHOCUTENIBHO CTapTa TPAHCISILMU T'€HA, TAKXKe MPUBOJATCS CChUIKH Ha
paboThl, B KOTOPBIX PEryJSAIUsS TeHa ObUla MOKa3aHa »KCIepUMEHTanbHO. [lo3ummm caiita,
COBIAJIAIONINE C KOHCEHCYCOM, [TOKa3aHbl IPONUCHBIMU OyKBaMH, HECOBIIAAAIONINE — CTPOYHBIMH.

Onepon Caiir
IHonoxenue | Bec IHocnenoBare1bHOCTH Ccebuiku
purR -61 4,76 | AgGCAAACGTTTaCcT (156, 159]
27 4,07 gaGCAAACGTTTcCac
prsA -357 4,72 AaGaAAACGTTTtCGc [11]
purC -168 4,67 | ACGCAAACGTgTGCGT [12, 159]
-122 4,17 AgGaAAACGaTTGgcT
purA [157]
-23 3,77 AaGCAAACGgTgattT
purT -54 5,08 | ACGCAAACGTTTtCGT [162]
purL 91 4,94 | ACGCAAACGQTTtCGT [12, 159]
purB 185 4,45 ACGCAAtCGgTTaCcT [158, 159]
purEK -86 4,61 ACGCAACCGTTTtCcT [12]
cvpA-purF -71 4,93 ACGCAAACGTTTtCLT [160, 161]
purMN -80 4,55 tCGCAAACGTTTGCLT [12, 159]
purHD -122 4,76 gCGCAAACGTTTtCGT [12]
guaBA -68 4,21 AtGCAAtCGgTTaCGe [159]
pyrC -66 4,54 | AgGaAAACGTTTcCGc [163]
pyrD -103 4,51 | cgGaAAACGTTTGCGT [163]
codBA -237 3,65 gCGCAAgCGTTTtCca [164]
speAB -133 4,28 AaGaAAcCGgTTGCGc [11]
glnB -82 4,06 | AtGCAAACGaTTtCaa [11]
gcvTHP -105 4,31 AaGagAACGaTTGCGT [165]
ghA -133 4,39 | AgGtAAtCGTTTGCGT [166]
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Cpenu caiiToB oOyuaroiiei BIOOPKM HaMMEHBIIHH Bec, 3,65, uMmeeT caidT, 0OHApyKEHHBIN
nepen omnepoHoM carAB. OpHako, B JApPYyrux TEHOMax B CBS3UM C BUAOCHEIU(DUIHBIMU
ocobenHoctsimu  JIHK-0enKkoBBIX B3aMMOJEHCTBUI BO3MOXHO CYHIECTBOBAaHME CaHTOB U C
MEHBIIUM BecoM. [loaTOMy mnpu mMOHWCKE MOTEHIMAIBHBIX CAaWTOB C IOMOUIBIO HMEIOUIEHCS

MaTpPHIIbl HCTIOIB30BAJIOCH TOPOTOBOE 3HaUeHHE, paBHOE 3,50.

BOoNBIIMHCTBO AKCIEPUMEHTANIBHBIX CaUTOB pacnosiaraercs B npeaenax ot —300 go +50 m.H.
OTHOCHUTENIbHO cTapTa TpaHciasauuu. CalT mepes TeHOM prsA HaxoIWuTcs B MO3UIMH —357 ILH.
OTaensHO CleyeT pacCMaTpHUBATh CAWT, PACIIONIOKECHHBIN B KOAMPYIOIIEH o0nactu reHa purB B
no3unuu +185 m.H. Cnyyall perynsiuud JaHHOTO TI€HAa TMPEICTaBISIETCS HWCKIIOYUTEIbHBIM,
MOCKONIbKY TeH purB siBnsieTcss BTOpbIM B omepoHe hflD-purB u PurR-3aBucumas perynsuus
TPAHCKPUIILIMKA OCYIIECTBIISIETCSl 3a CUET MPENSTCTBOBAHMIO AJIOHranuu TpaHckpunuuu ([158,
295]). IlockonbKy 3TO €IMHCTBEHHBIM MOMOOHBIA ciydail cpeau reHoB PurR-perymnona, Obiio
pelieHo MPOBOANTH MOUCK MOTCHIIMAIBHBIX caiiToB cBsi3biBaHHUs PurR B o6mactu —400..+100 m.H.,
OCYIIECTBIISIE TPU ATOM JIONOJHUTENBbHBIM IMOUCK CAWTOB HJs OPTOJOroB purB B obmactu —
100...4+300 m.H. Ilpm paHHBIX YCIOBUSIX TOTCHLHMANbHBIE CaWTBhl CBs3bIBaHHS Oenka PurR

oOHapy>kuBaroTcs npuoIM3uTenapHo nepen 200 reHaMu Ha TEHOM.

4.3.2. Ctpykrypa 0000mennoro PurR-periayona

B coorBercTBUM ¢ mpoueaypoi, H3JI0KEHHONM B TnaBe ‘‘Marepuanbl M METOABI, K
0000menHOMY PurR-perynony OblJI0 OTHECEHO B OOIIEH CIOXKHOCTH 62 reHa, 00beTUHEHHBIX KaK
MUHUMYM B 49 onepoHoB. [loMuMo 3KcrepUMEHTaTIbHO W3BECTHBIX YJIEHOB perynoHa u E. coli n
TE€HOB C paHee IpeackazaHHou perynsmnueii [114], k 0600meHHOMY peryaoHy ObLIH 100aBIeHBI 26
HOBBIX OIEpoHOB, coaepkamux 30 reHo (Tabmn. 4.3, Puc. 4.7) IlocnenoBarenbHOCTH BCEX CaTOB
cBa3biBanusg PurR  mpuBenenst B [lpunoxxkennmn 8. Ha ocHoBaHuMu — (DyHKIIMOHAJIBHOU

NPUHAAIICKHOCTH BCE TeHbI, BXOAIINE B 0000IICHHBII peryaoH, ObUTH pa30UThI HA AECATH TPYIIL.

4.3.2.1. CuHTe3 mnypHHOBBIX HYKJeoTHAOB. Panee PurR-zaBucumas perymsamus Obuia
JKCIIEPUMEHTANILHO OOHapyXeHa Juist onepoHOB purR, guaBA, purB, purL [159], purHD, purC,

purEK [12], prsA [11], purA [157], purT [162], cvpA-purF [160].

Tadoauua 4.3. Cocras 0600mennoro PurR-perysnona.

VYcnoBHbIe 0003HaYEHUS: “+ — TIEpe]l OIEPOHOM OOHAPYKEH CAT HETIOCPEJCTBEHHO TIEPEl TEHOM;
“-” — caifTa epes OepoHOM He 0OHapyxeHo; “0” — B ucciieyeMOM FeHOMe He HalIeHO
OPTOJIOrOB IEHOB JAHHOTO ONEPOHA; ) PEryIIAIs OepoHa Oblia paHee oKa3aHa
JKCIIEPUMEHTAIILHO; 2 perynsius reHa Obuta panee npenackaszana [114]. O603HaueHUsI TEHOMOB: CM.

Tabmn. 2.1.
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ABTOperymsinus reHa purR orpanndena npejacrasuteiasiMu Enterobacteriales, moTeHImanbHble
caifTel ObUTM OOHApPYKEHBI Y BCEX OPraHU3MOB M3 JAHHOTO MOpsAIKa, Kpome P. luminescens, npu
atoM y E. coli u Salmonella spp. ObLii HalJIeHBI TAPHBIE CANTBI, YTO, CKOPEE BCEro, HEOOXOAMMO
JUTSL YCUJIEHUSI aBTOPEIIPECCUM.

HawnGoupiieli KOHCEpBAaTUBHOCTHIO OTJIMYAJIACH PETYJISALNs TeHOB IMyTH OuocuuTe3a UMD u3
OPIIIT (Puc. 4.7). Bce reHsl 3TOro myTH, 3a HE3HAYUTEIBHBIMH HCKIIOYEHUSIMU, HMEIH
MOTEHIIMATbHBIE CAMTHI BO BCeX HccienoBaHHBIX reHomax (Tabm. 4.3). Perymsmus ke omnepoHOB
purB, purA n guaBA, orBeTcTBeHHBIX 3a cMHTe3 AM®D u 'M® u3z UMO®, a takxe reHa prsA,
otBeTcTBeHHOTO 3a cuHTe3 DPIIIl m3 pubo30-5-docdara, okazamach MeHee KOHCEPBATHBHOM.
Takxe HeoOs3aTeNbHBIM OKa3alloch HAIWYWe B TeHOME TeHa purl, TOCKOJIbKY ero (yHKIUS
nyonupyercs reHoM purN [296].

Kpome Toro, B naHHoil pabore Oblia mpeackazaHa Peryssius elle TpPeX NeHOB, MPOJIYKThI
KOTOPBIX YYacCTBYIOT B Mojudukanuu HyKIeoTuaos, guaC, gsk u ushA. Ilpogykrom rena guaC
apiusiercs [M® peaykraza, OCYIIECTBIAIOIMN HeoOpatumoe ne3amuHHpoBanue ['MO,
npuBojsniee kK ¢opmupoBanuto UMD [297]. T'en gsk komupyeT WHO3WH/TYaHO3MH KHHA3y,
dbepmenT, katanmmsupyommii  Gochopunuposanne UM® u 'MD 10 COOTBETCTBETCTBYIOIIMX
Hykieo3ua-nudocdarop [298]. Perymsmus maHHBIX ABYX TEHOB ObLIa TpeAcKazaHa Jisl BCEX
U3y4eHHBIX TnpezacraButeneii Vibrionales. I'en ushA xomupyer 5’-Hykieo3ugasy, (QepMeHT,
oTeIUISIIONMK (ochaTHyO0 Tpymimy OT Hykieso3ua-mMoHodocdaToB [299]. CaiiTel mepen 3TUM

reHoM ObUTH OOHapyKeHbI B TeHOMax V. cholerae, V. fischeri u V. vulnificus.

4.3.2.2. CuHTe3 NUPUMHIHHOBBIX HYKJIEOTHAOB. Peryssinus nypuHoBeIM pernpeccopoM B E. coli
ObL1a Toka3aHa panee st onepoHoB pyrC, pyrD [163] u codBA [164]. Perynsuus onepona codBA
COoXpaHseTcs JIUIIb B reHomax Salmonella spp. u P. multocida. Heckonbko 60j1ee KOHCEPBATUBHOM
ABIISIETCS. PErysslus JByX Apyrux omepoHoB. Tak cailTel mepen pyrC OblUin OOHAapy>KEHBI B
Salmonella spp., V. vulnificus, V.parahaemolyticus, V. fischeri n P. profundum, a cailTel nepej
pyrD — B Salmonella spp., Yersinia spp., P. carotovorum, V.parahaemolyticus, V. fischeri n P.
profundum.

B nannHoif pabore ObUla Takke NpelCKa3aHa peryiduus [Uisi euie TpeX OINEpPOHOB,
3a/1IeiCTBOBAaHHBIX B OMOCHHTE3€¢ MUPUMUANHOBEIX HYKJICOTHIOB, upp-uraA, carAB v pyrLBI.

[IpogykTamu TE€HOB upp W uraA SBISAIOTCS, COOTBETCTBEHHO, (EPMEHT yparuil
dbochopudozuntpanchepasza u tpancnoprep ypammia [300, 301]. Jlanable OENKH OCYIIECTBISIOT
TPAHCIIOPT ypaluia U3 BHENIHEW Cpeapl C MOCIEQYIOIIMM €ro mnpeoOpa3oBaHHEM B
ypuauaMonogpochar (Puc. 4.7). IloreHnumanpHble calfThl Tepea JaHHBIM OIEPOHOM OBUIH

oOHapy>KeHBI BO BCEX MCCIIeIOBaHHBIX reHoMax Enterobacteriales u Vibrionales.
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OniepoH carAB xoaupyeT CyOBeIUHHUIIBI KapOaMOWJICMHTA3bl, TOraa Kak pyrLBI copaepXut
reHbl cyObeauMHuUI] acmaptar kKapOamounrpancdepassl. CoBmectHo ¢ Oenkamu PyrC u PyrD
komriekcel CarAB u PyrLBI ocymecTBisioT cepuio OMOXMMHUYECKHX pPEaKUui, B pe3yiabTare
KOTOPBIX W3 INIyTaMaTa CHUHTE3UPYETCs OpOTaT, MPEAIIECTBEHHUK NUPUMHUANHOBBIX HYKJICOTHIOB
[302]. Perymsmust carAB mnpenckazana uisi Bcex Enterobacteriales, 3a wuckmoudenuem P.
luminescens. Uto e kacaercs onepona pyrLBI, To on perynupyercs B E. coli, Yersinia spp., P.
carotovorum, V.parahaemolyticus, V. cholerae, V. fischeri u P. profundum.

Perymsimus 6MocruHTe3a MUPUMUAMHOBBIX HYKJICOTHUIOB IyPHUH-3aBUCUMON CHUCTEMOM, cKopee
BCEro, 00OBACHSAETCS T€M, YTO 00a THUIAa HYKJICOTHUIOB BXOJSAT B COCTAaB HYKJIEHHOBBIX KHCIOT, H,
COOTBETCTBEHHO, BO3HHMKACT HEOOXOIMMOCTh B CKOPEUNIMPOBAHHOM OHOCHHTE3€ IyPUHOB U

MUPUMHUIHUHOB.

4.3.2.3. Mera6oam3m azora. K manHoil rpyrie ObIJIM OTHECEHHI JIBa OmiepoHa, speAB u ginB. lns
o0oux onepoHoB perynsnus OenkoM PurR Obina mokazana skcnepuMmenTtanbHo [11]. CaiiTel nepen
orepoHoM speAB Ovumn HaiineHwsl B E. coli, Salmonella spp., P. luminescens, P. multocida n
V.parahaemolyticus. JIns rena xe glnB He ObUIO HAlZICHO HU OJTHOTO HOBOT'O CaiiTa, U, BO3MOXKHO,

peryJsiius 3TOTO TeHa SBJseTCs BUuaocnenuduanoi ocooeHnocTrio E. coli.

4.3.2.4. Meradoau3M OIHOYIJIepOAHBbIX (parmenToB. Panee nmiust E. coli Obuta mokasaHa
perynsnust onepoHoB gcvTHP [165] u glyA [166]. Perymsmus gcvTHP coxpaHsieTcsi BO BCeX
Enterobacteriales. Optonoru glyA OblmM OOHApYXEHBI BO BCEX HCCIEIOBAaHHBIX T€HOMax, 3a
uckmoueHueM H. ducreyi, miepej; BCeMH OpTOJIOTaMH OBLITH HalIeHbI MOTEHIIMATbHBIC caiiThl PurR.

B Hacrosimeii pabote Obla Takke Mmpecka3aHa peryisiius onepoHoB folD, rpiA, serA u fhs.

I'en folD xomupyer w™etuHuia-TI'® nuknoruaponasy, QGEepMeHT, YYacTBYIOIMUNA BO
B3aMMOTNIPEBPAIICHUSIX  (POJaT-aCCONMUPOBAHHBIX  OMHOYIJIEPOAHBIX  coemuHenuid  [303].
[ToTeHnManbHbBIC CAaUTHI MEpPel STUM T€HOM ObUIM OOHApYXEHBI BO BCEX HMCCIEIOBAHHBIX T€HOMAX
3a uckimoueHuem H. ducreyi.

[Iponyktom reHa serA siBnsiercss pepmeHT 3-docdornuuepar AerHAPOTreHas3a, y4acTBYIOMUN
B Onocunteze cepuHa [304]. [IyprHOBYIO pErymisaiui0 JaHHOTO TeHa MOXHO OOBSICHHTH TEM, UYTO
CEpUH SBIISETCS WCTOYHUKOM OJHOYTIEPOIHBIX (PParMEHTOB, ACCOLMUPOBAHHBIX ¢ (homaramu
[305]. B renomax E. coli, Yersinia spp., P. carotovorum, V. vulnificus, V.parahaemolyticus n V.
cholerae moTEeHITMANBHBIE CANTBI OBLIM OOHAPYKEHBI HEMOCPEICTBEHHO Tepel reHoMm serA. B
reHomax ke P. multocida, H. influenzae wn V. fischeri caiiThl ObLIM OOHApYKEHBI TEpe

MOTEHIMAJIBLHBIM ONEepOHOM 7piA-serA. Cyzas 1o TOMy, YTO PEryJslus TeHa rpiA Habiogaercs
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JUIIb B TE€X CIIy4YasixX, IJIe OH JISKUT B OJIHOM OMEpPOHE C serA, MOXKHO MPEANOI0KUTh, YTO UMEHHO
peryisinus serA sSBIIA€TCS KPUTUYHOU.

I'ern fhs, womupyromuii ¢opmmi-TI'® cuHTazy, BHepBbIe OBUT OMHCAaH B OakTepwUu
Streptococcus mutans JH1005 [306]. OpTosorn naHHOTO TeHa OBUTM HAWIEHBI B T€HOMaX BCEX
uccienoBaHHbIx Vibrionales, a Takke H. ducreyi. Bo Bcex ciydasix, 3a uckirodeHueM V. vulnificus,
nepe reHamu fhs ObUTH HalICHBI TOTEHIIMATBHBIE CAUTHI CBsI3bIBaHUS PurR.

Metabonu3m (hosaT-accOMUPOBAHHBIX OJHOYIIIEPOIHBIX (PPArMEHTOB UTPAET KPUTHUECKYIO
poJib B OMOCHHTE3€ MYPHUHOBBIX HYKIEOTHUIOB. Tak, peakuuu, ocymiectsisieMble Oenkamu PurN u
PurH tpebyroT npucyrcTBus N° N"-metnann-TI'® u N10—¢)0pMI/m—TF(D, cooTBeTCcTBEHHO [155]. B
E. coli GuocuHTe3 BBIICYNOMSIHYTHIX coequHeHui u3 TI'D ocyiecTBiseTcss B HECKOIBKO CTaIUi
(Puc.4.8a). Ha mepBoii cTaiuu TPOUCXOAUT CUHTE3 N> N''_merunnen-Tr®. JlanHas peakuus
Karanmusupyercss auoo Oenkom GlyA, ¢ MCIUIB30BaHHEM CEpHHA B KAaueCTBE JOHOPA METHIHHOU
rpymibl, 6o komriekcoM GevTHP, npu aTom B kayecTBe JOHOpA METHUIILHOM TPYIITBI BHICTYIIAET
e, B panbHelimmem, B Xone peakuuu, katanuzupyemoiu FolD, N° N'-mernnen-TI'®
npeobpasyercst B HeoOXOauMBbIil s 6rocuaTesa mypuaoB N° N'"-merennn-TI'®. OGpasopanue
BTOPOT'0 HEOOXOJIMMOT'O COSAMHEHUS, NIO—(bOpMI/IJ'I—TF(D, OCYILECTBIISIETCS U3 N°> N''-meTenun-TI ®
JIBYMSI BO3MOXKHBIMH BapuaHTaMu: JUO0 HeoOparumo ¢ momompbio GevT, nmubo obpatumo c
nomotbio FolD [305]. Ucxonst u3 AaHHBIX CPaBHUTEIBHOM T'€HOMHUKH, MOXHO C YBEPEHHOCTHIO
YTBEpXkKAaTh, YTO MOJOOHBIH METa0ONWYECKUI MyCTh MPHUCYTCTBYET Yy BCEX HCCIICOBAHHBIX
Enterobacteriales, mpudem Bce TeHbI, HEOOXOIUMBIE JISl €r0 OCYIIECTBICHUS, perynmupytorcs PurR.
OnHako, pe3yabTaThl JaHHOW paOdOTHl YKAa3bIBAIOT HA TO, YTO ONMCAHHBIA METAOOIUYECKUN TYTh
MpPETEPIICBACT CYLIECTBEHHbIC U3MEHEHUS B IPYTUX T€HOMAaX.

Tak, B P. multocida n H. influenzae He 0oOHApyXEHO OPTOJOrOB gcv-reHoB. Ilo Bcei
BUJUMOCTH, B O3THUX OpraHu3Max OHOCHHTE3 HEOOXOJHUMBIX  (hoJIaT-aCCOMUPOBAHHBIX
OJIHOYTJIEPOJIHBIX coemuHEeHH mpoTekaeT 3a cueT GlyA- um FolD-3aBucumbix peakiuii. ['eHbI
JAHHOTO MYTHU TaKke HaxonsaTcs noa peryssinueit PurR (Puc. 4.80).

B H. ducreyi cuntes N''-popmun-TI'® Bosmorken Hampsmyio u3 TI'D 3a cuer peakiuw,
karanuzupyemoit 6enkoM Fhs. TTockonbKy B TEeHOME ATOTO OpraHu3Ma OTCYTCTBYIOT TeHbl gcvTHP
u glyA, BIOJIHE PE30HHO MPEIOJIOKUTH, YTO CHUHTE3 N° N'-merennn-TI' @ OCYILIECTBIISAECTCS U3
N'"-popmun-TI'D 3a cuer o6parumoii FolD-3aBrcumbix peaxiun (Puc. 4.88).

B renomax Vibrionales npencrasiensl oprosioru ana gevlIHP, glyA, folD w fhs, noaTomy B
JAHHOM CITydyae BO3MOXKHBI BCE BBILIICONHCAHHbIE MYTH OMOCHHTE3a HEOOXOAMMBIX COETUHEHHM

(Puc 4.8r).
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Pucynok 4.8. MeTa00113M 0JTHOYIJICPOJAHBIX COCAUHEHHI B Pa3IHYHBIX TAKCOHAX
HasBanus renos, perynupyembix PurR, oosenensl. (a) Enterobacteriales, (6) P. multocida n H.
influenzae, (B) H. ducreyi, (r) Vibrionales.

4.3.2.5. TpancnopTtHble Oejiku. PaHee perymsaius NypuHOBBIM pempeccopoM ObUTa TOKa3aHa
HKCIIEPUMEHTAIbHBIMUA METOJIaMU JJisl TeHa codB, koaupyromero Tpancnoprep uurozuna ([307]).
Kpome Toro, Mmerogamu CpaBHUTEIbHON I'€HOMHUKH ObLIa TIpeCKa3aHa Peryisius TeHOB £sX, yicE,
vieG u yjcD [114]. B mnHactosimeid paboTe OblIa TakkKe TMpeacKa3zaHa peryisius TeHOB
TPAHCIIOPTHBIX OETTKOB uraA u gits.

I'ensl codB u uraA oO0pa3yloT ONEpOHBI C TE€HaMH OWOCHHTE3a MHPHUMHITHOBBIX
HYKJICOTHJIOB, COOTBETCTBEHHO, cOdBA W upp-uraA. Perynsauus HaHHBIX OIEPOHOB IMOIAPOOHO
onucana B paznene 4.3.2.2.

I'en tsx xoaupyeT TpaHCIOPTEP HYKJICO3WAOB M Ae30KCHMHYKIeo3uaoB [308]. Brnepsrie ero

perymsmus  O6enkom PurR  Obma mpeackasana s E. coli [114]. B nHacrosmeit pabote
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MOTEHIIMAIBHBIC CAWThI Tiepen fsx ObuUTM HaWAeHbl Takke B S. typhi, S. typhimurium wn P.
carotovorum, TOT/Ia KaK B OCTATBHBIX T€HOMAX OPTOJIOTOB JIAHHOTO TeHa HE 0OHAPYKEHO.

I'en yicE komupyet Tpancnoprep kcantuna [120]. CalTel iepes STUM FeHOM ObUTH HaiiIeHBI
BO BCEX M3y4YeHHBIX reHomax Enterobacteriales, Vibrionales, Torna kak B Pasteurellales opromoru
JTAHHOTO FeHa OTCYTCTBYIOT.

[IpoaykT reHa yieG ObLT OXapakTepU30BaH MO aMUHOKHUCIOTHOW TOCIIEIOBATEIHHOCTH Kak
tpancnoptrep azaenuHa [309]. JlanHbli reH, Mo Bcel BHAMMOCTH, perynupyercs B E. coli,
Salmonella spp. m Vibrio spp. B ocTalbHBIX T€HOMax MO0 HE OOHAPYKEHO MOTCHIIMAIBHBIX
caiiToB, 1100 OTCYTCTBYIOT OPTOJIOTH JAHHOT'O T€HA.

Taxoke K perynony Obu1 paHee oTHeceH reH yjcD. [To aMHHOKHCIOTHOM MOCe10BaTEIbHOCTH
OBLIO TMpeAcKa3aHO, YTO €ro MPOAYKT, CKOpPEee BCEro, SBISIETCS TPAHCHOPTHBIM OEIKOM, HO
cnenuuaHOCT, TaKk U He Obwia yctaHomieHa [310]. [loTeHmmanpHBIE cailThl CBs3bIBaHUS PurR
nepen yjcD nHaiinensl Bo Bcex Enterobacteriales, a Takxke B P. multocida, H. influenzae, V. fischeri,
V. parahaemolyticus w P. profundum.

B Hactosmeld pabore K MypHHOBOMY pEryjJoHY ObUI OTHECEH TeH gltS, Konupyromui
Tpancnoptep rayramara [311]. CalTel mnepex 5STUM TE€HOM HPUCYTCTBYIOT BO  BCEX
Enterobacteriales, 3a wuckmtouenuem P. carotovorum, rTAe He OBUIO HaijeHO opTojiora glts.
IToTeHnmanpHbIN caiiT ObLT TaKXKe HalIeH B reHoMme V.parahaemolyticus.

Panee ObLITO OTMEUEHO CXOACTBO MEXAY aMUHOKUCIOTHBIMH TIOCTIETOBATEIIHPHOCTSIMU OSJIKOB
UraA, YieG u YjcD [114]. B xone nacTosimieit paGboTsl ObUIO Tak)ke OOHAPYKEHO CXOJICTBO C HUMH
nocienoBarenbHocTel 0enkoB GItS, CodB u YicE. Jlnsg Bcex ymoMSHYTHIX OCKOB M UX TTapaJioroB
U3 TaMMa-TpoTeobaKTepuii ObII0 MOCTPOEHO (utoreHeTndeckoe nepeso (Puc. 4.9).

B cootBercTBUUM C Kiaccudukanmeir mo 6a3e manueix Swiss-Prot ([77, 78, 312, 313]), Bce
IpeJICTaBICHHbIE OEIKU paclpeieeHbl 0 ClIeTYIOLUMM ceMelCTBaM:

- cemeiicTBo GItS: Bce oOHapykeHHbIe opTosoru GItS, a Takke UX mapajord U3 TCHOMOB
Vibrionales;

- cemeirictBo NCS1: 6enku CodB;

- ceMerictBo NCS2: 0enxu UraA u YicE;

cemerictBo YicO/YieG/YjcD: 6enku YieG u YjcD.

Bce cemelicTBa mpejcTaBlieHbl HA JepeBe B BUJE JOCTATOYHO XOPOIIO Pa3pelICHHBIX BETOK.
K coxaneHuto, HEIOCTATOK IKCIEPUMEHTATBHBIX CBEICHUN HE MO3BOJISIET MCIOJIB30BaTh JaHHOE
JepeBo MyIsi OoJiee ToUHOTO Tpeackazanus Gynkmuii 6enkoB YieG u YjcD. Bo3amokHo, mjis 3Toro
HeoOXxoauM OoJjiee TOUYHBIM aHalW3 C MPHUBICYEHHEM JAaHHBIX O POJACTBEHHBIX OenKax wu3

OpPTraHU3MOB JIPYTUX IPYII OaKTepHil.
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Puc. 4.9. ®uniorenernyeckoe epeBo TPAHCHOPTHBIX 0eJIKOB, TeHbl KOTOPBIX BXOAAT B PurR-

peryJjaoH
JlJisi TOCTpOCHUST UCTONB30BAICS METOJl OOBENMHEHUs coceqHuX map (neighbour-joining).

Yucia Ha BETBSIX 0003HAYAIOT OXKNJACMYIO JOJTH0 aMUHOKHCIIOTHBIX 3aMCH (HOKa?:aHI)I TOJIBKO JOJIN

6onee 0,10). B ckoOkax ykazaHbl ycI0BHbIE 0003HaueHUs reHOMOB (cM. Tab. 2.1). Perynupyemsie

PurR rensr o6BeneHsr B pamky. Ha BeTBsiX yka3aHbl Ha3BaHMsI CEMEUCTB, K KOTOPBIM OTHOCSITCS

OeNKu.
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4.3.2.6. Yruauzauusi HYKJIE€OTHIOB M HYKJIEHHOBBIX KHCJIOT. B Hacrosmieit paborte Oblia
npeackazaHa PurR-zaBucumasi perymsinus IByX T€HOB, MMEIOUIMX OTHOIIEHUE K YTUIU3ALMU
HYKJIEOTHU]IOB, XSeA U cytR.

'en xseA xomupyer OonbplIyl0 CcyObenuHUIly OSK30HYKiea3sl VII, pacmensiomeit
onnouenovyeunyto JITHK [314]. [ToTeHnmanbHbie CAlThl mepesl TeHOM XxseA ObUTHM OOHApPYKEHBI BO
BCceX MccienoBaHHbIX Enterobacteriales, a Takxe B H. influenzae, V. cholerae n V. fischeri.

I'en cytR komgupyeT peryiasTopHbli O€JIOK, KOHTPOJMPYIOIIUNA 3SKCIPECCUI0 T'€HOB,
OTBETCTBEHHBIX 3a B3aMMOIIPEBPAIICHUS M YTWIM3ALMIO HYKJICOTHUAOB W HYKJIEO3uI0B [315].

Caiitsl iepes cytR Obut 0OHApYX)EHBI B TeHOMax Vibrio spp.

4.3.2.7. lenTpaiabHblii MeTaboau3M. B HacTosmeil paboTe Obula Takke MpecKa3aHa perysuus
TpeX TeHOB, pckA, ppsA u glpX, TPOAYKTHl KOTOPBIX SABIAIOTCA (PepMEHTaMH TJIUKOJIHM3a U
rmrokoHeorenesa [279, 316-318]. IMotenmumansabie PurR-caiiTel epes reHom pckA ObLTH HaMICHBI
B P. multocida w Vibrio spp. I'en glpX, cyns no Bcemy, peryiaupyerca B reHomax P. multocida, H.
influenzae, V. cholerae, V. fischeri, V.parahaemolyticus u P. profundum. Perynsauus »xe rena ppsA
npeackaszana s V. cholerae, V.parahaemolyticus, V. vulnificus u P. profundum.

K coxanenuto, ocraercs HESACHBIM, KakOo€ 3HAUYEHHE MOXXET HMETh MypUH-3aBUCHMas
pEryJsiiys TeHOB TJIMKOJIHM3a U TIIOKOHeoreHe3a. He CTOUT MCKITIoYaTh M BEPCHIO, YTO HallJICHHbIC
caifTel mpuHaiexkar He PurR, a kakomy-m160 1pyroMmy poICTBEHHOMY O€JIKY, KOHTPOIUPYIOLUIEMY

JTAHHBIE TIPOIECCHI.

4.3.2.8. beaku ¢ Heu3BecTHOI pyHkuueii. [loMruMo onrcaHHBIX BBIIIE I€HOB, B JaHHOH paboTe K
yPUHOBOMY PETYJIOHY OBII Tak)K€ OTHECEH Pl 'eHOB, (PYHKIMS KOTOPBIX B HACTOSIIEE BpEMs
Hen3BecTHA. TaKoBBIMH SABJISIOTCS TeHBI YdiA, yiiU, yhhQ, ydiJ, HD1120 n VC2168 (Tabmn. 4.3). K
COXKAJICHUIO, OOBSICHCHHWE MPHHAIICKHOCTH OSTHX TEHOB K IIyPpHUHOBOMY pETYJIOHY CTaHET
BO3MOXKHBIM JIMIIb MOCJTE TOTO, KaK UX (YHKUUU OYAYT yCTAHOBJICHBI SKCHEPUMEHTAIBHO WU

npezcKa3zaHbl MeTo1aMi OMOUH(OPMATHUKH.

4.3.3. Takcon-cneunduyeckue ocooennoctu PurR-perynsunu
B xozme uccnenoBaHMs 3BOJIONMM NYPUHOBOW PETYIALMU TaMMa-NpoTeo0aKTepHil ObLIO
3aMEYEHO, YTO COCTaB PEryJOHa JOCTATOYHO CHMIIBHO pa3jIndyaeTcs B pa3HbIX BHJaX Oakrepuil. Bee
BXOJISIIIIAE B PETYJIOH T'€HbI MOYKHO YCJIOBHO pa3enauTh Ha Tpu rpynnsl (Puc. 4.10):
1) sAxpo peryiaoHa — reHbl, PEryJIHPYIOIIMECs BO BCEX T€HOMAax, WIM B UX IOJABIIAIOIIEM

OOJIBIINHCTBE;
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2) reHbl, PErynsilus KOTOPBIX cJab0 KOHCepBAaTMBHA, HO MPHU STOM BCTPEYaeTCs B
Pa3TUYHBIX TAKCOHAX;
3) TEeHBI C TAKCOH-CIIEU(PUUECKON PETyIIAIHEH.

K mepBoii rpynmne MOXXHO OTHECTH OOJIBbIIYIO YacTh TeHOB OnocuHTe3a UM® u3 pubo30-5-
docdara. Tak, oneponsl purT, purL, purMN, purHD peryaupyroTcs BO BCEX M3y4YEHBIX I€eHOMaX,
TOTJa KaK onepoHsl prsA, purC v purB — B IOIaBISIONIEM OOJIBITUHCTBE T€HOMOB.

K sToii *e rpymnme MOXHO OTHECTH M TeHbl MeTa0OJIM3Ma OJHOYTJIEPOJHBIX (PparMeHTOB,
acCOIMUUPOBaHHBIX ¢ (omaramu. HecmoTpss Ha TO, 4uTo myTH OMOCHMHTE3a (OJIATOB JOCTATOYHO
CHIIBHO PA3MYAIOTCS B PAa3sHBIX TAKCOHOMHHYECKHX TPYIIAX, B LEIOM myTh Omomcmutesa N° N'O-
MeTeHUI-TT'® u Nlo—q)opMI/m—TFd) U3 INOJIHOCTBIO peryiupyercss PurR Bo Bcex mccinenoBaHHBIX
reHomax 3a uckimouenueM H. ducreyi (cm. 4.3.2.4). Takum 00pa3oM, K KOHCEpBATUBHBIM YJICHAM
PurR-perynona MoHO OTHECTH Takue OnepoHsl, Kak gcvTHP, folD, glyA w fhs.

UYro kacaercss BTOpOH TIpymmbl, TO B HEE BXOJIAT I'EHbI, HE YUYaCTBYIOUIME HANpAMYIO B
OuocuHTe3e HyKIeoTHn0B. K nmaHHON rpymnme ObUIM OTHECEHBI T'€Hbl a30THOrO MeTaboim3ma
(speAB), meTtabonu3Ma OJHOYIJICPOIHBIX (pparMeHTOB (serA), TpaHCMeMOpaHHBIX OenkoB (gltS,
vicE u yjcD), yTunu3anuu HyKJI€OTHIOB (xseA), a TaK ke TeH ¢ Hen3BecTHON GyHKuuen yhhQ.

B TpeThio rpymnma reHoB, peryisius KOTOphIX clenu@uuHa A1 OAHOrO WK JIBYX TaKCOHOB,
BXOJSIT WIEHBl DPAa3NUYHBIX (YHKUMOHANBHBIX Tpymm. Tak, ans Enterobacteriales xapakrepHa
perynsusi coOcTBeHHO reHa Oenka perynstopa PurR, reHoB, yuyacTBylommx B MOJIU(UKAINH
HYKJICOTHI0B (purA, guaBA), TeHOB OMOCHMHTE3a MUPUMHIMHOBBIX HYKJICOTUIIOB (codBA, upp-
uraA, pyrC, pyrD, carAB, pyrLBI), TteHbl TpaHcMeMOpaHHBIX OenkoB (tsx, yieG) U Te€H C
Heu3BeCTHOH (yHKIMEH ydiJ.

Uro kacaetcs rpynnsl Pasteurellales, To nis Hee xapakTepHa peryisilus ropasio MEHbILIEro
Yyucia TeHOB, TAKUX KakK rpiA, OTBETCTBEHHOTO 3a CHHTE3 prb030-5-pocdaTa, TCHOB IIEHTPATHLHOTO
MeTtabonusma pckA u glpX, a Tak e reHoB yiiU ydiJ w HD 1120, GyHKIHS KOTOPBIX HEM3BECTHA.

Kaprtuna, nabmonatoniascs B Vibrionales, moxoska Ha TakOBYIO Ui OakTpeuil W3 TpyMIIbI
Enterobacteriales ¢ HekoTopbiMu oTinuusmMu. Tak, ans Vibrionales Obuta ycTaHOBJIEHA PEryIsius
reHOB MOAM(UKAIMK TyPUHOBBIX HYKICOTUI0B (guaBA, guaC, gsk, ushA), OuocuHTe3a
MAPUMHUIUHOBBIX HYKJICOTUNOB (upp-uraA, pyrC, pyrD, pyrLBI), TpancMeMOpaHHBIX OEJIKOB
(vieG), nenTpanbHOro MeTabonmusma (pckA, glpX, ppsA) v psia TEHOB C HEU3BECTHBIMU (DYHKITUSIMU
(vdiA, VC2168, yiiU).

OtpenpHO cienoBasio  Obl  OTMETUTh TeH glnB, perymsiuss KOTOpOTo  SBIISETCS
BUJOCTIEHN(DPUYHOMN: U3 BCEX MCCIIEJOBAHHBIX TEHOMOB CalT CBSI3bIBaHUS ObLIT OOHAPYXKEH TOJIBKO B
E. coli. B npunuune, nogoOHble ciiydyad BUAOCHCIM(PUIHON PETYISAINHA HE MOTYT OBITh BBISIBICHBI

C IMOMOIIBIO HpHMGHHGMOﬁ METOJHUKHU MU 3TOT I'CH OBLI OTHECEH K PCryjioHy Ha OCHOBaHUHA Ooiee
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pPaHHUX SKCMEPUMEHTANBHBIX HaHHBIX [11]. He nckmrodeHo, 4to Kk 0000MEHHOMY PEryJI0HY MOTYT
C BHUIOCHEIU(PHUYHONU peryisnuei,

MNpuHaJIC)KaTb W JAPYIruc¢ TI'CHBI HO HX BbIIBJICHHUC

HCIIOJIb3YCMbBIMU B HaCTOSIIEH pa60Te METOJaMH HEBO3MOXKHO.

Lozt .
Vpaun
o T

DL

O [urosnn

O Ypaunn
O Pudy030-5-Gocdar
O 3-gocdormepar 0 H,0 0 PriGoso-5-ochar
N i codA
ONAD
ONH, opr,
serA o O
ONADH+H' PuGoso-5-gocdar Vpatut Vpiunmonodocar
O 3-docdornaporcummpysar
0 Fnyravar O 5-(ocdoprbosi-1-mipodochar
serC O Tiyravu
% O Dinyravar
O dociocepun Cnyravmn
Dopaar serBl O 5-(ocdopubosmav
Pe— Cepun - o 0 H,0
& lmmHasm-pGosi-5-tocdar
0.0 O i O Inyramar
NHO Dopumar o,

O KapGavomidocdpar

| folD. A [purT ]|

NN verermn-TId N N'Cpermren-TId

0 N° N'Vnererun-TI'dD
o Tr®

O ®opMHIITHIHHAMI -
pHBosILI-5-hocdar

Col Ty TaMuH
O Tyravar
DOPMUITTITHITHHAMI-
puGosm-5-hoccar

0 Acnaprar

_pyrBL

O KapGavonnacriaprar

€

Q Jlnruapooporar

O H,0

Aprunms AmusORMEIA3011- M O H,0,
%} puGosm-5-ocdar
. o
| o Oporar
speA oco,

O Armarnn ginB

¥

Peryansius

0 H,0
speB

O Movuesnna

AMUHOHMILIA301KapGOKCIUIAT
pudos-5-docar

[

AMHHOHMILIA30ICY KU

h4 KapGOKCaMIL pHGO3-5-(ociat
ACCHMHJIISIIUH
Hyrpeeius N | -
& AvmomvmzasokapGoreant
puGosL-5-ocdar
- Co N'"-popumur-TI &
QO Tl D -
O Huosun
Huosunmonodocdar 3y 3
o ATO  ALD
Acnaprar o, NADPO NAD'o
7Y purd ) guad.
NADPHH o NADH+H™ O
AllemTocyKimar KeanrosuonodocdarQ
[purB] ‘guaC iy
Dymapar 04)
Tyravar 0 <] | guaBl
Anenosuamonodochar
_o T'yanosunmonodocdar
P04 (ushd AlloO Ea
ATD O

Anenoszun

BB — s.1po perynona
speA

Takcon-cnenuduuHas peryasiuus :

purA — Enterobacteriales

rpiA  — Pasteurellales

lgua€l — Vibrionales

. O
Tyarosm

— HCEKOHCCPBATUBHAS PLryIdliusg
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PacmmmdpoBka nBeTOBbIX 0003HAYCHH JaHA B HIDKHEH YaCTH PUCYHKA.



83
B 1menom oxapakTepu3oBaTh KOHCEPBATMBHOCTH PurR-3aBUCMMOW peryisiud MOKHO
CIenyImuUM 0o0pa3oM: Hanboyiee KOHCEPBATHBHOW SIBISIECS PETYJISAIUsS TCHOB, YYacBYIONIUX B
ounocunTeze UM® u3 pubo30-5-docdara, a Tak ke reHOB, OTBECTBEHHBIX 32 CHHTE3 HEOOXO0IMMBIX
JUISL 9TOTO MPOMU3BOJHBIX (oyaToB. Perymnsius reHoB, HeoOXxoauMbIx st Moaudukamuii UM u
CHUHTE3a MHUPUMHUANHOBBIX HYKJIEOTHJIOB, TaK >X€ KaK U TEHOB ILEHTPAJbHOTO MeTadoau3Ma
KOHCEpPBAaTHBHA HA YPOBHE OIPEIECICHHBIX TAKCOHOB. [[JIs1 OCTANbHBIX T'€HOB PETYISALUS XOTb U

BCTPCHACTCA B PA3JIMYHBIX TAKCOHAX, HO KOHCGpBaTHBHOﬁ HC ABIACTCA.

4.4. UccaenoBanue peryasinuu B Pseudomonadales
4.4.1. I'en peryasTopHoro 6e;ka u3 Pseudomonadales

Kaxk 6pu10 ynomsnyTo B pasnene 4.1, 6akrepun nmopsiaka Pseudomonadales comepskar 6emox,
OPUMEPHO OJMHAKOBO cxoAHbli ¢ Oenkamu PurR m RbsR w3 apyrux mnopsakom ramma-
npoTteobakTepuii. B xone aHanm3a JoKanu3aluy JaHHOTO FeHa Ha XpoMocoMe ObLIo 0OHapyKeHO,
YTO OH PAcCMOJIOXKEH COBMECTHO C rbs-reHamH, M, M0 BCe BUAMMOCTH, COCTaBISET C HUMHU OJMH
onepoH. B renomax P. putida, P. fluorescens u P. syringae B oniepoH BXoasT reubl rtbsBACRKD u
T'eH, 10 BCEH BUAMMOCTH, KOAMPYIOUIMNA HYKJI€O3UI-AeruaporeHasy. BoiBoa o TakoBoil (yHKIMK
OpOAyKTa 93TOr0 TeHa ObUI CclelaH paHee Ha OCHOBE AaHalnM3a aMUHOKHCIOTHOU
NIOCJIEI0BATENBHOCTH KoaupyeMoro oenka [53]. I'eHoM ke P. aeruginosa conepXuUT yKOPOUESHHBIN
BapUaHT OINEpOHa, BKItoUaromuid uib reHbl rbsBACRK (Puc. 4.11). Ilpu cpaBHEHUH CTPYKTYPHI
rbs-onepona B Pseudomonadales u OakTtepusx W3 JIpyrux TaKCOHOB OBLIO 3aMEYEHO, YTO B
IBOJIIOLIMM COXPAHSETCSI COCTAB ONEPOHA, XOTS M MEHSAETCs MOpAJOK T'eHoB B HeM. Ha ocHoBaHun
KJactepuzauuu Oenka-perynaropa u3z Pseudomonadales ¢ renamu rbs-onepoHa ObLJIO BBIABHHYTO

MIPEANOJIOKEHHE, YTO TAHHBIN OEJIOK BBITTONHIET GyHKITHNIO RbsR.

Enterobacteriales, Pasteurellales, Vibrionales

rbsD, rbsA rbsC,

rbs. rbs. rbsR
> s > S £

Pseudomonadales

P. putida, P. fluorescens, P. syringae

HYKIJII€O3UA-THApOJIa3a

rbsB,_ rbsA_  rbsC, rbsR rbsK,__ rbsD
|:{>~|:{>-|:(>~|:(>

P. aeruginosa
rbsB rbsA rbsC rbsR rbsK,
[~ |:(>-|:(>

Pucynok 4.11. CpaBHeHnue cTpyKkTypsl rbs-onepona B Pseudomonadales u gpyrux nopsigkax
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4.4.2. TlocTpoeHne pacno3HAKIIEro NMpaBWJja Js MOUCKA MOTeHHHAJbHBIX caiiToB RbsR
Pseudomonadales

B ornnume OT Bcex paHee ONMUCAHHBIX PETryNATOPHBIX OenkoB, Uit Oenka RbsR w3
Pseudomonadales oTCyTCTBYIOT 3KCIIEepUMEHTaIbHBIC JaHHBIC O caiiTax CBs3bpIBaHM. [lo aHamornm
C JApPYTMMH TMOpsIKax TramMma-npoTreodakTepuil, OBLIO BBIABUHYTO MPEANOJNOKEHHE, 4YTO B
Pseudomonadales 6enox RbsR Takske momkeH perynmupoBaTh dKcrpeccuio rbs-omnepona. Mcxons u3
NPENONI0KEeHUs, ObUTM MCCIEOBaHBl IMPOMOTEPHbIE O00JaCTH TMOCIEIHEr0 M C IOMOIIBIO
nporpamMmel miporpamMMbl SignalX OblTH 0OHAPYKEHBI BHICOKO KOHCEPBATUBHBIC yYUACTKH JITTHHOU
14 m.H. (Ta6n. 4). Ha ocHOBaHWYW TOJyYEHHBIX CAaWTOB ObLJa MOCTPOCHA MAaTPHUIA MO3UITHOHHBIX
BecoB (Puc. 4.12). Kak u B cimyuasx PurR u RbsR npyrux rammanporeobakrepwuii, caiT umeer

CTpyKTypy nanusapoma (Puc. 4.13).

Taoauua 4.4. Caiitel cBa3piBanus 0eJka RbsR Pseudomonadales, Bomenmme B
00y4alouy BbIOOPKY

VKazaHO TMOJIOKEHUWE CcalTa OTHOCUTENIBHO CTapTa TpaHcasuuu reHa. [lo3umuum caiita,
COBIIaJar0mIuec ¢ KOHCGHCYCOM, ITOKa3aHbl HpOHI/ICHBIMI/I 6yKBaMI/I, HCCOBIIaJAOIIIUE —
CTPOYHBIMH.

Caiit
I'enom I'en
Ilos10:keHue Bec Ilocyen0BaTEILHOCTH
P. aeruginosa rbsB -74 6,45 CGCAAACGTTTGCG
P. putida rbsB -51 6,21 CGCAAACGTTTGCt
P. fluorescens rbsB -108 6,45 CGCAAACGTTTGCG
P. syringae rbsB -82 6,45 CGCAAACGTTTGCG

Haumenbmuii Bec caifita u3 oOyuaromieid BbiOOpku ObLT paBeH 6,39. OnHako, y4UTHIBas
BO3MOXXHOCTh M3MEHEHUH B MOCIEIOBATEILHOCTIX CAHTOB Mepea IPYTMMH T€HaMH, IS MOMCKa
ObUTO TIpUHATO MoporoBoe 3anueHue 5,50. [Touck caittoB nmpoBoamicsa B oonactu ot —400 mo +100
II.LH. OTHOCHUTEIIGHO CcTapTa TpaHCIAnuu reHa. CalThl, TEpeKphIBAIONIMECS € KOIUPYIOMUMU
o0nacTsiMH JPYTUX T€HOB, HE pacCcMaTpUBAIUCh. [Ipu MaHHBIX YCIOBUSAX MOTEHIMAIILHBIE CANTHI

CBSI3bIBaHUS OOHAPYKUBAIOTCS nepes mpuMepHo 10 reHaMu B KaXKI0M TeHOME.

4.4.3. Ctpykrypa 000061meHHoro periayona B Pseudomonadales

B pesynpraTe moucka KOHCEpBATHBHBIE IMOTEHIMAJIbHbIE CaWThl CBs3biBaHUs RbsR
Pseudomonadales Oput O0OHapy>KE€HBI BO BCEX HCCIICOBAHHBIX T€HOMAaX U3 JAHHOTO TMOPSIKa
TOJIBKO Tepesi COOCTBEHHO rbs-onepoHoM. Hu mepen oAHUM U3 IpYrHX I€HOB HE yIajioCh BBISIBUTH
3HAYUMBIX KOHCEPBATUBHBIX caliTOB. TakuM 00pa3om, MOXKHO yTBEpKIaTh, 4To B Pseudomonadales

RbsR mpencrasnsier co0oif peryasTop 0IHOTO OIEpOHa.
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Io3. A C G T Komnc.
1 -0.16 047 -0.16 -0.16 C
2 -0.16 -0.16 047 -0.16 G
3 -0.16 047 -0.16 -0.16 C
4 047 -0.16 -0.16 -0.16 A
5 047 -0.16 -0.16 -0.16 A
6 047 -0.16 -0.16 -0.16 A
7 -0.16 047 -0.16 -0.16 C
8 -0.16 -0.16 047 -0.16 G
9 -0.16 -0.16 -0.16 047 T
10 -0.16 -0.16 -0.16 0.47 T
11 -0.16 -0.16 -0.16 0.47 T
12 -0.16 -0.16 047 -0.16 G
13 -0.16 047 -0.16 -0.16 C
14 -0.22 -022 034 0.10 G

Pucynok 4.12. Ilo3nunoHHas MaTpHUIa BeCOB 1Jis1 caiiTOB cBaA3biBaHusi RbsR
Pseudomonadales
VYka3aH Bec KakJI0ro HyKJI€OTHa B COOTBETCTBYIoLIEH no3uuuu. “I1o3.” — no3unus caiita; “Konc.”
— HYKJICOTH/I, TPeOOIaTarouii B JAaHHOM ITO3HIIIH.

2

CGCAAACGTTTGCS

Pucynok 4.13. Jlnarpamma Jloro nas caiitos cesi3piBanusg RbsR Pseudomonadales

ts

b

[Io ropusoHTaJIBHOM OCH YyKa3aH HOMEp [O3ULUM HYKIECOTHIA, [0 BEPTUKAIbHOU —
nH(pOpMAIMOHHOE CcoJIepKaHWEe TO3WIMK B OuTax. Beicora cTonbna mnpomnopiroHaIbHa
UH(OPMAIIMOHHOMY COJICPKAHHUIO JTaHHOW TIO3UIIMU, OTHOCUTENbHAsl BBICOTA KaXJAOW OYKBBI
COOTBETCTBYET YAaCTOTE HYKJICOTH A B JAHHOU ITO3UIIHH.

4.5. IBosrouust PurR- u RbsR-perysionos

Kak 6bu10 ckazano B pasgene 4.1, 6enmok RbsR u3 Pseudomonadales, mo Bceit BuauMocTH,
MPOM30IIIENT OT TPEIKOBOro Oenka, MMEBIIETOCs y OOIIero mpeaka ramma-mporeodakrepuii. B
JaNbHEWIEM IeH 3Toro Oeska mpeTepresn AYIUIMKAIHio, B pe3yJbTaTe KOTOpOoi 00pa3oBaliuCh JIBe
KoOITMH, BriocneacBThu ctaBire PurR u RbsR.

Jyist Toro, 9To0bI 60JIee NEeTATBHO MPOCIESIUTE YBOIIONUIO 3TUX PETYISTOPHBIX CUCTEM, OBLIO
MIPOBE/ICHO CPABHCHHUE CAWTOB CBS3BIBAHHS TpeX perynsaTopHbiXx OenkoB (Puc. 4.14). Caiitel Bcex
UCCIIEyeMbIX O€NKOB HMMEIOT MaJUHAPOMHYIO CTPYKTYpYy, HO OTJIMYAIOTCS MO JJIMHE: CaWT
cBs3biBaHus Oenka RbsR umeer nnuny 20 m.H., PurR — 16 m.H., a RbsR Pseudomonadales — 14 m.H.
Takum o6pazom, ¢uiaHkupylomue obJacTh CalTOB HEKOHCEPBAaTHBHBI U MO3TOMY HE IOJJIEKAT
cpaBHEHUIO. [[eHTpanbHas 4YacTh CATOB JJIMHOM & I1.H. BECbMa KOHCEPBATUBHA U UMEET KOHCEHCYC

AAACGTTT. Haubosiee 3HaunTEIBHBIC PA3IMIUs HAOIIOAAIOTCS KaK pa3 B TPOHKaX HYKJICOTHIOB,
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OMKaWIIMX K LEHTPaIbHOW KOHCEPBAaTUBHOW YacTH. MIMEHHO B 3TOW 00JIacTH U HAOJIIOJAIOTCS
OCHOBHBIE paznuuus Mexay caitamu PurR u RbsR. B To ke Bpems, mocienoBarenbHOCTh caifta
RbsR Pseudomonadales 6onee moxoska Ha TakoByro s PurR, yem ns RbsR. o Beeit BunumocTH,
caiiT cBs3piBaHus PurR coxpaHui ucXoaHyro CTpYKTYpy, UMEBILYIO MECTO B IIPEIKOBOM I'€HOME.

