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CHnHCOK UCMONIB3YEMBIX COKpAIIEHU 1 0003HaAYeHU I
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BBenenue

AKTYaJbHOCTh TEMbI

VYrieBoabl ¥ UX MPOU3BOJHBIE SBISIOTCS OCHOBHBIMU MUCTOYHUKAMU yTIepoaa
W DHEpPruu sl OOJIBIIMHCTBA TeTepOTPOPHBIX OakTepui, a TaKkKe BaKHBIM
CTPOUTENIbHBIM MaTepuaaoM B KUBOW mpupoje. OHM 00pa3yloT pa3iuyHbIe IO
COCTaBy M CTPYKTYpE MOHO-, OJIUTO- U Mojucaxapujsl. B xoae spononuu 6akrepun
BBIpA0OTAIM MHOXKECTBO MYTEW YTUIIM3AlMU YTJEBOJCOJAEPKAIIMX COEIUHEHUMH,
MOACTPauBasCh IMOJ ATO MHOrooopasue cyoOcTtpatoB. bonbmMHCTBO OakTepuil B
reHoMe OOHapy>XMBalOT I0  HECKOJIbKUX JAECATKOB  MOAO0OHBIX myTeil. Jlns
s pexTBHON pabOThl TakOW CHCTEMBl HEOOXOIMMa CIaKEHHAs PEryJIsius
AKTUBHOCTU HYXKHBIX T'€HOB B 3aBUCHMOCTU OT JIOCTYIHOCTH T€X WIJIM HMHBIX
cyoctparoB. KitoueBbIM 3JIEMEHTOM 3/1€Ch BBICTYMAIOT (DAKTOPHI TPAHCKPHUIILIMKU —
CHEUUANIbHbIE OEIKU-PEryJIATOPhl, KOTOPbIE AKTUBUPYIOT WJIH PENPECCUPYIOT
MHULMAIUIO TPAHCKPUIILINKU ONIPEICIICHHBIX T€HOB. boNbIIoi MHTEpec MpeacTaBIseT
ABOJIIOLMS CHUCTEM YTWIM3AlMK Pa3IMYHBIX CaxapoB, YTO I[OMHMO PEryJsiluU
BKJIIOYAaE€T B ce0d BO3HUKHOBEHUE AJIbTEPHATHUBHBIX OMOXMMHUYECKHX MYTEH,
HEOPTOJIOTUYHOE 3aMEIeHHe TEeHOB, o0Opa3oBaHMe (DYHKIIMOHAIBHO Te€TEPOTECHHBIX
CeMENCTB mapanoroB. [IpuyuemM, 3TOT WHTEpPEC MCXOIUT KaKk OT (yHIAaMEHTAIbHOU
HAyK{, TaK U OT MPOMBINIJIEHHON OWOTEXHOJIOTHH, Tepe] KOTOPOM CTOUT 3ajada
ahPexTHBHON TIepepadOTKH OPraHUYECKHX OTXOJIOB , OOJBITHHCTBO M3 KOTOPBIX
SBIIIETCSI PACTUTEIbHONW OMOMAacco U , CJEeNOBaTeIbHO, COJNEPKHUT OOJIBIIOE
pa3Ho00pasue yrieBoICOACPKAIINX COSAMHEHUH.

Jlo HegaBHEr0 BPEMEHM OCHOBHBIM CPEICTBOM IOJYYEHHUS HOBBIX 3HAHUU O
peryyisiiiuu  SIBIUIUCh ~ KPOMOTJIMBBIE  JKCIEPUMEHTBI € MOJEIbHBIMU
MuKkpoopranuzmMamu. OJHAKO, HECMOTPS Ha JIOCTATOYHO OOJBIIYI0 HAACKHOCTH
JNAHHBIX METOJIOB, OHM HE JAIOT MPEJCTABICHUSA O IMOJTHOW KapTHUHE PETYISATOP HBIX
B3aMMOJICUCTBHM, COCPEOTOYMBIIUCEH JUIIHL HAa HEOONBIIOM (pParMeHTE CHUCTEMBI.
3HAUUTENBHO  YJAYYIIWJIM  CUTYalHUI0  METOAbl  BBICOKONPOU3BOAUTEIBHBIX

OKCIICPUMCHTOB. N xotds B HHUX MMPOCICIKNUBACTCA HU3MCHCHUC OKCIIPCCCHH ThICAY



T€HOB, OHM XapaKTEPU3YIOTCA BBICOKMM YPOBHEM IIyMa U CJIOKHOCTBIO Pa3/ICICHUS
NPSMBIX  PETYIATOPHBIX  3(PGHEKTOB OT KOCBEHHBIX, HampuUMEp TaKUX Kak
PEryJIATOPHBIE KACKAJbl WJIM KO-PETYISIUS T€HOB.

B cBA3MC pe3KUM yYBEIMYEHHWEM YHCIA IOJTHOCTBE) CEKBEHUPOBAHHBIX
T€HOMOB B MOCJIEAHEE BPEMSI Y UCCIIEIOBATENEH MOSIBUIICS MOIIHBIM MHCTPYMEHT IS
OnonH(pOpPMaTUUYECKOTO aHalu3a OaKTepUaIbHBIX TEHOMOB — METO/Ibl CPABHUTEIILHOM
reHomuku. K nHactosimiemy MoMmeHnty no naHHbiM 0a3el KEGG (1) momHOCThIO
cekBeHUpoBaHO 1ouyTu 2000 6akTepuaIbHBIX TEHOMOB, KOTOPBIE IIMPOKO MOKPHIBAIOT
pazHooOpa3Hble TakKCOHOMHUYECKHe rpynnbl. [Ipu 3TOM ynemieBieHUE TEXHOJIOTHI
CEKBEHHUPOBAHMS TMO3BOJSET MOJy4aTh TE€HOMHbIE JaHHBIE C  HapacTalolleu
CKOPOCTBIO. N3ydenne  peryisiuud  TPAHCKPUIIMKM  T€HOB  METOJaMu
OnonH(OPMATHUKH CTaBUT CBOCH 3a/1aueii BBISBICHUE PETyIATOPHBIX ydacTkoB JIHK
(mpomotopoB, TepmuHaropoB, PHK-nepexntouareneir, cailToB  CBsI3bIBaHUSA
TPAHCKPUIIIIMOHHBIX (AKTOPOB), PETYIUPYEMBIX TEHOB, a TaKXe MpeICcKa3aHue
HOBBIX JIHK-cBs3pIBatomux 6enkoB mist ooHapyxeHHbix caiitoB JIHK. T.e. ocHoBHas
LEeJIb — TMOJIyYUTh IIOJIHO€ OIMCAHUE PETYJIOHA — COBOKYIHOCTH OIEPOHOB,
HAXOJSAIIUXCS TI0]] KOHTPOJIEM OJTHOTO (haKTOpa TPAHCKPHIIIIHIH.

bricTpoe yBennueHME UHMCIA TEHOMHBIX IMOCIEI0BATEIBbHOCTEN  JI€JIAET
HEOOXOMUMBIM pEIIEHHE JAPYrod BaXKHOM MPOOIEMBbI TEHOMHUKH — TOJYyYCHUE
JOCTOBEPHOU (HyHKIIMOHATHHOW aHHOTAUKU TeHOB. OCHOBHBIM CITIOCOOOM aHHOTAIIHH
TCHOB JI0 HEJABHETO BPEMEHHU SIBISIICA TMEpPeHOC (PYHKIIMU HSKCIEPUMEHTAITHHO
OXapaKTePU30BAHHBIX OEJNKOB Ha JApyrWe C TIOMOIIBI0 TIOMCKA CXOJICTBA
nocinenoBaTenbHOCTeW. JIis  ocyliecTBIeHHS TMOMCKa 1o  0a3aM  JaHHBIX
MoCIIeIOBaTENbHOCTEH ObUTH  pa3paboTaHbl CHEIUMATU3UPOBAHHBIE MPOrPAMMBI,
HAuOOJBIIYI0 MOMYJSAPHOCTh CPelu KOTOphIX monydwmn ainroputm BLAST u ero
BapHUaHTHI (2).

HecMoTpst Ha 60mbIIION ycreX, METOJIbl, OCHOBaHHBIE HA TOMCKE CXOJCTBA B
NOCJIEIOBATENBHOCTSAX, HE IMO3BOJISIIOT AHHOTUPOBATh MHOTHME TE€HbI MU HEPEIKO
MIPOU3BOJIAT HETOYHBIC UK omuOouHbie aHHOTAIMU (3). CyIecTBEHHO CHUTYaIUIO

MCHAIOT IMOAXOObI CpaBHHTGHBHOﬁ I'CHOMUKH, OJHHUM H3 KOTOPBIX ABJIACTCS aHAJIU3



ABOJIIONNHM CTPYKTYpPhl PEryjoHa B pa3inuuHbix TreHomax (3,4). JlanHblil moaxon
MPEIO0JIAraeT, YTO KO-PEeryIupyeMble T€Hbl MOTYT MPUHAIIEKATH OJJHOMY MYTH. ITO
JIAaeT CYIIECTBEHHYIO TTOMOIIb B PEACKa3aHUU aHHOTAIIUH.

[enbiit psnx wucciaenoBaHUNM ObLT TMOCBSIIEH PEKOHCTPYKIUU PETYISLUU
pPa3IUYHBIX META0OJMYECKUX TyTeHd B OakTepusix MeETOoJAaMu CPaBHUTEIbHOM
TCHOMHKH, Hampumep, peryiasuus OuocuHTe3a apruHuHa (5), mypuHoB (6),
Metabonusma mneHTto3 (7,8), sHeprermueckoro wetadonusma (9), yruiuzauuu
kcwio3sl (10), yrunuzanuu N-anerwiriaoko3amuHa (11), merabonmuzma HAJL (12).
Pe3ynbTaThl JaHHBIX OMOMH(GOPMATUYECKUX PAaOOT MOKA3bIBAIOT, UTO CPAaBHUTEIbHAS
reHoMuKa siBisiercs:  3(Q(PEKTUBHBIM METOJOM Il HCCIEIOBAHUS PErYJISITOPHBIX

B3aUMOJICHCTBUI B OAKTEPUSIX.

Hean u 3a1a4m uccie0BAHUSA

[enpto gaHHON pabOTHl OBUI aHAJIM3 3BOJIOLMHU PETYJIOHOB MeTadoIM3Ma
YTJIEBOJIOB B TEHOMaX OaKTEpHUil C MOMOIIBI0 METOJIOB CPAaBHUTEIbHONH TeHOMUKH. B
KauecTBe OOBEKTOB WCCIENOBAaHUSA ObUTH BBIOpAHBI PETYNATOpP  KaTaboiam3Ma
apabuno3bl B Bacillus  subtilis  AraR, penpeccop karabommzma  N-
alleTWIrajJjakTo3aMiuHa B MpoTeolakTepusax AgaR, perymarop meHTpalbHOTO
MeTabonr3Ma yriaeBoaoB B mporeodakTepusx HexR u 43 perynstopa metabonm3ma
caxapoB B ceMelicTBe OakTepuii Bacillaceae.

B pabore pemaroTcs cienyronme 3aaaqu:

l. PexoHCTpyKIIUs peryioHOB MEeTa00IM3Ma CaxapoB B KCIEPUMEHTAIBHO
HEU3YYCHHBIX OaKTepusx METOJaMH CPaBHUTEIbHOW T'€HOMHKH,
NOCTPOCHHE pACMO3HAKOIIMX TMpaBWJI Uil MpPEICKa3aHusi CalToB
CBS3BIBaHUS (DaKTOPOB TPAHCKPHUIIIMH, OMHCAHHE COCTaBa PEryJioHa U
OINEPOHHOMU CTPYKTYPHI.

2. [Ipenckazanve (QyHKIUNA HOBBIX T€HOB M YTOUYHEHHE CYIIECTBYIOIIMX

aHHOTaHI/Iﬁ T'CHOB, BOBJICUCHHBIX B KaTaboIn3M Pa3JINYHbIX YIJICBOJOB.



3. Ananns TaKCOH-CHENU(PUIECKUX 0coOEHHOCTEN peryJsnun
TPAaHCKPUIIIMM T'E€HOB KaTabOJIM3Ma yIJIEBOJOB U IOCTPOCHHE

BCPOATHBIX COCHAPHECB 3BOJIOLHHA PCTYJIATOPHBIX BSaHMOHCﬁCTBHﬁ.

Hay4ynasi HOBU3Ha M PaKTU4YeCKOe 3HAYeHHEe PA0OTHI

B paGotre BrmepBble TOJHOCTHIO  OMHUCAHBl  JIOKAJbHBIE  PErYyJIOHBI
MeTa00IMYEeCKUX MyTel yTUiau3anuu apabunossl U N-anetuwiranakrozamuta (ArakR u
AgaR), a Takxe rinobanbHbIl perynoH HexR, koHTponupyrommii neHTpaibHbIN
MeTaboJM3M yriepoja B TamMma- H Oera-mpoteobaktepusx. Jlns cemelicTBa
Bacillaceae pexoHcTpyupoBaHo 11 HOBBIX PEryJSTOPHBIX CHCTEM JJIsi T'€HOB
KaTaboJM3Ma apuii-0eTa-rioKO3UJ0B, HHO3UTOJIA, pAMHOTaIaKTypOHaHa, PPyKTO3bI,
TIIIOKO3aMHWHA, XWTHHA, MalbTOJEKCTpUHA, N-ametwiMypamata W aibda-
raiakTo3ua0B. [Ipu 3TOM, JIJIs Ka)K70r0 HOBOTO O€NKa-peryisTopa ObUTH HE TOJIBKO
OMMCaHbl HA0OpPbI PEryJIUPYEMbIX T'€HOB, HO M TMpPEJCKa3aHbl UX [OTEHIHAIbHBIC
JIHK caiitel cBsi3piBanmsi u MoOJeKynbl-dddexTopel. [Jns 11 paHHee H3BECTHBIX
(GhaKkTOpOB TPAHCKPHUIIIINKA, KOHTPOJUPYIOMIMX MyTH KaTaboJIM3Ma yriieBOJOB, ObLIN
BIiepBbIe OOHapyxeHbl X MoTUBHI JJHK caiiToB.

MeTtabonudeckas peKOHCTPYKIUS MyTeW yTUIM3allud apaOMHO3BI MMO3BOJIMIIA
oOHapyxuTh HOBbIe (PepmeHThl: L-pubynokunazy AraB-II u L-apabunouszomepasy
AraA-Il, a Taxxe OoibIIoe pazHOOOpa3We CUCTEM TpPAHCIOPTAa M JIerpajialluu
apaOWHO30CcOoAepKAIINX MOoIrcaxapuaoB. Takxke ObUIO MOKa3aHO, YTO OOHAPYKEHHAS
paHHEe B onoundopmatuyeckom ananuze Clostridium — acetobutylicum L-
pubynokuHaza AraK sBisieTrcss Hambojee paclpOCTpPaHEHHBIM BAapUAHTOM B MYTH
yTUIM3AIuU apaObuHO3bI B OakTepusix tuna Firmicutes.

OOHapyX€HO MHOXECTBO BapHallii B HAYalbHBIX CTAIUAX METaOOIMYECKUX
nyTeld kataboin3ma W TpaHcropTa N-aleTuirajgakTo3aMHHa y IPOTEOOaKTEpHi.
AHanu3 TeHOMHOTO KOHTEKCTa aga T€HOB MO3BOJIMII MPEANOIOKUTh CIEIUPUIHOCTD
HOBBIX PTS TpaHCHOTHBIX CUCTEM K pa3iMUyHBIM aMHHOCaxapam. bblIo BOEpBbIC
MOKa3aHo, 4To (PyHKIMs TrajakTo3aMuH-6-hocdaT aumamMuHa3bl/M30Mepas3bl, paHee

npunuceiBaecmas pepmenty Agal, mpunamnexur 6enky AgasS.



Takxke B pabore ObUIM MPEIIOKEHBI MOTEHIHAIbHBIE CIICHAPUU 3BOJIIOLUU
M3YUYCHHBIX PEryJIOHOB MeTaboyin3Ma caxapoB. B pe3ynbraTe ananuza (QuioreHuu
PEryJATOPHBIX CUCTEM OBLIO BBIABUHYTO MPEAMNOJIOKEHUE O CHIBHOM BIUSHUHU
TrOPU30HTANBHBIX EPEHOCOB B MepUPEPUUYECKUX MYyTAX METa00IU3Ma caxapoB.

Pabota wuMeeT mpPEMMYyLIECTBEHHO TEOPETUUYECKUN XapakTep, OJHAKO
MOJY4YEHHbIC JTAHHBIE MOTYT NPUMEHSTHCS U B TE€HHOM HHKeHepuu. [loka3aHHbIE
BAPUAHTHl META0OJMYECKUX MYTeW MOTyT B Oy/yllleM HCIOJIb30BAaThCS B KAUECTBE
CTPOUTEINIbHBIX OJIOKOB JJISI MOJYYEHUSI BBICOKOMPOIYKTUBHBIX T€HHO-UHKEHEPHBIX

ITAMMOB MUKPOOPTaHU3MOB, HAIPUMeEp, JJIsl TPOU3BOJICTBA OMOTOILIIUBA.

OcHOBHbBIE N0JI0:KeHN I, BBIHOCUMbIE HA 3aIIIUTY

1) Pexonctpyknus AraR peryjgoHOB B YeThIpeX Mopsl JAKax OakTepuid
Bacillales, Lactobacillales, Clostridiales w Thermotogales mnokazana
HIMPOKOE  pa3HooOpa3ue  BapUaHTOB  META0OJMYECKUX  MyTeu
yTuau3aiuu  apabuHo3bl.  [loMMMO  HOBBIX  TPaHCHOPTEPOB U
TUAPOIUTUYECKUX dbepmeHToB ObLIN 0OHapyXKEHbI HOBBIE
HEOPTOJIOTUYHBIE BAPUAHTHI L-puGynokunHassl U L-
apabuno3aunzomepasbl (AraB-II u AraA-II). Ilpemnoxkena wonenb
sBomonuu  AraR  perymoHa — myTeMm TakCoH — -CielH(pUYECKOTO
pacuIMpeHus U3Ha4YaJbHOIO PEryJioHa, coAepskaiero reusl araEKDA.

2) B pesynbrare pexoncTpykimu AgaR perynona B mpoTteoOakTepusix
OBLJIO  TIOKa3aHO, YTO HauOoJplliee pa3sHooOpaswe BapHUAHTOB
METa0OMMYECKUX TyTe TMPUXOJUTCS HA WX TMEpPBbIE  CTaJUH,
BKJItOYaroIye: (1) BHEKIETOHBIN THAPOIN3 MOJUCAXAPUAOB U TPAHCIIOPT
BHYTPb KJETKH CaxXapHbIX OCTAaTKOB — IMPOAYKTOB THUApOu3a; (2)
dbochopunupoBanue W ACAlETUIMPOBAHHE  COCTaBIISIIONIMX  HMX
amuHocaxapoB. [lokazana Qynkius Oenka AgaS B KauecTBe OCHOBHOM
rajJlakTo3amMuH-6-pocdar aeaMuHa3bl/U30Mepa3bl B Karabonausme N-
aneruiranakrodamuHa. IlpennokeHa BeposiTHasE MOJENIb 3BOJIOLUU

I'CHOB, KOAUPYIOIINX HaYaJIbHBIC CTauM IIYTH YTHIIM3alluU N-



3)

4)

aleTUITalakTo3aMUHa, U3 TE€HOB CXOXKeW OuoXuMUuyeckor QyHKIHH,
Y4acTBYIOIIMX B MyTH yTUIU3aUU N-alleTUITIIIOKO3aMUHA B OaKTEPUSIX
pona Shewanella.

CpaBuutenpHbld @ Hanu3 HexR peryinoHOB moka3zan 3HA4YUTENbHBIC
U3MEHEHUSI B MX  pa3Mepe U COCTaBe Cpeau pPa3IuyHbIX TPy
npoteobakTepuit. OOHapyKeHO, UTO B OaKTepusix nopsiakoB Vibrionales,
Aeromonadales, Psychromonadales w Alteromonadales perynstop
HexR sBnsiercs rino0GaibHBIM peryiasiTOpoOM HEHTPAIbHOIO0 MeTaboInu3Ma
yriiepoja.

PexoHcTpyupoBanbl 43 peryjioHa, OTBEYAIOMMX 3a MeTadoau3M
pa3nu4HbIX yrieBoaoB B 10 Gakrepusx cemeiictBa Bacillaceae. Jlns 22
perynaropoB Obut BrepBble mpeackazanbl JIHK MoTuBbl caifToB
cBs3piBaHus. M3 Hux g nsg 11 (akTopoB TpaHCKpUINIIMU BIEpPBBIC
npeAcKa3aHbl peryiaupyembie TeHbl. [loka3aHa BbICOKash CTENEHb
pa3HooOpa3usi  pEryjsiTOPHBIX CUCTEM KaTaboiM3Ma caxapoB Yy

UCCJIEJOBAHHBIX OAKTEPHUH.
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I'araBa 1

O030p auTeparTypbl

1.1 Peryasinusi MHUIUANUU TPAHCKPUIILUM Yy OaKTepuil

baktepuu nM3BeCTHBI CBOEH CMIOCOOHOCTHIO OBICTPOM afanTaluu K pa3indHbIM
YCIOBUSIM OKpyXkatomieil cpenbl. OCHOBHOM NpUYMHON Takod 3¢h(eKTUBHOCTH
ABJSETCS SKOHOMHOE HCIIOJIBb30BAHHE CBOETO  I€HETUYECKOTO MaTepualia s
AKCHPECCUU HEOOXOIMMBIX T€HOB B MPABUIIBHOE BPEMSI.

HecmoTpss Ha TO, YTO pEryislUs MOXKET MPOUCXOAUTH HA BCEX CTaJIHIX
oOpazoBaHus (YHKIUMOHAIBHBIX MPOAYKTOB, KJIIOYEBBIM IIarOM PETyJSLUU
JKCIIPECCUM TEHOB SIBJISI €TCSl MHHULIMALMS TPAHCKpUNUWH. Perynsuus Ha ypOBHE
TPAHCKPUIIMU MO3BOJISET 00XOAUThCSl 0€3 3aTpaT OOJBLIOTO KOJIMYECTBA PECYPCOB
KJIETKM Ha O00pa3oBaHUE HEHYXXHBIX B JaHHBIII MOMEHT MakpoMoJsieKyd. Perymnsuus
WHULMAIMU TPAHCKPUIIIIMM OCHOBaHa Ha B3aumojiectBuu mpanc paxkropos — PHK-
MOJINMEPA3bl U CIIENUATBHBIX OEJKOB, HA3bIBAEMBIX (DAKTOpaMH TPAHCKPHUIMIUU — C
Yuc-peryisTOpHeIME dJieMeHTamMu — ydactkamu JIHK B 5°-Hekoaupytromel obnactu
reHa. [{uc-peryaaTopHbIE 3JIEMEHTBI YaCTO TAK)KE HA3bIBAKOTCS CAUTAMU CBSI3bIBAHUSL.
Ha OakrepuanpHOl XpOMOCOME TPAHCKPUIIIIMOHHAS e€auHUIA o0pasyeTcs Wu3
MIOCJICIOBATEIBHOIO  PACIIOJOKEHHUS  CICAYIOIIMX TEHETUYECKUX  DJIEMEHTOB:
pErysaTOpHON 00NacTh (CalTOB CBA3BIBAHUS OEIKOB-PETYJSITOPOB M MPOMOTEpa —
caiita nocaaku PHK-monuMepassl), 0qHOTO WM HECKOJIbKUX T€HOB U TEPMHHATOPA
TPAHCKpUNIMHU. TpaHCKpUNLHUOHHAS €IWHULA, COJAEp)Kallas TOJbKO OJWH TIEH
HAa3bIBACTCS MOHOLIMCTPOHHOW, B UHOM CJIy4ae — MOJUIUMCTPOHHOU. YacTto oauH n
TOT K€ T€H MOXET OBITh TPAHCKPUOMPOBAH C HECKOJBKHX MPOMOTOPOB. Takum
o0pa3oM TpaHCKPUIIMOHHBIE E€IMHUIIBI MOTYT mHepeKkpbiBatbecsi. Habop Bcex

MEPEKPHIBAIOLINUXCS TPAHCKPUIILIMOHHBIX €AMHUIL] Ha3bIBaeTCs onepoHoM (13).
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1.1.1 Cmpykmypa PHK-nonumepasvl u mexanusm 63aumooeicmeus c
HPOMOMOPOM

['maBHass poyib BT PAHCKPUNIMHU Y  OaKTepuil NPUHAUICKUT OEIKOBOMY
kommuiekcy JIHK-zaBucumoirt PHK-momumepaser  (Puc. 1.1). Cocra PHK-
MoJIMMEpa3bl HACUMUTHIBAET MATh CyObeAuHUI] Kop-pepmenTta BB arm, KOTOPHIi
CIY>KUT JJIsl DJOHTallMM TPAHCKPUIIMHU, a Takke 6 -(akTop, OTBEYAIOIIUHA 3a
pacmno3HaBanue mnpomotopa (14). AKTHUBHBIM IIEHTpP, CIIOCOOHBIM HapalluBaTh
monekyny PHK kxommnementapuo JTHK matpune PHK-nonumepassl, copmupoBan
kommuiekcoM w3 B uf ° cyobeaunun (15). Kaxpmas w3 1OByX HWIEGHTUYHBIX O
CyObEeIMHUI] COCTOMT W3 JBYX JIOMEHOB, COCJWHEHHBIX KOPOTKON JHUHKEPHOU
oOnactbto. N-KOHIIEBOM JOMEH 00  CyOBEIUHHUIl OTBEUAET 3a  CBS3BIBAHUE C
komriekcoM B u B cyobenunuil. C-KoHIIEBOM JoMeH ciocoOeH cBs3biBaThes ¢ JJHK,
4TO HEO0OXOAMMO Ml (DYHKIMOHUPOBAHUS HEKOTOPBIX MPOoMOTOpoB (16), a Takxke
MOXET YYacTBOBaTh B O€IOK-OENKOBBIX B3aWMOJICUCTBUSX C aKTHUBATOpaMu H
pernpeccopamu (17). Ilpeanonaraercs, 4to © CyObeIUHUIIA, 00pa3yoIas KOMILIEKC

cPB ' cyOpenuHUIEH, HE yYacCTBYEeT HANpPSIMYI0 B TPAHCKPHIIIMH, HO BBIMOJTHSIET

CTpYKTYypHYIO GyHKIHIO (18).

—TE———
UP-anemeHT -35 TGn -10

Pucynok 1.1. Mogens npucoenunenus PHK nonumepassl kK mpoMoTopy.

Jnsa waunumanum  Tpanckpumiuu PHK-monmumepasza momksa o00pa3oBath
Xx0JI0(hepMEHT C G -(PaKTOpOM, KOTOPBIM BBHIMOMHSAET (PYHKIMH PacrnoO3HABAHUS
AJIEMEHTOB MPOMOTOpa, MO3ULUMOHUpPOBaHUS KOp-Ppepmenta PHK-monumepassl H a
npomMoTope U pacruietanus ABodHoN crnupanu JHK. o-dakTopsl coaepxar ao

yeTbipex NO0MEHOB. JlomeHbl 2, 3 4 ydacTBYIOT B PpPacIlO3HABAHUU 3JIEMEHTOB
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npomotopa (19,20). ®dyuknus nomena 1 go cux mop He sicHa. K Tomy ke
O0OHapyX E€HO, 4TO JOMEH | 4acTo OTCYyTCTBYET.

BonbinHCTBO GakTepuil CONEPKUT HECKOIBKO aIbTEPHATUBHBIX G -(DaKTOPOB,
OTBEYAIOIIUX 3a PEryJAluil0 HAaOOPOB I'€HOB MYTEM AKTHUBALIMM TPAHCKPHUIIIUU B
OTBET Ha pa3nuyHble CcTUMYJbl. KaxIpiil 6 -(hakTop pacrno3HaeT CBOM Habop
MPOMOTOPHBIX  TocieaoBaTenbHOCTEH. OnHAKO, OOJBIIMHCTBO T'€HOB  MpH
HOPMAaJIbHBIX YCIIOBUSIX PETYJIUPYETCS OJHUM OCHOBHBIM G -(aKTOPOM «JIOMAIIHETO
xo3siictBay. B ciyuae E. coli um sBasiercs o', B B. subtilis — ¢" (19). Dtuo -
(hakTOpbl Y3HAIOT HECUMMETPUYHBIE TPOMOTOPHBIE MOCIEOBATEILHOCTH COCTOSIIINE
W3 YEThIpeX 3JIEMEHTOB. [ JaBHbIMH cpeau HuX sBisroTrces ABa JJHK asnemenra,
xapakrtepuzyemble KoHCeHCYCHbIMU nocnenoBarenbHOCTAMU TATAAT u TTGACA
U PaCIOJOKEHHBIE HA PACCTOSHUM TpUONM3uTenbHo -10 1 -35 HYKICOTHAOB OT
cTapTa TPAaHCKPUMNIUM COOTBETCTBEHHO. IIpomoropubie -10 um -35 sieMeHTHI
B3aMMOJECUCTBYIOT C O BTOPBIM U YeTBepThIM jAoMmeHaMu G-(akropa PHK
MOJIMMEpPa3bl COOTBETCTBEHHO. J[Ba IOMOJHHUTENBHBIX MPOMOTOPHBIX 3JEMEHTa
Ha3bIBAIOTCS pacmMpeHHbIM -10 snmementom ' UP-anementom. Pacmmpennsiii -10
3JIEMEHT pa3mMepoM 3-4 HYKICOTHJIa HAXOJAWUTCS HEMOCpeACTBEHHO mnepen -10
AJEMEHTOM U B3aUMOJIEUCTBYET C  JIoMeHOM 3 6 -¢aktopa (20). UP-anemeHT
HaxoauTcs mepen -35 calToM M B3auMOAEMCTBYEeT € C-KOHUEBBIM JOMEHOM O-
cyobenunuisl PHK-nonuMepasesr (16). Bmecte Bce ueTbipe sineMeHTa MpoMOTOpa
OoTBeYaroT 3a crnernuduueckoe cBs3piBanne PHK-mmonmumepassl, ojiHaKo, HaliICHHBIC B
PUPOAE TOCIENOBATEIBHOCTA IMPOMOTOPOB BCErJa OTIMYAIOTCS OT KOHCEHCYCA.
[Ipennosaraercs, 4YT0 NOPOMOTOP, HICAIBHO COBINAJAIOMIMNNA C KOHCEHCYCOM,
cBs3piBasl Ob1 PHK-monmmmepasy CHOMIIKOM CHIBHO M 3TO TPEMSITCTBOBAIO OBl
WHUIIMALUA TpaHCKpunmuu. Takxe, ciabble MPOMOTOPHI MO3BOJIAIOT 0o0Jiee TOYHO
pPEryMpoBaTh 3KCIPECCHUI0 I€HOB C ITOMOIIBK AKTHUBALMU TPAHCKPUIILUU MPAHC
dakropamu (17).

[Tocne cBs3piBanus xonodepmenta PHK-momumepassl ¢ mpomoTopom
MPOUCXOJUT paciuieTaHue npumepHo 14 HykieoTuaoB ABoiHON cnupanu JHK B

paiioHe crapta TpaHckpunuuu (21). JlaHHasi CTPYKTypa Ha3bIBa€TCsl OTKPBITHIM
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komrmuiekcoM.  [locine  ¢opmupoBaHUs ~ OTKPHITOTO  KOMIUIEKCA G -(hakTop
orcoequuserca or PHK-nmonuMmepassl 1 ganbHEWIIYIO 3JIOHTAlMI0 TPAHCKPHUIILIUU
OCYILIECTBIISIET TOJIBKO KOp-pepmeHT (17).

Naunmanuss TpPaHCKPUIILIMKM — CJIOKHBIM MHOTOCTaAWMHBIA IIpOIeCC, Ha
KOTOPBIM  BIUSET  MHOXECTBO  (DaKTOpPOB, TakUX Kak  MOPOMOTOPHBIC
nocieaoarenbHoctd JHK, Hanmuuue 6 -paktopoB u (HakTOpOB TPaHCKPHUIIIIIH,
CTPYKTypa XpOMOCOMBI U  Hajmuuue MoJiekyn 3ddektopoB. Takum oOpaszom,
pEeryJialusl TPAHCKPUNIUU MOXKET 3(PPEKTUBHO OCYIIECTBIATHCS C IMOMOUIBIO

Pa3IN4YHbIX MCXaHHU3MOB.

1.1.2 ®akmopwvt mpanckpunuyuu

dakTopaMH TPAHCKPUIILIMK Ha3bIBAIOTCA OEJIKU, CHOCOOHBIE cHenudUIHO
cBsi3pIBaThCs ¢ onpeneneHHbiMu JIHK mocnenoBarenbHOCTIMM B IPOMOTOPHOM
00JIaCTH T€HA B OTBET Ha HAIMYWE BHYTPHUKJICTOYHOTO WJIM BHEITHETO CUTHAJIA, U TEM
CaMBIM PETYyJIMPOBaTh WHUIIMALMIO TPAHCKPUIIHK. OTH TIOCIEIOBATEIHHOCTU
HA3BIBAIOTCS CAaliTaMU CBS3BIBAHMUS.

KonndectBo paKkTOpOB TPAaHCKPHUIIIIUU 3aBUCUT OT Cpelbl OOMTaHUs U 00pa3a
KU3HU JaHHOTO opraHu3Mma. MccrmemoBaHusi 3aBHCHMOCTH KOJMYeCTBa (PaKTOpOB
TPAHCKPUIIIIMU OT pa3Mepa TeHOMa MoKa3ajao OJM3KYI0 K KBaIPATHUYHON MPOTIOPIUIO
(22-24). bonee TOro, yCKOPEHHBIH POCT YHUCJIA PETYJIATOPOB TPAHCKPUNLUU MPH
JUHEHHOM YBEJIIMYEHWW YHUCJIAa TEHOB CYHUTAETCS OJIHUM W3 OCHOBHBIX (PAaKTOPOB,
CIACPKUBAIOIINX POCT TE€HOMOB MPOKAPHUOT. YBEIWYEHUE KOJIWYECTBA (PAKTOPOB
TPAHCKPUIIIIUU CO3JaeT HEOOXOJMMOCTh 0OO0Jiee TOYHOTO  PA3IMYCHUS] CAUTOB
CBSI3BIBaHUS, a, CJIEIOBATEIbHO, MPOOJIEMY pa3IMyeHUs CUTHala OT miyma. Takxke
CWJIBHO BO3pacTaeT Harpy3ka Ha MeTa0OJWYECKHUE MYTH IS MOACPKaHUS HYKHBIX
KOHIICHTpAIUH PETyasaTOpoB B KieTke (24,25). CBOOOJHOKUBYIIHE OPTaHU3MBI,
takue Kak E. coli u B. subtilis 061a1a10T 00JBIIMMU T€HOMAaMH, KOTOPbIE KOTUPYIOT
5-7% @akTOpoB T paHCKpHUMIMK OT oO0mmero uucia reHoB (26,27). OOGpasyemas
JTAHHBIMU  (aKTOpaMu TPAHCKPUIIUU PETyJsITOpHAs CeTh  HeoOXoauma IS

KOoopAHallUU JSKCIIPCCCHU CIICHHUATIN3UPOBAHHBIX Ha60pOB T'CHOB, IIO3BOJIAIOIINX
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O0akTepusiM BBDKMBATh B MEHSIOIIMXCS BHEUIHUX YCIOBHSX. B cilyyae cTaOMIbHBIX
BHEIIHUX YCJIOBUUM, MHOTHE PETYIATOPHBIE B3aUMOJCHCTBUSI OKa3bIBAIOTCS HE
HyXHbl. [IpuMepomM MoOXeT CIyXUTb Mapa3uThueckas Oakrepus Rickettsia
prowazekii (28), reHOM KOTOPOW KOJUPYET TOJHKO BOCEMb (DAKTOPOB TPAHCKPHUMIIUU
(1% ot uncna reHos).

Perynstopnast cetb 00beAUHSIET B ce€0si BCE PEryJIOHbl JAHHOW OakTepuud M
NOJAYMHSETCA CTENIEHHOMY 3aKOHY pachpeesieHus. PerynsitopHbie ceTu B OaKTepusix
XapakTepU3ylTCd MallbiM YHUCIOM (PAKTOPOB TPAHCKPUIIIIMK, OTBEYAIOIIUX 3a
OOJIBIIIOE YHUCIO PETYJISTOPHBIX B3aUMOJCUCTBUM, W MajbiM YHUCIOM (HaKTOPOB
TPAHCKPUIMIUU, KOHTPOJIUPYIOLIUX HECKOJIBbKO reHoB (29). Tak, B E. coli Bcero ceMb
daktopoB Tpanckpuniuu (CRP, FNR, IHF, FIS, ArcA, NarL and Lrp) nanpsmyio
perynupytot 3kcnpeccuto 51% renos (30). Takast TONOJIOTUSL CETU CTaBUT BOIPOC O
paszaesieHn (PakTOpOB TPAHCKPUIIIIMKU HA «TII00ATbHBIE» U «WIOKanbHbIe». Hanbomnee
npopaboTaHHAs KOHIICTIIUS, TO3BOJISIIONIAS OTIWYUThH JIOKAIBHBIE PETYISTOPHI OT
I00aJbHBIX, JA€T CIEAYIOIINE KPUTEPUHU: 1) YHCIO peryjaupyembiX T€HOB, 2)
4acTOTa CIy4yaeB KO -peryjisiiud TeHa COBMECTHO c apyrumu (akTopamMu
TPAHCKPUMIMHK, 3) CIOCOOHOCTh pPEryaupoBaTh TEHBI, MNPUHAMICKAINNM K
pasnuYHBIM (YHKIMOHATBHBIM KaTeropusM, 4) peryisiius TPaHCKPUIIIIMOHHBIX
SIMHHUI] C IPOMOTOPaMU CHEMU(DUIHBIME K PA3IUYHBIM G-(hakTopaM, 5) CmocOOHOCTh
YyBCTBOBAaTh CUTHAJI, OTBEYAIOIIUMA 3a OOJBIION CrieKTp BHemHux ycinopui (30). K
COXKaJIeHWI0,  WCIOJB30BAHME  JIAHHBIX  KPUTEPHEB TPeOyeT TIIATEIBHON
PEKOHCTPYKIIMH CETH TPAHCKPHUIIIIMOHHOW PETyJSIUN Yy OaKTepHuii, 1 Ha JaHHBIN
MOMEHT OHH TPHUMEHUMBI TONBKOK E. coli. B E. coli >TuM KpuTepusm
coorBercTBYtoT CRP, IHF, FNR, FIS, ArcA, Lrp u Hns (30). Ha mnpaktuke
NPUMEHSIOTCST  YIPOIIEHHBIE KPUTEPUH, BKIIOYAIONIME OJIUH UM HECKOJBKO
BBINICTICPEYUCICHHBIX ITYHKTOB.

DakTopbl TPAHCKPUIIIIUKA KIACCUDUIUPYIOTCS HA CEMEHCTBAa MCXOMIS U3 JIBYX
JIOMEHOB, TO3BOJSIOMIUX UM (PYHKIIMOHUPOBATH B KA4€CTBE PEryisiTopoB. llepBbiii
noMmeH, HaspiBaeMbli JIHK cBa3bIBaromuii, OTBEYAaET 3a HENMOCPEIACTBEHHOE

cBs3bpiBanme (akTopa TpaHckpumnuuu ¢ JIHK. B OGaktepusx OOJBIIMHCTBO TaKHX
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JIOMEHOB HMEET CTPYKTYpy craupaib-noBopotr-criupaib (helix-turn-helix, HTH-
nomeH) (22,31). HecmoTps Ha TO, 4yTO OBUIM HAWJEHBI U APYTUE CTPYKTYPHI, TaKHUE
KaK [IMHKOBBIE MaJIbIIbl, aHTUNAPAIIIECIbHBIE B-IUCTHI U COUPAIb-NIETIISI-CIUPAJb, OHU
COCTABIISIOT JIMIIb MaTyl0 (Ppakiuio Cpear U3BECTHBIX MPOKAPHUOTUUECKUX (DAKTOPOB
Tpanckpunuuu (27). Btopoit nomeH (akTOpoB TpaHCKPUIIIMHU, Ha3bIBAEMBbII
3 dexTopHbIM, MpUHUMAET HHGOPMAIIMIO O COCTOSHHHU Cpeabl W OOecreunBaeT
M3MEHEHHE YPOBHS 3KcIpeccur reHoB. Bo mHorux ciydasx 3¢(exkTopHbIil 10MEH
TaKKe CIYXKWUT I OJMTOMEpPU3aLUKN MOJIEKYJ (aKkTopa TPAHCKPUIIUMU B BUJE
roMOJIUMEPOB. B crencTBue 3Toro caiThl CBA3BIBAHUS PETYJIATOPOB MPEACTABISIOT
co00l CUMMETPUYHBIE CTPYKTYPHI B BUJI€ NAIMHAPOMOB WIIH MPAMBIX TOBTOPOB (32).