Ha ocHOBaHMU NaHHBIX O (PUIOTEHUU PETYIATOPHBIX OEIKOB, CTPYKTYpE CaliTOB U COCTaBe
0000IIEHHBIX PEryJIOHOB ObLIa BRIIBUHYTA CICAYIONIAs MOJENb BOJIONUN PETYISITOPHBIX CHCTEM
PurR u RbsR (Puc. 4.15). Cyas mo Bcemy, mepBoHauanbHO Oemok RbsR cymectBoBanm kak
JIOKAJBHBIN PETYJIATOP, KOHTPOJIUPYIOMUA SKCIPECCUI0 OAHOTO rbs-omepoHa. OgHAKO 3aTeM,
mocyie oTAelieHusl mpeakoBbix ¢Gopm Pseudomonadales, mpowusomna mymimkanus reHa Oelka-
perymnstopa. Jlanee B Kaxa0i BETBH MPOUCXOIWIN CIEAYIONMe coObITHS. B onHOM BeTBU Oemok
COXpaHWJIa CBOIO (YHKIMIO JIOKAIBLHOTO PETrylsiTopa, pHOO3HOTO perpeccopa, HO TMPU ITOM
W3MEHUJIACh CTPYKTypa caiiTa cBs3BaHuMs. Tak oOpaszoBasics perymsatop RbsR Enterobacteriales,
Pasteurellales u Vibrionales. B npyroii ke BeTBH CTpYKTypa caiiTa B IIeJIOM COXpaHUJIach, OJHAKO,
u3MeHmnach Qyakius 6enka. K coxanenuto, B omimune ot FruR, mans PurR nHe nHaGmonmaercs
MOCTETIEHHOTO PACHIMpPEHUsl peryaona. He UCKIo4eHo, 4To mogqo0HOe paciiupeHue MPOUCXOIUIIO0
JIOBOJILHO OBICTPO B SBONIOIMOHHOM Maciitabe. Ocraercs HaaesiThCs, YTO MOSBJICHHE HOBBIX
T€HOMHBIX TOCJIE0BAaTENbHOCTEN IO3BOJIUT Oojiee MeTallbHO MPOCIEAUTbh SBOMIOIMIO JIBYX

TOMOJIOTMUHBIX PEryiasTOpHbIX cucteM, PurR u RbsR.

Enterobacteriales, Pasteurellales, Vibrionales

™ o] ol OOMOGTTTOGe e
ur ;j Aff_ G A A é@G;TT?C%II
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0

Pseudomonadales
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Pucynok 4.14. CpaBHenue caiitoB cBsazbiBanusi RbsR, PurR u RbsR Pseudomonadales
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Pucynok 4.15. Ilpeanosaraemsolii cuenapuii 3soonun peryioHos RbsR, PurR n RbsR
Pseudomonadales
HudpamMu oTMedeHBI MpeanojaracMble 3BOMIONMOHHBIE coObITHA: 1 — RbsR — nmokanbHbIi
perynsaTop rbs-onepoHa; 2 — yABOCHHE TeHa OelKa-peryisaTopa; 3 — H3MEHEHHE CTPYKTYphI caiTa
cBsa3biBaHug RbsR ¢ coxpanenumem ¢yHkuuu; 4 — uM3MEHEHHE CIEHU(PUYHOCTH CBS3bIBAHUS C
nuranioM PurR mpu coxpanenuu caiita, Bo3HnkHoBeHue PurR-perynona.

4.6. O6cy:x1eHne U BHIBO/IbI

[TypunoBslii pemnpeccop E. coli, perynsaropubiii 6emok PurR, Opu1 BmepBbeie ommcan Oomee
JIBAANATH MSITH JeT Ha3ad [319] u k HacTosIeMy MOMEHTY MPEACTaBIsAeT COO0M OUH U3 Hanbosee
W3YYCHHBIX (aKTOpOB TpaHCKpuMuu. K nmpumepy, B HACTOSIIINNA MOMEHT BPEMEHU HACUUTHIBACTCS
CeMb MyOJIMKAITUH, TTIOCBAIIEHHBIX PEHTTCHOCTPYKTYPHOMY aHAIM3y AaHHoro Oenka [151, 152, 320-
325]. Tem He MeHee, BCE OKCIEPUMEHTaJbHbIE HccienoBaHus PurR-3aBucumont peryndiuu
MPOBOAMINCE TOJBKO 178 E. coli u 6nu3kopoAcTBeHHOTO BUAa S. typhimurium [326, 327].

Uro xe kacaercst 6enka RbsR, To ero mzydeHne mpakTHUeCKH MPEKPATUIIOCH TIOCTE OTKPBITUS
ero GyHKIIUM U UccaeaoBaHusi cTpykTypol [148, 328]. Takke, kak u s PurR, n3yuenne RbsR-
3aBHCUMOM PEryJlud MeToAaMH OMOMH(OPMATUKU paHee MPOBOIMIOCH JHIIb JJs HEOOJIBIIOro
yucia npeacraBuTeneil ramma-npotreodakrepuit [19]. benkok RbsR Pseudomonadales panee ne
U3ydancs JKCIepuMeHTanbHo. OJHAKO HAa OCHOBE HCCICIOBaHHWN MeTogamu OHOMH(POpPMATUKU

OBLIO BUABUHYTO TMPEAOJIOKEHHE O TOM, YTO ATOT OeJoK siBjsieTcs mpeakom OenkoB PurR u RbsR
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u3 Enterobacteriales, Pasteurellales u Vibrionales [294], a Takxe npeacka3aH MOTEHIIMATBHBIA CAUT
CBsI3BaHUS 3TOTO Oenka nepen rbs-onepoHoM B reHome P. aeruginosa [19].

B nacrosieit pabote ObUM M3y4eHBI Cpa3y TPH PETYIATOpHBIX cuctembl, RbsR, PurR u RbsR
Pseudomonadales. benku RbsR u RbsR Pseudomonadales mpencraBnstoT cobGoii JTOKaabHBIC
PerysTOphl, KOHTPOJIUPYIOIMIUE SKCIPECCUIO OJHOTO JIUIIL rbs-OMEpOHa, U HU OJHOTO HOBOTO
MOTEHIMATBHOTO YeHA 3TUX PETYJIIOHOB TaK W HE ObUIO OOHapykeHo. OgHAKO, HECMOTpS Ha TO,
YTO JaHHBIE OCTKU BBHITIOTHSIOT OJHY U Ty K€ (YHKIIHIO, CAUTHI UX CBS3BIBAHUS PA3THYAIOTCS IO
cTpyktype. Kpome Toro, paznuyaeTcs TakyKe CTPYKTypa PETyIUPYEMbIX UMH OMIEPOHOB.

Yro ke kacaetcs O6enka PurR, To B HacToseit paboTe ObLT BBISBICH LEJbIN PsiTI HOBBIX YWICHOB
COOTBETCTBYIOIIETO pEryJOHa, a Takke OOHapyXeHbl HEKOTOPbIE TaKCOH-CIenu(rIecKue
0COOCHHOCTH perymsinud. Tak, ObUTO TMOKa3aHO, YTO B PETYJIOH BXOISAT TeHbl MOIU(MUKAINN
MYPUHOBBIX HYKJIEOTHIOB (gsk, guaC, ushA), OMOCHHTE3a TMUPUMHUIUHOBBIX HYKIICOTHUIOB (upp-
uraA, carAB, pyrLBI), metabonu3ma OJHOYTIEPOIHBIX coenuHeHuil (folD, rpiA, serA, fhs),
TpaHCMEMOpPaHHBIX OeNKOB (g/tS), yTUIN3aMK HYKICOTHIOB U HYKJIIEMHOBBIX KHCIIOT (xseA, cytR),
HeHTpanbHoro Merabonmsma (pckA, glpX, ppsA) u OenkoB ¢ HeusBecTHOW ¢yHKIuel (ydiA,
VC2168, yiiU, yhhQ, ydiJ, HD1120).

Perynsamnms kak paHee M3BECTHBIX YJICHOB PETYJIOHA, TaK M MPEACKa3aHHBIX B TAaHHOW padoTe,
MOXXET JOCTaTOYHO CHJIbHO pPa3iMyaThbCsl MO CTENEHW KOHCEPBATUBHOCTH B HBomtonuu. Kak
MPABUIIO, OTU PA3IUYUs KOPPEIUPYIOT ¢ QYHKIMAMU TeHOB. Hanbonee KOHCEpBAaTUBHOM SIBIISIETCS
perymnsiius TEHOB, OTBETCTBEHHBIX 3a cuHTe3 HMM® wu3 5-pubozo-docharta — 3TH TEHBI
PeryIupyrOTCSl TPAKTUYECKH BO BCEX M3YYEHHBIX FeHOMaX. Takas jke KOHCEpBAaTHBHAs PETYIISIUS
XapaKTepHa U JUIsi TeHOB MeTabonmn3Ma (horaT-acCOMUPOBAHHBIX OJHOYTIEPOAHBIX (ParMeHTOB, a
HUMEHHO — JUUI1 T€HOB, OTBEUAIOIINX 32 CUHTE3 N° N mernnun-TI'® u Nlo—q)opMI/m—TFCD, BEIILIECTB,
HEOOXOJMMBIX JJII CHHTE3a MyPUHOBBIX HYKJIEOTHIO0B. CHHTE3 YMOMSHYTBIX COCIUHEHUM MOXKET
OCYIIECTBIISATHCS PA3IMYHBIMU ITYTSMHU, B TOM YHCJIE BO3MOXKHO M OCYITIIECTBIICHUE OJHOU M TOM K
peakuuu HECKONbKMMH pa3HbIMU (epMmeHTaMu. HecMoTps Ha TO, YTO METa0ONMYECKHE MyTH
JIOCTaTOYHO CWJIBHO Pa3iHYaloTCs B Pa3HBIX MOPSAKaX TaMMa-TIpOTeo0aKTepHii, OBUIO OTMEUYEHO,
YTO BCETJa PETYJIUPYIOTCS BCE T€HBI, TTO3BOJISIONINE OCYIIIECTBUTD MyTh CHHTE3a N° N''-merunn-
TT® u Nlo—(bopMI/m—TFq) u3 npenmectBeHHnka, TT'd. EAMHCTBEHHBIM UCKIIIOYEHUEM, TAE€ T€HbI
JAHHOTO IYTH PETYJIUPYIOTCS HE TOJHOCThIO, sBisiercss H. ducreyi. Jlis TEHOB Jpyrux
(GYHKIIMOHATBHBIX TPYMN, TaKUX KaK TeHbl MOAU(PUKALNNUW TYPHUHOBBIX HYKICOTHIIOB, CHHTE3a
MAPUMHUIMHOBBIX HYKJICOTHJIOB, METa0oJM3Ma a30Ta, IEHTPaIbHOrO MeTabonu3Ma W TEHOB
HEKOTOPBIX TPAHCTIOPTHBIX OEJIKOB, PETYISIINS KOHCEPBATUBHA JIMIIIH B TIPEIeiaX OJHOTO WU JIBYX

HOPSIKOB.
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Eme ogHuM u3 3HAYMMBIX pPE3yJbTaTOB JaHHON paOOThl SIBISETCS MOJENb 3BOJIOLUU
perynstopubix cucteM PurR u RbsR. Tlo Bcelt BUAUMOCTH, U3HAYAJIBHO CYLIECTBOBAN €IMHUYHbBIN
0eJoK, BBIMONHABIINKM (DYHKIMIO permpeccopa puOo3HOro omepoHa. BeposTHo, Habmonaemas B
Pseudomonadales kapTuHa oTpa)kaeT CUTYyaIMIO B MPEAKOBOM reHoMme. OJIHAKO, MOCIE OTIACICHHS
Pseudomonadales ot o0miero crBosia ramMma-mpoTeoOaKTEpHii, MPOU3OILIA IYIUIMKAIUS TeHa
6enka-perynsaropa. OnHa U3 KOMMA cOXpaHUiIa CBOIO (DYHKIIHMIO, IPETEPIIEB IPH 3TOM U3MEHEHUS B
CTPYKTYpE caiiTa cBsi3bIBaHUs, U cTasia RbsR, kakoBoi MbI MO>keM HaOIr0/1aTh, HanIpuMep, B E. coli.
OYHKIMS KE IPpYrodl KOMHWU reHa MU3MEHHJIACh, XOTSI COXPAHUJIACh CTPYKTypa caiiTa CBA3bIBAaHUS

perynsitopHoro 6enka. [Tpu 3ToM mponsonuio 00pa3oBaHUEe HOBOTO PETYIIOHA.
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I'maBa 5

IBOJIIOLMS IT100AJIbHON PeryJsiuu AbIXaHUs

Kak Obuto ckazaHo paHee, mpenBapuTelbHbIE nccaenoBanus Fnr- u ArcA-perymnonos ([329,
330]) mokazanu, uyTo riao0anbHas PEryysaIus IbIXaHus SBIsSETCs c1abo kKoHcepBatuBHOU. [To Beei
BUAUMOCTHU, 3TO CBA3aHO C HAJIUYHUEM MHO)KGCTBGHHOﬁ perymlulm y T'€HOB, SaHGﬁCTBOBaHHBIX B
IObIXaHUU U CMECKHBIX HpOI_[eCCOB. B CBiA3HU C OTUM 6I>IJ'IO HpI/IH}ITO pemeHHe 0 KOMIIJIICKCHOM
M3y4EHUN TI00ATbHON PEryssiliud JbIXaHWs, TO €CTh, 00 OJHOBPEMEHHOM HccieaoBanuu Fnr-,

ArcA- u Nar-3aBUCUMOM PETYJISIIIUU.

5.1. IBojonus peryasiTOpHbIX CHCTEM
5.1.1. OngHoKOMIIOHEHTHAs peryJjsiropHasi cuctrema Fnr

Opronoru 6enka Fnr u3z E. coli Obimn HaiineHs! B 12 opraHu3max, OTHOCALIMXCS K TpeM
nopsinkam: Enterobacteriales (S. typhi, Y. pestis, Y. enterocolitica, P. carotovorum), Pasteurellales
(P. multocida, A. actinomycetemcomitans, H. influenzae, H. ducreyi), n Vibrionales (V. vulnificus,
V.parahaemolyticus, V. cholerae, V. fischeri). Bce oOHapy>XeHHBIE OpPTOJOTH HMMEIOT
noteHanbHbie HTH-MOTHBEBI. AHa/iM3 KOHCEPBATUBHOCTH IIUCTEMHOBOTO KJIAacTEpa MOKa3aj, YTo
KpUTHYeCKH BaxkHble wmucTenHoBble octaTku Cysl6, Cys20, Cys23 u Cys29 [331, 332]
COXpaHSIOTCS BO BCEX HAWMJICHHBIX OPTOJIOTaX, 3a MCKIIOUYeHHEeM Oenka u3 Y. pestis, rae Cysl6
3ameHeH Ha Tupo3uH ([Ipunoxenue 9).

Jlnst BceX HaWJEHHBIX OPTOJIOTOB OBUIO MOCTPOEHO ¢uiioreHeTnyeckoe aepeso (Puc. 5.1).
AHanu3 aepeBa MoKa3bIBaeT, YTO OCJNKU M3 Pa3HBIX OPTraHU3MOB IPYIIUPYIOTCS B COOTBETCTBHUH C
TaKCOHOMHUYECKOW TPUHAICKHOCTBIO Tocnenuux. Omnako, 6enku u3 Pasteurellales dopmupyrot
BETBb, JOCTATOYHO JAJICKO OTCTOSIIYIO OT BETBEH /i OCJIIKOB M3 JPYTrUX TaKCOHOB. Takum
o0Opa3oMm, MOXHO oxuaaTh B Pasteurellales mocrarodHo cuIbHBIX H3MeHeHHH Fnr-3aBucumoint
PETYISIIIAK TI0 CPAaBHEHUIO C IPYTMMH TaKCOHamH. B TO ke BpeMs, 3BOJIOLMOHHBIE PACCTOSHHUS
MEXIy BCEMH OPTOJIOTaMH HEBEJIMKH, YTO TO3BOJISIET MCIIOJIB30BATh VISl TOMCKA MOTEHIIMATBHBIX

CaiiTOB €IMHOE PACIIO3HAIOIIEE MTPABUIIO.

5.1.2. JIBykomnoHeHnTHas cucrema ArcB-ArcA

Optonoru dakrtopa Tpakckpuniuu ArcA E. coli Obutn oOHapykeHbl B 12 opraHusmax,
OTHOCSIIUXCA K TpeM mopsiakam: Enterobacteriales (S. typhi, Y. pestis, Y. enterocolitica, P.
carotovorum), Pasteurellales (P. multocida, A. actinomycetemcomitans, H. influenzae, H. ducreyi),

u Vibrionales (V. vulnificus, V.parahaemolyticus, V. cholerae, V. fischeri). [lpeqnonaraemeie HTH-
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MOTHUBBI cojepkarcsi Bo Bcex HahleHHbIX (IIpunoxkenne 10). He3HaumTenbHbIE 3BOIIOLIMOHHBIC
paccrosinusa Mexay oposioramu ArcA (Puc. 5.2) yka3plBalOT Ha BO3MOXHOCTh HMCIOJIb30BaHUS
€IMHOTO PacHO3HAIOIIEr0 MpaBuia sl MOMCKA MOTEHIUATBHBIX CAaUTOB BO BCEX HMCCIIEIOBAHHBIX

T€HOMax.

Fnr (HDU)

Fnr (YPK)

Fnr (YEN)
Fnr (ECO)

Fnr (STY)

Fnr (PCA)

Fnr (VCH)

Fnr (VVU)

Fnr (VPA)

Fnr (VFI)
Fnr (HIN)

Puc. 5.1. ®uniorenernyeckoe aepeso o6esaxos Fnr
JI71st moCTpOEeHUS UCTIONIB30BAJICS METOJT 00bETMHEHHSI coceqHuX map (neighbour-joining). Yucna Ha
BCTBAX 0603HaanOT OKNJACMYHO JOJHO aMUHOKUCIIOTHBIX 3aMCH (HOKaBaHBI TOJBKO OJOJIU 60)166
0,05). B ckoOkax yka3aHbl yCIOBHBIE 0003HaYeHUs TeHOMOB (cM. Taoum. 2.1).

ArcA (HDU)

ArcA (PCA) ArcA (YPK)

ArcA (AAC

ArcA (PMU)

ArcA (VCH)
ArcA (HIN)
ArcA (VFI)

Puc. 5.2. ®ujoreHeruyeckoe aepeBo 0ejJK0B ArcA
JI71st moCTpOESHUS UCTIONIB30BAJICS METOJT 00bEIMHEHHSI coceqHuX map (neighbour-joining). Yucna Ha
BCTBAX 0603HaanOT OKNJACMYHO JOJIHO aMUHOKHUCIIOTHBIX 3aMCH (HOKaBaHBI TOJBKO OJOJIU 60)166
0,05). B ckobOkax yka3aHbl yCIOBHBIE 0003HaueHUs TeHOMOB (cM. Taom. 2.1).
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Opromnoru xe ceHcopHoro Oenka ArcB Oblii 0OHapy>KEHBI BO BCEX MEPEUMCIICHHBIX BBIIIE
reHoMax, kpome H. Influenzae w H. ducreyi. HecMoTpst Ha TO, 4TO B JPYIMX INpPEACTABUTEIAX
Pasteurellales, P. multocida n A. actinomycetemcomitans, optojoru ArcB mnpucyTcTBYIOT, Ha
(MIIOreHeTUYECKOM JIepeBe JIaHHbIE OETIKU OTCTOAT JOCTAaTOYHO JAJIEeKO OT OPTOJIOTOB M3 JAPYIHX

nopsinkoB (Puc. 5.3).

ArcB (PCA)

0.09

ArcB (YPK)

ArcB (AAC)

0.15

ArcB (PMU)

ArcB (VFI)

Puc. 5.3. ®unoreneruyeckoe aepeBo 0eaxoB ArcB
JIisi MOCTpOCHUST MCIOJIB30BAJICS METOJI OOBEIMHEHMsI coceqHux map (neighbour-joining).
Yucia Ha BETBIX 0603Ha‘IaIOT OKNJACMYHO JOJIHO aMUHOKHCIIOTHBIX 3aMCH (HOKaSaHBI TOJBKO OOJIU
oomee 0,05). B ckoOkax yka3aHbl yCJIOBHBIE 0003HaYeHUsI TeHOMOB (cM. Taour. 2.1).

Jnst oprosioroB ArcB Obiia oOHapykeHa eme oJHa 0COOEHHOCTh. M3BeCTHO, YTO KITIOUEBYIO
poJib B AUMEpHU3alUU U mocienyromei aktuBauuu ArcB E. coli urpatoT UMCTEUHOBBIE OCTATKU
Cys180 u Cys241, pacnonoxeHHbie B TpaHcMeMOpanHOM PAS-nomene [206]. O6a UCTEHMHOBBIX
OCTaTKM KOHCEpBaTHMBHBI JMIIb B Oenkax Enterobacteriales m V. fischeri, Torna kak B Apyrux
Vibrionales xoncepBatuBeH ymmb Cysl180. YV mpeacraButeneit ke Pasteurellales moiHOCTBIO
orcyrceyer PAS-nomen. B cimyuae mnpencrasutenei  Vibrionales ArcB, ckopee Bcero,
(G yHKIIMOHAJICH, TOCKOJIbKY OBLIO TTOKA3aHO, YTO OCHOBHYIO Poib B AuMepu3ainuu urpaet Cys180, a
3ameHa Cys241 sBnsercas meHee kputuuHod [206]. Urto »xe kacaercs Pasteurellales, To He
UCKJTIOYEHO, YTO Y 3TUX OakTepuil akTuBalus ArcA OCyIIeCTBISIETCS APYTUM CEHCOPHBIM OEIKOM.
[MomoOnast cutryanusi ObUla OMMCaHa M JIPYrOro IPEACTaBUTENs TaMMa-NpoTeo0aKTepui,
Shewanella oneidensis MR-1 [333].

Tem He MeHee, HATMYHME OPTOJIOTOB PETYIATOPHOTO Oenka ArcA BO BCEX BBIIICYITOMSHYTBIX

OpraHu3Max Mo3BOJISIET IPOBECTHU MCCIEAOBaHNE COOTBETCTBYIOIIEH PETyIsALUU.
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5.1.3. Peryasiuusi HUTPAT-HUTPUTHOIO JAbIXaHMA: yIBOEHHasl BYKOMIIOHEHTHasi cHcTeMa
NarX-NarL u NarQ-NarP

[Touck OpTOJNIOrOB pEryisITOPHBIX OENKOB IMOKa3al, 4To o00a perynstopa, NarL u NarP,
NpUCYCTBYIOT nuiib B E. coli, S. typhi u P. carotovorum, ToTla Kak B T€HOMax Yersinia spp.,
Pasteurellales u Vibrionales 0p11 0OHapy>keH TOJIbKO onuHOYHBIN perynsrop NarP (IIpunoxenue
12). AHanu3 (UIOreHEeTHYECKOTro JiepeBa sl peryasTopHbiXx OenkoB (Puc. 5.4) mokassiBaeT, 4To
OeNKu M3 pa3HbIX OPraHU3MOB OOpAa3yIOT JIBa OTACIHHBIX KIIACTEPA, YTO YKa3bIBaeT Ha YABOCHHUE

CUCTEMBI /10 PACXOXKICHHS UCCIIENYEMBIX TPYIII OPraHU3MOB.

NarP (PCA)
NarP (ECO) NarP (YPK)
NarP (STY)., \&

NarP (HDU) NarL (ECO)
ar

NarP (AAC) A NarL (STY)

NarP (PMU) 047 0.10

NarL (PCA)

NarP (VVU)

0.30

NarP (VCH)

NarP NME

Puc. 5.4. ®uaorenernuyeckoe aepeBo 6e1koB NarL u NarP
JJist MOCTpOCHMSI HCTIONIB30BAJICSl METO] 00bEeIMHEHUs coceqHMX nap (neighbour-joining). B
KauecTBE BHEIIHEH rpymibl B3ST 0enok Neisseria meningitidis MCS8, romonornunsiii Narl
NarP. Yucrna Ha BeTBAX 0003HAYAIOT 0KUIAEMYIO JIOTI0 AMUHOKHCIIOTHBIX 3aMEH (TTOKa3aHbl
TosbKo goau 6osee 0,05). B ckoOkax ykazaHbl yCIIOBHBIC 0003Ha4YeHHS TeHOMOB (cM. Tabm. 2.1).

Ji1st TOro, YTOOBI MPOBEPUTH MOCIIEIHEE MPEAON0KEHHUE, OBUTH ITOCTPOCHBI MHOYKECTBEHHOE
BelpaBHHuBaHue (IIpunoxxenue 13) u ¢punorenernueckoe aepeso (Puc. 5.5) s ceHCOpHBIX OENKOB
NarX u NarQ. Kak u B cirydae peryJisaTOpHbIX OSJIKOB, CCHCOPHBIE OCTTKH TaKke 00pa3yroT Ha
(uIoreHeTHYECKOM JiepeBe /IBa KiIacTepa, IPHUeM B TeHOMaX, Iie IPUCYTCTBYIOT TeHBI I 000MX

PEryasTOpPOB, TAKKE OOHAPYKEHBI 1 00a CEHCOPHBIX Oenka. B renomax xe ¢ o1uHOYHON



94
PETYJISITOPHOM CUCTEMOM I'eH narP cymecTBYeT COBMECTHO ¢ nar(), 3a UCKJIIOUeHUeM Y. pestis, Y.
enterocolitica, 1 B KOTOpbIX oOHapykeHa HecTanaapTHas napa NarP-NarX. ITockonbky NarX
B3anMojeiicTByeT ¢ 6enkom NarL, Ho He ¢ NarP [221], mocienoBarenbHOCTH CEHCOPHBIX OETTKOB

OBLTH pacCMOTPEHBI OoJiee MO IPOOHO.

NarQ (PCA)

610

NarX (ECO)

NarX (STY)
NarQ (HDU)
NarQ (AAC
NarX (PCA)
NarQ (PMUY
NarQ (HIN) NarX (YPK)
NarX (YEN)

NarQ (VPA)
NarQ (VCH)

NarQ (NME)

Puc. 5.5. ®ujorenernyeckoe nepeso 6eaxoB NarX u NarQ
JIst moCTpOoeHUs UCTIONIB30BAJICS METOJ] 00beIMHEHUs coceqHux map (neighbour-joining). B
KadyecTBE BHEIIHEH rpynmbl B3sAT Oenok Neisseria meningitidis MCS8, romonornunbsiii NarX u
NarQ. UYucma Ha BETBAX 0003HAYAIOT OXHUIAACMYIO JOJI0 AMHHOKHCIOTHBIX 3aMEH (ITOKa3aHBI

tonbko aomu Oonee 0,05). B ckoOkax ykazaHbl yCIOBHBIE 0003HAa4eHHUs TeHOMOB (cM. cM. TaOm.
2.1).

Panee Ob110 OKa3aHo, uyTO AU(PEepeHINPOBAHHBIN OTBET Ha HUTPAT U HUTPUT OCYILECTBIIAETCS
3a cueTr nepumiaazMarudeckoro gomeHa NarX (Puc. 5.6). Tem He MeHee, OYEBHAHBIX pa3IndUi
MEXXy TOCIIEA0BaTENILHOCTAMH MepUIIa3mMaTndeckux moayieit 6enkoB NarX u NarQQ BeIABUTH HE
ynanock [334, 335]. C npyroit cTOpoHBI, 0COOCHHOCTH CTPOEHUS IeHTpabHOTo Moays (Puc. 5.6)
MO3BOJISIIOT  1IOCTaTOYHO TO4YHO pasrpannuuth NarX u NarQ. [leHTpanbHbli MOIYJIb HMEET

YHUKAJIbHYIO aMHUHOKHUCJIIOTHYIO IMOCJICAOBATCIIbHOCTH, TOMOJIOTUU C KOTOpOfI HC HaﬁﬂeHO HUTOC,
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kpome 6enkoB NarX u NarQ. Tounast hyHKIHS IIEHTPATBHOTO HeU3BeCcTHA. BakHON 0COOEHHOCTHIO
moayist NarX E. coli. sBnsercst knactep uucrenoB Cys265, Cys302, Cys308, Cys313 u Cys316.
OTH [HUCTEMHOBBIE OCTATKH COXPAHSIOTCS B TOCIENOBaTENBHOCTSX NarX W3 T€HOMOB JPYTHX
npoTeo0akTepHii, U 3aMeHa JII000r0 U3 HUX MPUBOJUT K PE3KOMY CHMKEHUIO aKTUBHOCTU Oejka
[334]. AHanu3 MHOXECTBEHHOI'O BbIpaBHHMBaHUs UEHTpalbHbIX Monynedl NarX u NarQ wu3
uccienyeMbix opranu3mMoB (Puc. 5.7) moka3zan, 4To B MOCIEeIOBaTENLHOCTSIX OCNKOB U3 Y. pestis u
Y. enterocolitica orcyrcTByeT xapaktepHbie st NarX 1uctenHoBble ocTaTku. CiegoBaTelibHO,
XOTs CEHCOpHbIe Oenku u3 O6akTepuil poaa Yersinia spp. Oau3ku Mo nociegopareabHocTu K NarX,
OHM, 110 BCEU BEPOSITHOCTH, BHIMOJHAIOT (pyHKIMI0O NarQ, To ecTh peakius B OTBET Ha HUTpAT U
HUTPUT OJMHAKOBa. TakuM 00pa3oM, B T€HOMaX HCCIEIOBAHHBIX OPTaHU3MOB MPUCYTCTBYIOT TPH
TUTMA CHCTEM PETyJISAlHUd HUTPAT-HUTPUTHOTO [IBIXaHUS: YyABOCHHAs CHCTEMa, COJeprKalias
ceacoppl NarX m NarQ wu perymsaropsl Narl m NarP (Puc. 5.8a), ommHOuyHas cucrema c
«HecTannapTHo# mapoii» NarX-NarP, ¢pynkimonupyromas, onnako, kak NarQ-NarP (Puc. 5.80), u
onnHouHasg cuctema NarQ-NarP (Puc. 5.8B). Kaxmad wu3 3Tux cucTeM XapakTepHa i

OIIPEEIICHHOMN TPYIIIBI POJICTBEHHBIX OPraHU3MOB.

CeHCOpHBII MOIYITh LeHTpanbHblit MOLYIIb Iepenatouuii Moxyib
r A N\ 7 A Y 4 A N\
NarQ  N-m{ e -
T™1 T™M2

NarX  N—mf ] H  T—1 H -c

- -
[TepururazmMaTrueckuii IluctenHoOBBIN

JIOMCH KJ1actep

Puc. 5.6. CpaBHeHue nepBU4HOI cTpYKTYpbI 0es1koB NarX u NarQ
TM1 u TM2 — TpancMeMOpaHHbIE CETMEHTHI.

B mpouecce mcciaenoBaHusl 3BOJIIOLMN CHCTEMbBl PETYJSLIMM HUTPAT-HUTPUTHOIO ABIXAHUS
OblTa BBISBICHA KOPPENAIUS MEXKAY THIIOM PETrYJSITOPHOW CHCTEMBI U CTPYKTYpOH CHCTEMBI
BOCCTAHOBJICHUS HUTpaTta U HUTpuUTa. Tak, E. coli comepX uUT NOCTATOYHO CIOXKHYIO CHCTEMY
BOCCTAaHOBJIEHUsI HuTpara W Hutputa (Puc. 5.9a). BoccraHoBieHue HUTpaTa OCYIIECTBISAETCA
IByMs (DEpMEHTATHUBHBIMH KOMIUIEKCaMH, OAWH u3 KoTopbix, NarGHI, pacnonaraercs B
nuToIvia3Me, Toraa kak apyroi, NapABCD, — B nepuna3zme. [Ipu 3ToM 3Kcnipeccusi OnepoHOB nar
U nap aKTUBUPYETCS B MPUCYTCTBUE HUTpaTa. BoccraHoBieHue HuTpata ¢ mnomoinbio Nap-
KOMIUIEKCa SHEPreTUYecKu MeHee d3P(PEKTUBHO, TaK KaK IMPU ATOM B MEPUILIA3MY MTOCTYIAIOT BCETO
JIBa NPOTOHA HAa OAMH IIEPEHECEHHBIM SJIEKTPOH, TOI/Aa KaK IpPU BOCCTAHOBICHHHM 3a CYET

komruiekca NarGHI — tpu. OnHako, B ocjieHEM cllydae B LIIUTOIUIA3ME HAKAIUIMBAETCS HUTPHT,
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TOKCUYHBIN g KiIeTKU. [lo3ToMy B HHTOIUIa3Me MPUCYTCTBYET HUTPUTPEIYKTA3HBIN KOMILIEKC
NirBD [168]. DTOT KOMIUIEKC HE COINpPsHKEH ¢ MEMOPaHO M HE y4acTBYET B MPOLIECCax JbIXaHHs.
Ero ¢ykHuumeil sBisercs BOCCTAaHOBJICHHE HUTPUTA JO AMMOHHS, YTO, BO-TIEPBBIX, CIY)KUT IS
3alUTHl KJIETKH, @ BO-BTOPBIX, CIOCOOCTBYET aCCUMMIISLIMM KieTkod aszora. Ilommumo storo,
HUTPUT BBIBOJUTCS B IIEPUIITIA3MY C MOMOIIbIO MEMOPAHHBIX TPAHCIOPTEPOB: HUTPAT-HUTPUTHOTO
antunoprepa NarK u cumnoprepa Hutputa u nporoHoB NirC [282]. B mnepumnaszme
BOCCTAaHOBJICHHE HUTPUTA OCYILECTBIISCTCS yXKE COINpPsDKEHHBIM ¢ MeMOpaHoi Nrf-komrmiekcom.
Takum o0O0Opa3oM, BOCCTaHOBJIEHHE HUTpaTa MOXKET OCYIIECTBIATHCA JABYMs cCIocoOamu: B
nepuiuiazMe u B muToriazMme. IlepBwiii cmocod meHee 3(h(PEKTUBEH € SHEPrETHUYECKOM TOUYKH
3peHus, HO Oosiee Oe30MaceH M MCIOJIb3YeTCs MPH HU3KUX KOHLEHTpAIMsIX HUTpaTa. [Ipu BBICOKHX
KOHIIGHTPALUAX JaHHBIM MyTh pernpeccupyercst ¢ momoibio perynstopa Narl, n aktuBupyercs
BTOpOi myTh [336]. [ToHATHO, 4TO MOAOOHAST CHCTEMa BOCCTAHOBJICHUS HUTPATa U HUTPUTA TpeOyeT

BEChbMa CJIOKHOM PETYJISIIUHU, YTO U BBI3BAJIO Y/IBOCHUE PETYISTOPHONU CUCTEMBI.

Puc. 5.7. ®parMeHT BHIpABHMBAHUSI AMMHOKHCJIOTHBIX MOCJI€10BaTeIbHOCTEH HEHTPAJIBHOI0

NarQ(ECO) T--—————- SQI-————- DVHCFRHI-LQIVRDNE--AAEYLELN-VGE-NWRISE--G-QPNPE-—
NarQ(STY) T--——————- SQI-————- DVHCFRHI-LQIVREHD--AAWYLELT-VGD-NWRISE--G-TQSPD--
NarQ(PCA) V-——————- STI-———- DRHCFQQI-LQIVHRYE--TVVCLEMR-VGE-NWLLCE--G-QPDEQ--
NarQ(VPA) A-——————- SRI-———- NQDNFQAI-LKHIASLEGIKAVKLEIEQLGEPNWILTE--GEECCHD--
NarQ (VVU) A--—————- SRI-———- SQENFQAI-LRHIVSIEGIVSAKLEIEEIGERNLVLTE--GPKCVGR-—
NarQ(VCH) A--——————- SRI-———- TASNFQTI-LRHWVALEGICALRLEIEEEAGKPLILQE--G-KPSGA--
NarQ(VFI) A--——————- SQL-———- DEQAFKNI-LDTFTNIEGIISARLIVEEESGGDWEITS--GEPDESP——
NarQ(AAC) T-——————- NKI-———- DGKILQLV-LQONVMISE--HLRYLELDVLDAPHWNICL--GVKYDQLE-
NarQ (PMU) T--——-———- TNV-———— DESILQHV-LKNIFISE--HLRYMALVVEGAEHWNIRF--GQKQANQD-
NarQ (HIN) T-——-———- NTI---—- NDKILNQV-LNYIFISD--HLNFVKVEVMGAEHWDITL--GKQDANNE-
NarQ (HDU) SA-——————- KPL————— NQSVLYV-LQIILDNE--HLRAIEIQVYGADYWNVTI--DNAPAQT--
NarX (ECO) SRAPLEERLSPVLNGLQNLTLLRDIELRVYDTDD--EENHQEFT-@-QPD-MTE@DDKGEBOLEPRG-
NarX (STY) SQAPLEERLSPVLNGLQONLTQLHDIELRVYDLED--EDNHQEFT-@-QSD-ISEDDKGEBHLEPRS-
NarX (PCA) TGAPLESRLMPILNELPSLTPLRNIQLRLYEDNN--QEQFHQFSD@SQSQPEHEPDNSBOs@cMO-
NarX (YPK) THQPLSERLAPVIEQLQALTTLENVQICLYENHL--YRDHVNHN-A-DAEYLMPKNRPASLTISGP
NarX (YEN)

TTOQPLSERLVPVIEQLQTLTPLENVQICLYENHL--YRSHLADH-L-DGEYLPPONRPTQLTISGP
260 270 280 290 300 310

Mmony.s 6eaxoB NarX u NarQ.
[Tox BeIpaBHMBaHUEM yKa3aHbI MO3UIMK aMHUHOKUCIOT Juist NarX E. coli. KoncepBaTHBHBIC
IHUCTCHUHOBBIC OCTATKH ITOKAa3aHbI HA 3€JICHOM (bOHe, COOTBGTCByIOH_II/Ie UM IIO3UIIUHU B 6€JIKaX

Yersinia spp. — Ha cepoM (oHe. B ckoOkax ykazaHbl YCIOBHBIE 0003HAYCHHSI TEHOMOB (cM. Taobu.
2.1).



T
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Puc. 5.8. Tunsl cucrem peryisiiud HUTPAT-HUTPUTHOTO JbIXaHMS.
[Tokazano B3ammopeiictBue 3(h(EeKTOpoB ¢ ceHcopamMu (CIUIONMIHBIE CTPENKH), CEHCOPOB C
peryisitopamMu  (TyHKTUPHBIE CTPEJIKM) W PETYJIATOPOB C CalTaMu CBS3bIBaHUSA (TOYEYHBIE
ctpenkn). (a) E. coli, S. typhi, P. carotovorum; (0) Yersinia spp.; (B) Pasteurellales u Vibrionales.

a) NO;) NOy) NOy)

NO, )

Puc. 5.9. CucreMbl BOCCTAHOBJIEHUSI HUTPAaTa U HUTPHUTA.
(a) E. coli, S. typhi, P. carotovorum; (0) Pasteurellales u Vibrionales (3a uckimtoueHuem V.
cholerae).
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B remomax Pasteurellales u OompmmucTBa Vibrionales ObLIM HaWOeHBI T'€HBI TOJBKO IS
NEePUILIa3MaTHYEeCKON HUTpaT-pelyKTa3bl, OpPTOJIOTOB e TeHOB Nar-KoMIUlekca He ObUIo
oOHapyxeHo. Takum 00pa3oM, MOXXHO TPEAINONIOXKHUTh, YTO 3TH OpraHU3Mbl BBIOpanu Oosee
Oe3omacHbIi MyTh BoccTaHoBNeHUs HuTpata (Puc 5.96). B atoM cinyuae qocrarouno 6osiee mpocToi
PEryJsiliiM, YTO W BBIPAXKaeTCsl B MPUCYTCTBUH JIMIIL OJHOW PErylaTOpHON cucTeMbl. [locKonIbKy
He Tpebyercst nudGepeHIIUPOBAHHOTO OTBETa HA HUTPAT U HUTPUT, B KAYECTBE CEHCOPHOTO OeNKa B
naHHoil cucteme aedictByer NarQ. B renomax Oakrepuii poma Yersinia Obuinm oOHapy>KeHBI
oprosioru Ay rera narX. OnHako, psii U3MEHEHUN B aMMHOKMCIIOTHOM IOCJENOBATENbHOCTH, B
YaCTHOCTH, OTCYTCTBHE KOHCEPBATHUBHBIX IIUCTEUHOB, YKAa3bIBAET, YTO TOT OEJOK BBIMNOJHSET, IO
Bceil Buaumoctu, ¢pynkuuu NarQ. Onnako, B reHoMax Y. pestis u Y. enterocolitica OTCYTCTBYIOT
TeHbI JUIs TIepUIIa3MaTUYeCKON HUTPUT-PENyKTa3bl, a B reHoMe V. cholerae BooOlIe He HaiiieHO
TeHOB HM Ui OJHOM M3 HUTPUT-peaykTas. [losTomy opraHuzanus CUCTEMbl BOCCTAHOBJICHHS
HUTpaTa U HUTPHUTA B ATHX TPEX OpraHu3Max TpeOyeT OTAEIbHOrO0 M3YyYeHHUs, YTO BBIXOJUT 3a

PaMKHU JaHHOTO UCCJIICIOBAHUS.

5.2. IlocTpoeHue pacno3HAKIIMX NPABWJI /sl NMOMCKA CANTOB CBA3bIAHUSA

PEryJadaTopPoOB JAbIXaHUA

Kak 6p110 yrmoMsiHyTO paHee, BCe UCCIICJOBaHHbBIC B JAHHON 4acTH PabOThl TEHOMBI CO/IepPKAT
dakropsl TpaHckpunimu Fnr u ArcA. B chnyuae ke perymsiud HUTPAT-HUTPUTHOTO JBIXAHUS
HaOIIOAI0TCS CYNIECTBEHHBIC pa3inuus MeXay reHomamu. Tak, E. coli, S. typhi u P. carotovorum
coaepkat romoJsioruunbie perynstopbl Narl. u NarP, toraa kak y npexncraBureneut Yersinia spp.,
Pasteurellales u Vibrionales 011 0OHapyxeH ToNbKO equHUYHBIN Oenok NarP. [Tockonbky naHHbIe
0 CTpyKType caiita cBaspiBaHMsl NarlL npotuBopeuuBsl [223, 227-229], a Hanuuue yJBOCHHOMU
PEryISITOPHON CHCTEMBI KpaiiHe 3aTpyIHSET HCCIeA0BaHNe, ObLIO PEIIEHO COCPEAOTOUNTh YCUIIHS
Ha MCCIIEOBAHUM T'€HOMOB C OJUHOYHOM CHCTEMOM PEryisiliii HUTPAT-HUTPUTHOTO JbIXaHMUS.
TakuM o0pa3oM, ObuTH W3y4deHBI 10 T€HOMOB, OTHOCSIIUXCS K CIEAYIOIIUM TPEM TaKCOHaM:
Yersinia spp. (Y. pestis, Y. pseudotuberculosis), Pasteurellales (P. multocida, A.
actinomycetemcomitans, H. influenzae, H. ducreyi) wm Vibrionales (V. vulnificus,
V.parahaemolyticus, V. cholerae, V. fischeri). Bce nmepeuncinennbie reHOMBI cofepkar Fnr, ArcA u

NarP, Ho He conepxar NarL.

5.2.1. IlocTpoeHue pacnmo3HAKIIEro TMpaBWJja s TMOMCKA TOTEHHHAJIbHBIX CaiiTOB
cBs3biBanua Fnr
[TockonbKy TEHETHYECKHE pacCTOSHUS Mexay Oenkamu Fnr u3 pa3HBIX OpPraHu3MoB

HCBCJIMKH, BO3MOXXHO IMPOBOAWUTH IOHCK caliToB B HCCICAOBAHHLIX T'CHOMAX, HUCIIOJIb3ysd CAWHYIO
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matpuity. Takas wmarpuna (Puc. 5.10) Obputa cocTaBieHa Ha OCHOBE OSKCIEPUMEHTAIBHO
OTIpe/ICIEHHBIX CAalTOB cCBsi3biBaHUs Fnr E. coli (Tabn. 5.1). Fnr-cBsa3pBaronmii  MOTHUB
npeJcTaBisieT coO0H MHBEPTUPOBAaHHBINA MOBTOp JymHOW 14 m.H. (Puc. 5.11), cormacyromuiics ¢
MpeAcKa3aHHbIM paHee koHceHcycoMm [183, 185]. Hammenpmmii Bec cpenu cailToB oOydaromien
BBIOOpKH, 3,87, mMeer calt mepen reHoMm napF. Jlng Toro, 4toObl ydecTb BO3MOXXHOCTH
BuocrneneduyHbsix n3menennit JJHK-0enkoBeIx B3aMMOCCTBHIA, TOPOTOBOE 3HAUYCHHUE ISl BECOB
MOTEHIUATBHBIX CAUTOB OBLIO MPUHATO paBHBIM 3,75. MicXos U3 MOJI0KEHHS SKCTIEPUMEHTATBHBIX
caiToB cBs3biBaHMs Fnr, mouck caittoB mpousBoamics B oomactu —500..4+100 m.H. OTHOCUTENBHO
cTapTa TpaHCJISAnuu reHa. [Ipu maHHBIX mapameTpax MOWCKa CalThl CBsA3bIBaHUs Fnr Oenka ObutH

oOHapyxeHbl iepe npuomm3uTensHo 600 reHaMu Ha TEHOM.

ITo3. A C G T Komnc.

0.04 -027 -027 0.1
-0.20 -0.20 -0.20 0.59
-0.20 -0.20 0.59 -0.20

0.39 -0.16 -0.16 -0.06
-0.35 -0.14 0.08 0.41

0.04 0.00 -0.06 0.02

0.01 -0.11 -0.11 0.20

0.27 0.11 -042 0.05
-0.06 0.02 -0.03 0.06

035 -0.01 0.04 -0.39

0.05 -0.37 -0.06 0.38
-0.04 054 -025 -0.25
13 048 -0.29 0.09 -0.29
14 048 -0.29 -0.29 0.09

o= > 000N U AW —
P> Z>—HZ3>0-3

Pucynoxk 5.10. ITo3unmonHasi MaTpua BecoB Il CAiTOB cBsi3bIBaHus Fnr
VYka3aH Bec JaHHOTO HYKJIEOTHa B COOTBETCTBYIoLIEeH no3unuu. “Tlo3.” — no3unus caita; “Kone.”
— HYKJICOTH]I, TPeO0IaIaroNuii B JaHHOM ITO3HIINH.

2
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Pucynok 5.11. /Imarpamma Jloro ais caiitoB cBsi3piBanus Fnr
[Io rOpu30OHTaIBLHOM OCHM YyKa3aH HOMEp TMO3UIMU HYKJICOTHOA, MO BEPTUKAIBHOM —
UHPOPMALIMOHHOE COJEpKaHWe TMOo3MIMKM B Ourtax. Beicora cTonfua mnpomopuuoHanibHA
UHPOPMALIMOHHOMY COJEP)KaHUIO JIaHHOW IO3UIUM, OTHOCUTENIbHAs BBICOTA KaXAOH OYyKBBI
COOTBETCTBYET 4acTOTE HYKJIEOTH/A B TaHHOM MO3ULINN.



Tabauna 5.1. CaiiTel cBsi3biBaHus 0esika Fnr E. coli, Bomeniue B 00y4aonryo BbIOOPKY
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VYKa3aHo MOJIOKEHUE CaliTa OTHOCUTENBHO CTapTa TPAHCISAILUU I'€Ha, TAKXKe MPUBOJASTCS CChUTKH
Ha paboThl, B KOTOPBIX PEryJslus reHa Oblaa MoKa3aHa sKcrepuMeHTanbHo. [lo3umuu caiita,

COBIIAgarOmMe C KOHCCHCYCOM, IIOKa3aHbl IIPOIMMUCHBIMU 6yI<BaMI/I, HCCOBIIaAAKOIIHNEC
CTPOYHBIMH.
Caiit
I'en
Ilon0:xeHHeE Bec IlocaenoBaTebHOCTD CchUIKHn
-349 5,08 TTGATaTttATCAA
cydA -297 4,55 TTGtTcTcgATCAA [200]
-252 4,15 TTGATcaccgTCgA
moeA 19 4,19 TTGATgTcgcTCgA [199]
hep -109 4,25 TTGcgcTAAATCAA [191]
dmsA -185 4,41 TTGATaccgAaCAA [13]
focA -73 4,79 aTGATcTAtATCAA
ndh -151 5,05 TTGATTaAcATCAA [201]
-385 4,36 TTGATaaAcAaCAt
hlyE [198]
-139 4,69 TTGATaTttATCAt
-278 5,07 TTGATgTAAATCAA
narX [187]
-240 4,69 TTGATaTttATCAt
-112 4,65 aTGATaaAtATCAA
narkK [13]
74 5,24 TTGATTTAcCATCAA
narG -106 4,72 TTGATcgt tATCAA [13]
far -32 4,57 TTGAcaaAtATCAA [188]
-134 4,46 TTGAggTAggTCAA
#dnG ggTAgg (195]
-79 4,23 TTGATTTcgcgCAA
hmp -41 493 TTGAgaTAcATCAA [204]
-173 4,75 TTGATgTAAAaCAA
iD [202]
-120 5,16 TTGATTTAAATCAA
nirB -73 5,24 TTGATTTACATCAA [146]
yhjA -120 4,81 TTGATTcctATCAA [194]
nrfA -142 4,33 TTGATTaAAgaCAA [193]
nrdD -248 4,89 TTGAgcTACATCAA [192]
arcA -290 4,99 TTGATaTAtgTCAA [186]
napF -45 3,87 TTGgTcgctcTCAA [196]
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5.2.2. IlocTpoeHue pacnmo3HAKIEro TMpaBWja s TMOMCKA TOTEHHHAJIbHBIX CaiiTOB
CBSI3bIBAHUS ArcA

B cnyuyae ArcA-3aBUCHMOI peryisiiMM CYLIECTBYIOIIMX JAaHHBIX O CTPYKType cCaiToB
CBS3bIBaHUSA OBbUIO SIBHO HEAOCTAaTOYHO [JIsi MOCTPOCHUS UYBCTBUTEIBHOTO PAaCIO3HAIOIIETO
IpaBuJIa, a MpeICKa3aHHbI KOHCEHCYC Ul JaHHBIX CalTOB OTJIMYaics ci1adoil crenupruyHOCThIO,
YTO MPHUBOJMIO K MaccoBbIM mepernpencka3anusm [210]. [loaTomy perynsitopHbie 00JIacTH TE€HOB,
IKCIIpeccust KOTOphIX perynupyercss ArcA B E. coli (Tabn. 5.2) Obuin mpoaHATU3UPOBAHBI C
nomompio nporpammbl  SeSIMCMC [111]. Bcero mepen 14 renmamu Obuto HaiimeHo 18
NOTEHLMATIbHBIX CAaHTOB CBSA3BIBAHUS PETYJISATOpPa, HAa OCHOBAHMM KOTOPHIX OblIa IOCTpPOEHA
Matpuia no3ulMoHHbIX BecoB (Puc 5.12). IloreHuumanbHbli MOTHB CBsI3bIBaHUS ArcA
npezcTaBisieT co0oi HecoBepIIeHHBIH MoBTOp AMuHOM 15 m.H. (Puc. 5.13). ITocTpoenusii mpodpuib
UMeeT Topa3o OONbIIyI0 CHeNU(PUIHOCTh, YeM COCTaBlIeHHBIH paHee [210], MOCKOIBKY mpH
YCIIOBUU HAXOXKJCHHUS BCEX CalWTOB M3 oOydaromield BBIOOPKH JaeT MEHbIIEE YHCIO JIOKHBIX

IIpEeACKa3aHuM.

Io3. A C G T Komnc.

-0.26  0.06 -026 045
038 -0.29 -0.29 0.19
030 -035 -0.03 0.08
-0.07 042 -029 -0.07
049 -0.02 -0.23 -0.23
0.07 -0.09 -0.19 0.21
0.10 -0.09 -0.20 0.19
0.18 -039 0.05 0.15
026 -0.04 -036 0.15
0.15 -039 0.15 0.09
-0.23  -0.23 -0.02 049
0.06 -026 -026 045
030 0.03 -036 0.03
0.55 -0.18 -0.18 -0.18
-0.26 045 -0.26 0.06
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Pucynoxk 5.12. Ilo3unmnoHHasi MATPUIIA BeCOB /Il CATOB CBI3bIBAHUSI ArcA
VYkazaH BeC JaHHOTO HYKJIEOTHIa B COOTBETCTBYIONIEH nmo3unuu. “I103.” — mo3unus caira; “Konc.”
— HYKJICOTH/I, TPE00JIaAI0NINi B TAHHOM MO3UIIHH.

Haumenbmmii Bec cpean oOydaromieid BBIOOpKH Obu1 4,12 (caliT nepea reHoM fadL), mosToMy
JUIS IOWCKA TIOTEHIMAIBHBIX CAiTOB ObLIO BEIOpaHO moporoBoe 3HaueHue, papaoe 4,00. [Tockonbky
CalThl CBA3BIBAHUS ATCA, B OTJIMYHME OT CAUTOB YIIOMHHABIIUXCS PAHEE PETYIATOPOB, HE SIBIISIOTCA
MaJUHAPOMHBIMH, TOUCK TPOU3BOAMJICSA IO IOCIeaoBaTeabHOCTIM st ooemx 1menedt JIHK, u
npsaMoii, u oOparHoit. [louck caiitoB mpoBoamics B obmactu —500 ...4+100 m.H. OTHOCHUTEIHHO

CTapTa TPAHCIALMYU T€Ha, IPU ITOM CalThl OOHApYKUBAIKCH Tepe nopsiaka SO0 reHaMu Ha TEHOM.



UHPOPMALIMOHHOE COJEp)KaHHE TMO3UIMKM B OWTaxX.
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Pucynok 5.13. luarpamma Jloro a1 caiiToB cBSI3bIBaHUS ArcA
[Io Tropu3OHTAaIBLHOM OCHM yKa3aH HOMEpP TO3MIMU HYKJIEOTH/A,

1o
Bricota cronbma mpomopiimoHanbHA

BEPTUKAJIBHOU —

WH()OPMAITMOHHOMY COJACP)KAHUIO JTAaHHOW TIO3UIIMHM, OTHOCHUTENIbHAs BBICOTA KaXKIOW OYKBBI
COOTBETCTBYET YACTOTE HYKJICOTH A B JAHHOU MMO3UIINH.

Ta6auua S5.2. CaiiTsl cBsi3biBanus 0eka ArcA E. coli, Bomeamue B 00y4aiomyio BbIOOPKY
VYKka3zaHo MOJI0KEHUE cailTa OTHOCUTEIBHO cTapTa TpaHcisinuu reda u uenb [IHK, Ha koTopoi
OH pACIOJIOKEH: «—>» - TMpsMas, «<» - oOparHas. [lo3unuu caiita, coBmamamImue C
KOHCEHCYCOM, TOKa3aHbl MPOMUCHBIMA OYKBaMH, HECOBMAJAIONIME — CTPOYHBIMH. B cTonbie
«CchUTKM» yKa3aHbl CTaThH, MMOATBEPKIAIOIINE, YTO IaHHBIN TeH B E. coli perynmupyetcs ArcA.

Ten Caiit
Hanp-ue | Iloso:xxkenne | Bec | IlocaenoBarenbHocTh | CeblIKHM

fadE «— -86 4,41 TAgCAaTatGTTtAC [212]

gliA -393 4,41 | cAACATTTAtTTAAt [211]
-69 4,78 TAACAgaaAGTTAAC

sdhC - J [211]
— -330 4,41 CcAACATTTAtTTAAL

cydA «— -388 4,22 TttCAaTaAGgTAAC [211]

icd RN -111 4,51 TtACAaaTcaTTAAC [213]

aldA N -49 4,62 | TAACAaTgtaTTcAC [215]
- =72 4,67 TAAtATTatGTTAAC

fadD [212]
«— -74 5,07 TAACATaataTTAAC

fadl «— -65 4,16 | TAACcaTTttTTtAC [212]

fadL — -238 4,12 | TAAaAcaaAaTTcAC [212]
- -171 4,74 TtACATcaAtTTAAC

gleD [216]
- -160 5,15 TAACATTGAGTTAAC

lidp — -134 5,25 | TAACATTTAGTTAAC [211]
77 4,45 TtgCATaTttTTAAC

fadB = g [212]
N -66 4,22 TAACAcaalAaTacAC

sodA — -719 5,03 | TAtCATTTAaTTAAC [214]

moeA - -3 4,08 TttCATggAaTTtAC [199]
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5.2.3. IlocTpoeHue pacno3HAKIIEro TMpaBWja JJas TMOUCKA TOTEHHHAJIbHBIX CaiiTOB
cBsi3biBaHus NarP

B otnuume ot apyrux perynaropoB nabixanud, Fnr u ArcA, B ciydae NarP ucnons3zoBanue
MaTpHIlbl, MOCTPOSHHON IO caiiTaM CBS3bIBaHHUS JaHHOTO Oenka B E. coli, ObUIO COYTEHO
HENPAaBOMEPHBIM B CHUJy CIEAYyIOIUX npuuuH. B E. coli perynsuusi reHOB HUTPAT-HUTPUTHOIO
JBIXaHUSL OCYIIECTBISIETCS cpa3y JABYMS roMosiornyHbiMu Oenkamu, Narl um NarP, npuuem
HaOJroMaeTCs pa3ianyHas Crieu(pUIHOCTh OEIKOB-PETYIATOpaM K caiiTaM cBs3biBaHus. Tak, NarP
CBSI3BIBACTCS C MATMHAPOMHBIMH calTaMH JJIMHBI 16 1.H., Torga kak Narl cBs3biBaeTCs Kak C
caiitamu cBsi3biBaHus NarP, Tak U cO MHOKECTBOM JAPYrMX CaWTOB, TOYHAsi CTPYKTypa KOTOPBIX
HeusBecTHa [223]. [loatomy B reHome E. coli caiiTel cBa3piBaHus NarP sBisioTcs, mo cyty,
o0muMu caiftamu ans oboux OenkoB. ITockonbky B reHOMax, HCCIeIyeMbIX B JaHHOH paboTe,
MIPUCYTCTBYET JIUIIb €IUHUYHBIN perynarop NarP, u curyarus otimuaercs oT HabmomaeMon B E.
coli, Obula TMOCTpOEHA HOBas MaTpHlla AJisi caiToB cBs3piBaHusi NarP s Tex reHomax, rue
MPUCYTCTBYET €IUHUYHASI CUCTEMA.

Jlist moCTpoeHUsT MaTpullbl JJs TIOWCKAa CaWTOB CBsi3bIBaHUsT NarP ObUTH HCCIETOBaHBI
perynsiTopHble 00JIacTH ONMEPOHOB, COJAEPKAIIMX nap-, cCM- U Nrf-TreHbl B UCCIETyEeMbIX T€HOMaX.
[lepen OOMBIIMHCTBOM JaHHBIX ONEPOHOB OBLIM HaiiieHbl MAJMHIAPOMHBIE IMOCIEI0BATEILHOCTH
qmuHOM 16 m.H. (Taba. 5.3.), moxoxue Ha caiiTel cBsa3biBaHus NarP u3 E. coli. Ha ocHOBaHMU 3THX
nocienoBarenbHOCTel Obuta mocTpoeHa marpuma (Puc. 5.14, 5.15) mna pacno3naBanus NarP-

CaliTOB B TECHOMaX C €AMHUYHON PETYJIATOPHON CUCTEMOM.

ITos3. A C G T Komnc.
1 -0.25 0.06 -0.25 044 T
2 0.38 -0.08 -0.31 0.00 A
3 0.17 033 -0.17 -0.33 C
4 -0.16 036 -032 0.13 C
5 0.07 0.10 -040 0.23 T
6 0.07 030 -0.37 0.00 C
7 -0.07 0.02 -0.23 0.29 T
8 022 -0.18 -0.34 0.30 W
9 030 -0.34 -0.18 0.22 w
10 029 -0.23 0.02 -0.07 A
11 0.00 -037 030 0.07 G
12 023 -040 0.10 0.07 A
13 0.13 -032 036 -0.16 G
14 -0.33 -0.17 033 0.17 G
15 0.00 -0.31 -0.08 0.38 T
16 044 -025 0.06 -0.25 A

Pucynoxk 5.14. [lo3uunoHHasi MAaTpHLa BeCOB /ISl CaiiTOB cBsi3biBaHus NarP
VYka3aH Bec JaHHOTO HYKJIEOTHa B COOTBETCTBYIoLIeH no3unuu. “Tlo3.” — no3unus caita; “Kone.”
— HYKJICOTH/I, TPeOOIaIaroNuii B JaHHOU ITO3HIIHH.
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Pucynok 5.15. JInarpamma Jloro ans caiitoB cesisbiBanus NarP
[To ropu30OHTaIBLHOM OCHM YyKa3aH HOMEp TMO3UIMH HYKJICOTHOA, MO BEPTUKAIBHON —
UHPOPMALIMOHHOE COJEpKaHWe TMOo3MIMKM B Ourtax. Beicora cTonlua mpomopuuoHanIbHA
UH(POPMALIMOHHOMY COJAEP)KAHUIO JIaHHOW IO3UIUHM, OTHOCUTENIbHAs BBICOTA KaXAOH OYyKBBI
COOTBETCTBYET 4acTOTE HYKJIEOTH/A B ITaHHOM MO3ULINN.

[TockonbKy HAaMMEHBITUI BEC caiiTa U3 oOydJaromiel BEIOOpPKU cocTaBisit 3,62 (reHa napF u3
H. ducreyi), moporoBoe 3Ha4eHHUE JJI IMOMCKa CalTOB ObLIIO MpUHATO paBHBIM 3,50. VckmoueHnue
ObuTO crenaHo Ui A. actinomycetemcomitans: TIOCKOIBKY CalTBl IEpes nap-, ccm- U nrf-reHamu
UMENM HU3KHE Beca, A JTOr0 TeHOMa ObUI0O TPHHATO MoporoBoe 3HaudeHue 3,25. Ilouck
MOTEHIIMAIBHBIX calTOB mpom3Bomwics B obmactu —500..+100 m.H. OTHOCHTENBHO CTapTa

TpaHcaauu reHa. [Ipu JaHHbIX yCIIOBHAX B CpeaHEM Mpecka3biBaioch o 300 caliTOB Ha T€HOM.

5.3. CocraB 0000mennbIx Fnr-, ArcA- u NarP-perysionos

B cooTBercTBHM ¢ mporeaypoit, onrcaHoi B ['aBe 2, B 1ecATH UCCIENyEeMbIX TCHOMAaxX ObUTH
BBIJICJIEHBI 0000IIEHHBIE PEryNoHbl A (pakTopoB TpaHckpumuu Fnr, ArcA u NarP. ITockonbky,
KaKk yK€ OTMEYaloCch paHee, PEeryisiluus KaXJIOoW OTIACNbHOW pErylIsaTOpPHOM CHUCTEMOH ciabo
KOHCEpPBAaTUBHA, TO UMEET CMBICII pacCCMaTPUBATh PETYISALUIO TPEMs CUCTEMaMHU B 1iesioM. B oOmiei
CIIOKHOCTH, K TpeM OO0OOIIEHHBIM pEryJloHaM ObLJI0O OTHECeHO 153 reHa, 00pa3ylIMX Kak
MuHUMYM 68 omeponoB (Tabin. 5.4). Ilpenckasannble caidThl cBsi3biBaHus Uit Fnr, ArcA u NarP
npusezieHsl B [Ipmnoxkenusx 14—16. B coorBercTBuM ¢ QyHKIMEH, Bce TeHbI ObUTH pa3ouThl Ha 10

Tpy1Il, Kaxaad U3 KOTOPBIX OIMMCBIBACTCA HUMKE.

5.3.1. BeJku AbIXaTeJIbHBIX el

Panee perynsuus rio0albHBIMH PETYIsSTOpaMH AbIXaHHUS ObUIa MOKa3aHa JJIs TaKUX OIEPOHOB,
KOJUPYIOIHUX OCNKU-KOMIIOHEHTHI ABIXaTeNbHBIX 1enei, kak cydAB [337], nap [338, 339]), ccm
[338], nrf [225, 230], nir [146, 284], dms [14, 229], torCAD [239], frd [237, 239, 340], fdn [195,
341], ndh [342, 343], glpABC [344] u glpD [344]. B nononHeHue K 3TOMy, B HacTosIel paboTe K
0000IICHHBIM pPETyJIOHaM OBLI OTHECEH W PSAN APYTUX T'€HOB, KOAUPYIOIHUX HEOOXOIUMBIC IS

IBIXaHUA OCIKU.
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Tab6auna 5.3. Caiitel cBsi3piBanusA Oeiika NarP, pomenmmue B 00y4aronyo BbIOOpPKY

VYKa3aHO TMOJNOXKEHUE cailiTa OTHOCUTENBHO CTapTa TpaHCIsIUMU reHa. IlpuBoadrcss CCbUIKM Ha
paboThl, B KOTOPBIX PEryJAIUsS TeHa ObUla MOKa3aHa »KCIEpUMEHTanbHO. [lo3ummm caiita,
COBIAJIAIOIIME C KOHCEHCYCOM, [TOKa3aHbl IPONUCHBIMU OyKBaMH, HECOBIIAAAIONINE — CTPOYHBIMH.

I'enom I'en Caiit
IMonoxenue Bec IMocaenoBaTeIbHOCTH
Y. pestis napF -184 4,48 TAaCTCTaAAGAGtaA
ccmA -113 4,67 TACCTCTatAagGGTA
Y. enterocolitica napF -182 4,48 TAaCTCTaAAGAGtaA
ccmA -113 4,67 TACCTCTatAagGGTA
-79 3,83 TACtaCgTAAGgatTA
P. multocida ccmA -99 4,80 cACCTCTaAAGAGGTA
nrfA -289 4,79 TAaCTCTaAAtAGGTA
-206 4,72 TACtTaTTtAGAGGTA
A. actinomycetemcomitans | nrfA -403 4,79 TACCTCTTtAtAGtTA
2343 4,33 TACtaaTaAAtAGGTA
H. influenzae ccmA -85 4,79 TACtTCTaAAGAGLTA
H. ducreyi napF -81 3,62 TACCTaaatgGAGtgA
ccmA -117 3,83 TACtataaAAaAGGTA
-86 4,95 TACCTCTaAAGAaGTA
V. vulnificus napF 281 4773 TACCcCcTAAGGGGTA
ccmA -147 4,48 TcaCTCTatAGAGGTA
nrfB 304 4,92 TACCcCTaAAGgGGTA
-202 3,87 TACtaCTaAAGAGtag
nrfA -295 3,87 | ctaCTCTTtAGtaGTA
-193 4,92 TACCcCTTtAGgGGTA
V. parahaemolyticus napF -124 4,99 TACCTCcTAAGAGGTA
napG -82 4,90 TACCTCTTAtGAGGTA
nrfB -300 4,89 | TACCcCTaAAGtGGTA
-196 4,22 TACCTCTTAgGAataA
nrfA -294 4,22 TtatTCcTAAGAGGTA
-190 4,89 | TACCaCTTtAGgGGTA
V. cholerae napF -153 4,17 cACCTCTTtAGgGCcTA
79 4,99 TACCTCcTAAGAGGTA
ccmA -143 423 TAaCTacaAAGgGtTA
V. fischeri napF -86 4,25 TAaCcaTTAtGgGGTA
ccmA -191 4,52 TACCTacaAAGtGGTA
-141 3,53 TACaaaTTAcaAGGTA
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Taoauua 5.3. (Ilpogonxenune)

I'enom I'en Caiir
Ilono:xeHue Bec ITocaenoBaTeIbHOCTH
V. fischeri nrfB -383 4.64 TACtaaTTAAGAGGTA
-309 4,34 CcACCatTaAAGAGGTA
2203 4,94 TACCTCTTAAGtGtTA
-205 3,64 TAtCaCaaAAGgaGTA
nrfA -280 3,64 TACtcCTTttGtGaTA
-192 4,94 TAaCaCTTAAGAGGTA
-176 4,34 TACCTCTTtAatGGTg
-102 4,64 TACCTCTTAAttaGTA

Opnum u3 Hanbosiee 3HAYMMBIX PE3YNbTATOB SBJSETCS IMpeAcKazaHue PEryssiuu OllepoHa
atplBEFHAGCD. [annblii onepoH koaupyet Bce cyobenuuuibl AT®-cunTeTassl, HEHTPATbHOTO
KOMITIOHEHTa Jbixanus [345]. HecMoTpst Ha BCIO BaXKHOCTh IAHHOTO OINEPOHA, €r0 PETYJISLHS II0X0
M3y4yeHa, a UMEIOIIMECS JaHHbIE MPOTUBOPEUMBHI. Tak, yrBepkaaercs, 4To HU Fnr, Hu ArcA He
BIIUSIOT Ha DKCIIpeccuto onepona atp [346]. C apyroit cTopoHbl, ObUIO 3a)UKCUPOBAHO MTOBBIIICHHUE
YPOBHSI 3KCIIPECCUU Pa3IUYHBIX T'€HOB afp-onepoHa Kak B fnr- [347], Tak U B arcA-MyTaHTHBIX
mrammax [348] E. coli, mo cpaBHEHHIO C NUKUM TUNOM. HenaBHO Hamu ObUIM TIpeliCKa3aHbI
MOTEHITMAIBHBIC CalThI CBA3bIaBHUA Fnr n ArcA niepen manHbIM oriepoHoM B reHoMme E. coli K-12;
9TH CalThl COXPAHSIOTCS TakXe W B TEHOMax MHOTUX JpYIHMX TMpeAcTaBUTENeH Mopsaaka
Enterobacteriales [349].

B nacrosmeit pabote cailTbl cBsi3bIBaHUA ArCA mepen atp-onepoHOM ObUTM OOHApYKEHBI B
Yersinia spp., Torna Kak KoHcepBaTuBHbIE Fnr-caiiTel ObTu HaiineHel B Vibrionales. Taxkum
0o0pa3oM, MOXHO YTBEp)KIaTh, 4YTO OKcmpecuusi TeHOB AT®d-cuHTETa3bl KOHTPOJIUPYETCS
[I100aTbHBIMU PETYNIATOPAMU JbIXaHUS KAK MUHUMYM B HEKOTOPBIX TaMMa-IIPOTE00aKTEPHSIX.

[ToTHenmaneHbIe PErYISATOPHBIC CAalTHI ObUIN HalieHb! Takxke nepes onepoHoM ngrABCDEF,
xopupyromuii  HAJ[-H-neruaporenasy, skcnoprupyromyio uonel Na® [350]. IlpenmonaraeMslie
CaliThl CBA3BIBAHUS Fnr OBLIM HalieHBI BO BCEX MCCIENOBAHHBIX I'€HOMAaX, TOrma Kak CaWThI
cBs3biBaHus ArcA oOHapyxminuch y Bcex Pasteurellales m Vibrionales. Perynsius ke maHHOTO
ornepoHa Oenkom NarP, cyas mo Bcemy, sBISeTCS TaKCOH-CHEUU(UYHONH OCOOCHHOCTBHIO
Pasteurellales. Briepseie Na'-tpancnoprupyromas HAJ[-H-neruaporenasa Gbuia oOHApyKeHa Y
Mopckoit Oaktepuu Vibrio alginolyticus [351]. OpToyiorm TEHOB ngr-omepoHa, Kak YKe
YIIOMUHAJIOCh paHee, Obui 0OHapyKeHbl BO BCEX HMCCeN0BaHHBIX TeHomax. s E. coli n3BectHa
apyras, mnpotoH-3kcnoptupytomas, HAJ[-H-pgermagporenasa, xoaupyeMas OIEpPOHOM  Huo,

TpaHCKpHUMLHUs KoTtoporo aktuBupyercss Oenkamu Narl m FNR [234]. Onepon nuo Haiiien B
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Ta6auna 5.4. CocraB 00001eHHbIX peryoHoB s Fnr, ArcA u NarP.

O6o3naueHus reHoMoB: cM. Tabn. 2.1. Ilpenckasannbie caiThl TokazaHbl OykBamu: F — cailTel
cBsi3bIBaHUA Fnr, A — caiiTel cBsi3biBaHus ArcA, N — caiftel cBsi3piBanusi NarP; mpomnucHbie OYKBBI
COOTBETCTBYIOT KOHCEpPBATUBHBIM CaWTaM, CTPOYHbIE — HEKOHCEPBATUBHBIM. ‘- CalT s
JAHHOTO PEryJsTOpa OTCYTCTBYET; “0” — OpTOJIOrOB TaHHOTO I'€Ha HE HailieHo. BepXHue NHIAEKCHI
YKa3bIBAIOT HA IEPECTPONUKH ONEPOHHOU CTPYKTYPHI M COOTBETCTBYIOT TaKOBBIM B Tabi. 5.5.
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Ta6auua 5.5. Oneponnblie nepectpoiiku s reios Fnr-, ArcA- u NarP-periayonos.

O6o03HaueHus TeHOMOB: cM. Ta6:m. 2.1. BepxHue WHIEKCH COOTBETCTBYIOT TaKOBBIM B Taour. 5.4.
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reHoMax Yersinia spp., OTHAKO MOTEHIMAJIBHBIX CAaUTOB Nepe] HUM He oOHapyxkeHo. [lockonbky
reHbl ONEPOHOB NUO U NGr HETOMOJIOTMYHBI, B JTAHHOM ClIy4a€ MMEET MECTO HErOoMOJIOTHYHAas
3aMeHa C YaCTUYHBIM U3MEHEHUEM (PYHKITHH.

s E. coli n3BecTHO J1Ba ONEPOHA, KOJUPYIOIUX KOMILIEKCHl PeAyKTa3bl TPUMETHI-OKCUAA
aszora, torCAD w torYZ [352, 353]. OTu onepoHsl, MO BCEW BUIAMMOCTH, SIBISIOTCS CIICICTBUEM
OTHOCHUTEJIbHO HEJaBHEW IYyIJIUKAIlMU, O YEM CBUIETEIbCTBYET JIOCTATOYHO BHICOKUU YpPOBEHb
nonapHoro cxozacrtsa mexay Oenkamu TorC-TorY m TorA-TorZ. Dxcnpeccust onepona torCAD
penipeccupyercs O6enkom Narl m akTHBUpYyeTCS JOKaIbHBIM PETYISATOPOM TpaHCKpurmmu TorR
[174, 239], Torma kak TpPaHCKPHUMIHUS ONEpPOHA forYZ OCYIIECTBIAETCS IMOCTOSHHO HA HU3KOM
ypoBHe [352]. OnmHako, B HCCIeIOBAaHHBIX TeHOMaX HabOtonaeTcs uHas cutyanus. Tak, B Yersinia
Spp. He OBLIO HAWJAEHO OPTOJIOTOB IS fOr-T€HOB. B TpeX M3 YeThIpeX HCCIEeIOBAaHHBIX MEHOMAax
onepoH torCAD OTCYyTCTBYET, a OTEHLIUAJIbHBIE CANThI JIJIsl BCEX PEryISTOPOB OOHAPYKUBAIOTCS
nepen torYZ. B renome xe P. multocida nabmomaercs oOpaTHasi CHUTyallus — OIEPOH forYZ
OTCYTCTBYET, a CalThI JIJIsl BCEX TPEX PETYJIATOPOB HaiaeHsl nepen torCAD. B renomax Vibrionales
[IOTCHIUAIbHBIE CAaWTHl CBS3bIBAHUS IIPUCYTCTBYIOT Iepeln forYZ, torma kKak onepoH torCAD
pacniagaetcst Ha 1Ba, torCA u torD, u niepen torD oOHapyXuUBarOTCsS nmoTeHuanbabie NarP-caiTol.
Takum o0pa3oM, Uil JaHHBIX IYTUTMIIMPOBAHHBIX T'€HOB XapaKTepHa PETysilus Kak MUHUMYM
OJHOM KOIIHH.

Cxomnast cutyanust HaOmogaercs W s gopmuar peaykras. B E. coli naHHble
(dbepMeHTaTUBHbIE KOMIUIEKCHI KOJUPYIOTCS JBYMSI TOMOJOTHYHBIMH omnepoHamu, fdnGHI n
fdoGHI, npuyem TpaHckpunuusi onepoHa fdn perynupyetcs ¢akropamu Fnr, NarlL, u NarP [195,
341], Torna kak fdo skcnipeccupyercs KOHCTUTYTUBHO [354]. [lockonbKy onpeneneHue opToioroB
JUTSI TEHOB U3 9TUX OIMEPOHOB BBI3BAJIO OMPEIEICHHBIE TPYAHOCTH, st roMosioroB Fdn u Fdo Obiim
nocTpoeHbl uorenernueckue aepesbs (Puc. 5.16). Kak cnenyer u3 aHanm3a JaHHBIX JIEPEBHEB,
WcCieIoBaHHbIe Yersinia Spp. coiepkaT opToyiord fdo-reHoB. IIpoayKkTel TEHOB OIEpOHA B
Pasteurellales sBnsitoTcst onuHakoBo Onm3kumu U K Fdn, u x Fdo, mostomy nanHOMY oOmnepoHy
Pasteurellales 6pu10 TprcBOeHO Ha3BaHHe fdx. B reHomax mccrnenoBaHHbIX Vibrionales He ObLIO
HalJIeHO OPTOJIOTOB JUIsl AaHHBIX reHoB. Ckopee Bcero, y Pasteurellales coxpanuiaoch mpeakoBoe
COCTOSIHME, M OIEpPOH MpeTepries MyIUIMKaIui y obmero mpeaka Enterobacteriales. B renomax
Yersinia spp. mepen omnepoHoM fdo ObUIM OOHAPYXEHBI TOTECHIHMATbHBIC CAWTHI HJST BCEX
HCCJIEIOBAHHBIX perynstopoB. Perymsiuus  fdx-omepona Pasteurellales, mo Bceld BUIUMOCTH,
ocymectBisiercs 6enkamu Fnr u ArcA. Takum o0pa3oM, MOKHO MPEIIOJIOKUTE, YTO KAK MUHIMYM
olHa Komus omepoHa GopMHAT peayKTa3bl JODKHA PETyJIUpOBaThCS COOTBETCTBYIOIIMMU

(akTOpamMu TPaHCKPHIILIUH.
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a) FdxG (PMU)

FdxG (HIN)
FdoG (YEN)

FdxG (AAC) FdoG (YPK)

FdoG (ECO)
FdxG (STY)
FdnG (PCA)

FdnG (ECO)

0) FdxH (PMU)

FdxH (HIN)
FdoH (YEN)

FdxH (AAC)

FdnH (PCA)
FdoH (STY)

FdnH (ECO)

Fdx] (PMU)
FdxI (HIN)

Fdol (YEN)
Fdol (YPK)
0.17

Fdol (ECO)
Fdol (STY)

Fdnl (ECO)

Puc. 5.16. ®unorenerudeckne aepebs 6eaxoB Fdn u Fdo
(a) FdnG/FdoG; (6) FdnH/FdoH; (B) Fdnl/Fdol. Jlnis mocTpoeHHsI HCTHOIB30BAJICS METOJ]
o0benuHeHns coceqHux nap (neighbour-joining). Yucna Ha BeTBsIX 0003HAYAIOT OKHUAAEMYIO JTOJTIO
aMUHOKHCIIOTHBIX 3aM€H (ToKa3zaHbl ToJbko aoiu Oonee (0,05). B ckoOkax yka3zaHbl YCJIOBHBIC
00o3HaueHHs reHOMOB (cM. Tabm. 2.1).
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[ToTeHmanbHbIe CalThI CBSA3bIBaHUA ArcA ObUTH OOHAPYKEHBI Iepes] rTeHOM fdhD B TeHOMax
Yersinia spp. u Pasteurellales. Kpome Toro, mepexn naHHeiM omepoHOM B Yersinia spp. ObuLTH
oOHapy>keHbl Takxke caiTel U1t NarP. I'en fdhD kogupyeT 6e10K, HeOOXOJUMBIX JUIsl OpraHU3aIuU
O6enkoBbeIX KoMmIuiekcoB Fdn u Fdo, HO mpu 3TOM He BXOIWT B COCTaB JaHHOTO Komruiekca [355,
356]. [IpuMeuaTenpbHO, YTO PETYISIIUS JAHHOTO I'eéHa CXO0XKa C TaKOBOM [IJIsi ONMEPOHOB (opMHAaT
JETUIPOTeHA3.

B renomax Yersinia spp. u Vibrionales moTeHIHManbHBIC CANTHI CBSA3BIBAaHUS ArcA ObUTH
oOHapyXeHbI Tiepea onepoHoM dadAX, MEpBBIM TeH KOTOPOTO KOIUPYET Myl CyOBeAUHUILY
MeMOpaHO-acCOIMUPOBAaHHOM neruaporerassl D-amunokuciot [357]. Takum o6pa3zom, MBI MOKEM
YTBEPXkKAaTh, YTO MCIOJIB30BaHNE AMUHOKHCIIOT B KA4€CTBE JOHOPOB AJIEKTPOHOB PETYIHPYETCS C

MOMOIIbI0 ATCA B HEKOTOPBIX U3 UCCIIEIOBAHHBIX T€HOMOB.

5.3.2. buocuHTe3 MOIHOIONITEPUHOBOIO KoaKTopa

MonuOaonTEpUHOBBIA KOPAKTOP SIBISIETCS HEOOXOAMMBIM KOMIIOHEHTOM psifia AeTHIPOTEeHA3
U OKCHIOpEeayKTa3, Takux Kak komruiekchl Fdn, Fdo, Nap, Dms, u Tor [168], uyT0o 00BsACHSET
perymsinuio reHoB (pepMEHTOB €ro CHHTE3a Pa3IMYHbIMU TJI00aIbHBIMU PEryJISITOPaMH JbIXaHUS.
Tak, panee ObUTO MOKa3zaHo, uTo B E. coli skcrpeccust onepoHa moaABCDE KOHTpoIupyeTcs
daxTopom Fnr [358], Torma xak TpaHCKpHILUs onepoHa moeAB perymupyercs Oenkamu Fnr u
ArcA [199]. B Hacrosmieit paboTe MOTEHIIUATBHBIE CAUTHI CBA3BIBAHUS KaK MUHUMYM JIJIsSI OJTHOTO
perymsitopa ObulM OOHApY)KEHBI MeEpell ONEPOHOM mod, TPUYEM PErylslus HOCUT SPKO
BBIpKEHHBIN TaKCOH-criennpuunblii xapakrep. Tak, s Yersinia spp. XapakrepHa Fnr-3aBucumas
perymsinusi, B reHomax Pasteurellales Obutn HalifieHbl TOTEHIIMANBHBIE caiiTel Anst Fnr u NarP, a B
Vibrionales Obutn oOHapyxeHbl npennonaraembie NarP-caiitel. B cimywae ke omepona moe
KOHCEpPBAaTUBHBIC CANTHI CBA3BIBaHUS Fnr m ArcA ObUTM HaWACHBI TOJBKO Yy TPEICTaBUTENICH

Pasteurellales.

5.3.3. llenTpajbHbIii MeTa00JU3M H OPOKEeHHE

['moGanpHBIe PEryISATOPHI bIXaHHS, B JOMOJHEHHE K TeHaM OCNKOB JbIXaTeNIbHBIX IICTICH,
Tak)Ke KOHTPOIHPYIOT IKCIPECCHIO IENIOTO psifia OMEPOHOB, HEOOXOMUMBIX JUISI OCYIIECTBICHHUS
peakuuii [eHTpalbHOTO MeTabonu3ma. Tak, paHee ObUIa JKCHEPUMEHTATBHO YCTAaHOBJICHA
perymsiuust onepoHoB pdhR-aceEF-IpdA [271], pflB [235], yfiD [203], gltA [359], sucABCD,
sdhCDAB [360], aspA [361], fumC [362], mdh [363], IdhA [364] u adhE [365, 366]). B HacTosei
pabote perymnsius ¢ nmomoirsio GaktopoB Fnr, ArcA u NarP Oputa npeackazana Takke s psaa

TCHOB, BOBJICUCHHBIX B IIPOLCCCHI TJIMKOJIM3a, TJIHOKOHCOTCHC3a, HGHTOB-q)OC(baTHOI‘O noyTa u
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MeTtabonu3ma nupyBaTa U jakrarta. [logpoOHee mpenckaszaHHas perysslus 3TUX I'€HOB ONMCaHa
HUKE.

I'en sfcA xomupyer wMaymat JeruaporeHas’y, (epMeHT, ydYacTBYIOIIMI B THpolecce
rmrokoHeoreHesa [367]. [Ipeanonaraemeie caifTel cBa3biBaHus NarP Oblin 0OHApYKEHBI TIepe] STUM
reHoM B Yersinia spp., Toraa Kak caTel Ay Fnr Oblmu HaliieHs! y npeacraButeneid Vibrionales.

Hpyroii ¢epmeHT rimokoHeore3a, ¢ochoeHONMUpyBaT CHHTA3a, KOIUPYETCS TEHOM ppsA
[368]. Ilorenumaneuele Fnr-caiiTel mepex 3TUM TeHOM ObUIM HaWaeHbl B Yersinia spp., U
Vibrionales Opu1a ke ipeackazaHa ArcA-3aBUCUMast peryJIsIus.

Perymsmus riaoGanbHBIMU PEryisITOpaMH JbIXaHUsl ObUTa MpeJcKa3aHa JUlsl enle OAHOro T'eHa
TIIIOKOHEeOTeHe3a, pckA,  komupytomero  ¢ocdoenonmupyBar  kapOokcukuHazy  [316].
[MoTeHnmaneHbie CalThl CBSI3BIBAaHUS ArcA miepel 3THUM TeHOM ObuUM OOHApyXKEeHBl y BCEX
npeacraButeneit Vibrionales u Pasteurellales, 3a ukcnrouenuem P. multocida.

B Hacrosimelt pabore Oblia mpeacKa3aHa peryisiius ABYX TI'€HOB, MPOIYKTbl KOTOPBIX
YYacTBYIOT B IpoIleccax TIUKOJIHN3a: eno, KOAUpPYyromero GepMeHT eHoyazy, U pgk, MPOITyKTOM
KoToporo sBisiercs Qochormuiepar kuHaza [279]. B cimydae reHa eno HaOMOIAeTCS TaKCOH-
crienduaHast peryisius — koHcepBatuBHble Fnr- m NarP-caiitel Oputi 0OHapy»XeHbI B TeHOMAax
Pasteurellales. B ciiyqae pgk motenmmansubie caiiTel 111 NarP Obutn Haiinensl y Pasteurellales, a
caifTel cBs3bIBaHMs Fnr — oOHapyxeHbl B reHoMax Vibrionales.

[IpoxykTom rena talB sBnsieTcs TpaHcanbaoias3a, pepment neHrozdocdarnoro nyru [369]. B
reHomax Pasteurellales mepesn qaHHBIM TeHOM OBUTH OOHAPYKEHBI TOTCHITHAIbHBIC NarP-calThl.

Caiitsl cBsi3biBanus 17151 (hakTopoB Fnr u ArcA Opu1n oOHapy»KeHbI Tiepe reHoM aldB Bo Bcex
reHoMax ImpejacraButTeneid Vibrionales. ITOT TeH koaupyeT (EpMEHT albIeruj JIerHIpOoreHasy,

BOBJICUCHHBIN B MeTa00IM3M JTakTata u nmupysata [370].

5.3.4. MeTa00J1M3M YIJIeBO/10B

B nacrosimeit pabore KOHCepBaTHBHBIE MOTEHIMAIbHBIE CAHTHI CBsA3bIBaHMs (akTopoB Fnr,
ArcA u NarP Oputi 00HapY)EHBI TIEpe PsIOM TeHOB MeTabonn3Ma yriieBosioB. K coxanenuto, He
yZ1aJI0Ch 0OHAPYKUTh IKCIEPUMEHTAIbHBIX JAHHBIX O BIUSHUM I100ABHBIX PETYIATOPOB AbIXaHUS
Ha OJKCIIPECCHI0 TaKUX TEHOB. TeM He MeHee, MOAO0OHAsl PEryisius NPEICTaBISICTCS BIIOJIHE
BO3MOXXHOH, TOCKOJBKY METOOONHM3M CaxapoB TECHO CBSI3aH C TMPOIECCAMH IICHTPATHHOTO
Merabonuzma [368]. Hmwke mpuBOauTCS OmMMcaHWE T'€HOB META0OJM3Ma YIJICBOJAOB, PETYJISAIIUS
KOTOPBIX ObLIa Mpe/cKa3aHa B JaHHOH padoTe.

Il'ennl ptsH wu ptsl xonupyroT, coorBercTBeHHO, Oenku HPr u EI, sBnstomuecs oOmmmu
KOMIIOHEHTaMHu Bcex QocdorpanchepasHbix cucrtem [263, 265]. B reHoMe TeHbI COCTaBISIOT

eUHBI OMepoH ¢ TeHOM crr, KomupyromuMm EIIA KOMIOHEHT TJIOK030-CeUpUIHON
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dochoTpanchepasnoit cucrembl [136]. [/lanHas omepoHHas CTPYKTypa COXpaHSETCS BO BCEX
WCCJICIOBAaHHBIX TeHOMax. [loTeHInanpHbIe CAlThI CBSI3siBaHUsA ArcA Tmiepel 3TUM OIEPOHOM ObLIN
HaliieHbl y Bcex npeacrasureneil Pasteurellales.

Onepon KOJIUPYET mtIADR KOMIIOHEHT EITABC MaHHHTOJI-CIEIUDUIHON
docdoTpanchepasHoit cucTemsbl, (epMEHT MaHHUTOI-1-docdaT AeruaporeHasy M peryasTOPHBIA
oemox MtIR, mpencraBistonuii co60i JTOKATbHBIA PETYIATOP, PEMPECCOP AAHHOTO ornepoHa [263,
371]. ArcA-3aBucumasi perynsauusi onepoHa mtl Oblna mpenckazaHa ans Yersinia spp., a Fnr-
3aBUCUMAs — JIJIA TIpeAcTaBuTesneit Vibrionales.

[ToTenmanpHbie caliThl CBsA3bIBaHMS NarP Oputn oOHapyx)eHbI nepes onepoHoMm deoCABD B
reHoMax Vibrionales. I'eHbl 3TOro omepoHa OTBETCTBEHHBI 3a NETPajallMi0 MUPUMUIMHOBBIX
NE30KCUPUOOHYKIICO3UIO0B JI0 alleTalbaeruaa u raumepon-3-docdara [302].

[IponykTom reHa nagB sBisieTcs TOKo3aMuH-6-docdar neamunasa [372]. [Ipenmnomaraembie
caiTel 11st Fnr mepes aTiM reHOM HaliJieHbl BO BceX reHomax Vibrionales.

Knacrep glgBXCAP conepX UT TeHbl, OTBETCTBEHHBIE 3a OCYIIECTBJIEHUE Ppa3INYHbBIX
peakuuii OwocuHTe3a W Katabonm3ma rtiukoreHa [373]. CrpykTypa KiacTepa CYIIECTBEHHO
OTJINYAETCS B TCHOMAX MpeJCcTaBUTeNeH pa3nudHbix TakcoHOB (Tabm. 5.5). Tak, B Yersinia spp. Bce
glg-TeHbl HaxomATCS B COCTAaBe OJIHOTO OIEpOHA, TMepea KOTOPhIM ObUIM  OOHAPYKEHBI
noTeHManbHbie caiitel Fnr. B renomax Pasteurellales renst glg konokann3oBaHbl ¢ TeHOM malQ, U,
cKopee Bcero, GopmMupyioT enuHblii onepon malQ-glgBXCAP. Tlepen renom malQ Pasteurellales
ObUTH TIpencKa3aHbl caiiTel cBs3biBaHUs Fnr m NarP. [TogoOHas KOHCEpBAaTHBHOCTH CAMTOB IPH
M3MEHEHUHU OMEPOHHON CTPYKTYpbI MO3BOJIAET MPEAINOJIIOKHUTh, YTO UMEHHO PEryisius glg-reHoB

SBIISIETCS HEOOXOAMMOM 1715t OaKTepUaIbHOM KIIETKH.

5.3.5. MeTa00/1u3M KHPHBIX KHCJIOT

K HacToslliIeMy MOMEHTY BpEMEHHU 3KCIEpHMEHTANbHbIE JaHHBIE O BIUSHUU TJ100AbHBIX
PETYISTOPOB ABIXaHHS HA TPAHCKPHIIIMIO T€HOB MeTa0O0NIM3Ma KUPHBIX KUCIOT OTCYTCTBYIOT. B
HacToAmIel paboTe ObUTa MpeCcKa3aHa Peryysaus psaa TeHOB, MPOIYKTHl KOTOPHIX y4acTBYIOT B
YIOMSHYTBIX METa0OJIUYECKUX MPOLIeccax.

JIBa TOMOJOTHYHBIX oOmepoHa, fabBA w fadlJ, xomupyloT OEIKOBBIE KOMILUICKCHI,
OCYILIECTBIISIIOLINE O€Ta-OKHCICHUE IKUPHBIX KHCIOT. M3BectHo, uyTto Kommekc FadBA
UCIIONIB3YETCsl ISl JIETpaJallii >KUPHBIX KHUCJIOT Kak B NPHUCYTCTBHE, TaK U B OTCYTCTBUE
MOJIEKYJISIPHOTO KHclopoa, Toraa kak komrieke Fadll ncnonb3yercs modtu UCKIIOUUTEIHHO TPU
aHa’poOHBIX ycnoBusx [374, 375]. Panee ObI0 3KCIIEPUMEHTAIBHO TIOKA3aHO, YTO MYTAIlHs B TCHE
arcA BeleT K YBEIIMUEHUIO YPOBHS SKCIPECCUU ONepoHa fadBA, HO 0CTaBaJIOCh HESICHSIM, SIBIISIETCS

au naHHbI 3¢ddekt cnencrBueMm mpsamoil perymsauuu [205]. B Hacrosimeit pabote B reHomax



116
Yersinia spp. MOTeHIMAbHBIE ArcA-caldThl ObUIM HaAWACHBI TIEpen ornepoHoM fadlJ, a calThl Jyist
For u ArcA - mnepen omepoHoMm fadBA. Y mpencraButeneit Vibrionales wnabmomanach
NPOTHBONOJNOXKHAA cutyauus: Fnr- u ArcA-caiiTel ObUIM HaWJeHBI Tepes onepoHoM fadll, Torna
KaK Tiepe1 OonepoHoM fadBA TpUCyTCTBOBAIIA CalThI TOJBKO M1t ArcA.

[ToTeHmanbHbBIC CANTHI CBA3BIBAHUSA ArcA ObUIM HalfIeHBI Tiepesl TeHOM fadD B Yersinia spp.
u Vibrionales. [lannplii reH komupyeT ami-KoA cuHTa3sy, O€llOK, y4acTBYIOUIMI B Tpolleccax
0eTa-OKUCIICHUS KUPHBIX KUCTOT [376].

Eme ogaum omepoHOM, Juisi KOTOPOro ObuIa MpecKazaHa peryisiuus, sBisercs acpP-fabF,
KOJUPYIOIHUA OENKHU-KOMITIOHEHThl CHHTa3bl >KUPHBIX KHCIOT [377]. KoHcepBaTWBHBIE CaNTHI
CBSI3bIBaHMA JUI1 ArcA ObUIM HaliIeHBI TIEpe]] 3TUM ONIEPOHOM B Yersinia Spp., Toraa kak Fnr-caiiTel
ObuIM TIpeZicKa3aHbl B reHoMax Vibrionales.

Tem He MeHee, OCTaeTCsl OTKPHITHIM BOIPOC O 3HAYEHHUM PETYJISIUU MeTaboiIu3Ma KUPHBIX
KHUCJIOT C TOMOIIBIO TJOOANBHBIX PEryJasTOpOB JbIXaHWA. B JaHHOM ciiydae BO3MOXKHBI [Ba
BapuaHTa JJs OOBSICHEHUS JAHHOTO SIBICHUS. Bo-mepBbIX, METa0OIM3M KUPHBIX KHCIOT TECHO
CBSI3aH C IIEHTPAJBHBIM METaboIM3MOM, Hampumep, depe3 aneruia-KoA [377, 378]. Bo-BTopbIX,
UCIIOJIb30BaHUE TE€X WM HHBIX ()EPMEHTOB OKHCIEHUS JKUPHBIX KHCIOT 3aBHCUT OT TOrO, B

a’POOHBIX WM aHAIPOOHBIX YCIOBUAX MPOUCXOAAT MPOIECChl OKUCIeHus [375].

5.3.6. OTBeT Ha KUCJIOPOAHBII CTpecc

K nanHO#t rpymnme OBUTI OTHECEH JUIIL OOWH TEH SodA, KOAMpYIOIUWA Oenok
cyrnepokcuaaucmyrtasy. Panee Oblia moka3zaHa peryisiiusi JaHHOTO TeHa (aKTopaMu TPaHCKPUIILIUN
Fnr u ArcA [379]. Ilono6Hast perymnsiuus Obuia oOHapyxeHa y npeacraButeneii Pasteurellales, rae
nepe]] JaHHBIM T€HOM OBLIM HaWeHBI CaiiThl st oOomnx OenkoB Fnr u ArcA. B renomax Yersinia
Spp. ObUTH OOHApYXKEHBI CAaWThI TOJBKO JiIsg ArcA, Torga kak y Vibrionales opTonoroB JaHHOTO

reda He ObLIO HAMIEHO.

5.3.7. HykJsieoTuapeayKraspl

Panee mns omepona nrdDG B E. coli Obuta 3KCIIEpUMEHTAIBHO ITOKa3aHa aKTUBALUS B
aHa’pPOOHBIX YCIOBUAX Mpu ydacTuu daktopa Fnr. Taxke ObU10 MOKa3aHO OTCYTCTBUE BIUSHUSA Fnr
Ha DKCIPECCHIO APYroro OMNEepOoHa, KOAUPYIOMIEro OENKU HYKJICOTHAPEAYKTa3HOTO KOMILIEKCa,
nrdAB [192]. B nHacrosimeld paboTe MOTEHIMAIbHBIC CAWTHI CBSA3bIBAaHUS Fnr mepen omepoHoM
nrdDG OblTM HaWICHBI BO BCeX TeHOMax Yersinia spp. u Vibrionales. B renomax Pasteurellales,
HarpoTuB, Fnr-caiiTel OBLIIM HAMAECHBI TIEpe] OTIEPOHOM nrdAB BO BCeX T€HOMaX, 32 UCKIIOUYCHHUEM

H. ducreyi, tne otcyTcTBYIOT TeHbl nrdDG. TlogoOHast cuTyanus CBHIETENBCTBYET O TOM, YTO B
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clly4ae HYKJICOTHJ pEeIyKTa3 HeoO0XOQuMO, uTOObl Kak MHHHMYM OJHa KOIHS OIEepOHa

AKCIIPECCUPOBAIACH KOHCTUTYTUBHO.

5.3.8. TpancnopTHbIe GeJIKH

Panee perynsanus rino0anbHBIMU PETYIsTOpaMU ObUIA MOKa3aHa Ui LEJIO0ro psijia OMEepOHOB,
KOAMPYIOIINX TPAHCIOPTHBIE OENKH, TakuX Kak focA [235], dcuA, dcuB [361], dcuC [380], glpFK
[381] u feoAB [382]. [lomruMO TepeUMCICHHBIX BBIIIE OMEPOHOB, B HACTOAIICH pabore ObLIa
npelicKa3aHa peryysuus JUIsl psaa IpyruxX reHOB TPAHCIIOPTHBIX OENIKOB.

[ToTeHmanbHbie CalThl CBSI3BIBaHHMS ArcA ObUIM HaWJeHBI Tepes reHoMm gltP B TeHomax
Yersinia spp. u Vibrionales. [IpogykT naHHOTO reHa mpeAcTaBisieT coO0i TpaHCHOpTep riyraMmara
u acnatpara [361]. JlanHbli cayyail perysissiuy AOMOJIHAET YK€ UMEIOLINECS 3HAHMSI O PEeryJIsaLun
TeHOB TPAHCHOPTEPOB JHUKAPOOHOBBIX KHUCIOT TJO0adbHBIMU pEryisTopamMu AblxaHus. Tak,
W3BECTHO, YTO IKCIPECCHUs TeHOB dcuA, dcuB u dcuC, KOTUPYIOMIUX TPAHCIIOPTEPHI TUKAPOOHOBBIX
KUCIOT, B E. coli perynupyercst paktopom Tpanckpuniuu Fnr [361, 380].

Omnepon gntXY xomupyeT Oelku cucTeMbl TpaHcmopTa ritokonara [383]. [loTeHmmanbHBIC
caiTel cBs3piBaHMe ArcA u Fnr Obut OOHapy>KeHBI TEpell ATUM OIMEPOHOM BO BCEX TIe€HOMax
Pasteurellales.

Perynsauus Obi1a Takke mpeackasaHa Ui reHa TpaHCIopTepa KUPHBIX KUCIOT, fadl [384]. B
reHoMax Yersinia spp. nepen fadl ObLIM HaWJeHBI MOTEHIMANbHBIC cailThl anst Fnr u ArcA, a B
Vibrionales — caiiTbl cBsi3bIBaHUS ATCA.

[Tockonpky perynsuusi Ti00adbHBIMU DETYIATOpaMU JAbIXaHWUsI Obla MpefcKazaHa s
MHOTMX TE€HOB MeTaboyii3Ma YIJIEBOJOB M JKUPHBIX KucioT (cMm. 5.3.6, 5.3.7), perymauus

TPAHCHOPTEPOB ISl ATUX BEUIECTB MPEACTABISETCS BIIOJIHE LEIeCO00pa3HOM.

5.3.9. IlenTHaa3nl

K aroii rpymnme ObUT OTHECEH €IMHCTBEHHBIM reH pepT, KOTUPYIONIMI aMUHOIENTUAA3Y
(nentuaaza T). DxcriepuMeHTaNbHO MOKAa3aHO, YTO B reHome Salmonella typhimurium sxcnpeccus
9TOTO TEHa TIOJIOKHUTENBHO perynupyercs daktopom Ttpanckpunmuu Fnr [385, 386]. Takas
peryisiiusl COXpaHseTcsi BO BCEX HCCIENIOBAaHHBIX T'€HOMaX, 3a UCKItoueHueMm H. ducreyi, rae

OpTOJIOTOB JIAaHHOTO T€Ha HalICHO He OBLIO.

5.3.10. PeryasiTopbl TPAaHCKPHUIIIIHH
Panee perymsmusi Obula SKCHEPUMEHTAIBHO TIOKA3aHO IS TaKMX TEHOB, KOTUPYIOIIUX

perynstopable Oenku, kak fnr [187], arcA [387], narP u narQ [224]. B pomoiHeHue K 3TOMY, B
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HacToAlell paboTe peryniuus Oblia MpelcKka3aHa A HECKOJIbKHUX JIPYTMX T'€HOB, KOJUPYIOIINX
OETIKU PeryNaTOPHBIX CUCTEM.

Fis — »arto Oenok, perynupymoomuii ypoBeHb cBepxcnupamuzanuu JHK B kierke u
YYaCTBYIOIIMH B  PETYISAIMUA  OKCIPEeCCHH  OONBIIOrO  KojJuyecTBa TeHoB [224, 388].
OKCHepUMEHTAIIbHO YCTaHOBJIEHO, 4TO B E. coli Fis coBMecTHO C rio0albHBIMU PETYIATOpaMU
npixanust Fnr u/unu ArcA KOHTPOJIUPYET SKCIPECCUIO TAaKUX ONEPOHOB, Kak nrf ([193]), nir ([146]),
ndh [201], adhE [366], yfiD [202], sdhCDAB-sucABCD [202], acnB [259] u narK [232]. B E. coli
T'eH fis TpaHCKpUOUpYyeTCs COBMECTHO ¢ reHOM dusB [389] u cTpykTypa reHHoro kiactepa dusB-fis
COXpaHseTCs BO BCEX HCCieN0BaHHBIX reHomax. B Pasteurellales mepen oneponom dusB-fis Obun
oOHapy>KeHbl KOHCEpBAaTHUBHBIC IMOTEHIUAIbHBIE CAHTBHI ArCA, YTO MO3BOJIAET CUYMTATh, YTO B
JTAHHBIX TE€HOMaX dKCIIPECCHs fis HAXOTUTCS MOJI KOHTPOJIEM PEryJIATOPOB JIBIXaHHS.

OniepoH cpxRA xoaupyeT OENKH JBYKOMIIOHEHTHON CHCTEMBI, OCYIIECTBIISIONICH OTBET Ha
BHemHUN cTpecc [390]. HekoTtopble maHHBIE YKa3bIBAIOT Ha CYHIECTBOBAHHE KpOCC-
B3aumozeiictBuil mexay cucreMamu CpxA-CpxR u ArcB-ArcA B , a umeHHo E. coli, Ha
B3aMMEOJCHCTBUS MeXy ceHCOpHbIM OenkoM CpxA u ¢akropom tpanckpunimu ArcA [391]. B
HacToIme paboTe MOTeHIHAIbHBIE CalThl Mg Fnr u ArcA Obutn OOHApY)KEHBI Mepe] ONEePOHOM
cpxRA B renomax Pasteurellales.

Benok OxyR — 370 dakTop TpaHCKPUIIIINH, PETYIUPYIOIIUI OTBET HA OKUCIUTEIBHBINA CTPECcC
[392]. Bo Bcex renomax Pasteurellales Obun 0OHapy)KeHBI NMOTCHLUANbHBIE CANUTBl CBSA3BIBAHHS
ArcA mnepen reHoM oxyR. IlockoiibKy ArcA akTHBEH KaK PETyJsATOpP TPAHCKPUIMIMU TOJBKO B
YCIOBUSIX OTCYTCTBHUSI KHCIOPOAA, MOXHO TPEANOJOXKUTh, YTO B JaHHBIX YCIOBHUSX OH
penpeccupyeT TPAHCKPUIILUIO T€Ha oxyR, MOCKOJIbKY B TaKHUX YCJIOBUSX CEHCOpa KHUCIOpOJa He
tpebyetcs. CieayeT 3aMeTUTh, OJTHAKO, YTO B JIAHHOM CJIydae JIOTMKa TaKOH PEryisiiiiid He COBCEM
SCHA.

B renomax Pasteurellales koHcepBaTtuBHBIC Fnr-caiiTel ObUIM HaieHBI Tiepen TeHOM fur. B
CBOIO odYepenb, B reHomax Vibrionales mepen 3TUM reHOM ObUIM OOHApPY>KEHBI MOTEHIUAIbHBIC
caiitel  cBs3piBaHus  ArcA. IlpomyktomM TeHa fur sBugercss (GakTOp  TPAHCKPUIIIHH,
KOHTPOJUPYIOUIMNA 3KCIPECCUIO0 T€HOB, OTBETCTBEHHBIX 332 UMIIOPT B KJIETKY MOHOB kene3a [393].
[TonoOHas perymsius npeacTaBiseTcs BIIOJIHE €CTECTBEHHOM, MOCKOIbKY jKeJIe30 BXOJUT B COCTaB

MHOTHX OKCHJOpeIyKTa3 u aeruaporenas [168], a Taxoke akTuBHON Gopmbl Oenka Fnr [394].

5.4. TakcoH-cnennpuyeckue 0COOEHHOCTH IJI00AJIBbHOM PeryJsiium IbIXaHUs
5.4.1. CocTaB 0000111eHHBIX PEeryJIOHOB B Pa3JIHYHbIX TAKCOHAX
IIpuBeneHHBIN BBINIE aHAIM3 PETYJSLIUU  II0KAa3al CYLIECTBEHHbBIC pPa3Iudus MEXAy

Pa3TUYHBIMU MOPAIKAMU raMMa-npoTeodakTepuil. UTOOBI OLEHUTh OTHOCUTENBHYIO POJIb KaXKI0TO



119
perymisTopa B peryisiliid B Mpeaenax OTAEIbHOT0 TaKCOHA, ObUIO MOCYUTAHO KOJIUYECTBO T€HOB U
OTIEPOHOB, SBISIONIMMUCS WICHAMH KaXIOTO PErylioHa B KaxaoM mopsjake. Kak u oxumanocsk,
cocTaB 000OIIEHHBIX PETYIOHOB CHJIBHO BApHUPOBATI MEXKAY TAKCOHAMHU.

Taxk, B Yersinia spp. 0600menHbIi perynoH NarP oka3ancs HaMHOTO MEHBIIE, YeM B JAPYTHX
takcoHax (Puc. 5.17a) 4ro HEyIWMBHUTENIBHO, €CJIM TPUHATH BO BHUMaHHWE, 4TO B Yersinia spp.
OpraHM3Max CHCTEMa HUTPAT-HUTPUTHOTO [bIXaHUS CHJIBHO peAylMpOBaHAa, W B KauyecTBE
aKILIENTOpa 3JIEKTPOHOB MOJKET HCIOJIb30BAThCA TOJBKO HUTpPAT, HO HE HUTPUT (cMm. 5.1.3).
COOTBETCTBEHHO, IMOCKOJBKY sl Yersinia Spp. XapakTepHO YMEHbIIEHHE pOJU HUTPAT-
HUTPUTHOTO JbIXaHUS, TO U CUCTEMa PEryJIsuU, OTBEYalolasi Ha MPUCYTCTBHE B Cpejie HUTpaTa U
HUTPUTA, TAKXKE OyJeT UTPaTh MHOTO MEHBIIIYIO POJib, YEM B IPYTHX TAKCOHAX.

OOparHas curyauus HaOmromaercst i Pasteurellales, rme o6oOmenHsiit perymon NarP
YBEJIMYEH IO CPAaBHEHUIO C APYTMMH TaKCOHaMU. [[pyrod OTIWYUTEIBHOM YEepTOW 3TOr0 MOpSIKa
ABJISIETCS BBICOKAs CTEMEpb MEPEeKPbIBAaHUS MEXAY OOOOIIEHHBIMH pEryJloHamMH Ui PpPa3HbIX
perynstopoB. Hanpumep, KoHCepBaTUBHBIEC CalThI it 000uX (GakTopoB Fnr u NarP Obimn HaliieHbI
nepex 13 onepoHamu, B 0011eil coX)HOCTH conepkamumu 53 rena (Puc. 5.176).

XapaktepHo# yepToit Vibrionales siBisieTcst yBenudeHne 00001meHHOTO ATCA 10 CpaBHEHHIO C
Ipyrumu rpynmnamu. Y Vibrionales KoHCEpBaTUBHBIE CANTHI CBSI3bIBaHUS ArcA ObUTH OOHAPYKEHBI

nepena 47 onepoHamu, Bkitouaromumu 99 resos (Puc. 5.178).