CymiecTByeT 4YeThlpe MEXaHM3Ma pPEryJidaluud aKTUBHOCTU  (aKTOpPOB
TpaHckpunuuu. IlepBelii — HEMOCPEACTBEHHOE B3auMMOACCTBHE (aKTopa C
JUTaHIaMH, KOTOPHIMH MOTYT BBICTYNAaTh Mallbie MOJICKYJBI WIH (U3HKO-
XUMUYECKUE CHUTHAJIBI, OTpaXkalollhue HWH(OPMALMIO O COCTOSIHUU KIJIETKU WU
BHelIHel cpenbl  (33). Kinaccuueckum npuMEpOM  pPETYJIALMUA  AKTUBHOCTH
TPAHCKPUIIMOHHOTO (DaKTOpa C TOMOIIbI0 M3MEHEHHsS] KOHUEHTpAllUU BEIlEeCTBA
apisgercst Lacl pempeccop omepona katabonmusma nakto3el lacZYA B E. coli.
[IpucyTcTBHE B CpeAe JAKTO3bl BbI3BIBAET IOBBIIICHHE B KIETKE KOHUEHTPALUU
amonakTo3sl — 3¢ dexropa Lacl pempeccopa. [lpu cBsSI3pIBaHUM aAJIONAKTO3BI C
penpeccopoM MPOUCXOAUT AJUIOCTEPUIECKOE M3MEHEHUE KOHpOopMamuu Oenka, 9To
YMEHBIIAET €ro CPOJACTBO K CalTy CBS3BIBAHMSA, a, CIENOBATENIbHO, 103BOJsieT PHK
nojauMepase mnojaoutu kK mnpomotopy (34). BTopeIM MeXaHU3MOM  SIBISETCS
KOBaIeHTHass Moaudukanus ¢akropa Tpadnckpunmud. I[lomo6HBEIM  oOpazom
(GYyHKIMOHUPYIOT JBYXKOMIIOHEHTHBIE CHUCTEMBI, HApUMEp, CUCTEMa pPEryJsiuu
oTBeTa Ha a HadpoOHbie ycnoBusi ResD-ResE B B. subtilis (35). Onu cocrosr us
TUCTUJAMHOBOW KHHA3bl, KOTOpAas SBISETCS CEHCOPOM BHEIIHUX CUTHAJIIOB U OOBIYHO
JIOKaNM30BaHa B IIa3MaTH4YeCKOM MemOpane kieTku. [Ipu mocTtymieHun curHaia
TUCTUIMHOBAs KWHa3a dochopuaupyer cedst u 3atem nepeaacT GochopHyO TPyIITy
Ha COOTBETCTBYHOIIUH perynsarop oreBeta (36). Crheayrommuii crnocod — 23TO

CEKBECTpAIMsI PEryJIsiTOpa C MOMOIIBIO CHEIHAIBHOr0 OejKa, 4acTo 3asKOPEHHOTO
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HAa MeMmOpaHe. OTOT MEXaHH3M WILTIOCTPUPYETCsT pabdOTOM TOKCHH-aHTHUTOKCHH
cuctembl SApR-Sdpl-SdpC u3 B. subtilis (37). Sdpl — memOpaHHBIi1 O€JIOK OTBETA Ha
oenkoBbiit TokcuH SApC. Sdpl moxet cBs3biBath SApC U B 3TOM BUIE IpeoOpeTaet
cponctBo Kk SdpR — penpeccopy omnepona sdpRI.Takum oOpa3om, B MPUCYTCTBUU
SdpC penpeccop SdpR 3axBaTeiBacTCs Ha MeMOpaHe U IKCIpeccusi onepona sdpRI
yBennuuBaercs. Hakonen, cymiecTByeT — KackagHas — perymsnus — (hakTopoB
tpanckpunimu. [Ipu 3To# cucteme pakTop TPaHCKPHUIIIIMK BCET/Ia aKTUBEH, HO €ro
DKCIIPECCHs, & CIIEJIOBATEIIPHO KOHIICHTPAIUS B KJIETKE KOHTPOJIUPYETCS IPYTUMU
perynaropamu. [lpumepom cayxut cuctema SoxS-SoxR B E. coli. Dxcnpeccus
peryjiaropa T€HOB OTBETa Ha OKHUCIUTEIbHBIA CTpecc SOXS B CBOIO O4YEpelb
KOHTpoOJupyeTcs (HaKTOpOM TPAHCKPUMNIMU SOXR, KOTOPHIA HAMPSIMYIO 4yBCTBYET

OKHUCJIMTEIbHO-BOCCTAHOBUTEIIBHOE COCTOSTHHUE KIIeTKHU (38).

B)

TTGACA TATAAT
-35 -10 +1

Pucynok 1.2. Mexanusmsl paboThl OeaKoB-penpeccopoB. PrHoneToBbIM

LBETOM 0003HAUEH penpeccop. 3eIeHbIM LIBETOM — aKTUBATOP.
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@DakTOpbl TPAHCKPUMIMK MOTYT HUCHOJMHATh (DYHKIMIO aKTUBATOpa WU
penpeccopa B 3aBUCUMOCTH OT To3unuu cBs3biBaHusa ¢ JIHK oTHocuTenbHO cTapra
TpaHCKpUNUMU U MexaHuzma B3aumogencteus ¢ PHK nommmepaszoin. Opnako
M3BECTHBI U OEJIKH BBITIOJHSIONINE 00€ POJIM B 3aBUCUMOCTH OT ripoMoTopa (17).

Penpeccopbl moAaBAsSIOT UHUIIMALIUIO TPAHCKPUIIIIUU Yy PETYJIHPYEMbIX T€HOB.
YacTto pemnpeccusi MNPOUCXOIUT IO MPOCTOMY MEXaHU3MY, Korjaa (QakTtop
TPAHCKPUIIIMU 3aKpbIBa€T NMpOMOTOp OoT cBsa3biBaHus ¢ PHK monumepazon. Cair
CBSI3BIBAHMSI PEMPECCOpA B TAKOM CIIyyae 4YacTO MEPEKpPbIBACTCS WM HAXOIUTCS B
HEMOoCpEeACTBeHHON Onm3zoctu ot mpomoTopa (Puc. 1.2a). [lo stomy mexaHuzmy
pabotaer Lacl penpeccop (34). Muoit nmpunnun aevctBus aeMoHcTpupyeT GalR
pernpeccop u3 E. coli (39). B aToM ciydyae penpeccop HE IPENATCTBYET CBSA3BIBAHUIO
PHK nonmmepassl ¢ mpOMOTOPOM, HO IYTEM CBA3BIBAHUSA C HECKOJIBKHUMU CaWTaAMU
CBSI3BIBAHUSI BOKPYT MpomoTopa cozaaet nemito Ha JJHK, uro nemaetr HeBO3MOXKHBIM
nansHenmee npoaBwxkenne PHK mnomumepasst (Puc. 1.26). Tperuilh mexaHnusm
MpeACTaBlieH OelIkaMy aHTH-aKTUBAaTOPAMH, KOTOPbIE B3aUMOACHCTBYIOT HAIPSAMYIO
c aktuBaropamu Tpanckpunuuu (Puc. 1.2B). Tak, CytR B E. coli cBsA3bIBaeTcs co
cBouM caiitom u aktuBaTopoM CRP, 6rokupys aeiicteue nocneanero (40).

Jlyist 6eNKOB-aKTUBATOPOB TAKXKE BBIJCISIOT HECKOJIBKO MEXaHU3MOB Pa0OTHI.
AKTHBaATOPHI Kiacca | cBsA3bIBalOTCS C caliToM B 5° 00acTu -35 afieMeHTa mpoMoTopa
1 B3aUMOJEHCTBYIOT ¢ C-KOHIIEBBIM ydacTKoM o cyobenuauiisl PHK momnMepassr
(Puc. 1.36). Tak ¢ynkmmonupyer peryistop CRP mpu akTuBanuu TpaHCKPHUIIIAU
onepoHa lacZYA B E. coli (41). Caiitel cBsi3bIBaHHUS aKTUBATOpPOB Kiacca Il
NEPEKPBIBAIOTCA € -35 3JIEMEHTOM MPOMOTOPA, U PETYJSTOP B3aUMOJEHCTBYET
HETIOCPEJCTBEHHO C JoMeHOM 4 ¢ cyObreaunuibl PHK-momnMepassl. A KTUBATOPBI
AraC cemeiictBa SoxS, MarA u Rob B E. coli neicTBYIOT MO TakOMYy MPHUHIIUITY HA
YaCcTU PEryJupyeMbiX MpoMoTopoB (42). AxtuBatopsl I m Il kiaccoB momorarot
PHK-nonmumepase mnpucoequHUThCA K €€ mpomortepy. Eine OJHMM MeXaHU3MOM
SBIIAETCS ~ M3MEHEHHWE KOH(GOpMAIMU  MPOMOTOpPA, YTO MO3BOJIIET €My

B3auMmojiericreopate ¢ PHK-momumepaszoii. B sTOoM  ciydyae  akTuBaTop

18



npucoenunsgercs k JJHK B HenmocpencTBeHHOM OMM30CTH OT MPOMOTOpAa WK K
camoMmy 11 pomotopy (Puc. 1.3B). Takum nelictBueM oOnangaroT akTuBatopsl MerR
CEMENCTBA, CAaWT MOCAAKM KOTOPBIX HaxomuTcs Mexay -35u  -10 anmemeHTamu
npomoTopa (43).

Takum oOpa3om, neicTBue (HaKTOPOB TPAHCKPUIILIUKA TECHO CBSI3aHO CO
CTPYKTYPOW IPOMOTOPHBIX 00JIaCTEN PEryJIMPyEMBIX T€HOB, YTO MO3BOJISIET U3Y4YaTh

PETYJONIO TPAHCKPUIIIKUK C ITIOMOIIbIO aHAJIN3a 'CHOMHBIX HOCHCHOB&TCHBHOCTCﬁ.

Pucynok 1.3. MexaHu3msl JeHCTBUS OEIKOB-aKTUBATOPOB.

1.2 Meroabl CpPaBHUTEJBHOH TE€HOMHMKH /Ui  PEKOHCTPYKIUH
peryJsiTOpHbIX ceTeil y OakTepuii

K mHacrosmemy MoOMeHTy pa3pa00OTaHO MHOXKECTBO CIOCOOOB st
HKCIIEPUMEHTAILHOTO M3YUCHUS PETYJSIUN TPaHCKpUNIU. X MOXHO pa30ouTh Ha
JBe OOJblIMe TpYyHIbl, Kaxaas U3 KOTOPbIX HMMEET CBOM MPEUMYLIECTBA U
HeaocTaTku. K m epBOM rpyIimne OTHOCSATCS TakKUE METOJbl KakK HaIlpaBJICHHBIN
MyTareHe3, WCIIOJIb30BAaHUE XUMEPHBIX KOHCTpyKumid (fusion construction),
samemnenue JIHK B reme (gel shift assay) m ompeneneHue 3amuIeHHBIX OT
pacmerienns JIHK-azamu u X umudeckumu peareHTamu ydactkoB (footprinting).

XOoTs 3TH MCTOAbI ITO3BOJIAIOT YCIICINHO HM3Yy4aTbhb PCTryJIAOWIO OTACIIBHBIX I'CHOB, HO
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OHM  JIOCTATOYHO  TPYJAOEMKHUE U UMEIOT  CEpbE3HbIE  OTPAHUYCHHUS B
npousBoautenbHocTH (44). Jlpyroil, OTHOCHUTENHbHO HOBBIM MOAXOJ HCHOJb3YET
Ha0OpPbl BBHICOKOMPOU3BOAUTENBHBIX SKCIEPUMEHTOB, TaKUX KaK KOMOWHHUPOBAHHE
aHajgu3a MHUKpPOYMIOB ¢ uMyHHonpeuunurtauuet xpomatuHa (ChIP-on-chip) wnwm
CKpUHUHTa OMOJIMOTEKHM TeHOMHBIX TmocienoBaTenbHocTelt (Genomic SELEX). U
XOTSI 3T METO/bl JAIOT KaPTUHY PETYJISATOPHBIX B3aUMOJICUCTBUN HA YPOBHE IEIOM
KJIETKH, BO3HUKAET PSJl  CIOXKHOCTEHM C HMX  mOpuMeHeHueMm. Bo-mepBbix, mis
OOHapy»XEHUsI B3aUMOJCHCTBUSI HEOOXOAMMO MOJI00paTh YCIOBHS, MPU KOTOPBIX
u3ydaeMmble (PAKTOpPbl TPAHCKPUMIUU AKTUBUPYIOTCSA. BO-BTOpBIX, pEryasiTOpHBIC
KacKa/Jibl, KO -PETyJsiliisl T€HOB HECKOJbKUMHU (PaKTOpaMU TPAHCKPUIIUU U JIPYTH €
HernpsaMble 3(PPEKThl CO31aI0T CUIIBHBIN IIyM, YTO JE€JaeT MPsIMON aHaIu3 JaHHBIX
KpaitHe  3arpyaHuTenbHbiM  (45,46).  CoBpeMeHHOE  pa3BUTHE  METOOB
OnonH(pOpMAaTUKK TO3BOJSET HE TOJIHKO BO  MHOTHUX CIydasX MpPeoaoJieBaTh
BBILIEIIEPEYUCIIEHHBIE TPYAHOCTH B M3Yy4YEHUE PETyJISAIUU I€HOB, HO U TPUMEHATH
3TU METOJIbl B KAUE€CTBE CAMOCTOSITEJIbHOI'O HHCTPYMEHTA.

C OoBIIION CKOPOCTHIO PACTET KOJHMYECTBO IMOJHBIX TeHOMOB Oaktepmii. C
1995 ronma, korma ObLI TOJHOCTBIO OTCEKBEHUPOBAH TI'E€HOM IMAapa3uTUUYECKOU
oaxrepunn Haemophilus influenzae Rd (47), kK HactosieMy BpPEeMEHH TOJIHOCTHIO
npountano moutd 2000 OGakTepuaabHBIX T€HOMOB. Takoe KOJUYECTBO IO3BOJISIET
3G ()EKTUBHO TNPUMEHSTh METOABl CPABHUTEIBHOW TEHOMHUKH, B YAaCTHOCTHU JUIS
PEKOHCTPYKIIMM HU3BECTHBIX PETYJIOHOB B €IlI€ HE HM3YyYCHHBIX OpPraHU3Max WIH
MpecKa3aHusi HOBBIX peryjoHoB. OO0benuHeHne OMOMHGOPMATHYECKHMX METO/OB
MOMCKA CATOB CBSI3bIBAHMS (DAaKTOPOB TPAHCKPHUIIUU C IPYTUMU METOJaMU aHan3a
reHoMa, OOBEAMHEHHBIMHU TOJ[ OOIIMM Ha3BaHHEM AaHAJIN3 T€HOMHOTO KOHTEKCTa
(genome context analysis) MO3BOJSIOT Tak)K€ CYHIECTBEHHO YIYYIIHTh KaueCTBO
GyHKIMOHATBHOM aHHOTAIIMM TE€HOB, MPEACKAa3biBaTh CTPYKTYpYy OIIEPOHOB U

MPOBOJIUTH META0OINYECKYIO PEKOHCTPYKITHIO.
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1.2.1 Memoowvt cpasHumenvHoll 2EHOMUKU 018 AHAIU3A CATIMOB C8A3bIBANHUS
¢haxkmopos mpanckpunyuu

Perynaropusie caitTel B pa3Hbeix mectax [JHK, pacno3snaBaembie OTHUM U TeM
KE PEryIsTOPHBIM OEJIKOM, YaCTO UMEIOT Pa3Iu4usl B CBOUX IMOCJIEA0BATEIHHOCTSIX.
Tak, nHanpumep, riodanbHbli peryiastop CcpA B B. subtilis mpakTU4ecKd HE UMEET
KOHCEPBATUBHBIX MO3UIMK B caiiTax CBS3bIBaHUS. [Ipu 3TOM BCE CallThl MPOSIBIISIOT
oOlMe CBOWCTBA MOCIEN0BATEIbHOCTH U BCE TIIOXOXH Ha OOOOIICHHYIO
MOCJIEA0BATEIbHOCTD, Ha3bIBAEMYIO KOHCEHCycoM. [loaTomy 3amauy pacro3HaBaHUS
CalTOB CBSI3bIBAHUSI MOXKHO COPMYJIUPOBATH CIEIYIOMIUM O00pa30oM: KaK MCXOJs U3
Ha0opa TMOCIENOBAaTENbHOCTEN, B KOTOPOM MBI HMMEEM CHJIbHBIE OCHOBAHUS
noApa3yMeBaTh MPUCYTCTBUE CAWTOB CBSI3BIBAHUSI OJHOrO (PAaKTOpa TPAHCKPHUIILIHH,
MOYHO U3BJIEUb 3TH CAMNTHI.

Hawnbonee pacnpocTpaHeHHBIM METOAOM JUIsl MOUCKA PETYJISITOPHBIX CAMTOB
spisgercs pumorenernueckuii ¢ yrnpunTuHr (phylogenetic footprinting), B ocHOBe
KOTOPOrO  JIEKUT TIOMCK KOHCEPBAaTUBHBIX yYaCTKOB HA  BBIPAaBHUBAHHUH
OpPTOJIOTUYHBIX TocieaoBaTenbHOCTEN (48). OpPTOJOrMYHBIMU HA3bIBAIOTCS T'EHBI B
pa3HbIX OpraHW3Max, MPOW3OIIEAIINE MyTeM HACIEJOBaHUS OJTHOTO TeHa OOIIero
npeaka. ['eHbl, npou3olIenue MyTeM AyIIMKaluy FeHa-MPeIIECTBEHHUKA B OJTHOM
opraHusMe, Ha3biBatoTca mnapanoramu (49). OpHako mapajnord 4acTo MEHSIOT Kak
CBOIO (DYHKITUIO, TAK M PETYNATOpHBIC caiiThI (50,51), moITOMY MpUMEHEHHE TaHHOTO
METO/1a TIPU U3yUYCHUH PETYJIAINHA TaKUX TeHOB YacTo He omnpaBaaHo. K Ttomy ke ans
dbumoreHeTHYECKOro (QyTIPUHTUHTa HEOOXOJMM JOCTAaTOYHO BBICOKHH YPOBEHB
CXOJICTBA PETYJISATOPHBIX IMoOcienoBareabHocTeil. [10ap30BaThCsl TaHHBIM METOJA0M
MOXXHO Kak HampsMyl0, aHaJu3upys MHOXKECTBEHHbIE BBIDABHUBAHHS, TaK U C
TTOMOIIIBIO CIIEIIMATN3UPOBAHHBIX MTPOTpaMm, Hanpumep, FootPrinter (52).

N3-3a  orpaHuueHHoi  oOjlacTM  TPUMEHEHUS  (UIOTCHETHYECKOTO
GyTOpUHTUHTA YacTO MCIOJIB3YIOTCS CHEIUATM3UPOBAHHBIC AJTOPUTMBI aHAIHM3a
PETYISTOPHBIX MOCIEA0BATEILHOCTEN, KOTOPHIE MOXKHO Pa3/IETUTh HA TPU KaTETOPHUH
(53): MeTonbl IEpEUYUCIICHUS, IETEPMUHUCTUUECKON ONTUMHU3AIMUA U BEPOATHOCTHOM

OIITUMH3ALINH.
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B ocHOBe METOMOB MEPEUMCICHUS JIEKHUT OINPEETEHUE BCEX BO3MOXKHBIX
CalTOB, KOTOpbIE BCTpEHAOTCS B OOydarolei BbIOOpPKE MOCIEAOBATEILHOCTENH U
COOTBETCTBYIOT HEKOTOPBHIM I'PAHUYHBIM YCIIOBHSIM JIsl TIOCTPOCHUS PACIIO3HAIOIIETO
npaBuia. Tak, Hampumep, u3 oOydaronieid BBIOOPKH CO3JAIOTCSI TPYIIbI CXOXKUX
OJINTOHYKJICOTUHBIX MOCIEAOBATEILHOCTEH, KOTOPBIE 3aT€M PAHXKHUPYIOTCS IO
BEPOSITHOCTU BCTPETUTh JAHHYIO FPYNIy B  CIy4ailHOM MOCIEI0BATEIbHOCTH
naHHoro opranusma. CyuTaercs, YyTO T PyHIbl C JIYYIIUMU CTATUCTHUYECKUMHU
OLIEHKaMH, BO3MOXXHO, MIPEACTABISIOT CAWThl CBS3bIBAaHUS (PAKTOPOB TPAHCKPUIILIUU
(54). B a10ii rpynne MeToI0B paclo3Harollee NpaBuio, OTPAXKaIoIIee PeryasiTOPHBINA
CUTHaJ, OOBIYHO OIMHKCAHO KaK KOHCEHCYCHas MOCJEJA0BaTEIbHOCTh, MO3BOJISIONIAS
HEKOTOPOE YHMCJIO0 OMMOOYHBIX coBmageHuit. Tak, misa peryastopa CcpA KOHCEHCYC
BoITTIAIUT, Kak WTGNNARCGNWWWCAW (rne W o3navaer A unu T, R — A unu
G u N — mob6oe ocHoBaHue) (55). OqHako, TOCTPOUTH ONTUMAJbHBIA KOHCEHCYC U
MCIIOJIb30BaTh €r0 B KA4eCTBE MpaBHWJIa paclo3HaBaHWs OaKTepHUAIbHBIX CaWTOB
KpaifHe 3aTpyAHUTEIBHO (56).

Crnenyrome JBe Tpynmnbl METOJIOB OCHOBAaHbl Ha HCIIOJIb30BAaHUU MAaTpHIL
MO3UIIMOHHBIX  BECOB B KaduecTBe  pacnosHaromux — npaBui.  Cpenu
JICTePMUHUCTHYECKUX aJITOPUTMOB HauOoJiee MOMYJSPHBIM SIBISETCS METOJ
MaKCHUMU3alMKA OKUJaHusA (expectation maximization), COCTOSIIUX U3 JBYX IIArosB.
WN3HavanpHasg MaTpuiia CTpOUTCS MO OAHOMY HauWJEeHHOMY caity. Ha mepBom miare
JUIA  KOKAOTO CIEAYIONIEro cailTa TOW K€ JJIMHBI W3 MPEACTABICHHOU
MOCJICTIOBATEILHOCTH PACCUMTHIBACTCS OXHUAaeMasi BEPOSTHOCTh, YTO OH SIBIISIETCS
cailToM CBsI3bIBaHMS (aKTOpa TPAHCKPHUMIMK, a HE (OHOBBIM IIyMOM. 3aTeM
MPOU3BOJMUTCS CPAaBHEHHME BBIYMCICHHBIX BEPOSTHOCTEH HJisi BCEX  CAlTOB U
MPOUCXOIUT ONTUMHU3ALMS pacrno3Harolero mnpasuia (57). BapuaHTbl aHHOTO
aNropuTMa peajin30BaHbl B Takux mnporpammax, kak MEME (58), SignalX (59) u
uHTepHeT cepBepe RegPredict (60).

B kagectBe mpuMepa anropuTMa BEpPOSTHOCTHOW ONTHUMHU3AIMH MOXKHO
npuBecTH MeToa BbIOOpKH mo ['n66cy (Gibbs sampling). Anroput™m u3BJIEKaeT

HayaJbHYIO CIIy4allHyl0 BBIOOPKY CaWTOB M3 HMCXOJHBIX IOCIEIOBATEILHOCTECH U
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CTPOUT Ha 3TOM OCHOBE HayaJbHOE paclio3Haroliee npasuiio. Ha kaxnoil urepauuu
MPOU3BOJIUTCS BEPOSITHOCTHAS OLIEHKA: HYXHO JIM YJaluTh OJUH W3 HMCXOJHBIX
calToB WiM A00AaBUTh HOBBIA CAalT M3 OOyuwaromieid BBIOOPKH, YTOOBI YJIYYIINUTH
MaTpuIily TMO3UIMOHHBIX BECOB, OTPAXKAIOIIYI0 BEPOATHOCTb CBS3bIBaHMS O€lKa C
caiitom (61). Anroput™m peanu3oBaH B Takux mnporpammax, kak AlignACE (62),
Gibbs Motif Sampler (63) u SeSIMCMC (64).

Kaxaplii u3 3TUX alrOpuTMOB ONPEACTAET, SBISCTCA JIM HaWJACHHAsS
MOCJIEI0BATEIbHOCTh CAUTOM CBSI3BIBAHUS MJIM HET IO HEKOTOPOW XapaKTEPUCTHUKE,
BBIBEJICHHOW M3 pacrno3Haroiiero npasuia. COOTBETCTBEHHO, BO3HUKAET MpodiiemMa
BbIOOpA MOPOTrOBOro 3HaueHusi. OnbIT OUOMHPOPMATUUECKON PEKOHCTPYKIUU JaXKe
XOpOUIO H3YyYEHHBIX PETYyJIOHOB IMOKAa3bIBAET, YTO BBHIOPATH MOPOT , OTICISIOMINI
WMCTUHHBIE CaliThl OT JIOKHBIX, BECbMa TpyJ0oeMKas 3a1ada. [Ipu 3aBbillieHHN mopora
TepseTCsl 3HAUUTEIBHOE YHUCIO HKCIEPUMEHTAIbHO IMOJTBEPKICHHBIX CAlTOB, MPHU
MOHMKEHUH BO3PACTaET YMCIO JIOKHOMOJIOKUTEIbHBIX MpeIcKa3aHul. 3Jech
CYILIECTBEHHYIO IOMOIIb OKa3bIBAIOT METO/Ibl CPABHUTEIbHOW FT€HOMUKH.

OO0si3aTeNbHBIM yCIOBUEM IMPUMEHEHUS METOJ0B CPABHUTEIBHON T'€HOMHUKH
SBIIIETCSI TPHUCYTCTBHE OPTOJIOTHYHBIX  (AaKTOPOB TPAHCKPHUIIIIUU BO BCEX
aHAIM3UPYEMBIX TeHOMaX. bojee TOro, BHIOOP TEHOMOB CHJIBHO 3aBHUCHUT OT
0’KM1a€MOIl KOHCEPBATUBHOCTU PETYJIATOPHOI'O CHTHAJIa MEKy opraHnuzMamiu. [Ipu
CJIMIIIKOM BBICOKOM POJICTBE TE€HOMOB PEryJISITOPHBIE 00J1aCTH OOBIYHO MPAKTUYECKU
UJEHTUYHBI, YTO HE MO3BOJIAET JelaTh BBIBOJABI O JIOKHOCTH HaWJIEHHOro caiita. B
NaJleKnX OaKTEepUsX PEryJsTOPHbIE CUTHAJIbl MOTYT CYUIECTBEHHO OTJIMYAThCA M
MIOCTPOCHHE SAMHOTO PACIIO3HAIOIIETO IMPaBUIa MOXKET OBITh HEBO3MOXKHO (65).

JInst 3TOM 1UEenM IIMPOKO HCHOJB3YEeTCS M €TOJ MPOBEPKU COOTBETCTBHS
(consistency check), KOTOpBIii OCHOBaH Ha TPEAIOJIOKEHUH O KOHCEPBATHBHOCTHU
PETYJIOHOB B OJM3KHX BHUJIAX, COAEPKALIUX OPTOJOTUYHBIE (PAKTOPHI TPAHCKPUIIIIHH
(66). B cnyuae, ecnu calT coxpaHSE€TCA IIepell OMNEPOHAMH, COAEPKAUIUMHU
OpPTOJIOTUYHBIE TE€HbI B HECKOJBKUX POJCTBEHHBIX OpraHU3Max, TO PEryJisaius ¢
OOJIBIIION BEPOSTHOCTHIO TMpeJcKa3aHa MpaBwibHO. Eciam caiT oOHapyxuBaercs

JIMIb B OAHOM I'CHOMC, TO CKOPCC BCCI'O OH ABJIACTCS ICPCIPCACKA3AHHCM.
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1.2.2 Memoowvl npeockazanus QYHKUUU 2eHA HA OCHOBAHUU CXO0CHIEA
AMUHOKUC/IOMHBIX NOC1€008AmeNbHOCHEl

buonorudeckyro 3HaAYUMOCTh B PEKOHCTPYKIIMU PETYJIOHOB HECET HE TOJBKO
onucanue JIHK-OGenkoBbix B3auMOAEHCTBUI, HO U NpeAcKa3aHue (QyHKIHMA
peryinupyemMbix TeHoB. CTaHAapTHBIM CHOCOOOM ormpeneneHuss (yHKIIMOHATbHOMN
aHHOTAlMU JUIsi OEJIKOBOM MOCIEIOBATEIbBHOCTH SBJISIETCA €€ CPaBHEHHE C
AKCHEPUMEHTAIIbHO U3YYEHHBIMU OeIKaMH. AHHOTAIMS MEPEHOCUTCSI Ha U3ydaeMblil
O€JIOK, €CJIM /10 Ka3aHa €ro OpPTOJIOTUYHOCTh SKCIHEPUMEHTAIBHO H3ydeHHOMY. Jliis
BBISIBJICHUSI CXOJICTBA OOBIYHO MOJIB3YIOTCSI TTOMCKOM IO OE€IKOBBIM 0a3aM JaHHBIX
GenBank (67) win UniProt (68) ¢ momombio cemeiictBa mporpamm BLAST (2).
bbi0 3amMedeHo, YTO aMUHOKHUCIIOTHI B O€Kax MEHSIOTCS HE CIydailHbIM 00pa3om,
MOPTOMY TOWCK B 0a3ax JaHHBIX BEJETCS C IOMOIIBIO MATPHI] TOJCTAHOBKU
aMHHOKHCIIOT, Takux kak PAM (69) u BLOSSUM (70), koTopbie OTpa)karOT
BEPOSITHOCTU TE€PEXO0JIOB OJJHUX aMUHOKHUCIOT B Jpyrue. [[ns moucka OTAaneHHBIX
TOMOJIOTMHM Il MPOKO TMPUMEHSIOTCS METOAbl OCHOBAHHBIE HA IO3UIMOHHO-
cnenuUUHBIX MaTpuIax BecoB (position-specific score matrices), KOTOpBIC
OTPAXKAIOT BEPOSATHOCTh BCTPETUTH OMPEACICHHYI0 aMHUHOKHUCIIOTY B ONPEIEICHHOM
MECTE€ B BBIPABHMBAHUSIX HCXOJHOHN IMOCIEAOBATEIBHOCTU U MOCIEI0BATEIbHOCTEN
3 0a3 nanHbix. HawmOosee momynsipHOil mporpamMMoM, Tlie peadnu30BaH IaHHBINA
meron, sisisiercst PSI-BLAST (2).

JlononHUTENbHYI0 HHGOPMAITHIO 0 0€IKe MOXKHO y3HATh U3 aHAJIN3a IOMEHOB,
CpaBHUBasg HMEIONIUICS OEJOK ¢ W3BECTHBIMH CTPYKTYPHBIMH  MOTHBAaMH,
XpaHSIUMHCSI B Takux Oaszax nanubiX, kak Pfam (71), SUPERFAMILY (72),
SMART (73). YTounuth GYyHKIHIO TEHOB MOXHO TyTeM HISHTU(UKAIIUN
cnenu@UUecknX MOTHUBOB, XapaKTEPHBIX JUIsI OMPEIETICHHBIX (YHKIIMOHAIBHBIX
rpynn. CurHajgbHble NENTHABI CEKPETUPYEMBIX OETKOB  MOXKHO OOHApY>KHUTh C
nomoIbio nporpammel SignalP (74), TpancMeMOpaHHBIE CETMEHTHI — MPOTPAMMOM
TMPred (75), AHK-cBs3piBatomue cermeHTsl — mporpammoii NPS@ (76). HecmoTpst
Ha YCHENIHOCTh 3TOr0 MOJAXO0Ja BO MHOTHMX CIy4asiX, OH HCIBITBIBAET OOJIbIINE

3aTPYAHCHUSA B aHHOTAIIMHW PAHHCC HC M3YUYCHHBLIX I'CHOB U YaCTO OAacCT OIIIMOKY B
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aHHOTANMKM (PYHKIIMOHATHHO TETEPOTEHHBIX CEMEWCTB mMapajoroB. Tak MeTOmbI
OCHOBaHHBIE Ha CXOACTBE aMHUHOKHCJIOTHBIX IIOCIICIOBATEIBHOCTEH ITO3BOJISIIOT
npeackazatb oT 40 no 80% ¢yHKMil O0eMTOK-KOAUPYIOMIMX T€HOB, B TO BpeMs Kak

oCTaJbHBIC aHHOTUPYIOTCS Kak npeamnonaraemeie (hypothetical) (3).

1.2.3 Memoow ananuza 2eHOMH0O20 KOHMeEKCMa

Kak ormedanoch paHee, aHaTU30M T€HOMHOTO KOHTEKCTa HA3bIBACTCS TPYMIa
METOJIOB  CPAaBHHUTEIHLHON TEHOMHUKH, TpEIHA3HAYCHHAs NI yTOYHEHUS
(GyHKIIMOHATHHOW aHHOTAIIMK T€HOB. JTU METOBI OCHOBBIBAIOTCS HA TAKWX JTAHHBIX,
KaKk KJacTepu3alyds TeHOB Ha XPOMOCOME, CIUSHHE TEHOB U mpoduin
BcTpeuaeMocTu reHoB (3). M XoTa naHHble METONbI OoJiee TPYAOEMKUE U TOpa3o
Xy’K€ MOJAAI0TCS aBTOMATH3AI[UN, YEM METObI, OCHOBAHHBIE HA IMTOMCKE TOMOJIOTHA,
OHHM TTO3BOJISIIOT CYIIECTBEHHO MOBBICUTH 3(PPEKTUBHOCTh aHHOTAIIMN HAa OCHOBAHUU
JUIIHh TEHOMHOW TOCJIEIOBATEIFHOCTH W HEPENIKO MPEeICcKa3biBaTh (HYYHKIIMH TEHOB,
HE UMEIOIIUX TOMOJIOTOB.

beiio 3amedeHo, YTO TEHBI W3 OJHOTO METa0OJMYECKOrO IIYyTH YacTo
BCTPEYAIOTCSl B HETIOCPEACTBEHHOM OJIM30CTH Ha XpoMocomax Oakrepuii (77,78). D10
MO3BOJISIET CACNATh YTBEPKACHHUE, UTO T€HBI, OPTOJIOTH KOTOPHIX KIACTEPU3YIOTCS Ha
XpPOMOCOME Y  Pa3jIUYHbBIX BUJOB , BEPOSATHO, MUMEIOT (YHKIIMOHAIBLHOE POICTBO.
Takue mpenckazaHusi TO3BOJSIOT  XapaKTEPHU30BaTh T €HBI, HE HWMEIOIINE
IKCIIEPUMEHTAJIFHO HW3YYEHHBIX TOMOJIOTOB, M PEKOHCTPYHPOBATH HEIOCTAIOIINE
dbparmMeHTbI METa0OTNIECKUX My Te. [Tpumepom MOJXKET CITYKUTh
ouonHpopmMaTHYECKOE OINMUCaHWEe OMOCHHTE3a >KUPHBIX KHUCIOT B  Streptococcus
pneumoniae, TIe 3a CUET KJIacTepU3allMd T'€HOB Ha XPOMOCOME OBUIM OTKPBITHI
dbepmentsl FabK u FabM (79).

Meron wuccnenoBanus mpoduiieli BCTPEYaeMOCTH TE€HOB HCXOIUT U3
MOJIOKEHUSI, YTO TeHBI BXOJAIINE B OJJUH METAO0OIMYECKUN MyTh UMEIOT TEHICHITUIO
HacjeoBaThesl OO TpomaaaTh W3 reHoma coBmecTHO (80). ITosTomy rpynimsl
Te€HOB, KOTOpPHIE B MECTE BCTPEUAIOTCS B OJIHUX I'€HOMaxX M OTCYTCTBYIOT B JIPYTHX,

MOTYT UMETh (DYHKIIMOHAJIBHYIO CBS3b. Tak, O jarojgapss JaHHOMY METOJy ObUIH
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npeacKa3anbl GyHKIIMU T'€HOB, OTBEUYAIOIINX 3a KOHEUYHBIE CTAIUU JEOKCUKCUITYIIO3a
dbocdarHoro myTu 6rocuHTE3a U30NPEeHOUAOB B E. coli — ispG w ispH (81,82).

Meton moucka CIHsHUS T€HOB OCHOBAH Ha MOMUCKE Pa3JIMYHBIX TE€HOB U3
OJIHOTO T€HOMa, KOTOphle 00pa3yroT OAHY OTKPBHITYIO PaMKY CUUTBHIBAHUS B JIPYTOM
reHOME, TJIe, COOTBETCTBEHHO, KOJAUPYIOT OAWMH MYJIbTHJIOMEHHBIM Oenok (83,84).
Takue reHbl ¢ OOJBIION BEPOSTHOCTHIO MO T'YT OBITh ()YHKIIMOHAJIHHO CBSI3aHBI,
BXOJIUTH B OJMH META0OJIMUECKHUI MyTh WM COCTABISATh OJMH OCIKOBBIM KOMILICKC.
[Touck ciausHUS TE€HOB WCIIONB30BAJICS IS TIpeAcKa3anusi PYHKIUN IPH yTOUYHEHUN
aHHOTAIIUM TaKWX TEHOMOB Kak Methanobacterium thermoautotrophicum (85) u
Thermotoga maritima (86). Taxxe ¢ MOMOIIBIO 3TOTO MeToAa B Homo sapiens ObLI
OTKpHIT (depMeHT ¢ocdonanTeTenH aJeHUIuITpaHcdepasa U3 MyTd OHOCHHTE3A
kodepmenta A (KoA). B H. sapiens oOHapy KU TOMOJIOTa N3BECTHOTO B OaKTEpHSIX
dbepmentra nmedocho-KoA kuHA3pI W3 TOrO0 K€ IIyTH, CIMTOTO C JIOMCHOM
HEW3BECTHOW (YHKIMH, KOTOPHIN MpU OSKCIEPUMEHTAIBHONW MpOBEpKe oOIama
HMCKOMOM aKTUBHOCTBIO (87).

Meroapl aHanu3a TEHOMHOTO KOHTEKCTa PEaM30BaHbl KaK B IMpOTpaMMax
STRING (88) u PhydBac (89), Takx u B cocrtaBe BeO-cepBepoB SEED (90) u
MicrobesOnline (91).

1.3 AraR-peryJioH yrujan3zanun apaduHo3bl

B B. subtilis ¢aktop Tpanckpuniuu AraR perymupyer 3kcmpeccuro Habopa
T€HOB, KOJIUPYIOMHX (EPMEHTHI U TPAaHCIOPTEPHI, HEOOXOAUMBIC ISl YTUIIH3AIUN
apabuHo3a-coaepxkamux nojucaxapunoB (Puc. 1.4). AraR — OGemnok g nuHol 362
aMUHOKHCJIOTBI,  KOTOpBIN o0OJamaer XMMEPHOW  Opra"nu3alnued, TIe JBa
(YHKIIMOHATBHBIX JOMEHAa UMEIOT pa3Hoe (DHIIOTeHETHYECKOoe MpoucxoxacHue (92).
N-konueBor JIHK-cBsi3piBaromuii HOMEH COAEPKUT MOTHB «KpbUIaTas CIUpPalib-
noBopot-cipasib (winged helix-turn-helix, wHTH)», u mnpunamiexutr k GntR
ceMeicTBy ¢akTopoB TpaHckpuniuu (93). bonwmioit C-KoHIIEBOH JOMEH HMeEET

romoJioruto ¢ 6eakamu Lacl cemelicTBa GakTepuabHBIX PETYIATOPOB (94).
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AraR perysioH HaCUMTHIBAET MATH ONEepoHOB. [1o nBa calita ObLIO OOHAPYKEHO
B IPOMOTOPHBIX obnactsax araABDLMNPQ-abfA (95,96), abnA (97) u araE (98). B
ciyyae reHoB araR (96) u xsa (97) Obulo 0OHapy>KeHO MO OJHOMY caity. B
orcytcTBue L-apabuno3bl, apistomeiics rpdexkropom, AraR cesaseiBaercs ¢ JJHK u
pernpeccupyeT 3kcnpeccuto reHoB (99). Koncerncycom miist cailtoB cBsi3piBaHusl AraR
aBisieTcs nocaegoBaTeabHOCTh JuiMHOM 16mH — 5-ATTTGTACGTACAAAT-3"
(100). beuto mpenyoxkeno nBa mexaHusma AraR-zaBucumoit perymsuuu. B cioydae
MPUCYTCTBUS JIByX CalWTOB B MPOMOTOPHOM OOJACTU MPOUCXOJIUT KOOIMEPATUBHOE
CBSI3bIBAHME YETHIPEX MOJIEKYJ Oenka AraR B Bulie TeTpamepa, B pe3yibTaTe Yero B
perynsTopHoi o6iactu odpaszyercs netist Ha JIHK, uto adpdexTruBHO ocTaHaBIUBaeT
tpanckpunuuio (99). Ilpu oAMHOYHOM caliTe TPAHCKPUIILUS perpeccupyercs ciadee
M0 MEXaHU3MY MPOCTOTO MEPEKPHITHS (HAKTOPOM TPAHCKPHUIIIUN PETYIATOPHOU

o0JsacTH.

apabuHaH

*

onuromepsbl
apabuHo3bI

onuromepsbl
apabuHo3bl 1—' L-apabuHosa

L-pubyno3sa

L-apabuHo3a

il

L-pubynosa-5-chocdar

«}

D-kcuno3za-5-chocchar
Pucynok 1.4. AraR perynon B B. subtilis Ha 0CHOBE SKCIIEPUMEHTAIbHBIX JTaHHBIX.