5.4.2. CTpykTypa peryiasiTOpHbIX KACKa/JA0B B Pa3HbIX TAKCOHAX

OpuuM u3 Hanbosee BaXKHBIX U MPU 3TOM HEOKUIAHHBIX PE3yJIbTAaTOB HACTOALICH pabOThI
CTaJI0O TpeCKa3aHHe psla HOBBIX PETYIATOPHBIX KackamoB. llpeackasaHus KackagoB ObuIH
CeNIaHbl HA OCHOBE HAJIMYMS KOHCEPBATUBHBIX IIPEJICKa3aHHBIX CAaWTOB NEpEe] FeHaMH fnr, arcA, n
narP.

Hnsa E. coli perynsaTopHble Kackaabl ObUIM WM3BECTHBI M3 AKCIEPUMEHTalIbHBIX pador (Puc.
5.18a). B npmanHoM cnydae Fnr mpencraBiser co0oil  TVIaBHBIA  PErynisiTOp  JIBIXaHHS,
KOHTPOJIMPYIOIIUN 3KCIPECCUI0 T'€HOB IPYI'MX PEryisiTopoB: Fnr penpeccupyeT TpaHCKpUIILUIO
onepona narXL [187] u perynupyet Tpanckpurmiuio rera arcA [187, 387]. Kpome Toro, cam reu fnr
ABJISICTCS OOBEKTOM HeraTuBHOW aBroperymsauuu [187]. Jlns reHa arcA Obuta TpeAckKazaHa
no3utuBHas aToperymsiuus [330]. Perynastopsl HHUTpaT-HUTPUTHOTO JbIXaHHUS (DOPMUPYIOT
CIIOKHYIO CEThb PETYIATOPHBIX B3auMoAencTBui, rae NarL akTuBupyer sKCIpeccuro ONEepOHOB

narXL, narP v narQ, a NarP, B cBo10 ouepeib, akTUBUPYET TpaHCKpunuuto narXL [224].
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Fnr 6) Fnr

61 ren (26 ornepoHOB) 76 reHoB (27 onepoHOB)

a)

9(3)

Vi

NarP
76 reHoB (37 onepoHOB)

NarP

26 renos (10 onepoHOB)

ArcA

54 renos (28 onepoHOB)

ArcA

58 renos (28 onepoHOB)

B)

Fnr
81 ren (36 onepoHOB)

17 (7)

Yy

NarP
61 ren (22 onepona)

ArcA

99 renos (47 ONEPOHOB)

Puc. 5.17. CocraB 0000111eHHBIX PeryJIOHOB B TPeX TAKCOHAX
(a) Yersinia spp.; (0) Pasteurellales; (B) Vibrionales. Yka3aHo KOJIHYECTBO T€HOB U OMEPOHOB
(B ckOOKax), SIBISIOMIMXCS MOTCHIIMATLHBIMU WICHAMHU 0000IIEHHBIX PETYJIOHOB.
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Puc. 5.18. PeryasiTopHbie Kackaabl B Ppa3JMYHbIX TAKCOHAX
(a) Escherichia coli; (0) Yersinia spp.; (B) Pasteurellales; (r) Vibrionales. DxcriepuMeHTaIbsHO
BBIABJICHHAA PCTYJIALUA MOKAa3aHa HCHIPCPBIBHBIMU CTPCIIKAMU: 3CJICHBIM — AKTHBAILlUA, KPACHBIM —
penpeccusi, CHHUM — aMmOuBajeHTHas akTuBauuda. IlpeackazanHas perymsnus o0o3HaYeHa
IMYHKPUPHBIMU CTPCJIIKaMU: 3CJIICHBIM — aKTUBAllWA, YCPpHBIM — THUII PEryJisiiund HC OIPCIACIICH.
ToueuHoit cTpenkoil 0003HAYEHO OTCYTCTBHE NaHHOUW perynsiuu y H. ducreyi.

OpnHako, B TEHOMax Jpyrux TIaMMa-lpoTeo0akTepuil HabmojaeTcss HMHas curyauus. B
Yersinia spp. Fnr, mo Bceil BUIUMOCTH, PETyIHpPYET SKCHPECCHIO arcA, U 00a reHa fnr u arcA
aBroperynmupytorcss (Puc. 5.1806). Ilepen renamm narP wu narX He OBUIO O0OHAPYXEHO
HNOTEHIMATIBHBIX CAMTOB JUIsl KAKOro-IMOO M3 MCCIIEAOBAaHHBIX peryaTopoB. Takum oOpaszom, B
Yersinia spp. Fnr, kak u B E. coli, ssBnseTcs riaaBHbIM peryasaTopoM abixanud. IIpu stom cucrema
PEryJsiiMM HUTPaT-HUTPUTHOTO IBIXaHUS HE IIPUHUMAET Y4acTHs B PETYJISITOPHBIX KacKaaax.

bonee 3HaunTeNBbHBIE N3MEHEHMSI B CUCTEME PETyJsATOPHBIX KacKaloB ObUIM OOHApy>KEHbI B
reHomax Pasteurellales. B reHoMax GoJbIIMHCTBA MPEICTABUTENICH ITOTO MOPSIKA MOTCHIIMATBHBIE
caifitel cBsi3piBanus Fnr, ArcA u NarP Obutn oOHapyskens! niepen renom frnr (Puc. 5.18B), Toraa kax
nepea reHamMu arcA U narP He ObUIO HaWJEHO KOHCEPBATHUBHBIX caiiToB. Takum oOpa3oMm, B
Pasteurellales pons Fnr B perynsTopHbIX KackajaX YMEHBINAETCA IO cpaBHeHHIO ¢ E. coli.
Heb6onpmue otnuums ot apyrux Pasteurellales HaGmronarorcs B reHome H. ducreyi, Tine He OBLIO
o0OHapy>KeHO NOTEHIMATIBHBIX caiiToB cBs3biBanus NarP nepen renom fnr (Puc. 5.18B).

B cnyuae Vibrionales Takxe Obula mpejckasana aBTOpEryJsius Ui TeHoB fir, arcA u narP.
benok ArcA, mo Bcell BUIMMOCTH, PETYJIMPYET OJKCIpeccuro reHa narP, torma kak Fnr
KOHTPOJIUPYET AKCHpECCUIo TeHOB arcA u narP (Puc. 5.18r). CnenoBaTeiabHO, B JAHHOM TaKCOHE
poib Oenka ArcA B peryJIsITOPHBIX KaCKajJax BO3pacTaeT Mo cpaBHeHUIo ¢ E. coli.

Takum 00pa3oM, CTPYKTypa peryisTOpHBIX KackKaloB, xapaktepHas i E. coli, He
COXpaHsieTcs B JIPYIMX raMMa-IpOTE00aKTEpUsIX, U OTHOCUTENbHAsI POJIb KaXJOr0 PEryiasTopa B
KacKaZax MOXET MEHAThCA OT TaKCOHAa K TakCOHY. BO3MOXHO, YTO yBEJIMYEHHE 4YUCla MOJIHBIX

TEHOMOB II03BOJIUT OoJIee ACTAJIBHO NPOCICANUTDH 3BOJTIOIHUIO PCTYIATOPHBIX KaCKa0B.

5.4.3. Peryasiniusi B OT/IeJIbHBIX TAKCOHAX
[TomMuMoO pa3iauumii B CTPYKTYpE PETYISATOPHBIX KacKaJgoB, B HACTOSIIEH paboTe ObUIN Takxke
OOHapy>KeHbl TAaKCOH-CIIENU(UUECKUEe pa3anyus B (DYHKIMOHAIBHOM COCTaBe OOOOIIECHHBIX

perynonos (Puc. 5.19).
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Puc. 5.19. PeryasitopHble B3aUMOIeiiCTBHS B Pa3JINYHBIX TAKCOHAX
(a) Yersinia spp.; (0) Pasteurellales; (B) Vibrionales. PerynaropHsie kackaapl MOKa3aHbI
TOJICTBIMH YCPHBIMH CTPCIKAMU. Hpe;[nonaraeMa;I peryisinvsa TpaHCKPUIIIUK ITOKa3aHa TOHKUMU
CcTpenkamMu: CMHUMU 1151 Fnr, kpacHbIMU 171 ArcA u 3eneHbsiMu juist NarP.

JlBa reHoma Yersinia spp. ObTM BBIOpaHBI B KayecTBE OOBEKTOB NAHHOW pabOTHI BBHUIY
HAIUYUS Y HUX OJMHOYHON CHUCTEMBl PETYISIIIHA HUTPAT-HUTPUTHOTO ABIXaHUA. DTH OaKTepuu
JEMOHCTPHUPYIOT DPsii CYHUIECTBEHHBIX OTJIMYMM Kak oT E. coli, Tak U OT JPYrUX H3YYEHHBIX
takcoHOB (Puc. 5.19a). HaubGonee cyiiecTBeHHON 4epTOil 3THX OPraHU3MOB SIBISETCS HaWYHE
HectapranTHoM mapbl NarX-NarP, uto oTnmyaer ee OT OPYrMX HCCIEAOBAaHHBIX OaKTEpHid,
umeromux napy NarQ-NarP. Jlpyroil oTin4uMTenbHON 0COOEHHOCTHIO OpPraHU3MOB W3 JAHHOU
TPpyONbl  SIBISIETCS  3HAUUTEIBHOE YIPOILICHHE CHCTEMbl pPEryJIATOPHBIX KacKaJloB. XOTH
xapaktepHeiii aiisa E. coli xackang Fnr-ArcA coxpansiercsi B Yersinia Spp., peryjiasiTopbl HATpaT-
HUTPUTHOTO JIbIXaHUS HE TMPUHUMAIOT y4acTus B (POPMUPOBAHMM KacKaaoB. J[aHHas 0COOCHHOCTh
KOPpENUpyeT U cO CTPYKTYypoil o0o6menHoro NarP-perynona: nmoTeHIualbHbIe CalThl Ui 3TOTO
perynstopa ObUIM HalWJEHBI TOJBKO IMEpe] T'eHaMU, HEOOXOAMMBIMHU ISl HUTPATHOTO JIbIXaHUS C
HCIIOJIb30BaHuEeM (popMHAaTa B Ka4eCTBE IOHOPA dIEKTPOHOB (nap, ccm, fdo, fdhD) u oniepoHOM nir,
HEOOXOMUMBIM JJIsi 3alIUThl KJIETKH OT TOKCHYHOTO JACWCTBUS HUTPUTA, MPOJYKTa HUTPATHOTO
nbixanus. B To ske Bpemst 0600menHbe Fnr- u1 ArcA-peryinoHsl JOCTaTOYHO TOX0XH HAa TaKOBBIC B
JIPYTUX TaKCOHAX.

B cnyusae Pasteurellales HaOmrogaroTcsi CyImIeCTBEHHBIE HW3MEHEHHS B CTPYKType
PEeryJsTOPHBIX KackanoB. Tak, B OTJIMUKE OT APYrHMX TAaKCOHOB, B JAaHHOM rpyIine opraHu3moB Fnr
HE SBJISIETCS TIJIABHBIM pEryisitopoM Jsixanus (cMm. 5.4.2). [pyroil spko BbIpaKeHHOU
OCOOEHHOCTBIO SIBIISIETCSI OTCYTCTBHE TeHa ceHcopHoro Oenka ArcB. IlomoOnas curyanus
HaOJII0aeTCs U B APYroi raMma-tiporeodakrepun, Shewanella oneidensis MR-1 [333]. ITockosbKy
B Pasteurellales e HaOnromaercst peaykuuu ArcA-peryioHa, To, ciaelyeT MpeanoaokKITh, YTO POJIb
CEHCOpa BBINOJIHACT KaKoW-1m100 apyroii Genok. He MCKiIr04eHO, YTO 3Ty pOJb BBINOJIHSAET OEIOK
CpxA, sBrsromuiicss 6mm3kuM roMmosniorom ArcB. Perymsmus onmepona cpxRA daktopamu Fnr u
ArcA B JaHHOM TaKCOHE TAaK)X€ YKa3bIBA€T Ha TaKyl0 BO3MOKHOCOTb.

Crnenuduueckoii ocobennoctpio Pasteurellales siBisieTcss Takke HAIWYUE JTOMOTHUTEIBHBIX
PEryIsSTOPHBIX KackaloB 0Ooyiee HU3KOTO YPOBHS. Psiji T€HOB PEryJsTOPHBIX CHUCTEM, TaKHX Kak
cpxRA, fis, oxyR W fur, UMEIOT KOHCEPBATUBHBIE CalThl. BCe 3TH OMEpOHBbI, 3a UCKIIIOYEHUEM fur, HE
MMEIOT MOTEHIMAJbHBIX CAaWTOB B N'€HOMAaX M3 JIpyrHX TakcoHaX. Bo3moskHo, uTo Pasteurellales
IIPETEPIENN B XO/€ IBOJIOLNHU CYIIECTBEHHYIO IIEPECTPOMKY PErYISATOPHBIX KAaCKaJOB C y4acTHEM
pEryasTOPOB JABIXaHUS, YTO MOTPeOOBANIO BO3HUKHOBEHMS JOMOJHHUTENBHBIX PEryIsTOPHBIX

B3aUMOJICUCTBUH 111 00JIee TOHKOW HACTPOMKHU PETYJISIINH JIbIXaHUS.
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VBenuuenue ponu (akropa NarP B perymsTopHbIX Kackagax COOTBETCTBYET PaCIIUPEHUIO
o0o0mennoro NarP-perynona (Puc. 5.196). IlomoOGHoe pacimpeHre MOMET NPOUCXOIUTh
paznuuHbiMU nyTssMH. Hanpumep, nepen omeponamu cyd u ngr B Pasteurellales NarP-caiiTel
BO3HHMKAIOT B JIOTIOJHEHUE K CYIIeCTBYIOMUM caiitam maisa Fnr u ArcA. B ciyuyae oneponoB mdh,
eno U suc HaOJIIOJAeTCs CMEHA PEeryisropa: Iepei 3TUMU ONEepOHaMM CailThl cBs3biBaHUS NarP
oOHapy>kuBaroTcst BMecTo Fnr- unu ArcA-caiiToB, Ha0lIt0JaeMbIX B Ipyrux TakcoHax. Kpome Toro,
NarP-caiitsl nepen reHamu eno u talB nosistorcs B Pasteurellales, Toraa kak B Ipyrux reHomax
nepes 3TUMHM FeHaMU He OOHApYXEHO PEryJISITOPHBIX CAalTOB A HU OJHOIO U3 TPEX MU3YyYEHHBIX
PEryJsTopoB.

B renomax Vibrionales Fnr coxpanseTr posib INIaBHOTO peryisTopa, HO IIPH 3TOM BO3pacTacT
poiab ArcA B perynsTOpHBIX Kackanax. I[lomoOHbIe mepecTpoWKH KacKaJoB COOTBETCTBYIOT
pactumpeHno 0000IeHHOTO0 ArcA-peryiaoHa, B OCHOBHOM 3a CYUET IOSIBJICHUS CAaliTOB CBS3BIBAaHUS

ArcA nepen renamu neHTpaiabHOTO MeTabonusma (Puc. 5.198).

5.5. O6cy:xneHne U BHIBO/bI

K HacrosimieMy MOMEHTY (H3HONOTHS W PEryislus AbIXaHUs TaMMa-NPOTeO0aKTePHid
NPEJCTABISIOT CO00H TOBOJIBHO XOPOIIO H3YYEeHHYI0 001acTh. TeM He MeHee, SKCIIepHUMEHTAIbHBIC
WCCJICIOBAHMS TIPOBOJAMIIUCEH TONBKO sl E. coli, 3a penKUMH UCKIIOYCHHUSIMH, TOCBAIICHHBIMU
pEryJsiliik OTACTBHBIX TEHOB Takux Oakrepwii, kak H. influenzae [395], V. cholerae [396] u S.
oneidensis [333]. B uccrnenoBaHusax Takoro pojaa MpeodsagaroT JBa THUIMA MOAXO0M0B. [lepBrrii
MOJXO/ OCHOBAaH Ha W3YYCHHU PETYISIUU OTICIHHOTO OINEpPOHA pAa3UYHBIMU (aKTOpaMu
TpPaHCKpUIIIUK. BTOpol mMOaX0oa OCHOBAaH HA M3YYEHUU PETYISIIIHA MHOKECTBA OMEPOHOB OJHHUM
PETYISITOPOM B OTZIETHHOM TeHOME. VccnenoBanue perysiuy AbIXaHusl METOIaMU CPAaBHUTEIbHOM
TCHOMHKH TPOBOAMIIOCH TOJBKO JIUIIG JJISi OTACTBHBIX PETYISTOPOB W IS MAJOTO KOJIHYECTBA
resomoB [329, 330], u nump MOKa3alo cla0yi0 KOHCEPBATUBHOCTH OTICIBHBIX PETyJOHOB B
HBOJTIOIIHH.

B HacTosmieii pabote ObUT IPOBECH aHAIN3 III00ATBHOMN PEryssluu AbIXaHUs 17151 O0JIBIIOro
KOJINYECTBA TEHOMOB, IPUYEM OBLIH MPOAHATM3UPOBAHBI CPa3y TPH (QYHKIIMOHAILHO CXOIHBIX, HO
CTPYKTYPHO DPa3IMYarOIIUXCS PErYJIATOPHBIX CHUCTEM. [IOMHUMO OZHOBPEMEHHOTO HCCIIECIOBAHUS
HECKOJIBKUX PETYSITOPHBIX CHCTEM, JaHHas pabdoTa TakKe OTJIMYAeTCS HCIOJIb30BaHHEM
YCOBEPIICHCTBOBAHHOW METOJMKH, OCHOBAaHHOW Ha CPAaBHEHWHU BCEX I'€HOMOB U3 OJHOTO TaKCOHA.
OnHUM U3 BaXHEUIIUX MPEUMYIIECTB JAaHHOW METOJUKH SIBISIETCS BO3MOXKHOCTh €€ TIPUMEHEHUS
JUISL MICCTICIOBAHUSI TEHOMOB, JUII KOTOPBIX OTCYTCTBYIOT 3KCIIEPHMEHTANIbHBIC NaHHBIE. Kpome

TOro, UCIOJb3yEMasaA METOJHKA IMO3BOJIACT MPEACKA3hIBATh TaKCOH-CHCHI/I(l)I/ILICCKI/IC PETYIATOPHEBIC
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B3aUMOJICUCTBUS. TakuM 00pa3oM, MOSIBJICHUE HOBBIX IMOJHBIX TEHOMOB HE TOJBKO KOJWYECTBEHHO,
HO U KaUYECTBEHHO PAaCIIUPSIET BO3MOXHOCTH CPABHUTEIHLHOU TCHOMUKH.

B nacrosmeit pabote ObLT MpecKazaH HEblid psill HOBBIX WICHOB PETYJIOHOB, KOAUPYIOIIMX
O6enku npixarenbHbIX nened (aptIBEFHAGDC, torYZ, fdoGHI, ngrABCDEF, dadAX), dbepMeHThI
HeHTpabHOTO MeTabonusma (pgk, eno, aldB, pckA, ppsA, sfcA, talB), metabonu3ma yrieBOJOB
(mtlADR, nagBACD, ptsHI-crr, deoCABD, glgBXCAP), cunTe3a u kaTaboyim3Ma KUPHBIX KUCIOT
(fadll, fadAB, fadD, acpP-fabF), nykneotunpenykras (nrdAB), TpancnopTeix Oenkos (gltP, gntXY,
fadL) u daxropoB Tpanckpurnumu (dusB-fis, cpxRA, oxyR, fur).

B nanHO# paboTe, MOMHUMO CTaBIIEHOTO YyXK€ CTaHAAPTHBIM JJI CPABHUTEIHHOW T€HOMHKHU
MpE/CKa3aHusl HOBBIX WICHOB OOOOIIEHHBIX PETYIOHOB, OBUIM TaKKe TPEJCKa3aHbl HOBBIC
PETYISTOPHBIE KAaCKaIbl, CTPYKTypa KOTOPBIX OKa3allach TaKCOH-crienupudHon. [lpu sToM ObLIH
3aMEUEHBl KOPPEIAIUN MEXIY CTPYKTYPOH PETYJISITOPHOTO Kackaaa M COCTaBOM OOOOIIEHHOTO
peryjioHa: yBEIWYEHHE OTHOCHUTEIBHON PO OelKa-peryyisiTopa B KacKaJe COMPOBOXKIACTCS
pPOCTOM COOTBETCTBYIOIIETO PEryJOHA, W HA00OpOT. YIPOIIEHUE CTPYKTYpPhl KacKaJioB, B CBOIO
ouepelb, KOMIICHCUPYETCS YBEIIMYCHUEM CTENEHU MEPEKPBIBAHMS PETYIOHOB, YTO 00ECIECUYHUBACT
B3aMMOJICHCTBUE HECKOJIBKUX PEryasiTopoB. Takum 00pa3om, CTaOMIIBHOCTH METAO0OJUYECKON H
PEeryJIsATOPHOU CHCTEM MOXKET JOCTHTaThCs Pa3iu4HbIMU criocobamu. [Ipu sTom perymupyembie
TeHbl MOXKHO TOJPA3ACTUTh Ha SIPO PErylioHa, KOTOpPOe CTAaOWUIIBHO pPErylupyercs BO BCEX
reHoMax, W nepudepuro, peryisiius KOTOpOH BapbUpyeT OT TakCOHAa K TakcoHy. [lomoOHbie
HaOMroZIeHUsT ObUTH CICNAaHbl U JJIA JAPYTHX CHCTEM C MHOXKECTBEHHOM PETYISIHEH, TaKuX Kak
MeTaboIM3M OKCHJIOB a30Ta [23] uim mopajaepkaHue romeocrtasza kenesa [25]. Takum oGpazowm,
MO>KHO TIPEIIONIOKHUTE, YTO CYIIECTBOBAHUE S/Ipa PEryoHa, TAKCOH-CIIEU(DUUECKON nepudepnn u
MEPECTPOUKH PETYASTOPHBIX KACKaJOB SBJISIIOTCS OOIIMMH CBOHCTBAMH BCEX CHCTEM C
KOMIUIEKCHOM PETyJISIIIUEH.

K coxanenuto, B HacToslIel paboTe HE yAalIOCh OOHAPYKHUTHh KOPPEISAIUNA MEXKITY

0COOCHHOCTSIMH PEryjisiiuu AbIXaHUA U 06pa30M JKU3HU UCCIICAOBAHHLIX MUKPOOPTaHHU3MOB.
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BniBoabI

[TocTpoeHo pacno3Haromee MpaBuiIo IJis TOMCKA MOTEHIMATBHBIX CAMTOB CBSA3BIBAHUS
6enka GppykTo3Horo penpeccopa FruR u npenckazano 26 HOBBIX WIEHOB 0000IIEHHOTO

FruR-perynona.

[TocTpoena moaenb 3BoIoNMH 00001eHHOTO FruR-perynona, mokazana 3BOJIONHS OT
JIOKaJIbHOTO peryisitopa onepona fruBKA 1o rao6ansHOro peryisaropa Meradoinmusma

caxapos.

[TocTpoeHb! pacro3HaroIre IpaBuiIa JIjIs MOMCKa MOTEHITHATBHBIX calToB O6enkoB PurR,
RbsR u RbsR Pseudomonadales u penckazano 25 HOBBIX T€HOB, BXOISIINX B

0000m1eHHbIl perynoH PurR.

[TocTpoena Mozenb 3BOJIONMH, B COOTBETCTBUH ¢ KoTOpoit PurR u RbsR sBstitorces
pe3yabTaTOM NYIUTMKAIMK MPEKOBOT0 OelKa, pernpeccopa pubo3HOTO OMEepoHa, C

nocyienyomuM n3MeHeHneM GyHkiuu PurR u ctpyktypsl MoTuBa cBsizbiBanusi RbsR.

HOCTpOGHBI PACIIO3HAOIIUC IMTpaBUJia JJIA MIOMCKAa MOTCHIIMAJIbHBIX CalTOB CBSI3BIBAHUS

¢daxTopoB Tpanckpunuuu Fnr, ArcA u NarP, pazpaborana u npruMeHeHa METOAMKA aHAIIN3A

KOMIUIEKCHOU Peryisiliuu B POACTBEHHBIX reHoMax. [Ipeackazano 67 HOBBIX 4JICHOB

0000IICHHBIX PETYJIOHOB.

[Ipencka3zanbl TaKCOH-CTIENU(UYHBIE PETYISTOPHBIC KaCKaIbl, IOKAa3aHbl KOPPEISILIUT
MEXy IepPEeCTPOUKON CTPYKTYPBI PETYIATOPHBIX KaCKaZ0B U pa3MepoM 00000IIeHHOTO
peryJioHa: peryisiTopbl, 3aHUMAIOIINE OTHOCUTENILHO O0Jiee BBICOKOE TOJI0KEHNE B

KacKaJle, UMEIOT OOJIBIITHUE PETYIIOHBI.

Jnist T06anbHON Peryisiuy AbIXaHUs MTOKa3aHO HAJIMYKME KOHCEPBATUBHBIX SI/IEP

PEryJIOHOB M TaKCOH-CIENU(PUIHON epr(eprudecKoil perysaium.
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IIpuaoxenne 1.

MHo:xecTBeHHOe BbipaBHUBaHMe s OeakoB FruR. VYuacTku, CcOOTBETCTByOLIKE

nocienosarenbHocty HTH, mokazansl OenbiM  mpudToM Ha TeMHOM (oHE. YCIOBHBIE

o0o3HaueHHs: “*” — abCONIIOTHO KOHCEPBATHBHAS MO3HIIMS; “:”" — MO3UIMSA C BHICOKOW CTETICHBIO
[13 2

KOHCEPBATHBHOCTH; “‘.” — TMO3HMIHS C HU3KOW CTENCHBIO KOHCEpBATUBHOCTH. (O003HAYCHUS
reHOMOB: cM. Taou. 2

FruR (PMU)  MKISRRNSR e b NP GKAKAYRVSDK T IEKVEKL IKQYDFKPNAMAAGLRAGKSRT IGLIVPDFENA
FruR(AAC)  —————————————— MAASLRVGKSKTIGLVIPDFENI
FruR (YPK) RSN AR NI N LT NFARR GKAKQ YRV SDKTVDKVMAVVREHNY HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (YPS) AN I NI AN g0 XNa BN GKAKQ YRV SDKTVDKVMAVVREHEN Y HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (YEN) A RO NI AN g0 XNa BN GKAKQ YRV SDKTVDKVMAVVREHNY HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (SMA) AN NI NI AN g0 NN AR GKAKQ YRV SDKTVDKVMAVVREHEN Y HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (PCA) A A O NI AN g0 XN AR GKAKQ YRV SDKTVDKVMAVVREHNY HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (PCH) A NI NI AN g0 XNaBN GKAKQ YRV SDKTVDKVMAVVREHEN Y HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR(STY) A A O NI AN g0 XN AR GKAKQ YRV SDKTVEKVMAVVREHNY HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (STM) AN I NI AN g0 XN AR GKAKQ YRV SDKTVEKVMAVVREHEN Y HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (ECO) A AR NI AN g0 XN AR GKAKQ YRV SDKTVEKVMAVVREHNY HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (PLU) A NI NI AN g0 XN AR GKAKQ YRV SDKTVEKVMAVVREHN Y HPNAVAAGLRAGRTRS IGLVIPDLENT
FruR (VFI) e AN B PN G AN b - BN GKAQOK YR T SEKTQLKVMAVVDEHNYRPDHAASALRAGS SRSFGLI IPDLENT
FruR (VCH) sy AN RN AN I XN QBN GKAOK YR T SEKTQHKVMAVVEQYNFRPDHAASALRAGNSRSFGLI IPDLENT
FruR (VPA) s AN WN AN I XN QBN GKAOK YR T SEKTQKKVMAVVDE YNYKPDHAAS SLRAGNSRSFGLI IPDLENT
FruR (VVU) e AN B PN G AN b -V eBIN GKAKK YR I SEKTQMKVMAVVEEYNFRPDHAAS SLRAGNSRSFGLI IPDLENT
FruR (PPR) sy AN B RN AN L I XN QBN GKASKYRT SEKTQVKVMAVVNEHNFRPDHAAT SLRAGS SRSFGLI IPDLENS
FruR (PST) ISR INI AN AL G VNN QRN GKAEQOR T SPATVERVKAVVEQYDFRPNPQAAGLRSRHSKTLGE ILPDLENP
FruR (PFO) RN PN IR NS 0 YA RN GKAEQORT STATVERVRAVVDLEGF TPNPQAAGLRSRHTRTLGF ILPDLENP
FruR (PPU) ISR INI AN AL GV NN QBN CKAEQOR T SNSTVERVRAVVEAHGEF TPNPQAAGLRSRHTRTLGF ILPDLENP
FruR (PAE) R N PNV A NV 0 E YN GKAAQRRT SAATVERVLAVVEEHGYQPDQOAAGLRRGQTRTLGF ILPDLENP
Ko kX orooakoon Frokx
FruR(PMU)  SFARIATHLEAGFRQKGYQLVIACSNDNPETEMQCAKHLIQRQIDALIVSTTLPADTDFYQRHAN--IPIICFDRY
FruR(AAC)  SYAKIANNLENRLREKGYQLLIACSNDKVENEQDCVKHLLQRQVDALLVSSALPPNTDFYQ-NAS--VPIIGFDRR
FruR(YPK)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCVEHLLQRQVDAIIVSTALPPEHPFYQRWAKDPFPIIALDRA
FruR(YPS)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCVEHLLQRQVDAIIVSTALPPEHPFYQRWAKDPFPIIALDRA
FruR(YEN)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTALPPEHPFYQRWANDPLPIIALDRA
FruR(SMA)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTALPPEHPFYQRWANDPLPIIALDRA
FruR(PCA)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTALPPEHPFYQRWINGGLPIIALDRA
FruR(PCH)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTALPPEHPFYQRWANDPLPVIALDRA
FruR(STY)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTSLPPEHPFYQRWANDPFPIVALDRA
FruR(STM)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTSLPPEHPFYQRWANDPFPIVALDRA
FruR(ECO)  SYTRIANYLERQARQRGYQLLIACSEDQPDNEMRCIEHLLQRQVDAIIVSTSLPPEHPFYQRWANDPFPIVALDRA
FruR(PLU)  SYTRIANYLERQARQRGYQLLIACSEDQPENEMRCVEHLLQRQVDAIIVSTALPPEHPFYQRWASRSLPIIALDRA
FruR(VFI)  SYAKLAKLLEFNSRKAGYQILIGCSDDDPETEMNVAHALISRRIDALFVASCLPNGSDYYLGIQEKGTPIIAIDRS
FruR(VCH)  SYARLAKLLEQNSRQAGYQILIACSDDDPQIEMAAAEALVSRRIDALFVASGIPSASEYYLKLQQSGTPVIAIDRA
FruR(VPA)  SYARLAKLIEQNSRKAGYQILIGCSDDDPETEKKVAEALISRRIDALFVASGMPSANEYYLKLONSGTPVIALDRP
FruR(VVU)  SYARLAKLLEQNSRKAGYQILIACSDDDPETERKVADALVSRRIDALFVATSMADANEFYLAMOKSGTPVIALDRP
FruR(PPR)  SYAKLAKLLERNARKAGYQLIISCSDDDPDTEMKVAETLLSRRIDALLVASVLPADNDFYPRIQTGGVPVIALDRA
FruR(PST)  SYARIAKLLEQGARSLGYQLLIASSDDDPVSELQLLQLFRARRCDALLVASCLPPSDASYRDLOLKGMPIIAIDRE
FruR(PFO)  SYARIAKLLEQGARARGYQLLIASSDDAPDSERQLLQLFRARRCDALIVASCLPAGDDSYRQLQTKGLPIIAIDRV
FruR(PPU)  SYARIAKQLEQGARARGYQLLIASSDDQPDSERQLQQLFRARRCDALFVASCLPPEDDSYRELQDKGLPVIAIDRR
FruR (PAE)  SYARLAKOLEQGARARGYOLLIACSDDEPETERQVVNLFRARRCDALIVASCLPAGDDTHARLVAEGLEVVAIDRO

Koo o o0 ook .k * *** .k * * * . * . ** oK o . . * e . . * x
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LDLNK-IRVLTDDEGDSYRLATHLGR--HCEGKRMLFLGALPKLGLSRKRELGFRQALSD-KVNQVDY-LYASQFH
ISSPKVVNALTDDEGDAYRLTKELLKIPH-Q-KRILFFGALPDLPTSREREEGFRSALRY-RKASAKY-LYGDMFR
LDREHFISVVGADQEDAQMLAQELRSFPA---ESVLYLGALPELSVSFLREMGFREAWKD-DPRKVEY-LYANSYE
LDREHFISVVGADQEDAQMLAQELRSFPA-—-ESVLYLGALPELSVSFLREMGFREAWKD-DPRKVEY-LYANSYE
LDREHFISVVGADQEDAQMLAQELRSFPA-—-ESVLYLGALPELSVSFLREMGFREAWKD-DPRKVDY-LYANSYE
LDREHFISVVGADEEDAFALAQELRTFPA-—-ESVLYLGALPELSVSFLREQGFRQAWQE-DPRHVDY-LYANSYE
LDREHFTSVVGADLEDAEMLAQELRKMPA---KSVLYLGALPELSVSFLREQGFRQAWAG-DPNY-LYSNSYE

LDREHFTSVVGADMEDAEMLAQELRKVPA-—-ESVMYLGALPELSVSFLREQGFRRAWAE-DPRQVNY-IYANSYE
LDREHFTSVVGADQDDAEMLAEELRKFPA-—-ETVLYLGALPELSVSFLREQGFRTAWKD-DPNF-LYANSYE

LDREHFTSVVGADQDDAEMLAEELRKFPA---ETVLYLGALPELSVSFLREQGFRTAWKD-DPNF-LYANSYE

LDREHFTSVVGADQDDAEMLAEELRKFPA---ETVLYLGALPELSVSFLREQGFRTAWKD-DPHF-LYANSYE

LENEHFISVVGDDFEDAKMLAQEFRQFPA-—-ESVLYLGALPELSVSFLREQGFREAWKD-DPRKVMY-LYSNSYE
LDDEHFGCVISEDFDAAYELTKSVVNENV---KSIGLIGALPELNISRERQLGFEAKAKE-K-GLASIMGYGEHEFN
LDDEYFSCVISEDFGAAFELTRSVLTQDV---HSVGLVGALPELNVSREREQGFAMAVKQ-R-GLPTTLGYGEHFN
MDDEHFCCVISEDFDAAFELTESVLSPEI-—-KTIGLIGALQDLQVSKERELGFRSACQK-D-DTAMTVGYGLHES
LDDEFFSCVVSEDFGAAFELTSSLMSEEI-—-QTVGLIGALPELNISRERHQGYLSAVKKMG-KQAQS-GYGEHFY
LDDEIFASVISEDLEGAFELTQTLLNKGV-—--NSIGLVGAVPELGVSKEREQGFLTATRRHQPDINMHIAYGDHE'S
MDPNFFCSVVSDDHDASLQLTRSLLOQTQP---RHIALIGARPELSISRARAAGFEHALDGFA-GTTIV-EHGEAFS
MDAEHFCSVVSDDREASLHLTESLLDPQP-—-KQIVLLGARPELSISQERAAGFKQALAGFK-GEVLI-EHAESFES
LDPAHFCSVISDDRDASRQLAASLLSSAP---RSIALIGARPELSVSQARAGGFDEALQGYT-GEVRR-YQGEAF'S
LDPQRFASVISDDQDAARRLTETLLQPAP———RHIALLGARADLIISHDRAAGFRQALKDFR GEVIV-EHAEVFES

* . * . . LRx * * * * .

KLASAKAFHHWLEK-HEMPEAIFATSLTLLHGVFQILIKRY-HRIPRSLITIATFGHHDMLDLLENKVICCVQNHEK
KNEAAQCFAQWLEN-NPLPTAIFTTSFTLLEGVLLVLLQKL-GQVPKDLVVATFGHVEMLELLENRVLCSVQDYDK
REAAGVLFAEWLKT-HPMPQALFTTSFQLLQGVMDVTLKQS-GRLPCNLAIATFGDNELLDFLECPVLAVAQRHRD
REAAGVLFAEWLKT-HPMPQALFTTSFQLLOQGVMDVTLKQS-GRLPSNLAIATFGDNELLDFLECPVLAVAQRHRD
REAAGALFAQWLKT-HPMPQALFTTSFQLLQGVMDVTLKQS-GRLPSNLAIATFGDNELLDFLECPVLAVAQRHRD
REAAGALFAEWLKT-HPMPQALFTTSFSLLOQGVMDVTLKQR-GRLPTDLAIATFGDHELLDFLECPVLAVAQRHRD
RVASAAAFMDYLON-NPMPEALFTTSFPLLQGVMDVNLKIN-GRLPNNLAIATFGDNELLDYLECPVLSVAQRHRE
RSAAAAVFEEYLKT-HPMPQALFTTSFPLLOQGVMDVTLRQS-GRLPNNLAIATFGDNELLDFLECQVLAVAQRHRE
REAAAQLFEKWLET-HPMPQALFTTSFALLQGVMDVTLRRD-GKLPSDLAIATFGDHELLDFLQCPVLAVAQRHRD
REAAAQLFEKWLET-HPMPQALFTTSFALLQGVMDVTLRRD-GKLPSDLAIATFGDHELLDFLQCPVLAVAQRHRD
REAAAQLFEKWLET-HPMPQALFTTSFALLQGVMDVTLRRD-GKLPSDLAIATFGDNELLDFLQCPVLAVAQRHRD
RDAAAEVFTKWLET-HPMPQALFTTSFALLQGVMDVTLKHS-GRLPNQLVIATFGDHELLDFLECPVLSVAQRHRE
SESGKAIFEQWIKN-DTIPDAIITTSYILLEGILDVLIEKP-ELMTR-IKLGTFGDNRLLDFLPIKVNSLPQQFEL
REEGRKVFAKWVAN-DQLPDAVVATSYTLLEGILDVLLEQP-ELMQK-VRLATFGDNRLLDFLPIRVNSLPQQFEL
REEGKKVLDKWVQA-DSLPDAIVITSYTLLEGVLDVMLEKP-ELMSQ-VRLATFGDNRLLDFLPVKINSLPQQFEL
REEGYRIMHEWLLA-DTIPDAIVITSYTLLEGVLDVLLEQP-ELVNK-VKLATFGDNRLLDFLPFKVNSLPQQFEL
QEQGQKQVQOOWIDS-EHFPDAILATSYTLFEGILDCLLANP-ELMSK-IHLATFGDNRLLDFLPIKIQSLPQQFEL
ROCGORLMSEMLORQGHFPDALITTSYVLLOQGVEFDVLQSQSLNTTS—-LHLGTFGDTQLLDFLPLPVNAMAQQHQL
RECGKQLMEELLQRLGHLPDALVTTSYVLLQGVFDALHDFPLKSRP--LRLGTFGDTQLLDFLPLPVNAMAQQHQL
RECGQRLMQQLIDDLGGLPDALVTTSYVLLOGVFDTLQARPVDSRQ--LOLGTFGDNQLLDFLPLPVNAMAQQHGQ
RECGRRLMEQLLERLGYLPDALVTTAYVLLEGVFDVFQARA DGWPEGLRVATFGDTQLLDFVPLKVNSIYQQHAL

HE I ot HEE R HE HEN *
IAQTLLHLVLSRM--KSKNVKVSDEVIIREIIE-—————— SRI-——
VSQSLLTLTFDAMSKKHKN-SVNTTPLTRSIIK-—————— YHC——-

VAERVLELVLASLDEPHKP-KPGLTRIRRNLFRRGTLSLSRR———
VAERVLELVLASLDEPHKP-KPGLTRIRRNLFRRGTLSLSRR———
VAERVLELVLASLDEPHKP-KPGLTRIRRNLFRRG--SLSR————
VAERVLELVLASLDEPRKP-KPGLTRIRRNLFRRG--SLSR————
VAERVLELVLASLDEPKRP-KPGLNRIRRNLYRRG--SLSRM—-——
VAERVLELVLASLDEPRKP-KPGLYRIRRNLYRRG--FLSRL—-——
VAERVLEIVLASLDEPRKP-KPGLTRIRRNLYRRG--ILSRS———
VAERVLEIVLASLDEPRKP-KPGLTRIRRNLYRRG--ILSRS———
VAERVLEIVLASLDEPRKP-KPGLTRIKRNLYRRG--VLSRS———
IAERVLELVLASLDEKQKP-GPGITRIHRDLCRRG--SLSRKI-—
IADSALALGLNA--SAKRY-QAGIELIPRKIVI-———————————

IADSALALALNA--SAKRY-QTGIELIPRQLKV-—————-— RT——-
IADSAMELALNA--SAKRY-KPGVELIPRKIVK-—————— RQ——-
IADSALELALNA--SAKRY-KPGVELIPRKIVR-—————-— RE——-
IADNALELALNA--AAGRY-RTGVEVVPRKIKR-—————— R———-
IADKALQLALAAI-EKDDY-QPGVHAIARAFKQ-—————— RIHGV
IADKALELALAAV-EQSDY-QPGVQAIARTFKQ——————— RIHRD
IAATALELALAAI-EEKRY-EPGVHAVGRTFKQ-—————-— RISVA

IAANALELALRAV-EENDY-RPGLHAVPRQLKL-——————— R-D-—-

*
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IIpuaoxenne 2.

ITocaenoBaTe ILHOCTH NOTEHHHAJLHBIX CcalTOB cBs3bIBaHusa Oeiaka FruR. VYkazano
MOJIO’KEHUE CaliTa OTHOCHUTENBHO CTAapTa TpaHciasuuu reHa. llo3umumm caifta, coBmagaromue ¢
KOHCEHCYCOM, ITOKa3aHbl POMMMCHBIMUA OyKBaMH, HECOBITAIAIOIIHNE — CTPOYHBIMH.

Caiit

T'enom Omnepon
Iosoxenne | Bec IocaenoBareibHOCTH
E. coli fruBKA -101 495  ctTGAAaCGtTTCAGC
-34 5,17 GCTGAATCGtTTCAat
mtIADR -124 4,52 agTtAAcCGATTCAGt
ptsHI-crr -246 3,93 aaTtAATCGtTaCAGg
-220 4,50 GCTGAATCGATTttat
manXYZ -83 3,86 tCTGAATCGATTCgat
glk -133 4,65 GCTGAAaCGATaaAGt
Jfbp -89 4,14 GCTGgcgCGATTCAcC
epd-pgk-fbaA -136 5,21 GCTGAAgCGtTTCAGt
edd-eda -112 4,64 aCTGAAaCGtTTttGC
tpiA -160 4,68 GtTGAACCGATTaAGC
gapA -88 3,91 atTGAcaCGATTCcGC
gpmA 54 3,90 agaaAAcCGtTTCAcC
pckA 287 3,99 GgTGAATCGATaCttt
ppsA -101 4,57 GCTtgAaCGATTCAcC
PfkA -122 4,86 cCTGAATCaATTCAGC
pYkF =222 4,61 ctTGAATgGtTTCAGC
pdhR-aceEF-IpdA -252 4,51 agTGAATCGgTTCAat
icdA -247 4,93 GCTGAATCGcTTaAcC
adhE -263 456 GCTGAAagGtgTCAGC
aceBAK 251 466 cgTtAAgGCGATTCAGC
nuoABCDEFGHIJKLMN -282 3,91 aCgGAcaCGATTCAaC
nirBDC-cysG -48 3,92 GCTGAATCGtTaagGt
copA -55 4,09 GCTGgAagGtTTaAcC
crp -221 4,14 GCTGAAgCGAgaCAcC
S. typhi fruBKA -224 3,81 GCTGAAgCctTTtAtg
-102 4,95 ctTGAAaCGtTTCAGC
-36 5,17 GCTGAATCGtTTCAat
mtIADR -123 4,33 agTtgRAaCGATTCAGt
ptsHI-crr -244 3,93 aaTtAATCGtTaCAGg
-218 4,50 GCTGAATCGATTttat
manXYZ -82 3,94 tCTGAATCGATTCgct
Jfbp -88 4,14  GCTGgcgCGATTCAcC
epd-pgk-fbaA -136 5,21 GCTGAAgCGtTTCAGt
edd-eda -114 4,56 cCTGAAaCGATTttGC
tpiA -164 4,68 GtTGAACCGATTaAGC
gapA -86 3,91 atTGAcaCGATTCcGC
gpmA 52 429 agaGAAcCGtTTCAcC
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Caiit

T'enom Onepon
IHono:xenne | Bec IHocaenoBarebHOCTH
S. typhi pckA -286 4,05 GgTGAATCGATattGt
PpsA -104 4,57 GCTtgAaCGATTCAcC
pfkA 121 4,86 cCTGAATCaATTCAGC
pykF 220 4,61  ctTGAATgGtTTCAGC
pdhR-aceEF-IpdA -254 4,30 Gt TGAATCGGTTCAGa
icdA -245 4,66 GCTGAATCGcTTaAcg
adhE -266 4,56 GCTGAAagGtgTCAGC
aceBAK -251 4,67 cCTaAAgCGtTTCAGC
nuoABCDEFGHIJKLMN -282 3,91 aCgGAcaCGATTCAaC
nirBDC-cysG -46 3,92 GCTGAATCGtTaagGt
copA -245 3,92 GtTtAAatGcTTCtGC
crp -224 4,14 GCTGAAgCGAgaCAcC
S. typhimurium fruBKA -221 3,81 GCTGAAgCctTTtAtg
-100 4,95 ctTGAAaCGtTTCAGC
-34 5,17 GCTGAATCGtTTCAat
mtIADR -125 433 agTtgAaCGATTCAGt
ptsHI-crr -246 3,93 aaTtAATCGtTaCAGg
-220 4,50 GCTGAATCGATTttat
manXYZ -84 3,94 tCTGAATCGATTCgct
Jfbp -88 4,14  GCTGgcgCGATTCAcC
epd-pgk-fbaA -136 5,21 GCTGAAgCGtTTCAGt
edd-eda -112 4,56 cCTGAAaCGATTttGC
1piA -162 4,68 GtTGAACCGATTaAGC
gapA -86 3,91 atTGAcaCGATTCcGC
gpmA 54 4,29 agaGAAcCGtTTCAcC
pckA -288 405 GgTGAATCGATattGt
PpsA -104 4,57 GCTtgAaCGATTCAcC
PIkA -123 4,86  cCTGAATCaATTCAGC
pykF 220 4,61 ctTGAATgGtTTCAGC
pdhR-aceEF-IpdA -254 4,30 Gt TGAATCGGTTCAGa
icdA -247 4,66 GCTGAATCGcTTaAcg
adhE -266 4,56 GCTGAAagGtgTCAGC
aceBAK -251 4,67 cCTaAAgCGtTTCAGC
nuoABCDEFGHIJKLMN -282 3,91 aCgGAcaCGATTCAaC
nirBDC-cysG -48 3,92 GCTGAATCGtTaagGt
copA -243 3,92 GtTtAAatGcTTCtGC
-85 4,09 GCTGgAagGtTTaAcC
crp -226 4,14 GCTGAAgCGAgaCAcC
P. carotovorum JfruBKA -103 4,57 ttTGAAaCGtTTCAGC
-36 5,29 GCTGAAaCGATTCAaC
epd-pgk-fbaA -118 5,21 GCTGAAgCGtTTCAGt
edd -389 4,29 GCTGAATCGAgTaAag
gapA -94 3,91 atTGAcaCGATTCcGC
gpmA -149 4,36 GCTGAAaCGgTaaAGC
PpsA -118 4,44 GgTtgATCGATTCAcCC
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Caiit

T'enom Onepon
IHono:xenne | Bec ITocnenoBareabHOCTH
P. carotovorum pfkA -135 4,86 cCTGAATCaATTCAGC
pykF 240 4,76  atTGAATgGtTTCAGC
pdhR-aceEF-IpdA -253 4,49 atTtAAaCGgTTCAGC
icdA -175 4,98 GCTGAATCGtTTaAct
adhE -339 4,63  GCTGAATgGtgTCAGC
nuoABCDEFGHIJKLMN -257 4,60 aCTGACTCGATTtAGC
crp -297 4,06 GCTGAAgCGAgaCAaC
P. chrysanthemium fruBKA -105 4,57 ttTGAAaCGtTTCAGC
37 5,02 GCTGAAaCGATTCAag
manXYZ -195 4,27 cCTGAATCGATTCAta
47 3,99 GCTGAAatGATTCttg
glk 253 3,76  aCTGAAgCtgTTtAGC
epd-pgk-fbaA -154 5,21 GCTGAAgCGtTTCAGt
1piA -178 4,68 Gt TGAACCGATTaAGC
gapA -88 3,91 atTGAcaCGATTCcGC
gpmA -146 4,77 GCTGAAaCGATaaAGC
PpsA -109 4,44 GgTtgATCGATTCAcCC
pfkA -117 4,86  cCTGAATCaATTCAGC
pYKA -144 4,10 GgaagAaCGATTCAGC
pdhR-aceEF-IpdA -254 4,16 GgTtgAaCGgTTCAGC
icdA -174 5,18 GCTGAATCGtTTaAGt
adhE -314 4,63 GCTGAATgGtgTCAGC
crp -307 4,06 GCTGAAgCGAgaCAaC
Y. pestis fruBKA -101 5,10 at TGAAaCGtTTCAGC
-35 5,17 GCTGAAaCGATTCAat
ptsHI-crr -331 5,05 GCTGAATCGATTtAcC
manXYZ -158 4,80 cCTGAATCGATTCAtt
59 3,77 GCTGAAatGATTttag
glk -126 4,36 GCTGAAaCGtTTttat
epd-pgk-fbaA -160 5,21 GCTGAAgCGtTTCAGt
tpiA -165 4,68 Gt TGAACCGATTaAGC
gapA -79 391 atTGAcaCGATTCcGC
gpmA -194 4,56 GCaGAATCGATTCgGC
ppsA -194 444  GgTtgATCGATTCACC
PIkA -143 4,58  ctTGAATCaATTCAGC
pykF 257 4,88  GtTGAATGGtTTCAGC
pdhR-aceEF-IpdA -201 4,29 aCTatAaCGcTTCAGC
icdA -125 464  GCTGAATCGgTTaAct
adhE -308 4,63 GCTGAATgGtgTCAGC
nuoABCDEFGHIJKLMN -258 4,60 aCTGACTCGATTtAGC
nirBDC-cysG -167 4,35 GCTGAtaCctTTCAGC
copA -182 4,09 GCTGgAagGtTTaAcC
crp -254 4,59 GCTGAAgCGATaCAaC
-155 3,85 agTGAAggGtTTCtat
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Caiir

I'enom Onepon
IMono:xenune | Bec IHocaenoBarebHOCTH
Y. enterocolitica fruBKA -103 4,95 ctTGAAaCGtTTCAGC
-37 5,17 GCTGAAaCGATTCAat
ptsHI-crr -286 4,80 GCTGAATCGATTtAtC
manXYZ -221 4,80 cCTGAATCGATTCAtt
glk -131 4,36 GCTGAAaCGtTTttat
epd-pgk-fbaA -159 5,21 GCTGAAgCGtTTCAGt
IpiA -162 4,68 Gt TGAACCGATTaAGC
gapA -88 3,91 atTGAcaCGATTCcGC
gpmA 212 3,84  atTaAATCGATTCgaC
ppsA -163 4,44  GgTtgATCGATTCACC
pfkA -145 4,58  ctTGAATCaATTCAGC
pykF 258 4,88  GtTGAATgGtTTCAGC
pdhR-aceEF-IpdA -285 4,29 aCTatAaCGcTTCAGC
-49 4,16 GCaGAgaCGATTCAct
icdA -176 4,64 GCTGAATCGgTTaAct
adhE -310 4,63 GCTGAATgGtgTCAGC
nuoABCDEFGHIJKLMN -257 4,60 aCTGACTCGATTtAGC
nirBDC-cysG -168 5,04 aCTGAAaCcATTCAGC
copA -141 4,09 GCTGtAagGtTTaAcC
crp -255 4,59 GCTGAAgCGATaCAaC
-156 3,85 agTGAAggGtTTCtat
Y. pseudotuberculosis fruBKA -103 5,10 at TGAAaCGtTTCAGC
-37 5,17 GCTGAAaCGATTCAat
ptsHI-crr -333 5,05 GCTGAATCGATTtAcC
manX¥YZ -156 4,80 cCTGAATCGATTCAtt
glk -127 4,36 GCTGAAaCGtTTttat
epd-pgk-fbaA -160 5,21 GCTGAAgCGtTTCAGt
tpiA -163 4,68 GtTGAACCGATTaAGC
gapA -86 3,91 atTGAcaCGATTCcGC
gpmA -276 4,56 GCaGAATCGATTCgGC
ppsA -230 4,44 GgTtgATCGATTCAcC
pfkA -145 4,58 | ctTGAATCaATTCAGC
pykF 258 4,88 | GtTGAATGGtTTCAGC
pdhR-aceEF-IpdA -273 4,29 aCTatAaCGcTTCAGC
-37 4,16 GCaGAgaCGATTCAct
icdA -174 4,64 GCTGAATCGgTTaAct
adhE -308 4,63 GCTGAATgGtgTCAGC
nuoABCDEFGHIJKLMN -256 4,60 aCTGACTCGATTtAGC
nirBDC-cysG -169 4,35 GCTGAtaCctTTCAGC
copA -182 4,09 GCTGgAagGtTTaAcC
crp -256 4,59 GCTGAAgCGATaCAaC
-157 3,85 agTGAAggGtTTCtat
S. marcescens fruBKA -99 4,95 ctTGAAaCGtTTCAGC
-33 5,17 GCTGAAaCGATTCAat
ptsHI-crr -254 4,93 GCTGAATCGATTtAct
glk -125 4,04 GCTGAAaCGtTTtttg
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Caiir

I'enom Onepon
IMono:xenune | Bec IHocaenoBare1bHOCTH
S. marcescens epd-pgk-fbaA -208 5,21 GCTGAAgCGtTTCAGt
tpiA -164 4,68 GtTGAACCGATTaAGC
gapA -88 3,91 atTGAcaCGATTCcGC
gpmA -150 4,04 GCctgAaCGATTCAGC
ppsA -132 4,44 GgTtgATCGATTCAcC
pfkA -141 4,58  ctTGAATCaATTCAGC
pykF 237 4,88  GtTGAATGGtTTCAGC
adhE -306 4,56 GCTGAAagGtgTCAGC
nuoABCDEFGHIJKLMN -270 4,53 aCTGAcaCGATTtAGC
nirBDC-cysG -167 4,75 aCTGACTCGcTTCAGC
crp -301 4,06 GCTGAAgCGAgaCAaC
P. luminescens fruBA -105 5,10 Gt TGAAaCGtTTCAGt
-39 470 aCTGAAaCGATTCtat
frukK -87 5,05 aCTGAAaCGATTCAat
epd-pgk-fbaA -140 5,00 GCTGAATCGtTTCAtt
tpiA -177 4,56 atTGAAcCGATTaAGC
gapA -89 3,91 atTGAcaCGATTCcGC
gpmA 54 4,17  agaGAAcCCGtTTCAct
ppsA -113 4,44 GgTtgATCGATTCAcC
PIkA -140 4,85  GtTGAATCaATTCAGC
pykF -344 4,88  GtTGAATGGtTTCAGC
adhE -163 4,42 GCTGAAagGAaTCAGC
nuoABCDEFGHIJKLMN -253 4,46 aCTGAcaCGtTTtAGC
crp -240 3,98 GCTGAAaCaATaCAag
-126 4,14 GCTtgATtGtTTCAGt
V. vulnificus JruBKA -386 5,52 GCTGAATCGATTCAGt
364 5,16  GCTGAAagGATTCAGC
214 5,23 GCTGAATCGgTTCAGC
fruR -259 5,23 GCTGAAcCCGATTCAGC
-109 5,16 GCTGAATCctTTCAGC
-87 5,52 aCTGAATCGATTCAGC
V. parahaemolyticus fruBKA -293 5,11 GCTGAACCGATTCAGt
=271 5,16 GCTGAAagGATTCAGC
-113 5,52 GCTGAATCGATTCAGt
fruR -267 5,52 aCTGAATCGATTCAGC
-109 5,16 GCTGAATCctTTCAGC
-87 5,11 aCTGAATCGgTTCAGC
V. cholerae JruBKA -265 5,52 GCTGAATCGATTCAGt
-243 5,16 GCTGAAagGATTCAGC
-116 5,23 GCTGAAcCCGATTCAGC
fruR -238 5,23 GCTGAATCGgTTCAGC
-111 5,16 GCTGAATCctTTCAGC
-89 5,52 aCTGAATCGATTCAGC
V. fischery fruBKA 2211 5,52 GCTGAATCGATTCAGt
-189 5,16 ~ GCTGAAagGATTCAGC
-80 5,52 GCTGAATCGATTCAGt
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Caiit

T'enom Onepon
IHonoxenne | Bec IlocaenoBaTeIbHOCTH
V. fischery fruR -221 5,52 aCTGAATCGATTCAGC
-112 5,16 GCTGAATCctTTCAGC
-90 5,52 aCTGAATCGATTCAGC
P. profundum fruBKA -241 5,45 GCTGAAaCGATTCAGt
219 509  GCTGAAagGtTTCAGC
-152 5,57 GCTGAAaCGATTCAGC
fruR -204 5,57 GCTGAATCGtTTCAGC
-137 5,09 GCTGAAaCctTTCAGC
-115 5,45 aCTGAATCGtTTCAGC
P. aeruginosa SfruB/ptsl-fruKA -250 5,32 agTGAATCGATTCAGC
fruR -93 5,32 GCTGAATCGATTCAct
P. putida fruB/ptsl-fruKA -130 4,78 GaTtAAaCGtTTCAGC
fruR -170 4,78 GCTGAAaCGtTTaAtC
P. fluorescens SfruB/ptsl-fruKA -163 4,78 GaTtAAaCGtTTCAGC
fruR -158 4,78 GCTGAAaCGtTTaAtC
P. syringae SfruB/ptsl-fruKA -198 3,90 aCaGAATCGAgTaAcg
-167 4,85 GaTtAAaCGATTCAGC
fruR -203 4,85 GCTGAATCGtTTaAtC
-172 3,90 cgTtAcTCGATTCtGt
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IIpuioxenne 3.

MHo:xecTBeHHOE BhIpaBHUBaHMe 151 0ekoB FruB u Ptsl u3 E. coli n xumepHoro 6ejka u3
Pasteurellales. Brinenenst nocienoarensHoCTH, COOTBETCTBYIOMME O6enkam FruB u Ptsl E. coli.
O0603HaueHnst reHOMOB: cM. Taoum. 2.

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

FruB

MLELTVEQISMGQSAVDKPAALQLLASHLVADGLVADGYLSGLQAREAQGSTFLGQGIAIPHGTPETRDQVETTGVRLMQEP
MLELTLGQISMAQSAVDKTAALKLLADHLVADGLVAEGYLTGLMNREQQGSTFLGQGIAIPHGTPETRDLVEFTTGVRLMQFEP
MLELANEQIAMGQKAADKAEALRLLADRLVADGLVAEGYLQGLQAREAQGSTFLGQGIAIPHGTPQTRDLVYATGVRLLQEP
MLELDTRQIRMGQRAADKAEALRLLGAALVADGLAAPGYAEGLKAREAQGSTYLGQGIAIPHGTPDTRELVE STGVRLLQFEP

* e ook .k . * kK * e . . * K * * kK * . Xk kK kK ekkoekkhkKk Ak kK ek k. * KKk k o o o Kk Kk

FruB

DGVDWGDGQIVYLAIGIAAKSDEHLRLLOQLLTRALGETDLGQALRRASSPEALLKLLQG--APQELALDAQMIGLGVSADDF
EGVDWGDGOMVYLAIGIAAKSDEHLRLLOQLLTRALGEEDLGQALREAKSPEDLLKLLQG--APQELALDAQMISLGVSADDF
EGVDWGDGOMVYLAIGIAARSDEHLRLLOQLLTRALGETDLAEALRRASSAEALLKLLQG--APQALALDAQLVGLNVPAEDF
EGVDWGDGQQVYLAIGIAAKSDEHLQLLOQLLTRALGEADLGPALSAAASAEEVLGLLOG--APQELALDAQLVGLGONAEDL

e kk KKk Kk KK kK ekkkhkkhkkk Khkhkkikk Kk KKk . * . . * * . * . ** K . * Kk *k ... * * k.

FruB

EELVWRGARLLRQADCVSNGFAGVLQQVEALPLGDGLWWLHSEQTVKRPGLAFVTPDKPMRYLGQPLSGLEFCLASLGEAHQA
EELVWRGARLLRKADCVSNGFAAVLQQVEALSLGDGLWWLHSEQTVKRPGLAFVTPDKPIRYLGQPLTGLFCLASLGEAHQA
DELAWRGARLLQRADCVDSGFAAVLQQAEPLPLGEGLWWLHSERQVRQPGLAFITPQOQPLRYRDQPLNGLFCLASLGAAHEA
DELAWLGARLLKKAGCVENGFAAVLQQTEPLPLGDGLCWLHSEQLVKRPGLAFVTPAQPLQHQGQLVTGLFCLASLGEAHQA

* * * . * * * . . * ** * * . .k * .k *

FruB

LLERLCALLIEGRGHELGRATSSRKVLEVLGGELP-ADWPSARIALANAHGLHARPAKILAQLAKSEFDGEIRVRIVDGQDSA
LLERLCLLLIEGRGHELGHATNSRVVLEALGGEVP-AEWPTQQIQLANAHGLHARPAKILAQLAKEFEGEVRVRVLETGESA
LLERLCEVLIEGRGQVLYQATSSRAVLEVLGGEVP-ADWPSARVVLANPHGLHARPAKVLAQLAKGFEGEIRVRLVDSAQPA
LLERLCDLLLEGRGAELVRATSSRSVLAALGGELP- PDWPSARAVLANPHGLHARPAQALAQLAKGFAGEIRVRLADSEAAP

* ** ok e e . * .k . . * . . * ******* * . * X .. *

FruB PtsI
VSVKSLSKLLSLGARRGQVLEITIAEPSIAADALPALLAAIEEGLGEEVEPLPAVSQ--QIADIAEVLSAPA-SGSLLQA

VSAKSLSKLLSLGVRRGQTLEFIAEPSIAADALPALIAAVEQGLGEEVEPLPAASEPEAAPTPVAVAKPINAPA-AGSVLSA
VSVKSLSKLLSLGARRGQALELVAEPSIAADALPVLLAAIEQGLGEEVEPLPQSVA--——-PIADDVPEVLQAPA-AGSRIQG
VSAKSLSKLLALGARRGQTLEFSAEPAIAEDALPALLAAVREGLGEEVEALAEEALP——DAVGEAEEDARPAPLRAGERLQA

shk Keaakk sake K. K. . ok akk . * . * K x Kk

PtsI

IPAAPGIAIGPAHIQVQQAIDYPLR-—-GESAATIERERLKQALADVRQODIQGLIERSKA---KAIREIFITHQEMLDDPELT
VPASPGIAIGPAHVQVLQTFDYPQK-—--GESVAAERERLQTAIGEVRRDIENLIQRSKS—-—-KAIREIFITHQEMLDDPELI

VGAAPGIASGPAHVCVEREFDYPLR---GESCALERQKLREALATVNGELQALVLRSD----KAIGEIFVTHQEMLADPALT

TAASPGIASGPAHVQVAQRFEFQPR-—-GESPAHERERLLRAKRAVDEEIVGLVERSTV---KAIREIFVTHREMLDDPELA

Forkkkx ook ok : : N *orre . . H : HE : R
PtsI

DEVDTRLK-QGESAEAAWMAVIEAAAKQQESLHDALLAERAADLRDIGRRVLAQLCGVQTP--AEPEQPYILVMDEVGPSDV
EQRLN-DNESAAAAWATVIEAAAVQQOEQLKDALLAERAADLRDVGRRVLAQICGVETV--AAPDEPYILVMDEVGPSDV

DDVEQRLA-QGESAAAAWMAVIEAAARQQEALHDALLAERAADLRDIGRRVLAQLCGVQAQ--VEPEQPYVLVMTEVGPSDV
EQVQLRLN RGESAEAAWSRVVEDSAAQQEALHDALLAERAADLRDLGRRVLARLCGVEAP--REPEQPYILVMDEVGPSDV

sk XK * ok * * ok K Ko okkkkkakkexakek . ke . i R



ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE

ECO
PFO
PST
PPU
PAE
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PtsI

ARLDPARVAGILTARGGATAHSAIVARALGIPALVGAGAAVLLLKPGTPLLLDGQRGRLHVDADAATLQRASEERDTREQRL
ARLDPAQVAGILTARGGATAHSAIVARALGIPALVGAGDEVLLLKPGTVLLLDSQRGRLTVAPDQATLQRAVEDRDAREQRL
ARLDPNRVAGIVTAQGGATAHSAIVARALGIPAVVGAGASILLLESGTPLLLDGQRGVVSVAPPADELQRALAERDLREQRL
ARLDAQRVAGILTARGGATSHSAIIARALGIPALVGAGAAVLGLEPGTALLLDGEHGWLQVAPSTEQLQQAAAERDARQQRQ

* . * * * .k * Kk k. * * * Kk . * ** ** * * ** . *

PtsI

KAAAEQRHQPAHTTDGHAVEVFANIGESAGVISAVEQGAEGIGLLRTELIFMAHPQAPDEATQEAEYRRVLDGLAGRPLVVR
KAAAAARMEPAVTRDGHAVEVFANIGDSTGTPAAVEQGAEGVGLLRTELLFMAHSQAPDEATQEAEYRRVLTDLGGRPLVVR
QAAWANRFEPAITRDGHAVEVEFANIGDSNGIAKVVEQGAEGVGLLRTELIFMAHPQAPDVATQEAEYRRVLDGLDGRPLVVR
ARADAQRLEPARTRDGHAVEVCANLGDTAGAARAVELGAEGVGLLRTEFVFMNNARAPDLATQEAEYRRVLDALDGRPLVAR

Xk kK kkk Kkk*K ** * * Kk kK . ** *** ** * * X * * .. *

PtsI

TLDVGGDKPLPYWPIAKEENPFLGVRGIRLTLORPQIMEAQLRALLRSADNRPLRIMEPMVGSVEEWRQARDMTERLRLEIP
TLDVGGDKPLPYWPIAKEENPFLGVRGIRLTLQRPDVMESQLRALLRAADSGPLRIMFPMIGTLEEWREARAMTERLRAEIP
TLDVGGDKPLPYWPIAAEENPFLGVRGVRLTLORPQVMEDQLRALLRAADQRPLRIMEPMVGQVHEWREARAMVERLRAETIP
TLDVGGDKPLPYWPIPHEENPYLGLRGIRLTLOQRPQILETQLRALFRAAGERPLRVMEFPMVGSLDEWRQARDLALRLREEIP

Kk ek e kkkhkKk KAk Kk . *kkkhkk o kk Kk ok o e ook ... Kk hkhkk o o ko o Kk o kkkk o . * K * . * .

PtsI

—————— VPDLQLGIMIEVPSAALLAPVLAKEVDFFSVGTNDLTQYTLAIDRGHPTLSAQADGLHPAVLQLIDITVRAAHAHG
—————— VSDLQLGIMIEVPSAALIAPVLADFEFSIGTNDLTQYTMAIDRGHPTLSAQADGLHPSVLQLIDMTVRAAHANG
—————— VADLQLGIMVEVPSAALLAAQLADFEFSIGTNDLTQYTLAIDRGHPSLSAQADGLHPAVLSLIDMTVRAAHAHG
—————— LADLQLGIMVEVPSAALLAPVLADFFSVGTNDLTQYTLAIDRGHPSLSAQADGLHPAVLQLIDMTVRAAHAEG

e ek ek ek ke kK .k KK ekkhkhkk ko hkhkkhkhAkAkhkhkkhkokeoehkkhko .k . . ke kK kK . ke kK Kk

PtsI

KWVGVCGELAADPLAVPVLVGLGVDELSVSGRSIAEVKARIRELSLTQTQTLAQQALAVGSANEVRALVEAL———————
KWVGVCGELAADPLAVPVLVGLGVDELSVSARSIGEVKACVRELTLSSAQQLAQKALTAGSAAEVRALVEAV———————
KWVGVCGELAADPQAVAVLLGLDVDELSVSARSTIAEVKALVRQADHQTARALAREALQODSAAAVRALVERY ———————
KWVGVCGELAADPLALPLLVGLGVDELSVSARSIALVKAGVRELQLVAARGLARKALGLASAAEVRALVEAEVQ—————

KKk Kekkkkk K * ok ek . ek ko k ok * x .k ok . .. * x .k Kk .. . ok Kk .
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IIpunoxenne 4.

MHokecTBeHHOE BLIPABHUBAHUE HYKJIEOTHAHBIX MOcJea0oBaTebHoCTel fruR-fruB/pts] w3
Pasteurellales. YcnoBHble 0003HaUEHUS: KOJUHYIOIIME OCIEI0BATEIBHOCTH TTOKA3aHbI
3arJlaBHBIMU OYKBaMH, HEKOIUPYIOIINE — CTPOYHBIMU; TIOTEHIIMATBHBIC CAalThI CBsi3bIBaHUsT FruR
IIOKa3aHbI 6GJ'IBIM Ha TEMHOM (bOHe; KOHCCPBATUBHLBIC MTO3UIIUU IMTOMCUCHBI 3BC3JOUYKAMU.
O603HaueHust TeHOMOB: cM. Ta0u. 2.

PPU
PFO
PST
PAE

PPU
PFO
PST
PAE

PPU
PFO
PST
PAE

PPU
PFO
PST
PAE

PPU
PFO
PST
PAE

fruR
GGCGATATCGCTGAGTTTCAC-———————————————————————————————————————— cgaattttccttgttattacc
CGCGATATCACTGAGTTTCAA-————————————————————————————————————— cccgggatttcecettgtttttte-
TGCAATATCGCTCAGTTTCACcccgaaaattcctttagttggeccaggcggctcaggaccgtcgaattgttttecgecgtgge—
GGCGATATCACTGAGTTTCAA-———————————————————————————————————— aaccgatctctactggaggcgacg
Kk ok kkkk ok kkkokkokokok kK * * * % * ok *

ggggctgcctgtaaggccggaccgggtagtttgacccggtacaggcatcacgecgcagacgaccattgtecgcaat-tgt-ccg

—gagcttgccgcgacatt-——-ttcgccaatcctacccgattcaggca———————— ggcgaccattgtctcagcgcat-ccg
ggcgatcattacaccagaccgtaggaaattcctaagtacttcaagtattt—————- taggaagtctcctacagc-gat-cgg
acaagttgggcttcaagg-—atcaatcattatcgggtaacgtgccaatttaattalederEidelepiaderlcfeaaaagattccyg

* * K * * * * x *x Kk %

ac—aggatggggctttttactgggcagattatcgagtaacgtg-—-—gccgtctggt-ca—[sEiAEE loidddeETelelt g——CC
ac—aagttggacttcaaggatggg-acattatcgagtaacgtg-—--ccaatcaatc-ta—[sEiALEE lledddeEleleclaa——gC

ac—-cgactgggcttcaatga—acgcElElEERdderlei-Elele t g———Cccgggcaat tgt a—[sEiAEE Lo CiddeETelela c——gC

gcgaagccggcgccccctgecccaggctgectecgecgcageccgaacgcggcgecgectacgectatggcaggtcaatgacaac
* * x *kk Kk K* K * * * * x * * kK *

gaattttctgec——------——- ctcggctgccacccgcgcaa-ggttgctgaa-ctggeccctttatgtgaatttcacaa——-
gtattttctacgttttagacgcctttggccggttctgeccgtga—aaccgccaaaactgcecctecctgaagggaagctgacaageg
ctgttgtctgc-tgcaatcgagatgaaactgatgtccg-atag—gatattcgatgggcatcactttcatcctcttagectgtcg
aagcggatcaccgcccecctggctgtacggaaggctceccgecgagecgettteccgetaccgecggecacatcececgegeccgecgect—
* * *
JruB/ptsI
—caatactccagta---cccgaacgggaact-—-gcaaaaggagaaggtc——————-—-—-—-—-——————— ATGCTCGAGCTCGCCA
cctaagctgcaaccat-tcaaaacaatacct--ggcgtcacacgacgccaaaaaggagatcgca-——-ATGCTCGAGCTCACTG
atcacatgtgatcgccattaaaacaagaatcaggtggcgccctggecgctgcacaggagtcaaggcaaATGCTCGAACTCACTC
—-cggcgcggcgggacgatccggacgtgagacggggagceccgttegetectgaggaggtttee—————- ATGCTCGAACTCGATA

* K * * kAKX kkhkkkKk ki Kk
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IIpunoxenne S.

MHo:xecTBeHHOE BbIPABHUBaHNe HYKJIE€OTH/IHBIX MocIe10BaTeabHOCTel fruR-fruB
MeKIreHHBIX MpoMe:kyTkoB u3 Vibrionales. YcnoBusie o603nauenust: cm. [punoxenue 4.
O0o03HaueHus reHOMOB: ¢M. Taou. 2.

JruR
VPA ATCCAGTGTCAT————————————————————— tat--tctcaaccct--a---ttct--gtgcgcgcg-atcata--——--tt
VVU ATCCAGTGTCAT————————————————————— tat--tacctaccct-—-a-—-—-atct--gtgcgcctg-atcataga--tt
VEI ATCTAATGTCAT————————————————————— tggg-taaggatcctcaa---tttt-—-gtg-gttcggatcatagaaata
VCH ATCCAGTGTCAT————————————————————— taa---gggggtctc-—-g-—--ttttatgtgcgtctg-atcatagaa-cg
PPR ATCTAACGTCATgatgagttcttatcgtttgcttataatagagattaaaaagagattt-—-gtgcgcttg-atcatataatcg
* Kk Kx K * Kk Kk kK * * K * Kk Kk K * kK Kk Kk kK

VPA ——aatacatcaacgatc--ttac-g-ata-agttg-aattataafefederElefeleCiAdeLloida t aaaafefeide e fe LRk dorTe ol
VVvU
VEI
VCH
PPR

* % * % * * *khkk kkk khkk kAhkkkkk KArkkrkkrAkhkk Kk kK *hkkkkhAkkhkk KAhkkkkk
VPA aaaa-t-ctaaaaattgaccaaaatcacc—-aa-——-aat-——-—-ccggcaa—--tg--cagtaagtcttcgt-ctaggct-t-ta
VVU aaaa-t-ctgcaaatagacatacatcacctaattgaatgattttgtcgaattgaacagcat-tctcggtattgaact-cgtt
VEI aaa--t-ttgaaaa-—--gcgtg-at-—————————- at-——-ttg-cg—————- c——-tat-tttt-—-——-—- act-cata
VCH aaaagtaccgttgatt--caca-atc-—————-—--—--—-—- tcgtcca—-————-— ctacaaaggtc—————- agattgtgtc
PPR aaagct-cta-aaat--gt-taagtggc————————- t-————tt-—-"-—--——--—- actgaaactttt—-—————- aatt-—--tc

* K Kk * * * * * * *
VPA agcaata—--ca—-gct-caag-—-gggtgt—--ttaacgttag-attttt-—aaaacatttt-—gctaagtc—-tt-—-—--ttaa
VVU ggccgtgtccacgttgtaaataaaagtgccgtt——tgctga—atttttttaaaccaatt———ttaa
VEI a--—atg--cgaatt-taa-—————- tgc—————- gtaga-aat—-————- aaa-—-—-ttt--gttgaact--tt-—-———tt——
VCH ga-—-gtatcca-gcagcaag————- at-c——————- gtgagtattc----gag--gtttt--gctgaat-—-tt--——-—-tt—-
PPR a———gca——aaa ———————————————————————————— ttttaggttgaag-——————-—--——- ta-
* K * K R S 4 *
vPA - aaaattt--gc--cact-ta----—- atcgaaagaag—g——tttagcta—a—gacac———
VVU gttaagcaaaagttaagcaacgctgtgaaagtgcttaa—-cgctccaa-atctaagggtgtgecttttaacca-aaggcgcecttt
VFI ttgagt-—--gcttt—-————-—— gctgaatcgattcagt shaviittt g--—-—-ttttgc-a-a-ggca--——-—
VCH - tt-—-gc-——cctttg———-tlefdeclelele Ll deETofe——t cCaaaggaa——————— aacgagacgggatgaa
PPR tc-aac----ttata-—-—— attaca-cgacgt-g--tcgatgggtatg---ttaactg---ggtatg--
* * K * * k% *
VPA ——aacaaaactag--—-—-—-——-— agcaa----gact-—-—————————- gaatacatttt-————- ta——— at---ttga-ttgg
VVU taggcaaagacagtctgttaagcaaagcagacttcttaaacaaagaagacctctcacaccgtagagaaacaggttgaaccga
VEI -——ataaa-—-ta-———————- C—————- gatt-———————-——- gatta--tc——————- ag-—————————— tga-———-a
VCH t-gacaagg-tatt-————-—- gcttc-——-aact-———-———-——- gaaaacctgcagcgatacat—-—--cacatctcg--ccta
PPR ——aatagagattttt—-————-—- acctc-———-ggtt-————-------——- attagtactaat----cag-—---acaaataga--aga
* * * * * * *
fruB

VPA tacgaat---—-acctta-aggctggagaagcaccATGCTTAAGCTAAACAAGAACGACATTACCCTICTCGCAATCAGCGGCA
vVvU gagaaatgacgacgcgatacgctaagaaggcaacATGCTCAAATTAACTTCATCAGATATTACGCTCCAGCAGAGCGCCGAC
VFI catagat-—---a-gcgagaggct-—--aagac-ccATGCTGACATTAACAAAGAATGACATTACGCTGCAGCAGTCAGCAGCG
VCH tagaggc----agacagga-gtt-—--aaga-———-ATGTTAGAACTCACTACACAAGATATTCAATTGCAGCAACACTTTIGCG
PPR cagaaat-—-—-—--- ccagtggagt--gaattca-—-ATGTTGTCACTATCTCAGAACGATATTCAGTTAAAGCAAACCGCTACC

* * * * Kk kK * *x Kk okk * * % *



174

IIpuaoxenne 6.

MHuoxkecTBeHHOE BhIpaBHUBaHue 17151 0eikoB PurR u RbsR. YcioBHbie 0003HaUeHHS: CM.
[Tpunoxenue 1. O603HaueHsI TeHOMOB: cM. Tab. 2

PurR
PurR
PurR (ECO)
PurR (YPS)
PurR (YPK)
PurR (PLU)
PurR (PCA)
PurR (PMU)
PurR N
PurR U

STY)
STM)

HI
HD
VP
vC

RbsR (VF
RbsR (VV
RbsR (VPA
RbsR (VCH

Y

RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR

ECO
PCA
PLU
PMU
HIN
PFO
PPU
PST

(

(

(

(

(

(

(

(

(

(

(

(

(

(VFI

(PPR
RbsR (PPR

(VFI

(VWU

(

(

(

(

(

(

(

(

(

(

(

(

(PAE

)
)
A)
)
)
)
)
)
)
)
)
)
)
)
)
)
)
)
)
)
)
)
)

PurR (STY)
PurR (STM)
PurR (ECO)
PurR (YPS)
PurR (YPK)
PurR (PLU)
PurR (PCA)
PurR (PMU)
PurR (HIN
PurR (H

PurR
PurR
PurR
PurR
PurR

(
(
(
(
(
(
(
(
(
(
(VP
(
(
(
(
RbsR (
(
(
(
(
(
(
(
(
(
(
(
(
(
(
(

vC
\AY%
VE

RbsR
RbsR
RbsR (VP
RbsR(V
S
STM
ECO
PCA
PLU
PMU
HIN
PFO
PPU
PST
PAE

PPR
PPR
VFI
vVvU
C
T

RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR
RbsR

)
U)
A)
H)
U)
1)
)
)
)

)
A)
H)
Y)
)

)

)

)

)

)

)

)

)
RbsR )

ATIKDVAKHVGVSTSTVSHVL

TIKDVAKHASVSTSTVSHVL

ATMKDIAKLAGVSTSTVSHVI

TMKDIAKLAGVSTSTVSHVI

ATMKDIARLAGVSTSTVSHVI

TMKDVARLAGVSTSTVSHVI

ATMKDVARLAGVSTSTVSHVI

TMKDVARLAGVSTSTVSHVI

ATMKDVARLAGVSTSTVSHVI
ATMKDVARFAGVSTSTVSHVI

TMKDIARIAKVSTSTVSHVI

ATMKDIARLAQVSTSTVSHVI

KTREVAEETRNAVWAAIKELH-YSPSAVARSLKVNHTKSIGLLATSSEAAYFAE
KTREVAEETRNAVWAAIKELH-YSPSAVARSLKVNHTKSIGLLATSSEAAYFAE
KTREVAEETRNAVWAAIKELH-YSPSAVARSLKVNHTKSIGLLATSSEAAYFAE
KTREVAENTKAAVWAAIKELH-YSPSAVARSLKVNHTKSIGLLATSSEAPYFAE
KTREVAENTKAAVWAAIKELH-YSPSAVARSLKVNHTKSIGLLATSSEAPYFAE
KTREVAEDTKAAVWAAIKALN-YSPSAVARSLKVNHTKSIGLLATSSEAPYFAE
KTREVAEETKAAVRAAIKELH-YSPSAVARSLKVNHTKSIGLLATSSEAPYFAE
KTREFVAAETEKLVLQAIQELN-YSPSAVARSLKVNTTKSIGMIVTSSEAPYFAE
KTREVAKDTEEAVLSAIKQLN-YSPSAVARSLKVNTTKSIGMIVITSEAPYFAE
KTREVAEETSKTVWNAVQKLN-YSPSAVARSLKINTTKSIGMIITTSEAPYFAE
KTREVAEATQEKVMKAVDELN-YAPSAVARSLKCNSTRTIGMLVTQSTNLEFSE
KTREVAETTQEKVMEAVKQLN-YAPSAVARSLKCNTTRTIGMLVTQSTNLEFSE
KTREVAEATQEKVMKAVDELN-YAPSAVARSLKCNTTRTIGMLVTQSTNLEFSE
KTREVAEATQKRVWEAVEELN-YAPSAVARSLKCNTTRTIGMLVTQSENPEFFAE
KTREVAEATQKKVLAAVDDLN-YAPSAVARSLKCNTTKTIGMLVTKSTNPEFFAE
KTREFVSEDISTRVLAAVDELN-YAPSALARSLKVKNTRTFGMLVTTSTNPEFFGE
KTREVSEDISERVMAAVAELN-YAPSALARSLKVNHTKTEGMLVITSTNPEFFGE
KTREFVSEETIAERVNHAAKELNYFAPSALARSLKVNRTNTIGMLVTTSTNPEFFGE
KTREVSEEISERVNNAAKELNYYAPSALARSLKVNRTKTIGMLVITSTNPEFFGE
KSREVSDEIAERVNNAAQQLN-YAPSALARSLKMNRTKTIGMLVTTSTNPEFFGE
KDREVSETITEKVEAAIKSLN-YAPSALARSLKLNQTRTIGMLITASTNPEFYSE
KDREFVSETITEKVEAAIKSLN-YAPSALARSLKLNQTRTIGMLITASTNPEFYSE
KDREVSEAITAKVEAAIKELN-YAPSALARSLKLNQTHTIGMLITASTNPEFYSE
INNREFVSDAIREKIMKAVDDLN-YAPSALARSLKINQTRTIGMLLTASSNPFYAE
INNRYVSDGVKKKVNDAIEQLN-YAPSALARSLKIKQTKTIGMLVTTSNNPFYAE
NSREVSDEIRDKVMHVVKELN-YTPSALARSLKVKETKTIGLLVTATNNPFFTE
GSREVSDEIREKVMRIVAELN-YTPSAVARSLKVRETKTIGLLVTATNNPEFFAE

KTRPVSEEVRLKVEAAIKSLD-YVPSAVARSLKAKTTATIGLLVPNSLNPYFAE
KTRPVSEQVRLKVEAAITELD-YVPSAVARSLKARSTATIGLLVPNSVNPYFAE
KTRPVSEPVRLKVEAATAQLD-YVPSAVARSLKAKTTSTIGLLIPNGMNPYFAE
RTRPVSDAVRKKVEDAIAQLH YVPSAVARSLKVRTTSIIGLLVPNSTNPYFAE

ek kKKK ok * * * KKk Kk . ***** * ok e e .. *

*kk o kKk ok . %

ITEAVEKNCFQKGYTLILGNAWNNLEKQRAYLSMMAQKRVDGLLVMCSEYPEPLLSMLEEYRHIPMVVMDWGEAKAD
ITIEAVEKNCFQKGYTLILGNAWNNLEKQRAYLSMMAQKRVDGLLVMCSEYPEPLLSMLEEYRHIPMVVMDWGEAKAD
ITEAVEKNCFQKGYTLILGNAWNNLEKQRAYLSMMAQKRVDGLLVMCSEYPEPLLAMLEEYRHIPMVVMDWGEAKAD
VIEAVENSCYSKGYTLILCNSHNNLDKQKAYLAMLAQKRVDGLLVMCSEYPDQLLGMLEDYRNIPMVVMDWGTARGD
VIEAVENSCYSKGYTLILCNSHNNLDKQKAYLAMLAQKRVDGLLVMCSEYPDQLLGMLEDYRNIPMVVMDWGTARGD
ITESVENSCYSKGYTLILCNSHNNIDKQKAYLAMLAQKRVDGLLIMCSEYPEQLLGMLEDYRNIPMVVMDWGQARSD
ITEAVENSCYAKGYTLVLCNSHNDIGKQRAYLSMLAQKRVDGLLVMCAEYPPELLGMLEDYRSIPMVVMDWGQMHND
ITHAVEEHCYRQGYSLFLCNTONNVEKIKNHLEMLIKKRVDGILVMCAEYTQDSLDLLANFTSLPLVVMDWGPD—-NK
ITHSVEEHCYRQGYSLFCVTHKMDPEKVKNHLEMLAKKRVDGLLVMCSEYTQDSLDLLSSEFSTIPMVVMDWGP——NA
IVLAVEEHCYQQGYSLFLCNTONEPEKIQNHLDMLIKKRVDGILVMCSEYTRNSLELEN-ATNIPMVVMDWGKA-HE
VIDGVESYCYRQGYTLILCNTGGIYEKQRDYIRMLAEKRVDGILVMCSDLTEELKEMLDRHSDIPKVVMDWGPE-SS
VIDGVESYCYRQGYTLILCNTGGIYEKQRDYIRMLAEKRVDGILVMCSDLTQELQDMLDAHKDIPKVVMDWGPE-TS
VIDGVESYCYRQGYTLILCNTGGIYEKQRDYIRMLAEKRVDGILVMCSDLTEELREMLDKHADIPKVIMDWGPI-SS
VMHGVENYCYKQGYTLFMCNTEGDLEKQKHYLRMLAEKRVDGLLVMCSDLNEQLLTLLEKNTELPMVIMDWGPD-SP
VIHGVEEYCYNAGYTLILCNTEGNLVKQRDYLRMLAEKRVDGLLVMCSDIDQDLLDLLARKSDLPMVIMDWGPE-SP
VVKGVERRCYEYGYNLILCNTEGDIARMHSNLDTLLOQKRVDGLLLMCSEVDNEEFNLFARHQPVPTVVMDWGP IDF —
VVKGVERRCYEKGYNLILCNTEGDAERVHSSLDTLLOQKRVDGLLLMCTEIENQVLELEFSRYQPVPTVVMDWGL IDFE -
VVKGVERSCYQKGYNLILCNTEGDHERMKSSIMTLLOQKRVDGLILMCSSLEGERLDVFERYPDIPVVVMDWGPMLE -
VVKGVERSCYHKGYSLILCNTEGDNERMRQSINTLLOQKRVDGLILMCSSLEGERIDVFERYPDIPVVVMDWGPMLE —
VVKGVERSCYHQGYNLILCNTEGDNQRMKASINTLLOKRVDGLLLMCSTLEGERLDVEDRYPDIPIVVMDWGPILE -
LVRGVERSCFERGYSLVLCNTEGDEQRMNRNLETLMQKRVDGLLLLCTETHQPSREIMERYPSIPTVMMDWSPFDGE
LVRGVERSCFERGYSLVLCNTEGDEQRMNRNLETLMQKRVDGLLLLCTETHQPSREIMERYPSIPTVMMDWSPEFDGE
LVRGVERSCFERGYSLVLCNTEGDEQRMNRNLETLMQKRVDGLLLLCTETHQPSREIMQRYPTVPTVMMDWAPEFDG—
VVRGVERCCYERGYSLILCNTEGDRDRMSHSLETLLOQKRVDGVLLMCTESHRPLPEMMSRYPSIPMVMMDWAPFEG—
IVRGVERSCYERGYSLILCNTEGDTKRMDYSMETLLQKRVDGVLIMCTENQHNSCDVLRRYPPLPVVMMDWSPEDI—
VVSGVEQYCHQHHYNLILSNTEGDTERLRHNLQTLIQKQVDGLLLMCSDARIQIGKDLN--VNLPFVVMDWWPTEE -
VMAGVEQYCQKNQYNLITIATTGGDAKRLQONLQTLMHKQVDGLLLMCGDSRFQADIELA--ISLPLVVMDWWE TEL~-
LARGIEDYCERNGYCVILCNSDDNPDKQRSYLRVLLEKRIDGLIVASAGGDSGLAQGLAG-VKTPMVIVDRGLEGVD
LARGIEDACERNGYCVILCNSDDNPQKQRSYLRVLLEKRIDGLVVASVGQDDDLLQSLAS-VRTPMVIVDRELEGVD
LARGIEDYCERNGEFCVILCNSDDNPEKQRSYLRVLLEKRVDGLIVSSVAGDTSVICGLTE-VRTPLVIVDRELQGID
LSRGIEDCCERNGYCVILCNSDDNPQKQANYLRVLQEKRIDGLVLASAGGDGALAKGLAN MRTPTVIVDEGVEGVD
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—FTDTVIDNAFAGGYMAGRYLVERGHRDIGVIPGPLERNTGAGRLAGFMKAMEEALINVPDNWIVQGDFEPESGYHA
—FTDTVIDNAFAGGYMAGRYLVERGHRDIGVIPGPLERNTGAGRLAGFMKAMEEALINVPDNWIVQGDFEPESGYHA
—~FTDAVIDNAFEGGYMAGRYLIERGHREIGVIPGPLERNTGAGRLAGFMKAMEEAMIKVPESWIVQGDFEPESGYRA
—FTDSIIDNAFEGGYLAGRYLIERGHRDIGAIPGQLARNTGGGRHQGFLKALEEANIPVREEWIVQGDFEPESGYKA
~FTDSIIDNAFEGGYLAGRYLIERGHRDIGAIPGQLARNTGGGRHQGFLKALEEANIPVREEWIVQGDFEPESGYKA
—FTDTIIDNAFHGGYLAGRYLIERGHRDIGAIPGPLARNTGGGRHQGFLKALKEANIPIKEEWVIQGDFEPESGYKA
—~FTDTIIDNAFEGGYMAGRYLIERGHRDIGAIPGIQERNTGSGRYLGFLKALKEADITVRNEWVVQGDFEPESGYKA
—HTDIIQDHSFEGGYLATKYLIDHGHKDIGIIAGELTKTTAKTRYEGF IKAMNEAGLKINPDWVMEGFFEPEDGYEC
~NTDVIDDHSFDGGYLATKHLIECGHKKIGIICGELNKTTARTRYEGFEKAMEEAKLTINPSWVLEGAFEPEDGYEC
—KNDRIIDNSENGAYLATRHLIDNGHKDIGVISGYLTKTICSERLEGF IKAMKEANLPIREEWILEGDFEPESGFEQ
—RADKIIDNSEEGGYLATKYLIDNGHTDIACLSGHFEKLACQERIAGFRRAMAEAKLPINEDWILEGNFECDTAVLV
—HADKIIDNSEEGGYLATKYLTDRGHTEIACLSGHFVKAACQERIQGFRRAMAEAKLTVNEDWILEGNFECDTAVLA
—QADKIIDNSEEGGYLATKYLIDNGHTKIACLSGHFEKAACQERIQGFKRAMKEANITLNNEWILEGNFECDTAVMA
—RTDKIIDNSEEGGYLATKHLIENGHTHIACITGQADKVTCKERVRGFERAHIDANLTENPEWILEGDFECASASRA
—~LTDKIQDNAEQGGYVATKHFIDNGHEKIGCLSGHSEKSTCRERLKGFNKAMAEAGITVNNNWIIDGDFECESAVEA
—PSDKIQODNSHHGGYLATRHLIAQGHTQIGCLTGPLDKLPAQQRLSGFVQAMEEAGLTINKSWIASGNFECEGGEKA
—~PSDKIQDNSHHGGYLATKHLIEQGHTEIGCLTGPLNKLQAQQRLSGFVQAMEESGLEINKNWIASGNFECEGGEAA
—SSDKIQODNSLRGGYLAANHLIQMGHKEIGCITGPLIKHQAQMRYEGYKRALNEHGLPENPAWIVEADFECEGGYQA
—TSDKIQDNSLRGGYLAAKYLIDCGHTEIGCITGPLIKHQAQMRYEGYKRAMNEAGLEFNANWIIESDFECEGGYQA
—ASDKIQODNSLQGGYMAAKHLIECGHKEIGCITGPLIRHQAQMRYEGYKRALAEAGIAINPDWIVESDEFECEGGYQA
GDSDLIQDNSLLGGDLATQHLIDKGFTRIACITGPLDKTPARLRLEGYRAAMKRAGLAIPQGYEITGDFEFGGGFDA
GDSDLIQDNSLLGGDLATQYLIDKGEFTRIACITGPLDKTPARLRLEGYRAAMKRAGLAIPQGYEITGDFEFGGGEFDA
—~DSDLIQDNSLLGGDLATQYLIDKGHTRIACITGPLDKTPARLRLEGYRAAMKRAGLNIPDGYEVTGDFEFNGGFDA
—AIDVIKDNSLLGGEIATNYLISRGYKKIACIAGPKDKTTAYNRLEGYRQAMOLAGLSVPTDYEIFGDFEFETGYRA
—VGDVIQDNSLLGGEMATNHLISCGFKKIACIAGPQDKTPANHRLKGYRKAMANAGLTIPDGYEIYSDFEFAGGFKS
—KADKIYENSEYGGYLATKQLIEKGHQHTIATIITGNLKKSLAQNRLDGYKKALKEANIPLREDCIIESHEFDFEGGKRG
—NADKILENSALGGYLATKALIDAGHRKIGIITGNLKKSVAQNRLQGYKNALSEAKIALNPHWIVESHEDFEGGVLG
——ADLVRIDHEYGAYLATRHLLELGHRDIATIGGPASTSVAQMRQAGFARALKEAGVEVAPSRMLESDEFTSTGGYNA
——ADLVRIDHEQGAYLATRHLLELGHRDVAYIGGPAETGVTQLRLSGFRRAMAEAGAPVPGSRVLHCDEFTSPGGHAA
——ADMVRIDHEQGAWLATRHLLDLGHRHIACIAGPRESAVAELRLAGYRRAMQQASIEVGAGWAVHSEFTSPAGHEA
——ADRVQIDHEMGAYLATRHLLELGHRDIACIGGPLSTKVSTLRVEGYRRAMAKAGLEVRPQWLLESEFSSPGGYHA

* . * ok . * . D 3 * * . * *

MOQILSQS—-HRPTAVFCGGDIMAMGALCAADEMGLRVPQDVSVIGYDNVRNARFEFTPALTTIHQPKDSLGETAEFNM
MQOQILSQS—-HRPTAVEFCGGDIMAMGALCAADEMGLRVPQDVSVIGYDNVRNARYFTPALTTIHQPKDSLGETAEFNM
MOQILSQP--HRPTAVFCGGDIMAMGALCAADEMGLRVPQDVSLIGYDNVRNARYFTPALTTIHQPKDSLGETAFNM
MHQILTQK--HRPTAVEFCGGDIMAMGAICAADELGLRVPOQDISVIGYDNVRNARYFSPALTTIHQPKERLGETAFAM
MHQILTQK--HRPTAVFCGGDIMAMGAICAADELGLRVPQDISVIGYDNVRNARYF SPALTTIHQPKERLGETAFAM
MHQILNQK--QRPTAVEFCGGDVMAMGAICAADELGLRVPODISVIGYDNIRNARYEFSPALTTIHQPKERLGQMAF SM
MHQILAQK--QRPTAVFCGGDIMAMGAICAADELGLRVPQDISVIGYDNVRHARFEFTPALTTIHQPKERLGQSAF SM
MNKILAQD--TLPTAVEFCCNDVMALGAISAIGEKGLRVPEDISIIGYDNIHASREFYSPPLTTIHQSKSRLGARAVTL
MNRLLTQE--KLPTALFCCNDVMALGAISALTEKGLRVPEDMSIIGYDDIHASRFYAPPLTTIHQSKLRLGRQAINT
MNNLLRLD--KLPTAIFCFSDTIALGVLSALSEKGIAVPQDISIIGYDNTHSSREFFSPPLTTIHQSKSRLGVKALNL
ADKITAME--KRPTAVFCEFNDTMALGLMSRLQONGIKVPDDVSVIGYDNIELAEYFSPPLTTIHQPKRRVGKNAFET
ADKIIAMD—-KRPTAVEFCENDTMALGLMSRLQQOKGIRIPEDMSVIGYDNIELAEYFSPPLTTVHQPKRRVGKNAFET
ADKIASWQ--DRPTAVFCEFNDTMALGLMSRLQQLGLRIPEDISVIGYDNIELAEYFSPPLTTIHQPKRRVGKNAFET
VDKILAIEENKRPTALFCENDIMALAAISKIQQSGLRVPEDISVIGYDNIELSAYFSPPLTTIHQPKRRVGKTAVETI
ANQYIAMK--DRPTAIFCFNDIMAMALISTFEQAGVRVPDDISVIGYDNIDLAPYFSPPLTTIHQPKRRLGKTAIET
FEELYARG--SLPTALFVCNDMMAMGVINTANKKGISVPNDISIVGYDDIKLAKYITPSLTTIHQPKHRLGQQAVDT
FNEIHAKG--KLPTALFVCNDMMAMGMINCASKKGISVPNDISIVGYDDIKMAKYITPSLTTIHQPKHRLGQQAVDS
FKKIVAKG--PLPSALFVCNDMMAMGVINAANEVGVEIPHDLSIIGYDDIHIAKFMTPSLTTIHQPKYRLGQAAVET
FKKMAERG--TLPSSIFVSNDMMAMGVINAANELGIKVPDDLSIIGYDDIHIAKFMSPSLTTIHQPKYRLGQAAVET
FEKLYQRG--KLPSALFVSNDMMAMGVIQAASQRGLRVPDDLSLIGYDDVHIAKFMTPALTTIHQPKYRLGKAAVDT
MOALLAHQ--QRPQAVETGNDAMAVGAYQALYQAGLRIPODMAVIGYDDIELARYMTPPLTTIHQPKDELGELAIDV
MOALLAHQ--QRPQAVEFTGNDAMAVGAYQALYQAGLRIPQODMAVIGYDDIELARYMTPPLTTIHQPKDELGELAIDV
MRQLLSHP--LRPQAVEFTGNDAMAVGVYQALYQAELQVPODIAVIGYDDIELASFMTPPLTTIHQPKDELGELAIDV
MOQLLALE--DKPEAVFTSNDAMAVGVYHALYQAGLSIPQODMAVIGYDDIELARYMSPPLTTVHQPKDELGELAVDT
MOELLQHP--EPPEAVFAGNDAMAVGAYQALYQAGLSVPDDISIIGYDDIDLAPYMIPPLTTIHQPKDELGKLAVDT
MEKVLALQ--PRPTAVFACSDSIAFGAYQTVWHQGLHIPQODISIIGYDNITLAEYMSPPLTTINQPKAELGKLAVET
IQSLLTQS--SRPTAVFCCSDTIAVGAYQAIQQQGLRIPODLSIMGYDDIELARYLSPPLSTICQPKAELGKLAVET
ASILL--ER-NPPSAIFAGNDMIGIGVLRAAAERNVRVPAELSVIGFDDIQMSRYVYPALTTVGQSILQLGEMAAEV
AAQVL--EG-KRPSAIFAGNDMIGEFGVLRAAAERNISVPGELSVIGFDDIELSRYVYPSLTTVGQSIRELGESAASL
AGRLL--AE-HAPTAIFAGNDVIAIGVLRAAAERSIRVPQDLSVIGEFDDIQISRYVYPALTTVGQSIMQLGETAAGM
ALGLLGGEG- ERPTAIVAGNDMIGIGVLRAAAELNIRVPHELSVIGFDDIELSRFVFPALTTVGQSIRLLGEIAAQL

* .. * . ek e e e e e K e Kk . . . * * * * .- % *
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PurR(STY) LLDRIV--NKRE---ESQSTIEVHPRLVERRSVADGPFRDYRR-
PurR (STM) LLDRIV-—-NKRE---ESQSIEVHPRLVERRSVADGPFRDYRR-
PurR (ECO) LLDRIV--NKRE---EPQSTIEVHPRLIERRSVADGPFRDYRR-
PurR (YPS) LLDRIV--SKRE-—-DPQTIEVHPKLVERRSVADGPFRDYRR-
PurR (YPK) LLDRIV--SKRE---DPQTIEVHPKLVERRSVADGPFRDYRR-
PurR (PLU) LLDRII--NKRE---DAQTIEVHPRLVERRSVVDGPFVDYRR-
PurR (PCA) LLDRIT--SKRE---DAHVIEVHPTLIERRSVADGPFRDYRR-
PurR (PMU) LFERIN--EKSE-—--ERAVIEMHPELVIRKSVKSRL—-——————
PurR (HIN) LLERIT--HKDEGVQQYSRIDITPELIIRKSVKSIL-———————
PurR (HDU) LLERIKLGHKEY-—--QPHTIEFHPELVLRHSVRNLNKSEE———
PurR (VPA) LLERIK--DKEH---EKRVFEMQPEIVIRNTVK-KLN——————
PurR (VCH) LLERIK--DKEH---ERRIFEMHPEIVERDTVK-DLTKS————
PurR (VVU) LLERIK--DKEH---DKRVFEMHPELVVRDTVK-KIN—-—————
PurR(VFI) LLERIK--DKDH---ERRVFEMQPEVVTRSSVSNRLK-—————
PurR (PPR) LMERVK--DKNH---ERRVFEMNPELVIRKSVK-DLN——————
RbsR (PPR) LLDKIQ-—-SQRE-—-TNLIIQLEPTLVERDSVKKM—-———————
RbsR(VFI) LLEKIA--TKSE-—-TNRVFQLEPTLMVRDSVKTLSN——————
RbsR (VVU) LLKKIN--KETA---EVQVVQLEPTLIERNSVVEWHDNEI-——
RbsR (VPA) LVRRLD--DKSN-—-EAQVVQLEPTLVVRNSVINFS———————
RbsR(VCH) LLYRLE--NPDT---TAQVVQLEPTLVVRNSVRKLG-——————
RbsR(STY) LTHRMA--QPAL---QQQRLOLTPVLTVRGSV-——————————
RbsR (STM) LIHRMA--QPAL---QQQRLOLTPVLTVRGSV-——————————
RbsR(ECO) LIHRIT--QPTL---QQQRLOLTPILMERGSA-——————————
RbsR (PCA) LLYRLE--HPNT---EPNVLVLTPELMVRQSVQ—-—————————
RbsR (PLU) LLYRMD--NPES—--DPKLLVLTPTLIERSSVSRS————————
RbsR (PMU) LLORIK--NPTA-—--KHRTLLLEPQLVWRESVRQLYQEKRG——
RbsR (HIN) LLORIK--NPNE-—-NYRTLVLEPTCVLRESI-—--YSLK-———
RbsR (PFO) LLRRIATP-DLA--—-TDQRIVTPSIVLRESTAPLSGVFTEYR
RbsR (PPU) LLTRIATPRQGA-———-AEQRIVAPRIVLRESTGPRPDLEFNDYR
RbsR(PST) LLSRIASPHATP----VEKRLVKPCVVVRESTAAPNTSSNE-——
RbsR (PAE)

LLORIAER-EEP-——-MQRRVVAPALVLRESTAPPLVRV—-———

* .. * *
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IIpuaoxenne 7.

ITocaenoBaTeIbHOCTH MNOTEHIHAJBLHBLIX caiiToB cBsa3biBaHusa Oeaka RbsR. VYkazano
MOJIO’KEHUE CaliTa OTHOCHUTENBHO CTapTa TpaHCiasuuu reHa. llo3umumm caifta, coBmagaromue ¢
KOHCEHCYCOM, IIOKa3aHbl MPOMHCHBIMH OyKBaMM, HECOBHAJAIONINE — CTPOYHBIMH. D" Caitre,
oOHapyXeHHbBIE B TCHOMAaX, TJIe OTCYTCTBYET T'€H PEryJsTopa.

Caiit
T'enom Onepon
IMono0:xenune Bec ITocnenoBareabHOCTH
E. coli rbsDACBKR -32 6,91 TCAGCGAAACGTTTCGCTGA
S. typhi rbsDACBKR -110 6,39 ctAGCGAAACGTTTCGAcCGg
-31 6,56 cCAGCGAAACGTTTCGcTag
S. typhimurium rbsDACBKR -112 5,53 ctAGCGAAACGTTTCGACGg
-33 6,30 cCAGCGAAACGTTTCGCTAg
P. carotovorum rbsDACBKR -110 6,36 TtAGCGAAACGTTTCGATGg
-33 6,36 TtAGCGAAACGTTTCGCTGg
P. luminescens rbsDACBKR -111 6,36 TtATCGAAACGTTTCGATAg
-33 5,96 atAGCGAAACGTTTCGCTAA
P. multocida rbsDACBKR -45 6,91 TCAtCGAAACGTTTCGATGA
H. influenzae rbsDACBKR -38 6,74 TtAtCGAAACGTTTCGATaA
V. cholerae rbsDACBKR -36 6,84 TCAtCGAAACGTTTCGATGt
V. fischeri rbsDACBKR =72 5,84 TtAcgcAAACGTTTCGATGA
V. parahaemolyticus rbsDACBKR -225 6,43 cCATCGAAACGTTTCGATGA
-95 6,16 gCATCGAAACGTTTCGATGA
V. vulnificus rbsDACBKR -73 6,69 TCATCGAAACGTTTCGATGA
P. profundum rbsDACBKR -119 5,78 cCATCGAAACGTTTgcgTAA
Y. pestis ) rbsDK 32 636 | TtAGCGAAACGTTTCGCTCT
Y. pseudotuberculosis ) | rbsDK 32 6,36 | TtAGCGAAACGTTTCGCTCT
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IIpuaoxenne 8.

ITocaenoBaTe ILHOCTH NOTEHIMAJIBLHEIX CaliTOB cBA3bLIBaHud 0ejka PurR. Ykazano
MIOJIO’KEHUE CaliTa OTHOCUTENIBHO CTapTa TpaHCassuuu reva. [lo3unuu caira, CoOBIIagaronue ¢
KOHCEHCYCOM, ITOKa3aHbl POMMMCHBIMUA OyKBaMH, HECOBITAIAIOIIHNE — CTPOYHBIMH.