KpacHbIM 0OTMEUYEHBI T€HBI, HAXOASAIIAECS MO PENPECCUEH.
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I'enst araA, araB wm araD xomupytor L-apabuno3za wusomepasy, L-
puOyIJIOKMHA3Y U L-pubynozo-5-pocdar-4-snumepasy COOTBETCTBEHHO. ITH
(dbepMeHThl He0OXOAUMBI 15 ipeBpateHus: L-apabunossl B D-kcunynosy-5-docdar,
KOTOpasi B JaibHeleM BXOauT B neHto3odocdatubiii myts (101). OyHkuus rena
aral. 10 cux ToOp ocTaercss Heus3BecTHOM. HenaBHue wuccneqoBaHUsl MOKa3aIH
akTUBHOCTh AraM B kauecTBe Tiuiepoi-1-pocdar neruaporenassr (102). M xots
CBSI3b JAHHOrO (epMeHTa c NyTeM YTWIM3aluu apaOWHO3bl HE sCHA, ObLIO

MPEIOJIOAKEHO, YTO OH HE0OX0 UM 7151 OnocuHTe3a (HochOrTUIEPOIUTTHIOB.

Tadamuna 1.1. AraR perynonsl B 6aktepusax tumna Firmicutes, TOIy4YEeHHBIE C
MOMOIIIbIO METOJIOB CPABHUTEIBHON TeHOMUKH (8). 3HAK «/» 0003HauUaeT

AUBCPICHTHOC ITOJOKCHHNEC I'CHOB.

B. subtilis * araE/araR

* araABDLMNPQ-abfA
* ydiK

* xsa

* abnA
Bacillus * abfA-araM
halodurans * araDBA-xsa
* araR

* BHIO061
Bacillus * araR
stearothermophilus e araDBA

C. acetobutylicum * ptk

* abf2-CACI1530

* araDA/araR

* araK-araE2-araA?2
* arakl

E. faecium * araK-araDA/araE
* araR

* abfA

B AraR perysioHe nmpuCyTCTBYIOT JIB€ TPAHCIIOPTHBIE CUCTEMBI. ['eHbl araNP(Q
konupytor ABC TpaHcnopTep, y4acTBYIOIIUI B MEPEHOCE OJUTOMEPOB apaOUHO3BI

(95). Hpyro#i ren, araE xomupyeT repMeasy MIUPOKOW CHEUU(PUUYHOCTH, KOTOpast
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KkpoMe L-apaGuHO3bI Takke CIOCOOHA K TPAHCIOPTY KCUJO3bl U ranaktossl (103).
Hakonern, B COCTaBe peryjiioHa  TPUCYTCTBYIOT  TpH TUAPOIIA3HIL.
Apabunodypano3ugazel  AbfA u  Xsa  OpeAnoNOKUTEIBHO  PaCIICIUISIOT
apaObMHO30COoIeprKaIlUe OJIMTOMEPHI BHYTpH KieTkU (97), Toraa kak AbnA siBisiercs
CEeKpeTHUpyEeMOU 3H/10-apaOMHaHa30, KOTOpasi IeUCTBYET Ha MoJiucaxapu/l apaOruHaH
(104).

B 2001 romy Obuio ocymectBieH aHanu3 AraR peryjgoHa weTonamu
CpPaBHUTEIIBHOW T€HOMUKHM B rpynnax Oakrtepuil tuma Firmicutes (8) (Tabm. 1.1).
Hanbonee 3HauMMbIM pe3ynbTaTOM 3TOW pabOTHI CTANO  MpeJCKa3aHUe HOBOM
pubOynokuHa3sl AraK B kauecTBE HEOPTOTMYHOIO 3aMEIICHUsI OTCYTCTBYIOIIEH
pubynokunassl AraB B Clostridium acetobutylicum wn Enterococcus faecium. I'en
araK, KOOUpyIOIUNA caxapHyl KHWHA3y, B 3TUX T€HOMaXxX KJIaCTepU3yeTCsl C FeHaMHU
MyTH yTUIN3aluu apadbuHo3sl. [Ipu 3TOM, OpTOJIOTH a@raB OTCYTCTBYIOT B U3y4aeMbIX

TeHOMaX, 4TO J0Ka3bIBaeT GyHKuo arak.

1.4 Peryasinus YTHJIU3AUHU N-anerniarajakro3aMiuHa B
NMpoTe0daKTePUAX
I'ennl HEO0OXOJUMBIE TS YTHJIN3AlHU N-aneruinraisakro3zaMruHa

NEePBOHAYAILHO OBLIM OMKC aHbl B X0JA€¢ OMOMH(OPMATUYECKOTO aHaln3a reHoma E.
coli K-12 (105). XpoMOCOMHBIN KJIacTep I'€HOB, OTBEYAIOIIMX 33 yTUIU3AIUI0 N-
alleTIIrajJakTo3aMUHA, BKITIOUaeT B ce0st 12 reHoB, OpraHM30BaHHBIX B JBa OMEPOHA,
agaSYBCDI u agaZVWA. JIuBepreHTHO ¢ T€HOM aga/ pacrojioKeH reH (axropa
Tpanckpuniu agaR. Tlo3guee ObT10 0OHapykeHO, uTO B E. coli K-12 mpowu3somina
nenenus TeHOB agaEF, KOIUPYIOIHUX JIB€ KOMIIOHEHTHI QocdoTpaHchepasHoit
cuctembl (PTS — phosphotransferase system). IlpeackasaHHblii MyTh BKIIIOYaeT
TpaHcHopT u Tmoclenytomiee (ochopunupoBanne N-areTwirarakTo3aMUuHa WIH
rajJlakTo3aMHuHa, JeareTHINpOBaHue N-anerunranakro3amuH-6-ocdara,
JNeaMUHU3AINI0/ M30MEpH3aIlii0  TalakTo3aMuH-6-pocdara, dochopunupoBanme
tarato3a-6-gocdara u pacuieryienue Tararosa-1,6-6uchocdara Ha TIULIEpATBICTH]T

3-pocdar u muruapokcuaneron docdar (Puc. 1.5). dnsa PTS-cucrem komupyembix
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reHamMu agaVWEF wu agaBCD Obina mnoaTBepxkAeHa creuupuyHoOCTh K N-
aleTUITAIAKTO3aMUHY WM TallakTO3aMuHy, cooTBercTBeHHO (106). JIBa Oenka,
KoaupyeMmble B aga kinacrtepe, AgaA u Agal, oxasamuce romosiorudssl N-
aleTUIrIoKo3aMuH-6-pocar nmearnerunaze NagA u  1ioko3amMuH-6-docdar
neamuHaze NagB u3 E. coli (105). Ha ocHOBaHWM 3THUX JAHHBIX OBLIO BBIABUHYTO
npeanosnoxenne o Gynkunn AgaA u Agal B kadectBe N-aneTwiragakTro3aMUH-6-
docdar peanerunazbl M TalakTo3aMuH-6-pocdar aeamMuHa3bl, COOTBETCTBEHHO.
®depMmeHT, oTBeHarolmuii 3a (QyHKUUIO Tarato3a-6-docdar KuHA3bl JO CUX IMOP HE
U3BECTEH. BbUIM TpeUIoKEeHbl JIB€ ajlbTEepHATHBHBIE THNOTE3bl: 1) ¢ pykTo3a-6-
docdar kunaza PfkA Takxke oOnmagaer akTUBHOCTBIO Ha Tarato3a-6-gocdare (107),
2) runoteTudeckuii O6enok AgaZ, KOIUPYEeMbId B aga KiacTepe, SBIISIETCS HOBBIM
cemericTBoM Taratosa-6-docdar kuna3 (105). Koneunsrit mar myta yrunusanua N-
alneTUIrajJakTo3aMiHa KaTalu3upyeTcs: Taratosa-1,6-oucdocdar anpmonazoin AgaY

(108). ®dynkmus 6eaxa AgaS 10 CHX TTOP 0CTaeTCS HEM3BECTHOM.

N-aueTHi ranakTto3amuH
ranakTto3amuH

N-auetun ranakro3amMmuH
ranakro3amuH 6-cbochar

6-chocchar

. )

Tararo3a-6-cpoccpar

) ]

Tararto3a-1,6-6ucdocdar

+

rnmyuepanbgernn 3-dpoccpar
nurwnpoxcua:e'ron c¢hocchar
Pucynok 1.5. AgaR perynon B E. coli Ha OCHOBE SKCIIEPUMEHTAJIbHBIX JaHHBIX.
Penpeccupyembie TeHbl TOMEUEHBI KPACHBIM. | '€HbI, HE KOHTpoaupyemMbie AgaR,

OTMCUYCHEI CCPBIM.
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B E coli TtpaHckpumuus ~— KjacTepa T€HOB  yTwiM3auuu  N-
aneTuiransakro3aMmuHa peryinupyerca AgaR pemnpeccopom u3 cemeiictBa (akTOpOB
tpanckpunuuu  DeoR  (109)  (Puc. 1.5). bemok AgaR  pacno3naer
nocieaoBaTeabHOCTH ¢ KOHCEHCycoM WRMMTTTCRTTTYRTTTYNYTTKK (rae
W-Awm T, Y-Cwm T, R-Awmwm G M- A wm C, K- G wm T),
PAaCIMOJIOKEHHBIE B POMOTOPHBIX 00JIACTAX Te€HOB agaZ, agaS u agaR. DddexTop
AgaR HeusBecTeH, 0JHAKO OBLIO MPEANOIOKEHO, YTO UM MOTYT OBITh HHTEPMEINATHI
nyTa — N-aretuiaragakro3amMmuH-6-pocdart nu/unu ragakrozamuH-6-docdar (109).

HenaBHo Obl1a mpoBeAeHAa T€HOMHAsl PEKOHCTPYKIUS HOBOTO BapUaHTa MYyTH
yTuau3anuu N-aleTHIrajakTo3aMuHa B 4eThipex OakTepusix poaa Shewanella (110),
KOTOPBIN COJEPKUT Ba (PepMEHTa, TOMOJIOTHYHBIE T€M, YTO coaepkarcs B E. coli
(AgaS u AgaZ), v nATh HOBBIX OEJKOB: HEOPTOJIOTUYHAS AlETUITAIAKTO3aMHUH-6-
dochar neamerunaza AgaA-ll, mpenckazanHas N-areTwiralakTo3aMUH KHHA3a
AgaK, wm N-anerwiramakrozamuH nepMmeaza AgaP, a Takxke mnpennosaraemas
rugponaza AgaO u TonB-3aBucHMBIH TpaHCoOpTep BHemHell MemOpansr Omp©e?,
DKCIiepUMEHTalIbHasl TPOBEPKa MOKa3aja BO3MOXKHOCTb pocTa Oaktepuit Shewanella
amazonensis SB2B, Shewanella MR-4, MR-7, u ANA-3 na N-aneruiraiakro3aMHuHe

B KaueCTBE €IMHCTBEHHOI'0 UCTOYHHKA yTiiepoa u 3Hepruu (110).

1.5 HexR — perysiTop ueHTpaJbHOro Meradojm3Ma yriaepoaa

E. coli u ponctBeHHble OAKTEPUU HCHOJB3YIOT JBa TI00ANBHBIX (akTopa
TPAHCKPUIIUU ISl PETYJISIIIUU LHEHTPAIBbHBIX U NepUPEPUUECKUX MYTEeH yTHIH3aUU
yrineBojioB — Crp u Cra (pannee HasbiBaembiii FruR) (111). Crp — peunenrtop
UKJINYECKOTO ajaeHo3uH MoHodochara (HAM®D) — ocyuiecTBiIsgeT KaTaOOJUTHYIO
pENpeccHi0 TEeHOB TPHU BBICOKMX KOHIIGHTpAIUMSAX TIIFOKO3BI — Hambosee
NPEANOUYTUTENIBHOTO UCTOYHUKA yriepoaay Oakrtepuil nopsiaka Enterobacteriales.
B npucyrcrBue tAM®, Crp akTUBUpPYET I'€Hbl MyTeM CBSA3bIBaHHS C caliTaMU B
npomotopHoii obnactu JHK. tAM® renepupyercs aneHWIATIMKIA30M, KOTOpas

AKTUBUPYETCS KOMIOHEHTaMU Titoko3o-crienuduanoit PTS cuctemsr B oTcyTcTBHE
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rmoko3el B cpene  (112). Hdpyroit ¢aktop Ttpanckpunuuu Cra u3 0O€IKOBOro
cemeiictea Lacl Obl1 M3HAYalbHO OXapaKTEPU30BaH KaK  PEMpPEccop OIepoHa
yrunuzanuu  Gpykrossl (113). Tlo3gHee ObLT BBIICHEH MUIEMOTPOINHBIN XapakTep
pEeryJiliK, TA€ PENpEeCcCUPYIOTCS TEHbl LEHTPAIbHBIX TIUKOJUTUYECKUX MyTeEH,
TaKuX KaKk  T[JIMKOJIW3 U TMyTh OHTHepa-/lyopoBa, W aKTHUBUPYIOTCS T'EHBI

Y4acCTBYIOIIKE B TIIIOKOHEOTEHE3€ U OKUCIUTENbHOM (pochopunupoBanuu (114).

rMOKO3a

rntokosa-6-choccar .—> rnoKoHar-6-cpoccar

¢dhpykTo3a-6-chocchar 2-KeTo-3-Ae0KCcU

‘ 6-chochornrokoHaT

¢dpykTo3za-1,6-6uccoccpar

_tpi |

rmuuyepanbgerng

3-chocchar

N 89

1,3-audhoccdornuuepar
Pucynok 1.6. HexR perynon B P. putida Ha 0CHOBE SKCIIEpUMEHTAJIbHBIX JAHHBIX.
Pernrpeccupyempblie reHsl noMeueHbl KpacHbIM. ['eHbl, He KOHTpoaupyembie HexR

oTMeueHbI cepbiM. [lepeuepkuyThiii reH pfkA oTcyTcTBYeT B reHoMe P. putida.

WNuast cTparterusi peryysiiid Te€HOB ILIEHTPAJIbHOrO MeTaboiu3ma yriepoja
UCIIONB3yeTCsI B OakTepusx poaa Pseudomonas, nAjisi KOTOPBIX OCHOBHBIM
HMCTOYHUKOM YTJIEpOJIa SIBJISIIOTCS OPTaHUYECKUE KUCIOThl U aMUHOKUCIOTHI (115). B
OakTepusx pona  Pseudomonas OTCYTCTBYET OJIUH U3 KIIOYEBBIX (PEPMEHTOB
rkonuza — 6-pochodpykrokunaza (116). IlosTomy kaTaboIM3M TITIOKO3bI
MPOUCXOAUT HCKIIOUHUTEIBHO 4Yepe3 MyTh JHTHepa-llyaopoBa. DKcmpeccHusi Bcex
TE€HOB, KOAHUPYIOMKX (PepMeHThl myTu DHTHepa-llynopoBa B Pseudomonas putida,

TaKuX Kak , TIOKokuHaza (glk), rmroko3a-6-gocdar npermaporeHasza (zwf), 6-
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dbocdormrokononakronasa (pgl), 6-bochoratokonar aerunporenasa (edd), 2-xkero-3-

neokcu-6-dochormokoHar  ampaoiiaza (eda) wu  rTimMnEepanbaerua-3-gocdar

neruaporeHasza (gap-1), penpeccupyrorcs ¢aktopoMm Tpanckpuniuu HexR (Puc.
1.6). JIesa monoMepa HexR cBs3bIBatOTCSI C HECOBEPUICHHBIM MAIMHAPOMHBIM CAUTOM
¢ konceHcycoMm Bujia TTGTN;sACAA B mpoMOTOpPHBIX 00JACTIX T€HOB zwf, edd u
Ces3piBanue Oenka HexR

¢ 2-keTo-3-Ae0KCcHu-6-PpochOrIoKOHATOM,

gap-1.
WHTEPMEINATOM IyTH OHTHepa-/yaopoBa, NPUBOAUT K YMEHBIICHHUIO CPOJCTBA
HexR k cailTy cBs3biBaHUSI M OCBOOOXKICHUIO MPOMOTOpA JUIsl HMHUIUALUU

Tpanckpuniuu (116-119).

Mmukonu3s MyTb OHTHepa-[lyaopoBa YTUnusaums
Fnioko3sa FnokoHaT [eokcuHykneosnaos
Ik gntK g
g OI zwf, pgl l nupC
rniokd3a-6P ———g—[NtoKOHaT-6P :
4 Ae&(cu-
A - HyKneosuabl
pgi : MMeHTO30- gnd edd A
l xpocaTHbIN deoD
. nyTb pM6y o3a-5P.
®PpyKTO -6P G-
KDG-6P deoA
chnynosa 5P l eda peokcupubosa-1P
®pykTo3a-1,6P deoB
- nbosa-5P
fba Aeokcupubo3a-5P
toi
pi ‘J deoC
.l'nuuepanb.qeruh 3P
i gapA2 : ™
F’a""" % Pacwwunnexnue rnuumHa
: o gcvTHP
i pgk £ 2 [AMUMH — @ METITEH-
i S
i gpm ' 2
: IS
: eno P ObixaTtenbHas
pykA uenb
—— a’ (out)
: ®EH__ Mupysar '\i Uutnaun
: : nqrAB-
: PPSA aceEF . CDEF +cdd
.......................... > = —
ppe pckA : YpuauH
AueTtun-KoA Na® (in)

LiMkn Tpukap6oHOBbIX KUCIOT

Pucynok 1.7. HexR perynon B Shewanella oneidensis MR1 Ha ocHOBE JaHHBIX

CpPaBHUTEIbHON FreHOMUKHU. KpacHBIMM TOYKaMH T€HBI C MPEAIIOIaracMou

penpeccueid. 3eJIeHbIMU TOYKaMH OTMEYEHBI T'eHBI C MIPEANoIaraéMoi akTUBAIUECH.
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HenaBHo MeTonaMu CpaBHUTENIbHOM FeHOMUKH ObUT pekoHCcTpyupoBaH HexR
perysioH B rpynne Oaktepuii poaa Shewanella (120) (Puc. 1.7). Ilo cpaBHeHUIO C
Pseudomonas putida, peryiaoH 3amMeTHO pacUIMPWICS U CTajdl KOHTPOJIUPOBATH
MHOXECTBO TE€HOB OCHOBHBIX IyTE€d IEHTPAIbHOIO MeTabon3Ma Yriepoja:
IIIMKOJIN3a, TeHTo30-(hochaTtHoro mytw U myTu OHTHepa-IlynopoBa. Takxke 1o
MOJIOKEHUIO  caiToB  cBsi3biBaHusi HexR  oTHocuTenbHO mpomoTopa  Oblia
MpeJIcKa3aHa BO3MOXHas ABoMHas poib HexR perynaropa B kauecTBe akTuBaTopa u

penpeccopa.

1.6 MexaHu3Mbl peryJisiliy IyTel YTHIN3AUUM caxXapoB B B. subtilis

B. subtilis cnocoOHa UCNONIB30BATH 10 KpalHE Mepe JBa JIeCSITKa pa3IndHbIX
MOHO- WJIM JIUCaXapuJ0B B KAa4eCTBE E€IMHCTBEHHBIX HCTOYHHKOB YIJepoja U
sHeprun. OOmas cxema YTUIIU3AIWH YTJIEBOJOB BKIIOYAET B Ce0S  TPAHCIOPT
BEIIECTB B KIETKY, (GochOpUIupoBaHUEe U  TMOCIEAYIONUNA KaTaOom3M depes
TIIUKONN3 Wiy meHTo3odocdaTHbid myTh (121,122). Mexay Tem, HeCMOTpsI Ha TO,
YTO MHOKECTBO pa0OT ObUIO MOCBAIICHO M3YYEHHIO KaTtaboiu3ma yriepojaB B.
subtilis, oHn B OOJIBIIMHCTBE 3aTParvBarOT TJIMKOIH3, U HpopMamus ke o pabdore
NeHT030-PocaTHOTO MyTH OTpaHUYCHA B OCHOBHOM cpaBHeHUEM ¢ E. coli (123).

JIisi MHOYKOUA TEHOB, KOAUPYIOMHX (GepMEeHThl NepudepruuecKux IMyTei
YTWIM3AIUU CaxapoB, HEOOXOIMMO TIPHCYTCTBHE B CpEJE COOTBETCTBYIOIIETO
cyOcTpaTa ¥ OTCYTCTBHE TPH 3TOM MPEANOYTHTEIbHBIX HCTOYHUKOB YTIEpOJa U
sHeprun. OOBIYHO (hepMEHTHI KaTaboJIM3Ma caxapoB HAXOIATCS MOJ ABYMS THUIIAMU
peryisiuu. [lepBblii  MeXaHU3M  OCYIIECTBIAETCS JIOKAJIBHBIMH  (DaKTOpamu
TPAHCKPHIIUH, JUII KOTOPBIX d(deKkTopaMu CaykaT pas3iudyHble CyOCTpaThl WU
WHTEpMEIHUATHl UX  Karaboiau3ma, a Takxke OeloK-OeIKOBbIe B3aUMOICHCTBHUS.
®dakTopbl TPAHCKPUIILIUU, YYACTBYIOUIUME B ATOM MEXaHU3MeE, MOIPa3esIIOTCS 0
TUITY TIoJTydaeMoro curHaja Ha PTS-3aBucumsie u cybctpar-cBsizpiBaromue. Bropoit
MEXaHU3M HAa3bIBACTCSl KaTaOOJMTHOW penpeccrel U KOHTPOIUPYETCS HEOONIbITUM
YHCJIOM TJIOOAJIBHBIX PEryJIsTOPOB, KOTOPHIE ONEPENSIOT KOHILEHTpAIUI0 Hauboiee

MPEANOYTHTEIIBHBIX CyOCTpaToB B cpeae (124).
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1.6.1 Pecynayusn Memaodoausma 27160008 c nOMOUb10
Gocpompancghepaznvix mpancnopmuulx cucmem

PTS cucremsl ciayxaT kKak AJiss TpaHCIIOpPTa BEIIECTB B KJIETKY, TaK U JUIs
nepegayum  curHajaoB BHemHed cpenbl (125). BoABIIMHCTBO TpPaHCIOPTEPOB,
nepeHocsAux caxapa B B. subtilis, ssnsitorest PTS cuctemamu. OHU cOCTOSIT U3 Tpex
cyobenunuil: ¢pepment I (EI), HPr Oenok u cyOctpar-cieuuduunbii ¢pepment Il
(EIl). B B. subtilis, TakXke Kak ¥ BO MHOTHUX OaKTepusiX, T€HbI, KOIUPYIOIIUE
cyobenuauny El (ptsl) u HPr (ptsH), npucyTCTBYIOT B OJHOM KOIHH U
OpTraHU30BaHbI B onepon ptsHI (126). Omnepon ptsHI KOHCTUTYTUBHO
IKCIIpeccupyeTcsi B B. subtilis, 4To0 oTpakaeT Kak HEO0OXOIUMOCTb JIByX JaHHBIX
OeNKOoB JUisi pabOThl CHCTEM TpPAHCIOPTAa MHOKECTBA CaxapoB B KIETKY , TAK H
BKJIIOUEHHOCTb X B pa3iinuHble peryistopHbie mnporecchl (127). Cyorenununa HPr
y TPaMIIOJIOKUTENBHBIX OakTepuii HeceT aBa caiita dochopunupoBanus: His-15,
cailt QocdopunupoBanust Oenxkom El, u Ser-46, xortopsiii ¢ochopunupyercs
cneunanbHol ATd-3aBucumoit HPr kunazoit (128). CyoOwenununa EIl moxer
cocTosiTh u3 Tpex wuian uerbipex aomeHoB (EIA-EIID), xotopble MOryT OBITH
OpraHHW30BaHbl KAaK B OAHOM Oe€like, Tak U  OTAeNbHO. TpaHcmopT yrieBoja
OCYILIECTBIISIETCS CBsi3aHHBIMU ¢ MeMOpaHoil fomeHoM EIIC u, npu nanuuuu, EID.
docdat nepenocutcs cuctemoit EI, HPr-His15, EIIA u EIIB (129).

N3 Bcex TunoB TpancnoptepoB, PTS cuctembl oka3piBatoT HaMOOJIBIINI BKIA]
B pPE TYJSIHMIO TPAHCKPUIIIIMU TyTeM (GochopuarupoBaHus (HaKTOPOB TPAHCKPHUIIIIHH
HPr u EIB cy0peguaunamu. OCHOBBIBasSICh Ha XapaKTEpPHUCTHKAX CaiTa
dbochopunupoBaHus, pa3IWyalOT JBa MEXaHHM3Ma pErysanuu ¢ mnomornisio PTS
CUCTEM.

B nepBom ciaydae EIIA nomen, akuentop dhocdoproii rpynmsl or HPr-His-P,
COCIIMHEH ¢ OemKOM-peryisiTopoM. Takol JOMEH HE YYacTBYET B TPAHCIOPTE
caxapoB, HO CIIOCOOEH KOHTPOJIMPOBATh aKTUBHOCTh CBOETO PETYJISITOPHOTO Oenka B
orBeT Ha (ochopunupoBanne cooTBeTcTBYrOmMUMH PTS cuctemamu. Ilpumepom
MOTYT CIY>KuTh (haktopsl Tpanckpunuu LicR (130) u3 B. subtilis, a Taxxxe MtIR u3

B. stearothermophilus (131). OgHaKO CTOUT 3aMETHTh, UTO PETYJISIIIUS aKTUBHOCTHU
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ATUX OEJIKOB TaK)Xe MPOUCXOJUT U MO BTOPOMY MEXAHU3MY, O KOTOPOM T'OBOPUTCS
nanee.

benku, pabortaronue mo BTOPOMY MEXaHU3MY, COJIEPKAT B CBOEM COCTaBe
nomenbl perymsiuun  (Gochorpancdepasznoin cuctemort (PRD — PTS regulatory
domain) (132). PRD nomensl B oTBeT Ha (ochopunupoBanue komnoneHtamu PTS
CHUCTEM YYacTBYIOT B peryssanuu PHK-cBs3bIBaromeit AKTUBHOCTH
TPAHCKPUIIMOHHBIX aHTUTEepMUHATOPOB, Takux kak SacT, SacY, LicT u GlcT (132)
nin JIHK-cBs3biBaromieil GpyHKIMM akTUBATOpoB TpaHckpuniuu. PRD nomensl He
001aJ1a10T CXOACTBOM ¢ koMmoHeHTaMu PTS cumcreM, TeM He MeHee, OHM CIIOCOOHBI
dbochopunupoBatecs Oenkamu  HPr-His-P unn  EIIB-P.  BonbmmnactBo PRD-
cozepamux 0eakoB umeroT aBa PRD noMeHa, opraHu30BaHHBIX MOCIIEIOBATEIHHO
mn6o pasneneHHbix EIIA wumu EIIB momenamm. [lpu stom docdopunupoBanme
Kaxaoro u3 PRD nmoMeHOB MOXkKeT HE3aBUCUMO KaK yCHUJIMBaTh, TAK U HHTUOUPOBATH
criocoOHOCTH K cBs3biBaHMIO perynsatopa ¢ JJHK wim PHK (129,133).

B B. subtilis 6onsmmHCTBO PTS-3aBUCHMBIX aKTHBATOPOB pabOTAIOT UMEHHO
10 OINWCAaHHBIM BBIIIE MeXaHu3MaM. Tak, aktuBatop LicR konTpomupyer
AKCIpECcCHIo TeHOB yTuiu3anuu auxeHana (134). Oun cocrout u3z N-konnesoro HTH
nomeHa, 1Byx ~ PRD gomenoB u C -koHIieBoro jaomeHa cxo gHoroc  EITA
cyosenununieit PTS cucrem. bruto mokazano, uro dochopunupoBanue asyx PRD
JIOMEHOB  CTUMyJNHpyeT  aktuBaropHyro  ¢ynkmuto  LicR.  Tlpu  sTom
dochopunupoanne EIIA nomena nuxenanoBoir PTS cuctemoil mnpuBOIuT K
nHakTuBanuu LicR He3zaBucumo ot cocrosaus dochopunuporanus PRD nomenos
(130).

['eHpl yTWIM3anUM JIeBaHAa KOHTPOJMPYIOTCA peryiasatopom LevR, koTopeii
conepxuT N-koHueBod HTH gomen, momen A mis ruaponuza ATD u akTuBaiuu
PHK-nonumepassl, 1sa PRD nomena u nomen cxonansiii ¢ EITA (133,135) (Puc. 1.8).
bruio mokaszano, yto N-koHueBas yacte LevR, conepxamas toneko HTH momen n
JOMEH A J0CTaTOYHA A1 CBSI3bIBAHUS CO CBOMMHM CaWTaMM U KOHCTUTYTHBHOM
aktuBauuM TpaHckpunuuu (136). Monynsuuio aktuBHOCTH LevR ocymectBusior

nBa PRD pomena, npudeM B pasHbie cTOopoHbl. MHaktuBanus LevR mpoucxomut
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omaromaps dochopunupoBanuto His869 B C-konneeom PRD nomene EIIB
cyobenununeit geBanazHo PTS cucremsl. AktuBamus xe LevR mpoucxoaut mpu

dbochopunupoanuu His585 B npyrom PRD nomene 6enkom HPr (137).

:

aa— \\>M—Hi38690 MHaKTUBaLMS

Pr wHiSSSSQ aKTMBaLMS

=D HTH

N

/
7

L.

nupyBarT < chocdoeHon

nupysat

Pucynoxk 1.8. Moaens Mexanu3ma perysainuu GakTopa TPAaHCKPUIIUU € TIOMOUIBIO

PTS cucremsl Ha npumepe 6enka LevR.

Emie oHUM THUIIOM pPEryisiTOPOB TPAHCKPHUIILIUM, PA0OTAIOIIUX COBMECTHO C
komrnoneHtamu PTS cucrem, saBasitorcss antutepmuHatopel BglG  cemelictsa,
KOoTOopble MeHsAI0T CcBOK PHK-cBsA3bIBaromyro akTHBHOCTH B 3aBUCHMOCTHU OT
dbochopunupoBanusa n18yx PRD nomenoB (132). TpaHckpuniusi COOTBETCTBYIOIINX
OMEPOHOB  KOHCTUTYTHUBHA, HO OCTaHaBIIMBAaeTCs Oyarojapsi MNPUCYTCTBUIO
albTEPHATUBHBIX CTPYKTYp, KOTOpbIE MOTYT OOpa3OBBIBaTh TEPMUHATOPHBIC
NUWIBKA B 5 -Hekoaupyromeid odmactu MPHK (127,138,139). Ilpu sTom 5° peruon
CaMUX TEPMHUHATOPOB TMEPEKPHIBACTCSA C  MHBEPTUPOBAHHBIM TMOBTOPOM. OTH
MOCJIeI0BATEIbHOCTH HA3bIBAIOTCS pUOOHYKIEHHOBBIMU aHTUTepMuHaTOpamu (RAT
— ribonucleic antiterminator) u o0pa3yloT aTbTEPHATUBHYIO TEPMHUHATOPY HITHIBKY,
C KOTOpo#l cBsi3bIBatoTCs Oenku antutepmuHatopsl (140). B B. subtilis wn3BecTHO
YeThIpE MOJOOHBIX aHTUTEPMUHATOPA, YIACTBYIONINE B META0OIU3ME CaxapoB — JIBa
perynsropa ytunuzanuu caxapo3bl SacT u SacY (141), perynstop yTuiauzanuu
rmoko3bl GIcT (127) u perynstop yrunmmszainuu B -rimoko3ugoB LicT (142) (Ta6m.

1.2).



1.6.2 Pecynayua memabonusma yzieeo0008 cyocmpam-ceazvleéaroujumu
¢axkmopamu mpanckpunyuu

Ecaun OONBIIMHCTBO aKTUBAaTOPOB U aHTUTEPMUHATOPOB, YYACTBYIOIIMX B
pEeryJiAliui TPAHCKPUIIIUU TEHOB yT WIU3AllMU caxapoB B B. subtilis, B kauecTBe
curHajza wucnoib3yT dochopunupoBanue komnoHeHTamu PTS cucrem, T0
pernpeccopbl B OOIBITUHCTBE CIydaeB 00Jaal0T TOMEHAMHM, CIIOCOOHBIMH CBSI3BIBATH
Majible MOoJIeKyJibl. OOBIYHO 3TH MOJIEKYJIbI SIBISIFOTCS HWHTEpMEIUaTaMu MyTel
YTUJIN3ALMU COOTBETCTBYIOIINX caxapoB. Cpean ceMeUcTB, K KOTOPhIM B B. subtilis
NpUHAJJIEKAT PETYJISATOPbl CaxapHbIX OINEPOHOB, pabOTalOLIKE 10  JaHHOMY
MEXaHU3My, CaMbIMH MHOTOYHCICHHBIMU sABsAOTCS Laclu GntR (Tabn. 1.2). B
CyMME, OKOJIO MOJIOBUHBI U3BECTHBIX (DAKTOPOB TPAHCKPUIIMU P MHAJJIEKAT STUM
JIBYM CEMEUCTBaM, PEryJIMPYIOMKNX padoTy caxapHbIX onepoHoB (26,122). Haubonee
M3YYCHHBIMH (DAaKTOpPAMHU TPAHCKPHIIINHM SBJSIOTCS OINMCAHHBINA BBINIE PETYJISTOP
yruiauzanuu apadbunossl AraR (92,99,100), rmrokonata GntR (143,144) u kcumno3bl
XylIR (145,146).

Takke MHTEpeceH €IMHCTBEHHbI OXapaKTEpPU3OBaHHBIN B B. subtilis ciaydaii
PEryJIAIMA ONEPOHA YTUIW3AIMK CaxapoB JBYXKOMIIOHEHTHOW cHUCTeMOM. JlaHHas
CHUCTEMa KOHTPOJIHMPYET HKCIPECCUI0 TEHOB KaTabonu3ma Manata — ywkAB, maeN u
yfIS u coctouT u3 perymnsaropa orseta MalR u ructununoBoi kunasst MalK (147).

EnuHCTBEHHBIN W3BECTHBIM aHTHUTEPMHHATOP, KOHTPOJUPYIOUIUNA padoTy
Te€HOB CaxapHOro KaTaboju3Ma B pe3yibTaTe CBS3BIBAHMS C CyOCTpAaTOM — 3TO
perynsitop TeHoB yruiusauuu riunepona GlpP. B mpucyrctBue rnmmeposn-3-
docdara GlpP cBsspiBaercss co mmunbkord Ha MPHK u mo3BossieT mpomoinKuTh

AJIOHTAIMIO TpaHCKpumiuu (148).

1.6.3. CcpA-3asucuman kamadpoaumuas penpeccus OnepoHos MemadoaIuIma
caxapoe

KartaGonmuTHoW pemnpeccueil Ha3bIBACTCS PETYISATOPHBIM MEXaHU3M, TPH
KOTOPOM KJIETKa MEHSET METa0OJM3M ISl MaKCUMaabHO () (PEKTUBHON yTHIIM3ALUH

UCTOYHUKOB yriiepomga u dHepruu (149). I'ensr katabonm3ma, MOJBEPKCHHBIC
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KaTaOOJIMTHOW pEMPECCU, HE OSKCIPECCHPYIOTCS 0 TeX IOop, TOKaB  Cpene
MPUCYTCTBYIOT 00Jiee MPEAMOYTHUTEIIbHBIC UCTOYHUKHM YTJIEPONa U DHEPTUU. DTOT
MexaHu3M B B. subtilis ocyiiecTBisieTcs C MOMOIIbI0 Habopa (aKTopoB
TPAHCKPUIIINHN, TIABHBIM M3 KOTOPBIX SIBIACTCS TJIOOANBHBIA PETYISITOP — OCIIOK

perynsanuu karabonuzma A (CcpA — catabolite control protein A) (Puc. 1.9).
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Pucynok 1.9. Monens mexanuzma CcpA-3aBUcMMO KaTaOOJIUTHOU pernpeccu B B.

subtilis.

N3yuenne xatabonuTHOUN penpeccuu B B. subtilis Hauanoch ¢ UCCIEIOBAHUS
pEryJly TPAaHCKPUIILIMYU TeHa o-aMujia3bl amyE, B pe3ylbTaTe 4ero ObLIN OTKPBITHI
JIBA  OCHOBHBIX  KOMIIOHEHTa JAHHOTO  MeXaHu3Ma —  HaJIUHAPOMHAs
MOCJIeI0BaTEIbHOCTD AMHOM 141H, Ha3BaHHas cre (catabolite responsive element) u
oenok CcpA, npunamnexaumuii Kk Lacl ceMmeilcTBY (akTopoB TpaHCKPHUIILIUU
(150,151). K nacrosiiiemy BpeMmMeHU HalaeHO okosio 50 cre mociienoBaTelbHOCTEN
JUIS. pa3IMYHBIX OMEPOHOB B TeHome B. subtilis (149). B pesynbpraTe r€HOMHOTO
aHanu3za ObUI  TPEMJIOKEH  pPACHIMPEHHBIM  KOHCEHCYyC JiauHOM  18mH  —
WWTGNAARCGNWWWCAWW (rne W — A unu T, R — A unun G, N — mro0oi
Hykieotun) (152).

Eme omHMM BaXHBIM 3JIEMEHTOM MEXaHHW3Ma KaTaOOJUTHOW pemnpeccuu
apisiercs HPr kuHaza, komupyemass reHom hprK, 3amadeil KOTOpOW SIBISETCS
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dhochopunupoanne 6eaka HPr B mosuruu Ser-46 (153,154). HPr xunaza obmamaet
KaK KWHa3HOHW, Tak U ¢ocdaraznoit aktuBHOCTBIO (155). Dochopunupyromas
akTUBHOCTh HPr kuHa3wl Bo3pactaeT B MNpUCYTCTBUU (PpykTO3bI-1,6-O1chocdara,
docharazHass — mnpu TOBBIIIEHWHM KOHIIEHTpAlMU HeopraHumdyeckoro ¢ocdara
(154,155), uto no3sossier HPr kunasze ocymniecTBisaTh GyHKIUU NEpeAadyul CUTHAJA O
HaJU4Yuu OBICTPO YCBAMBAEMbIX CyOCTPAaTOB, HAPUMED TITFOKO3bI WU (PPYKTO3BI.

Okcnpeccus CcpA Oelika B KJIETKE TPOUCXOIUT KOHCTUTYTUBHO (156), ogHako
JUTSL TPaBUIILHOTO (DYHKIIMOHUPOBAHUSL PETYJIATOpPa HEOOXO0IUM KO-penpeccop. bblio
nokazano, uro Oenok HPr, ¢ ochopunupoBannsiii mo ocrtatky Serd6, crnocoOeH
B3aumoeicTBoBath ¢ CcpA (157), 1 JaHHBIM OENKOBBIA KOMIIJIEKC CBSI3BIBACTCS C
MHOKeCTBeHHbIMHU cre caiitamu Ha JJHK (158). Hdpyrum xo-penpeccopom mist CcpA
sapisercs Oemok Crh, xoropsiid o6mamaer cxoactBom ¢ HPr (159). Crh rtaxxke
COJICP)KUT  KOHCEPBAaTUBHBIM  OCTaToK  Ser-46,  KOTOPBIM  MOXET  OBIThH
dochopunupoBan ¢ nomompbio HprK kmnazbel, ogHako B HeM otcyrcTByeT His-15
(159). HenaBuo Obio mokazano, uto nedochopmmmpoBanubii Crh mHrHOUpyeT
METHJITIIMOKCanb cuHTazy MglA myTtem o0pa3oBaHusi HEAKTUBHOTO KOMILIEKCA.
JlaHHbIi epMEHT MPOU3BOAUT PEAKIIUIO MIPEBPAIICHH JeTHApOoKcraneToH ocdara
B METHWJITJIHOKCANlb, YTO TO3BOJSIET M30€kaTh HAKOIUICHHS (HOChHOPHINPOBAHHBIX
WHTEPMEANATOB TJWKOJU3a MPU MU30BITKE YIIIEBOAHBIX cyOcTpaTtoB. OmHako cam
METHJITIIMOKCAJh SBJISETCS TOKCUYHBIM U €T0 CHUHTE3 HYXKJIAeTCA B TIIATEIILHOM
KoHTpoJie, KoTopeiii u ocymectsiser Crh (160). Crh-Ser46-P taxxke, kak 1 HPr-
Ser46-P, B kommuiekce ¢ CcpA ycUIIMBAeT €ro CpoJICTBO K cre caittam (145,159,161).
B B. subtilis Crh comepxutcsi B Topazio MeHblield koHreHTpamuu, uem HPr (162). K
TOMY K€ JeNenusi crh He BIUSET Ha KaTaOOJUTHYIO PENpPecCHiO B MPHUCYTCTBUH
HeroBpexkaeHHoW kormu Apr. OmpHako Crh-Ser46-P crocobeH WIb YacTHYHO
3amemats HPr-Ser46-P B HPr-Ser46Ala myrante (159,163). Takum o6Gpazom
ocHoBHas PyHkuus Crh B kaTaOOJUTHON pENpeccru 10 CUX MOp He sSCHA.