Caiit
['enom Omnepon

Iosoxenne Bec IlocaenoBaTeIbHOCTH
E. coli purR -61 4,76 AgGCAAACGTTTaCcT
27 4,07 gaGCAAACGTTTcCac
prsA -357 4,72 AaGaAAACGTTTtCGc
purC -168 4,67 ACGCAAACGTgTGCGT
purA -122 4,17 AgGaAAACGaTTGgcT
-23 3,77 AaGCAAACGgTgattT
purT -54 5,08 ACGCAAACGTTTtCGT
purL 91 4,94 ACGCAAACGQTTtCGT
purB 185 4,45 ACGCAAtCGgTTaCcT
purEK -86 4,61 ACGCAACCGTTTtCcT
cvpA-purF -71 4,93 ACGCAAACGTTTECLT
purMN -80 4,55 tCGCAAACGTTTGCtT
purHD -122 4,76 gCGCAAACGTTTtCGT
guaBA -68 4,21 AtGCAAtCGgTTaCGe
yhhP 76 3,98 ACGCAAtCGTTaaCcT
codBA -83 4,68 ACGaAAACGaTTGCtT
upp-uraA -233 4,63 AaGCAAACGTTTGCGa
pyrC -66 4,54 AgGaAAACGTTTcCGe
pyrD -103 4,51 cgGaAAACGTTTGCGT
carAB -237 3,65 gCGCAAgCGTTTtCca
pyrLBI 91 3,79 AataAAcCGTTTGCGc
speAB -133 4,28 AaGaAAcCGgTTGCGe
glnB -82 4,06 AtGCAAACGaTTtCaa
gcvTHP -105 4,31 AaGagAACGaTTGCGT
folD 22 3,62 ggtaAAACGaTTGCGe
ghA -133 4,39 AgGtAAtCGTTTGCGT
serA -94 3,72 ACGCAAACGTTcataT
tsx -153 4,57 ACGCAAtCGaTTaCGT
glitS -226 4,48 AaGCAAACGTTTGCca
vieG -114 4,21 ACGCAAtCGTTgcCGT
yjeD =273 4,22 ACGatAACGTTTGCGc
-131 3,87 AgctAAACGTTTGCLT
rnt 28 3,79 gtGCgACCGTTTtCGT
xseA -109 3,68 gCGtAAcCGaTTGCaT
yicE -69 4,46 t gGCAAACGTTTGCLT
yhhQ -160 3,87 AgGttAACGaTTGCGT
ydiJ 223 4,16 ACGCAAACGaTTtacT
S. typhi purR -57 4,76 AgGCAAACGTTTaCcT
29 4,07 ggGCAAACGTTTcCac
prsA -472 4,72 AaGaAAACGTTTtCGc
purC -132 4,67 ACGCAAACGTgTGCGT
purA -121 4,17 AgGaAAACGaTTGgcT
-23 3,77 AaGCAAACGgTgattT
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Caiit
I'enom Omnepon

IMonoxxenune Bec ITocnenoBareabHOCTH
S. typhi purT -50 5,08 ACGCAAACGTTTtCGT
purL 91 4,94 ACGCAAACGQTTtCGT
purB 183 4,71 ACGCAAACGgTTaCcT
purEK -88 4,61 ACGCAACCGTTTtCcT
cvpA-purF -73 4,93 ACGCAAACGTTTLCLT
purMN =77 4,55 tCGCAAACGTTTGCET
purHD -124 4,76 gCGCAAACGTTTtCGT
guaBA -63 4,29 AtGCAAcCCGaTTaCGT
yhhP -78 3,98 ACGCAAtCGTTaaCcT
codBA -75 4,85 ACGaAAACGTTTGCtT
upp-uraA -351 4,63 AaGCAAACGTTTGCGa
pyrC -66 4,63 ACGaAAACGTTTcCGc
pyrD -100 4,21 AgGaAAACGaTTGCta
carAB -237 3,65 gCGCAAgCGTTTtCta
speAB -133 3,67 AaGaAAcCGgTcGCGe
gcvTHP -107 4,48 AaGagAACGTTTGCGT
folD 20 3,62 ggtaAAACGaTTGCGc
glyA -133 4,39 AgGtAAtCGTTTGCGT
tsx -155 4,57 ACGCAAtCGaTTaCGT
gltS 273 4,15 gCGCAACCGgTTGCGC
-175 4,46 AaGCAAACGaTTGCGa
yicE -186 4,48 AaGCAAACGTTTGCta
-67 4,29 tCGCAAtCGTTTGCET
vieG 81 4,37 ACGCAAACGTTTcCta
yjeD =272 4,22 ACGatAACGTTTGCGc
-129 3,87 AgctAAACGTTTGCLT
rnt 30 3,79 gtGCgAcCGTTTtCGT
xseA -107 4,09 ACGtAAtCGgTTGCaT
yhhQ -107 3,87 AgGttAACGaTTGCGT
ydiJ -101 4,06 ACGCAAACGaTTaaGce
S. typhimurium purR -57 4,76 AgGCAAACGTTTaCcT
29 4,07 ggGCAAACGTTTcCac
prsA -474 4,72 AaGaAAACGTTTtCGc
purC -130 4,67 ACGCAAACGTgTGCGT
purA -121 4,17 AgGaAAACGaTTGgcT
-23 3,77 AaGCAAACGgTgattT
purT -38 5,08 ACGCAAACGTTTtCGT
purL -89 4,94 ACGCAAACGQTTtCGT
purB 185 4,71 ACGCAAACGgTTaCcT
purEK -86 4,61 ACGCAACCGTTTtCcT
cvpA-purF -71 4,93 ACGCAAACGTTTLCLT
purMN -15 4,55 tCGCAAACGTTTGCLT
purHD -122 4,76 gCGCAAACGTTTtCGT
guaBA -79 4,42 AgGCAAcCCGaTTaCGT
yhhP -76 3,98 ACGCAAtCGTTaaCcT
codBA =77 4,86 AaGCAAACGTTTGCcT
upp-uraA -350 4,63 AaGCAAACGTTTGCGa
pyrC -64 4,63 ACGaAAACGTTTcCGc
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Caiit
I'enom Onepon

IMonoxxenune Bec IHocaenoBarebHOCTH
S. typhimurium pyrD -102 421 AgGaAAACGaTTGCta
carAB -237 3,65 gCGCAAgCGTTTtCta
speAB -133 3,67 AaGaAAcCGgTcGCGe
gcvTHP -107 4,48 AaGagAACGTTTGCGT
folD -40 4,44 taGCAAACGTTTtCLT
glyA -125 4,62 AtGCAAtCGTTTGCGT
gltS =272 4,15 gCGCAAcCGgTTGCGc
-191 4,75 AaGCAAtCGTTTGCGT
yicE -69 4,29 tCGCAAtCGTTTGCET
vieG -117 421 ACGCAAtCGTTgcCGT
yjeD =272 4,22 ACGatAACGTTTGCGc
-129 3,87 AgctAAACGTTTGCLT
rnt 30 3,79 gtGCgACCGTTTLCGT
xseA -109 4,09 ACGtAAtCGgTTGCaT
yhhQ -109 3,87 AgGttAACGaTTGCGT
ydiJ -101 4,06 ACGCAAACGaTTaaGe
Y. pestis purR -61 3,61 AgGCAAACGaTTaaca
purT -86 4,82 ACGCAAtCGTTTtCGT
purL -131 4,94 ACGCAAACGQTTtCGT
purB 194 4,32 ACGCAAACGCcTTaCcT
purEK -115 4,61 ACGCAACCGTTTtCcT
cvpA-purF -75 4,93 ACGCAAACGTTTLCLT
purMN -241 4,55 tCGCAAACGTTTGCcT
purHD -110 4,65 ACGCAAtCGTTTtCGc
guaBA -90 4,31 AgGCAAtCGaTTaCGc
yhhP -30 3,66 ACGCAAACGaTTaaGg
upp-uraA -138 4,63 AgGCAAACGTTTGCGa
pyrD 253 4,45 tCGCAAACGTTTaCtT
carAB 212 3,96 tCGCAACCGTTTaCtc
pyrBI -323 3,86 AgGtAAtCGTTTGCta
gevTHP -97 3,60 AaGgtAtCGTTTGCGT
folD 22 3,62 ggtaAAACGaTTGCGc
glyA 324 4,12 AgcCAAtCGTTTGCGT
serA -9 4,08 AgGCAAtCGTTTGtaT
gliS -183 4,58 AaGCAAtCGTTTGCGC
yicE -19 4,46 gCGCAAACGaATTGCtT
yjeD -205 3,61 AgatAAtCGTTTGCcT
12 4,29 ACGgAAACGaTTaCGT
xseA -107 3,84 gCGtAAtCGaTTGCcT
Y. pseudotuberculosis purR -63 3,61 AgGCAAACGaTTaaca
purT -84 4,82 ACGCAAtCGTTTtCGT
purL -129 4,94 ACGCAAACGQTTtCGT
purB 183 4,32 ACGCAAACGCTTaCcT
purEK -115 4,61 ACGCAACCGTTTtCcT
cvpA-purF -73 4,93 ACGCAAACGTTTLCLT
purMN -281 4,55 tCGCAAACGTTTGCcT
purHD -179 4,65 ACGCAAtCGTTTtCGc
guaBA 8 431 AgGCAAtCGaTTaCGc
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Caiit
T'enom Onepon

IHonoxkenne Bec IHocaenoBarenbHOCTH
Y. pseudotuberculosis yhhP -171 3,66 ACGCAAACGaTTaaGg
upp-uraA -169 4,63 AgGCAAACGTTTGCGa
pyrD -255 4,45 tCGCAAACGTTTaCtT
carAB -241 3,96 tCGCAAcCCGTTTaCtc
pyrBI -323 3,86 AgGtAAtCGTTTGCta
gcvTHP 97 3,60 AaGgtAtCGTTTGCGT
folD 22 3,62 ggtaAAACGaTTGCGe
glyA -322 4,12 AgcCAAtCGTTTGCGT
serA -111 4,08 AgGCAAtCGTTTGtaT
gltS -185 4,58 AaGCAAtCGTTTGCGe
yicE -68 4,46 gCGCAAACGaTTGCtT
yjeD 205 3,61 AgatAAtCGTTTGCCT
72 4,29 ACGgAAACGaTTaCGT
xseA -109 3,84 gCGtAAtCGaTTGCcT
P. carotovorum purR -68 3,61 AgGCAAACGaTTaaca
prsA -353 4,89 AaGaAAACGTTTtCGT
purT -60 5,08 ACGCAAACGTTTtCGT
purL -112 4,94 ACGCAAACGQTTtCGT
purB 183 4,40 ACGCAAACGCTTtCceT
purEK -131 4,61 ACGCAACCGTTTtCcT
cvpA-purF -89 4,93 ACGCAAACGTTTLCLT
purMN -128 4,38 tCGCAAACGaTTGCcT
purHD -158 491 ACGCAAACGTTTtCGc
guaBA -78 4,31 AgGCAAtCGaTTaCGce
yhhP -81 433 gCGCAAACGTTgtCGT
upp-uraA -241 4,37 AgGCAAtCGTTTGCGa
pyrD -125 3,93 cCGCAAACGTTTtacT
carAB -238 4,04 taGCAAcCCGTTTaCtT
pyrBI -288 4,14 AaGCAAcCGaTTGCGa
gcevTHP -63 3,87 AaGatAtCGTTTGCGc
folD 20 3,62 ggtaAAACGaTTGCGc
glhyA -151 3,76 AgctAAtCGTTTGCGT
serA -97 4,08 AaGCAAtCGTTTGtaT
tsx -130 4,67 AgGCAACCGTTTtCGT
yicE 73 4,46 taGCAAACGTTTGCLT
yjeD -85 4,85 ACGCAAACGTTTaCtT
xseA -110 3,84 gCGtAAtCGaTTGCcT
yhhQ -151 4,22 ACGacAACGTTTGCGc
ydiJ 238 3,60 gCGCACACGaTTGCGa
P. luminescens prsA -294 4,71 AaGaAAACGTTTcCGT
purL -90 4,94 ACGCAAACGQTTtCGT
purB 197 4,32 ACGCAAACGCTTaCcT
purEK -85 4,67 ACGCAAtCGTTTtCcT
cvpA-purF -71 5,08 ACGCAAACGTTTtCGT
purMN -81 4,55 tCGCAAACGTTTGCtT
purHD -282 5,08 ACGCAAACGTTTtCGT
guaBA -79 4,42 AgGCAAcCCGaTTaCGT
upp-uraA -161 4,63 AaGCAAACGTTTGCGa
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Caiit
I'enom Omnepon

IMon0:xenune Bec IHocaenoBarebHOCTH

P. luminescens speAB -98 3,89 ttGCAAACGTTTttcT
gcvTHP -107 4,04 AaGatAtCGTTTGCGT

folD 22 4,25 ggGaAAACGaTTGCGe

glyA -125 4,62 AtGCAAtCGTTTGCGT

gltS -191 4,75 AaGCAAtCGTTTGCGT

yicE -67 4,78 ACGCAAACGaATTGCtLT

yjeD -132 3,76 AgctAAtCGTTTGCGT

xseA -109 4,19 ACGtAAtCGgTTGCcT

ydi] -128 3,97 AgGtAAACGCTTGCCT

P. multocida prsA -310 3,91 AtGCAAACGaTTGtGa
purC -84 4,73 AtGCAAACGTTTGCLT

purL -84 5,08 ACGCAAACGTTTtCGT

purB 183 4,59 AgGCAAACGaTTaCtT

purEK =77 4,60 AgGCAAtCGTTTGCtLT

cvpA-purF -68 4,93 ACGCAAACGTTTLCLT

purMN -73 4,55 tCGCAAACGTTTGCET

purHD-glyA -74 4,78 gCGCAAACGTTTGCGT

codBA =77 4,86 AaGCAAACGTTTGCcT

speAB -98 3,89 ttGCAAACGTTTttcT

folD -40 4,44 taGCAAACGTTTLCtT

rpiA-serA -103 4,34 gCGCAAACGaTTaCGce

yjeD -113 4,06 AgcCAAACGaTTGCLT

deoD -127 4,65 AaGtAAACGTTTGCGT

pckA 59 3,50 AaGaAAtCGTTTataa

glpX -65 431 ACGCAAtCGTTTGCta

yiiU -166 4,44 taGCAAACGaTTGCGT

HDI1120 -101 4,01 ttGCAACCGTTTGCLT

H. influenzae prsA -283 3,60 AtaaAAACGaTTGCGa
purC -31 4,46 taGCAAACGTTTGCET

purL -1 4,73 AtGCAAACGTTTGCLT

purEK =77 4,46 taGCAAACGTTTGCcT

cvpA-purF -84 4,93 ACGCAAACGTTTECLT

purMN -62 4,55 tCGCAAACGTTTGCtT

purHD -65 5,01 AaGCAAACGTTTGCGT

folD -44 3,91 taGCAAACGCTTtCET

glyA -333 3,77 ACGagAAaGTTTtCtT

rpiA -36 4,59 ACGCAAtCGTTTacCtT

yjeD -85 4,85 ACGCAAACGTTTaCtT

glpX -75 4,29 AtGCAAACGaTTaCtc

yiiU -102 3,82 gaGtAAtCGTTTGCaT

HDI120 94 4,19 ttGCAAACGGTTGCLT

H. ducreyi prsA =271 3,60 ggGgAAACGaTTGCGa
purC 91 4,20 taGCAAtCGTTTGCtT

purT -40 4,95 ACGCAAACGTTTGCLT

purL -1 4,47 AtGCAAtCGTTTGCtLT

purB 185 4,59 AgGCAAACGaTTaCtT

purE -68 3,55 AaaCAAtCGTTTGtELT
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Caiir
I'enom Onepon

IMonoxxenune Bec ITocnenoBare1bHOCTH
H. ducreyi cvpA-purF -56 4,93 ACGCAAACGTTTLCLT
purHD -180 5,01 AaGCAAACGTTTGCGT
purM -73 4,23 cCGCAACCGTTTGCET
fhs -42 4,08 AaGCAAtCGgTTGCca
deoC -89 4,86 AaGCAAACGTTTGCtT
yhhQ -135 4,45 ACGCAAACGaTTaCGa
HDI1120 -85 4,32 ACGCAAACCTTTGCET
V. cholerae prsA -294 4,45 ACGaAAACGaTTGCGa
purC -9 4,86 AaGCAAACGTTTGCLT
purT -79 4,84 AaGCAAACGTTTLCET
purL -171 4,81 ACGCAAACGQTTGCLT
purB 52 4,11 AgtaAAACGaTTGCGT
purEK -88 4,86 AaGCAAACGTTTGCLT
cvpA-purF -65 491 AaGaAAACGTTTGCGT
purMN -80 4,93 ACGCAAACGTTTtCcT
purHD -186 3,64 tgcCAAACGaTTGCGe
guaBA -113 3,74 AgtCAAcCGaTTGCcT
gsk -94 4,41 gtGCAAACGTTTGCtT
guaC -316 3,52 ggGCAAtCGaTTGttc
ushA -261 4,23 AgtCAAACGTTTGCcT
upp-uraA -102 491 AgGaAAACGTTTGCGT
pyrBI -155 3,56 AtGtAAtCGcTTGCGe
folD -11 4,86 AaGCAAACGTTTGCcT
glyA -15 5,00 ACGaAAACGTTTGCGT
serA -98 4,76 AgGaAAACGTTTGCtLT
fhs 3 4,61 gCGCAAACGTTTtCcT
yicE 274 4,86 AaGCAAACGTTTGCtLT
217 4,53 gCGCAAACGTTTaCcT
vieG -38 4,53 ACGCAACCGTTTaCtT
xseA -104 3,86 AgGCAAtCGgTTGacT
CcyIR -151 3,56 AgtgAAtCGTTTCGT
pckA -193 3,98 gCGCAAAgGTTTGCGc
glpX 74 4,76 AgGCAAACGTTTaCtT
ppsA -74 4,76 AgGCAAACGTTTaCtT
ydiA -139 4,20 tgGCAAtCGTTTGCLT
VCl168 -71 4,44 taGCAAACGTTTtCLT
yhhQ -160 3,91 ACGCCAtCGTTTGCtc
HDI1120 -289 3,62 cattAAACGTTTGCGT
V. fischeri prsA -243 4,19 ACGtAAACGaTTGCGa
purC 91 4,20 taGCAAtCGTTTGCtT
purT -73 4,61 taGCAAACGTTTGCGT
purL -183 4,81 ACGCAAACGQTTGCLT
purB 146 4,36 ACGCAAACGaTTGCGg
purEK -87 4,93 ACGCAAACGTTTtCcT
cvpA-purF -62 491 AaGaAAACGTTTGCGT
purMN -81 4,75 ACGCAAACGTTTcCcT
purHD -207 4,28 AtGCAAtCGaTTGCGc
guaBA -121 3,63 AgcCAAgCGTTTGCGe
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Caiir
I'enom Onepon

IMon0:xenune Bec IHocaenoBare1bHOCTH

V. fischeri gsk -106 4,16 gaGCAAACGTTTGCta
guaC -342 4,36 taGCAAACGTTTaCtT
ushA =221 4,60 ACGtAAACGgTTGCGT
upp-uraA -142 4,47 AgGgAAACGTTTGCGT
pyrC -62 3,99 AaGCAAACGaTTaacT
pyrD -246 4,06 AgcCAAACGTTTGCtc
pyrBI =227 4,20 AtGCAAACGCTTGCLT
folD -87 4,78 ACGCAAACGTTTGCtc
glyA -65 4,74 ACGtAAACGTTTGCGT
rpiA-serA -133 4,13 cCGaAACCGTTTGCLT
fhs 44 4,61 AtGaAAACGaTTGCGT
yicE -187 4,69 AaGCAAACGaTTGCtT
vieG -38 4,53 ACGCAACCGTTTaCtT
yjeD -104 3,63 ACGgtAACGaTTGCET
rnt 33 3,94 AaaaAACCGTTTtCGT
xseA -103 3,68 gCGCAAACGCTTGgcT
CcyIR -47 4,18 gaGCAAtCGTTTaCtT
pckA -193 3,66 gCGCAAtCGaTTttaT
glpX -75 4,66 AaGCAAACGTTTcCcT
yiiU -308 432 AgGgAAACGTTTGCLT
V. parahaemolyticus prsA -290 3,87 gCGtAAACGaTTGCGa
purC -133 4,86 AgGCAAACGTTTGCtT
purT -82 4,86 AaGCAAACGTTTGCLT
purL -160 4,81 ACGCAAACGQTTGCLT
purB -88 4,61 gCGCAAACGTTTGCGc
purEK -89 4,95 ACGCAAACGTTTGCLT
cvpA-purF -62 491 AaGaAAACGTTTGCGT
purMN -83 4,57 ACGCAAACGTTTGCta
purHD -197 3,64 tgcCAAACGaTTGCGe
guaBA -138 3,63 AgtCAAgCGaTTGCGT
gsk -95 4,08 caGCAAACGTTTGCta
guaC -299 4,30 ACGCAAAgGTTTGCGc
upp-uraA -113 4,61 taGCAAACGTTTGCGT
pyrC -76 3,88 gCGCAAgCGTTTGCtc
pyrD -193 3,80 ctGaAAtCGaTTGCtLT
pyrBI -252 3,56 AtGtAAtCGcTTGCGe
speAB 95 3,60 ACGCAgACGTTgtgGT
folD -86 5,01 AgGCAAACGTTTGCGT
glyA -75 5,00 ACGaAAACGTTTGCGT
serA -107 3,73 AaGgAAACGTTTGtcc
fhs -84 4,61 gCGCAAACGTTTGCGc
gliS 296 4,09 ACGCAAtCGgaTGCGT
yicE -165 4,29 taGCAAACGaATTGCET
vieG -45 4,33 ACGCAAACGTTTagaT
yjeD -104 3,63 ACGgtAACGaTTGCtT
cytR -334 3,76 taGCAAACGTTTaacT
pck -190 3,81 gCGCAAAgGaTTGCGc
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Caiit
T'enom Onepon

IMonoxxenune Bec IHocaenoBarebHOCTH
V. parahaemolyticus glpX -74 4,16 AgGCAAACGTTTaacT
ppS -76,00 4,33 ACGtAAtCGTTTGCcT
ydiA -138 4,74 AgGCAAACGaTTaCGT
VC1186 -194,00 4,46 taGCAAACGTTTGCtT
-62,00 3,63 AaGaAcACtTTTtCGT
yiiU -287 3,87 AgttAAACGTTTGCcT
yhhQ -189 3,70 ggatAAACGTTTGCGT
V. vulnificus prsA -302 4,01 ACGgAAACGaTTGCGa
purC -135 4,86 AgGCAAACGTTTGCtT
purT -82 4,86 AaGCAAACGTTTGCLT
purL -158 4,81 ACGCAAACGQTTGCLT
purB -90 4,61 gCGCAAACGTTTGCGc
purEK -88 4,86 AaGCAAACGTTTGCLT
cvpA-purF -64 491 AaGaAAACGTTTGCGT
purMN -80 4,46 gCGCAAACGTTTGCtc
purHD -200 3,64 tgcCAAACGaTTGCGe
guaC -288 3,82 gCGCAAgCGTTTGCGa
gsk -92 4,08 taGCAAACGTTTGCta
ushA -243 423 AgtCAAACGTTTGCcT
upp -108 4,52 gaGCAAACGTTTGCGc
uraA -66 3,72 taGCAAtCGTTTGCaa
pyrC -49 3,83 ACGgAAgCGTTTGCcT
folD -85 5,01 AaGCAAACGTTTGCGT
glyA 72 5,00 ACGaAAACGTTTGCGT
serA -104 3,73 AaGgAAACGTTTGtcc
vicE -185 4,29 taGCAAACGaATTGCtT
yieG -39 4,53 ACGCAACCGTTTaCtT
cytR -230 3,98 taGCAAACGTTTaCca
pck -189 4,15 gCGCAAAGGTTTGCGT
ps -33 4,01 gCGtAAtCGTTTGCCT
ydiA -138 4,57 AgGCAAACGaTTaCGe
VC1186 -151 3,82 taGCAAtCGTTTGCta
yiiU -230 3,98 taGCAAACGTTTaCca
yhhQ -186 3,67 gttCAAtCGTTTGCGT
P. profundum prsA -287 4,45 ACGaAAACGaTTGCGa
purC -142 4,86 AgGCAAACGTTTGCLT
purT -72 5,01 AgGCAAACGTTTGCGT
purL -199 4,64 gCGCAAACGgTTGCGT
purB -192 4,27 taGCAAACGaTTGCGc
purE 61 4,57 ACGCAAtCGaTTaCGT
cvpA-purF -62 4,65 AgGtAAACGTTTGCGT
purMN -80 4,75 ACGCAAACGTTTcCcT
purHD -169 4,69 gaGCAAACGTTTGCGT
guaBA -83 4,06 AgcCAAACGaTTGCET
gsk -125 3,98 taGCAAAGGTTTGCGT
guaC -64 4,58 ACGaAAACGaTTaCcT
upp -125 4,47 AgGgAAACGTTTGCGT
uraA -65 4,07 AgGtAAtCGaTTGCtT
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Caiit
I'enom Onepon

IHonoxkenne Bec IHocaenoBarebHOCTH
P. profundum pyrC -113 4,21 AgcCAAACGaTTGCGT
pyrD -185 4,30 ACGgAAtCGTTTGCGT
folD -87 4,84 AaGCAAACGTTTGCGc
glyA 95 5,00 ACGaAAACGTTTGCGT
fhs 97 4,61 gCGCAAACGaTTGCGT
yicE -68 4,46 gCGCAAACGaTTGCtT
yjeD -94 4,17 taGCAAACGaTTaCGc
-82 4,68 ACGCAAACGTTTaCtc
xseA -191 4,18 AaGCAAtCGTTTGgcT
glpX 22 4,15 ACGCAAACGTTTcacT
pps -66 4,42 AtGCAAtCGTTTcCGT
ydiA -134 4,14 ACGgAAACGaTTGCaT
yhhQ -155 4,69 AgGCAAACGaTTGCtT
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IIpuaoxenne 9.

MHo:KkecTBeHHOEe BbIpaBHMBaHUe 1J1s 0eikoB Fnr. YyacTku,cooTBETCTBYIOIINE

nocienosarenbHoct HTH, mokaszanst 6enbiM mpudToM Ha TeMHOM QoHe. Kputnuecku BakHbIE

IIMCTENHOBBIE OCTATKHU MOKAa3aHbl HA TOIyOoM doHe. Y CIIoBHBIE 0003HaUeHUS: ““*” — aOCOIIOTHO
(IS4 134

KOHCCpPBATUBHAA MO3UINA; HO3HHHHC]MﬂCOKOHCTGHGHBK)KOHCGpBaTHBHOCTH — I[MO3ULINsA
C HU3KOM CTENEHbIO KOHCCpBaTI/IBHOCTI/I. O6o03Ha4yeHUs1 TCHOMOB: cM. Taom. 2.

Fnr (ECO)  ——————————————————— MIPEKRITIRRIQSGGCAIHCQODCSISQLCIPFTLNEHELDQLDNIIERKKPIQKGQTLF
Fnr (STY)  —-———-— MLKLTNINYGLSRPMIPEKRIIRRIQSGGCAIHCQDCSISQLCIPFTLNEHELDQLDNIIERKKPIQKGQTLE
Fnr (PCA)  ——————————————————— MIPEKRITIRRIQSGGCAIHCQODCSISQLCIPFTLNEHELDQLDNIIERKKPIQKGQALF
Fnr (YPK)  ——————————————————— MIPEKRVIRRIQSGGYAIHCODCSISQLCIPFTLNEHELDQLDNIIERKKPIQKGQALF
Fnr (YEN) - ——————————————————— MIPEKRITIRRIQSGGCAIHCQODCSISQLCIPFTLNENELDQLDNIIERKKPIQKGQALF
Fnr (VPA)  ——————————————————— MISEKPATKRIQSGGCAIHCODCSISQLCIPFTLNESELDQLDQIIERKKPIQKGQELF
Fnr(VvU)  ——————————————————— MISEKPATKRIQSGGCAIHCQODCSISQLCIPFTLNEAELDQLDQITIERKKPIQKGQELF
Fnr (VCH)  —-—————————————————— MISEKPAAKRIQSGGCAIHCODCSISQLCIPFTLNESELDQLDQIIERKKPIQKGQELF
Fnr(VFI)  ——————————————————— MMSDNSANKRIQSGGCAIHCQODCSISQLCIPFTLNDSELDQLDEIIERKKPY-KGQELF
Fnr (PMU) MILFEIDQFYIIFVVLIKVLFMDTKIGRKVQSGGCAIHCQDCSISQLCIPFTLNEQELDQLDNIIERKKPIQKSQVLFE
Fnr (AAC)  ———————————————— MKILATETKLGRRVQSGGCAIHCONCSISQLCIPFTLNQHELDQLDNIIERKKPIQKSQVLE
Fnr (HIN)  ———————————————— MKNEFVAGAQSGRKIQSGGCAIHCQODCSISQLCIPFTLNEQELDQLDNIIERKKPIQKSQVLE
Fnr (HDU) === ———— MKIISDAKNVGRTACTIHCQNCSISQLCLPFTLNEHELTQLDNIIERKKPVQKSQIIF

**** ******* ***** * K *** *kkkkkKk * * :*
Fnr (ECO KAGDELKSLYAIRSGTIKSYTITEQGDEQITGFHLAGDLVGEFDAIGSGHHPSFAQALETSMVCEIPFETLDDLSGKMP
Fnr (STY KAGDELKSLYAIRSGTIKSYTITEQGDEQITGFHLAGDLVGFDAIGSGHHPSFAQALETSMVCKIPFETLDDLSGKMP
Fnr (PCA KAGDELRSLYAIRSGTIKSYTITEQGDEQITGFHLAGDLVGEFDAIGTAQHPSFAQALETSMVCEIPFETLDDLSGKMP
Fnr (YPK KAGDELKSLYAIRSGTIKSYTITEEGDEQITGFHLAGDLVGEFDAISNLQHPSFAQALETSMVCEIPFDTLDDLSGKMP
Fnr (YEN KAGDELKSLYAIRSGTIKSYTITEEGDEQITGFHLAGDLVGEFDAISNLQHPSFAQALETSMVCEIPFDTLDDLSGKMP
Fnr (VPA KAGDELKSLYAIRSGTIKSYTITEQGDEQITAFHLAGDLVGFDAITGDCHPSFAQALETSMVCEIPYEILDDLSGKMP

( )
( )
( )
( )
( )
( )

Fnr (VVU) KAGDDLKSLYAIRSGTIKSYTITEQGDEQITAFHLAGDLVGFDAITGDSHPSFAQALETSMVCEIPSEILDDLSGKMH
(VCH) KAGDELRSLYAIRSGTIKSYTITEQGDEQITAFHLAGDLVGFDAITGDQHPSFAQALETSMVCEIPYEILDDLSGKMP
( )

( )
( )
( )
( )

Fnr (VFI KAGDELKCLYAIRSGTIKSYTITEQGDEQITAFHLAGDLVGFDAITEAQHPSFAQALETSMVCEIPYEILDDLSGKMP

Fnr (PMU KAGDPLNSLYAIRSGTIKTYTISETGEEQITSFQLPGDLVGFDAIMNMQHPSFAQALETSMVCEIPFDILDDLSGKMP

Fnr (AAC KAGDELTSLYAIRSGTIKSYTISETGEEQITSFHLPGDLVGFDAIMNMQHPSFAQALETAMVCEIPFDILDDLSGKMP

Fnr (HIN KAGDSLNSIYAIRSGTIKSYTISESGEEQITSFHLPGDLVGFDAITOMQHPSFAQALETAMVCEIPFDILDDLAGKMP

Fnr (HDU QSGDELRSIYAIRSGTIKSYTISESGEEQITAFHLPGNLVGFDAITNMRHLGFAQALETSMICEIPFDILDDLAGKMP
-:** * .:*********:***:* *:****.*:*.*:******* * .*******:*:*:** H ****:***:

Fnr (ECO) NLRQOMMRLMSGEIKGDQDMILLLSKKNAEERLAAFIYNLSRRFAQRGF SPREFRL TIVMNNEIDARGINNANE MRVATH NI AN

Fnr (STY) NLRQOMMRLMSGEIKGDQDMILLLSKKNAEERLAAFIYNLSRRFAQRGF SPREFRL TIUMNNEIANCINNANCINRVAINNE)NNF

Fnr (PCA) NLRQOMMRLMSGEIRGDQDMILLLSKKNAEERLAAFVYNLSRRFAQRGF SPREFRL TIVMNNEIDARGINNANE) RVATH NI AN

Fnr (YPK) NLRQQIMRLMSGEIKGDQDMILLLSKKNAEERLAAFIYNLSHRFAQRGF SPREFRL TIUMNNEIANCINNANCINRVAINNEINNF

Fnr (YEN) NLRQOMMRLMSGEIKGDQDMILLLSKKNAEERLAAFIYNLSRRFAQRGF SPREFRL TIVMNNEIDAREINNANE NRVATH NI AN

Fnr (VPA) KLROQQIMRLMSNEIKGDQEMILLLSKKNAEERLAAFLYNLSTRFE SQRGF SPREF RL TIVENNEIDRNEINNANCI RN ) AN

Fnr (VVU) KLRQQIMRLMSNEIKGDQEMILLLSKKNAEERLAAFLYNLSTREF SQRGF SPREFRL TIVENNEBENENNARCINVAINNES) AN

Fnr (VCH) KLRQQIMRLMSNEIKGDQEMILLLSKKNAEERLAAFLYNLSTRFE SQRGF SPREF RL TIVENNEIDRNEINNANCI RSN RESY A AN

Fnr (VFI) KLRQQIMRLMSNEIKGDQEMILLLSKKNAEERLAAFLYNLSTRFHQRGF SPREFRL TIVENNE RN NANCINNVAINNNSI NN

Fnr (PMU) KLRQQIMRLMSNEIKNDQEMILLLSKMNAEERLAAFIYNLSRRYSARGF SAREFRL TIVENNEIDRNEINNANCI RSN ESY VAN

Fnr (AAC) KLRQQIMRLMSNEIKSDQEMILLLSKMNAEERLAAFIYNLSQRYSARGF SAREFRL TIVENNEBENONNARCIMNVAINNES) NN

Fnr (HIN) KLROQQILRLMSSEIKSDQEMILLLSKMNAEERLAAFIHNLSKRYSARGF SAREFRL TIVENNEIDRNEINNANCI RSN NES) AN

Fnr (HDU) KIRHQIMRLMSNEIKSDQEMILLLSKMNAEEKLAAFLHNLSQRYAERGF SAREFRL TIVENNEBENONNANCI NN AN
:*:*::****_**:_**:***** * % ****:****::*** *: ****_*******************:*******

Fnr (ECO) GRFQKSGMLAVKGKYITIENNDALAQLAGHTRNVA——————

Fnr (STY) GRFQKSGMLAVKGKYITIENSDALAALAGHTRNVA-—————

Fnr (PCA) GRFQKSGTLAVKGKYITIENIDALSELAGSSRK-—=—————

Fnr (YPK) GRFQKSNILSVKGKYITIENNEALAQLAGNPKPRL-——————

Fnr (YEN) GRFQKSDILSVKGKYITIENTEALAQLAGNPKPSCN—————

Fnr (VPA) GRFQKSEILSVKGKYITILDHDALMELAGVIKE————————

Fnr (VVU) GRFQKSEILSVKGKYIPILDHDALMELAGVSKE-————————

Fnr (VCH) GRFQKSEILSVKGKYITILNHAELMELAGVSKESK——————

Fnr (VFI) GRFQKTEMLTVKGKYITINDHDALAELAGSAKEIK-—————

Fnr (PMU) GRLOKMGILSVQGKYITINDMVALIELSGTTKTNIKMGI——

Fnr (AAC) GRFQKLGVLSVQGKYITINNMAELIELSGTNKNKIQLI———

Fnr (HIN) GRFQKLGVISVQGKYITINDLNGLIELTGTNKTKITLVK-—

Fnr (HDU)

GRFQKSGMITVQGKYITINHMDKLTDMAGVTRSQISVTQSA

* ko kK ek ek hkk Kk * .ok

IIpniaoxenne 10.
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MHo:xecTBeHHOEe BHIPABHUBaHUeE IS 0eJIKOB ArcA. Y4acTKH,COOTBETCTBYIOIINE
nocienoBareabHocTd HTH, moka3ansl 6enbiv mpudToM Ha TeMHOM (oHE. Y CIIOBHBIE

[I7%4]

o0o03HaueHHs: “*” — aOCONMIOTHO KOHCEPBAaTUBHAS MTO3UIIMS; ;" — TIO3ULIUS C BHICOKOH CTENEHbIO

66 9

KOHCEPBATHUBHOCTH; “.”” — MO3UIIMS C HU3KOM CTCIIEHBIO KOHCCpBaTI/IBHOCTI/I. O06o3HaUEeHUS
reHOMOB: cM. Taou. 2
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MOTPHILIVEDELVTRNTLKSIFEAEGYDVFEATDGAEMHQILSEYDINLVIMDINLPGKNGLLLARELREQANVAL
MOTPHILIVEDELVTRNTLKSIFEAEGYDVFEATDGAEMHQILSEYDINLVIMDINLPGKNGLLLARELREQANVAL
MOTPHILIVEDEIVTRNTLKSIFEAEGYVVYEANDGAEMHHILSENDINLVIMDINLPGKNGLLLARELREQASVAL
MOTPHILIVEDEIVTRNTLKSIFEAEGYVVHEANDGAEMHHILSENDINLVIMDINLPGKNGLLLARELREQASVAL
MOTPHILIVEDELVTRNTLKSIFEAEGYVVHEATDGAEMHHILSENDINLVIMDINLPGKNGLLLARELREQATVAL
MOTPRILIVEDETITRNTLKSIFEAEGYEVFEASDGTQMHQVLDTEDIHLVIMDINLPGKNGLMLARELRENADIAL
MGTPQILIVEDEAITRNTLKSIFEAEGYEVFEAADGAQMHRILSNKVINLVIMDINLPGKNGLMLARELRETTNTAL
MTTPKILVVEDEIVTRNTLKGIFEAEGYDVFEAENGVEMHHILANHNINLVVMDINLPGKNGLLLARELREELSLPL
MONPQILIVEDELVTRNTLKSIFEAEGYEVFEASDGTEMNTILAQQTINLVIMDINLPGKNGLMLARELRENTKMAL
MOTPQILIVEDEQVTRNTLKSIFEAEGYAVFEASDGEEMHQVLSDNSINLVIMDINLPGKNGLLLARELREQANIAL
MOTPQILIVEDEQVTRNTLKSIFEAEGYAVFEASNGEEMHQVLSDYPINLVIMDINLPGKNGLLLARELREQADVAL
MOTPQILIVEDEQVTRNTLKSIFEAEGYAVFEASNGDEMHHMLSENSINLVIMDINLPGKNGLLLARELREQADVAL
MOTPQILIVEDEHVTRNTLKSIFEAEGYNVFEASDGEEMHKVLSEQQLNLVIMDINLPGKNGLLLARELRERGDMAL

* kekkoekkhkhkk ochkkhkhkhkkhkdx khkkhkhkhkkhkx Kk Kkk ok ke ok cekk ek hk kA KA A KA KK o Kk Ak k kK *

MFLTGRDNEVDKILGLEIGADDYITKPFNPRELTIRARNLLSRTMNLGTVSEERRSVESYKENGWELDINSRSLIGP
MELTGRDNEVDKILGLEIGADDYITKPEFNPRELTIRARNLLSRTMNLGTVSEERRSVESYKENGWELDINSRSLIGP
MFLTGRDNEVDKILGLEIGADDYITKPFNPRELTIRARNLLSRTMNLSSVGEERRLVESYKEFNGWELDINSRSLVSP
MELTGRDNEVDKILGLEIGADDYITKPEFNPRELTIRARNLLSRTMNLGSVGEERRLVESYKENGWELDINSRSLISP
MFLTGRDNEVDKILGLEIGADDYITKPFNPRELTIRARNLLSRTMNLGSGTEERRLVESYREFNGWELDINSRSLISP
MELTGRDNEVDKILGLEIGADDYITKPEFNPRELTIRARNLLQRTMQENQR-THH--VEQYKEFNGWTLDLNSRTLVTP
MFLTGRDNEVDKILGLEIGADDYITKPFNPRELTIRARNLLQRTMQENSKDSHHP-IEQYRFNGWTLDLNSRTLINP
IFLTGRDNEVDKILGLEIGADDYLTKPENPRELTIRARNLLHRAMP-HQEKENTFGREFYRFNGWKLDLNSHSLITP
MFLTGRDNEVDKILGLEVGADDYITKPFNPRELTIRARNLLHRTMLEKDKVSHSEQQESYRFNGWTLDVNSRSLITP
MELTGRDNEVDKILGLEIGADDYITKPEFNPRELTIRARNLLSRSMSTNAVQEEKRSVEKYEFNGWVLDINSRSLVSP
MELTGRDNEVDKILGLEIGADDYITKPEFNPRELTIRARNLLSRSMHAGTTQEEKRSVEKYVENGWELDINSRSLVSP
MFLTGRDNEVDKILGLEIGADDYITKPFNPRELTIRARNLLSRSMSSSVMPEEKRSVEKYEFNGWVLDINSRSLISP
MELTGRDNEVDKILGLEIGADDYITKPEFNPRELTIRARNLLTRSMNONTVVEDKKMVERYVENGWIVEINSRSLVSP

cehkkhkhk Ak hkhk kA hkk A hkhkoehkhhhkhkehkhhhkhhkrhkhkrhkhkhkhkhkhk *ox Kk ok hkhkkk e e e hkk e eke K

DGEQYKLPRSEFRAMLHFCENPGKIQSRAELLKKMT GlaNSsIBlNRVDANANENNNNGINNS TPDTPEI TATIHGEGYR
DGEQYKLPRSEFRAMLHFCENPGKIQSRAELLKKMT Gl NRNNANENNRING:IWNS TP DTPEI IATIHGEGYR
TGEHYKLPRSEFRAMLHFCENPGKIQSRGELLKKMT GlaNNesIBlNRVDAANENNNNINNS TPDTPEI TATIHGEGYR
AGEHYKLPRSEFRAMLHFCENPGKIQSRGELLKKMT GINHNNg:IDsUNANVARBNNRNGIRNS TPDTPEI IATIHGEGYR
AGEQYKLPRSEFRAMLHFCENPGKIQSRAELLKKMT GINHNN3=IDSUNINVANBN NN GIRNS TADTPEI IATTHGEGYR
EGEERKLPRSEFRAMLHFCENPGKIQTREELLKKMT GaNee))NNAPIANENRNERN D HHE TPEI IATITHGEGYR
EGEEYKLPRSEFRAMLHFCENPGKIQTREELLKKMT GlatHRNO)Dl-URNANBN NN IR D HPETPEI IATTHGEGYR
EGQEFKLPRSEFRAMLHFCENPGKLQTREELLKKMT Gat:NeJC))URAPIANEN RN WN D HPNTPNI IMT ITHGEGYR
EGEINKLPRSEFRALLHFCENPGKIQTREDLLLKMT GlatHNN3=10lURANANBNNNNEIRHIDH L NTPEI IVTITHGEGYR
AGDSYKLPRSEFRALLHFCENPGKIQTRADLLKKMT GEiNNNg=IDl-UNAIVANBNNRNGRN SV SGTPEI IATIHGEGYR
DGDSYKLPRSEFRALLHFCENPGKIQTRADLLKKMT Gl IB)NRVDAANENNNGINN SV SGTPEI TATIHGEGYR
SGDGYKLPRSEFRALLHFCENPGKIQTRADLLKKMT GINNN=IDlNRVADANRNRNGEIRY SV SCTPEI TATIHGEGYR
SGESYKLPRSEFRALLHFCENPGKIQTRADLLKKMT Gl Nsezd=Inl U RVDAVENN- NNy SV T DTPEI TATIHGEGYR

* . KAkKRKAAkKkAKhKk o kAKX KA AKX ARk ok ok e khk KAk AKAhAkA Ko Ahk KA I A XX A A KA XAk kK Kk e kk KAhkkAkAAkkKk
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FCGDLQD-
FCGDLEE-
FCGDLEE-
FCGDLEN-
FCGDLES—
FCGELE--
FCGDIE--
FCGQIE—

FCGDLED-
FCGDLED-
FCGDLEA-
FCGDLEEL

Khkk oo oo oo
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IIpunoxenne 11.

MHokecTBEeHHOE BhIpaBHUBaHUeE 1Js1 0eikoB ArcB. Y4acTku,cooTBETCTBYIOIIHE
nocienosarenbHoct HTH, mokaszanst 6enbiM mpudToM Ha TeMHOM QoHe. Kputnuecku BakHbIE
IIMCTENHOBBIE OCTATKHU MOKAa3aHbl HA TOIyOoM doHe. Y CIIoBHBIE 0003HaUeHUS: ““*” — aOCOIIOTHO

KOHCCpBATUBHAA MO3UIHUA;

134

— [Oo3unus C BBICOKOM CTEIEHBIO KOHCCPBATUBHOCTHU,; . — INO3UIHA

€,

C HU3KOM CTeTeHbI0 KOHCepBaTUBHOCTH. O003HAUEHUS TeHOMOB: cM. Tabm. 2.

MKQIRLLAQYYVDLMMKLGLVRFSMLLALALVVLAIVVOMAVTMVLHGQVESIDVIRSIFFGLLITPWAVYFLSVVV
MKQIRMLAQYYVDLMMKLGLVRFSMLLALALVVLAIVVOMAVTMVLHGQVESIDVIRSIFFGLLITPWAVYFLSVVV
MKQIRMLAQYYVDLMMKLGLVRFSMLLALALVVLAIVVOMAVTMVLHGQVESIDVIRSIFFGLLITPWAVYFLSVVV
MKQIRVLAQYYVDLMVKLGLVRFSLLLASALVLLAMVVQOMAVTEFVLRGSVETLDLVRSIFFGLLITPWAVYFLSVVV
MKQIRVLAQYYVDLMVKLGLVRFSLLLASVLVLLAMVVOMAVTEVLSGSVETLDLVRSIFFGLLITPWAVYFLSVVV
MKQIRLLAQYYVDLMVKLGLVRFSLLLASVLVLLAMVVOMAVTLLLSGEVENIDVVRSIFFGLLITPWAVYFLSVVV
MKPMKNLAQYYVDLLVKLGIVRFSILLALALVALAVVVQVGITLALKGRVDDIDIVRSVEFGLLITPWAVYFLSVVV
MKPMKNLAQYYVDLLVKLGIVRFSMLLALALVALAVVVQVGITLVLKGNVDDIDIVRSVFFGLLITPWAVYFLSVVV
MKPMKNLAQYYVDLLVKLGILRFSILLALALVALAVVVQVGITLILNGFVDDIDIIRSVEFGLLITPWAVYFLSVVV
MKQLKILAQFYVDLMVRLGIVRFSLLLAIALVALAVIVQVGVTLVLSGEVNDLDIIRSVFFGLLITPWAVFFLSVVV
MKNLKDEVRRYVDWVIRLGRIRFSLLGVMVLAVLALCTQILLSLLVMGKILWADVARSIVFGLISAPFVIYFFTVLV
MKNIKYFAQKYVDWVIRLGRLRFSILGVIVLAILALCTQALLSLFIIGEVYWVDMIRSVVFGLISAPFVIYFFTVLV

* % .. . . * kK o oo kK ek kk ok * * Kk . * ... . * . * . * Kk . * ok k. ok . e ek e ok ok

EQLEESRQRLSRLVQKLEEMRERDLSLNVQLKDNIAQLNQEIAVREKAEAELQETFGQLKIEIKEREETQIQLEQQS
EQLEESRQRLSRLVQKLEEMRERDLKLNVQLKDNIAQLNQEIADREKAEAELQETFEQLKVEIKEREEAQIQLEQQS
EQLEESRQRLSRLVQKLEEMRERDLKLNVQLKDNIAQLNQEIADREKAEAELQETFEQLKVEIKEREEAQIQLEQQS
EQLEESRQRLSRLVDKLEVMRHRDLELNKQLTENITQLNQEIVEREKAEKAHLQVVDKLKEEMGHREQAQIELGQQS
EQLEESRQRLSRLVDKLEVMRYRDLELNKQLTENIAQLNQEIVEREKAEKAHLQVVDKLKEEMGHREQAQVELGQQS
EQLEESRQRLSKLVAKLEEMRHRDLELNVQLQENTIAQLNQEIADRIKAEEARVLVMSRLKEEMSRREQAQIELEQQS
DOLEESRQRLTKLVSKLKDMRSRDQELNFQLOQONIEKLNLEIEERIKAEEAREEAMODLENEVEFQRERTQLELAERT
DOLEESRQRLSKLVSKLKDMRSRDQELNVQLOONIEQLNQEIEERIRAEEAREEAMKDLENEVFQRERTQVELAERT
DOLEESRQRLSKLVSKLKDMRSRDQELNQKLOQONIVKLNQEIEERIKAEEAREEAMADLENEVYQREKTQVELAERT
EHLEDSRQRLSKLVSKLEEMRTRDLDLNKKLKGNVKKLNQEIEEREKAEEARQEAMEDLENEVFQREKAQLELAEQT

EKLEHSRQALS—————————m—mmm e CSVEELCQERVSAEKKLSEALDN————————— e
EKLERSRLGLA—————=———=——m——m KMVENLRKEVSERVLAEKKLSTALDN=-——————=——————m————

« ek k kK * . o ek * . * * K

SFLRSFLDASPDLVEFYRNEDKEFSGCNRAMELLTGKSEKQLVHLKPADVYSPEAAAKVIETDEKVEFRHNVSLTYEQW
SFLRSFLDASPDLVEYRNEDKEFSGCNRAMELLTGKSEKQLVHLKPEDVYSPEAAEKVIETDEKVERHNVSLTYEQW
SFLRSFLDASPDLVEFYRNEDKEFSGCNRAMELLTGKSEKQLVHLKPEDVYSPEAAEKVIETDEKVEFRHNVSLTYEQW
ALLRSFLDASPDLVYYRNEDNEFSGCNRAMELLTGKSEKQLVGLTPKDVYAPDIAEKVMETDEKVERHNVSLTYEQW
ALLRSFLDASPDLVYYRNEDNEFSGCNRAMELLTGKSEKQLVGLTPKDVYAPDIAEKVMETDEKVEFRHNVSLTYEQW
ALLRSFLDASPDLVYYRNEEKEFSGCNRAMELLVGKSQKQLIGLTPQDVYAPDIAEKVMETDEKVERHNVSLTYEQW
ALLRSFIDASPDLIYYRNADGVFSGCNRAMEELTGKKEHQLVGLSPWDVYSKETIAQPIVDTDQKVESDNQAITYEQW
ALLRSFIDASPDLIYYRNAEGVFSGCNRAMEELTGKKEHQLVGLSPWDVYSKEVAQQIVDTDQQVEFANNRALTYEQW
ALLRSFIDASPDLIYYRNAKGEFSGCNRAMEELTGKRESELVGLTPWDVYRKETIAQSIVETDQQVENNNTAITYEQW
ALLRSYLDTSPDIIYYRNDLGLFSGCNKAMEQLTGKLEKELIGLSPKDVYDAEVAAKVIDTDRQVLOQENQALTYEQW

LDYPDGRKACFEIRKVPYYDRVGKRHGLMGFGRDITERKRYQDALERASRDKTTFISTISHELRTPLNGIVGLSRIL
LDYPDGRKACFEIRKVPYYDRVGKRHGLMGEFGRDITERKRYQDALERASRDKTTFISTISHELRTPLNGIVGLSRIL
LDYPDGRKACFEIRKVPYYDRVGKRHGLMGFGRDITERKRYQDALERASRDKTTFISTISHELRTPLNGIVGLSRIL
LVYPDGRKACFELRKVPFYDRVGKRHGLMGEFGRDITERKRYQDALENASRDKTTFISTISHELRTPLNGIVGLSRIL
LVYPDGRKACFELRKVPFYDRVGKRHGLMGFGRDITERKRYQDALENASRDKTTFISTISHELRTPLNGIVGLSRIL
LVYPDGRKACFELRKVPFYDRMGKRHGLMGEFGRDITERKRYQDALENASRDKTTFISTISHELRTPLNGIVGLSRIL
LEYPDGRKHYFELRKVPFYSKDGRHLGLVGFGRDITERKRHEESLEKASRDKTTFISTISHELRTPLNGIVGLSRIL
LEYPDGRKHYFELRKVPFYSKDGRHLGLVGEFGRDITERKRHEESLEKASRDKTTFISTISHELRTPLNGIVGLSRML
LEYPDGRKSFFELRKVPFYNKDGRHLGLVGEFGRDITERKRHEESLEKASRDKTTFISTISHELRTPLNGIVGLSRML
LDYPDGRKACFELNKIPFYSKDGRRLGLVGFGRNITERKEYEDALQKASRDKTTFISTISHELRTPLNGIVGLSRML
———————————————————————————————————————————— LEKINRDKTTLMTTISHELRTPLNGIIGLSRIL
77777777777777777777777777777777777777777777 IEKTSRDKTRLMATISHELRTPLNGIIGLSRIL

* Kk kK e e e kA AAAKNAKAAKIA KA AKX e KAk K o K
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LDTELTAEQEKYLKTIHVSAVTLGNIFNDIIDMDKMERRKVQLDNQPVDEFTSFLADLENLSALQAQQKGLRENLEPT
LDTDLTAEQEKYLKTIHVSAVTLGNIFNDIIDMDKMERRKVQLDNQPIDFTSFMADLENLSGLQAQQKGLRENLEPT
LDTDLTAEQEKYLKTIHVSAVTLGNIFNDIIDMDKMERRKVQLDNQPVDEFTSFMADLENLSGLQAQQKGLRENLEPT
LDTELDAEQLKYLKTIHVSAITLGNIFNDIIEMDKLERRKVQLDNQPVDFTGFMADLENLSGLLVQPKGLKEF IMEPQ
LDTELDSEQLKYLKTIHVSAITLGNIFNDIIEMDKLERRKVQLDNQPIDEFTGFMADLENLSGLLVQPKGLKE IMEPQ
LDTQLDLEQQKYLKTIHVSAITLGNIFNDVIEMDKQERRKVQLDNQPIDFTGFLVDLENLGGLLAEQKGLKLIMDQH
LDSQLTEEQRKHMQTINVSAITLGNIFNDIIDMDKEDRRKLELLPAPLNFEDFVAEIESISALMAEQKGLREFDLERL
LDTRLTDEQRKYMQTINVSAITLGNIFNDIIDMDKFDRRKLELLPAPLNFEDFVAEIESISALMAEQKGLRFDLERL
LDTPLSGEQRKHLQTINVSAVTLGNIFNDIIDMDKEDRRKLELFPAALNFEEFVAEIEVLAALMAEQKGLREDLERL
LDSRLDDEQHNYMRTINVSAITLGNIFNDIIDMDKFDRRKLELFPKPLDFISFVTEMENISGLMAEQKGLRFDLERL
LEENPSERQONYLKTINSSTLSLAHIFSDIIDLEKIDAKRIELNRKATDLYALLNDIANFALLMTEEKHLQFQLVCP
LDEKLTETQQNYLKTIHVSAISLGHIFSDIIDLEKIDARRIELNAKAVELNSFLNDISNVARLLAQQKKLAFQLVTD

*: ForrraX¥Rr Kook oRk Roxoonx o ¥ Lo HE R

LPLPHQVITDGTRLRQILWNLISNAVKFT—————— OQGQVTVRVRYDEGD---MLHFEVEDSGIGIPQDELDKIFAM
LPLPHKVITDGTRLRQILWNLISNAVKFT—————— QQGQVTVRARYDEGD---MLHFEVEDSGIGIPQDEQDKIFAM
LPLPHKVITDGTRLRQILWNLISNAVKFT—————— OQGQVTVRARYDEGD---MLHFEVEDSGIGIPQDEQDKIFAM
LPLPEKVIADGTRLRQILWNLIGNAVKFT—————— QQGKIVVRVRREGND---RLIFEVEDSGMGIPEDEQDKIFAM
LPLPEKVITDGTRLRQILWNLIGNAVKFT—————— QOQGEIVVRVRRESND---RLIFEVEDSGMGIPEDEQDKIFAM
QPLPQKVITDGTRLRQILWNLLSNAVKFTPKGEKGEKGE IVVRVWHEKGD—--RLRFEVEDSGMGIPADELEKIFAM
SDLPKAIEVDATRLRQVIWNLVSNAMKEFT—————— KEGGVVMTVSADVEEDFATIIMEVEDTGIGIPEAELEKIFAM
SELPKAIEVDATRLRQVIWNLISNAMKFT—————— KEGGVVMTVSSEVEEDFATIIIEVEDTGIGIPEAELEKIFAM
TDLPSLVEVDSTRLRQVLWNLLSNAMKFT—————— KEGGVVMTVSAECDAQHAEITIEVEDTGIGIPEAEQEKIFAM
TDLPPHISVDSTRLRQVLWNLVGNATKFT—————— KEGGVVMSVSADIHQDSAEITFEIEDTGIGIPEEELEKIFAM
PTLPNWLMLDGVRLNQVLWNLINNAVKFT—————— QQGSVTLSVEQTAEE---EFALRVTDTGIGIVEQDLQKIFEL
KNLPTWFMVDYARLSQILWNLIGNAVKFT—————— QEGRITLNVKRVSEY***QISFSVSDTGIGIPANELPRVFEM

* K * *k ke e kkhkKk oo *k Kk Kk Kk .ok . . . . * * * % . .k

YYQVKDSHGGKPATGTGIGLAVSRRLAKNMGGDITVTSEQGKGSTFTLTIHAPSVAEEVDDAFDEDDMPLPALNVLL
YYQVKDSNGGKPATGTGIGLAVSRRLAKNMGGDITVSSLPGKGSTFTLTVHAPAVAEEVEDAFDEDDMPLPALNVLL
YYQVKDSHGGKPATGTGIGLAVSRRLAKNMGGDITVSSLPGKGSTFTLTVHAPAVAEEVEDAFDEDDMPLPALNVLL
YYQVKDRNGGRPATGTGIGLAVSKRLAQSMGGDITVKSTQGVGSCFTLTIKAPAVQEASN-APSGDDMPLPALNVLL
YYQVKDSNGGRPATGTGIGLAVSKRLAQSMGGDITVKSVQGAGSCFTLTIKAPAVQAASS-APSGDDTGLPALHVLL
YYQVKDQHGGKPATGSGIGLAVSKRLAQNMGGDIHVSSSQGKGSCFTLTVIAPSADEAGSGLEDDDDLPLPALNVLL
YYQVKSGKDNLHAVGTGILAVSKQLINMMDGDITVTSEEGEFGSTFTVSIHVPIVELEEPVIDAKRDN-—-VHLNIFM
YYQVKSGKDNLHAVGTGIGLAVSRQLINMMDGDITVSSEEGFGSTFTISIHVPVIESAPSTVDKPKTQ--LHLSIFM
YYQVKSGKDNLHAVGTGIGLAVSRQLIKLMGGDISVNSEEGFGSTFTVTIRVPLLAEAPIEIEPQEPQS-TELNIFM
YYQVKQGKDNLHAVGTGIGLAVSKELINLMGGDITVTSEVDFGSTFIVTINVPLVDHVEEEEAMPETKLSKSLRIFM

YYQAGS——-DANKSLGSGIGLSVSKTIAQLMGGDLTVSSEVGKGSTFLETFKARQAIKPVE-——-EDEHMPLKLNILL
YYQVQS—--SGHKPLGSGIGLAISQTIAQLMGGDLYATSEMGKGSCFTLMLPVKEVEKPVR-—--VQONQMPLKLNILL

* kK K ekkkKk o o ko . . *k kK. * * Kk K *

VEDIELNVIVARSVLEKLGNSVDVAMTGKAALEMFKPGEYDLVLLDIQLPDMTGLDISRELTKRYPR-—-EDLPPLV
VEDIELNVIVARSVLEKLGNSVDVAMTGKAALEMFVPGEYDLVLLDIQLPDMTGLDIARELTRRHTR---EDLPPLV
VEDIELNVIVARSVLEKLGNSVDVAMTGKAALEMFAPGEYDLVLLDIQLPDMTGLDIARELTRRHTR-—-EDLPPLV
VEDIELNVIVARSVLEKLGNSVDVAMNGHDALAMENPEDFDLVLLDIQLPDMSGLDIARQIRAEYGK---QSLPPLV
VEDIELNVIVARSVLEKLGNSVEVAMNGHDALAMFKPDDEDLVLLDIQLPDMSGLDIARQIRADYGQ-—-QSLPPLV
VEDIELNVVVARSVLEKLGNSVDVAMTGQEALDMFDPDEFDLVLLDIQLPDMTGLDVARQLRSRYGK---RSLPPLV

VEDIELNVIVAKSLLESLGHSVIVAMTGEEALVNEVPDQYDLALLDIQLPDMTGEDVAKYYREHYD————— HLPPLV
VEDIALNVTIVARSLLESLGHKVIVAMTGDEAIRSFDPSRYDLVLLDIQLPDMTGFDVAAYYRKHYS————— QLPPLV
VEDIELNITVARSLLESMGHKVIVAMTGEEAIQGENPTEYDLVFLDIQLPDMTGEFDIAHYYRTHYS————— SLPPLV
LEDIELNVIVACSLLESLGHTVDVAMCGEDAIKQFDPTKYDLALLDIQLPDMTGFDVAKILRDKFD————— NLPPLI

VEDIEVNVVVAKSMLEKLGYQIDIAMTGAEAIRKFEQNYYDLVFLDIQLPDMSGFDIAAHFRONYENGVYDFLPPLI
VEDIEVNVVVAKSVLEKLGYVVDVAMTGQQAIEKFEQQYYDLLLLDIQLPDMSGFAVAKYLREGYEDGRYDFLPPLI

ckkk ek Kk kaokk ek . akKk K k. ok kk s kKKK KKEAK K. o . KKk k
ALTANVLKDKQEYLNAGMDDVLSKPLSVPALTAMIKKFWDTQDD-EESTVITEEN-————————— SKSEALLDIPMLE
ALTANVLKDKKEYLDAGMDDVLSKPLSVPALTAMIKKFWDATDK-EESTVIPEES————————— DKAQALLDIPMLE
ALTANVLKDKKEYLDAGMDDVLSKPLSVPALTAMIKKFWDATDK-EESTVIPEES————————— DKAQALLDIPMLE
ALTANVLKDKKEYLDAGMDDVLSKPLSVPALTAMIKQFWDSK-—--PSSAVQKQEHKVM—————— QTHESLLDIPMLE
ALTANVLKDKKEYLDAGMDDVLSKPLSVPALTAMIKQFWDHK---PSSAAKKQEHIVM—————— QTHESLLDIPMLE
ALTANVLKDKREYLDAGMDDVLSKPLSVPALTAVIKQHWDTHTVWTEESVVEEGDEMA-————— KVKEDLLDIPMLE

ALTANVMKDRREYLENGMDDAISKPLAVHAIQSVIDKFFVD--RVDKPAVIVKPEVKEEAAPSPVIETHLLDIPMLE
ALTANVLKDKREYLDNGMDEAISKPLAVQAIQDVIEKLIIK--QESTTIEMEEAEVVEITTS—-—-HVENHLLDIPMLE
ALTANVLKDKEEYRQKGMDAAISKPLSVAAVIAKMTQH--HAGESVAKVKSNKEKELPD--DLYQQLLDLEMLQ

ALTANLLKEKDEYFKNGMDEALSKPLSVKALTEVLEQF SMSEKKTDIPSVPQEQEVSSEPTENDQLIECLLDIPMLE
ALTANVVQKKQEYLAQGMDDVIHKPLSLEELRHCLHDYFGEELTQFNLP--SNKPQ————————— AESVELDTKMLT
ALTANVMHDKKEYQAQGMDDVLRKPLSIEELTACLVEYFGHDVSLCLETPTTHQIT ————————— QDATHFDVKMLS

kA kk ke oo o Ak * K * okkKk .. . Cx Kk
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QYLELVGPKLITDGLAVFEKMMPGYVSVLESNLTAQ————— DKKGIVEEGHKIKGAAGSVGLRHLQQOLGQQIQSPDL
QYIELVGPKLITDGLAVFEKMMPGYLSVLESNLTAR-———— DKKGVVEEGHKIKGAAGSVGLRHLQQLGQQIQSPDL
QYIELVGPKLITDGLAVFEKMMLGYLSVLESNLTAR-———— DKKGVVEEGHKIKGAAGSVGLRHLQQLGQQIQSPDL
QYIDLVGPQLIHQSLEMFEQMMPGYLAVLDSNMTAR-———— DOKGITEEAHKIKGAAGSVGLRHIQQLAQQIQTPTL
QYIDLVGPQLIHQSLEMFEQMMPSYLAVLDSNMTAR-———— DOKGITEEAHKIKGAAGSVGLRHIQQLAQQIQTPTL
QYLDLVGPKLIHQSLEMFEQMMPGYLATILDSNMTAR-———— DOKGITEEGHKIKGAAGSVGLRHLQQIAQQIQTSSL
SYVDIVGVKPVYDSIKMFEDMMPDYIEVLDSNMTAK-———— DODGIVSEAHKIKGAAGSIGLKRIQSVAQKAQSPDM
SYVEIVGPQPVLDSIRMFEEMMPEYLEILDSNMIAK-———— DOPGIVSEAHKIKGAAGSIGLKRIQSVAQKAQSPDM
SYVEIVGSQPVIDSVHLFEQSMPAYLAVLDSNMVAK—-———— DQEGIVSEAHKIKGAAGSVGLKRIQKIAQKAQSPDM
SYIEIVGTKPIYANIEMFEKSMKEYIQILDTNMTAR-———— DODGIVFETHKMKGAAGSIGLKHIQQVAQKAQSPDM

ELVEMLGADEVKNNLILFEQTMODYVAELQOAYQAYLNDPHTQPEVLSIVHKIKGALASVGLKRLOWIAAQAQNADT
ELVEMLGTDEFVLKNLALFKETMPEYMQALMTAYSVYQQDESQKADVLSCAHKIKGAAASVGLKRIQQIAAQAQDPEQ

..ok . . ok . * * . * . * ko kk Kk ke hkk o o ok . . *

PAWEDNVGEWIEEMKEEWRHDVEVLKAWVAKATKK-—
PAWEDNVVEWIEEMKQEWQHDVAVLKAWVANAEKK-—
PAWEDNVVEWIEEMKQEWQHDVAVLKAWVANAEKK-—
PAWWDNVQDWVDELKLEWRNDVQVLREWAAEVEKK-—
PAWWDNVQDWVDELKSEWRNDVQVLREWAAEAEKK-—
PAWWDNVQEWIDELKHDWRHDVQVLRDWVAKAEKES—
PAWWENISDWVEEIKNEYQONDIQVLKSWLDQRK————
PAWWENIADWVEEIKNEYQONDIQILKSWLEQR—————
PAWWENISDWVEEIKNEYQSDIALLKRWLTQQANAKQ
PAWWENIDDWVEEIKNEYEHDIQILKSWLEQQDK—-——
ADWQGNIAHWVNLLAKEWQTDVAKLREWLAGY —————

GEWTENIHDWVQQLAQYWLLDVEALERYLNKSV———-—
* * . K e . . . * . * .
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IIpniaoxenne 12.

MHo:xecTBeHHOe BbIpaBHUBaHue 1J1d 0eqakoB NarL u NarP. Yuactku,coorBeTcTByronme
nocienosarenbHoctd HTH, nokasansl OenbiM mpudToM Ha TEMHOM (oHE. Y CIIOBHBIE

0003HaueHHs: “*” — abCOTIOTHO KOHCEPBATUBHAS TIO3UITHS;

66,9

— [IO3unus C BBICOKOH CTEIICHBIO

[134]

KOHCGpBaTHBHOCTH, HOBHHHH(:HH3KOP[CT€H€HLH)KOHCGpBaTHBHOCTH.()603HaquHH
T€HOMOB: CM. YCJIOBHLIe 0003HAYCHHS M COKPAILICHUS .
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MLFELQGELFIMTKSHTILIVDDHPLMRRGIKQLLGLDSRFDVVAEANNGSDAITEAAKFQPDVILLDLNMKGMSGL
——————————— MTKSHTIMIVDDHPLMRRGIKQLLELDSNFDVVAEANCGSDATIIEAAKCQPDVILLDLNMKGMSGL
777777777 MPEATPFQVMIVDDHPLMRRGVRQLLELDPGSEVVAEAGDGASAIDLANRLDIDVILLDLNMKGMSGL
————————— MPEVTPFQVLIVDDHPLMRRGIRQLLELDPAFYVVAEAGDGASATIDLANRIEPDLILLDLNMKGLSGL
777777777 MSEKPSYRVLIVDDHPLMRRGIRQLLATDAIFDVIGEASNGVEALSLANRDSPDIILLDLNMKGLSGL
——————————— MSEKMKVLIIDDHPLMRRGIKQLMELAPNFEVVADAGNGSEGISLALQTQPDLIILDLNMKGLSGL
77777777777 MTDKLKVLIIDDHPLMRRGIKQLVELEEGFEVVGGAGNGTEGINLALQTSPDLIILDLNMKGLSGL
——————————— MQDKLKVLLIDDHPLMRRGIKQLVELDDNFEVVADVSSGTEGISVALQTSPDVIILDLNMKGLSGL
77777777777 MTESYKILLIDDHPLMRQGIRQILELEDNFTIVGEASNGNDGIALALDTDPDLIILDLNMKGISGL
______________ MCKVMLVDDHPLMRRGIHQLLSFEPEFEVVAEASNGADAVAKAHELELDLVLLDLNMKGMSGV
777777777777777777 MLVDDHPLMRRGINQLLSFEEQFEVVAEASNGTEAVAKAHENELDLILLDLNMKGMSGL
__________________ MLVDDHPLMRRGINQLLSFEEEFEVVAEAGSGAEATIALAHDLQPDLILLDLNMKGMSGL
77777777777777 MWNVVIVDDHPLMRRGIGQLLSFDEEFTLTGEASNGTDAVALISQDEPDLVLLDLNMKGMSGL
————————— MSNQEPATILLIDDHPMLRTGVKQLISMAPDITVVGEASNGEQGIELAESLDPDLILLDLNMPGMNGL
777777777 MNNQEPATILLIDDHPMLRTGVKQLVSMAPDISVVGEASNGEQGIDLAESLDPDLILLDLNMPGMNGL
————————— MINEDAATLLLIDDHPMLRNGVKQLISMDPELQVAGEASHGEQGVELAEQLDPDLILLDLNMPGMNGL

**** * * * oo . * . Koo . ***** * * .

DTLKALRHNGSDARIIILTVSDARSDVYAMIDAGADGYLLKDCEPEILLENIRQAARGENVEFSDEVIQYLSSR————
DTLKALRNEGIDARIIVLTVSDARSDVYAMIDAGADGYLLKDSEPEILLENIRLASKGENVEFSDAVTQYLSSR————
DTLNALRRDGVTAQIIILTVSDASSDVFALIDAGADGYLLKDSDPEVLLEAIRAGAKGSKVEF SERVNQYLREREMF —
DTLNALRRDGVTAQIIILTVSDSASDIYALIDAGADGYLLKDSDPEVLLEAIRKGANGGKVE SDRVNEYLRERERF -
DTLHALRRDGICARVIVLTVSDAPSDIYALMDAGADGYLLKDSAPEHLLDSIRS—---SDAFSEQVRDALRHRIAT -
DTLKALRAEGIDARILILTVSDLKSDIFTLIDAGADGYLLKDTEPDALLSQIQRIAQGEVILSDSIKDALIER-————
DTLKALRAEGVDARIVILTVSDAKNDIFTLIDAGADGYLLKDTEPDTLLSQLKRIARGEVILSDSIKNLLLER-———
DTLKGLRAEGVDARILILTVSDAKNDIYTLIDAGADGYLLKDTEPDTLLEQIKRIAQGEVILSDSIKNLLLER-———
DTLRALRKQGVDSRIIVLTASDEQSDIFASMDAGVDGYLLKDSDTSELRENIRKAVLGETVLSDSIRAHLLNR-———
DTLKALRADGCEARIVILTVSDSPADIEAIVRSGADGYLLKDTEPDELVELLKQAHQGDKAYSQEVAKYLSER-————
DTLKALRADGCEASIVILTVSDSPADIEAIVKAGADGYLLKDTEPDELVELLEKAHLGDKAYSSVVAKYLLOR————
DTLTA-RTDECDAYVVILTVSDSAADIEALVKAGADGYLLKDTEPDQLVALLKQAMQGEKAF SESVERYLLNR————
DTLHALRNEGVTCPIVILTVSDNKQDIKTLIKAGADGYLLKDSEPDELIALLKEAMKGGKAYSEQVKTCLEED————
ETLDKLREKSLSGRIVVFEFSVSNHEEDVVTALKRGADGYLLKDMEPEDLLKALHQAAAGEMVLSEALTPVLAASLRAN
ETLDKLREKALSGRIVVEFSVSNHEEDVVTALKRGADGYLLKDIEPEDLLKALQQAAAGEMVLSEALTPVLAASLRAN
ETLNRLREKSLSGRIVVFEFSVSNHEDDVVNALKNGADGYLLKDMEPEDLLAALHQAASGKMVLSETLTPILAASLRES

Hikd o HEE A 1 : K RAKK AKX L. % HIN Lo *
—HEQVNPFSELTERELDVLQEVARGNISINNON/NRHN ARSI AN AVARNNN [ | RKLNVRSRVAAT IMYLENKKY ————
—DEQVNPF SELTERELDVLQEVARGNSINSONV:VRANRRSI N NRAVAGESERNN . L. RKLNVRSRVAAT IMYLENKQY ————
—GAEEDPFSVLTERELDVLHELAQGIHINNORN: AR RN HONRA VAN [, | RKLNVRSRVAATILFLOQRGAQ———
—GAQEDPFSILTERELDVLHELAQGIHSINORN:SAVARNNRSIHOURVAQVASHRNN . . RKLNVRSRVAAT ILFLQTRGMQ———
—KETPSPFTVLTERELDVLQEVASGIHINOIVVNAR @RI ANV BRNN M RKLNVRSRVAATVLYLETRGQ————
—QMNADPIYSLTDREMDVLRLIATGIHSINSORN:NCIOIN MR NNV QASERNN . . RKLNVHSRVAATVLYFEHKGR————
—QSAQEPIYSLTDREMGVLRLIATGIHINNOIVNCOINIMESIANNAAVARNNN [ [ RKLNVHSRVAATVLYFEHKN—————
—THEDNPLDSLTDREMGVLRQIATGIHSINORN:VNOI NN AV QVASERNN . . RKLNVHSRVAATVLFFEQNR—————
—RPENDPLSVLTDRERDVLQWIATGNSINORVNEOINIMESIANNAAVARNNN [ [ RKLNVHSRVAATILYLEQQRLKQVK
—SDHEDVEDSLTDRETQILARGIRSNMORPNBI NS HSURIASININ S . L. KKLQVPSRTAATVLYLERFGDIK——

—EENTDVFDELTERERQILQEVARGIENNNINONV:NBINAIMES A URAAVAEINNS [ L KKLKVPSRTAATVLFLERYGELK——
—EHTSNPFEALTEREMQIMSEVAKGMINNORN:BI AN ME SR GISIWINS L. LKKLDVPSRTAATILYLERY ——————
—AQGDDKLSQLTARELE I LOQHVAKGNINNNONZ:N LA NES RIS L L KKLNVKSRVAATLLYLDS ———————
RATTERDVNQLTPRERDILKL I AQGIRZNINYARNNNNDANNIHREASAWINH ML KKMKLKSRVEAAVWVHQERIF ————
RATTDRDVTQLTPRERDILKL I AQGIRZNINYARNNNNDARNNIHRASAWANH ML KKMKLKSRVEAAVWMHQERTF ————

RHSSDRDIQLLTPRERDILKLLAQGLSNKVIARKLTITESTVKVHVKHLLKKMKLKSRVEAAVWVLQEKVI————
R T sk ok ke sk Kk kek AxKkKkkes skeks s KX Ko
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IIpunoxenne 13.

MHo:xecTBeHHO€e BbIpaBHUBaHue 1151 6esakoB NarX u NarQ. Ycnosasie 0003HaueHHs: “* —

66,9 (X34

a0COJIIOTHO KOHCEpBAaTUBHAS O3ULINUS; *“:” — IMO3ULMS C BBICOKOW CTENEHBI0 KOHCEPBATUBHOCTH;
— IIO3ULIMSL C HU3KOU CTEIEHBIO KOHCGpBaTI/IBHOCTI/I. O0603HaueHUsI TEHOMOB: CM. Y CIIOBHBIE
0003HAYCHHS ¥ COKPAIICHUS .
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77777777777 MIVKRPVSASLARAFFYIVLLSILSTGIALLTLASSLRDAEAINIAGSLRMQSYRLGYDLQSGSPQ
——————————— MTVKRPVSASLAKAFFYIVLLSILSTGSALLTLTSSLRDAEAINIAGSLRMQSYRLGYDLQSRSPQ
77777777777 MMVKRPVSTSLARAFFYIALLSFLTTGIALLTLASGLRDAEAINVAGSMRMQSYRMGYDLQGDRAA
————————— MFKNVKKSVTRTIASAMLLILLLSVATTGFAIFTLASSLNDAEAVNVAGSMRMQSYRLAHDIQIRSVD
7777777777777777777777777 MGLILLLSIATTSFAIINLASSLNDAEAVNVAGSMRMQSYRLAHDIQINAQD
MVINQRETALFTPVRHSLTRTMAKAMLLILFLSALTTGVAIVTLASSLNDAEAVNVSGSMRMQSYRLAYDIQTQSHD
777777777 MKHNKTSILTRTIAQVMLLIVMISIITTSLALITLSSSLKDAEAVNIAGSLRMQSYRLAYDIETNSPE
—~MTRFLPRLVILKIKHSVSTRIANYLIVIIIFVGIIGALSLALMAGNKSYAEAINVSGSLRMQSYRILYEIEHEPQM
77777777777 MKIKHSVSTKIANYLFIIMIFAGVITSLSLMIMASNKSDAESINVSGSLRMQSYRLLHELEHHPEL
——————————— MYTKGSVSTRIAKYLFIILIVAGVISSLSLAIMSSNKYDAEAINISGSLRMQSYRLLYEMQEQPES
77777777777 MYTKYSIARRIGFYFLIMIGFASLISGISLGIMWSNKSDAGLINVSGSLRMQSYRFLYEMEHHPNS
——————— MLKRCLSPLTLVNQVALIVLLSTAIGLAGMAVSGWLVQGVQGSAHAINKAGSLRMQSYRLLAAVPLSEKD
——————— MFKRCFSPLTLVNQLALIVMLSTAIGVAGMAVSGWLVQGVQGSAHAINKAGSLRMQSYRLLAAVPLDAKD
MVKGISHAMKRYLTP--LVNQIALLMILLGMLGLAGMVISSWMAQSIQGNAHAINQAGSLRMQSYRLLSMIPLDSNE
77777777 MKRYLIP--LVNQIALLMILLGMLGLAGMTISSWMAQSIQGNAHAINKAGSLRMQSYRLLSMVPLDKGD
——————— MLKRFLLPLSLVNQVALLMLLLGLLGIAGMSVSSWMSQSIQGNAHAINKAGSLRMQSYRLLSMVPLSAEN

* sk g Rk ok ok kkok ok,

LNAHRQLFQQALHSP--VLTNLNVWYVPEAVKTRYAHLNANWLEMNN--RLSKGDLPWYQANINNYVNQIDLFVLAL
INAHRQLFQHALNSP—--VLONLNAWYVPQAVKTRYARLHANWLEMNS——RLODGDIVWYQSNINNYVDQIDLFVLAL
LEAHRHLYAQTLDSP--VFHLLDRWYVPRDVRDRYSALLQSWKTMDE--RLSAGDRVWYQDNIVRYVTQIDLFVLAL
YSSHIDAFEHSIYSS—--SMKALQHWSVPEDITHDYYRLIMRWHELKS—-VLRGEDPSQYQLLVAGEVQQIDDFVEKL
YSSHIYLFERSIYSP--SMKALONWTIVPDDITHDYYRLIMRWHELKE--VLQSKDRERYLVLVAGEFVSQIDAFVFEFKL
YKAHIFLFENSLYSP--SMLALLDWTVPSDIQODYYQLIERWHELKK--VLNSDQKAQYLDQVAPEFVSLVDGFVLKL
LIEHLDKFSQSIESP--SFKSLDOQWEVPDDIEDYYE®LQWLSLOP-—-SLLSDNKQIYLNKVSLEVDEIDHEVEFRL

VESSLRQYRVSLHSK-SLVEINYQSFASQDVKDSYHNLIKRWEVMER--LAREQNFTEYQKNIANYVEQVDQFVETL
VETGLRQYRISLHSP-ALLEID-QWEVPDEVKQSYHQLIKRWERMER--YAKQREINAYKNEIADYVAQVDQEFVETL
VETNLRRYHISLHSS-ALLEVQONQFFTPNVLKHSYQONILQRWTNMEK--YARQQDVKNYSKQLTDYVADVDYFVFEL
IPSRLAEYRQSLNSPEIKESLEYKCFLPTEVTERYDNLKQSWQAMEG—-FIINGDRDAYVANLEGYARQVNNEFVWSL

KPLIKEMEQTAFSAE—————— LTRAAERDGQLAQLQGLODYWRNELIPALMRAQNRETVSADVSQFVAGLDQLVSGF
QOKLLDEMEQTAFSPE-—————— LTRAAERDGQQOKQLKALQDYWHNELSPRLOQHAQNAHAVAEDITREFVAGLDRLVTSFE
LSYLVALEQDKTSHD—————— LOQALLREGLMGQYQQIERYWQDTLKPQLQOQAKHPDEVAASVADFVHQLDALVLAT
LPYLAALEQDKTSDD—————— LOHALQREGLTRQYQQIERYWONTLKPQLLOAKQPDDVAANVADFVHQLDALVLAT
EIYLQELEEDEISSD-—————— LOQAVRREGLSEQF TALRVEFWLDNLQPHLRQATHSADASADVARFVKQLDDLVSAT

* . . .. .k

QHYAERKMLLVVAISLAGGIGIFTLVFFTLRRIRHQVVAPLNQLVTASQRIEHGQFDSPPLDTNLPNELGLLAKTEN
QHYAERKVMLVVAISLAGGIGIFTLVFFTLRRIRQQVVRPLNQLVTASQRIEHGQFAPLPLDTSLPNELGLLAKTE'S
QHYSERKMMIVVVTSIIGSITIYILIFFTLRRIRRQVVVPLNKLMAACASIEKGRFTHSRLDVNLPNELGLLAQTES
ONFSEQKLINLAWIGGLGLGGILCASMFVVHFIRLEVVRPLRALVFASERIKNRSEFD-INLAVSSDNEMGILTRTEN
QHFSEQKLIKLAWVGGLGLGGILLVSIFVVHFVRVTPLKAMVTASEQIQSRSFD-VSLNVISDNEMGILTRTEN

QRFSERKLIALAAVGSFGLGGIFAVSLEVVYYIREQVVRPLNAMVDASEKIKNRNED-VMLEETSSTEMGILSRTEN
QEFSERKLQLLSLIGALGLSLIVFSSIFIIFFTQRKIVSPLHHLVAASHAMTKGNYS-VQVDLNSDNELGQLGNAFEN
QHSAEEKWIWALCVIIFSMLLIVIMVSYVNWYTRKAVVRPLEQLTRASTQVOMGQFKHIPLDVRKEDELGHLARTET
QRFAEKKWIIAVLIMSLSMLSIIAMVAYVVWYARKEVVMPLKQLTQASIQVOMRQFSHVKVDTQKEDELGNLARAFE'S
QRFSEQKWILGVSVLGFAMLLILLMVSYVIWYTNVKPLHLMTKASMQVOMRQFNHIPLDTRKONELGTLARVET

QSFAELKLKIAIGVIIVSMLLIIGLAYIGVWYTRKKIIAPLNQLVVASRQIKNEDFDHVRLVVTEPNELGFLSSTET
DRTTEMRIETVVLVHRVMAVFMALLLVFTIIWLRARLLOQPWRQLLAMASAVSHRDFTQRANISG-RNEMAMLGTALN
DHTTELRIERVVLVHRVMAIFMALLLVFTIIWLRVRLLOPWKQLLSMARAVSQRDFTQRANISG-RNEMAALGSALN
DHKTEQRLLQVTLIPLVFSLLTLSLLLAMIYYLRRRLLRPWLKLISMANAIGRGDFSQRYTLDYQRDEMGMLGTALN
DHKTEQRLLLVTMIQLVFIVLTLGLMLATIYYLRRRLLRPWLQLISMANAIGRGDFSKREFSLPYQRDEMGMLGTALN
DHKTEQRLMMVTLVQRIFIGIMEFILLIATFFYLRRRLLTPWRRLVSMAQAIGQGDFTQRVAITG-HDEMSKLGQALN

.k . .. * . . . * . *
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OMSSELHKLYRSLEASVEEKTRDLHEAKRRLEVLYQCSQALNTSQIDVHCFRHILQIVRDNEAAEYLELNVGEN———
OMSSELHKLYRSLEASVEEKTHDLHEAHRRLEVLYQCSQALNTSQIDVHCFRHILQIVREHDAAWYLELTVGDN———
SMTDELQKLYRSLEDKVROQKTLRLOQEVNRMLKVLYNCSQAMNVSTIDRHCFQQILQIVHRYETVVCLEMRVGEN———
RMATDLGKLYRGLEQAVDEKTRKLQHANQSLEVLYDSSKELTASRINQDNFQATILKHIASLEGIKAVKLEIEQLGEP
NMAADLGKLYRGLEQAVNEKTHKLQHANQSLQVLYHSSQELTASRISQENFQATILRHIVSIEGIVSAKLEIEEIGER
SMAGDLGKLYRGLEHAVNEKTNKLOMANQSLQVLYHSSQELTASRITASNFQTILRHWVALEGICALRLEIEEEAGK
HMTRQVDLSYRELESRVEDKTKKLSQANRSLMILYQCSQQOLSASQLDEQAFKNILDTFTNIEGIISARLIVEEESGG
KMSSELGKLYSGLEATVNEKTQKLOQQTNRSLTTLYHCSQLVTTNKIDGKILQLVLONVMISEHLRYLELDVLDAPHW
OMSSELEKLYSSLEESVNEKTQKLRQTNRSLTMLYESSQQLTTTNVDESILOQHVLKNIFISEHLRYMALVVEGAEHW
OMSTELGQLYSRLEEAVNEKTQKLRQTNRTLSTLYQSAQLLNTNTINDKILNQVLNYIFISDHLNEFVKVEVMGAEHW
OMASELAKLYASLEEKVEDKTRRLISVNHSLLVLFQCSQLLSAKPLNQSVLYEVLQIILDNEHLRAIEIQVYGADYW
NMSAELAESYAVLEQRVQEKTAGLEHKNQILSFLWQANRRLHSRAPLCERLSPVLNGLONLTLLRDIELRVYDTD-D
NMSEELAESYAVLEQRVQEKTAGLEHKNQILSFLWQANRRLHSQAPLCERLSPVLNGLONLTQLHDIELRVYDLE-D
RMSQELSLIYGDLEQRVVNKTADLQQOKNQVLAFLYHSSRQLHTHQPLSERLAPVIEQLQALTTLENVQICLYENHLY
RMSQELSVIYSDLEQRVAQKTADLQQOKNQVLAFLYHSSROQLHTTQPLSERLVPVIEQLQTLTPLENVQICLYENHLY
SMSDELSAMYHSLEQRVAEKTADLQQKNDLLSFLYRASRRLHTGAPLCSRLMPILNELPSLTPLRNIQLRLYEDN N

* . .. * * % * ** * . * * .

-WRISEGQPNPE-——————————————————————————— LPMQILPVTMQETVYGELHWQONSHVSSSEPLLNSVSS
-WRISEGTQSPD———————————————————————————— LPMOMLPVTMQDTVYGELHWQSPNVNASTPLLNSVST
-WLLCEGQPDEQ-——————————————————————————— TAWQTLPIRLQEVEFGQLRWQASTQQPSAQLMESVAN
NWILTEGEECCHDCD————————————————————————— DECHAEPLTLDGEHLGSLYWKAGLPCPNETLIDNEVQ
NLVLTEGPKCVG-—-----"""""""——————————————— RCNQKALTLDGQHLGYLHWCSGLPCPDQALIDNEVQ
PLILQEGKPSGA-———————————————————————————— VMLQTPLTLDGHHLGFLYWEAGSPEPDRALIDNFAL
DWEITSGEPDES-—————————-———————————————————— PWSLOQELCIDGEQLGYLLWQESLPCPDQKLIINISN
NICLGVKYDQLE-—————————————————————————————— SQOTEMNIEGESLAVLRWQAGLPCPDLRTMQONVAQ
NIRFGOKQANQD-—————————————————————————————— CQEVTLQIEDEKLAVLYWQAGFPCPDPRTMRNIAQ
DITLGKODANNE-————————————————————————————— LOIETLSVDNEELGVLSWQAGLPCPDPRIMQONLAQ
NVTIDNAPAQT-——————————————————————————————— WDFTEIAVENEKVARLGWKPSLLCPDER-IKNVSE

EENHQEFTCQPDMTCDDKGCQLCPRGVLPVGD--—-RGTTLKWRLADSHTQYGILLATLPQGRHLSHDQQQLVDTLVE
EDNHQEFTCQSDISCDDKGCHLCPRSALPMIN---GGTTLKWRLTDSHTQYGILLATLPYGRHLSHDQQQLVDTLVE
RDHVNHNADAEYLMPKNRPASLTISGPVRPISHPELWQSLSWSLSDKLGQYGLLLAKQPLDNPLNSDQQQLVDMLVE
RSHLADHLDGEYLPPONRPTQLTISGSFIVINPPTARESLSWRLSDKLGQYGLLLAKLPSETPLNSDQQQLVNMLVE
QEQFHQFSDCSQSQPEHCPDNSCQSCGMQVKRDDLQGEPHCWDLHDKHGQYGVVLATLPGNTALSRDONQLLNTLLE

MLGRGLYFNQAQKHFQQLLLMEERATIARELHDSLAQVLSYLRIQLTLLKRSIPEDN————— ATAQSIMADF SQALN
MLGRGLYFNQAQKHFQQLLLMEERATIARELHDSLAQVLSYLRIQLTLLKRAIPEDN————— AGAQSIMADFSRALN
MLGRGLYFNQAQKHYQQLLLMEERATIARELHDSLAQVLSYLNIQMTLLKRAVAEEN-————— AQARQIITDFEQALS

ILSRAVYYNRAQRQAEQILLMEERATIARELHDSLAQALSYLKIQVALLKRSVKNLPDEKAIAQANQVIAELDTGLS
ILSRAVYYNQAQRQAEQLLLMEERATIARELHDSLAQSLSYLKIQVSLLKRSVAKLNDEPQLARTNQVIAELDTGLS
ILSRAIYYNQAQRQAEQLLLMEERATIARELHDSLAQSLSYLKIQLTLLKRSVTPLKSDGDLSKTENIIREIDKGLS
ILARGIFYNQAQKQTHQLILLEERSTIARELHDSLAQSLSYLKIQTTLLKRQLEKC-——-DCINTSTTLVELDEGLK
MLSRSLYFQRMORQOEQLLLMEERSIIARELHDSLAQVLAFLQIQLTLLKHNLNKGETD-SKQKSLSIIKQFEQALS
ILSRTLYFHKTQROQOQQLLLMEERATITARELHDSLAQVLAFLQIQLTLLKHNINQKSEE-AAQQSINIIASFEQALR
MLARALYFHKNLRQKEQLLLMEERSIIARELHDSLAQVLSFLQIQLTLLKHNLKKEDEQ-SKEKSLAITANFEQALS
MIGRSLYVLQVQOKQQQOQLVLMEERSITIARELHDSLAQSLTFFKIQISLLKYNSETVKNW-HKQK--TILADFEKALN

QLTATLALDRHQERQQQLIVMEERATIARELHDSTAQSLSCMKMQVSCLOMQGDALPES————— SRELLSQIRNELN
QLTATLALDRHQERQQRLIVMEERATIARELHDSTAQSLSCMKMQVSCLOMQGDALPES————— SRELLSQIRNELN
QLTSTLALESQAKHQQQLLLMEERSATIARELHDSTIAQSLSCLKIQISCLOMQTPDLPEN————— SNLLIKQMRDELN
QLTSTLALESQARHQQQLLLMEERSATARELHDSTAQSLSCLKIQISCLOMQVPDLPDP————— SKLLIQQOMRDELN
QLTSTLALERQSNHQQQLMLMEERATIARELHDSIAQSLSCLKIQVSCLQMQGGDLPPA ————— SQQLLMEMREELN

----- * ok k. *hkkhkkhkkkkk o ** * . .k . * . . . *

DAYRQLRELLTTFRLTLQQADLPSALREMLDTLONQTSAKLTLDCRLPTLALDAQMQOVHLLOQITREAVLNAMKHANA
DAYRQLRELLTTFRLTLQQADLPSALHEMLEDLQSQTPAKLKLDCRLPTLALDAQMQOVHLLQIVREAVLNAIKHANA
DAYRQLRELLGTFRLTLQQADLPAAMQEMIEPLRVQTPATIDIDCRIPTQALDASQQVHLLOQITREAVLNAIKHAQA
AAYTQLRELLTTFRLTIKEGSFGQALQEMVETLNEQTTAEITLKNRLSSTELDAHQQVHLLQLTIREAALNATKHAQA
SAYTQLRELLTTFRLTIKEGTFGQALQEMVVQLGDQTEAEIHLTNDLSSVELDAHQOVHLLQLIREATINATIKHSKA
DAYTQLRELLTTFRLTLTEGSFGQSLLGMLTQLSGQTDAKIELNNALSSIALDAHQQVHLVQLIREATINAIKHAKA
SAYSQLRGLLNTFRLTINKAHFGEALQEIMTTLASQTKINIHLNNELPSLPINAQOQHVHLLQLIREATLNAIKHSKA
DGYSQLRELLATFRLTVQEANLKLALEQVIDSLRNQTDIQMSVDCTLPSQSFNAQQLVNALQIVREAVLNAIKHSQG
DGYVQLRELLATFRLTVQEANLKLALEQVVDSLRNQTDIQMCVQCSLPAQSEFNAKQLVHILQIVRESVLNAIKHSKG
GGYAQLRELLATFRLTIQEANLQLALKQVIDSLRSQTTMOMNVNCQLPSQSLNPQQLVHVLQIVREATTNAIKHSQG
EAYSQLRELLSTFRLTIEEANLTCALERVLDSLRSRTSAKISLNCKLPSQTFSAQQQVHALQIVREAVINAIKHSNA
ASWAQLRELLTTFRLQLTEPGLRPALEASCEEYSAKFGFPVKLDYQLPPRLVPSHQATHLLQIAREALSNALKHSQA
CSWAQLRELLTTFRLQLTEPGLRPALEASCQEFSARFGFTVKLDYQLPPRLVPSHQATHLLOQIAREAPSNALKHSHA
IAYRQLRELLTTFRLKLNEATLEAALQALVNEFSERAGLSITFKYQLPPDQVPNHQATHMVNIVREALNNIYKHARA
IAYRQLRELLTTFRLKLNEATLQAALONLVNEFSERANLPITLDENLPSDSIPNHQATHMVNIAREALNNIYKHAHA
TAYRQLRELLTTFRLKLSESGLLAALRASIDEFGKRLGYPIELHYRLPPQSVSAHQGIHVLQIVREALSNIYKHAQA

*kk KAk Kk k*k . . ... ** * **
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SETAVSCVTAPDGNHTVYIRDNGIGIGEPKEPEGHYGLNIMRERAERLGGTLTEFSQPSGGGTLVSISFRS-AEGE
SETAVSCVTAPDGDHTVYIRDNGIGIGEPHEPAGHYGLNIMRERAERLGGTLNEFSQPSGGGTLVSISFRS—-SNKE
TTITVNCCTQPDGSHCV®DDGCGIINQEEPAGHYGLNIMQERAERLGGRLAIGLHPEGGTQVSVRESTPTTAR

DHIHIQCLDC-DGKVIVIVSDDGVGFEHQDEKINHYGMTIMQERAARLHADLQIEASINKGCTVKLEFQHSKEVN
ANIRIECCEE-GEWVTVSVSDDGVGEDQCNQKLNHYGMSIMQERAARLNGSLSVTASPONGCAVVLKYQRIKETR
TKIKVNCQEQ-QGRVQVTIEDDGVGFDLODHKINHYGMSIMQERAARLRGELKVESAPGKGCKVVLTYQQSEEKN
DNIIITCFQE-GEQGCINIEDDGVGEFDPTEEKINHYGLRIMQERANCVHGKLSITSEIDNGCTVNVMFPLNQ——-—
TLIEVIAHTNEDGEYELVVRDNGIGIPSLEEPDGHYGLNIMHERSIQLNAKLTIANRTDGGTEVKVTLAHTL——-
NRIEVIAHINEDGEYEFIVRDDGIGIPSLEEPEGHYGLNIMHERATQLNAHLRIANRPSGGTEIKLTLHQNRNLT
TVIEISARINAEGEYEILVEDDGVGIPNLEEPEGHYGLNIMAERCRQLNAQLHIHRREQGGTQVKITLPHTLY -~
TQIEVIAETNQDGEQCLIVRDNGNGIVNGIEPDDHYGLTIMKERAAQLKGEFTIINRAEGGVQVMVTLPNTL——-
SEVVVTVAQN-DNQVKLTVQDNGCGVPENAIRSNHYGMIIMRDRAQSLRGDCRVRRRESGGTEVVVTFIPEKTET
DDVVVTIVTQC-GKQVKLKVQDNGCGVPENAERSNHYGMIIMRDRAQSLRGDCQVRRRETGGTEVIVTFIPETNET
SEATVNVHLE-QGDVVMSITDNGCGIGQASEQPNHYGLMIMODRANSLHGHCSINQKEGGGTEVRVQF TPEN———
TEAAVKVTAE-QGDVVMSILDNGCGIGQASKRPNHYGLMIMQDRATSLHGHC®QREEGGTEVRVRE TPDN———

TQVDITLQLR QGYIELSVTDNGIGIPDDASRANHYGLITIMRDRARGLHGECIVRRRPSGGTEVNVSFLSEYRHR

* * * *** * K .k . *

DVQG-DTHE-—
ETQG-DTHE——

LPLTGETHD-—
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IIpniaoxenne 14.

ITocaenoBaTe ILHOCTH MOTEHIMAJBLHBIX CATOB CBA3BLIBAaHUA 0ejika Fnr. Ykazano nmonoxenue
calTa OTHOCHUTENBHO CTapTa TpaHcasuuu reda. [lo3unmm caitta, COBIAaarONMe ¢ KOHCEHCYCOM,
MOKa3aHbl MPOMUCHBIMHU OYKBaMH, HECOBIAIAIOIIUE — CTPOYHBIMHU.

I'enom Omnepon Caiir
Iosoxenne Bec IlocaenoBaTeIbHOCTH
Y. pestis adhE -400 4,17 TTttTgTtAATCAA
arcA -299 4,59 TTGATaTAtgTCAA
ccmABCDEFGH -303 3,84 TgGATTTttAaCAA
cydAB -313 4,84 TTGtTcTAAATCAA
-262 4,48 TTGtcgTAgATCAA
dmsABC -200 3,97 TTGATTccAgaCAA
fadBA -144 4,27 aTGATaaAgATCAA
fadD -51 4,52 TTGtTTaAAAaCAA
fadL -166 4,07 TTttTTgAgATCAA
far -33 4,24 TTGAcgcAtATCAA
focA -81 3,94 aTGATccAtATCAA
SfumC -482 4,11 TgGATcTtgATCAA
glgBXCAP -26 3,80 aTGcTaTtAATCAA
glpABC -146 423 TTGATcacAATCAt
-92 4,20 TTGtTTcttATCAA
-88 3,77 TTctTaTcAATCAA
glpD -215 4,10 aTGATgTAAATCgA
20 3,84 TTGATTacAATCgt
moaACDE -309 3,99 gTGATTTtAAaCAA
mtADR 218 4,19 gTGATCTtAATCAA
napFDABC -212 3,93 TTGATcTtgcgCAA
-120 3,85 TTGATTTcAATaAt
ndh -149 4,90 TTGATaTAtATCAA
nirBDC-cysG -70 5,15 TTGATTTACATCAA
nqrABCDEF 17 3,92 aTGATTaAAATaAA
nrdDG -191 4,45 TTGtTcTAggTCAA
pdhR-aceEF-IpdA -64 4,04 aTGATTTcggTCAA
pepT -24 3,99 TTGATcatgATCAc
ppsA -4 4,16 TcGATgTccAaCAA
talB -419 3,76 TTGAcTgAcgTCAg
-125 4,22 TTttTTTtAATCAA
yfiD -112 4,19 TTGATaTAAAaCAt
-59 4,75 TTGATTTgAATCAA
Y. enterocolitica arcA -471 4,80 TTGATTTtAAaCAA
-297 4,59 TTGATaTAtgTCAA
atplBEFHAGDC -499 4,06 TTGAagatgATCAA
cydAB =377 3,90 TTtATTaAcAgCAA
-313 4,84 TTGtTcTAAATCAA
-262 4,31 TTGtTcTggATCAA
dcuA -25 3,86 TTcATTTggATCAA
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Caiit
T'enom Onepon
IMonoxxenune Bec IHocaenoBarebHOCTH
Y. enterocolitica dcuB -286 4,34 TTtATTTAAAaCAA
deuC -172 3,82 TTGATagAtgTCAt
fadBA -144 4,35 aTGATaaAAATCAA
fadL -162 3,96 TTttTTgcAATCAA
feoAB -318 4,17 TTGATTcAAATCAt
far -33 4,24 TTGAcgcAtATCAA
focA -78 4,04 aTGATccAcATCAA
frdABCD 271 3,86 TTGAggTAgt TCAA
glgBXCAP -113 4,03 TTGAccTtgATCAt
glpABC -146 4,23 TTGATcacAATCAt
-92 4,12 TTGtTccttATCAA
glpD -453 3,79 TTGAgcacAATCAg
-66 3,84 TTGATTacAATCgt
gltP 256 3,79 TTttTTaAtAaCAA
mdh -255 3,79 TTGATgTAAAggAA
moaA -351 3,99 gTGATTTtAAaCAA
napFDABC -210 4,48 TTGATcTtgcTCAA
ndh -150 4,90 TTGATaTAtATCAA
nirBDC-cysG =72 5,15 TTGATTTAcCATCAA
nqrABCDEF 1 3,77 aTGATaaAAATaAA
nrdDG -196 4,45 TTGtTcTAggTCAA
pdhR-aceEF-IpdA -397 3,84 TTtATaatggTCAA
-148 4,11 aTGATTTtggTCAA
pepT -400 3,94 TTGATgaAAAaCAc
-53 3,95 TTGATggtgATCAC
PpsA 2 4,16 TcGATgTccAaCAA
sfcA -466 3,98 TTtATTTtcATCgA
yfiD -180 4,19 TTGATaTAAAaCAt
-127 4,89 TTGATTTAAGTCAA
P. multocida acpP -95 3,86 TTGAccaccgaCAA
adhE -115 4,19 TTGATcaAAATCAC
arcA -152 3,81 aTGATcTAtATCAt
atpB -28 3,97 TTcATaaAtATCAA
ccmABCDEFGH -127 4,84 TTGt TcTAAATCAA
cpxRA -394 3,92 TTGATgTcccgCAA
-172 4,15 TTGAccTAgATaAA
-32 3,99 TTctTTTtAATCAA
cydAB -305 421 TTGAcCcTgtATCAA
dcuB -131 4,43 TTGATTTAAACCAA
dmsABC -240 4,30 TTGATTacAgaCAA
-51 4,47 TTGATTTAtATCAt
-1 3,95 TTGATcTAtcTCAt
eno -108 4,34 TaGATgTAAATCAA
fdhD -204 3,80 TTGATagtcgTaAA
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Caiit
T'enom Onepon
IMonoxxenune Bec ITocnenoBare1bHOCTH
P. multocida fdxGHI -52 3,80 TTtAcgactATCAA
far 9 4,53 TTGAgaTAgATCAA
focA -212 3,94 TTGtTgaAAATtAA
frdABCD -133 3,82 TTGAggTAgATCAC
fur -118 3,90 TTGATgaAgATCgt
Sfur -31 3,83 TTGcTTaAtAgCAA
glpFK 271 4,04 CTGATgTggATCAA
gntXY -24 3,83 TTtATgTcAAgCAA
malQ-glgBXCAP -469 4,10 TTGATggAcCATtAA
-97 3,83 TTGAcgaAgATCAc
nagC -246 3,85 TTGcgTTAcCgTCAA
napFDAGHBC -120 4,32 TTGATcTAgcaCAA
narQ -89 4,32 TTGtgcTAgATCAA
nqgrABCDEF -332 3,87 TTGAccTtctTCAA
nrdAB 11 4,02 TTGATggt cAcCAA
48 4,01 TTGATcTggATaAA
nrdDG 217 4,23 TTGATcTAgATCAC
nrfABCDEXFG -142 3,93 TTGATcaAgcgCAA
pepT -475 4,15 TTGtTTTAccaCAA
74 3,87 TTGtgaTAtgTCAA
sodA -84 4,42 aTGATcTtAATCAA
torCAD -246 3,96 TTGATccttcTCAA
-200 3,83 TTtcTTatAATCAA
yfiD -138 5,12 TTGATcTAAATCAA
-96 4,45 TTGtTcTAggTCAA
A. actinomycetemcomitans ccmABCDEFGH -126 4,84 TTGtTcTAAATCAA
cpxRA -368 3,93 TTGATgTgccaCAA
-230 3,98 TTtAcTTAcAaCAA
cydAB -282 4,37 TTGATcTtgAgCAA
-237 4,24 TTGATTTAtATCtA
dcuA -420 3,95 TaGATcaccATCAA
dcuB -85 4,06 TTGATTTAtcgCAA
dmsABC -261 3,72 TTaATTgtgAaCAA
-118 4,42 TTGATTTtgATCAt
eno -405 3,93 TTGATTgcgATCcA
-118 3,86 TgGATccAAATCAA
fdhD -348 4,01 TTGATagttATaAA
fdxGHI -44 4.01 TTtATaactATCAA
far -59 4,60 TTGAgcTAgATCAA
focA -183 4,26 TTGAcaaAgAaCAA
frdABCD -262 3,87 TTGAgTTAgATCAC
Sfur -117 3,67 TTGATgaAgATCgc
glpD 34 3,66 | caGATTTAtATCAA
gntXY -136 4,07 TTtATTTAAAgCAA
moaACDE -203 3,65 aTaATcTAgATCAA
ndh -95 3,74 TTttTacAAATCAA
nqrABCDEF -316 3,68 TTGATTTtgtgCAA
nrdAB 14 4,02 TTGATggt cAcCAA
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Caiit
T'enom Onepon
IMonoxxenune Bec ITocnenoBareabHOCTH
A. actinomycetemcomitans nifABCDEXFG -258 4,72 TTGATcaAAAaCAA
sodA -74 3,98 aTGATTccAATCAA
torYZ -110 4,70 TTGACTgAAATCAA
yfiD -117 4,34 TTGAcgTgcATCAA
H. influenzae aspA -66 4,14 gTGATcTtcATCAA
ccmABCDEFGH -167 4,54 TTGATTTAgATCAt
-113 4,92 TTGtTTTAAATCAA
cpxRA -381 4,11 TTGATgTAccgCAA
cydAB -293 4,81 TTGATcTAAgGTCAA
dmsABC -87 4,23 TTGATTTggcTCAA
dusB-fis -145 4,10 TTttTgTcAATCAA
eno -267 3,75 TTctTcTAAAaACAA
-118 4,04 TaGATaaAgATCAA
-14 4,01 TTGAggaAAATaAA
far -49 4,13 TTGcgTTAgGATCAA
focA -320 4,09 TTGtgaatAATCAA
frdABCD -142 3,82 TTGAggTAgATCAC
glgB -76 3,80 TTtATTTttAgCAA
glpABC -447 4,09 TTGtgcTAAGTCAA
gntXY -267 3,79 TTGATaaAcAagAA
malQ-glgBXCAP -86 3,83 TTGAcgaAgATCAcC
mdh -162 3,91 TTcAcCTTtcATCAA
moaACDE -343 4,62 aTGATTTAAATCAA
=221 3,84 TTGATTTttAagAA
-195 4.45 cTGATTTtcATCAA
napFDAGHBC -125 4,69 TTGATcTAtAaCAA
nqrABCDEF -267 3,91 TTGATaTAtcgCAA
nrdAB -136 3,89 TTGtcaagAATCAA
nrfABCDEXFG -207 4,34 TTtATTTAAAaCAA
-157 4,48 TTGATcaAgcTCAA
pckA 65 3,80 TTGtTTacAATCcA
pepT =72 4,62 TTGtTaTAtATCAA
pgk -92 4,07 TTGATcTAAATCgt
sodA -149 4,92 TTGATTTAAAACAA
-95 4,54 aTGATcTAAATCAA
yfiD -230 3,87 TTcATTatAAaCAA
-143 4,31 TTaATTTAgGATCAA
H. ducreyi ccmABCDEFGH -135 4,41 TTGATTcctATCAA
cydAB -320 5,03 TTGATgaAAATCAA
dcuB -310 3,76 TTGATcaAAAcCgA
dusB-fis -495 3,96 TTaATTTtAgTCAA
focA -100 4,71 TTGATTTAccTCAA
frdABCD -125 3,82 TTGAggTAgATCAC
gntXY -172 4,04 TTcATcaAtATCAA
hiyX -228 3,83 TTGAgcTttATaAA
-196 4,15 TTtt TTTcAATCAA
-44 4,50 TTGcTaTAAATCAA
moaACDE -210 3,92 TTtATTTtAATCAt
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Caiit
T'enom Onepon
IMonoxxenune Bec ITocnenoBareabHOCTH
H. ducreyi napFDAGHBC -119 4,48 TTGATTcttATCAA
nqgrABCDEF -265 4,28 TTGATTTAttTCAA
nrfABCDEXFG -332 3,91 TTtATTTttcTCAA
-188 4,28 TTGATTTAttTCAA
-184 3,85 TTtATTTcAATaAA
pckA -262 3,94 TTtcTcTACATCAA
pflB 11 4,04 TcGATgaAgcTCAA
sodA -92 4,24 TTGATTTAtATtAA
torYZ -228 3,92 aTGATTaAAATaAA
V. vulnificus acpP-fabF -144 4.23 aTGATTTAggTCAA
adhE -445 4,16 TTGATaaAAAcCCAA
-176 3,78 cTGATccAAgTCAA
aldB -468 3,76 TcGgTcaAAATCAA
-111 3,94 TTaATTaAcAaCAA
arcA -327 5,05 TTGATaTAAATCAA
atplBEFHAGDC -232 4,81 TTGATTTAggTCAA
-7 3,98 TTGtTaatgATCgA
cydAB -280 5,12 TTGATTTAGATCAA
-230 4,75 TTGATTcAAATCAA
dcuC -232 4,23 TTGATgcAAATCgA
212 4,20 TTGATaTttATCAt
-107 3,99 TTGCTTTAGATCAL
fadl] -400 435 TTGATcTAAtTCAA
-237 4,00 TTGtTTTAtAcCAA
feoAB 91 4,42 TTGATTTcAgaCAA
fur 29 4,69 | TTGACGTAtATCAA
glpABC -491 3,85 TTtATTTAAtTCAA
-360 3,91 TTGtTTTAtAaaAA
mdh -100 4,89 TTGATTgtAATCAA
mtIADR -138 3,84 TTGATTgAgAaCtA
nagB -93 4,53 TTGAccTAAAaCAA
napFDABC -155 4,84 TTGATcTAAAaCAA
napG -128 4,68 TTGATcCTAACTCAA
narQP -158 4,84 TTGtTTTAgATCAA
ndh -225 4,78 TTGATaaAtATCAA
nirBDC-cysG -405 3,78 aTGAccTgAATCAA
-209 3,90 TTGCcTTTAAAaCgA
-76 4,57 TTGATTTAcCATCAt
nqrABCDEF -55 3,73 aTGATTacAATaAA
nrfA -141 4,57 TTGATcTAAAgCAA
nrfBCDEXF -354 4,57 TTGCTTTAgGATCAA
pdhR-aceEF-IpdA -112 4,23 aTGATTTAggTCAA
pepT 41 3,77 TTGgTcTcggTCAA
pgk -393 4,26 aTGAcgTAAATCAA
sfcA -88 5,00 | TTGATQGTAtATCAA
torD -154 4.47 TTGATTcAAAaCAA
yfiD -164 4,76 TTGATTTAACTCAA
-111 4,81 TTGAccTAAATCAA
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Caiit
T'enom Onepon
IMonoxxenune Bec ITocnenoBareabHOCTH
V. parahaemolyticus acpP -143 4,31 aTGATTTAAgTCAA
adhE -160 3,78 cTGATccAAgTCAA
aldB -107 3,94 TTaATTaAcAaCAA
arcA -322 5,15 TTGATgTAAATCAA
atplBEFHAGDC -180 481 TTGATTTAggTCAA
cydAB -250 4,59 TTGATcTggATCAA
200 500 | TTGATGTAtATCAA
dcuC -402 4,04 TTGAgcgtcAaCAA
-116 4,26 TTGtTTTAgATCAL
dmsABC -443 4,00 aTGATTgAtAaCAA
273 4,35 TTGATagtggTCAA
-53 3,84 TTGtTaTtAATtAA
fadBA -148 3,88 TTGAaaTtAAaCAA
fadL -389 4,20 TTGATcTAttTCAA
feoAB -103 4,29 TTGATTTcAcaCAA
Sfar -29 5,00 TTGATgTAtATCAA
focA -166 4,65 TTGtTTaAtATCAA
focA -127 4,02 TTGAGTTttATCgA
gltA 26 3,78 aTGtTgaAggTCAA
mdh -100 4,89 TTGATTgtAATCAA
mtIADR -185 3,85 TTGATcgttATCAc
-136 3,87 TTGATcacgAaaAA
42 3,80 | TCGtTTTctgTCAA
nagAC -377 3,95 TTGtTTgtgATCAt
nagB -316 4,49 TTGAgTgAgATCAA
-92 4,53 TTGAccTAAAaCAA
napFDABC -109 4,44 TTGACTTgAATCAA
napG -152 4,39 TTGATccAAAaCAA
narQP -109 4,39 TTGtTTTggATCAA
ndh -262 4,78 TTGATaaAtATCAA
nirBDC-cysG -78 4,57 TTGATTTACATCAt
nqrABCDEF 1 3,73 aTGATTacAATaAA
nrdDG -135 5,00 TTGATcaAAATCAA
nrfA -138 4,57 TTGATcTAAAgCAA
nrfBCDEXF -350 457 | TTGCTTTAGATCAA
oxyR -33 4,60 TTGAcTatcATCAA
pdhR-aceEF-IpdA -408 4,05 TTGATTTgtAgCAA
-316 3,84 TTGtTaaAAATtAA
-110 423 aTGATTTAggTCAA
pepT -496 4,04 TTGtcTatcAaCAA
pgk -406 4,26 aTGAcgTAAATCAA
sdhCDAB -498 3,78 TTtAcgaAcgTCAA
-435 3,78 TTGAccTtcAaCAt
sfcA -86 4,34 TTGATgTgcgTCAA
talB -397 4,02 aTGtTcTccATCAA
-7 3,86 | TCGATTatgAgCAA
torD -162 4.47 TTGATTcAAAaCAA
yfiD -163 4,76 TTGATTTAACTCAA
-110 4,89 TTGAcCTTAAATCAA
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Caiit
T'enom Onepon
IMonoxxenune Bec ITocnenoBareabHOCTH
V. cholerae acpP -48 4,47 aTGATTTAtATCAA
adhE -160 3,78 cTGATcTgAgTCAA
aldB -400 4,24 TTGtTgTcACTCAA
arcA -263 5,15 TTGATgTAAATCAA
atplBEFHAGDC -179 5,20 TTGATTTAAATCAA
46 3,76 TTGtTaTtgATCcA
cydAB -302 3,97 TTGATTgtttTCAA
-236 4,54 TTGATTTAgGATCAt
-186 5,12 TTGATTTAGATCAA
-6 391 TTGtTcTAtgTCgA
dcuB -241 4,76 TTGAccTAcCATCAA
deuC -101 3,99 TTGcTTTAgGATCAt
fadl] -207 4,35 TTGATcTAALTCAA
fadL -378 4,11 TTGATcTtgATgAA
far -29 4,79 TTGAcgTACATCAA
SfsfcA -311 3,80 TTGcTaTAtAgCAA
fumC -118 4,44 TTGATggAgcTCAA
glgX -62 4,22 TTGAccTAAgaCAA
glpABC -372 3,89 TTttTgTtAAaCAA
glpD -111 4,34 aTGATcaAgATCAA
gltA 77 3,88 TTGACTTtgATtAA
-71 3,95 TTGATTaAgATCgg
ldhA -316 3,87 TTGATagAAcgCAA
mdh 27 4,31 TTGATTgtAATCAg
mtIADR -350 3,97 gTGATaaAtATCAA
nagB -140 4,53 TTGAccTAAAaCAA
napFDABC -107 4,39 TTGATccAAAaCAA
narQP -64 4,39 TTGtTTTggATCAA
ndh -198 4,78 TTGATaaAtATCAA
nqrABCDEF 49 3,73 aTGATTacAATaAA
pdhR-aceEF-IpdA -119 4,23 aTGATTTAggTCAA
pepT -120 3,74 cTGATTTgtAaCAA
-7 3,74 TTGtTTatgAaaAA
pfiB -293 3,89 TTGtccTtcATCgA
pgk -376 4,26 aTGAcgTAAATCAA
sdhCDAB -332 3,95 CCGATCTtAATCAA
-326 3,88 TTaATcaAAgTCAA
torD -131 4,15 TTGATgcAAAgCAA
yfiD -164 4,29 TTGAcacAAATCAA
-111 4,81 TTGACcTAAATCAA
V. fischeri adhE -363 4,09 cTGATcTgAATCAA
47 3,98 TTcATcTAcAaCAA
aspA -96 3,80 acGATaTtgATCAA
atplBEFHAGDC -40 5,20 TTGATTTAAATCAA
ccmABCDEFGH =72 3,84 TTGtTTaAtATCtA
dmsABC -307 3,81 TTGATTTAAATCtt
=271 4,13 TTGtTcTcgcTCAA
-137 4,72 TTGATcaAAAaCAA
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Caiit
T'enom Onepon
IMonoxxenune Bec ITocnenoBareabHOCTH