B 3aBucuMocTH OT pPacmloNOKEHHsI cre CANTOB OTHOCUTENIBHO IMPOMOTOpA
perymsamus komruiekcoM CcpA/HPr-Ser46-P mMokeT mpouCXOauTh MO pa3IuIHBIM

MCXaHHU3MaM — AKTUBAIIUN WJIM PCIIPCCCHUMU. TaK, JJI1 aKTUBallUsaA cre cauT JOJIZKCH
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pacrionarathbcsi B 5 -001aCTH IPOMOTOpPA, KakK, Hanpumep A reHoB ackA (164) unu
ilvB (165). HenaBHee uccienoBaHue MOKa3auo, 4TO JJIS aKTUBALIMU TPAHCKPUIIIUU
ackA B mpoMOTOpHON 00macTh Mpoucxoaut obOpazoBanue komiuiekca CcpA/HPr-
Ser46-P, dakropa tpanckpuniuu CodY m PHK nmonumepaswr (166). BepositHo, B
JIPYTUX CIy4yasX aKTUBAIUs MPOUCXOJUT TAKKe MyTEM MPSIMOTO B3aUMOJICHCTBUS
CcpA/HPr-Ser46-P u PHK nonumepasbi.

Ha mpomotope amyE, Ttne cre cailT NMEPEKPHIBACTCA C IMPOMOTOPOM, OBILIO
noka3ano, yto koMmiuiekc CcpA/HPr-Ser46-P ne memaer nocaake PHK nonumepassr.
N3 »Toro ObUT claenaH BbIBOJA 00 UWHTCMOMPOBAHUM TPAHCKPUIILUHU IYTEM
B3auMogencteusi CcpA u PHK nonumepasst (167). Ecnu cre caiit naxoautes B 3'-
objactTu TpomoTOpa, TO  Takxke npeanosaraercs cBsa3biBaHue CcpA ¢ PHK

nojauMepa3on 3a cuetr oopaszoBanus netiau Ha JIHK, kak B ciyuyae ¢ xy/ onmepoHoM

(167).

1.6.4. CcpA-nezaeucumaa  Kamabonrumnas  penpeccusi  ONEPOHOB
Memaodonuzma caxapos

Kpome CcpA, B B. subtilis Obimm  oOHapyXeHBI eme Tpu ¢akropa
TPAHCKPUIIMHU, ydacTBytomue B kaTtabonutHoi pemnpeccun — CcpB (168), CcpC
(169) u CcpN (170). Cpenn stux 6enkos napanorom CcpA sBisiercs Toiabko CepB,
KOTOPBIN y4acTBYEeT B KaTaOOIUTHOW PENMPECCHH T'€HOB YTWJIM3AIMU TIIIOKOHATa gnt
Y KCWJIO3bI Xy/ B KIJIETKaX, pacTYIIUX HAa TBEPAOW Cpeje WIM MPU HU3KOW CKOPOCTH
nepeMeNIMBaHus KUIKON cpenbl. Takum 00pa3zom, MOKHO TIPEANOI0XKUTh, uTo CcpB
JOTIOJTHUTENBHO KOHTPOJIUPYET KAaTaOOJMUTHYIO PENPECCHIO B 3aBUCHUMOCTU OT
HEKOTOPBIX JIOMOJIHUTEIBHBIX YCIOBHUH, TAKUX KaK TUIOTHOCTH KJIETOK, a’panus, gaza
pocTa Ui KOHIEHTpalus cyoctpaToB. OHAKO, MEXaHU3M, C TTOMOIIBIO KOTOPOTO
CcpB ocyliecTBaseT penpeccuio, 0 CUX IMOP OCTaeTCsl HEU3BECTHHIM (168).

benok CcpC mnpunamiexutr k LysR cemelicTBy 1 penpeccupyer TeHBI,
KoJupyrone pepMeHThl Havyajaa IUKIa TPUKapOOHOBBIX KU CIOT — citB, citZ u citC
(169). I'ensl citB u citZ takxe perynupytorcs CepA (171). Tpauckpunius reda ccpC

HaXOJUTCS Kak Toj aBToperyisuueit, taku  koHTposupyercs CcpA (172).
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UccnenoBanue mpocMmoTpa reHa citB mokasano, uto B cBs3biBanun CcpC ¢ JIHK
Y4acCTBYIOT 1Ba yuc-3IeMeHTa — HECOBEPIICHHBIN MaJuHIPOM
ATAAGTCGAACTTAT c ueHTpom B Mo3uIMH -66 OT cTapTa Havyayia TPAHCKPUIILINU
n nonoBuHa namuHapoMa ACTTAT B mno3unuum -27, mepexkpbiBaromascsa ¢ -35
aneMeHToM rpomoTopa (173).

Hakonen, CcpN mnpH TIUMKOJIUTHYECKUX YCIOBHUAX PENPECCUPYET TIEHBI
TJIIOKOHeoreHe3a pckA n gapB, a takxke Hekoaupytomnryto PHK SR1, Bnustomyo Ha
TPAHCISLIMIO peryisitopa Kartabonu3ma apruHuHa AhrC u CcTaOMIM3HPYIONIYIO
MPHK, Ttpanckpubupyemyo c gapA npomotopa (174). IloznHee Obuia HaiineHa
aktuBauus reHa thyB (175). DkcnepyuMEHThl MO ONPEACICHUIO 3allUIIeHHBIX
¢parmentoB JIHK nokazanu, uto CcpN B KakaOM K3 MPOMOTOPOB 3aKpPHIBAET JBA
caiita u OBUT TpeIJIOKEeH KoHceHcyc misi caiitoB pacno3HaBanmsi TGTGHYATAC,
rneY —-Tumu C,H—A, Cumu T (176).

Mexanusm  perynsiuuun  gapA-pgk-tpi-pgm-eno  omepoHa  (GHaKTOpOM
tpanckpunimn CggR Takke TecHO cBs3aH ¢ kaTabonuTHOM penpeccueii (177). ['ensr
JTAHHOTO OTIEPOHA KOJUPYIOT LEHTpalbHBbIC (EPMEHTHI IIuKomm3a. DddhekTopom,
cHmkarommMm cposictBo CggR k cBouM caiitam ciyxut ¢pykrosa-1,6-ouchocdar,
IEHTPAIbHBIA WHTEPMEANAT TJIUKOIN3a, 4YTO, TaKUM 00pa3oM , OJHOBPEMEHHO
SIBJISICTCS CUTHAJIOM JiJisi BKItoueHHs CcpA-3aBUCUMOIN KaTaOOJIMTHON pErpeccuu u

aKTUBAIlMU I'eHOB TinKoau3a (177).
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I'1aBa 2

MartepuaJjbl 1 METOAbI

2.1 IlpuHUMOBI TNPUMEHEHHUS METOJOB CPABHHUTEJIbLHONl TEHOMHKH K
aHAJIM3Y peryJsiiiu TPAHCKPUIIIIHU

['eHOMBI JUIsi TIPOBENIEHHS PEKOHCTPYKIMU OMNPENEIIIUCh IO CIEIYIOIIeH
nporeaype. C moMoIibo MOMCKa TOMOJIOTOB B 0a3e TaHHBIX «Nr» UHTEPHET pecypca
NCBI  (http://ncbi.nlm.nth.gov) Oblmu  monyudeHbl  (HAKTOPBl  TPAHCKPUMIUU
FOMOJIOTUYHBIE  HUCXOAHOMY — O3KCIEPUMEHTAJIbHO TIOJTBEPKICHHOMY WU
MpeanosaraeMoMy peryiastopy. M3 moilydeHHOro cnucka reHOMOB, COJIEpHKalIUX
TOMOJIOTH aHajau3upyemoro ¢akTopa TPAHCKPUIILUM, WCKIIOYAIUCh OJIU3KHE
mTaMMbl. belKoBbIe MOCIe0BATEIbHOCTH (PAKTOPOB TPAHCKPUIIUU U3 OCTABIIUXCS
F€HOMOB TMPOBEPSUIUCH HAa OPTOJOTMYHOCTb, a4 Y COOTBETCTBYIOUIUX TI'€HOB
MPOU3BOJMIICS AHAIN3 TEHOMHOIO OKpPYXEHHUsS. JTa TEXHOJIOTUS I[O03BOJISIET
ONpENENIUTh PEryJsTOPbl, KOTOpPble MOMEHSIM CcBOW ¢yHKIu0. [lo OenkoBbIM
MOCJIEAOBATEIBHOCTSAIM  OCTaBIIMXCS ~ (PAKTOPOB  TPAHCKPUIIUMU  CTPOMIIOCH
(buUIOTreHeTHYECKOE IePEBO, KOTOPOE MO3BOJSET ONPEACIUTh TPYIIbI OCTKOB s
MOCTPOEHUS 00IIEro PACIO3HAIOIIETO MPABUJIA TTOMCKA CAWTOB CBS3BIBAHMUS.

JIns moucka MOTEHIHAIbHBIX CalTOB CBS3BIBAHUSA PETYJSTOPHBIX OEIKOB
MPUMEHSUITUCh JBa MeToja: (rioreHeTnueckuii (QYTOPUHTHHT U METOJl MAaTpHIL
MO3UIIMOHHBIX BecoB (59,65). Jlns npumeHeHus1 GUIOTEHETUYECKOro QyTIPUHTHHTA
CTPOUTCSI MHOXXECTBEHHOE BBIPABHHUBAHHME MPOMOTOPHBIX 00JIaCTE OPTOJOTUYHBIX
I€HOB, B KOTOPBIX MPEIIOIaraeTcsi COXpaHEHUE CTPYKTYpPbl CalTOB CBSI3bIBAHMSI.
Hainennas MIOCJIEAOBATEILHOCTD MPEANoIaracMbIX CcailToB CBS3BIBAHUS
MCIIOJIb30BAIaCh KakK B KadecTBE OOydJaromieil BHIOOPKH Ui TOCTPOCHUSI MAaTPHIL
MO3UIIMOHHBIX BecoB (aHanu3 peryiaoHoB AraR, HexR, perynoHoB caxapHOTO
Metabonusma B oTpsjae Bacillales w dactTudHO Mpu  peKOHCTpyKIuu AgaR
pPEryJioHOB), TaK¥M B  KAyeCTBE CAMOCTOSTEIBHOTO HWHCTPYMEHTa (ILIHUPOKO
npuMeHsuIoch mpu  a”Hanmmu3e AgaR perymoHoB). C moMonipio (GUIOTE€HETHYECKOTO

GyTOPUHTHUHTA CIIOKHO OMPENETUTh TAKCOH-CIEHU(PUIECKYIO PETYJSIHNI0, OJHAKO
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ATOT METOJ| XOpOoIIo paboTaeT MJis OmpeeieHus ciadblXx CalTOB CBSI3bIBAHUS B
JIOKaJIbHBIX PEryJIOHaX.

CyTb MeToia MaTpull MO3UIMOHHBIX BECOB 3aKJIIOYAETCS B CIEAYIOIIEM: Ha
OCHOBE BBIPABHUBAHUS PETYJSITOPHBIX CAUTOB, KAXKIBIA U3 KOTOPHIX UMEET JIUHY L,
TaKk Ha3plBaeMoW oOyyaromieil BbIOOpKHM, Bbluucisercs Bec  W(b,i) kaxaoro
HyKJIeoTUa b B mo3uiui i. [lo3uniionHbie Beca BBIYUCISAIOTCS TTO hopMmylie:

W (b,i)=log[N(b.i)+0,5]-0,25 E log[N(b.i)+0.5]

b=AT.G.C

rae N(b,i) — yactora Hykieotuaa b B mo3unuu i. C MOMONIBIO MOTYYEHHOM
MAaTpHUIIBI MOXKHO JJIsS JIFOOOM IOCIIEIOBATCIBHOCTH JIMHBI [ BBEIYUCIUTL BEC S,

paBHBIN
S= Y W(b.i)
iml...L

rae b; — HykineoTua B mno3unmu i. s orOopa MOTEHIMATbHBIX CaWTOB
CBSI3BIBAHUSI MCITOJB3YIOT MOPOTOBBIE 3HAUYECHUSA, KAK HIKHIOIO TPaHHUIy I Beca
caiiToB. B  OOJBIIMHCTBE CJIydyaeB MOPOTOBBIM  3HAYEHUEM  BbIOHUpaeTCs
MUHUMAJIbHBIA BeCc u3 oOyuaronied BbhIOOpKkH. [IOMCK TNOTEHUMANBHBIX CAUTOB
MPOU3BOJIMIICA B HEKOJUPYIOLIUX o0nacTsaix Ha pacctossHuu ot -400 no  +50
HYKJICOTUJOB OTHOCHUTEJIBHO CTApTa TPAHCISALIHH.

OCHOBHBIM METOAOM ONPEAEIEHUS TOCTOBEPHOCTH PETYJISLUNA I'€Ha B JAHHOU
paboTe SBISIETCS METOJ NPOBEPKU COOTBETCTBUS. COriacHO 3TOMY METOHy, T'€H
BKJIFOYAETCA B PETrYJIOH MPU BBINOJHEHUU ABYX YCIOBUH. Bo-NepBhiX, e€ciu B
MIPOMOTOPHOM 00JIaCTH T'€Ha WM MPOMOTOPHOW 00JacTU OMEPOHA, KOTOPOMY OH
MPUHAJJICKUT, ObLT OOHApY>KEH MOTEHIMAIbHBINA CaWT CBs3bIBaHUSA. BO-BTOpBHIX,
€CJIM CalT KOHCEPBATUBEH MEPE] OPTOJIOTHYHBIMU T€HAMH B POJACTBEHHBIX T€HOMAX,
COJIepKalllUX TaKXKe U OpToJIorH perynstopa (65). JomoJHUTENbHBIM KpUTEpUEM
BKJIFOUEHUS TE€HA B PETYJIOH  CIYXWJIO COYETAaHHE BBICOKOIO Beca cauTa C

(GYHKIIMOHAIBHON aHHOTAIlMeH I'eHa, COOTBETCTBYIOIICH (DYHKITUU PETYJIOHA.
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2.2 I'eHOMBI

[Tockonbky OCHOBOM it BbIOOpa H3y4yaeMbIX TIE€HOMOB  CIIYXHJIO
pacripefielieHue u3y4yaeMblX (PaKTOpOB TPAHCKPUIIUMU, B JaHHOW paboTe ObLIM
PEKOHCTPYUPOBAHBI PErYJIOHBI B OOJBIIOM KOJUYECTBE T'€HOMOB. TOJIBKO AJIs
PEKOHCTPYKIIMU CeTell peryisiiuu meTtaboin3Ma caxapoB B oTpsae Bacillales
r€HOMBbI ObUIM OTOOpaHbl 3apaHee, HUCXOAsS U3 (PUIOrE€HETUYECKOro JepeBa
OakTepHadbHBIX B HJIOB, IIpeaocTaBiasieMoro moptaioM MicrobesOnline (91). B
paboTte HauOOJbIIEE YKUCIO T'€HOMOB MPUHAJJICKUT OpraHu3MaM, OTHOCAIIUMCS K
JIBYM TUIIaM C HauOOJBIINM KOJUYECTBOM MOJTHOCTHIO OTCEKBEHUPOBAHHBIX T€HOMOB
—  TpaMIOJIOKUTEIbHbIE OaKTepUU OTHOCSIIUECS K  THUITY Firmicutes wn
rpaMoTpHIlaTeNibHble OakTepun u3 tHma Proteobacteria. CornacHo 0a3e MaHHBIX
KEGG (1) na 6 centsa6ps 2012 rona u3BectHo 202 MOJTHBIE MOCIEI0BATSIIBHOCTH IS
pa3nu4HbIX BUOB Firmicutes u 473 — nust Proteobacteria. Bce TeHOMBI B3SITHI U3
6a3b1 MicrobesOnline (91). CTOUT OTMETUTB, YTO OOJIBITUHCTBO H3yYCHHBIX TEHOMOB
UMEeT BaXXHOE XO03AiCcTBEHHOE 3HaueHwe. C ped HUX COJIEep)KaTca CUMOWOHTHI U
MAaTOr€Hbl PACTEHUM U KUBOTHBIX. Takke MHOKECTBO IITAMMOB IPUMEHSETCS B
OMOTEXHOJOTHYECKOM MTPOU3BOJICTBE.

Bcero 6wuto uccnepoBano 110 renomoB, u3 kotopeix 103 monHbIX reHOMa

npUHaAIexKaT OAKTEPHsIM U3 TpeX TUTIOB: Firmicutes, Proteobacteria w Thermotogae

(Tabm. 2.1).
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Tadauua 2.1 Criucok n3yyaeMbIX FT€HOMOB C YCIOBHBIMH 0003HAYEHHUSIMU

Tun IHopsinok Oprannsm O0o3HaueHne
Bacillales Bacillus subtilis subsp. subtilis str. 168 BSU
Bacillus amyloliquefaciens FZB42 BAY
Bacillus cereus ATCC 14579 BCE
Bacillus clausii KSM-K16 BCL
Bacillus halodurans C-125 BHA
Bacillus licheniformis DSM 13 BLD
Bacillus pumilus SAFR-032 BPU
Anoxybacillus flavithermus WK1 AFL
Geobacillus kaustophilus HTA426 GKA
Oceanobacillus iheyensis HTE831 OIH
% Paenibacillus sp. JDR-2 PJD
§ Clostridiales Clostridium acetobutylicum ATCC 824 CAC
§ Clostridium beijerincki NCIMB 8052 CBE
"E Clostridium cellulolyticum H10 CCE
Clostridium sp. SS2/1 (*) CSS
Lactobacillales Lactobacillus brevis ATCC 367 LBR
Lactobacillus fermentum IFO 3956 LFE
Lactobacillus plantarum WCFS1 LPL
Lactobacillus reuteri JCM 1112 LRF
Lactobacillus sakei subsp. sakei 23K LSA
Leuconostoc citreum KM20 LCI
Leuconostoc mesenteroides subsp. LME
mesenteroides ATCC 8293
Oenococcus oeni PSU-1 OOE
Pediococcus pentosaceus ATCC 25745 PPE
S Pseudomonadales | Pseudomonas aeruginosa PAO1 PAE
§ Pseudomonas entomophila 148 PEN
§ Pseudomonas putida KT2440 PPU
‘g Pseudomonas syringae pv. tomato str. PST
Q DC3000
E Pseudomonas fluorescens Pf-5 PFL
R Pseudomonas mendocina ymp PMY
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Pseudomonas stutzeri A1501 PSA
Azotobacter vinelandii AvOP AVN
Alteromonadales Pseudoalteromonas atlantica T6c PAT
Alteromonas macleodii 'Deep ecotype' AMC
Glaciecola sp. HTCC2999 (*) GHT
Colwellia psychrerythraea 34H CPS
Idiomarina baltica OS145 ILO
Marinobacter sp. ELB17 (*) MEL
Marinobacter aqueolei MAQ
Moritella sp. PE36 (*) MPE
Psychromonas ingrahamii 37 PIN
Shewanella sp. ANA-3 SHN
Shewanella sp. MR-4 SHE
Shewanella sp. MR-7 SHM
Shewanella amazonensis SB2B SAZ
Enterobacteriales | Escherichia coli str. K-12 substr. ECO
MG1655
Escherichia coli str. C ATCC 8739 ECL
Salmonella typhimurium LT2 ST™M
Citrobacter koseri ATCC BAA-895 CKO
Klebsiella pneumoniae subsp. KPN
pneumoniae MGH 78578
Enterobacter sp. 638 ENT
Yersinia pestis KIM YPK
Serratia proteamaculans 568 SSz
Erwinia carotovora subsp. atroseptica PCT
SCRI1043
Edwardsiella tarda EIB202 ETR
Proteus mirabilis HI14320 PMR
Photorhabdus luminescens subsp. PLU
laumondii TTO1
Oceanospirillales | Hahella chejuensis KCTC 2396 HCH
Chromohalobacter salexigens DSM 3043 CSA
Aeromonadales Aeromonas hydrophila ATCC 7966 AHA
Aeromonas salmonicida subsp. ASA
salmonicida A449
Tolumonas auensis DSM 9187 TAU
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Vibrionales Vibrio cholerae O1 biovar eltor str. VCH
N16961
Vibrio vulnificus CMCP6 VVU
Vibrio harveyi ATCC BAA-1116 VHA
Vibrio parahaemolyticus RIMD 2210633 VPA
Vibrio shilonii AK1 (*) VSH
Vibrio splendidus LGP32 VSP
Vibrio fischeri ES114 VFI
Vibrio salmonicida LF11238 VSA
Vibrio angustum S14 (*) VAN
Photobacterium profundum SS9 PPR

Pasteurellales Haemophilus parasuis SHO165 HAP

Xanthomonadales | Stenotrophomonas maltophilia K279a SML

be3 Reinekea sp. MED297 (*) RMD

Knaccuguxayuu

Burkholderiales Burkholderia pseudomallei K96243 BPS
Burkholderia mallei ATCC 23344 BMA
Burkholderia sp. 383 BUR
Burkholderia cepacia AMMD BAM
Burkholderia vietnamiensis G4 BVI
Burkholderia glumae BGR1 BGL
Burkholderia xenovorans LB400 BXE
Burkholderia phymatum STM815 BPH
Burkholderia cenocepacia J2315 BCJ
Ralstonia solanacearum GMI1000 RSO
Ralstonia pickettii 12] RPI
Ralstonia metallidurans CH34 RME
Ralstonia eutropha JMP134 REU
Ralstonia eutropha H16 REH
Cupriavidus taiwanensis CTI
Acidovorax avenae subsp. citrulli AAV
AACO00-1
Acidovorax sp. JS42 AJS
Comamonas testosteroni KF-1 CTT
Delftia acidovorans SPH-1 DAC
Polaromonas naphthalenivorans CJ2 PNA
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Polaromonas sp. JS666 POL
Rhodoferax ferrireducens DSM 15236 RFR
Variovorax paradoxus S110 VAP
Verminephrobacter eiseniae EF01-2 VEI
Methylibium petroleiphilum PM1 MPT
Leptothrix cholodnii SP-6 LCH
Neisseriales Chromobacterium violaceum ATCC CVI

12472
Neisseria meningitidis MC58 NME
o Caulobacterales Caulobacter sp. K31 CAK
Thermotogales Thermotoga maritima MSBS8 TMA
§0 Thermotoga sp. RQ?2 TRQ
§ Thermotoga neapolitana DSM 4359 TNA
§ Thermotoga petrophila RKU-1 TPT
§ Thermotoga naphthophila RKU-10 TNP
&~ Thermotoga lettingae TMO TLE

(*) — HEMOJIHBIN TEHOM

2.3 IIporpammHoe o0ecrieyeHue

Jlns moucka OpTOJOTOB HMCHOJb30Baics maketr nporpamm Genome Explorer
(228). B kadecTBe KpUTEpUsS OPTOJIOTUYHOCTU 37€Ch BBICTYNAET HaUOOJIbIIIEEe
CXOJICTBO OEJKOBBIX IOCJIEIOBATEIILHOCTEN M3 JABYX I'€HOMOB IPHU JABYCTOPOHHEM
noucke. J{ns (QyHKUMOHAIBHOM aHHOTAllMM C TOMOIIBIO OIIEHKH TOMOJIOTHU C
AKCIEPUMEHTAIIbHO O0XapaKTEPU30BAaHHBIMU O€lKaMU HCIOJb30BAJICS IMOUCK C
nomonipio anroputmMa BLAST (2) mo 6a3e manubix «UniprotKB/Swiss-Prot» (68).
Jns  aHanu3a TE€HOMHOTO  KOHTEKCTa  HCIOJIB30BAINCH  HHTEPHET-PECYPCHI
MicrobesOnline (91) u  SEED (90). [us onpeaenenuss cnequdUUIHOCTH
TPAHCIIOPTEPOB U TJIMKO3UJI TUIPOJIa3 UCO0JIb30Banuch 0a3bl nanubix TCDB (229) u
CAZy (230), cooTBeTCTBEHHO. benkoBbIe TOMEHBI OBUIM OMPEACICHBI C TTOMOIIBIO
WHCTPYMEHTOB, BKJIIOUEHHBIX B 0azy ganHbix Pfam (71). CurnanbHble
MOCJICTIOBATEIFHOCTH OEIIKOB, CITYXKaIIUe MaPKEPOM CEKPETHPYEMOCTH, OTPEIEICHBI

c moMmotibio mporpammbl SignalP (231). MHoXeCTBEHHBIE BBHIPABHUBAHMSI, Kak
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OCJIKOBBIX, TAK W HYKJICOTUJIHBIX TOCJIEIOBATEIIHLHOCTEN BBHIMIOJIHEHBI B MIPOTPaMMe
MUSCLE (232). ®unoreHeTu4eckue AepeBbsi ObUIA MOCTPOCHBI C TOMOIIBIO METOAA
MaKCHUMAJIbHOTO MPaBIONoA00Us, peaM30BaHHOTO B Iporpamme proml u3 makera
PHYLIP (233). Buzyanuzanusi puioreHeTHUYECKUX JIEPEBbEB ClIeJaHa B IPOrpaMMe
Dendroscope (234). [ToctpoeHue MaTpull MO3UIIMOHHBIX BECOB OCYIIECTBISJIOCH B
nporpamme SignalX (228). Jlist npenckazaHusi MOTEHIHAIBHBIX CAUTOB CBS3bIBAHUS
PEryJIATOPOB U HKCIOJB30BaHUS METO/Ia MPOBEPKU COOTBETCTBUS HUCIOIb30BAIHCH
HHCTpYMeHThl BeO-cepBepa RegPredict (http://regpredict.lbl.gov/regpredict/) (60).
Juarpammel LOGO 6pu1M TOCTPOEHBI ¢ TTOMOIIIBIO porpaMmMmbl WebLogo (235).

Crnucok TOTCHITMANBHBIX HM HW3BECTHBIX (DAKTOPOB TPAHCKPHUIIIIHHA IS
B. subtilis OblT TOJIydeH IyTEeM aHalii3a COOTBETCTBYIOIIMX KOJIJICKIIUM W3 0a3
nanueix DBD (236), MiST2 (237), DBTBS (238) u npeasiaymieii paboOThI 1O
PEKOHCTPYKIIMU HAOOpa perynsTopoB B B. subtilis (26).

Bce pexoHcTpyupoBaHHBIE B 3TOM paboTe peryjgoHbl JOCTYMHBI Ha BeO-

cepepe RegPrecise (http://regprecise.lbl.gov/RegPrecise) (239).
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I'1aBa 3

Hccaenosanue 3sorouun AraR peryJiona

3.1 UcciienoBaHue 3BOJIOLIMH PeryjasiTOpHoOM cucreMbl AraR

®daktop TpaHcKkpunimu AraR BbienseTcs cpeau Ipyrux XOpoIlo U3yYEHHBIX
pPEryJIaTOpOB BO MHOIOM Oyarojapsi CBOEW XHUMEpPHOW JOMEHHOW CTPYKTYpE,
nockonbky JIHK-cBs3piBatomumii qomen Oenka AraR npunamnexutr GntR cemeiicTry,
a cyOcTtpar-cBs3biBatouii qomeH otHocutcst K Lacl cemelictBy. C 1enbio BeIOOpa
F€HOMOB, B KOTOPBIX IleJiecooOpa3Ho u3ydeHue AraR perynoHoB, Obul mpoBeneH
nouck romosnoros Oenka AraR w3 B. subtilis B 0a3e nannbix “nr” pecypca NCBI. [l
MOBBIIIEHUS TOUHOCTHU OTPEIETICHUS] TOMOJIOTOB MOMCK TPOBOAMIICS IO OTAEIIBHOCTH
s JIHK-cBsi3pIBaromiero u cyOCTpaT-CBA3BIBAIONIETO JOMEHOB, a 3aTeM  ObLId
BbIOpaHbl O€NKH, MOMaBIIve B 00 € BBIOOPKU. ['OMONOTHYHBIE MOCIIEI0BATEIBHOCTH
Ocnka AraR ObUIM HalJICHBI B OAKTEPHAX, OTHOCSIIMXCSH K YCTBIPEM IOPSIKAM:
Bacillales, Lactobacillales, Clostridiales w  Thermotogales. W3  maHHBIX
TaKCOHOMUYECKHX TpPYMI ObuUM OTOOpaHbl 28 TEHOMOB I TOCIEIYIOIICH
peKkoHCcTpyKIuu AraR peryinoHos.

AHanu3 ¢unorenernyeckoro aepena opronoroB AraR (Puc. 3.1) mokasai, 4to
XOPOIIIO BBIPAXKEHHBIE TPYIIIBI 00pa3yoT OEIKU U3 OPTraHW3MOB, MIPUHAIIICIKAITUX K
nopsiakam  Thermotogales w Lactobacillales. benku w3 opraHu3MoOB MOpsAJIKa
Bacillales pa3bounnch Ha nepeBe HAa TpU TPyNIbl. Takke MHTEPECHO, 9YTO OPTOJIOT
AraR w3 Clostrudium acetobutylicum nexut OTHETHHO OT OEJTKOB U3 APYTUX
opranuzmoB mnopsinka Clostridiales. B kaxaoM u3 T€HOMOB OOHApYXWJIOCH IO
OJIHOMY TeHYy araR, ogHako B reHome Bacillus licheniformis naHHBIA PETYIATOPHBIN

I'€H [PUCYTCTBYET B ABYX KOIMSX.
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Pucynok 3.1. ®unoreneruyeckoe iepeBo 6eiakoB AraR
Uucna Ha BETBSIX MOKA3bIBAIOT 0XKUJAEMYIO 100 AMUHOKHUCIIOTHBIX 3aMEH
(moxazaHsl TOJBKO J10M Oombiie 0,2). benku yka3aHbl ¢ HOMOIIbIO

uneHTu@ukatopoB locus tag. B ckoOkax yka3aHbl T€HOMBI.

3.2 HOCTpOGHHe PacnodHamero nmpasmjia JJjid nNoucka nmoTCHINaJdbHbIX

CcalToB cBA3LIBAHUA AraR

[TockonbKy  SBOJIIOUMOHHBIE  pacCTOSIHUS ~ Mexnay opronoramu  AraR

JIOCTaTOYHO BEJIUKH, ObUIa BbIOpaHa ciedyromas cTtparerus. B Hauane Obuia
MOCTPOEHA MaTpHlla MO3ULHUOHHBIX BECOB O00yYaromieil BBIOOPKH, COCTOSIIEH U3
CaliTOB, HAWJICHHBIX B 5 -HEKOJUPYIOLIUX 00JIACTSIX U3BECTHBIX PETYIUPYEMBIX B B.
subtilis oIepOHOB M UX OPTOJIOTOB B ONMkaWmmx 1mo aepeBy AraR renomax. 3arem
MPOU3BOJIMIICA TOUCK MOTEHIMAJIbHBIX CAWTOB CBA3BIBAHUS B T€HOMAaX COCEIHHUX
BeTBe. Ecim caiiThl HaxOOWiWCh IEepe] TIEeHAMHU, NPUHAJICKALMNMUA CHUCTEME
YTHIM3AIUU apaOuHO3bI, TO OHU JOOABISIIMCH B 00ydarolnIyto BeIOOpPKY. Ecnu HOBas

MaTpuIla jJaBana OOJBINYIO TMPEACKa3aTeNbHYI0 CHIIy, TO OHAa COXpaHsIach s
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cieaywomiel urepauuu. Ecin ke MOMCK C MOMOIIBIO HOBOW MAaTPUIbl MOBBIIIAT
KOJIMYECTBO JIOKHOMOJIOKUTENbHBIX MPEACKa3aHUM, HE TOATBEPKIAEMBIX METOJIaMHU
MPOBEPKH COOTBETCTBUS WM (PYHKIIMOHAIBHOM MPUYACTHOCTHIO MOTEHIIMATBHBIX
PEryJIMpyEMBIX T€HOB K MyTH YTUJIU3aIluu apaOUHO3BI, TO TUOO COXpaHsIach cTapas
MaTpHIla, MO0 HOBBIE TEHOMBI OTHOCWJIMCH K JPYTOH TPYyMIE U JJIsT HUX CTPOMIIACH
oTHenpHas Marpuna. J[as MoBBIICHUS CHeNU(PUIHOCTH TMOWMCKA B HEKOTOPBIX
ciydasXx  ObUIM  HMCHOJIb30BaHBl  PETYJATOPHBIE  MOCJIEAOBATEIBHOCTH U3
JOTIOJIHUTENBHBIX TE€HOMOB, HE BOIIEAUIMX B  CIHUCOK HCCleayeMbixX. JlaHHbIe
MOCJIE0BATEIbHOCTU OBUIM HAMJEHBI C MOMOIIBI0 aHAIM3a T€HOMHOTO KOHTEKCTa
optosioroB AraR.

B pesynbpraTe reHombl ObUIM pasnaesieHbl Ha mATh rpynm: 1) Bacillales (B.
subtilis, B. amyloliquefaciens, B. pumilus, B. licheniformis, A. flavithermus, G.
kaustophilus, B. halodurans, O. iheyensis, Paenibacillus sp. JDR-2), 1I)
Lactobacillales (L. brevis, L. fermentum, L. plantarum, L. reuteri, L. sakei, L.
citreum, L. mesenteroides, O. oeni, P. pentosaceus), 1) Clostridiales (C.
cellulolyticum, C. beijerincki, Clostridium sp. SS2/1), IV) C. acetobutylicum, V)
Thermotogales (T. maritima, Thermotoga sp. RQ2, T. neapolitana, T. petrophila, T.
naphthophila, T. lettingae). Bce HalilecHHble MOTHBBI CAaTOB CBSI3bIBAaHUSA O0Pa3ylOT
HecTporue nanuHApoMsl JuiuHoM 20nH (Puc. 3.2).

HNurtepecno, uto calT ¢ BbIcOKUM BecoM 5 -TCATTTTTACGTACAATTAT-3"
HaxoauTcs mepen reHoMm iol/T B B. subtilis, KOmUPYIOIIUM TpaHCIIOPTEP WHO3UTOJA.
OpnHako, PKCIIEpUMEHTAIbHO OBLJIO TIOKa3aHo, YTo AraR He BIuseT Ha 3KCIPECCHUI0
iolT in vivo 1 HE CBSA3BIBAETCA ¢ HalIeHHBIM caiitoM in vitro (100). [ToaTomMy maHHBIHA
calT OBUI HCKYCCTBEHHO MCKJIIOUEH n3 AraR perynona.

Jlnst kakaoW Tpynmnbl TEHOMOB OBLT BRIOpaH MOPOT HEMHOTO MEHBIIE, YeM
MUHHMaJIbHBI Bec cadita B oOywaromei BwIOOpke. s Bcex rpymm, kpome C.
acetobutylicum, Op11 BBIOpaH mopor 5,0. Hmsa C. acetobutylicum wmcnonb30Bajics
nopor 5,1. IIpu sTtom, BeO cepBep RegPredict mo3Bomsier mpocMarpuBaTh CalThI C
noporoM Ha 10% MeHbIIE YCTAHOBIEHHOTO, YTO MO3BOJISIET MPEICKa3bIiBaTh cladbie

CaWThI IIPU IPUMEHEHUH METOA ITPOBEPKU COOTBETCTBUSI.
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. Bacillales

Pucynoxk 3.2. Iluarpammer LOGO, nocTpoeHHbIE IO HAWIEHHBIM CaiiTaM
cBsA3bIBaHUSA AraR [uist KaX10i U3 Iyl F€eHOMOB.
I1o rOpH30HTAIBHOM OCH OTJI0KEHA NO3ULMS HyKiIeoTuaa. [1o BepTukanbHOM —
nH(POPMAIIMOHHOE COJEPKaHUE MO3UINU B OMTax. OTHOCUTENbHAS BBICOTA KaX A0

6YKBI>I COOTBCTCTBYCT 4aCTOTC BCTPCUACMOCTH HYKJICOTHAA B I[&HHOfI ITO3UIINH.
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Pucynok 3.3 ®unorenernueckoe nepeBo FGGY cemeiicTBa kunHa3. PazHpimu
[[BETaMU MOKa3aHbl MyTH YTUJIM3ALUK PA3IMYHbIX caxapoB. Haubonee u3yueHHbie

Oenku oTMeueHbl uaeHTudukaropamu u3 6a3el ganubix UniProt. (68)
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3.3 Ctpykrypa AraR pery/ioHa B u3y4aeMbIX FeHOMax

B pesynbrare aHanuza peryiMpyeMbIX TIE€HOB OKa3ajoch, 4UTO CTPYKTypa
KOHTpOIUpyeMbiXx AraR omepoHOB CHIBHO pa3iuyaeTcs B Mpeneniax JIaxke OJHOU
rpynnsl (Puc. 3.4, Ipunoxenue 1, Ta6n. 3.1). MckiroueHue cocTaBisieT rpynmna
Lactobacillales, rne BO BCeX aHAIM3UPYEMbIX T'€HOMAaX PEryJUPYEeTCS OMEpPOH M3
4yeTblpeX TeHOoB araAd, araE, araK w araD, COCTaBISIOINUX MUHUMAJIbHBIN MyTh JJIs
YTUIU3AIUU apaOHO3bI.

Haunbonee xoHCEpBAaTHBHOM OKazallach PEryJisiusl reHa aral, KOIUpYIOLEro
dbepment L-pubynosza-5-dbocdar-4-snumepasy, MNPOIYKTOM KOTOPOTO  SIBISETCS
Kcwinyno3a-S-¢pochar — wuHTEepMenuar neHtozodocpatHoro nytu. l'en araD
MPUCYTCTBYET U peryiupyercsi AraR Bo Bcex n3ydaeMbIX TeHOMax.

Jnst nByX (epMEeHTOB HEOOXOMMMBIX [JIsl yTWIW3anmuu apabmHo3sl — L-
apabuHo3a m30Mepa3bl W L-puOynoknHa3pl — OBUIM HaWIeHbl HEOPTOJIOTHYHBIC
3amenieHusa reHoB. Tak, B reHomax C. cellulolyticum w T. lettingae OTCYTCTBYET
optosior AraA. [Ipu 3ToM B omnepoHe ¢ reHamMu (PEepMEHTOB yTHIM3AIUU apaOUHO3BI
oOHapy>XKHUBaeTCs T€H M3 ceMeicTBa (yKo3a m3oMepas, HazBaHHBIA araA-II. DTomy
redy ObUla HazHaueHa (yHKIUS ambTepHAaTHUBHON L-apabuHo3a m3omepaswl. Takxke
MHTEPECHO, YTO 00a reHa araA n araA-II naxoastcs B onHoM oriepone B Clostridium
sp. SS2/1.

B renomax, rme ortcyrcTBoBanmu optoiiorn AraB, Obutn oOHapyKeHbI ABa
OpPTOJIOTUYHBIX psiia kuHa3. Kpome yxe mpenckazanHoi B pabote Pommonosa JI.A.
L-pubynoxunaser AraK (8), B rpynne Thermotogales B onepoHe ¢ ara reHaMu Oblia
HailJiecHa HOBas KWHAa3a, Ha3BaHHas araB-II. Bce Tpu kunHa3bl npuHamiexar FGGY
cemeiictBy. ®Dunorenernueckuid ananus ce MeiictBa FGGY (Puc. 3.3) noxazan
KpalHIOI pa3HOPOJHOCTh CyOCTPAaTOB KHHA3 U3 ATOTO CEMEWCTBa U TO, YTO BETBU
orBevaromue AraB, AraB-1I u AraK nHaxomsrcs Ha GoybIIOM (HUIOTEHETHYECKOM
pPAcCTOSIHUM JIPYT OT Apyra.

B renome B. licheniformis Oblin HaWJEHBI CAMTHI TMEpea ABYMS OINEPOHAMH
yTuiau3anuu  apabuHo3pl. O0a omepoHa cojepaT IOJHBIM  HAaOOp TEHOB

HEOOXOJMMBIX JUIS yTWIM3aluu apabuHo3bl. Ho HecMoTpss Ha 3TO B TEHOME
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MIPUCYTCTBYET BCEro OJIHA KOMUA T'eHa peryisitopa araR. [lpu stom, ecnu reust araD
U arad AYIUIMIUPOBAHBI M MPUCYTCTBYIOT B O0OMX OINEpPOHAX, TO OJUH ONEPOH
COJICPKUT TEHbl TpaHcHopTa apaOuHo3uaoB araNPQ, apabunodypano3ugaszy u L-
puOylioKuHa3y araB, a Apyrol — reH TpaHcnopTepa MOHOMepoB L-apabunossl arak
u L-pubynokunasy arak.

Cpenu peryimpyeMbXx TE€HOB OBLJIO 3aMEUeHO OoJIbIIIoe pa3zHooOpaszue
ruAposa3 apaOMHO3UJIOB U TPAHCIOPTEPOB caxapoB. Tak, KpoMe MpeaCKa3aHHOTO
ABC TpaHcnoptepa apabuHo3ua0B B B. subtilis Tpancnoptepa AraNPQ (99), B C.
beijerinckii u G. kaustophilus non perynsimuei Obu1 Haiinen ABC Tpancmoprtep
AraFGH, umeronuii cxoactBo ¢ Tpancnoptepom kcuinodsl XylFGH u3 E. coli (240).
[Ipennonaraercsi, YTO AAHHBIM TpaHCHIOPTEP MEPEHOCUT MOHOMEPHI apaOMHO3bl. B
reHomax rpynnsl Thermotogales mnon perynauueit AraR  waxomutcs ABC
tpancnioptep AraN-II/AraP-1I/AraQ-II, wumerommii OTHaNICHHYIO TOMOJIOTHIO C
AraNPQ w3 B. subtilis. Takke B 3THUX TI€HOMax OBII HaWAEH TOMOJIOTHYHBIN
tpancnioptep AraN-III/AraP-III/AraQ-III. Onmnako mnpenckasaTh, MEPEHOCIT JTH
TpaHCIOPTEPHI ApaOUHO3UIBI WK apaOMHO3Y, KpailHe 3aTpyaHuTenbHo. B renome C.
acetobutylicum ObI1 0OHAPYXKEH CANT TEpe]l ONMEPOHOM, COAEPKAIINM TPAHCIIOPTEP
aral 3 ceMencTBa caxap-npOTOH CUMIIOPTEPOB.

B rpynne Clostridiales 0b11 Haitnen ABC tpancnoprep AraT1-4. [Ipu 3ToMm B
C. cellulolyticum AraR caiiToB mepen onepoHOM HaiijieHo He OblI0. HTEepecHo, 4To
B KaXJOM cllydac B OJHOM omepoHe ¢ reHamu arallT2T3T4 Ovlnu oOHApYKCHBI
I'€HbI JBYXKOMIIOHEHTHON CHUCTEMBI — peryjsiTopa TpaHCKpunuuu Aral u ceHcopHoi
K1Ha3el Aral. AHaTU3 T€HOMHOTO KOHTEKCTa OPTOJIOTOB JAHHOW CHCTEMBI B APYTHX
reHOMax IMoKa3all KJIACTEPU3AIIMIO €€ TeHOB C TeHaMU MyTH YTUIN3alluy apaOUHO3bI B
Treponema saccharophilum DSM 2985 u Bryantella formatexigens DSM 14469.
[Ipu »TOM B yKa3aHHBIX T€HOMAax HE OOHApyXEHO HH OpTOJOTOB AraR, HU HHBIX
MOTEHIIMAIBHBIX PETYJISITOPOB T€HOB MYTHU YTHJIM3ALUUA apaOMHO3BI B OKPECTHOCTSIX
OTiepoHa. DTO YyKa3bIBaeT, YTO JABYXKOMIIOHEHTHas cucteMa Aral/Aral sBusercs

JOTIOJTHUTENBHBIM PETYJISITOPOM TPAHCKPUIIIUU T'€HOB yTHIIN3AIUU apaOUHO3HI.
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B AraR perymnonax Obuto OOHApy»EHO OJMHHANINATH OPTOJIOTHYHBIX PSIOB
rMKo3WI  ruAponas. W3  Hux anbda-apabunodypanosmpaza Arb43 B C.
acetobutylicum wn anbda-rmokyponunaza BH1061 B B. halodurans yxe Obuin
MpeJCcKa3aHbl METOJIaMH CpaBHUTENbHOU reHoMuku (8) a Xsa, AbnA u AbfA u3 B.
subtilis ObITM TIPOBEpPEHBI AKcHepuMeHTalbHO (97,104). BONBIIMHCTBO HOBBIX
TJIMKO3WII TUJPOJIa3, JAJisi TEHOB KOTOPBIX Mpeamnonaraercs peryisiuus AraR — Abf3,
Abf4, Abf5 u Arb43 otHocsTCs kK cemeicTBaMm anb(pa-apabunodypanosumas. Takxke
B ONEPOHAX C TEHAMH YTUJIM3AIMH apaOWHO3bl B TE€HOMax Tpynmsl Thermotogales
ObTM  HalJeHbl 3HAO-1,4-Oeta-kcunanaza XynB, rumgponasza wu3 cemeiicTBa
kewnozuaaz GH39 — XylX u rouko3un rugponasza HeusBectHo (yHkiuu GlsA. B
Thermotoga sp. RQ2 u T. petrophila Obinmu Halinenbl non AraR perymsuei
UJCHTUYHBIC OTEPOHBI, COCTOSIINE W3 TEHOB JBYX MAPAJIOTHYHBIX TIUKO3HII
runpoinas abf4 cemeiictea GH43, kK KOoTOpOoMy TpHHAIIEKHUT OOJBITUHCTBO ailbda-
apabmHO311a3, a TaKxke J1Ba reHa u3 cemeiictBa Jlamuana G (Laminin G) u 1Ba reHa
u3 cemeiictBa KonkanmaBamma A (Concanavalin A). O6a cemeiicTBa cojepskar
dbepMeHThI, CHOCOOHBIE  CBSI3BIBATBCS € yIAEBOJAAMH, H  HEKOTOpHIC U3
IIPEICTABUTEIIEN CEMENCTB SABJISIOTCA IIIMKO3WII TuapoiazaMu. 11oxoxe, 4To gaHHbIE
OTIEPOHBI KOJMPYIOT CHCTEMBI JeTpajaliuu apaOruHO03a-CoAepPKAIINX MOJIUCAXaPHUI0B
710 MOHOMEPOB HJI OJINTOMEPOB.

Kpome toro, B C. acetobulylicum n C. beijerinckii non perynauueir AraR
ObUTM HalaeHbl TeHbl NeHT030hochaTHOTO TYTH — TpaHCAIbIoNa3bl fad W
tpaHckeronassl tal. B C. acetobutylicum calT ¢ BBHICOKUM BecOM ObLT OOHapy’>KeH
nepen TeHoM ptk, koaupyromuM GocokeTosazy, KoTopasi OCyIIEeCTBISIET PEAKIUIO
pacmermienust D-kcmino3si-5-gocdara go D-riounepansaeruma-3-pocdara u amneTu-
docdara. Haxonen, B OonbminHCTBE TEeHOMOB w3 mopsakoB Clostridiales wn
Thermotogales mon perymsiueld OOHapyXeH TeH aybao3a-1-smumepasbl  epid.
Jlanubiii QepMeHT, ckopee BCEro, IMO3BOJSET MPOU3BOAUTH OOPATHMYIO PEAKIUIO

amUMepu3aluu 0era-apabuHoO3bl B alib(a-apabuHO3y.
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L.brevis

L.fermentum

L.plantarum

L.reuteri

L.sakei

L.citreum

L mesenteroides

0. oeni PSU-1

P. pentosaceus

C. acetobutyficum @ arb43 araT @ abf3

8. subtiis araE ooofill) @ o @ avna eoffiil)|ae) [EB) oL  aroM araN ) araP | araQ | abfA

8 amyoiquetaciens < araE SO © xsa > @ avnA ool @B BB oo  aaM [araN ) araP | araQ | abiA

S - o D

8. licheniformis @& oo« G EE o= o) o5 BEB) oM araN - araP | araQ | abih

A. flavithermus m- abfs . abfA

G. kaustophilus @ araF . araG - araH m-

8. halodurans ot | @@Bo 00 abiA  araM @ BH1061 @ araN yteU |araP ! araQ
0. iheyensis m-araE

pacnivacitus Jor-2 Sl *laek) D EED)

C. cellulolyticum (@ER|ocAl) oK | araD abfA {araT4)|araT1) araT2)araT3) aral ' araJ
Comarss oA ot TS G T T2 072 s QD it D )
w5521 MDD O WD v o o st a2 s D

\araF | araG - araH

T. mariima D @le--\-112raP-l10raQ- 1@ gisa | abih ) opin  [EREBYEREID aram
T. naphthophila (@R @e:ro-11araP-10araQ-11 @ gish | abiA > epiA E#D) o) aram

T sp. RQ2 D @llle:<-2rr-l10raQ-il@ gish 1amG2 conA2. conAT: abfé ' lamG1- ablé @araN-Il araP-il araQ-ll abf3 - xyiX | abfA - epiA [ EEEID araM
T. petrophila D @Wlle- -/ oroP-1020-11@ gisA 1amG2 conA2 conAT: abfd ' lamG1: abfd @araN-ll araP-ll araQ-ll abf3 - xyiX | abfA - epiA [EEB)EEBID aral
T. neapolitana --GIIN-IIOIBP-II ~ tan1 PmQ-II. abfA - epiA D oroE

T. lettingae OEEDEED) @:aN-l ol araQ-ll xynB | abf3 | abra

Pucynoxk 3.4. Oneponnas ctpykrypa AraR perynonos. CtpenkaMu 0003Hau€HbI
renbl. [{BeTramu 0003HaueHbI OJuHAaKOBbIE GYyHKIIMU TeHOB. Kpyru 0003Ha4aoT
npeanoaraeMele caThl cBsi3biBaHus AraR. L[BeT kpyra o0o3HavaeT MaTpuily
MO3UIIMOHHBIX BECOB, C TOMOIIBIO0 KOTOPOW OBLIT HAWEH CAWT: KPACHBINA —
Lactobacillales; xentoiit — C. acetobutylicum; opanxeBblil — Bacillales; 3enenbiii —

Clostridiales; cunuii — Thermotogales
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3.4 Dponronust AraR peryJiona

B xonme pexonctpykuuu AraR perynoHa ObUIO BBISIBICHO HECKOJIBKO
0COOEHHOCTEH:

— Haubonee wacto mon AraR perynsauueit Bctpewatorcst reHsl araAd, arak,
araD w araE, COCTaBISIOIINE MUHHUMAJIbHBIM NOyTh yTuUiaM3auuu L-
apabuno3sl (Tabm. 3.1).

— VImeHHO B 3TOM cOCTaBe peryJioH coxpaHseTcs B nopsiake Lactobacillales, a
TaKXe B TeHOMax B. licheniformis, B. pumilus u O. iheyensis.

— CrpykTypa ONEpPOHOB M PETYJOHOB CHUJIBHO pa3jiMYaeTcsl Jaxe BHYTpHU
OJIHOT'O TaKCOHa.

— EauHCTBEHHBIM TaKCOHOM BHE TuIa Firmicutes, Tae ObLT HaWIEH OPTOJIOT
AraM, sBnsiercsa nopsanok Thermotogales.

Takum oOpa3oM, U3 aHajgu3a PEKOHCTPYMPOBAHHBIX PEryJIOHOB U
(UIOTeHETHYECKUX JEPEBHEB MOXKHO CENaTh MPEANOI0KEHNE O BO3MOXKHOM ITyTH
sBomton  AraR  perynona (Puc. 3.5). BeposiTHo, uTo mnepBoHauaibHO AraR
perynsiusi BO3HHMKIA B 001IeM mnpenke Firmicutes B BUAE MPOCTOrO PEryJioHa,
cocrosIero m3 reHoB arad, araB, araD wn araFE, B KakoM BHJE OH OCTaJCs B
Lactobacillales. 1loxoxe, uto B C. acetobutylicum mpou3olien I OpU30HTAIbHBIN
NEPEHOC OJIHOTO W3 PAaHHUX BapHaHTOB PETyJOHa, TIe MpPEeTepres CyUECTBEHHOE
paciIfpeHne, 3aXBaTUB TaKXKe TeHbI TeHTo30¢ochaTHOro MyTH tkt, tal u ptk. O6 sTOM
MOXHO CYIUTh, BO-TIEPBBIX, IO OTHOCUTEIBHO HEAATEKOMY PaCIOJIOKEHUIO
AraR(CAC) ot rpynmsl 6enkoB AraR Lactobacillales na hunoreHeTH4ecKoM JiepeBe
(Puc. 3.1), BO-BTOpBIX, IO CTPYKTYypE CaMTOB CBA3bIBAHUA. B oTiM4ue OT Apyrux
rpynn, y Lactobacillales v C. acetobutylicum oGHapy»KeHO CYIIECTBEHHOE CHIKEHUE
KOHCEepBaTUBHOCTH cUMMETPUYHBIX G 1 C B 7 1 14 mo3unusx B caliTax CBA3BIBAHUS
(Puc. 3.2). UHTepecHo, 4TO B pe3ysibTaTe MYTAIIMOHHOTO aHaim3a B B. subtilis
OKa3aJioCh, UTO OTH  MO3UIMM HMMEIOT BaXKHOE 3HAY€HWE JUIsl TMPABHIBHOTO
cBs3biBanus Oenka AraR (100), xots u He sBIsSOTCS KpuThueckumu. Takxke B C.

acetobutylicum B AraR peryinone copepxarcsi 10 JBE KOMUU TE€HOB araFE w araA.
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[IpuueM, ecnu ypoBeHb cxonactBa mnapanoroB AraA (80,5% UWAECHTUYHOCTH)
MO3BOJISIET TOBOPUTH O AYIUIMKAIIUU, TO cXoJcTBO mapanoroB AraE (35,3%) ckopee

YKa3bIBAa€T HA TOPU30HTAJIbHBIN EPEHOC C MOCIECAYIOIIEH MyTallueH canuTa.

Q—E Thermotogales
4
Bacillales

Bacillales (BLI, BPU, OIH)

c:%[ " —%) Clostridium (CBE,CCE,CSS)
O O

23 2 Clostridium (CAC

E (é o —2 ostridium (CAC)

3 Ta Lactobacillales

o

Pucynok 3.5. [Ipennonaraemsiii cuieHapuii sposiroruu AraR perynona. Hudpamu
OTMEYEHBI 3BOJIIOIMOHHBIE COOBITUS: | — perysius 0OJHOTO ONEepPOHa, COCTOSIIIETO
U3 reHoB araA, araK, araD v araFE; 2 — TOpU30HTAIBHBIA IEPEHOC U PACIIUPECHUE
perynona B npenke C. acetobutylicum; 3 — TpaHcopT apaOWHO3bBI WX
OJINTOAPaOMHO3U/IOB MEPEXOAUT MO PETYJIALHNIO JBYXKOMIIOHEHTHON CUCTEMBI
Aral/Aral; 4 — nHeopronornynoe 3amenieHue L-pubynokunasel AraK Ha AraB; 5 —
ropu3oHTaNbHBIN epeHoc AraR perynona B 0aktepuu nopsiaka Thermotogales.

AHaJn3 3BOJIOLIMY PETYJIOHA YKa3bIBA€T Ha TO, YTO B oO1ieM npenke Bacillales
TaK)Xe MPUCYTCTBOBAI MUHUMAJIbHBIA PEryJIOH B TAKOM BHUJIE, KAK OH COXPAHMUJICA B
B. licheniformis, B. pumilus w O. iheyensis. OpHako, 3aTeM MPOU30IILIA
HeopronornuHas 3ameHa AraK Ha AraB, B cocTaB peryioHa BOLIIM CHCTEMBI
Jerpafiallid W TPaHCIOpTa MOJU- W OJ uroapabuno3uaos. WHtepecHo, uto B B.
licheniformis non AraR perynsdiueil mpUCYyTCTBYIOT JIBa OIEpOHA, COJEpIKallue
MOJIHBI HAOOp TEeHOB Juisl nerpamanuu apaduHoswl, araKDAE w araABDMNPQ-
abfA. Tloxoxe, 4TO BTOPOH OMEPOH OBLI TOPU3OHTAIBLHO MEPEHECEH M COXPAHMIICS
JUTSL YTUJTU3AIANA OJTUT0apaOuHO3HIOB.

B Clostridiales AraR peryinoH mnperepriesl CYIIECTBEHHbIE OINEPOHHBIC
MEepPEeCTPOKH U TpUOOpen HOBBIM perymsaTop Aral/Aral, koropsii, cynas mo

KOHCEpBaTUBHOCTH  pACMOJOXKEHUS HAa XPOMOCOME, pEryJIHpPYyeT TPaHCIOPT
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apabuHo3bI B KiIeTKy. OqHako 0ojee TOYHO 3TO MOXKHO OyJIeT cKa3aTh JIMIIb MOCIEe
PEKOHCTPYKIIUU COOTBETCTBYIOIIETO PETyJIOHA.

Hakonen, B Thermotogales HabmoAal0OTCsT TOCIEACTBUS BO3MOXKHOIO
TOPU3OHTANIBLHOTO MEPEeHOca TeHOB KaTabonu3ma apaOuHo3bl u3 Bacillales. Jlannbiii
BBIBOJI C/IE€JaH Ha OCHOBE aHaju3a IN'eHOB, BXOIAIIMUX B perynoH. Tak, AraB-II na
(UITOTEeHETUYECKOM  JIEpEeBE CTOUT JOCTaTO4HO Onu3ko K AraB, 4ToOmbI
MIPEINON0KUTh pacXoXaeHue oT obOmiero npeaka. K tomy xe Thermotogales wn

Bacillales — 3T0 eAMHCTBEHHBIE TaKCOHBI, coAepkamue noj AraR perynsuueit rex

araM.
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3.5 O6cy:xxnenue

Perynsiuusa TpaHCKpUNIMU yTUIM3alMU apabuHo3bl (gaktopom AraR Obuia
noApoOHO U3y4YeHa B TPaM-MOJOKUTEIbHON OakTepuu B. subtilis (96,97,99,100). Ho
HACTOSIIETO BPEMEHU W3YUCHHUE PETYJSIHNH B APYTHX OAKTEPUSX OTPaHUYHBAIOCH
OnonH(pOpMaTUYECKUM aHAIM30M B 4YeThlpeXx TreHoMmax: B. halodurans, B.
stearothermophilus, C. acetobutylicum n E. faecium (8). B HacTosiei padboTe ObLIO
nmokazaHo, 49to AraR peryjgoH mHUpPOKO pacmpOCTPAaHEH B OaKTepHsIX,
MpUHATICKAMX K TUY Firmicutes, a Takke B OakTepusix mopsaka Thermotogales.
AHanmu3 CcalTOB CBSA3BIBAaHUS TIOKa3al CYIIECTBEHHOE W3MEHEHHE MOTHBA
pacrio3HaBaHusi B Oaktepusix mnopsinka Lactobacillales w C. acetobutylicum.
HNuTepecHo, 4yTo Bce O€NKH, C JOMEHHOM CTPYKTypoi, kak y AraR u3 B. subtilis,
OXapaKTepU30BaHHbIE OMOMH(OPMATHIECKUMU METOJAMU WM JKCIEPUMEHTAIBHO,
SIBIITFOTCS] €70 OPTOJIOTaMU M PETYJIUPYIOT YTUIIN3AIHNIO apaOUHO3HI.

CpaBHHUTENBHBIN aHAJIW3 PEryJIOHOB YTWIW3AWK apaOWHO3BI  MTO3BOJIHII
npencka3ath (PYHKIIMU HOBBIX T€HOB B Pa3IUYHBIX OopraHu3Max. KOMIIOHEHTHI myTH
CWIBHO BapbUPYIOTCSI TPH TIEPEXOoA€ OT OJHOTO OpraHu3Ma kK  JIPyromy.
EnuHCTBEHHBIM  (EPMEHTOM MyTH , KOHCEPBATHBHBIM BO BCEX HW3YYEHHBIX
opraHmsMax, oOkazanach L-puOynoza-5-pocdar-4-amumepasa AraD. [lns Bcex
OCTAJIbHBIX KOMIIOHEHTOB ITyTH OBbUIM 3aMeYeHbl Bapuanuu. Tak (yHKIIMOHAIbHAS
aHHOTanus L-puOyloknHa3pl, KpOME Kak JJIsi OPTOJIOTOB araB, w3ydeHHOW B B.
Subtilis, Obuta TIpencka3aHa uisg TeHoB araK w araB-II. Tlpudem, ecnu QyHKIHS
AraK B kauectBe L-puOynokuHasbl Obla MpeanoyiokKeHa U3 MPeabIAyIero aHaan3a
AraR perynona B C. acetobutylicum (8), To B HacTosiei padoTe ObUIO MOKa3aHO,
4TO araK sABIsIeTCs HauOoJiee pacIpoOCTPaHEHHBIM TUIIOM L-pulOynokuHas. OyHKIHS
AraK B kauvectBe L-puOynokwHa3pl OblJa NMPOBEPEHA B COBMECTHOW paboTe ¢
naboparopueii goktopa Sur u3 Illamxaiickoro MHCTUTyTa OHMOJIOTHYECKUX HAYK
Kwuraiickoit akamemuu H ayk. [ 3TOro OBUIM OCYIIECTBICHBI AKCIEPHUMEHTHI 10
aHanusy pocta arakK mytantoB 6aktepuu C. acetobutylicum, a TakXe in vitro aHanu3

dbepMeHTaTUBHON aKTUBHOCTH Oenka AraK u ompenenenne cyOCTpaToB U MPOIYKTOB
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KaTaIM3UPyEMON KM pEaKlMU C HCHOJb30BAHHEM METOJa BBICOKOI(P(DEKTUBHOM
KUJIKOCTHOU Xpomartorpaduu. [lomydeHHble qaHHbIE MOKa3ain akTUBHOCTH AraK B
KauecTBE pUOYJIOKHUHA3BI.

Taxxe ObLJIO HalJIEHO HEOPTOJIOTHYHOE 3amelnieHne L-apabuHo3a n3omepassl
Ha AraA-II B renomax C. cellulolyticum, C. sp. SS2/1 u T. lettingae. bbisio MOKa3aHO
HIMPOKOE Pa3HO0Opa3ue reHOB TPAHCIOPTHBIX CUCTEM MOJ peryisanueil AraR — kak
OJIHOKOMIOHEHTHBIX nepmeas (arak w araT), Tak u ABC tpancnoprepoB (araNPQ,
araFGH, araN-II-araP-Il-araQ-11, araN-I1ll-araP-1ll-araQ-Il v araTlT2T3). K
COXKQJICHUIO, TOYHO OTNPENIETUTh CIENU(DPUIHOCTh K apaOuHO3€e WK apabHUHO3UIaM He
MPECTABIACTCS BO3MOXKHBIM. Takxe ObUlM OOHapy>XeHbl HOBBIE TE€HBI THIPOJIa3,
Haxonsamuxcss moa AraR perynsuent (abf3, abf4, abfs, xylX, xynB, gils4). B C.
acetobutylicum n C. beijerinckii non perynsiueir AraR Oblin 0OHapy>X€HbI T€HBI
neHT030hochaTHOTO MYTH, YTO, BEPOSTHO, TO3BOJISIET OBICTpEe METabOJM3UPOBATH
apaOuHO3Y.

B pesynbrare ananmn3a GuiIOreHETHYECKUX JIEPEBBEB U COCTAaBa PETYJIOHA OBLI
IIPEJI0KEH BEPOSATHBIN CUeHapui 3Bosrounu AraR perynona. [IpeanonoxxurensHo,
B 00mmIeM mpeake Firmicutes BO3HUK PETYJIOH, COCTOSAIIUA W3 TeHOB arad, arak,
araD n araE, KOTOPBIN 3aT€M PACIIUPSIICA B PA3JIMYHBIX TaKCOHAX, IOJIy4yasl T'€HbI
JUTISL IeTpajlallid pa3IuvHbIX apaOuHO30coAepkKalux moauMmepoB. Kpome toro, B
XO/JI¢ BOJIONHUH PETYJIOHA TIPOU3 OIIEN PsAJl TOPU3OHTAIBHBIX TIEPEHOCOB, YTO OBIIO

yOeIMTENBHO JIOKa3aHO B HACTOSIIICH padoTe.

69



I'1aBa 4

UccnenoBanue peryasnun AgaR pery/jiona B mporeodaKkTrepusix

4.1 UcciienoBanue 3BOJIOIUU PeryasiTopHoil cucrembl AgaR

@akTop TpaHckpuniuu AgaR, npuHagnexamuii k¢ emencrBy JHK-
cBs3pIBatoIuX OenkoB DeoR, ObuT BnepBbie oxapakTepu3oBaH B E. coli B KauecTBe
pernpeccopa reHoB ytuiuzanuu N-anetunranakro3amuHa (HAI'A) u ramakrozamuHa
('A) (109). B n poreobakTepusix 0 pTOJOTH JAHHOTO Oeika OblM HaijeHbl B 21
reHome — 19 renomax raMmma-npoTeo0aKkTepuii, 0IHOM reHoMe OeTa-npoTeodaKTepuit
1 OHOM TeHoMe anb(a-nporeodakTepuid. B ueTbipex reHomax ObLI0 OOHAPYKEHO O
nBe konuu reHa agaR (Ta6n. 4.1). I'enom P. profundum conepXuT Tpu mHapayiora
agaR. Bce HaiiieHHBIE OPTOJIOTM T€HAa agaR KIacTepU3yIOTCS Ha XPOMOCOME C
renamu ytuwinzauuun HATD'A, 49To 1d0OKa3blBaeT KOHCEPBATUBHOCTh (DYHKIIMHU
opronoroB AgaR (Puc. 4.2). @®unoreHeTMyecKuil aHalvW3 HANUJACHHBIX B
nporeo0akTepusix romosioroB AgaR mnokaszan Hamuuue NSATH TPYII PEryJIsaTOpPOB
(Puc. 4.1). UatepecHo, uro renomsl P. profundum w E. tarda conepxat 10CTaTOYHO
nanekue mapanoru AgaR (45% wupentuuHocTtn), Toraa kak AgaR mapanoru B S.
proteamaculans w V. vulnificus coorBerctBeHHO Ha 74 u 57% WIGHTUYHBI U

MIpUHAJIeXKAT K OJTHUM U TeM Xe Ki1agam Ha nepee AgaR (Puc. 4.1).

4.2 IlocTpoeHune pPacno3HAKIIEr0 NMPABUJIA ISl MOMCKA MOTEHUHAIbHBIX
caliToOB cBsA3bIBaHUuA AgaR

B xaxmoil u3 mATH HM3ydaeMbIX TAKCOHOMHYECKUX TPYII OakTepuil ObLIN
BBIJICTICHBI 5 -HEKOAUPYIOIIME yd4acTku TeHoB yrunuzanmuun HATA/TA n
WCIIOJIb30BAHBI i TIpoBeneHus dunorenernyeckoro ¢pyrnpuntunara (IIpunoxenue
2). Ilo pe3ynpTaTaM aHanu3a ObUIM MOJy4YeHBI KOoHcepBaTuBHBIC (pparmeHTsl [JHK,
KOTOPBIE HCIOJIb30BAJIUCh I MOCTPOEHUS MATpPHUI] MO3ULHUOHHBIX BECOB U

MMOCJICAYIOMICTO CKAHUPOBAHUA 'CHOMOB C ICJIBIO ITOMCKA JOITOJTHUTCIbHBIX CalTOB.
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Enterobacterales-1 CKO_04529 (CKO)
_| -l:- b3131 (ECO) (i
Ent638_357 (ENT) » AgaR-()

AHA_0813 (AHA)

Aeromonas

PBPRB0140 (PRP)
Various VF_A1006 (VFI)
g-proteobacteria y3216 (YPK) .
ETAE_2538 (PCT) AgaR-~(ii)

il —u PMI2141 (PMR)

HAPS_0195 (HAP)
% Sama_1193 (SAZ)

Shewana3_2702 (SHN) _(ii:
Shewanella spp. _fShewmr4_2536 (SHE) J AgaR-(iii)
Shewmr7_2603 (SHM)

Spro_3849 (SS2) i
Enterobacterales-2 ETAE_0677 (PCT) + AgaR-(iv)
plu0832 (PLU)

8 Spro_2577 (SS2Z) J

iprionales-,
VAS14_15559 (VAN)
| S—

([

Pasteurellales

VV2_1026 (VVU)
— - PBPRB1036 (PRP)  [ABAR-(V)
‘ Vibrionales-1 WV2_1025 (VWWU)
Stenotrophomonas (g-proteo ¢
P g-P ) Smit4437 (SML) VAS14_15564 (VVU)
Caulobacter (a-proteo)
Caul_0312 (CAK)

Burkholderia (b-proteo)

BCAS0467 (BCJ)

Pucynok 4.1. Gunoreneruyeckoe nepeBo 0enkoB AgaR u3 nporeobakrepuil. [1sTh
TPYNI PETYJISITOPOB C Pa3IMYHBIMU TUIIAMHA MOTHUBOB CAWTOB CBSI3bIBAHUSI OTMEUYECHBI

pa3’IMYHbIMHU OBCTAMMU.

IIpenckaszanHble MOTHBBI CaWTOB CBsI3bIBaHUS AgaR BO Bcex msaTu rpynmax
MMEIOT CXOJIHYI0 KOHCeHCYcHyro mnocienoBarenbHocTh CTTTC unum ke oOpaTHo-
komruiemeHTapuyto eil, GAAAG (Puc. 4.2). B rpynne (i), Bkitodarouieid B ce0s E.
coli m poxacTtBeHHble Enterobacteriales, mnpenmnonaraeMbli MoTUB AgaR caiitoB
COOTBETCTBYET pe3ybTaTaM OINPEACICHUS 3aluIIeHHbIX oT pacuierieHus JJHKazoin
I yuactkoB (109) (Ilpunoxenue 2). B rpymnax (i), (i1) u (iil), npeamnoiaraemsie
MOTHBBl AgaR CcaliTOB HMMEIT OJAMHAKOBYIO CTPYKTYpPy MNOpPSIMBIX IOBTOPOB C
koHceHcycoM CTTTC-5mu-CTTTC, Ttorma Kak 4YMCIO TaKuX CalTOB W HX
OpUEHTalUsl [JJIsi NPOMOTOPHOM 00JIACTH Ka)XAOTO0 PEryJupyeMoro reHa MOKET
paznuyathcsi. B rpymme (iv) mpencka3zaHHBIM PETryJIsSTOPHBIH MOTHB SIBIISETCS
MHBEPTUPOBaHHBIM TOBTOpOM ¢ KoHceHcycoM CTTTC-15nH-GAAAG. Hakonen,
MpEeACKAa3aHHbI MOTUB MJIA Tpynnbl (V) HUMEET CTPYKTYypy MNpPSAMOro MOBTOpa C

KOHCEeHCycoM JByX cailToB GAAAG, pa3aeneHHbix crneiicepom B 16-18mH.
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FeHom AgaR perynoH
Escherichia coli C str. ATCC 8739 L TIRE 7 eI | 4
Citrobacter koseri ATCC BAA-895 WMo eoo 77 e S Jiya g

Enterobacter sp. 638 EWeees 72> el DI | g
Serratia proteamaculans 568 Il
Edwardsiella tarda EIB202 {. [ ool
RIS S J

Yersinia pestis KIM LR s 4 R Y 4
Proteus mirabilis Hi4320 LSRN S | oo TR
Photorhabdus luminescens TTO1 | v 2 H 2
Photobacterium profundum Ss9 24

ool 7 HEID |
Vibrio vulnificus CMCP6 X
Vibrio fischeri Es114 (LU RZNZE S | IR
Vibrio angustum S14 [ R2J88 R14 Z 2 S
Aeromonas hydrophila ATCC 7966 L R i Z 4 S 2 WSE»
Shewanella amazonensis SB2B omp R [¢) Z S K 4 Al
Shewanella spp. ANA-3, MR-4, MR7 omp R (o] Z S K A-ll
Caulobacter sp. K31 | R X 1 W HIl g
Burkholderia cenocepacia J2315 Aie
Stenotrophomonas maltophilia K279a LRONTOMPIEHIIL. S , K 42 Z 2 R 4 A /4
Haemophilus parasuis Sh0165 SRS S 4  bal 4 V-1l

® AgaR-(i) ® AgaR-(ii) ® AgaR-(iii) ® AgaR-(iv) AgaR-(iv)

cIMCe T Tl erTTea..x. TTTCY CriTcAaa acTTTC | <TTTC No GAMAG | GAAR: N, GAAA

PucyHnok 4.2. ['eHbl 1 TOTEHIMAIIBHBIE CAWTHI CBSI3bIBAHUA AgaR nmokaszaHsl
COOTBETCTBEHHO CTpEJIKaMHu U Kpyramu. | 'eHbl Ha3BaHBI 10 MOCIeIHEH OyKBe
Ha3BaHUs COOTBETCTBYIOLIETO Oelka. [ 'eHbl, HaxosIuecs: B OAHOM JIOKYCe, HO He
HETMOCPEACTBEHHO JIPYT 3a APYTOM pa3JIeICHbI 3HAKOM «/». ['€HbI U3 pa3HbIX JIOKYCOB
paszienieHbl 3HAKOM «//» WU TIOKa3aHbl B IBE CTPOKH, 00beIMHEHHBIE CKOOKOM. [[BeT
MOTEHIUATBHBIX CAUTOB CBS3bIBaHUSI AgaR cOOTBETCTBYET OJHOMY M3 MOTHBOB

BHU3Y PHUCYHKA.

43 Crpykrypa AgaR peryrona wu nyred yruiamsaoum  N-
aleTHJITAJIaKTO3aMHHA U rAJIaKTO3aMHHA

Pexkonctpykuus AgaR peryiaoHOB B I pOTE€OOAKTEpUAX IMOKa3ana pa3IHYHbIE
HAOOpBI TEHOB, MPEIOIOKUTENBHO yuacTBytomux B yrunuzanuu HATA/T'A (Ta6m.
4.1u Puc 4.2). bonpwmas nonst peryiaupyembix AgaR TeHOB KoaHWpyeT paHee

HCU3BCCTHBIC (bepMeHTI)I N TPAaHCIIOPTHBIC CHCTCMBI. HYTGM aHaJIm3a CXO0ACTBa
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OCJIKOB M T€HOMHOI'0 KOHTEKCTa COOTBCTCTBYIOIMX I'€CHOB UM ObLIH IMPUITNCAHBbI
npearnojaracMaIC (I)YHKI_II/IOHEU'H)HBIG AdHHOTaluu, 1 OblIa IMPOBCACHA PCKOHCTPYKIUA

Metabonnyeckux nyrtei (Puc. 4.3).

Tadaumna 4.1. Pacnpenenenue kKomnoHeHT nyTu yrtuiausanuun GalNAc B

MPOTEO0AKTEPUSIX.
Peryasitop DepMeHTBI karaGosmsma’ TpchnopTepbl2

Takcon / 'enom AgaR1 AgaK| AgaA | AgaS | AgaZ | AgaY |Omp | AgaP | PTS
[Enterobacteriales

Escherichia coli str. C str. ATCC 8739 1 - 1 + + 1 - - LIV

Citrobacter koseri ATCC BAA-895 i - I + + 1 - - 1

Enterobacter sp. 638 i - - + + 1 - - LIV

Yersinia pestis KIM i1 - 1 + + 1 - - 11T

Serratia proteamaculans 568 iv.iv - - + + I - - 11

Edwardsiella tarda E1IB202 11.1v - 1 + + 1 - - 11111

Proteus mirabilis HI4320 i1 - I + + 1 - - II1

Photorhabdus luminescens TTO1 v - - + + 1 - - 11
Vibrionales

Vibrio vulnificus CMCP6 V.V - 1 + + 1 - - I

Vibrio fischeri ES114 i1 - 1 + + 1 - - II1

Vibrio angustum S14 V.V - I + + 1 - - 1

Photobacterium profundum SS9 TRAY - 1 + + 1 - - LI
Pasteurellales

Haemophilus parasuis SH0165 i - - + - 11 - - Vv
\Alteromonadales

Shewanella sp. ANA-3, MR-4, MR-7 i1l I 11 + + - + 1 -

Shewanella amazonensis SB2B 1l 1 11 + + - + 1 -
\Aeromonadales

Aeromonas hydrophila ATCC 7966 1 - I + + 1 + - 1
\Xanthomonadales

Stenotrophomonas maltophilia K279a iv 1 1 + + - + 111 -
Caulobacterales

Caulobacter sp. K31 + 11 - + + - - 11 -
\Burkholderia

Burkholderia cenocepacia J2315 + 11 - + + - - 11 -

1prnmﬂ PErYyJIATOPOB OOpa3yIIIUX MITh KJaJ Ha (UIOTEHETHYECKOM JEpeBe U
XapaKTEepU3YIOUIUXCS Pa3HbIMM MOTHUBAMH CAaWTOB CBSI3bIBAHUS MOKA3aHBI B BUJIE
puMckux 1udp (Puc. 4.1).

[IpucyTcTBUE oOpTONOTa TEeHa, KOAUPYHOHIEro (EepMEHT Ha COOTBETCTBYIOIIYIO
(YHKIIMOHATBHYIO POJb OTMEYEHO «+» WU PUMCKOU IU(poH, KOTOpasi yKa3bIBaeT
KaKoOW U3 BApUAHTOB HEOPTOJOTMYHOTO 3aMEIIECHUS TPUCYTCTBYET B TAHHOM T'€HOME.
OTcTyTCTBHE OPTOJIOTa 0003HAYEHO 3HAKOM «-).
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Pucynoxk 4.3. Pexonctpykuus nyreid yrumsauuu HAI'A u I'A B npoteobakTepusix.

anspaonasa

MeTaboauThI TOKa3aHbl B CCPBIX OBaJiax. benku nmoka3aHsl B MpsAMOYTOJIbHUKAX.
HCOpTOJ’IOFI/I‘IHBIC 3aMCIICHUA OCJIKOB ITOKa3aHbI B OAHOM HPAMOYTOJIbHHUKEC I1O

Pa3IMYHBIMU PUMCKUMHU IU(DPaAMH.

Hanbonee xoHcepBatuBHBIM OenkoM B nyTd yrunuzauuu HATA/TA,
MPUCYTCTBYIOIIMM BO BCEX H3Yy4yaeMbIX OpraHu3max, siBisiercs AgaS, caxapHas
n3omepaza HeusBecTHOM ¢yHkuum wu3 SIS cemelictBa. I3HauanbHO OBLIO
MIPEIIOI0KEHO, 4TO byHKIHIIO JleaMHUHAa3bl/U30MEPasbl, CIIOCOOHOM
npeoOpazoBeiBaTh ['A-6-pocdar B Taratosa-6-pocdar B E. coli BeimonHser Agal.
Onnako, B TeKyie pabote oprosior agal Obul HaiiieH TOIbKO B Enterobacter sp.
638, uTo IIOKa3bIBAET  BCIIOMOTATEIbHYIO POJIb Agal B HCCIENYEMOM
MeTabomn4eckoM myTu. Takum oOpa3zom, Heobxomammas B mytd ['A-6-ocdar

JeaMHHa3a/u30Mepa3a OTCYTCTBYeT B OOJIBIIMHCTBE Te€HOMOB. JlaHHBIN (hakT
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MO3BOJISIET MPEANOJIOKNUTh, YTO MMEHHO AgaS BBIIOJIHAET pOJb OCHOBHOU ['A-6-
dbocdat neamuHazbl/U30Mepassbl.

I'en  HAT'A-6-dochar npeanerunassl agaA TPUCYTCTBYET B JABEHAJLIATH
reHoMax M3 JBaJlaTH OJHOr0 M 00S3aTEIbHO HAXOAUTCS HAa XPOMOCOME B OJHOM
KJIacTepe C ocTanbHbIMM reHamMu yrtuiansaunu HAI'A. B oprammsmax poja
Shewanella knactep aga TeHOB coAepXuT reH, komupyrouuii HAI'A-6-docdar
JlealieTui1a3zy, UMEIOIIYI0 HauOobIIee CX0ACTBO ¢ N-aleTHIrIoko3aMuH-6-pocdat
neanetrnia3zoil NagA u3 Oakrepuil pomna Shewanella (50% wuaeHTHYHOCTH). DTOT
HOBbIM Bapuant HAI'A-6-pocdar neanerunaszsl Obul HazBan AgaA-Il. Bce Tpu
dbepmenta: AgaA u3 E. coli, AgaA-Il u NagA u3 Shewanella npunaaiaexar K O4HOMY
cemeiictBy amumoruaposiaz  (COG1820). DumoreHeTHYECKUN aHAIW3 3TOrO
cemeiictBa (Puc. 4.4) mnoarsepawi, yto AgaA-Il sBisieTcss mapainorom NagA, 4To
CBUJICTENBCTBYET O HeMaBHEH Aymunkamnuu reHoB. MaTepecno, uto HAT'A-6-docdar
JeaneTuina3bl OTCYTCTBYIOT B IECTH MCCJIEIOBAHHBIX MPOTEO0AKTEPHUSIX, HUTO
MOKa3bIBa€T HEBO3MOXKHOCTh JJAHHBIX MHUKpPOOpPraHu3MoB ytuinsupoBatb HAT'A, a,
CJIe0BaTEIbHO, HAUJEHHBIN B HUX MYTh SBJISIETCS YTUIN3ALMEN UCKITIOUUTENBHO ['A.

Tpancopr u  mocnenytomee ¢dochopunupoanue HAT'A u T'A B E. coli
OCYIIECTBIISIETCS ¢ MOMOIIBI0 ABYyX crnenupuunbix PTS cucrem, KoaupyeMmbIxX B
reHax agaBCD w agaVWEF w3 AgaR perynona (106). I'ensl, kKoaupyrolue
romosiorndHsie PTS cucremspl, Obutn oOHapykeHbl moj perymsiuein AgaR B
Oaktepusix TOpsIAKOB  Enterobacteriales w  Vibrionales. Jlns  onpeneneHus
cnerupuunocteit aTux PTS cuctem ObUIO MOCTPOEHO (PUIIOTEHETHIECKOE IEPEBO IS
IIC xommoneHnt PTS, saBisrommxcss MeMOpaHHBIMU OelKaMHd W ONPEACIISIONTAMHU
criennpUIHOCTh TpaHCTIOPTHBIX cucteM (Puc. 4.5). Ha nepeBe XopoIno pa3nudaroTcs
KJIaJIbl, COOTBETCTBYIOLIME T€HAM, JIEXKAUIUM B OJIHOM JIOKYyCE C T€HOM agaA u
JeXaluMM Ha XPOMOCOME OTIEIbHO OT MocieAHero. MOXKHO MpEearnonoKUThb, YTO
ces3annbie ¢ agad PTS cucremsl cnenubuyunasl k HAI'A (PTS-1 u PTS-III), Torna
kak PTS cucremsl, nexamue otaenbHo oT agaA, cneruduans k ['A (PTS-1T u PTS-

V).
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Pucynok 4.5. ®unorenernueckoe nepepo [1C komnoneHnt PTS cucrem,
oOHapyxeHHbIX B AgaR perynonax B nporeobaktepusix. PTS KOMIOHEHTBI, TE€HBI
KOTOPBIX JIekKaT B OAHOM Jiokyce ¢ reHamu HAT'A-6-docdar neaunerunas agad,

OTMEUCHBI JKEJITBIM I1BeTOM. [Tk Kitaxg PTS cuctem momeueHbl pUMCKUMHU UG paMH.
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[Ton perymsimuent AgaR He obnapyxwmiock PTS cuctem B Oakrtepusax popa
Shewanella v B HEKOTOPBIX Jpyrux n poreodaktepusix. B Shewanella AgaR
PETYJIOHBI COJIEPKAT HOBBIE T€HBI, Koaupyromue npeackazanusie HAI'A nepmeasy
AgaP, kunazy AgaK u TonB-3aBucumbiii TpancnopTrep BHEIIHEH MeMOpaHbI

(aga)

Omp™”, KOTOPBII NPEANONOKUTENbHO ydacTByeT B TpaHcnopre HAI'A ckBO3b
BHEIIHIOIO MemOpany. lIpeackazannas mnepmeasa AgaP npunamnexutr k GGP
CEMEUCTBY CaxapHbIX TPAHCIOPTEPOB M ABJISETCA ONM3KUM mapajorom N-
alleTIIITIIOKO3aMUH TiepMeasbl U3  Oaktepuit poma Shewanella (Puc. 4.6).
IIpenckazannas HAI'A kunaza AgaK npunajgnexut k cemeictBy kuHa3 ROK wu
romosiornuda rimokokuHaze Glk-1T (35% wuaentuunoctu) w3 OakTepuil poxa
Shewanella (110). B AgaR perynone B S. maltophila Taxxe ObLI HaiifeH TeH agak,
OJIHAKO 3aKOJMPOBAHHAS B 3TOM € peryinoHe nepmeasa AgaP-III npunamnexur k
IpPYrOMY CEMEWUCTBY, Ha3bIBaEMOMY Sugar tr.