V. fischeri fadBA -141 3,86 TTGtgaTcAAaCAA
fadll -417 4,20 TTGATcTAttTCAA
frdABCD -225 3,76 TTGAcggAgATCAC
-164 3,94 TTtATccAtATCAA

glgX 63 3,85 TTGcTgTtcATCAL
glpABC -81 4,13 TTGcgTTAgATCAA
glpD -393 4,10 TTGATTatcATgAA
-145 4,42 TTGATTaAgATCAg

nagB -96 3,98 TTGAgcaAAATCAt
napFDABC -114 4,84 TTGATcTAAAaCAA
narQP -87 4,84 TTGtTTTAgATCAA
nirBDC-cysG -71 4,04 TTGATccAcCATCAt
nqrABCDEF -231 4,72 TTGATTTtgAaCAA
nrfA -140 5,15 TTGATgTAAATCAA
nrfBCDEXF -343 5,15 TTGATTTACATCAA
pckA 33 421 TcGATCTAACTCAA
pdhR-aceEF-IpdA -145 4,17 aTGATTcAAATCAA
pgk -403 4,16 aTGAcaTAAATCAA
sfcA -113 4,00 TTGATTgAtAaaAA
torD -140 4,47 TTGATTcAAAaCAA
yfiD -152 4,53 TTGATTTAggaCAA
-99 4,59 TTGAcaTAtATCAA
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IIpuniaoxenne 15.

IocaenoBaTeJbHOCTH MOTEHIUAIBHBIX CAUTOB CBA3LIBAHNA 0e1Kka ArcA. Yka3aHo
II0JIO’KEHUE CaliTa OTHOCUTENIBHO CTapTa TpaHC/IALUHU reHa a taxoke unenb JIHK, Ha koTopoil on
PaCIOJIOKEH: «—>» - IIpsiMasi, «<—» - oOpatHas. [lo3unuu caiita, coBnaaromniye ¢ KOHCEHCYCOM,
NOKa3aHbI MPOIMCHBIMU OyKBaMM, HECOBIAIAIOINE — CTPOYHBIMHU.

Caiit
I'enom Omnepon

Hanpasienue | Ilono:xxenue | Bec | IlocienoBaTeibHOCTH
Y. pestis glpFK - -87 4,22 | TAACgaTaAaTTtAC
dusB-fis - -331 4,24 | TAACATTTcagTAtC
fadBA - -79 4,57 | TtgCATTTcaTTAAC
gltP — -377 4,06 | TAACAaaataaaAAC
dcuA - -48 4,14 | acACAaTTttTTAAC
- -17 4,04 | aAACAaggAGTaAAC
— -8 434 | GTaAACactATGaTA
frdABCD - -180 4,65 | TAtCATcaAGTTAAC
mdh - -73 4,22 | TcACAaTaAaTTAAg
— -94 4,22 | GTTAAtTtAtTGTgt
pdhR-aceEF-IpdA — -32 4,85 | GTgAAtacttTGTTA
dcuB - -343 4,30 | TAAaAaTgAaTTAAt
nqrABCDEF «— -443 4,13 | GCTAAtTctAcGTTA
ydiF «— -420 4,11 | GTTAAaTAtATCcTTt
«— -68 4,01 | GTgARaaAAtTGaTt
narP — -474 425 | GaTAAtTAttTtTTA
napFDABC - -340 4,25 | TARaAaaTAaTTAtC
JfadL - -28 4,04 | TAACATagttTaAAt
«— -191 4,24 | GTgAgtTtttTGTTA
fadlJ - 91 4,04 | aAACgTTTgGTTAAC
acpP-fabF - -62 4,27 | cAACATTTtaTacAC
ndh — -31 4,94 | TAACAaATTgGTTcAC
adhE «— -395 4,21 | GTTAAtcAAtaGTaA
dadAX «— -118 4,18 | GTaAAtTAAtTGagA
— -55 4,46 | GTTAAtTttcTGTcA
fadD - =22 4,19 | TAAaATaTtGTTAAt
«— -24 5,14 | GTTARaatAtTGTTA
focA - -410 4,09 | TAAaAaTaAaTacAC
«— -286 434 | GTaAAtaAAtaGTTA
moaACDE «— -104 4,15 | GTaAAaTAtAaGTTA
cydAB «— -474 4,83 | GTTAAaaAgtTGTTA
— -300 4,40 | GTTtAtTcttTGTcA
sdhCDAB - -424 4,40 | TgACAaagAaTaAAC
— -250 4,83 | TAACAacTttTTAAC
gltA «— -179 4,20 | GTTAAaaAAATGTgg
arcA «— -12 4,22 | GTTAcCacAtTGTgA
glgBXCAP — -84 5,50 | TAtCATTTAaTTAAC
fdoH - -325 4,02 | TcACATTTtaaaAAC
fdhD N -88 428 | tTTAAaTAALTGTTC
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Caiit
I'enom Onepon

Hanpasienue | [lonoxenne | Bec | IocaenoBarenbHoOCTh
Y. enterocolitica glpFK - -86 4,22 | TAACgaTaAaTTtAC
glpABC «— -187 4,41 | GTTAACatttTGaaA
fadBA — -79 4,51 | TtgCAaTTcaTTAAC
— -68 4,10 | TAACAaaataTccAC
gltP - -378 4,06 | TAACAaaatacaAAC
— -248 4,05 | TAACAaaTAtTTAct
dcuA «— -8 4,34 | GTaAACactATGaTA
aspA - -51 4,22 | cAtaATTTAGTTAAC
N -40 4,08 | TAACAaaTAcaaAAC
frdABCD - -146 4,02 | TAcCAaTcAGTTAgC
mdh - -226 4,10 | TtACtaTTAaTTAAt
deoCABD «— -116 4,85 | GTgAAtacttTGTTA
pdhR-aceEF-IpdA - -243 4,09 | TtAtATTctaTTAAC
- -6 4,12 | TAAtATTatGaTAAC
— -8 4,12 | GgTAAtattATGaTA
dcuB - -24 4,33 | TAACATTaAtTaAAa
«— -187 424 | GTgAgtTtttTGTTA
fadL - -89 4,04 | aAAtATTTgGTTAAC
— -102 4,62 | GTTtACcAAATGTaA
focA - -145 4,30 | aAtCAaaaAGTTAAC
acpP-fabF - -62 4,27 | cAACATTTtaTacAC
ndh N -31 4,94 | TAACAaTTgGTTcAC
«— -366 4,04 | GTTAAagActgGTTA
— 211 4,22 | GeTAACTAttTGaaA
dadAX «— -119 4,56 | GTaAAtTAAtTGTgA
— -56 4,46 | GTTAAtTttcTGTcA
fadD - -78 4,19 | TAAaATaTtGTTAAa
— -80 5,14 | GTTARaatAtTGTTA
cydAB — -133 4,48 | TAACtTaTgGTTAAC
- -163 4,14 | tTgAAtTAALTGTCA
- -135 424 | tTTAACTtAtgGTTA
. -124 4,42 | GTTAACTAACTGcCA
sfcA N -164 4,10 | aAAaAaTTttTTAAC
- -338 4,48 | tTTAAtTAAtTCTTA
- -270 4,12 | aTTgAaTAACTGTTA
sdhCDAB “— -473 4,34 | GTTAcaTAgtTGTTA
— -462 4,05 | GTTAACgAttTGTcg
— -299 4,40 | GTTtAtTcttTGTcA
gltA - -365 4,40 | TgACAaagAaTaAAC
- -202 4,05 | cgACAaaTcGTTAAC
- -191 4,34 | TAACAacTAtgTAAC
fdoGHI — -180 4,22 | TcACAaTgtGgTAAC
fdhD «— -45 422 | GTTAcCacAtTGTgA
sodA - -86 5,50 | TAtCATTTAaATTAAC
mtIADR — -339 4,04 | TAACtTgTgaTTAAC
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Caiit

I'enom Onepon
Hanpagaenue | ITono:xxenune | Bec | IlocienoBaresibHOCTH
Y. enterocolitica arcA - -379 3,92 | TAACATaattTaAcC
napFDABC - -291 3,73 | tTaAACaAAtcGTTA
atpIBEFHAGDC - -156 3,65 | aTTgAaTAAtTGTTc
P. multocida sodA “— -63 4,53 | GTTAAaatctTGTTA
yfiD - -28 4,05 | TAACAaaTcGccAAC
- 36 4,34 | TgACAaTTtaTTAAa
«— 202 5,01 | GTTAAaTAAATGTTt
— -191 5,14 | GTTtAtTtAtTGTTA
focA — -202 4,09 | TtAaAaTattTTAAC
- -191 4,22 | TAACAaTaAaTTgAt
N -80 4,16 | TAAaATTTttTTAAa
“— -251 4,53 | GTTAAaatctTGTTA
- -229 4,41 | tTTAAagtAATGTTA
— -218 4,15 | GTTAAtTtgtTGaaA
pflB “— -55 430 | GTTACtTttATGTaA
«— 9 449 | GTcAAtTAAATGaaA
dcuC — 41 4,16 | GTTAttacAtTGTcA
gltA - -167 491 | TAACAgagcaTTAAC
- -112 5,07 | TAACATTTtaTTtAC
sucABCD «— -220 5,07 | GTaAAtaAAATGTTA
«— -165 491 | GTTAAtgctcTGTTA
far - -237 4,27 | TAACAgTaAaTaAtC
fumC - -19 4,13 | aAACAaagAGgTAAC
aceEF-IpdA «— -140 4,58 | GTTAAaaAttTGTgA
- -67 4,30 | aTTAAtTcAtTGTTt
ptsHI-crr «— =227 5,32 | GTTAAtTgAATGTTA
cydAB “— -334 4,40 | GTTgctaAAATGTTA
dusB-fis «— -179 4,02 | GTTAAGTAAtTtTTg
aspA — -231 5,29 | TAACAaagtGTTAAC
- 233 4,57 | tTTAACaAAGTGTTA
nqrABCDEF — -258 422 | TAttATTTAGTTAAa
— =227 4,53 | TAtCAaaattTTAAC
«— -414 4,04 | GaTAACaAAATGTat
oxyR «— -71 4,14 | GTcAAaTttATGaTA
atpBEFHAGDC «— -210 4,48 | GTTAACaACATtTTA
gntXY “— -255 4,24 | GaTAttgAAATGTTA
talB - 353 4,01 | GTTAAaTtgATGaaA
cpxRA — -27 4,02 | tTTAAtcAAATGTgA
acpP - -142 4,09 | TAACtaTattTTcAC
fdxGHI «— -299 3,99 | GTTgctTtttTGTTA
fdhD - 42 3,99 | TAACAaaaBAagcAAC
torCAD - -342 3,95 | tTTAttTtttTGTTA
A. actinomycetemcomitans | sodA - -139 4,24 | TAACAaaaAaTaAAg
«— -95 5,26 | GTTAAtaAAtTGTaA
dusB-fis «— -66 4,18 | GTTAAaagAATGaaA
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I'enom Omnepon Caiir
Hanpasaenue | ITono:xxenue | Bec | IlocienosaresibHOCTH
A. actinomycetemcomitans | nqrABCDEF - -241 4,22 | TAttATTTAGTTAAa
- 211 4,46 | TAgCAaaaAtTTAAC
atpBEFHAGDC - -14 4,53 | TtACAaaggGTTAAC
0xyR «— -80 4,22 | GTgAAtTAtAgGTaA
talB - -205 434 | atACAaaTAtTTAAC
N -194 5,38 | TAACATTaAtTTAAC
dcuC - -362 4,54 | aTTAAtTAttTGaTA
aceEF-IpdA «— -149 4,83 | GTTAAaaAttTGTaA
Jnr - -318 4,20 | TcACATTgAtTTAgQC
torYZ «— -306 4,10 | GTTAAtTcACTtTTt
fdhD — -119 491 | TAtCAaaaAaTTAAC
— -246 5,19 | GTTAAaTAtcTGTTA
«— -235 416 | GTTAtacAttTGTTA
fdxGHI - -158 4,16 | TAACAaaTgtaTAAC
- -147 5,19 | TAACAgaTAtTTAAC
— 274 4,91 | GTTAAtTtttTGaTA
sucABCD - -126 4,25 | TAtCAgTTAGTaAAa
— -60 4,71 | GTTAAaTtttTGTaA
pfiB «— -37 4,15 | GTagAtaAttTGTTA
focA - -124 4,31 | gAARaATaTAaTTAAC
«— -28 4,39 | GTTAAaaAAtTaTaA
frdABCD - -32 3,86 | TAAaATTgctTTAAt
cpxRA «— -354 3,97 | GgTAACTAttTGgaA
aspA «— -33 3,78 | GTTAgaTcAATtTaA
ptsHI-crr «— -215 4,42 | GeTAACTcttTGaTA
H. influenzae fdhD - -124 4,77 | TAACgaTTttTTAAC
N -49 4,65 | TAAaAaTaAtTTAAC
- =27 4,16 | TtACATTTAacTAAt
“— -484 4,47 | cTTAAtgAAtTGTaA
fdxGHI « 258 4,16 | aTTAgtTAAATGTaA
— -236 4,65 | GTTAAaTtAtTtTTA
“— -161 4,77 | GTTAAaaAAtcGTTA
yfiD - -124 4,48 | TARaAaTTAaTTAAa
— -196 5,38 | GTTAAaTtAATGTTA
«— -185 4,94 | GTTAAaTtAtTGaTA
ldhA «— -236 4,79 | GTTAAtacAtTtTTA
nqrABCDEF — -423 4,61 | TAtCAaTTAtTgAAC
« 287 4,45 | GTTAtaaAAATGTaA
pfIB - 21 4,10 | TAtttaTTAaTTAAC
focA — -468 4,24 | TAACcaaattTTAAC
«— -470 4,04 | aTTAACCAAATtTTA
fur “— -470 439 | GTgAttTAAtTGaTA
napFDAGHBC «— -299 4,39 | GTgAAaaAAtgGTTA
«— 253 4,16 | GcgAAtTAttTGaTA
fadD - -52 4,45 | tTgAAtTAAATGaTA
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Caiit

I'enom Onepon
Hanpagaenue | ITono:xxenune | Bec | IlocienoBaresibHOCTH
H. influenzae gntXy «— -352 4,19 | GaTAACaAtATcTTA
pgk “— -155 425 | aTTAttTAttTGTTA
aspA — -26 4,22 | TgACgaTaAaTTAAC
torYZ — -496 4,10 | aTTAACTttcTGTaA
glpFK - -435 4,15 | TAAtATTgtGTacAC
ndh - -54 423 | TAtCATTacaTTAAt
- -49 433 | TtACATTaAtgTAAC
pckA - -73 4,16 | TAACATTTttTTAta
— -104 4,16 | cTTAAaaAAATGTTt
frdABCD «— 91 4,36 | GTTAttaAttTGTaA
cpxRA - -192 4,02 | TARaATTTgaTcAAC
- 27 4,40 | TgAtATTgAaTTAAC
«— -460 4,39 | GTTAAaacAcTtTTA
nrfEXFG «— -164 4,71 | aTTAAagAAATGTTA
sucCD - -432 4,83 | TAtCAaTTAGTTAAa
aceEF-IpdA «— -88 420 | GTTAAaTgttTGTgA
moeAB «— -455 4,04 | GTTAGCgtAATGTcA
ptsHI-crr — -171 4,06 | TEttCATTagtTTAAC
oxyR - -303 3,98 | GCTAAtTcgtTGTaA
cydAB «— 212 3,93 | tTTtACTAttTLTTA
sodA - -104 3,91 | aAACATTTAaTgAtC
H. ducreyi dcuA «— -498 4,24 | GTTAAtaccATtTTA
frdABCD — -246 4,36 | TAGCAgTTAaTTtAC
napFDAGHBC - -145 4,01 | TAAtATaaAaTTAAa
«— -464 436 | aTTAAtTcAATCTTA
— -289 4,22 | aTTAtCTAAATGTaA
«— -202 4,07 | GgTtAggAAATGTTA
ptsHI-crr - -51 4,05 | tTTAALTAtcTGTTt
mdh - -76 4,08 | TcACATTaAtTTAAa
arcA - -122 4,10 | aARaAgTgAaTTAAC
- -63 4,02 | cAACAaTaAtTcAAC
sodA - -496 4,01 | TAAaAaTgAtTacAC
nrfABCD «— -257 4,34 | GgTAAaTAAAaGTTA
nqrABCDEF «— -325 4,16 | tTTAAaTcAACGTTA
dusB-fis - -419 4,95 | TARaAaTTAtTTAAC
oxyR «— -449 4,20 | GTaAACTcAccGTTA
“— -181 4,19 | GTgtAtgAAATGTcA
ccmABCDEFGH — =274 4,62 | GCTAAtTtttTGTTA
pgk - 21 4,20 | TgACcTTgAtTTAAC
focA «— -185 4,10 | GTaAtCatAtTGTTA
yfiD - -33 4,57 | TAARaAaTTAtTaAAC
fadL «— 11 4,74 | GTTtAaTtAcTGTTA
fdhD — -393 4,07 | TAtCATTTttTTcAg
glpFK «— -347 4,18 | tTTAAtTtAtTtTTA
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Caiit

I'enom Onepon
Hanpagaenue | ITono:xxenune | Bec | IlocienoBaresibHOCTH
H. ducreyi glpABC “— -154 4,22 | aTTAACTAttTGaaA
pckA «— -10 4,05 | GgTgAtTttATGTTA
sucABCD «— -115 4,24 | GTTAttattcTGTTA
cpxRA — 25 4,17 | TgACcTagRaTTAAC
«— -144 434 | tTTAARaTAAATGTTC
aceEF-IpdA — -37 4,03 | TAtCATTactaTAAC
moeAB “— -119 4,15 | GTTAAaatttTGaaA
cydAB - -216 5,32 | TAACATTcAaTTAAC
- -205 4,65 | TAACATTTtaTTcAg
gntXY «— -438 3,72 | tTTAAaaAAtgGaTA
aspA «— -339 3,86 | GTaAAaaAAATGcaA
ndh - -276 3,96 | TAcCATacctTTAAC
moaACDE «— -324 3,93 | GaTAACaAtcTtTTA
torYZ - -115 3,93 | TAAaAgaTtGTTAtC
for — -486 3,92 | GaTAAtcAAtTtTTA
V. vulnificus fadD - -133 4,53 | TAACAaaattTaAAC
— -135 4,71 | GTTAACaAAATtTaA
feoAB «— -322 4,41 | GTTcACTAtAaGTTA
« -191 4,46 | GTaAACaAAACGTTA
sdhCDAB - -117 4,20 | TAACAagTttTTtAC
«— -264 434 | GTTAAaaAtcTGTTc
“«— -179 4,04 | GTTAACTcctTaTaA
— -73 5,88 | GTTAAtTAAATGTTA
gltA N -337 5,88 | TAACATTTAaTTAAC
- -231 4,04 | TtAtAaggAGTTAAC
- -146 434 | gAACAgaTttTTAAC
«— -293 420 | GTaARaaActTGTTA
fur «— -171 4,59 | GTTAttaAAtTGTaA
dadAX - -54 4,08 | TAcCAagTtGTaAAC
«— -56 4,04 | GTTAcCaAgtTGTaA
arcA «— -353 4,57 | GaTtAaTAAtTGTTA
mdh «— -105 4,88 | GTTAAtTgAtTGTaA
pckA «— -50 4,30 | aTTAAtaAAtTcTTA
fadBA — -158 4,07 | GTTtAaaAAATGTat
frdABCD - -248 4,04 | cAACATccAaTTAAC
pdhR-aceEF-IpdA «— -197 4,89 | GTTtACTAttTGTaA
glpFK “— -289 5,50 | GTTAAtTAAATGTaA
nqrABCDEF - -422 4,17 | TAACAcTgttTcAAC
ccmABCDEFGH «— -129 4,38 | tTTAAaTAAATGTgA
— -108 4,40 | GTTAACaAAtTcTcA
fadlJ - -353 4,32 | TgtCATcTAGTTAAC
pflB - -134 4,02 | TAtCgTTTtaTgAAC
cydAB - -138 5,15 | TAACAaTTAacTAAC
— -304 4,20 | GTTAACaAAcCTGTct
IdhA «— -180 4,53 | GTTAACCcAATGTTt
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Caiit

I'enom Onepon
Hanpagaenue | ITono:xxenune | Bec | IlocienoBaresibHOCTH
V. vulnificus far - -389 4,22 | TAACATTTAGaaAAg
«— 276 4,04 | tTTAACTCAATGaTt
nrfBCDEXF - -220 4,04 | aAtCATTgAGTTAAa
— -107 4,22 | cTTttCTAAATGTTA
nrfA - -261 4,58 | TAACtLTTTAaTTtAC
- -241 4,59 | TAtCAaTgAaTTAgC
« -46 434 | tTTtAaTAttTGTTA
adhE - -109 4,16 | atACAaaTAaTaAAC
PPSA “— -487 4,40 | tTTAAtTcAATGTcA
glpABC - -123 5,20 | TtACATTaAaTTAAC
fadL - -267 4,59 | TtACAaaaAGTaAAC
- -130 4,07 | TttCcgTgAGTTAAC
« -405 4,10 | tTTAACCACATGTTA
dcuB «— 54 434 | GTTACtTcAtTGTcA
deuC «— 340 4,02 | GTaAAgatttTGTTA
talB - -451 4,14 | TAACAaTgAtTTgAg
- -246 4,14 | aTTAAtaAACTGTcA
narQP - -117 5,50 | TEACATTTAaTTAAC
aldB «— -266 4,37 | GTgAACTcAATGagA
far - 21 3,97 | TAtCAaaTAGTgAAa
napFDABC - -61 4,14 | TgACAgTTtaTTAAt
V. parahaemolyticus fadBA - -49 4,01 | TAACAaTagGTatAC
“— -162 4,07 | GTTtAaaAAATGTat
mdh — -105 4,88 | GTTAAtTgAtTGTaA
mtIADR — -195 4,14 | TAtCAaTTAaTTgAt
arcA «— -267 4,10 | GTTAACaAtATaaaA
yfiD - -168 4,07 | TtttATTgAtTTAAC
— -221 4,05 | aTTAAaTAttTtTTA
«— -106 4,16 | cTTARaATcAATaTTA
dadAX — -58 4,65 | GTTAAtaAAAgGTaA
gltA - -336 5,32 | TAACATTTgaTTAAC
N -290 4,57 | aAACACTTtGTTAAC
— -144 4,34 | gAACAgaTttTTAAC
— -292 4,66 | GTaAACacttTGTTA
sdhCDAB - -118 4,66 | TAACAaagtGTTtAC
«— 266 434 | GTTARaaAtcTGTTc
«— -120 4,57 | GTTAACaAAgTGTTt
— -74 5,32 | GTTAAtcAAATGTTA
feoAB - 6 4,13 | TAtCAgaaAtTaAAC
— -216 4,16 | GTTAAGTtttTGTTt
fadD — -120 4,53 | TAACAaaattTaAAC
«— -122 4,71 | GTTAACaAAATtTaA
cydAB - -108 5,15 | TAACAaTTAacTAAC
«— -326 4,48 | GTTAACTcgATGTTt
aldB - -113 5,50 | TEACATTTAaTTAAC
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Caiit

I'enom Onepon
Hanpagaenue | ITono:xxenune | Bec | IlocienoBaresibHOCTH
V. parahaemolyticus adhE — -31 434 | tTTtAaTAttTGTTA
fadl] - -53 4,17 | TAACAaaTtGaTtAC
ccmABCDEFGH — -115 4,75 | TgACAgTaAGTTAAC
nqrABCDEF — -376 4,18 | aARaAaTgtGTTAAC
cpxRA - -39 4,59 | TAAtATTaAGTaAAC
fumC «— -451 4,18 | GCTAAtTtAtTcTTA
atpIBEFHAGDC - -96 4,35 | TAtaATTgcaTTAAC
PPSA “— -161 4,16 | GTaAACatAATaTTA
fadL — -125 4,42 | aAACATacAaTTAAC
- -114 4,71 | TAACATTacGTTtAC
nrdDG - -327 4,35 | TAACAaaTAGTgAtC
narQP - -196 4,14 | aTTAAtaAACTGTcA
napFDABC - -66 4,14 | TgACAgTTtaTTAAt
pckA «— -49 3,92 | aTTARaacAtTcTTA
far - -21 3,97 | TAtCAaaTAGTgAAa
glpFK «— -116 3,98 | GTTAACaAAtTcaTg
gltP - -308 3,87 | TcACAcTgcaTaAAC
N -150 3,97 | TAcaATTTAGTTAARa
V. cholerae mdh - -125 4,01 | TAAaATTgtcTTcAC
— 22 4,88 | GTTAAtTgAtTGTaA
dadAX «— -51 4,53 | GTTAAtgAAAaGTaA
ptsHI-crr - -31 4,53 | TtACAaaaAaTaAAC
fumC - -424 4,16 | TAtCATTTAaaTAAa
aldB - -184 4,04 | gAtCcTTTtGTTAAC
cydAB — -94 5,15 | TAACAaTTAacTAAC
PfIB - -132 4,01 | TtttAaTTttTTAAC
fadD - -136 4,53 | TAACAaaattTaAAC
— -138 4,71 | GTTAACaAAATtTaA
adhE N 28 4,16 | TAACATTTttTTAtt
— 217 4,10 | GTTtAaTttATGTTt
feoAB «— -8 4,10 | GTTAcCTctATGaaA
sdhCDAB “— -263 4,34 | GTTAAaaAtcTGTTc
«— 72 5,05 | GTTgAaTAAATGTTA
gltA - -332 5,05 | TAACATTTAtTcAAC
— -141 4,34 | gAACAgaTttTTAAC
fur «— -287 4,94 | GTTAAaTtAtTGTaA
nqrABCDEF — -401 4,11 | gAgCAaaTtaTTAAC
yfiD «— 222 431 | cTTAACTAttTtTTA
arcA «— -96 4,18 | tTTActTtAtTGTTA
pckA — -55 4,02 | TAACAaTTAcaTAAa
fadBA “— -125 4,07 | GTTtAaaAAATGTat
gltP “— -156 4,36 | GecTARaacttTGTTA
narQP - -383 4,04 | TAACAaaacGTgcAC
- -56 4,47 | gAtCAaTaAaTTAAC




212

Caiit

I'enom Onepon
Hanpagaenue | ITono:xxenune | Bec | IlocienoBaresibHOCTH
V. cholerae napFDABC «— -116 4,47 | GTTAAtTtAtTGaTc
glgX «— -85 4,09 | GaTAAaTAttTGTgA
torD - -109 3,91 | TAACAgaTtaacAAC
pdhR-aceEF-IpdA «— -433 3,97 | aaTAACTAAATGTgA
V. fischeri fadBA - -118 4,13 | aAACAaaTtGTTAAa
- -45 4,21 | TAAtAaTgAaTacAC
«— -120 5,07 | GTaAACaAAtTGTTA
nqrABCDEF - -312 4,30 | TAACATaaAaTaAAt
gltA — -334 4,38 | TAACATTTAtgcAAC
sdhCDAB «— -68 4,38 | GTTgcaTAAATGTTA
sucABCD «— =277 4,14 | GTTggtTAAtTGaTA
cydAB — -151 5,25 | TgACATTTAaTTAAC
gltP - -159 4,09 | aAACAaTaAaTacAC
ldhA - -380 4,46 | TAcCAaaTtGTaAAC
dcuB - -34 4,16 | aAtCAaTTAGTTAAa
PPSA - -111 4,01 | TAAataaaAGTTAAC
— -197 4,74 | GTTAAtTcttTtTTA
pflB - -441 4,21 | TAACAaTggtTTAAt
moeAB «— -472 4,04 | GTTAACgtAATaTcA
— -73 4,26 | GTctAtTAgATGTTA
— -39 414 | GTTcAaTcAtTaTTA
dcuC - -181 4,32 | TAACAaATTAtTcAtC
fadll « 262 436 | GTTAAtTgttTtTTA
napFDABC «— -186 4,14 | GTTtgtTAAtTGTgA
narQP - -16 4,14 | TcACAaTTAacaAAC
yfiD - -128 4,01 | cTgAAtTAAtTGaaA
arcA - -114 4,65 | TtACtTTTtaTTAAC
pdhR-aceEF-IpdA «— -176 4,89 | GTTAACTAAATGTat
frdABCD — -499 4,11 | TARaAaagAaTgAAC
- -351 4,14 | TAcCtaTTttTTAAC
— -353 4,31 | GTTAcCTAttTtTTA
cpxRA «— -194 4,08 | GTTgAagAAATCTTA
aspA - -292 4,04 | TARaAgagtGTaAAC
gIpFK - -463 4,51 | cAtCATTTAGTTCAC
glpD — =271 4,04 | TEACATaTgaTTAtC
pepT - -191 4,07 | TAtCAgTaAtTTAAt
glgB «— -194 4,69 | GTaAAaTtAtTGTTA
— -69 434 | GTTAACTtAATCTCA
glgC «— -153 420 | GTaAAtTgtcTGTTA
focA — -413 4,92 | TAACAaaTAaaTAAC
feoAB «— -102 3,93 | GTcAAtTtAcTGaaA
nrfBCDEXF - -449 3,72 | TtttAaTTAaTTAgC
— -393 3,72 | GTaAAtTAtATacTA
nrfA — 91 3,72 | TAgtATaTAaTTtAC
«— 35 3,72 | GCTAAtTAAtTaaaA
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Cair

I'enom Onepon
Hanpasienue | [lonoxenne | Bec | IocaenoBarenbHoOCTh
V. fischeri pckA «— -320 3,94 | GTTgcaaAAcTGTTA
fadL - 2342 5,18 | TttCATTTAGTTAAC
- -143 4,10 | TAACgaTTttTTAgC
«— -209 4,04 | GTTAAagctcTaTTA
- -145 4,01 | tTTAACgAttTtTTA
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IIpuniaoxenne 16.

ITocaenoBaTe ILHOCTH NOTEHIMAJIBLHELIX CAliTOB cBA3BLIBaHudA 0eakxa NarP. Ykazano nmomnoxenue
calTa OTHOCHUTENBHO cTapTa TpaHcusuuu. [lo3unnu caitta, coBaaronme ¢ KOHCEHCYCOM,
MOKa3aHbl MPOMUCHBIMHU OYKBaMH, HECOBIAIAIOIIUE — CTPOYHBIMHU.

Caiir
I'enom Onepon

IMono:xenune Bec IMocnenoBare1bHOCTH
Y. pestis gIlpFK -469 3,74 cACCTtTatAaAGGTg
fadBA -482 3,80 TAaCctTaAAGgGaTA
gltP -346 3,67 TAaaaCaTAAttGGTA
dmsABC -178 3,90 ctCCTCgaAAGAGGTA
napFDABC -184 4,48 TAaCTCTaAAGAGtaA
ptsHI-crr -392 3,71 TAgtatTTAAtgGGTA
-319 3,73 TACCTaTTttGcaGTA
ccmABCDEFGH -113 4,67 TACCTCTatAagGGTA
sfcA -23 3,63 TAaCgt TTAAGAGtaA
PfiB -366 3,52 | TACtTtTattGAGGcA
47 3,54 TtaacaTTAAaAGGTA
nrdAB -26 3,51 aAaCaCaTtAaAGGTA
cydAB -372 4,02 TAaCatTTAAatGtTA
nirBDC-cysG -99 4,75 TACCaCcTtAGAGGTA
fdhD -10 3,64 TACCaCaTtgtgatTA
focA -24 3,39 TAaCcCTatAagaGag
fdoGHI -171 3,64 TAatcacaAtGtGGTA
Y. enterocolitica narP -338 4,48 TtaCTCTTtAGAGLTA
napFDABC -182 4,48 TAaCTCTaAAGAGtaA
ccmABCDEFGH -113 4,67 TACCTCTatAagGGTA
-79 3,83 TACtaCgTAAGgatTA
torYZ -180 4,35 TAaCctTatAGAGLTA
pflB -23 3,70 TtCacaTTAAaAGGTA
focA 21 3,85 TAaCcCTTAAGAGagA
fadD 66 3,76 TtCtTCTTtgGtGGaA
sfcA 22 3,55 | TAaCgtTTAAGAGtgA
nirBDC-cysG -101 4,75 TACCaCcTtAGAGGTA
fdoGHI -183 3,64 TAatcacaAtGtGGTA
fdhD -43 3,64 TACCaCaTtgtgatTA
atplBEFHAGDC 10 3,72 TcCCTtTatAGtGGgA
P. multocida ccmABCDEFGH -99 4,80 CACCTCTaAAGAGGTA
nrfABCDEXFG -289 4,79 TAaCTCTaAAtAGGTA
-206 4,72 TACtTaTTtAGAGGTA
pflB -17 3,71 TAatTaaTAgaAGGTA
frdABCD -141 4,36 TAaCTtTTttGAGGTA
gltA -290 3,51 TAataaTaAgGAGtgA
sucABCD -43 3,51 TcaCTCcTtAttatTA
JfdxGHI -234 3,68 TtCCTtaTtAatGGTA
fdhD -24 3,68 TACCatTaAtaAGGaA
malQ -38 3,62 TAaCTaTTAAtcatTA
mdh -21 4,25 TAaCcCaTAAGgaGTA
far -23 3,72 cACtTCTTAAttGtaA
nrdAB -149 3,60 TACtTaTTtAtAaaTA
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Caiit
I'enom Onepon

IMono:xenune Bec IMocnenoBare1bHOCTH
P. multocida SfumC -64 3,65 TAaCcCgcAAGEGETA
nqrABCDEFBCDEF -376 4,43 TAaCcCTTtAtAaGTA
-351 4,13 TACtcaTTAAGAGtaA
dcuB -105 4,06 TACCTaTTtAttGcTA
adhE =77 3,76 TACtaCTTttcAGGTA
pckA -79 3,60 TAaCagTTtttAGGTA
-18 3,70 TAaCTCTatgagGtaA
talB -238 3,60 aAaCaCTTAgGAGGaA
dmsABC 19 3,92 TACCTCTTtttgGtTg
torCAD -268 4,14 TAaCTCTTAAaAGaTA
pgk -68 3,57 TAgt TagaAAGgGGTA
eno 22 3,60 TtCaTtTaAAGAGGaA
dcuA -105 3,65 TtCtTaTaAAaAatTA
-22 4,56 TAaCatTTtAGAGGTA
napFDAGHBC -251 3,24 TgatgaTaAAGAGGTA
A. actinomycetemcomitans nifABCDEXFG -403 4,79 TACCTCTTtAtAGLTA
-365 3,55 TtCCcCTTtAatGaTA
-343 4,33 TACtaaTaAAtAGGTA
ccmABCDEFGH -99 3,57 TACCgtgaAAGAGLTA
frdABCD -311 3,26 cAatatTTAAGAataA
-270 4,20 TAaCTtTTttGAGtLTA
-182 3,25 TAaCagTctAaAGtTA
narP 7 3,29 TAaaTtaaAAGtatTA
eno -20 3,70 TAaCTtaTAtGAGGaA
nqrABCDEFBCDEF -351 4,36 TACCTCTTtgGtatTA
dmsABC -495 3,70 | gACCTCTTtAGCGtTA
-44 3,68 TcaCcaTaAAtgGtTA
atpBEFHAGDC -477 3,69 TACCaCTTtttgaGTg
dcuA -19 3,45 TtatTCTaAgGAGGCcA
fumC -20 4,51 TAatcaTTAAGAGGTA
mdh -18 3,29 TACtaCaTgAGgaGaA
aceEF-IpdA -257 3,77 TACCaaTTtgtgatTA
far -78 3,41 TAatgaaTtAGtGGTA
moaACDE -296 4,28 TAatTaTTAtGAGGTA
torYZ -63 3,84 TAaCTCgTtgtAGtTA
43 3,53 | TtCCTtTTAgttatTA
fdhD -182 3,44 TAagTaaTAAtAGtTA
JfdxGHI 212 3,44 TAaCTaTTAttActTA
dcuB -392 3,85 TtCtTCTaAttgGGTA
-56 4,64 TACtaCTTAAGAaGTA
adhE -50 4,13 | TAatTCTaAgtAGtTA
cydAB -107 3,44 TcatTaTaAtaAGGTA
pfiB -18 3,62 | TAatctaaAAGAGGaA
napFDAGHBC -153 3,47 TACtcaTTtgtAGtgA
ptsHI-crr -23 4,34 TAaCTtTTtAGAGGaA
H. influenzae napFDAGHBC -87 3,92 TACCTaTTttGgGtTg
fadD 52 3,69 TACCTCaaAAtAtGaA
pgk -71 3,50 TAgCaCgaAgtAGGTA
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Caiit
I'enom Onepon

IMono:xenune Bec IMocnenoBare1bHOCTH
H. influenzae torYZ -47 4,13 TAaCTaTaAgtAGtTA
glpFK -254 3,50 gAatTCTTAAaAGGaA
-20 3,68 cACtTCTaAgGAGtgA
narP -18 3,59 aACCaCTaAAGgaGaA
dcuA -76 3,79 TACCTaTTtgttGecTA
ndH -135 3,59 TAaCTCaaAAaAataA
pckA -125 3,97 TcaCTaaaAAGAGGTA
frdABCD -150 4,02 TAgCTtTTttGAGGTA
-47 3,55 TACCctTTtAGgGGat
arcA -283 3,66 TACtTtTaAAaAGGTt
-82 3,72 CACtTtTTtAttGtTA
-27 3,55 TACgcCaaAAtAaGTA
eno =22 3,54 TAaCTtaattGAGGaA
dmsABC -437 3,98 TcCCcaTTAAatGGTA
-240 3,55 TAgtTaaTAAtAGtTA
-104 4,28 TACCTaTTAAtgatTA
-46 3,75 TAaCTCgTtttAGtTA
nrfABCD -188 4,23 TACCTCTTtttgaGTA
cydAB -133 3,60 TAaCctTTAAaAatalA
sodA -179 4,79 TAaCTCTTtAGAaGTA
ccmABCDEFGH -85 4,79 TACtTCTaAAGAGLTA
talB -71 3,79 TACCctTTtAatGeTA
mdh -384 3,52 TtCCatTTtgGtatTA
-20 4,22 TAaCaCaTAAGgaGTA
malQ -29 3,57 TcCCTaacAAGAGtTA
SJumC -62 3,62 TAaCTCggAAGtGtTA
far -71 3,58 aAaCTaaTtAGtGGTA
sucAB -18 3,94 TcataaTaAAGAGGTA
moaACDE -323 3,59 TACCTCaTAAtAatcA
-305 3,59 TAaaaaTTtAtgGtTA
-269 3,50 TAtCaCTaAtGAGcTA
H. ducreyi napFDAGHBC -81 3,62 TACCTaaatgGAGtgA
dcuB -97 4,34 TACCTCTcttGAGGTA
mdh -373 3,52 TtCCatTTtgGtatTA
-26 3,91 TAaCcaTTtAtgatTA
nqgrABCDEFBCDEF -308 4,27 TACtaCTTttGAGtTA
aspA -66 3,73 TtaCTCgaAAtAGLTA
ccmABCDEFGH -117 3,83 TACtataaAAaAGGTA
-86 4,95 TACCTCTaAAGAaGTA
pgk =72 3,50 TcgCcCaaAAtAGGTA
-33 3,60 TACaTt TTAAGAcCtTA
ndh -97 3,94 TAaCaCTaAAaAGtgA
-47 3,61 TACtTtTTttGAttTA
pfiB 204 3,62 | TcaCaCTTtAttatTA
21 3,57 TAaCatTTAAGAGGac
yfiD 48 3,98 | TAaCTCTTtctgGtTA
sucABCD -127 3,66 gACCTCTTAtttGtTA
moaACDE -239 3,57 TAaaaCTatAaAatTA
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Caiit
I'enom Onepon

Iosoxenne Bec IocaenoBarebHOCTH
H. ducreyi torYZ -201 3,57 TAatTtTatAGtttTA
aceEF-IpdA -276 3,60 TAaCaCTTggtgaGTA
cydAB -152 4,05 TtCtTaTTtAGgGLTA
-111 3,51 TACCTCTattatatalA
nrfABCD -182 3,32 TAttTCaatAaAaGTA
V. vulnificus yfiD -158 3,51 TAaCTCaatAaAatalA
aspA -224 4,89 TACCcCTTtAGAGtLTA
frdABCD -85 3,54 TACtaCTTttGgGGag
deoCABD -369 3,54 TAtCTaTaAtGtaGTA
ccmABCDEFGH -147 4,48 TcaCTCTatAGAGGTA
pflB -23 4,11 TtCtaCTaAAaAGGTA
cydAB -389 4,95 | TACCTCTaAAtAGGTA
napGH -102 3,64 TtaCcCTTttGgGGTg
-101 3,73 | TACCctTTtgGgGtgA
nrfBCDEXFG -304 4,92 TACCcCTaAAGgGGTA
202 3,87 | TACtaCTaAAGAGtag
nrfA -295 3,87 ctaCTCTTtAGtaGTA
-193 4,92 TACCcCTTtAGgGGTA
moaABCDE -255 3,89 TACtcacaAgGtGGTA
adhE 207 424 | cACCaCTTtgGgGGTA
nirBDC-cysG -105 4,00 TACCcCTTtAGgGtag
-17 4,47 TAaCcCTTAgGAaGTA
narQP -188 4,73 TACCcCTTAgGgGGTA
glgB -191 3,89 TACCagTaAAatGGTA
gltP -420 3,61 TACCTtaaARAaAaGTg
-83 3,58 TACtTtTTtAttttTA
feoAB 242 3,32 | TACtctTaAgttGtTg
napFDABC -281 4,73 TACCcCcTAAGgGGTA
V. parahaemolyticus pckA -223 3,60 TAatTtTaAgtAatTA
dadAX -6 3,55 TACCTCaatgGAaGTc
feoAB -50 3,52 TACtctTaAAtAataA
pfIB 23 4,11 | TtCtaCTaAAaAGGTA
torD -67 3,50 TtaCaCTTAgGgGaTA
cydAB -359 4,04 TAataCTaAttAGGTA
nrfBCDEXFG -300 4,89 TACCcCTaAAGtGGTA
-196 4,22 TACCTCTTAgGAataA
nrfA -294 4,22 TtatTCcTAAGAGGTA
-190 4,89 TACCaCTTtAGgGGTA
moaABCDE 217 3,77 TACtcacTAAGcGGTA
adhE -191 3,98 cACtaCTTtgGtGGTA
ccmABCDEFGH -145 3,53 TAgCcacTtAtgGtTA
gIipFK -326 4,47 TACCTCTTAgGgatTA
deoCABD -372 3,54 TAtCTaTaAtGtaGTA
pdhR-aceEF-IpdA -52 3,59 cAaCTtaaAAttGGTA
frdABCD -87 3,54 TACtaCTTttGgGGag
aspA -226 4,26 TACCcacaAAGgGtTA
dcuA -22 3,65 aAaaaCTaAAGAGGTA
IdhA -18 3,52 | TACtTtTTggGAGGgA
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Caiit
I'enom Onepon

IMono:xenune Bec IMocnenoBare1bHOCTH
V. parahaemolyticus nirBDC-cysG -107 4,00 TACCcCTTtAGgGtag
-17 4,47 TAaCcCTTAgGAaGTA
narQP -139 499 | TACCTCTTAGGAGGTA
napFDABC -124 4,99 TACCTCcTAAGAGGTA
napGH -82 4,90 TACCTCTTAtGAGGTA
yfiD -27 3,35 cACCaCgTAAGtGGTc
V. cholerae dadAX -147 3,63 TACCTgcatAaAaGTA
cydAB -101 3,52 TACaaCTTAAcAatTA
torYZ -45 4,56 TACCcCaaAAGgGGTA
adhE -191 4,03 TACCaCTTgttAGGTA
ccmABCDEFGH -143 4,23 TAaCTacaAAGgGtTA
focA -322 3,74 TAatcCTatAGActTA
-6 3,76 TACCTCTatgaAatTg
yfiD -257 3,50 TtaCaaTTttGtaGTA
-220 3,65 TAaCTaTTttttatTA
pdhR-aceEF-IpdA -61 3,59 cAaCTtaaAAttGGTA
frdABCD -134 4,36 TACCaCTTAAtgGGTg
atplBEFHAGDC -173 3,54 TAaaTCaattGtGGTA
ldhA -53 3,89 TtCCcacTAAtgGGTA
narQP 94 499 | TACCTCTTAQGAGGTA
-20 4,17 TAgCcCTaAAGAGGTg
napFDABC -153 4,17 CcACCTCTTtAGgGCTA
-79 4,99 TACCTCcTAAGAGGTA
V. fischeri gntXY -50 3,72 TgCCaaTaAAGAGGTg
deoCABD -241 3,90 TgCCTCaaAAGAaGTA
nqrABCDEFBCDEF =251 3,69 TgCtaCTTAtGgGGTA
nirBDC-cysG -114 4,25 TACCaCcTtAGAGCTA
-100 3,61 TACCcCTTtcGAGtag
fur -209 3,71 | TACaatTTttGgGGTA
adhE -408 3,56 ctaCcCgTAAGgGGTA
-394 3,66 TAagTCgaAAGtGGTA
cydAB -170 3,59 TtCtataTtAGAGLTA
-118 4,07 TAaCaCTTtgtgGtTA
gltP -203 3,51 ctCtcCTaAAttGtTA
-57 3,62 TAataaaTAAGAGCTA
ldhA 241 3,55 | aACCTCTTAAGcatTA
nrfBCDEXFG -383 4,64 TACtaaTTAAGAGGTA
-309 4,34 cACCatTaAAGAGGTA
-293 4,94 TACCTCTTAAGtGtTA
-205 3,64 TAtCaCaaAAGgaGTA
nrfA -280 3,64 | TACtcCTTttGtGaTA
-192 4,94 TAaCaCTTAAGAGGTA
-176 4,34 TACCTCTTtAatGGTg
-102 4,64 TACCTCTTAAttaGTA
sfcA -431 3,51 TACCaCTTtActttTA
-221 3,68 TAaaTtTTtAtgGtTA
62 3,52 ctaCTCaatAaAGGTA
PfiB 2270 422 | TAataCTTAtGgGGTA
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Caiit
I'enom Onepon

IMono:xenune Bec IMocnenoBare1bHOCTH
V. fischeri pflB -25 4,11 TtCtaCTaAAaAGGTA
ccmABCDEFGH -191 4,52 TACCTacalAAGtGGTA
-141 3,53 TACaaaTTAcaAGGTA
ptsHI-crr -179 3,54 TAaCaaTTttGAacTA
napFDABC -86 4,25 TAaCcaTTAtGgGGTA
narQP -117 4,25 TACCcCaTAAtgGtTA
dcuB -262 3,55 TAaCTCaTtttgatTA
yfiD -287 3,80 TACCTacaAttgGtTA
pdhR-aceEF-IpdA -399 4,39 TACCcCcaAAtAGLTA
frdABCD -195 3,84 TgCCcCaTtAGEGGTA
aspA -141 4,64 TACCaCTaAAGAGGTg
dcuA -67 3,60 TtaCTaTatAtAGcTA
-34 3,71 TAatTaTTtAatatTA
nagB -461 3,81 TAatatTaAtGAGtTA
pckA -126 4,50 TACCaCTTtAtgGtTA
torYZ -65 4,46 TAaCcCcaAAGtGGTA
glpFK -90 3,50 TAaaTaTTAAGAatgA
glpABC -32 4,14 TACaTCaaAAGtGGTA
pepT -163 3,56 TtCaTCTTAAaAGCTA
torCA -492 4,51 TtaCTCTTtAGgGGTA
-491 3,66 TACtctTTAgGgGtaA
-34 3,77 TAaCgaTTtAGAatTA
glgC -232 3,54 TACaTaTTttaAaGTA