B Caulobacter sp. K31 u B. cenocepacia B aga KiacTepe 3aKOAUPOBAHBI
caxapnas kuHa3za AgaK-II u3 cemeiicta BcrAD BadFG u Tpancnoprep AgaP-1I u3
cemeiictBa EamA. TlockonbKy B JaHHBIX T€HOMax He ObL10 oOHapyxeHo HAI'A-6-
docdar neanerunaspl, ObUT0 MpeAmnonoxkeno, uto AgaP-II m AgaK-II ygactByroT B
Tparcnopte u dochopunupoBanuu ['A, coorBeTcTBeHHO. TakuM 00pazoM, MOKHO
npennonoxuth, 4to orcyrctBue HAI'A u I'A-cnemudpuunsix PTS cuctem B sTHX
reHOMax 3aMeIleHO OOHAPYKEHHBIMU NIepMea3aMy U KHHA3aMHU.

B pexonctpyupoBanHbix AgaR perynoHax OblTM 0 OHapy>KEHBI HOBBIC
[JIMKO3WJI THAPOJa3bl, KOTOPbIE, KaK MPEAIoJaraercsi, y4acTBYIOT B MeTa00In3Me
HATA/TA (Tabauma 4.1). Tak, B rpynme reHomoB Shewanella Obuta HaiineHa
cekperupyemasi anbda-N-anerwiraiakrozamuanaaza AgaQ, mnpuHaiexamas K
cemerictey GH109 raukosun rumponas. ['enombr P. luminescens u A. hydrophila
coaepxkar red ruaponassl AgaH u3 cemeiictsa GH36, koTopasi ckopee BCEro Takxke
sapisieTcs  anb(da-N-areTwiraiakrozaMuHugazon. Takke TeH, KOAUPYIOIIUiH
cekperupyemyto I'A-omurocaxapun ruaponasy AgaH-I1, O6but HalieH B aga knacTepe

B Caulobacter sp. K31 u B. cenocepacia, a rex, konupyromuit HAI'A-onurocaxapun
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ruaponazy AgaH-IIl — B S. maltophila. B H. parasuis non AgaR perymnsuueit

HaxXOJUTCS T€H, KOAUPYIOIIUHN UTOIIa3MaTHYECKYI0 OeTa-ranakro3uaasy bgaZ.
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PucyHnok 4.6. dunoreneTnyeckoe JepeBO TPAHCIIOPTEPOB CEMENCTBA
I'mokoza/ranakrosa nepmeas (GGP). CyOGcTpaTHble cieiuUIHOCTH OMKCAHBI B

cootBeTcTBHE ¢ 06a30i1 nanHbix TCDB (229).

4.4 DBosouus AgaR peryjiona

DuUIOreHeTUUECKU aHaau3 OEJIKOB, BXOIAMMX B MyTh yTuim3aruu HATA,
MO3BOJISIET ~IPEANOJIOKUTh HaubOJee BEPOATHBIE HSBOJIIOIMOHHBIE CLEHAPUU
nosiBieHust AgaR peryJioHOB B pa3jIMYHbIX TAKCOHAX.

Hanbonee uHTEpEeCHBIM MpeACTaBISIETCS 00pa30BaHUE OINEpPOHA YT WIM3ALUU
HAT'A B Oakrtepusix pona Shewanella. B 3ToM omnepoHe NpPUCYTCTBYIOT T'€HBI,
KOJUPYIOIIHNE HOBbIE KOMIOHEHTHI myTH — AgaP u AgaA-II, kotopsie 00pa3oBaiKCh,
CKOpee BCEro, MyTeM AYTUIMKAITUU U TTOCIEIYIONIEro MPUOOpETEHNs HOBBIX (yHKIIUN

COOTBCTCTBYIOIIMX I'CHOB M3 IIYTH YTHIIM3ALlUH N-aHeTI/IHFHIOKOBaMI/IHa. B 10 Xxe
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BpeMs OCTaJIbHbIe KOMITIOHEHTHI — AgaR, AgaZ u AgaS Obui HAEHTU(ULUPOBAHBI BO
BCEX OCTaJbHBIX MpoTeobakTepusix. Takum obOpazom, AgaR perynon B Shewanella
COCTOWT KaK W3 YHUBEPCAIbHBIX, TaK U T aKCOH-cnenupuunbix reHoB. [lepmeasa
AgaP u peanerunaza AgaA-II, ckopee Bcero, oOpa3oBalMCh MyTeM IyIUTMKALIMU
T€HOB,  Koaupyromux  N-ametunriaoko3amMuH — nepmeady NagP  uw N-
alETUITIIIOKO3aMUH JealnieTiinazy NagA, ucxons u3 (UIOreHETHYECKOro aHaiau3a
COOTBETCTBYIOIIUX ceMmeiicTB 6enkoB (Puc. 4.4 u Puc. 4.6).

YHUKaIIBHBIN BapUaHT MyTH YTHIN3AINH TaJlakTo3aMiHa ObLT oOOHapykeH B H.
parasuis. Onepon agaRS-PTS-V-bgaZ-agaY-II Takxe KOAUPYET JBE TPYIIIbl OEIKOB
C pPa3NWYHBIM HBOJIOLMOHHBIM MpoucxoxaeHueMm. K mepBoil rpymnmne OTHOCSATCS
oenku AgaR u AgaS, nHaubosiee TMOXOXXKHME€ Ha aHAJOTHMYHbIE O€JIKU U3
Enterobacteriales. Ko BTopol rpynmne OTHOCSATCS KOMIIOHEHTHI TpaHncnoprepa PTS-V
W IMTOIUIa3MaTHu4eckas Oera-rajakro3uaaza BgaZ, mis KoTopeix HamOosiee OJu3Kue
TOMOJIOTH HAaXOJATCA B Oaktepusx Tuma Firmicutes, Hampumep, KiacTep TEHOB
SP_0061-64 B Streptococcus pneumoniae. Takxxe B onepoHe OblI OOHAPYKEH I'eH
agaY-II, xogupytomuii Tararosa-l1,6-6ucdocdar anpnonazy wu3 LacD cemeiicTsa.
OxapakTepu3oBaHHbIE O€JIKM JAHHOTO CEMEWCTBAa B OCHOBHOM Macce€ Y4YacCTBYIOT B
JeTpajialliy TalakTo3bi-0-hocdaT B rpaMIoIOKUTENbHBIX OakTepusx (241). [lanusie
O0O0CTOSITENILCTBA TO3BOJISIOT MPEANON0XKHUTh, 4YTO yacTh AgaR perymnona Obuia
MepEeHECEHa TOPU30HTATIBHBIM IEPEHOCOM U3 Firmicutes.

Ha ¢wunoreneTnyeckux JnepeBbAX pa3IWYHBIX OETKOB OOHApYyKUBAaeTCs
napaduieTndeckas rpynmna u3 0eJKoB, IpUHAIC)KAIINX OaKTEPUSIM JIBYX TaKCOHOB
— Enterobacteriales w Vibrionales. CaM KiacTep aga TEHOB COXpPaHSET CBOIO
CTPYKTYpPY B 3THX BUAax. 3 3TOro MO>KHO MPEIoa0KuTh, uTo B Y. pestis, E. tarda,
P. mirabilis, V. fisheri m P. profundum nokyc renoB ytunuzanmuu HAID'A Obun
NPUBHECEH B PE3yJIbTaTe HEAABHUX TOPU3OHTAJIBHBIX TEPEHOCOB W3 OJHOIO
MCTOYHHUKA.

Taxoxe uHTEepecHo, 4To B S. proteamaculans TpUCyTCTBYIOT JBa aga Kiiactepa.
B o6oux kmacrepax oOHapyXKeH mapaior agaR reHa, HO MPU STOM OCTaJIbHBIE TE€HBI

He naymmiupoBaHbl. CKopee BCEro, 3TO SBIAETCS — PE3yJbTaTOM AYIUIMKALHUH
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W3HAYaAIIbHOTO aga KJAacTepa B TMPEIKOBOM OPraHU3ME C MOCIEAYIOIIEH MoTepen

TyOIUPYIOIIUXCS TEHOB.

4.5 O0cy:xknenue

Bo Bcex wusyueHHbIX MnpoTeoOakTepusix TeHbl myTd yrtuwinszauuun HATA
HaxOJSTCS B OJIHOM KJIacTepe ¢ TeHaMU, KOJAUPYIOIUMU OpTOJIOTH penpeccopa AgaR
3 E. coli. C nomoiipio (PUIOreHeTUYEeCKOTO aHalin3a ObLIO OOHApY>KEHO, YTO
perynaropel 00Opa3yroT MATh TPYIIl C Pa3IUYHON CTPYKTYpOl MOTHBOB CailTOB
CBsI3bIBaHMS. TeM He MeHee, BCE MOTHBBI OCHOBaHbl Ha HECKOJIBKUX KOIHUSIX
nocaenoBarenpHocTd CTTTC, KOTOpblE BCTPEYAKOTCS B KAadyeCTBE MPSIMBIX U
MHBEPTUPOBAHHBIX MNOBTOpOB (Puc. 4.2). MoXHO NpeAnoyokuTh, YTO JaHHas
MOCJIEA0BATEIBHOCTD SBJISIETCS OCHOBHBIM CAlTOM, KOTOPBIA PACIO3HAET MOHOMED
AgaR. HTEpecHO, 4TO HaliIcHHbIE CaiiThl CBA3bIBaHUA AgaR vacTo BcTpeuarorcs B
IBYX WK 0ojiee DK3eMIUIIpax B IPOMOTOPHBIX 00JIACTSIX aga OMEPOHOB. ITO
MO3BOJISIET yTBEPXkKJaTh, UYTO OCHOBHBIM MEXaHM3MOM PEIpPECCUU  SIBISETCS
obpazoBanue nerensb JJHK ¢ momoisio KoMIuiekca HeCKOMbKUX cyoneauaui AgaR.

AHallU3 TEHOMHOTO KOHTEKCTa B JOINOJHEHHE K PpEeKOHCTpyKuuu AgaR
PEryJIOHOB MO3BOJIUI OOHAPYKUTh HOBBIE T€HbI, OTHOCSIIUECS K MyTSAM yTHUIU3ALNU
HAT'A B pasnuunbix nporeobaktepusix (Tabm. 4.1). Haubomee BapumabenbHOMN
YacThI0 PEKOHCTPYUPOBAHHBIX MyTEH  OKA3aJIUCh T PAHCIIOPTHBIE CHUCTEMBI U
(dbepMeHTBI, OCYIIECTBIISIONIME TEPBhIE MIard MyTH — MpeBpaleHue cyoctpara B ['A-
6-pochar mnyrem dochopwimpoBaHus U geanetwimpoBanus  (Puc.  4.3).
[Tocnenyromue cranuu npeodpazoBanus ['A-6-dochar B MHTEpMeIUaThl TIIUKOIN3A
KOHCEPBATHUBHBI TPAKTUYECKU BO BCEX U3YUCHHBIX OAKTEPHSIX.

[IpoTeobakTepuu HCMOIB3YIOT JABE OCHOBHBIE CTpaTeruu JJiS TPAHCIOPTA B
uToriasMy u nocienyroiiero gochopunupoannss HAI'A u 'A: PTS cucrems! u
KoMOMHAIs caxap-crenudruyHbIX nepmeas u kuHas. PTS cucremsl, cxoxue ¢ ['A- u
HI'A-cniemuunbimu PTS cucremamu B E. coli, Obut OOHapy>XKeHBI B TaKCOHAX
Enterobacteriales n Vibrionales, a taxxe B H. parasuis. B Ipyrux TakcoHax 3TH

cuctembl 3amemarT ['A- u HAT'A-crienmduunble kuHa3bpl W NepMeasbl. J[aHHBIC
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CHUCTEMBI 4acTO JIeKaT B OJTHOM JIOKYCE C TeHaMu, Koaupytouumu TonB-3aBucumbie
TpaHCIOpTePhI BHEIIHEi MeMOpansr Omp "

Hanbonee koHcepBaTHBHBIM ujieHOM AgaR peryinona sBisieTcsi Te€H,
KoJupytomuii n3omepasy AgaS. Takxke ObUT0 MokazaHo, 4yTo Oenok Agal, kotopomy
npunucbiBain Ppynkuuio I'A-6-dhochar neammnaszsl/uzoMepasbl BCTpEUaeTCsl BCEro B
JIByX OpraHu3Max M , TE€M CaMbiM, HE MOXET OBITh OCHOBHBIM (PepMEHTOM,
BBITOJIHSIOIIUM JAHHYIO POJIb. DTO MO3BOJWIO MPEANOJIONKHUTH, YTO UMEHHO AgaS
apisietcsa ['A-6-bocdar neamunazoii/uzomepasoii. J[aHHOoe NpeAnoNOKEHUE OBLIO
AKCIEPUMEHTAIIbHO MPOBEpPEHO Ha mpumepe Oakrtepuu Shewanella sp. ANA-3 B
coBMecTHOUM pabore ¢ nabopatopueit gokropa SAur u3 lllanxalickoro uHCTUTYTa
ouosiornueckux Hayk Kuraiickoil akanemuu Hayk. beuia usmepena ¢epMeHTaTHUBHAS
aKTUBHOCTb Tpex (pepmeHToB nmyTH ytunuzanuu HAT'A — AgaK, AgaA-II u AgaS, a
TaKXe in vitro ObUI PEKOHCTPYUPOBAH M €Ta00IMYECKUM MyTh, COCTOSIIUN U3 ATUX
Tpex (epMmeHToB. Pe3ynmbraThl MOKa3aau BEPHOCTHh MPEACKAa3aHHBIX (DYHKIIHIA.
HUnTtepecHo, Takke, uro ¢epmenT AgaK mokaszam HU3KYI0 aKTUBHOCTh Ha N-
aleTIIITIIIOKO3aMUHE, TIPU 3TOM HE OOHApY’)KMB aKTUBHOCTH Ha WHBIX CyOcTpaTax,
Takux Kak ['A, Titoko3a, rajakto3amMuH win N-alleTUIMaHHO3aMUH. Takxke HU3KYIO
aKTUBHOCTh Ha N-alleTUITIIOK03aMUH-6-pocdaTe mposiua u hepment AgaA-Il. U
XOTs TaHHble ()EPMEHTATUBHBIE AKTUBHOCTH KpailHE HU3KU B CPABHEHUU C PEAKIIUSAX
HA OCHOBHBIX cyOcTpaTax, A3TO JlaeT OCHOBaHUE CYHTATh MPEINOJIOKEHUE O
MPOUCXOXK/ICHUU JTAHHBIX (PEPMEHTOB MYTEM NYIUIMKAIUA COOTBETCTBYIOIIUX T€HOB
U3 MyTH YTUIU3auK N-aleTUITIIFOKO3aMUHA TTPABIOTI0I00HBIM.

I'enbl, KonupyrIMe JBE MOCACAHMX cTaauu myTu ytuiauszanuu HAT'A, He
ObUTM  OOHApYXEHBI B HEKOTOPHIX aHaNM3WpyeMbIX TeHoMmax. [IpeackazanHas
tarato3a-6-gochar kuHaza AgaZ TPHUCYTCTBYET B OOJBIIMHCTBE H3YYaeMbIX
IT€HOMOB, B TO BpeMs Kak Tararo3sa -1,6-Oucdocdar anpaonaza AgaY oOHapykeHa
JUIIL B OaKkTepusix TOPSAKOB Enterobacteriales, Vibrionales w A. hydrophila.
[Ipenpinynme paboThl cooOMmaTd O BO3MOXKHOM poim AgaZ B KadecT Be
HEKaTATUTUYECKOW CyObeaMHUIIBI Taratosa-1,6-6uchocdar ampmonazer  (108).

Opnako, mpoduian pacmpeneiieHus TeHOB agaZ W agaY He TOIIEPKUBAIOT ITY

81



TUIIOTE3Y, UTO MO3BOJSET MPEANON0KUTh, UTO AgaZ MeeT (PYHKIIUIO HE3aBUCUMYIO
oT AgaY. U xota AgaZ He NPUHAIJIEKUT HU K OJHOMY H3BECTHOMY CEMEUCTBY C
OXapaKTEepU30BaHHOW (YHKIMEH, €TUHCTBEHHON POJIbIO B MYTH, IJi1 KOTOPOM HET
COOTBETCTBYIOIIIETO dbepmenTa, sSBJseTCS Tarato3a  -6-docdar KHHAa3a.
OTtcyTcTBYIOIIAas B HEKOTOPBIX OakTepusix Taratosa-1,6-6ucdocdar anpaonaza AgaY
MOXET OBITh 3aMEHEHa anbAojia3oi u3 japyroro nyTtu. Tak, mna Oaxtepuil poxaa
Shewanella 6110 0OHapyxkeHO, UTO ToMoJiorusi (pykro3za-oucdocdar anb 101a3bl
Fba ropazgo ommxe k AgaY, wem k Fba uz E. coli (50% u 35% cxonacTsa,
COOTBETCTBEHHO).

Hakonen, B pabGore ObLI MpoaHaIM3UPOBAH ClEeHapuil 3Bomtouun AgaR
peryJjioHa u ObLJIO TOKa3aHO, YTO OCHOBHBIMU COOBITUSIMU B 3BOJIIOLIMOHHON UCTOPUU

9TOI'0 PCryJIOHA ABJIAIOTCA FOpH3OHT3JIBHBII>i IICPCHOC U AYILIMKAIIUK I'CHOB.
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I'maBa §

HexR — peryasitop nueHTpajabHOro MeTadoamM3mMa yrijieBoaoB

5.1 UccnexnoBanue 3BOJIOLMHU PeryasaTopHoi cucrembl HexR

®daktop TpaHckpuniuu HexR neranbHO wuccinenoBaH B OakTepusix pojia
Pseudomonas, tne oH perynupyer TPaHCKPUIIIUIO T€HOB NMyTH DHTHepa-/lynopoBa
(117). dns moucka opTojioroB Obul BeIOpaH reH hexR u3 P. putida. Ero opronoru
ObLTM 0OHApYy’XKEeHBI B TeHOMax 11 TakCOHOB, MpPUHAJICKANTUX K KJIaccaM raMMa- d
Oetanporeobaktepuii: Pseudomonadaceae, Alteromonadales, Oceanospirillales,
Vibrionales, Psychromonadaceae, Aeromonadales, Shewanellaceae,
Enterobacteriales, Comamonadaceae, Burkholderia, Neisseriales n Ralstonia. Cpenu
raMManpoTeo0aKkTepuil, ogHaKo, hexR He OOHapy>XeH B TaKUX KPYIHBIX TaKCOHAaXx,
Kak Pasteurellales, Xanthomonadales n Moraxellaceae.

HNHTepecHO, uTO B OakTepusax nopsiaka Pseudomonadales Oblmyi HalICHBI 1B
nanekux mnapanora hexR. OnHa rpynmna napajoroB COAEPKHUT SKCIEPUMEHTAIbHO
m3yueHHbldi TeH PP1021, koTopblli mNOX0X Ha oOCTaldbHble hexR TeHbl U3
rammanporeodakrepuil. Btopoit ke mnapanor hexRI Oonee Onu30k K hexR u3
oeranporeobakTepuil. bakrepuu pona Burkholderia taxxke conaepxaT ABE KOIUU
reHa hexR, mpu 3TOM OJIHA W3 KOMHM PEryisaTopa KOAUPYETCS XUMEPHBIM T'€HOM
hexR2-glk, oOpa3oBaHHBIM B pe3yJbTaTe CIHSHUS C TEHOM TIIOKOKMHA3bl glk..
[Tockonbky B Oaktepusix poma Burkholderia ne ObUIO OOHApYXEHO APYTHX
roMoJioroB glk, To XUMepHBIM TeH hexR2-glk — enuHCTBEHHBIM KaHAWAAT Ha
HEOOXOMUMYI0 JUisi MeTaboin3mMa (DYHKIMIO TIIOKOKHWHA3bl, B TO BpeMs KaK pOJib
HexR2 nomena B kauecTBe peryyisaTopa TPAaHCKPUIIIIMH HE COBCEM SICHA.

Ananmu3 Qurorenernueckoro nepea O0enkoB HexR BeissBun 13 rpynm (Puc.
5.1) u moka3an cOOTBETCTBHE MeXay duioreHuei oproioroB HexR u takconomueit

UCCIIEyeMBbIX OaKTEPHil.
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Pucynok 5.1. ®unoreneruueckoe nepeo 0enkoB HexR u cooTBeTcTBYyIOIINE

MOTHBBI CAUTOB CBSI3bIBAHUSA B PA3JIMYHBIX IpyHIax MpoTeo0aKTepuil.
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5.2 IlocTpoeHue pacno3HAKOLIEr0 MPABWJIA IS MOMCKA MOTEHUHAJbHBIX
caiiToB cBsi3biBaHus HexR

Jns moctpoenust npoduiield MOUCKa MOTEHIHAIbHBIX CAaWTOB CBS3bIBAHMS B
Ka)XJI0M U3 TPYIII T€HOMOB, COJIEpKAIIUX OPTOJIOr AexR, Obuia HaOpaHa oOyyaroiast
BBIOOpPKA U3 MMPOMOTOPHBIX 00JIaCTEN T'€HOB, MPEANONOKUTENbHO BxoAsmux B HexR
peryyioH. OTH TeHbl ObUIM ONpEeNesieHbl C TOMOIINbI aHalu3a XPOMOCOMHOMN
KJIacTepu3aluu sexR ¢ opTojioraMu reHoB U3 myTu JHTHepa-/[yaopoBa, BXOJIAIINUX B
HexR perynon B P. putida. 3arem 3TOT CHHUCOK MOMOJHSJICSA MO MEpPEe paclIupeHuUst
HexR perynona HOBbIMH OpTOJNOTUYHBIMU psiaMu. [1o 3TuM oOydaronuM BeIOOpKamM
CTpOMJIACh MAaTpHIA IO3WLHOHHBIX BECOB, KOTOpas BIIOCIEICTBUA HWTEPATUBHO
yJIy4lianach, Kak 3TO oOmnucaHo B riaBe Matepuansl i Metoasl. B utore ObL1o0
HaiiieHo 13  pa3JIu4HbIX  MOTHBOB  CAWTOB  CBS3BIBAHUA  JUIA  TPYII:
Pseudomonadaceae - HexR, Pseudomonadaceae - HexR1, Shewanellaceae,
Enterobacteriales, Oceanospirillales/Alteromonadales, Alteromonadales,
Psychromonadaceael/Aeromonadales, Hahella/Marinobacter, ~Comamonadaceae,
Burkholderia, Neisserial/ Chromobacterium, Ralstonia (Puc. 5.1).

HawnGonee koHCepBAaTMBHBI MOTHB, TpPEJCKAa3aHHBIM KaK MOTHB CalTOB
cBsa3biBaHusl HexR B neBsTHM um3yueHHbIX rpyni ax, uMmeer koHceHcyc TGRAR-5-
YTACA, tne R — A uwmu G, Y — C wm T. JIBa pa3nuuHbIX MOTHBa OBLIO
npeACcKa3aHo M KaxJaod u3 rpynn napaidoroB HexR B rpymnmax Oakrepuii
ceMeiictBa Pseudomonadaceae. Hatinennslii myteM OMOMH(POPMATHIECKOTO aHATIU3a
MOTHUB caiTa cBs3biBaHHS HeXR COOTBETCTBOBaI AKCHEPUMEHTAIBHO W3YYEHHOMY
MoTHuBY 1151 Pseudomonadaceae ¢ koucencycom TGTTGT-4-8nu-ACAACAT. B T0
K€ BpeMsl MOTUB CaTOB CBS3BIBAHUS JJIs rpynibl Pseudomonadaceae HexR1 moxox
Ha MOTHBBI calTOB cBs3biBaHMs HexR octampHBIX mporeobaktepmii. IlomoOHas
pa3HUIa B MOTHBAax IO3BOJISIET MPEANOJI0XKHUTh OTCyTCTBHE nepeceueHus: HexR u
HexR1 perynonoB. B Gakrepusix ponoB Hahella v Marinobacter 6b11 00HapyXeH
ykopoueHHbII MOTUB ¢ KoHceHcycoM GWAGTATACTWC, tne W — A umu T,

KOTOPBIN TEM HE MEHEE HECET MPU3HAKA MOTHUBOB, CBOMCTBEHHBIX HexR.
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CocTtaB pEKOHCTPYUPOBAHHBIX PETYJIOHOB COOpaH B MPUIIOXKEHUU 3.
NHTepecHO, 4TO caMOil KOHCEPBATUBHOM peryisiuei 001a1atoT reHbl HEeHTPATbHOTO
MeTaboiau3Ma yYIJIEBOJAOB, TOI/A KaK TaKCOH-CHEIU(UUECKUE PETyIsTOPHBIC

B3aMMO/ICHCTBUS IIMPOKO BapbUPYIOTCS B Kaxkaou rpymnne 6akrepuit (Puc. 5.2).
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Pucynok 5.2. Metabonuyeckuii KOHTEKCT peKoHCTpyupoBaHHbIX HexR perynoHosB B
nporeoOakTepusix. [{udpel B cuHUX KpyKKax 0003HAYAIOT KOJUYECTBO PETYJIOHOB, B

KOTOPBIX IMPUCYTCTBYCT I[&HHBIﬁ IT'CH.

5.3 Anpo HexR peryJiona

OcHOBBIBasICh Ha OOIIEM KOJUYECTBE CIy4aeB PEryJsiUU U PACIpPEaCIICHUIO
10 TAKCOHAM, PETyJIUpPYyeMble T€Hbl MOKHO pa3OUTh Ha HeckoJibKo rpymi (Tadm. 5.1).
B nmepBoil rpynme TreHOB NPUCYTCTBYIOT HauOOJee KOHCEPBAaTUBHBIE UJICHBI

peryJjioHa, KOTOpbIE PEryaupyroTcsa Oojee 4eM B TpPHUALATH OpraHu3Max H3 IO
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MEHBIIIEH Mepe MIECTH Pa3IMYHBIX TAKCOHOB. B 3Ty rpynmy BXOJST Te€HbI zwf, pgl,
edd, eda, gapA, pykA, glk n pgi, KoTOpble KOIUPYIOT (PEPMEHTHI TJIMKOJIN3a U MYTH
OurtHepa-/ynopoa. K Tomy e B OOJBIIMHCTBE T'€HOMOB Obllla MpeJacKa3aHa
aBTOPErYJIALMS caMoro rena hexR.

Ko BTOpo#l rpynmne OTHOCATCA TeHbl, npuHajiexamue HexR perynony no
KpailHell Mepe B JIeCSITH OpraHu3Max U3 XOTs Obl IByX pa3IMYHbIX TaKCOHOB. DTH
TEHBI IPUHAJIJICKAT K TAKUM METa00IUYECKUM MYTAM, KaK Tiukonu3 (gpmM u tpiAd),
rioKkoHeorenes (ppsA, gapB n pckA), nento3zodocdarusiil myTh (fal), MeTabonu3m
nupyBara (aceEF u ppc), pepmentauus (adhE, pflBA n grcA), TTMOKCUIATHBIN ITYHT
(aceBA), buocunte3 amunokucior (g/tBD) u okucienue NADPH (pntAB).

K T petbeli rpynmne mnpuHaaiexar reHbl, KoTopble Obuin HaijeHbl B HexR
perysoHe B IByX uiu Oojiee TaKCOHAaX, HO MEHee, 4eM B JiecsaTu opranuzmax. Croma
BXOJIAT T€HBI, BKIIOYEHHBIC B TaKWe METa0OJIMYECKHE MyTH , KaK TIUKOIu3 (pgk u
eno), opoxenue (aldE), pepmentamus dopmuarta (focA), a Takke yTHUIN3AUA

TIII0KO3bl U MaHHuTona (ptsG, ptsHI-crr u mtIADR).

5.4. Takcon-cneunuveckas peryasauus reios HexR perysiona

OcTtaBiiuecss MOTCHIIMAIBHO PETYIHpPYyEMble TEHBl MPUHAJJIEKAT K TPYIIIe
TakcoH-crienupuueckoit perymsinuu (Tabm. 5.2). B ocHOBHOM K 3TO#l rpymme
OTHOCSITCA T€HBI, TIEpell KOTOPHIMU HaiJeHbl MOTCHIIHMAIbHBIE CANTHI CBS3BIBAHUS
HexR mno kpaitHel mepe B JABYX TI€HOMax BHYTPUM OJHOIO TAaKCOHAa, HO HE
perynupyeMble BHE 3TOTO TaKCOHA. 3HAUWTEIbHOE yBeiaumdenue paszmepa HexR
perynoHa ObUIo OOHApYKEHO B rpyIine Oaktepuil cemeiictBa Shewanellaceae, Trie B
HEro BOIUIM I'€Hbl M3 LIEHTpalibHOro Metabonusma (gnd, phk v adhB), yrunu3anuu
HYKJICO3HI0B/1e30KCUHYKIe03U10B (deoABD, nupC w cdd), npIxaTenbHON IenH
(nqrA-N) n ytunusarnuu riuiuHa (gevl’HP). Bropoit 6onbmioit HexR perynon Obur
oOHapykeH B Oakrepusix mopsigka Vibrionales. On BkiaroyaeT B ce0s TEeHBI
Merabonmu3ama TimkoreHa (glgX wu glgCA), HuTput penykraswsl (nirBD) m nakrtar
nepmeasy (lctP). B napyrux opranmsmax B HexR-peryinon Bomuim TreHbl,

YYaCTBYIOIINE B YTUJIU3AIUU TaJIAaKTO3UI0B U Timnepona (mgl u glpT), rmukonuse
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(glpN), ke TpukapOOHOBBIX KUCHOT (gltA) m depMmeHTanuu JIakTaTa U anerara

(ldhA wn ackA-pta).

Taomuma S.1. KoncepBatuBHoe sanpo HexR perymona B 11 rpynmax
pOTeo0aKTEPUH.

Uucna B Tabiuile O3HAYalOT KOJHUYECTBO TE€HOMOB, B KOTOPBIX B KaxJAOW Wu3
TaKCOHOMUYECKUX TPYIN TMepel TeHOM Obll OOHapyXeH NOTEHIMAIbHBIA CalT
ces3biBanusi HexR. I'eHbl, nepes KOTOPHIMU CalT CBSI3bIBAHUS OOHApY>KEH HE ObL,
OTMEUEHBl «-». OTCYTCTBHE OPTOJIOTa B  TPYIIIE AHAIU3UPYEMBIX T€HOMOB
0003Ha4YEHO «H/0». UMCIO aHAIM3UPYEMBIX T€HOMOB B KaXJOW IpyIme OTMEUEHO B
CKOOKax psJIOM C Ha3BaHHEM TaKCOHA.

TaxkcoHOMHYECKHE TPYNIIBI (4UCIO0 U3yYESHHBIX TEHOMOB)
c|lal| o= EBREEES 2
Sl zlzslz| -8 8| a|e]lt
gl 2|2 =S |Ss|=| 5| 2| ¢e|a
S| 2IES| 5| S |S=| 8| | g2 %
S| E|EE| 8| 8|2l e|5| % 8|2
E| E| %8| 2| 2|c5|E| 3| z2| g%
Pevae | 2 2 |SE| S| 2|52 2522
yeMbIE 212|882 2|28| 8 = 2| E| &
TeHBL wn < OQL| m > <] A~ m 24 @] Z DyHKIMOHAJIbHAS POJIb
hexR 16 5 5 11 4 5 8 8 4 5 2 | HexR perynsrop, cemeiicto RpiR
zwf 16 5 5 11 - - 8 8 2 8 2 | rmroko30-6-docdar neruaporeHasa
pgl 16 5 4 1 | wo - 8 8 2 | "o | 2 | 6-pocdormokoHoNIaKTOHA3A
edd 16 5 5 1 - - 7 8 6 4 2 | 6-bochormokoHaTaCrHIpaATA3A
eda 16 5 5 3 1 - 8 8 - 4 2 2-nerupo-3-1eoKcUritoKoHar-6@-anpaomnasza
glk H/o | 4 5 - | wlo 4 7 8 2 - 2 | rIoKOKHMHA3a
pgi 16 1 1 - 7 - - - 5 2 | rmoko3a-6-@-uzomepasa
pykA 16 4 6 - 1 5 1 - - 7 - NUpyBaT KMHA3a
gapA 16 5 5 - 8 4 6 - - - - ruepanbaerui-3P-nerunporenasa [HAJ]
tal 16 1 - - - 2 - - - 3 - TpaHcaabA0Ja3a
ppsA 16 3 2 - - - - - - - - | dochoenonmupyBaTcunTaza
gapB 16 1 2 H/0 - - - H/0 | H/0 | H/0 | H/0 | rmuuepanbaerua-3d-nerunporenasa [HAAD-H]
adhE 15 - 1 - - 2 H/o | H/O | - H/O | - aJIKOTOJIbAETHIPOreHas3a
aceBA 15 H/0 1 - 8 2 - - - - - MaJIaTCUHTAa3a, U30LUTpaTIna3a
aceEF - - 2 - - - 8 - - - - NUpPyBaTAETUAPOreHasa
ppc - 1 - 4 - 5 - - - - - | dochoenonnupysaTkapbokcuIasza
pckA - 1 2 4 3 - - | v/o | H/0o | H/0o | H/O | dochoeHoNMpyBaTKAPOOKCUKHHA3A
tpid - - - - 8 3 - - - - - | Tpuo3odocdarnzomepasa
gpmM - - 2 - 10 - - | wo|HoO| - - | docoormuneparmyrasa
pflBA - H/0 1 - 6 6 H/0 | H/O | H/O | H/O | - | depmenTauus Gpopmuara
gred H/o | H/0 | H/O - 9 3 H/0 | H/0 | H/0 | H/O | H/O | depmenTauns Gpopmuara
glitBD - - - - 9 3 - - - - [JIyTaMaTCUHTAa3a
pntAB - - - - 8 2 - - - - - HAJI(®)-TpaHcrusporeHasa
aldE - 3 1 - - 2 1 - | "o - - ajb03a-1-onumepasa
eno - - 1 - - 2 1 - - - - €HoJ1a3a
pgk - - 1 - - - - - - 2 - | docoormuneparkunaza
ptsHI - H/0o | H/O - 2 5 - - - - - | Tpancnopt rimoko3sl (PTS cucrema)
mtIAD | w/o | H/O - - 7 2 H/0 | H/O | H/O | H/O | H/O | yTHIM3aIMs MAaHHUTOJIA
focA - H/0 - - 2 5 H/0 | H/0 | H/0 | H/O | H/O | depmenTauns Gpopmuara
ptsG - H/0 - - 7 - H/o | #/o | H/o | H/o | 1 | yTunusanus IiroKo3bl

88




Tabamnna 5.2. Takcon-cnenuduyeckue wiensl HexR perynona.

TakcoHoMmuueckue Yucno
IpyNIsl (4UCI0 Perympyemeie Clly4aeB @DyHKIUOHANBHAS POJIb
U3y4eHHBIX TEHOMOB) FeHpt peTyISIIN
Shewanellaceae (16) phk 16 docdokeronaza
gnd 14 6-¢ochormrokoHaTAETHAPOreHA3a
nqrABCDEF 15 HAJTH:yOuxuHOHOKCHIOpEAyKTa3a
deoABD 14 YTUIN3aLHUs JEOKCUHYKIIEO3UI0B
nupC 15 TPaHCIOPT HYKJIEO3UI0B
cdd 10 LUTUAVHICaMUHA3a
gcvTHP 12 paclierneHue rvuHa
adhB 8 ankorossaeruaporenasa Il
mcp 9 XEMOTaKCUC
SO1118 10 IpeIoIaraeMelii 6emox
Psychromonadaceae/ mglBAC 3 yTUIH3alMs TaJaKTO3U0B
Aeromonadales (6) glpT 2 YTUIN3aLKs MIALEpoJa
IdhA 3 JIaKTaTAETUAPOreHa3a
ackA-pta 4 alleTaTKMHa3a
Oceanospirillales/ glt4 2 LUTpAT CUHTa3a
Alteromonadales (6) mgsA 2 METUITIHOKCAIbCUHTA3a
PF00248 2 aJb10/KEeTOpeyKTa3a
Alteromonadales (5) fba 1 ¢bpykrosa-1,6-6uchocdaransronaza
glgP 2 riavKoreHgocdopunasa
cpsA 2 CUHTE3 KaIlCYJIBHBIX [TOJINCAXAPUTOB
Enterobacteriales (11) ybfA 10 MIpeICKa3aHHBIA CEKPETUPYEMBIH OETOK
Vibrionales (10) pepD 9 aMUHOALMII-TUCTUAVHIUIIENTHAA3a
nirBD 7 HUTPUT penykTa3a [NAD(D)H]
glgX 6 pacuIenIeHre TIIMKOreHa
glgCA 5 [JINKOTE€HCUHTA3a, aJleHUIHITpaHc(epaza
lctP 2 L-nakrarnepmeasa
ygaW 8 IpecKa3aHHbII MeMOpaHHBIH 6eok
Pseudomonadales (8) gapN 2 IpejcKa3aHHas riaunepanpaerui-3d-
JIeTUApOoreHasa
gltRS 7 peryisauus TpaHCIOPTa IIFOKO3bL
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5.5 O0cyxknenue

B nacrosimeilr pabore BnepBbie oOHapyxeH (aktop TpaHckpuniuu HexR wu
PEKOHCTPYHUPOBAHBI COOTBETCTBYIOIIIHEC PETYJIOHHI B 62 reHOMax
ramMmMmanporeodakTepuii u 25 reHoMmax OetamporeoOakTepuil. Bo Bcex M3yueHHBIX
TAKCOHAX HaWJEHBI BBICOKO K OHCEPBAaTUBHBIE MOTHBBI CAWTOB CBSI3bIBAHUS
perynstopa. Bmecte ¢ TeM, cocTaB peryjioHa 3HAYUTEIBLHO MEHSETCS B Pa3HBIX
takcoHax. Perynonsi HexR Morytr ObITh Kak JIOKaJbHBIMU U PEryJHpoBaTh 1-2
omepoHa, Kak B Enterobacteriales, Ralstonia u Burkholderia, Tak u rio0aibHbIM U
HacuuThIBaTh 10 20 peryiupyeMbIX ONEPOHOB, Kak B Aeromonadales, Vibrionales u
Shewanella. CnocobHnocts Oenka HexR cBs3bIBaThbCs ¢ Mpeacka3aHHBIMU CalTaMU
OblJIa AKCIIEPUMEHTAILHO TPOBEPEHA NIl TSATHAIAIATH TEHOB W3 S. oneidensis B
nabopatopun aoktopa Octepmana u3 HWHCTUTYyTa MEIWIIMHCKUX WCCIIEIOBAHHM
Condopna u bepaama. Merogamu anektpodoperudeckoro 3amemieaus JJHK B reme
(Electrophoretic mobility shift assay) u dayopecrienTHOM monspu3anuu ObLIO
noka3aHo cBa3biBaHne HexR co Bcemu nmpeacka3aHHbBIMU CalTaMU.

OWIOreHETUYECKN aHAJIM3 COBMECTHO C peKoHCTpykinuen HexR perymonoB
MOKa3aJl, 4YTO HanboJiee BEPOSTHBIM MPEACTABISIETCS PACIIUPEHHE TTePBOHAYATIBHOTO
nokanpHOro HexR perynona, KOHTpOIUPYIOUIEro TeHbl U3 MyTU DHTHEpa-ly1oposa.
I'mo6anbubie HexR perynonsl Obutr 0O0HAPYKEHBI TOJIBKO B TAMMANpPOTEO0aKTEPHSIX.
[Ipu »otOM, ecimu paccmaTpuBaTh jaepeBo OenkoB  HexR, Buano, uTOo  Oenkw,
COOTBETCTBYIOIINE TJIOOATBHBIM PETYJIOHAM, 32 UCKIIOUEHUEM HECKOJIbKHX T€HOMOB
Oceanospirillales n Reinekea, nexart B oqHo# Kiaje. EMMHCTBeHHAs TpyImia OEiIKoB
BHYTpHW 3TOoM  Kinanabl, rae HexR p eryinon sBisercs g0KadbHBIM, NPUHAIJICKUT
Oaktepusm Tmiopsigka Enterobacteriales. Taxke cocTaB TJ0OQIBHBIX PEryJIOHOB
MO3BOJISIET MPENOI0KHUTh, YTO PACIIUPEHUE MMPOUCXOIMIO HE3AaBUCUMO IO KpalHen
Mepe TpU pasa — B mpeakax Oakrepuii rpynn 1) Alteromonadales, Bxmouas
Shewanellaceae, 2) Aeromonadales, Psychromonadaceae wm Vibrionales n 3)

Oceanospirillales.
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Nurepecno, uto pynkuus HexR, kak rinobanbHOro perynstopa Metadboiau3ma
yriiepoja BO MHOTOM COBHAJaeT ¢ poibto (aktopa Tpanckpunuuu Cra (FruR) B E.
coli (113). Tak, ecnu B Enterobacteriales caiiTbl cBsizbiBaHusi HexR oOHapyKeHBI
Bcero mepea aBymsi reHamu (zwf u ybfA), To Cra peryjoH HaCUUTHIBAET OKOJIO
YETHIPEX JECATKOB OMEpOHOB MO AaHHBIM 0a3el RegulonDB (242). B To ke Bpewms,
mist V. cholerae HexR perynon HacuuThiBaeT 15 omepoHOB, Toraa Kak (akxTop
Tpanckpunuuu Cra sIBISIETCS JIOKAJIbHBIM U peryiupyer Tonbko fruBKA (PaBueeB
J.A., nuuHoe cooOleHue). DT HAOJIOACHUS CBUACTEIBCTBYIOT O 3HAUYUTEIIBHOU
MJJACTUYHOCTU CETEH PEryJisiiiud TPAaHCKPUIILHUKM LEHTPAJIbHOrO MeTadonau3Ma

yriiepoja B MpoTeO0aKTEPUSIX.
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I'1aBa 6

IBOJIONHUSA PEeryJsuu KaTadoJu3Ma caxapoB B 0aKTepusix
cemeiictBa Bacillaceae

6.1 Ilouck NMOTEHMAJIBHBIX PEryJsiTOPoOB MeTad0IU3Ma yIJIeBOJI0B Cpeau
opT0JI0OTOB (aKTOpPOB TpPaHCKpunuuu B. subtilis B OakTepusix cemeicTBa
Bacillaceae

JIisi HaWTydImero TMOKPBITHS TaKCOHOMWYECKOW TPYNIbl  OBLUTH OTOOpPaHBI
necsaTh TeHOMOB: B. subtilis, B. amyloliquefaciens, B. pumilus, B. licheniformis, A.
flavithermus, G. kaustophilus, B. cereus, B. halodurans, B. clausii n O. iheyensis.
JUiss u3ydeHus: peryisiud TPaHCKPHUIIHK HEOOXOAMMO OBIJIO COCTaBUTH CIHCOK
(GakTOpoB  TpaHCKpHUNIHH. bBUIO TPUHATO pEIICHWE OrPAHUYUTCA TEMU
pETyJIsATOpaMu, YbM OPTOJOTH TPUCYTCTBYIOT B B. subtilis, kak B MOJEIHLHOM
opranusme. Iloatomy wu3HawanbHO cnucok JIHK-cBsi3piBaromux  ¢akTopoB
TPAHCKPUMIIMU ObLT cocTaBiieH mis B. subtilis. Tlouck OpTOIOTOB PEryIsiTOPOB B
OCTalIbHBIX T€HOMAaX W CPAaBHEHHE C OOIIMM YHCIIOM PETYIATOPOB M3 0a3 JaHHBIX
DBD (236) u MiST2 (237) B ocTalbHBIX M3yYaeMbIX T'€HOMaXxX IMOKa3ajd OOJBIIYIO
MJIACTHYHOCTh HAa0OPOB () aKTOPOB TPAHCKPHUIIIIUU JIaXKe CPear OIU3KOPOACTBEHHBIX
oakrepuii (Puc. 6.1).

Cpenu o OHapy>XeHHBIX OeIKOB B B. subtilis Obl1o BbIIENeHO 32 paHee
M3YYEHHBIX PETYISITOpa METaboIM3Ma YIJIeBOIOB U UX MPOU3BOAHBIX. [Ipu aTom, mis
11 w3 HUX x0T W ObUIa TIOKa3aHa PEryJjslvs T'€HOB, HO HE ObUIM OOHAPY KCHBI
MOTHBBI caiToB cBsi3biBaHus (Tabn. 6.1). Kpome Toro, myis p anee He WM3Y4YEHHBIX
(GhaKTOpOB TPAHCKPHUIIIMK OBLI TMPOBEICH aHAJIW3 KOHCEPBATHBHOCTH T€HOMHOIO
KOHTEKCTa Ha MPEJMET KIaCTEPHU3allKi I'eHa PeryyiaTopa ¢ TeHaMU CaxapHbIX MyTeH.
W, wnakoHem, Uil PEKOHCTPYKIMU OBUIM BBIOpaHBI (HAKTOPHI TPAHCKPHUIIIIUH,
MpUHAJJISKAITIE K CeMEHCTBaM, I KOTOPBIX M3BECTHO MHOTO CIyYaeB PETYJISIUH
caxapubix peryinoHoB (Lacl, GntR u RpiR) u ana xortopeix He HaOII0IaTOCH
KOHCEPBAaTUBHOCTH TEHOMHOTO OKpYXeHHs. [l HUX, BEpPOSTHO, PETYIUPYEMbIC
T'CHBbI HAXOJIATCS HE B OJTHOM JIOKYCE C peryiasiTopoM. Takum 0O6pa3om ObLIO BEIOpaHO
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emie 11 perynaropoB s jganbHeimied pexkoHcTpykuuu. CyMMapHO Oblia
MPEINPUHSATA MTONBITKA PEKOHCTPYUPOBATH 43 perysioHa.

Bacillus subtilis str. 168 K&8

Bacillus amyloliquefaciens FZB42

Bacillus licheniformis DSM 13

Bacillus pumilus SAFR-032

Bacillus cereus ATCC 14579

302

5
Geobacillus kaustophilus HTA426 Wﬂn

Anoxybacillus flavithermus WK1 m%’z

H H H ] %
Oceanobacillus iheyensis HTE831 e m 261

Bacillus halodurans C-125

Bacillus clausii KSM-K16 R O e ey 209

Puc. 6.1. ®unorenetnyeckoe AepeBo OakTepuit cemeiictBa Bacillales, mocTpoeHHOE
o konkareHaty 16S-23S PHK. [y kaxxnoro reHoMa npeacTaBiieHo: N - CcyMMapHOe
yuciao pakTopoB TPAHCKPUMIUH, B3siTOE U3 0a3wl nanHbix DBD (236), 3a
uckitoueHueM A. flavithermus, st KOTOPOTO YUCIO MOTYYEHO U3 0a3bl JaHHBIX
MiST2 (237); B - urcio opToJoroB (aKTOPOB TPAHCKPUNIUU U3 B. subtilis u ux

MIPOIICHT OT OO0IIero Yuciaa (pakTopoB TPAHCKPHUIIIIMN B TEHOME.

6.2 IlocTpoeHue pacmo3HAKWUIMX NPABUJI JAJA NOUCKA MOTEHUHAJbHBIX
CaliTOB CBA3bIBAHUSA PEryJsiTOPOB MeTad0JM3Ma yrjaepoaa

JI1s1 peKOHCTPYKIMH PETYJIOHOB ObLIIM UCIOIB30BaHbl TPU MOJIX0/1A:

1) JaHHble 0 cailTax CBSI3bIBAHUS paHEE U3YUEHHBIX (DAKTOPOB TPAHCKPUIILIUU
ObUTM COOpaHbl B KAYECTBE OOYYAIOUIUMX BHIOOPOK M HAa UX OCHOBAHUU MOCTPOECHBI
MaTpUILbl TMO3UIMOHHBIX BECOB, KOTOpPbIE BIOCJIEACTBUU ObLIM MPUMEHEHBI JIs
MOMCKA HOBBIX ITOTEHIMAJIBHO PETYJIUPYEMBIX T€HOB U PEKOHCTPYKILIUH PETYIOHOB B
OCTJIbHBIX M3y4aeMbIX OakTepusix. MaTpHilbl 3aTEM yIyUYlIATUCh ITyTEM J00aBICHUS
B oOydaromnye BBIOOPKH CaWTOB, HAWJACHHBIX B JPYTUX Te€HOMAaX. BOJBIIMHCTBO

GbakTOpoB TpaHCKpHUMIMK OBIJI0O W3y4eHO B B. subtilis, kpome perymnsaTopa
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ytunuzanuu - pubo3sl  RbsR, skcnepuMeHTanbHO — OXapaKTepU30BAaHHOTO B
Corynebacterium glutamicum (219) u perynsropa ytunuzanuu MaHnHuTolia MtIR,
U3y4eHHOTrO0 paHee B Bacillus stearothermophilus (180). B pamkax ganHoro noaxona
OBLIT pEKOHCTPYHUpPOBaH 21 peryoH.

2) Jlna perynoHOB, rjae ObUT MOKa3aH TOJBKO (PAKT peryssiiud KOHKPETHBIX
F€HOB, METOJOM (PHIIOreHeTUYecKoro (yTHpUHTHHTA ObLT MPOU3BEACH IMOUCK
MOTEHUIHUAJIBHBIX 00JACTEN CBSI3bIBAHUS PETYJISITOPOB B 5 -HEKOAUPYIOIIUX 00IaCTIX
COOTBETCTBYIOIIUX PETYJIUPYEMBIX T'€HOB WM MX OPTOJIOTOB B JIPYTMX T€HOMaX,
COJIEpKAIlUX PETYJSITOpP. 3aTeéM [0 TMOJYy4YEHHBIM MOCIEI0BAaTEIbHOCTIM ObLia
MOCTPOEHA MAaTpUlla MO3UIIMOHHBIX BECOB W IMPOBEJAEH IOUCK MOTEHIMAIbHBIX
caiiToB. B manpHeiiem ObI0 PEKOHCTPYUPOBAHO 11 TakuX peryioHOB.

3) Perynmammst Qakropamu TPaHCKPHUIIIHH, TSI KOTOPBIX HE TPOBOIIIIHCH
AKCIEPUMEHTANIbHbIE HCCJIEJ0OBaHUsA, H3ydallach IMyTEeM aHajlu3a T[EeHOMHOIO
KOHTEKCTa. B kauecTBe MOTEHIIMATIBLHO PETYJIHPYEMbIX T€HOB BHIOMpAIUCh Hauboiee
KOHCEpBaTUBHbIE T'€Hbl M3 TEHOMHOTO OKpY>KEHHSl TeHa peryisTtopa . Takxke
npeanoyiarajacb  BO3MOXKHOCTb ~ aBTOPEryJsilMM  caMoro reHa  (akropa
TpaHCKpUNuU. B 5 -HeKoaupyromux 00J1acTsIX T€HOB MPOU3BOAWICS MOUCK CANTOB
CBSA3BIBAHUS METOJIOM  (uioreHeTudeckoro ¢yrnpuHTuHra. Ha ocHoBaHUU
HaWJICHHBIX KoHcepBaTUBHBIX obOjacter JIHK cTpomnack maTpuiia mo3UIIMOHHBIX
BecoB. J[ns reHOB  (PakTOpOB  TpAaHCKpUIIIMH, TJ€ HE MPOCICKHUBAIOCH
KOHCEPBaTUBHOCTH KJIacTepU3aluu, MIPOU3BOIUIIUCH MONBITKA MoucKa
aBroperyJsnus. Jlaaasiii moaxoa ObuT mpuMeHeH 11 11 peryioHos.

Jns KaXXaoro OpTOJOTHYHOIO Psifa HMCCIEAYEMbIX PETYJISTOPOB O0Ka3ajoCh
BO3MOKHBIM IIOCTPOUTH OJTHY MATPUILY IMO3UIIUOHHBIX BECOB, YTO CBUJIETEIILCTBYET O
JOCTATOYHO BBICOKOW KOHCEPBAaTUBHOCTH MOTHBOB CAalTOB CBSA3BIBAHHUS BHYTPH

cemeiictBa Bacillaceae (Tabmn. 6.1).
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6.3 PexoHCcTpyKUMS peryjioHOB YTWIH3ALMHU CAXAPOB M UX NMPOU3BOJHBIX
B ceMelicTBe Oakrepuid Bacillaceae

B nmannoit pabote ymoO0HO MOIB30BAaTHCS TEPMHUHOM PETYJIOT, Kak HaOOpOM
PEryJIOHOB, KOHTPOJUPYEMBIX OPTOJOTUUHBIMU (PaKTOpPAMU TPAHCKPUIIUU B TPy
pOACTBEHHBIX OakTepuil. B pesynbrare ucciaegoBaHus ObUIO PEKOHCTPpyHpPOBaHO 43
peryiiora, OTBEUAalOIIMX 32  METa0OJM3M yriepoja B OakTepusx CceMelcTBa
Bacillaceae. CootBercTBytomue (HakTOpbl TPAHCKPUIILMK  MPUHAIIEKAT K
MATHAALATH CeMecTBaM OaKTepualbHBIX pe TynsaTopoB. Haubomnbiiee wyucio
PEryJIoroB KOHTPOJIHPYETCS (paKTOpaMH TPAaHCKPUIIIUK U3 JBYX ceMenicTB — Lacl (11
perynoroB) 1 GntR (10 perynoroB). K ocTtaibHbIM ceMeilCTBaAM MPUHAIEKHUT OT
oJHOTO 10  Tpex peryiaaropoB (Tabm. 6.1 oTcoptupoBaHamo  ceMmeiicTBaM
PEryJaTopoB).

Bcero 6 perynoros npucyTCTBYIOT BO BCEX M3yYae€MbIX F€HOMAX: I100aIbHBIM
peryior wmertabonu3Mma yrieBonoB CcpA, peryinor rmkonu3za CggR, perynor
rimrokoHeorene3a CcpN, a Taxke peryioru yruiauszanuu gpykrossl (FruR), pu6o3sn
(RbsR) m makrara (LutR). IIpum sTOoM Ooibllie TOJOBUHBI PEKOHCTPYHPOBAHHBIX
pEeryjoroB cojiep)Karcsi B IATH Win MeHee reHomax (Puc. 6.2). Takxe ObuH
BBISIBIICHBl HEOJIHOKPATHBIE CIIy4au HCUYE3HOBEHHUS PETYISTOPOB MHPH COXPAHEHHUU
OOJBITMHCTBA TEHOB PETYJIOTOB. JTO XOPOIIIO COOTHOCUTCS KaK ¢ HaOIIOJEHUEM, UTO
(bakTOphl TPAHCKPUIIIIMK JBOJIOIHMOHUPYIOT OBICTpEE, YeM pPETyJIUpyeMbIe TEeHBI
(243), a Takke ¢ MOJIEIBIO ABOIIOIHMH METa00IMYECKOro HHCTpyMeHTapus (toolbox
model) Gaktepuii, KOTOpast YTBEPKIAET, UTO OOJIBITMHCTBO METAOOTUYECKUX MyTeH
NEPEHOCUTCS TOPU3OHTAIBHO C TOCIEAYIOIIUM OBICTPBIM BCTPAaWBAHHUEM B
CYIIECTBYIOIIYIO PETYJISITOPHYIO CETh (244).

B cerp perymsauuu M erabonu3ma YrieBOJAOB B OakTepusx ceMencTBa
Bacillaceae Bxomutr Oonee 300 OpPTOJOTUYHBIX PSIOB  PETYJIUPYEMBIX TEHOB
(ITpunoxenne 4). ns B. subtilis npenckazano Oosee 60 HOBBIX PETYJIATOPHBIX
B3aUMOJICHCTBUM, U3 KOTOphIX 42 cnemano misi CcpA perynona. Cpeayd HOBBIX

ysieHoB CcpA perynoHa B B. subtilis IpUCyTCTBYIOT T€Hbl YTHIIM3AIUU PA3IMYHBIX

caxapos: paMHOTaaKTypOoHaHa (yesOPQRSTUVWXYZ-yetA-Ip[ABCD),
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ranaktyponara (kdulD), dpyktossl (fruRKA), caxapossl (sacPA), MmanbTo3sl (cycB-
ganPQA), nakrata (lutABC) n npyrux. Taxxe, uHTepecHo, uto cailtel CcpA ObUIH
HaliJIeHbl TIepe]] TeHaMH, KOAUPYIOMUMHU (EPMEHTHI IIUKJIa TPUKAPOOHOBBIX KUCIIOT,
Takux Kak  cykuuHatnaeruaporenasa (sdhCAB-ysmA), cykuunun-KoA nwurasa

(sucCD) u 2-okcormyTapat aeruaporetasa (odhAB).

N W & OO O N © ©
(o)}
(o)}
(o)}

KonuyectBo perynoros

-

o

2 3 4 5 6 7 ¢ 8 9 10
KonuyecTBO reHOMOB B KOTOpPbIX ObIN1 HanaeH

perynoH
PucyHnoxk 6.2. PacnipenenieHue KOJIM4ECTBA pEKOHCTPYUPOBAHHBIX PETYJIOTOB 10

KOJIMYCCTBY 'CHOMOB, B KOTOPBIX OBLI HaﬁﬂeH PEryJaoH.

[Ipu pexonctpykimu CcpA perynora He ObUIO HAZIGHO HU OJTHOTO a0COJIFOTHO
KOHCEPBAaTUBHOIO ciiyyass  peryisinuud. Haunbonee KOHCEpPBATUBHBIMHU SIBJISIOTCS
YEThIpE ONEpOHa , PUCYTCTBYIOIINE B JEBSITH U 3 JIECSITU perynoHoB. Kpome yxe
Ha3BaHHOTO OIEpPOHA, KOAMPYIOIIETro 2-OKcoriyTtapatiaeruaporenasy (odhAB), u
OMEPOHA, KOAUPYIOUIEro T'eHbl MpeACKa3aHHOW JakTatiaeruaporeHassl (ywfVWY), B
ATO YHUCIIO BXOJSAT €IIE IBa, HANPSAMYIO HE CBSI3aHHBIE C META0OJM3MOM yTJepoAa:
sigL, xonupyromuil curMa-pakTop, HEOOXOIUMBIA ISl TPAHCKPUIIIUU HEKOTOPBIX
reHoB Merabonusma azota (211) u mmgABCDE-prpB, KOIUpYIOIIUA T'EHBI,
Y4acTBYIOIIIME B METa00OIM3ME MAaTEPUHCKUX KIIETOK Ipu cropyisiuuu (215). Onnako
€CJIM paccMaTpuBaTh BBICOKO KOHCEPBATHUBHYIO YaCTh PEryJiOHA, BCTPEUYAEMYIO B

CCMH-BOCbMH I'€HOMAax, OHa CHJIBHO 060rameHa OIICPpOHAMH YTHJIM3AllMH Pa3JIUNYHBIX
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HMCTOYHUKOB yriepoja: ManbTo3bl (msmX), riniokomaHHaHOB (gmuBACDREFG),
rnutepona (glpFK), manautona (mtlAFD), xcunossl (xyIAB), pu6o3sl (rbsRKDACB),
unosutona (iolABCDEFGHIJ), apabunosbl (araABDLMNPQ-abfA) w caxapo3sl
(sacPA). B CcpA perynore 0buid 00HapY>KE€HbI T€HBI, KOJUPYIOIIUE 22 perynsTopa.
BonpmmucTBO M3 HUX (GIVR, MsmR, AcoR, RbsR, LutR, GmuR, FruR, AraR, TreR,
CcpC, ExuR, GntR, GanR, RmgR, LicR, LicT, KdgR u ManR) orBeuaer 3a
KOHTPOJIb SKCIPECCHUU T€HOB T€X WJIM MHBIX MyTel Merabonu3ma yriaepoja. Takxke
caiTel cBsi3biBaHUSl CCpA HaAUUIMCh TMEpe]l TEHOM PEryisTopa OTBETa Ha Ae(PULIUT
dbocdara phoP u reHoM ykoM, KOOUPYIOLIUM PETYISATOP HEU3BECTHOW (PYHKIIMH U3
MarR cemelictBa.

Kpome CcpA B 00pa3oBaHUU PETYJATOPHBIX KacCKaJOB Y4acTBYET €€ OJIHMH
perynsTop karabonutHoit penpeccun, CcpB. OnHako, oH ObLT HaMEH BCETO B JIBYX
reHomax — B. subtilis u B. amyloliquefaciens. Tlpuaem, ecnu B B. subtilis on
peryIupyeT onepoHsl karabonu3ma riokoHaTa (gntRKPZ) n xcunossl (xy/AB), To B
B. amyloliquefaciens B CcpB perynoH BXOIUT TOJIBKO ONepoH xy/AB.

Jlis mectu panHee m3ydeHHBIX B B. subtilis perynonoB (MtIR, LutR, NtdR,
GanR, CitR wm XylR) Oputa mnpenckaszana aBToperyisnus TeHa (dakTopa
TpaHckpuniuu. Kpome toro, B B. subtilis nnsi AByX peryjioHOB OOHApPY>KEHBI HOBBIC
reHbl TPAaHCMOPTHBIX cucTeM: B LutR perynon BkitoueH reH nakrar nepmeassl [utP u
B FrlR perynone cunbHble calThl CBsI3pIBaHMS Tpejackasanbl mepes ATO-
CBsI3bIBalONIEH KOMIIOHEHTOW Hen3zBecTHOro ABC Tpancnoprepa.

B B. subtilis 6b1710 peKOHCTpYHpPOBaHO 11 HOBBIX PETYJOHOB, OTBEYAIOIINX 32
MeTabonusm yriepojaa. @akropsl Tpanckpumnmuu BgIR (parnee YydK) u YkvZ 6butn
MPEICKa3aHbl B KaueCTBE JIOKATBHBIX PETyIATOPOB T'€HOB YTUIIM3AIMH apui-OeTa-
rmoko3uoB.  BglR  perynmupyer omepon, xomupyrommii [IBC  xommoneHTy
npeanosaraemoro PTS Tpancmoprepa apui-6era-rimroko3unoB (YyzE) u  apuin-
docdo-6era-rmokozuaasy (BglA). Perynsarop tpanckpunuuu YkvZ KoHTponupyer
takke TeH bglC, xomupyrommii apui-pocdo-oera-rmoko3nmaszy. Oba depmenta
CIIOCOOHBI TUPOJIN30BAThH apmit-pocdo-6eTa-riaroKo3u bl PaCTUTEIILHOTO

MPOUCXOXKJCHUsSI, TaKkWe Kak apOyTuH wiu camuiuH (245). K ToMy xe MOXKHO

103



npejacka3atb, 4ro 3¢ dexropom (Pakropa Tpanckpunuuu BgIR crnyxut canuiu,
MMOCKOJIbKO M3BECTHO, YTO JKCIpeccus reHa bglA MHAYIUPYETCs B €ro MPUCYTCTBUU
(245,246).

Taxke Ob0 o0OHapyxkeHo, uto peryiaarop DegA wu3 Lacl cemeiicTBa
KOHTPOJIMPYET HKCOPECCUI0 CLHWIJIO-MHO3UTON JeruaporeHassl  iolX (247) wu
MpeJCKa3aHHON JEruApOreHa3bl HEM3BECTHOTO MPOU3BOJHOTO MHO3UTONA yrDE B B.
subtilis. CoctaB DegA peryjgoHa CHJIBHO MEHSETCS B pa3HBIX TIeHOoMax. Tak,
bynkuuert DegA mpenckazaHa peryisiiius T'e€HOB  KaTabojiM3Ma HHO3UTOJIA
i0olIDEBCAJ B G. kaustophilus. T em cambiM DegA 3anHsin Ty ke (QyHKUHIO, 4TO U
(daktop Tpanckpunuuu IolR B B. subtilis u papyrux OakTepusix ceMmeilcTBa
Bacillaceae. [1ns B. halodurans Obl10 3aMe4€HO, UTO XOTSI T€HBI MyTH YTUIU3AIUU
MHO3UTOJIa He HaxoaaTcs moj peryisnueii Hu [olR, au DegA, psioMm ¢ iol onepoHOM
MPUCYTCTBYET TeH, Koaupyromux ¢aktop TpaHckpunuuu u3 Lacl cemelictBa
BH2313, kotopomy Briocnenctue 0bu10 nprucBoeHo nMs [0lR2. B B. halodurans on
[olR2 perymsimueit 0OHAPYXWJIOCH JBa ONEpPOHA TEHOB YTWJIM3AIHMHA WHO3WUTOJIA
iolBCDEGIJ w iolA-yxIH-iolH. Ten yxIH xoaupyeT HOBBII TpaHCIOPTED,
MIPEANOJIOKUTEIBHO CIIENU(PUIHBIA K OJJHOMY U3 MPOU3BOJHBIX MHO3HUTOJNA. Takxke
[olR2 perynon Obu1 0O6HapyxeH B G. kaustophilus, Tie B HEro BXOJUT OJWH ONEPOH
i0olR2-GK2114-11, xotopeiii kogupyeT nBe neruaporeHassl GK2114u GK2112 u
npeackaszanayro u3zomepasy GK2111. Takum o0pa3om, mMoxoxe, 9TO OOJBIIMHCTBO
OakTepwii KpoMe TEHOB OCHOBHOTO KaTaboiu3Ma WMHO3UTONIAa  COZepKar
BCIIOMOTATEIbHbBIE T€HBI Il YTUIN3ALNKU €r0 Pa3InyHbIX MPOU3BOAHBIX. [Ipu 3TOM,
XOTS JUIsl APYTUX CHUCTEM KaTaboJIu3Ma caxapoB MOJOOHOTO HCCIENOBAHUS CIEIaHO
He ObUIO, MyTh YTUIN3ALUU MHO3UTOJIA TIOKA3all BBICOKYIO TUIACTHYHOCTD PETYJISIUN
Tpanckpuniuu (Puc.6.3).

Emie BoceMb peryjgoHOB OTBEYAET 3a YTWIM3ALHUIO PA3IMYHBIX CaXapOB U UX
npou3BoHbIX: RhgR (pannee YesS) u RmgR (pannee YtdP) koHTpoaupyroT reHsl
yTUIN3aUU paMHoranaktypoHaHa; FruR — rewsr yrunmzamum ¢pykros3sr; GamR

(panee YbgA) — rensl yTtmwim3anuu TirOko3amuHa; MdxR — rensl kara®on u3ma
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MajbTOEKCTpUHA; MsmR — rensl yrununzanuu anb@a-raaakro3n1oB ¥ MurR — renst

yrunasauuu N-anetuaMypamara.

> @ lolR (DeoR cemenicTBO) » DegA (Lacl cemenctBo) » ® loIR2 (Lacl cemencTBO)

PP VPOSSIRICY (1711 FV IS )t Y

Prgadeereday ‘“~"~°°'~==s:u"

3y

bits

blla

FeHOMHbIN KOHTEKCT PEKOHCTPYUPOBAHHbLIX PEryroHOB:

i0IRS iolABCDEFGHIJ iolX r&bf dﬁ?
B. subtilis ol He Y T X X T X X X X O [
i0IRS i0lABCDEFGHIJ
B. amyloliquefaciens® IY__ ®
i0IRS iolABCDEFGHIJ iolX degA
B. licheniformis I o[ O > 0 U 0 X X O [ =
degA X-X-iolIDEBCAJ X-X-iolX-X i0IR2-X-X-X-X-X

G. kaustophilus LA X X X X X X X O L L X Hee

jolA-yxIH-iolH iolBCDEGIJ jolR2 X-yrbE-X-degA X-X
B. halodurans OCtD o X X X X X X >4l [:ﬁiD(g_T .
iolR iolABCDEGJ-yisS-ABC0430
B. clausii ] S . .

Pucynoxk 6.3. Perynons! yrunu3anuy HHO3UTOJIA B OAKTEPHUAX ceMecTBa
Bacillaceae n cOOTBETCTBYIOIIIME MOTUBBI CAaTOB CBsI3bIBaHUS. CailThl CBSA3bIBAHUS
MOKa3aHbl KPyraMH, PETyJIUPYEMBIE T€HbI — CTPEJIKAMU. 3aKPAICHHBIE CTPEIKH
0003HaYar0T reHbl peryiasTopoB: 3eneHbiil — [0lR, xentsoiilt — DegA, KpacHbIil —

[0IR2. CaiiThl cBsI3bIBaHUS pacKpalleHbl COOTBETCTBEHHO MPUHAJJICAKHOCTH K

pEryasTOopy.

6.4 O0cyxaenune

Cpenu 43 peKOHCTPYHPOBAHHBIX PETYJIOHOB JIUIIL 14 pEryJIOHOB MOJTHOCTHIO
COXPAHSIOT CBOM COCTaB BO BceX reHomax. [Ipu 3TOoM, cCpeau HUX BCEro ABa peryjiaoHa
MIPUCYTCTBYIOT BO BCEX aHAIM3HPYEMbIX opranu3max — FruR, koHTpomupyrommi
redsl yrunmzanui Gpykto3sl u CcpN, peryIupyroniuii TeHbl TIIIOKOHEoTeHe3a. B
IIECTH U TISITH TE€HOMAaxX, COOTBETCTBEHHO, OBLIM HAWMJICHBI PETYJI OHBl YTHUIN3AIUN
arieronHa AcoR u pu0Oyno3o-monodocharnoro mytu HxIR. OcTanbHble perynoHsl,
Bxoasamue B 3Ty rpymmy (AlsR, CitR, GIvR, GntR, GutR, LevR, ManR, MdxR,

MurR, NtdR), mano pacmpocTpaHeHbI Cpeid U3y4aeMbIX OPTaHU3MOB U BCTPEYAIOTCS
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B JIByX-4EThIpeX reHoMax. Takxke K rpyrme abCoIIOTHO KOHCEPBATUBHBIX PETYIOHOB,
MPUCYTCTBYIOIIMX BO BCEX I'€HOMaX MOXHO Obuio Obl mpuuuciauth CggR perynow,
OJIHAKO B B. cereus mpou3oIen nepexo1 reHoB pi U pgk B niceBaorensl. Eiie B Tpex
perynorax (TreR, FrIR, LicR) oOHapyXeHbl U3MEHEHHUSI TOJBKO B aBTOPETYJISAIINU
(haKTOpOB TPAHCKPUIIIUU.

[Ipn ananu3e KOHCEPBATUBHOCTU PEKOHCTPYHPOBAHHBIX PETYJIOTrOB ObLIO
OTMEYEHO, YTO ISl JIOKAJbHBIX PEryJIOHOB OCHOBHBIE OTINYMS MEXKAY OpraHUu3MaMu
3aKJIIOYAIOTCA B M3MEHEHUHU PETyJIAIMU T€HOB, OTBETCTBEHHBIX 3a pPAaHHHE IIaru
MeTabonn4yeckux mytei. Tak, 4yacThIM HM3MEHEHHEM B COCTaBE PEryJioHa SIBISETCA
CMEHA PEryJIAlU TPAHCIOPTEPOB CyOCTPATOB, UTO OBLIO 3aME4Y€HO B 12 peryioHax
(KdgR, IolR, LutR, MtIR, RbsR, NagR, MalR, CitT, GudR, RmgR, XyIR, RhgR).
HaOmronanuch kak notepu CaiTOB CBA3bIBaHUS MEpPE]l TeHAMU TPAHCIIOPTEPOB, TAK U
MOTEPS] CaMOTo TeHa WIM TOSIBJICHHE HOBBIX TE€HOB TpaHcnopTepoB. KoneuHo,
MHTEPECHBI CIy4yan 3aMEHbI FTEHOB TPAHCIIOPTEPOB, KOTOPHIE MMO3BOJISIIOT MPECKA3ATh
ux crnenu@uaHocTh. B perynone yTmiuzanuu uwHo3utona lolR B B. clausii BMecTo
Tpancnoptepa muo-unoszurtona lolF B mosBuncs tpancnoprep ABC0430, u opTosor
CIMJII0-UHO3UTON neruaporenasbl lolX. Takke oTCcyTCTBHE B I'€HOME OPTOJIOTOB
uHo303am3oMepassl  loll mpu  coxpaHeHuu Muo -wHO3UTONAETHApPOreHa3sl [olG
Nmo3BOJISIET mpeAanonoxutb, 410 ABC0430 crnenududeH K CHUILIO-MHO3UTONY H ,
BEPOSITHO, K MHO-UHO3UTOITY.

B CitT perymore BCTpeTWSIOCH TpH psia TpaHCIOpTEepoB. B  OonbmmMHCTBE
OakTepuil mpucytcTByet Tpancrnoprep uurpata CitM. B B. cereus non perynsuuei
Haxoautcs Tpancnoptep CitH u3 toro ke cemeiictBa cyOCTpat/IMBaieHTHBIN HOH
cummnoptepoB. B O. iheyensis caiit cBs3piBanusi CitT oOHapykeH mepea reHamu
OB3249-47, xoaupyomuMu CyOBEIUHUIIBI  TpaHCIOpTEpa M3  CEeMEHCTBa
TPEXCOCTAaBHBIX  TPAHCIIOPTEPOB  TpUKapOOkcuiaToB  (tripartite tricarboxylate
transporter). COOTBETCTBEHHO, Il BCEX ATUX TPAHCIIOPTEPOB MOKHO IMPEICKA3aATh
cnenuUIHOCTh K IIUTpPATy.

B perynmore GudR B renomax B. clausii m O. iheyensis OTCYTCTBYET

TpaHcnopTep Imokapata uramaktopara GudP,a Ttakxe ramakropatiaeruaparasa
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GarD. B renome B. clausii Taxxe HeT W Tirokaparaeruaparazsl GudD, omHako
BMECTO HEE B PETYJIOHE MOSIBWIIACH JIETUIPATA3a U3 CEMEMCTBA MAHHOHAT JIETUIPATA3
ABC0466, kotopoil Oblla mpucBOEHA (PYHKIMS TIIOKapaT geruaparasbl. B oboux
reHomax mnoxa perymsiued  GudR  HaxomuTcs TpaHcmopTep U3 ceMelcTBa
TPEXCOCTaBHBIX TpaHCHopTepoB TpukapOokcunatoB ABC0469-67, KoTOpbIi,
HauOoJiee BEpOsITHO, CeNU(PUUEH UCKITIOUUTENBHO K TJIFOKapary.

Cpenu renos, Bxogsmux B XylIR perynonsl 3amedeHo 00Jb110€ pa3HO0Opa3ue
TpaHCcopTepoB W ruaponas. Ilpu stom reHsl xy/lA wu xylB, xoaupyoounme
COOTBETCTBEHHO KCHJI03aM30MEpa3y U KCUITYJIO3aKUHA3y CaMOro IyTH KOHBEpPTALUU
KCWJIO3Bl B KCWIIyJ03y-5-pochar — wuHTepMenuar neHto3zodocdaTHOro mytu —
KOHCEpBAaTUBHBI BO BCEX peryioHax. Takke 3aMeIleHHs T€HOB THApoia3 ObUIH
3amedeHsl B perynorax MsmR, YkvZ, RmgR.

B perynone yrunuzarmuu N-anerwiritoko3zamuHa NagR B B. licheniformis B
COCTaB PETyJIOHA BOIIEN T'eH, Kogupyoomuii N-anetunamypamap-6-gocdar screpasy,
KoTopass mpeobpasyer N-anerunmypamar-6-gocdar B TIrOK03aMUH-6-Pocdar,
cyOcTtpat riroko3amuH-6-bochar neamunaszel NagB. IIpu stom, B NagR perymnone B
B. licheniformis o0HapyxeH Tolbko oawH TpaHcnoptep — PTS cucrema NagP,
roMosioruyHas cnenupuyuHoit Kk N-anerunrmoko3amuny PTS cucreme NagP uz B.
subtilis. B03MOXHO, OCHOBHBIM HMCTOYHHMKOM N-aleTHWITIIIOKO3aMUHA UIT B.
licheniformis aSBnsieTCS MENTHUIOTIIMKAH, COCTOSIIHN 13 N-areTUiIritoKo3aMuHa U N-
aneTwiMypamara. Takum oOpa3oMmM, pPOCT Ha JIaHHOM CyOcTpare O3Hadaer
OJHOBpEMEHHYIO akTuBanuio NagR u MurR peryjioHOB U TOCTYIUIEHHE B KJIETKY
000UX THUIIOB MOHOMEPOB.

B coctaBe GmuR perynora camoil KOHCEPBATUBHON YaCThIO SIBIISIFOTCS T'€HBI
gmuABC, konupytomue PTS Tpancnoprep, u gmuD, KOAUPYIOIHI TJIIOKO3UIA3Y.
['ensl, kogupytonme manHokuHazsy GmuE u manHo3a-6-pochar uzomepazsy GmuF,
pacrpeaeneHbl MO3au4HO U MPUCYTCTBYIOT HE BO Bcex reHomMax. IIpu sTom Bo Bcex
reHomax, rjue ooHapyxkeH GmuR peryinoH, ecth ManHO3a-6-docdar nzomepasa Pmi,
KOTOpasi, BO3MOKHO, BOCIIOJHSIET HEAOCTaoImy (GyHKIu0. Bo3MOKHO, QYHKIUIO

MaHHOKHWHA3bI BBITIOJIHSIET TaKkKe (GEPMEHT U3 APYTroro MmyTH.
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OnHuUM U3 PEryjoroB, IJIE€ OCHOBHBIE OTIWYHUS MEXKIY PEryJoHaMU JexaT B
COCTaB€ r€HOB, KOJUPYIOMUX (DEPMEHTHI MOCIETHUX CTAUNA METAOOINYECKOTO MyTH,
apisiercs RhaR perynor yrtunuzanum pamuossl. B B. licheniformis reuvl rhaM wn
rhad xomupyromme B B. subilis pamHO3aMyTapoTady U p amMHO3au30Mepasy,
COOTBETCTBEHHO, OTCYTCTBYIOT. OHAKO MO PEeryysilueil HaxoAsTcs TeHbl rhaM?2 u3
ceMmeiicTBa caxapocBssbiBaromux OenkoB ASRT u rhadA2 w3 cemeicTBa KCuiio3a
M30Mepa3, KOTOPHIM MPUCBOWIM (PYHKUMM HeJocTarolmux TreHoB. Takxke B O.
iheyensis ObUIM HaijeHbl TeH Bl rhaY u rhaD, koaupylolyue COOTBETCTBEHHO
TPAHCIIOPTEP, MPEANONOKUTEIIBHO CHEeUU(PUYHBIA K pamMHO3€, M paMHyJo3a-1-
¢docdar anpnonazy, 3aMenaronly0 aHAIOTHYHYI0 aKTUBHOCTh pepmenTa RhaEW.

Perynor GamR wuHTEpeceH Tem, uto B B. subtilis cocTaB peryjioHa MOJIHOCTHIO
otnuyaetcs or GamR perynonoB B apyrux Oakrtepusix. B B. subtilis mon perynsuuei
HaxoAsaTcs JnBa TeHa: gamP, komupyrommit PTS cucremy, npenmnonoxuTenbHO
cnenupUUHy0 K TIIOKO3aMHHY, U gamB, KOAMPYIONUN TIIOKO3aMUH-6-(hocdar
neamuHasy. J[Ba 3THX OelKa COCTaBIAIOT COOOM MyTh yTHJIM3AIMU TIIOKO3aMHuHA. B
Oaktepusix B. licheniformis, B. clausii, B. halodurans wn O. iheyensis B cocTaB
perysioHoB BXogsaT reHbl PTS cucTtembl, cekpeTupyemoill XWTHHA3bl U JIBYX
UTOIUIa3MaTHYeCKUX Toko3uaas. Ilpu stom tuaposaza BHO0613 romonoruyna
oenky ChbG w3 E. coli (41% wunentuunoctu) (248), KOTOpHIH KOAUpPyeET
XUTOOJIMTOCaxapuy Jeaneruiazy. Takum oOpa3oM , MOXKHO TMPEANOI0XKHUTh, YTO
TaHHBIA HA00p QyHKIMK 00pa3yeT MyTh AETPAJAAINK XUTHHA JIO OJUTOCaAXapuIOB, UX
MOCJEAYIOUIEro TPAHCIIOPTA B KJIIETKY, J€alleTHIMPOBAHUS OJHOTO U3 MOHOMEPOM N-
alETUIITIIIOKO3aMUHA U , €CJIM TMpEearojiarartb aHajloThi0 C MYTeM YTHIM3alUH
XUTOOJUTOCAXaPUJIOB B E.  coli, mnocnegyrouero pacuierieHus 10 N-
alleTIITIIIOKO3aMUH-6-bocara W TIIOKO3aMUHA, KOTOpHIE 3aTE€M AaKTUBHUPYIOT
AKCHPECCHUIO T€HOB JIPYTHUX MyTEH.

Hcxons u3 Habm01aeMOM MIIACTUYHOCTH PETYISATOPHOU CETH, HU3Kas CTEIEHb
KOHCEPBAaTUBHOCTU rio0aimsHOro peryiona CcpA ckopee Bcero  oObsCHSETCS
HEOOXOJIMMOCThIO KJIETKH OBICTPO TOJICTpamBaTh HOBBIC TNepudepuuecKue MyTH B

001HiT META0OIHU3M.
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BbeiBOALI

[IpoBeneHa pEKOHCTPYKIMS PEryJIOHOB yTwin3auuu L-apaOuHO3BI,
BKJIIOYAIOIIAsl B ce0sl OmpejesieHue MOTEHIMAIbHBIX CATOB CBS3bIBAHUS
Oenka AraR, omepoHHOM CTPYKTypbl W (PYHKIMOHAJIBHOW aHHOTAIUU
peryJupyeMbIX TE€HOB B  4YeThlpex mopsankax Oakrtepuit: Bacillales,
Lactobacillales,  Clostridiales wu  Thermotogales.  Ilpeacka3aHbl
HEOPTOJIOTMUHbIE 3amenieHus ¢epmeHToB L-pulynokunasel u  L-
apabuHou3zoMepasbl y psaa 6akrepuid. [lokazaHo mupokoe pazHooOpaszue
bepMeHTOB Jierpafanuu apaOMHO30COACPIKAIIUX MOJHCAXapUIOB U
CUCTEM TPAHCIOPTa BHYTPb KJIETKU MPOAYKTOB Aerpanauud. [Ipennoxena
MOJIeNb 3BOJIONMU AraR peryioHa, BKIIOYaroilas TaKCOH-celudUIHOe
pacuIMpeHue peryJjioHa B ONpeeeHHbIX rpynnax OaKkTepui.

[IpoBeneHna PEKOHCTPYKIIHUS pEryJioHOB YTUIN3ALUU N-
anerunranakrozamuna (HAI'A) y nporeoOakTepuii, BKItoUaronias B ce0s
omnpe/ieJiecHHe TOTEHIMANIbHBIX CalTOB CBsA3bIBaHUS Oenka AgaR,
OTIEPOHHOM CTPYKTYPHI M (DYHKIIMOHAILHON aHHOTAIUU PEryJIUPYEMbIX
reHoB. Ilokazano,uro B  3Bomonuu AgaR peryioHa OCHOBHBIMH
JIBIKYIIMMH CUJIAMU SIBJISIJIUCh TOPU3OHTAIBHBIN MEPEHOC U AYTUIMKALUH
reHoB. PexoHcTpykius merabonunyeckux myTedl yrunmsanuun HAT'A u
MPOU3BOJIHBIX CaxapoB y MPOTEOOAKTEpUil MO3BOJIMIIA OOHAPYKUTH PST
HOBBIX CHCTEM TpPAHCIOPTa JAHHBIX CaxapoB B KJIETKY U (EPMEHTOB
OCYIIECTBJISIONINX HAYallbHbIE CTaJuM KaTtadoyM3Ma aMHUHOCAaXapoB B
LUTOIJIa3ME.

[IpoBenena pPEKOHCTPYKIMSI PETYIOHOB TPAaHCKPUIIIIMOHHOTO (aKkTopa
HexR, koHTponupyroImero mneHTpalbHBI MeTaboau3M yriepoaa B
reHoMax ramMmma- u Oeta-nmporeobakTepuii. OnucaHue KaxIoro perysioHa
BKJIIOYAET B CceOsl OMmpesesieHre MOTEHIUAIbHBIX CAMTOB CBSI3BIBAHMS

oenka HexR, omeponHOll CTpyKTYypbl W (GYHKIIMOHAIBHON aHHOTAIIUU
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peryiupyemMbelx TreHOB. Brepble moka3aHo,dT o HexR saBusercs
rN100aJbHBIM PETYJISITOPOM T'€HOB IEHTPAIBLHOIO METaboJIM3Ma yriieposa
B OakTepusix NopsiaAKoB: Vibrionales, Aeromonadales, Psychromonadales
u Alteromonadales. CpaBHenue GdyHKUMOHAILHOTO coctaBa HexR
PEryJIOHOB PAa3JIUYHBIX OaKkTepuid MO3BOJUIO OMPEACTUTh I PYMIIbI
KOHCEPBATUBHBIX U U3MEHUYUBBIX T€HOB PETYJIOHA.

[IpoBeneH mMpoOKOMACHITAOHBIM  aHalW3  PEryJATOPHBIX  CUCTEM,
OTBEYAIOIIHUX 332 META00JIU3M YIJIEBOJOB U UX MPOU3BOJIHBIX B CEMENCTBE
O0aktepuit Bacillaceae. TlpoBenena peKOHCTpYKIHsS 43 peryjaoHOB, s
KaX70T0 U3 KoTopbix ObLT ompeaeneH JJHK MoTuB caliTOB CBs3bIBaHMS,
ONEPOHHAs CTPYKTypa U (YHKIMOHAIbHAS AHHOTALMS PETYIUPYEMbIX
reHoB. Jy1s1 22 peryJioHOB MOTHBBI CATOB CBSI3bIBAHUS O€NKa-peryiasiTopa
ObTn  OOHapykeHbl BrepBble. [lokazaHa BbICOKasi BapuabOEIbHOCTH
JAHHOM pEryJIATOPHONM CEeTHUYy pa3JIMYHbIX OakTepuil U3 cemeicTBa

Bacillaceae.
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[punoxenus

Ipunoxkenune 1. [lonoxeHue MOTEHIMANBHBIX CAaWTOB CBsI3bIBaHMs Oenka AraR.

VYka3zaHo MOJ0KEeHUE caliTa OTHOCUTEIBHO CTapTa TPAHCIISIIIUU T'eHa.

Cawnt
leHOM OnepoH MonoxeHune | Bec MocnepgoBaTenbHOCTb

B. subtilis Xxsa -172 5,37 | AAATACATACGTACAAATAT
araABDLMNPQ-abfA -104 5,5 | AAAATTGTTCGTACAAAATA

-60 4,33 | TCATTAGTACGTATCTTTTG

abnA -158 5,09 | TTTTTTGTCTGTACAAATTA

arakE -189 5,16 | AAATGTATACGGACAAATTT

-108 5,85 | ATATTTGTACGTACTAATTA

-65 5,37 | ATATAAGTACGTACAATTGA

araR -92 5,37 | TCAATTGTACGTACTTATAT

-49 5,85 | TAATTAGTACGTACAAATAT

B. amyloliquefaciens Xxsa -168 5,45 | TAATTGGTTCGTACAAATTA
araABDLMNPQ-abfA -98 5,7 | AAAATTGTTCGTACAAATAA

-56 5,19 | ATATTCGTACGTATATTTTT

abnA -104 5,07 | TTTTTTGTCTGTACAAATAT

arakE -151 5,25 | TTATTTGTGCGTACTAATTT

-108 5,48 | TCATAAGTACGTACAAATGT

araR -168 5,48 | ACATTTGTACGTACTTATGA

-125 5,25 | AAATTAGTACGCACAAATAA

B. pumilus araKDAE -101 5,89 | ACATATGTACGTACAAATAT
araR -192 5,89 | ATATTTGTACGTACATATGT

B. licheniformis araR -191 5,65 | TTTTTTGTACGTACATATGT
-159 4,97 | TAATATGTTCATATAAATAT

araKDAE -139 4,97 | ATATTTATATGAACATATTA

-107 5,65 | ACATATGTACGTACAAAAAA

araABDMNPQ-abfA -124 5,59 | TTAGTTGTACGTACATATAA

A. flavithermus araR -82 5,74 | AAATATATACGTACAAATAA
araDBA-abf5-abfA -55 5,61 | AAAAATGTACGTACAAAATT

G. kaustophilus araDBA -60 5,563 | AAAATTGTACGTACAATAGT
araR -74 4,9 | ATAATGATACGGACAAATAA

araFGH -35 5,566 | TTAAATATACGTACAAATTT

B. halodurans BH1061 -173 5,46 | TTATTCGTACGAACAAATAA
abfA-araM -199 5,95 | AAATTTGTACGTACAAAAAA

-101 5,42 | TATTATGTACGTACAAGTTA

araDBA-xsa -72 5,59 | AAAATTGTACGTACAAGTGT

araR -37 5,14 | TCATTTGTACGTATAAGTTG

araPQ-yteU-araN -49 4,40 | AAACGTGTACGTACACGATA

O. iheyensis araKDAE -258 5,17 | ATACTTGTATGTACATATTT
-151 5,74 | TAATTTGTACGTATATATAT

-118 5,3 ACAAATGTACGTACAATAAT
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Canr

leHOM OnepoH MonoxeHune | Bec MocnepgoBaTenbHOCTb

O. iheyensis araR -204 5,3 | ATTATTGTACGTACATTTGT

-171 5,74 | ATATATATACGTACAAATTA

-64 5,17 | AAATATGTACATACAAGTAT

Paenibacillus sp. JDR-2 | araA -84 55 TAAGTTGTACGTACAACTTA

Paenibacillus sp. JDR-2 | araD -61 5,22 | AAACATGTACGTACAAGTGT

arakKR -99 4,73 | TCACATGTACATACAAGTTA

L. brevis araEKDA -182 6,06 | TGATTTATGCGTACAAATAT

L. fermentum araA -104 5,87 | TGAATTGTACGGACAAATAT

araKDRE -76 5,86 | TGATTTATACGGACAAAAAA

L. plantarum araEKDA -165 6,4 TGATTTATACGTATAAATAT

araR -233 5,11 | TTATTGATGCGGATAAATTG

L. reuteri araEKDA -104 6,26 | TGATTTATCCGTACAAATAT

L. sakei araEKDA -249 5,62 | ATAATTATTCGAATAAATAA

L. citreum araAEKD -127 5,99 | TGACTTATACGGACAAATAT

L. mesenteroides araAEKD -137 5,63 | TGACTTATACGGACAAATGT

O. oeni araKDAE -180 4,98 | AAATTCATACGTAAAACTAA

-150 4.9 TGATTTATATGTACGAATGT

P. pentosaceus araEKDA -90 5,99 | TGACTTGTCCGTATAAATAT

C. cellulolyticum araA-ll-arakKD -81 5,41 | AAACTTGTACGTAACAGTAT

araR -36 5,64 | TAAGATGTACGTACAAGTTG

C. beijerincki Cbei_4451-araFGH -309 5,06 | CATGAAGTACGTACAACATA

araRD-tal-tkt-arakK -321 5,54 | AATGTTGTACATACAAGATG

-98 5 CATCAAGTGCGTACAACTTT

araA -261 5,65 | CATCTTGTATGTACAACATT

-228 5,02 | AAGCTTGTACATACATCAAA

araT1-araT2-araT2-araJ -51 5,12 | GATGTGGTACGTACATGTTT

aral-araT3-araT4 -266 5,04 | TTTCATGTATGTACAAGTAT

epiA -91 4.9 ATACTTGTACATACATGAAA

Clostridium sp. SS2/1 araRAKD-epiA-aralJ-araT4T1T2T2A- -56 5,07 | AAAGAGGACCGTACAAGTTT

C. acetobutylicum graE -214 5,38 | CAATTCATACGTATAAAATC

araR -214 5,69 | ATTTTCATACGTATAAATTC

-87 6,36 | AAATTTATACGTATCAATAT

araDA -304 5,69 | GAATTTATACGTATGAAAAT

ptk -187 6,54 | AAATTTATACGTACAAATTA

araKEA-tal-tkt-epiA -104 5,13 | AAATAGGTACGTACCATTTT

arb43-araT -61 5,94 | TAATATGTACGTATATATTA

-202 6,76 | AAATTTATACGTATAAATTA

abf3 -301 5,562 | ATATTTATACGTGTTAATTT

T. maritima araA -163 4,81 | ATAACGGTACGTACCGATGG

araN-lll-araP-lll-araQ-IIl -61 6,48 | ATAATGGTACGTACTTTTAT

glsA-abfA-epiA-araD-araB-Il-araM -45 52 AATAATGTACGTACCTAAAT

Thermotoga sp. RQ2 araN-ll-araP-ll-araQ-1l-abf3-xylX- -49 6,16 | AAATTGGTACGTACCTATCT
abfA-epiA-araD-araB-Il-araM

araN-lll-araP-Ill-araQ-IIl -149 6,63 | ATAAAAGTACGTACCTTTAT

glsA -57 52 AATAATGTACGTACCTAAAT
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Canr

FeHoMm OnepoH MonoxeHue | Bec MocnegoBaTenbHOCTb
Thermotoga sp. RQ2 araA -63 6,63 | ATAAAGGTACGTACTTTTAT
abf4-lamG 1-abf4-conA1-conA2- -222 5,69 | AGATAGGTACGTACCAATTT
lamG2
-39 5,35 | ATATATGTACGTACAAAATG
T. neapolitana araN-ll-<tan1<-araP-ll-araQ-II-glsA- -135 6,34 | ACAAAAGTACGTACCTTTAT
abfA-epiA-araD-araB-ll-araE
araA -63 6,34 | ATAAAGGTACGTACTTTTGT
T. petrophila glsA -56 5,05 | GATAATATACGTACCTAAAT
araN-ll-araP-Il-araQ-ll-abf3-xyIX- -234 5,35 | CATTTTGTACGTACATATAT
abfA-epiA-araD-araB-Il-araM
araA -51 5,69 | AAATTGGTACGTACCTATCT
-63 6,4 | ATAAAGGTACGTACTTTTAT
abf4-lamG 1-abf4-conA1-conA2- -22 5,69 | AGATAGGTACGTACCAATTT
lamG2 -39 5,34 | ATATATGTACGTACAAAATG
araN-lll-araP-Ill-araQ-IIl -151 6,4 ATAAAAGTACGTACCTTTAT
T. naphthophila glsA-abfA-epiA-Tnap_0913-14-araD- -56 5,05 | GATAATATACGTACCTAAAT
araB-ll-araM
araA -63 6,4 ATAAAGGTACGTACTTTTAT
araN-lll-araP-Ill-araQ-IIl -151 6,4 ATAAAAGTACGTACCTTTAT
T. lettingae araRD 26 4,88 | ATTTATGTACGTACGTTTAC
araN-Il-araP-ll-araQ-ll-xynB-abf3- -170 5,2 | TAATTTGTATGTACATATAT

abfA-araA-ll-araB-I|
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Hpuaoxenue 2. [Touck noTeHIMATBHBIX CAUTOB CBs3bIBaHUS AgaR MeTtomom
¢dunoreHeTnyeckoro GyTHPUHTUHTA.

A. MHOXeCTBEHHOE BBIPaBHUBaHNE IIPOMOTOPHBIX 0bnacTel oneponoB agaSYBCDI w3 Escherichia coli str.
K-12, Escherichia coli C str. ATCC 8739, Citrobacter koseri ATCC BAA-895, Enterobacter sp. 638 n
Enterobacter cancerogenus ATCC 35316.

EC _agaS CCAGCAATCCCTTTTGCTTCCTTTATCTTTTCTTTCAACGATCACAAATTTCGTTTTATTTCTTTTTTCTCCA
EcolC 0562 TACGCAATTCTTTAATCTTCCCTTGTCTTTTCTTTCAATGATCACAGATTTCGTTTTATTTCCTTTTTCTCCA
CKO 04536 TTAT-ATATCAATGAGATAACTACACCCTTCGTTTCATCGATCACATTTTTCGTTTTATTTCATTTTGCATCA

Ent638 3577 TAA--AAATTAATGTGTTACTAAAACCGTTATCTCCCCCGCTCACAGTTTTCGTTTTATTTCTTTTCCTGGTA
ENTCAN 04493 CTTTCTTTTCCTTTCCTTCATTTTITGCTTTTCCTTTTCGATCACACTTTTCGTTTTATTTCTTCTTTCGC-A

* * * kk Kk kK * Kk k *kk Kk kx * X *
EC _agaS TTGAACTTTCAGTTTCTTTTCTATAGATTTTAATCAACGAAAGACATCACCAAGTGAAATGAAACGAAAGGCA
EcolC 0562 TTGAACTTTCGGTTTCTTTTCTATAGATTTTAATCAACGAAAGACATCACCAAGTGAAATGAAACGAAAGGCA
CKO 04536 TTGAACTTTCGATTTCTTTTCTATAGATTTTATTTAACTGAACAGCAGAACAAGTGAAACAAAACGAAAG-TC
Ent638 3577 TTGATCTTTCACTTTCCTTTCTATAGATTTTAATTAATC-—-—---—-— GAACAAGTGAAACGAAACGAAAGACA
ENTCAN 04493 TTGAACTTTCGATTTCTTTTCTATAAATTTTATTCAACTGCTAAAGTGAACAAGTGAAACGAAACGAAAGATA

Kk kk Kkkhkkk*k *kkk K%k * Kk Kk Kk * Kk Kk Kk * kK * kkkkkk kKK *hkkkk Kk kK
->agas

EC agaS AGTGAAAGC--GACAACGCCCGACGTCAAGTTCATCAGACTAAGGATTGAGTTATGCCAGAAAAT
EcolC 0562 AGTGAAAGC--GACAACGCCCGACGTCAAGTTCATCAGACTAAGGATTGAGTTATGCCAAAAAAT
CKO 04536 AAAGGCACAATACCAACGGCTGA-GTGGAGTTCACAAGACTAAGGACTATGTTATGCCAGAAACT

Ent638 3577 ATGGCGATTACAATCGCGTCTGATGTGGATTTCACATTACTAAGGACAGAGTTATGCCAGAAACC
ENTCAN 04493 GCGACACGTTTGCCAGCGTCTGATGTGGAATTCACACGACTAAGGACTGAGTTATGCCAGAAACT

* * xk  x * * * ok k Kk ok k ok x * ok k ok ok Kk * Kk

[lorenumanbHble caliTol cBA3bIBaHUSA AgaR (i) THIa BBIAETICHBI KPACHBIM TEKCTOM. PeruoHsl,
AKCIIEPUMEHTAIRHO OTpeIeIeHHbIe, Kak 3amuieHnubie oT aectsus JJHKa3ze1 I B E. coli K12 BrimeneHsl
KENTBIM. DKCIIEPUMEHTAIBHO ONPE/IeIIEHHBIE AIEMEHTHI IPOMOTOPOB «-35» 1 «-10» B E. coli K12
nmo4epKHYTH. CTapT TPaHCIAUH BBIACTICH KUPHBIM MIPH(TOM.

b. MHOXecTBeHHOE BEIPABHHBAHNE MEKT'€HHBIX 001acTell TMBEProHOB agaR<>agaZVWEFA u3
Escherichia coli str. K-12, Citrobacter koseri ATCC BAA-895, Enterobacter sp. 638, u Aeromonas
hydrophila ATCC 7966.

b3132 AAACTTTCGTTTCATTTCGTTTTGCCTATTAACGCCTTTCTATTAAGCAAATGCAAGCCCACCTTGCCCATTGACGCAAGCTAC
CKO_04530 AATCTTTCGTTTCATTTCGATTTTTCTATTAACGCCTTTCTTTTACTGGAATGCAAGCCCCC-—————~— ATACCTGCAAGCCAT
Ent638_3572 AATCTTTCGTTTCATTTCGATTTATCTATTAACTCCTTTCTTTTAGCGGAATGCAAGCCCCACTGGCGTGTTCCTGGCGGAGGT
AHA 0812 GAGCTTTCACTTCGTTACGTTT-CCCTATTAACACTCAGCCTCGATGGCAAATCAAGCTTTCATTGAATTGAARAAGTGCCGTCA
Kk kK kkok Kdhkk kk kK kK Khkkkkkhkx K * * * Kk Kok ok ok K *
b3132 TCTCGTTTCA--G-——-——-— TGACTTTCATTATGTTTCTTTTGTGAATCAGATCAGAAAACCATTATCTTTCGTTTTATTTTT
CKO_04530 AACGACGTATCGGACTG--AAACCTTTCATTATGTTTCTTTTGTGAAACAGATCCGAAAACCAATATCTTTCGTTTTATTTTT
Ent638_3572 ----- TGCCG--GTGCTG-AAACCTTTCGTTATGTTTCTTTTGTGAAACAGATCGGAAAACTATTATCTTTCGTTTTATTTTT
AHA 0812 GACTCCCTAAAAAGGCCACAACACTTTCGATTCATTTCTTTTTGTGATCAGATGTGAACACGCTTTTATTTCGTTTCG--—-—
Kok ok ok ok * Kok ok ok ok ok ok ok K’ ok k ok kok K*ok ok Kk K* ok kk kK kk ok ok
->agaz
b3132 ATCTCACCATGACGC-AGTATCAACTGAAACARAACGAAAGATTAATATCGCAGTAA-TCTGAACTGGAGAGGAAAGTG
CKO_04530 ATAGCGTCTTGCACC-AGTATCAGATGAAACARAATGAAAGACACTTGTCTTAAGCA-TTCAACCTGGAGAGGAAAGTG
Ent638_3572 ACAGCACCATGCAGC-AGTATAAAGTGAAATARAACGAAAGGTGAATACCATAACCA-TCCGAAGTGGAGAGGAAAGTG
AHA 0812 --AACGCCGTACGCCTAGGGTAA--AGAAAGAAATCGAAAGCAAAGCATCTTGTTCAGGCCAAGAGGAAGAGGGARATG
* * ok Kk kK * Kk Kokk ok kok Kk Kok ok ok ok * * * K* o okkKkkk kk Kk

IlorenumanbHble caliThl cBA3bIBaHMSA AgaR (1) THIIA BbIAETIEHBI KPACHBIM TEKCTOM. Pernonst,
AKCIIEPUMEHTAIBHO OTpe/IeICHHbIe, Kak 3amuiennbie oT aeicteust JJHKa3p1 I B E. coli K12 Brimenensl
xenTeIM. CTapT TPaHCIAINHN BBIJIENEH )XKUPHBIM MIPUPTOM.
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B. MHOXecTBeHHOE BEIPAaBHHBAaHNE IIPOMOTOPHBIX 00nacTel onepoHoB agaRZS-PTS-111-agaA n3
Photobacterium profundum SS9, Vibrio fischeri ES114, Edwardsiella tarda EIB202, Proteus mirabilis
HI4320 u Yersinia pestis KIM.

PBPRB0140
VF _A1006
ETAE 2538
PMI2141
y3216

PBPRB0140
VF _Al1006
ETAE 2538
PMI2141
y3216

CGAAAGAATGTGAAAGAGATCAAAAGTTTTCATTTTACGCA-TTGTTGCTTTCGTTTTTAGGTG
CGAAAGAATGTGAAAGAGATCAAAAGTTTCATACTTCCATA-TTGTAGGAATAATTTTTAGGTG
CGAAAGTTTGTGAAAGCAATCATATTTTTCGGTTGTTTATG-TTGAAAGCAATCGTAATGTTAT
CGAAACTTTGTGAAAGAGATCAAAAGTTTTGTTTTTTTGCG-TTGTCGGTTAAATTTGGCGTAG

CGAAGCTTTGTGAAAGAGATCATAAGTTTTGATCTTTCTCA-TTGAAGATAAACGTAAGCGTAG
* kKK kkkkkxkkk  kkkk ok kkk * * ok * *

->agaR
TAAGCTGTATTCGAAATCAAGCGAAAGA-GATTTTGCTGGTTTCGTAAGGAGACAAA-GTAAAGTGAAA
TAAGGTTAATTCGAAATCAAACGAAAGA-GATTTCGTTGATT---TAAGGAGACAAGTAAAAAATGATG

TAATCTTAGGTCGAGGCCTGTTGAAGTTCGCTTTAACCGGTTTCGTAAGGGGACAAA-———— AGTGAAA
TAAACTACATTCGAAATCAATCGAAAGT-AAATCTTTTGGTTTCGTAAGGAGACGAA-—-——— AGTGAAA
TAATCTTAATTCGAAGCCAAACGAATAA-AATTCGACTGGTTTCGTAAGGGGACAGA-—-—-—— AGTGAAA
*kx ok * kK ok * * ok x * * kK *ok ok kk KK * Kk ok

[lorenumanbHbie caliThl CBA3bIBaHMSI AgaR (ii) THIa BbIAETeHBI KPAaCHBIM TeKcToM. CTapT TpaHCIAIUN
BBIJIETICH KUPHBIM MIPUPTOM.

I'. MHOXecTBeHHOE BBIPaBHHBAaHNE IIPOMOTOPHBIX 00sacTel TeHoB agaY n3 Photobacterium
profundum SS9, Vibrio fischeri ESI14, Proteus mirabilis HI4320 n Providencia rustigianii DSM

4541.

VE_A0989
PBPRBO157
PMI2145
PROVRUST 00240

VE_A0989
PBPRBO157
PMI2145
PROVRUST 00240

VF_A0989
PBPRBO157
PMI2145
PROVRUST 00240

AGTTA-ATTTTGGGCATGTTATGGGATTTAATCTTATTAAAATGCTTTCATTTGCTTTCG

TGTTACACATCGAAAATGTTTC——-ATTTCTTTTG-—--——--— ATTTCAAAATCTTTCG
AGTTACAGTTCTAAAATGACAC---ATTTCTTCTGACTTA----CTTTCATTTGCTTTCG
AGCTATAGCTCCAAAATGTCAC-—--ATTATTTTTAACTTAA---CTTTCACTAACTTTCG

* kk* % * * Kk K * Kk K *  x * Kk ok kK * ok kkk Kk
TTG----ATTTTTTGTTCTGTGATCTTGCTCATCTTATTTATGTTTTCTTTCGAATAATA

CTTCGAAAGTGTT---TGTGTGATCTGGATCTTTTTATTTGTTTTCACTTTCAAATATAA
GTGCGAAGGGAATAAAAATGTGATTTAGATCTTTTACCTTTCTATTTCTTTCGTTTATTA
AAAAGAAAGGAAT--AAATGTGATTTAGATCTTTTACCTTTCTATTTCTTTCGATTATTA

* *kkkkk Kk Kk Kkk Kk X * K * * Kk Kk Kk ok * * *

->agaY
TAATAGCGAAAGTAAACGAAGAATTTGACTTGAGG-TTATTATGTTTCTTGTATCATCCC
TCAAACCGAAAGCTAACGAAG--——-- GTGATGAGGTTTTATATGTTTTTGGTTTCTTCCC
TT-AATCGTAATTAAACGAAA--—-—-— GATGAGAGG-CAAACATGTATCTGGTTTCTACTC
TC-TATCGAAATCAAATGAAA---—--— GGTGAGAGG-TCATTATGTACCTGGTATCAACCC
* * kk k% * Kk Kk Kk * * Kk Kk Xk * k kK *  kk k% * k%

IlorenumanbHble caliThl cBA3bIBaHUSA AgaR (ii) Tuna BBIAEIEHBI KPaCHBIM TeKcTOM. CTapT TpaHCIAIUH
BBIJIETICH XKUPHBIM HIPU(TOM.

J1. MHOXecTBEHHOE BBIpaBHHUBaHME TPOMOTOPHBIX oOnacteil reHoB agaY u3 Yersinia pestis KIM,
Edwardsiella tarda EIB202 n Edwardsiella ictaluri 93-146.

y3229
NTO1EI 2805
ETAE 2526

y3229
NTO1EI 2805
ETAE 2526

CTGCGTTTACTTTCGATGTGATGC---AAATCTCTTTTATTTGATTTCTTTTTGTTTGTG
TTTCGCTGG---TCAGCATCACACTTTTATTATCTTTTGAATGTTTTCTTTAT-TTTG-~
TTTCGCCGG---TCAATGTCACACTTTTATTGTCTTTTGAATGTTTTCTTTAT-TTTG-~
* kK * K * X% * * ok Ak kA k Kk *k Ak kkkkk Kk kk Ak
->agaY
TAAGCTTTTTTATGGTTAAATGAAAGGAAATGAAATCACGGAGGTTGAGTTATGTTTTTG
—————— TTTTAATGATTAAATGAAAACAGATGAAGATGCGGAGGTGTGACGATGTTTTTG
—————— TTTTAATGATTAAATGAAAGCAGATGAAGATGCGGAGGTGTGACGATGTTTTTG

khkkk kkk krkkkkkkkkxk * ok k ok k ok * Kk ok ok ok ok Kk Kk ok ok koK ok koK k

ITorenumanbHbie caliThl cBA3bIBaHUSA AgaR (ii) TuIa BBIAETEHBI KPACHBIM TeKCTOM. CTapT TpaHCISAINH
BBIJIETICH XUPHBIM HIPHU(TOM.
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E. MHOXecTBEHHOE BEIpaBHHBAHHME MEXXTE€HHBIX 00JacTel AuBeproHoB omp<>agaROZSKAP w3 6axktepuit
pona Shewanella.

Shewmr7 2603
Shewmrd 2536
Shewana3_ 2702
Sama 1193

Shewmr7 2603
Shewmrd 2536
Shewana3_ 2702
Sama 1193

Shewmr7 2603
Shewmrd 2536
Shewana3_2702
Sama 1193

Shewmr7 2603
Shewmrd 2536
Shewana3_2702
Sama_1193

Shewmr7 2603
Shewmrd 2536
Shewana3 2702
Sama_1193

Shewmr7 2603
Shewmrd4 2536
Shewana3 2702
Sama 1193

<-omp

CATAGTATCCCCGCATGAGTGTGATGCACGGTCGTTGCCGTGTCTTTTAATACAGTTTCGAA
CATAGTATCCCCGCATGAGTGTGATGCACGGTCGTTGCCGTGTCTTTTAATACAATTTCGAA
CATAGTATCCCCGCATGAGTGTGATGCACGGTCATTGCCGTGTCTTTTAATACAATTTCGAA

CAT--GCTCTCCCCTCCATTCAGATGCTT--TTGTGACTCGTTCTTATGGCGTA--TTCGAA
K,k kx ok * Kk kx kKK *  x x Kok ok Kk x * Kk kkxk K

AGCGAAAGAAACTGCGCAAACCTTTCGAAGTCTTATTTATAGCGTTAAATTCTGTAATCG
AGCGAAAGAAACTGCGCAAACCTTTCGAAGTCTTATTTATAGCGTTAAATTCTGTAATCG
AGCGAAAGAAACTGCGCAAACCTTTCGAAGTCTTATTTATAGCGTTAAATTCTGTAATCG

AATATCAAAAGGCTAATCTTGCTTTCGAATGCTTACATATAATGTTAAAAAAGTGTTTTG
* * kK kokkokkkkk  kkkk  kkkk  kkkkokok *  x

ATCAATAAAAAAATGTAAAAATACTTTCAAAAAGTTTCACATTCATGCATGATGA---AA
ATCAATAAAAAAATGTAAAAATACTTTCAAAAAGTTTCACATTCATGCATGATGA---AA
ATCAATAAAAAAATGTAAAAATACTTTCAAAAAGTTTCACATTCATGCATGATGA---AA
ATCAACAAAAAAATGTGAAATAGCTTTTATTTTCTTTCGAATGAGGGCATATTGATTGAT

*hkhkkhkk KAk kkkkrkkx Kkkk * Kk xk Kk * % Kk % * * * Kk K * K Kk *

ATC--AACTTATGGTAAAAACTTGAGCTAAAACTTCGTAAGTTATTGTTAATTG-GTTAT
ATC--AACTTATGGTAAAAACTTGAGCTAAAACTTCGTAAGTTATTGTTAATTTTGTTAT
ATC--AACTTATGGCAAAAAATGAAGCTAAATATGCGTAAGTTATTGTTAATTTCGTTGT
ATCGAAAGTCGTGATGTCAGCGAAGGTTTAACTTAAGTCGCTGAATTTCAATGGTTGAAA

* x K * kK * % * * ok Kk x * * * * ok Kk Kk xk*k

TTGTTTTTGCGATAGCGAAAAGTGATTTCGAAAGTGTTTGAAAGTTGTTCTTGGCGTGTT
TTGTTTTTGTGATGGCGAAAAGTGGTTTCGAAAGTGTTTGAAAGTTGTTCTCGACGTGTT
TTGTTTTTGCGATGACGAAAAGTGATTTCGAAAGTGTTTGAAGGTTGCTCTTGGCGTGTT
ACATTAATGCGCCGTTTTGGT-TGGTATCGAAACCTATTGAAAGTT-TGTGTGCTGTGAT
* K * Kk K K’k Kk kk Kk kk * Ak Kk Kk kkk * *kKx K
->agaR
ACCTTTCAATCGATAGTTAATCGAAAGAATGGAGAAGCTTGTG
ACCTTTCAATCGATAGTTAATCGAAAGAATGGAGAAGCTTGTG
ACCTTTCAATCGATAGTTAATCGAAAGAATGGAGAAGCTTGTG
ACATTGAGGCTTTCGAACAAATGATGGGATAACCGAA---ATG

*kx kK * x * * L *

[lorenumanbHble caliThl cBA3bIBaHUSA AgaR (iii) Tuma BIAENEHBI KPaCcHBIM TeKcTOM. CTapT TpaHCISAINH
BBIJIETICH XUPHBIM IIPU(TOM.

7K. MHOXecTBeHHOE BBIpaBHHBAHUE IIPOMOTOPHBIX 00NacTel reHoB agaR u3 Serratia proteamaculans 568,

Edwardsiella tarda EIB202, Photorhabdus luminescens TTO1

Spro_2577 -——CTTTCGGTTGAGGGCCAATCGAAAGGCTTTTTAAATATAAGCAACTGATACATATGGTTTTTTATAAAATAA
ETAE_0677 AGGCTTTCGGTTGGCAATTAACCGAAAGTATTTC-————————=——————— TGTCGCTATCTGTTGGAAAAATAA
Spro_3849 ATATTTTCACTTCATTTCGATCCGAAAGGTTTTT-————————————————— AGCCTCTTTTTCTGCTAAAACAG
plu0832 -—-CTTTCGCTTTGTTTCTAATCGAAACCTTTTA-———————————————- TGCCGATTTTTGTCTATATAATAG
Kok ok ok * K * Kok ok ok ok * * %
Spro_2577  —--=----- CCGATTGCATTT---CACTGTTTCGTTTGCTGTAATTCG-CCACGAACAACTGAAAGCACTC
ETAE_0677 GGTGTAACTGCGATCACACCGGATCGGTGATTCCTTTGCTGTAATTCGATGGTCGCGGTACGAGAA-——~=
Spro_3849 GCTGTAACCCCGATCACAATTTCATTGCTTTCGCTTTGCTGTAATGCCAGCGCAGTAGAGCGAAAG———~—
plu0832 ACTGTAATAGCGATCACAATTTCGTTTGGTTGCTTTTGCTGTAATTAAATCGAAAGAGAGGGARAG-————
Kok ok ok * * Kok ok ok ok ok ok ok ok ok ok *k K
->agaR
Spro_2577 CTGCCAGATTAACTGCGACGCATTGCGCC-GCGGCCGGGTATGGCTACAGCTAAATCAGGAGTCACGCGTTAATGATC
ETAE_0677  ----- GGTTTATCTCCGACC-——————-——— TTGACCGCA-——————————— CTGGGAGGCAGT————————— ATGGGC
Spro_3849 ---CCATCTTCTCCCCGGC-——====———— CCGGCCGGA—=——————= AACCTGA-GGACCGCAGCTC----ATGCCA
plu0832 -——--CAATTCATCACAGGCGACATAAATTTGTTGCTGAA-———————— AATCTGA-GGAGTATAACGGA---ATGGCT
* * * Kk * ok ox

[lorenumanbHble caliThl cBA3bIBaHUSA AgaR (1v) THIa BBIIENEHBI KPACHBIM TEKCTOM. CTapT TPaHCIALUN
BBIJIETICH XUPHBIM HIPU(TOM.
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3. MHOXECTBEHHOE BHIpaBHMBAHHE IIPOMOTOPHBIX 00sacTei onepoHoB agaR l-agaZS-PTS-1I-agaAY n3
Photobacterium profundum SS9, Vibrio angustum S14, Vibrio vulnificus CMCPO, Vibrio sp. MED222 n
Photobacterium sp. SKA34

PBPRB1036
VV21025
MED222 10308
VAS14 15564
SKA34_ 07923

PBPRB1036
VV21025
MED222 10308
VAS14 15564
SKA34_ 07923

PBPRB1036
VV21025
MED222_ 10308
VAS14 15564
SKA34_ 07923

AAAAACGAAAGGCAACACCTTCAGTTTAAGCAAACCGAAAGGGATTTACACTTAAAAACGAAAGAACAACCA

TTGAGTGAAAGTAAAACCTTTCACTTTGCGTGAAACGAAAGGTTTTTTGACCTAAAAACGAAAGGTTACCCA

ATAAGTGAAAGTAAATACTTTCACTTATCCTAAAGTGAAAGGTTTTTTAGCCTGAAATCGAAAGCTAATTGG

CAAAGTGAAAG-AAAAGCTTTCACTCTCACCCAAACGAAAGAACAAAAACCAACATACCGARAGAAAAACAC

CAAAGTGAAAG-AAAAGCTTTCACTTTCACCCAAGTGAAAGACCAAAACCAAACAAATCGARAGAAAACCCT
* * Kk Kk ok * * * kkkk Kk * K * Kk kK * kK Ak kA k Kk *

-10
CTGTGATCTAGCTTTAACTTTTAT---TTACATTGCCCTGCTTTAATACAAATCAAAAGAAA-GCGAAACATTTC
CTGTGATCTCCCTTTCACTTTT---CATTTTTTAGCCCTGTTTTAATAACAACGAAAAGAGA-GCGAAAGCTTTC
CTGTGATCTAGGTTTCACTTTTTT--ATTATTTG-TCCTGCTTTAATACCAACCAAAAGAAAGTCGAAACATTTC
TTGTGATCCACCTTTCATTTTTATCCATTATTTA---CTGCTTTAATCCAAATCAAAAGAAA-TCGAAACACTTC
TTGTGATCCACCTTTCATTTTTATCCATTATTTA---CTGCTTTAATCCACACCAAAAGAAA-TCGAAACACTTC

Kk Kk koK ok ok *kKk kK KKKk Kk * * * * ok k ok k ok ok ok ok * R R * Kk kK * K x
->agaR1
G-ACTCAATAACGAAATGAAACAAAAGATGAGGTTAAAGCATGACT
T-GATGGAAAGTGAAAGGTAACGAAAGGCGA-GTAAGTG-ATGACC
A-TGCTTAAAGTGAAATGAAACGTAAGAGGT-TTC-GTATATGAGC
ACTCCTTGAATTGAAATGTAATGAAAGGGAA-ATAAGTAAATGACC

ACTCCTTGAATTGAAATGTAACGAAAGGGGA-ATAGGTAAATGACC
* kkkk ok koK * ok x * * kK Kk

[lorennmanbHbie caifiThl CBA3BIBaHUSA AgaR (V) THIA BBIAEIEHBI KPACHBIM TEKCTOM. [|OMONHNTENbHEIE
BEpOATHBIE MoTycallTel AgaR BrieneHs! (puoneToBbIM. [loTeHIIMANBHEIN 31eMeHT mpoMoTopa «-10»
BbI/IeTICH MTodepKkuBanrneM. CTapT TpaHCIAIIUH BBIAEIEH JKUPHBIM MIpU(TOM.

W. MHOXecTBeHHOE BRIpaBHUBAHHE IIPOMOTOPHBIX o0acTeil reHoB agasS u3 Stenotrophomonas maltophilia
K279a u Dehalococcoides sp. VS.

DeVSDRAFT 0296

Smlt4434

DeVSDRAFT 0296

Smlt4434

DeVSDRAFT 0296

Smlt4434

GTTAAGCGCGTAACGAAAGCCATCTTCGCTGCAGCTTTCGCTTTATCGCGGCGTGCCCGC
GTTAAGCATTGTGCGATA-CGGCATTTGGCG-AATTCTTGCGTTTTC-CGACGTGCTC-T

* Kk k ok ok ok k *x Kk x K * kK *  *x * ok kk kk kk kk kkkkk Kk

ACCCGAAGCCCGTTCGGC----CAATTTCTTTTGTTTTACTTTCGATAATTGACTTTCCGAAAGAAAAC
GGGCAGAGCGAAGTCGGCGTCACATTTTCTTTCTTTTTACTTTCGCTATTTGACATTTCGAAAGAAAAC
* * kK * Kk Kk kK * Kk kk kKX Kk kK KAkXAkAkAkAkAAkA** *k *Ahkkkkk K*k *hkkkrAkkAkkAkkk kK
->agas
TAAGATCGTGCCGTCGCTCAACAGGAATCTTT-CATGGACGCCACTCCGCT
ACAGATGGTGCGCTGGCCCAACTGGAACCTCCGAATGGACGTCACCCTGCT

* Ak Kk k ok k kK * kk kkkk kkkk kK Kk rxkkkk kk*x Kk Kkkx

[lorenumanbHbie caliThl cBA3bIBaHUSA AgaR (1v) THIIa BBIEIEHBI KPACHBIM TEKCTOM. CTapT TPaHCIALUU
BBIJIETICH XUPHBIM HIPU(TOM.

K. IIpomoTopuas obmacte onepona agaP-1l-agaZS-agaK-11-agaR w3 Burkholderia cenocepacia J2315.

>BCAS0463

TTTCGATTTCTTTCGTTTGTGGTTTACACTAATAACGAAAGGAAACGAAAGATCATAGAT
TGGCCGCTCCCGACGGACGTTTCTGCCGATCCCTGCTGGAACGTCGTCGGGCTCGCCCGL
CGAACGCCTCCGATTTGGCCTTGCACGGCATCAAACGAAAGCATTCGACGGATCAGAACC
CACTTCGAAAGACGCGACCGATGCAA

[lorennmanbHbIA calfT cBs3piBaHna AgaR (1) TuIa BeIIeNeH KpacHBIM TeKcToM. CTapT TpaHCISINH BhIAETICH
KHUPHBIM HIPUPTOM.
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JI. IlpomoTopnas ob6xacts onepona agaRS-PTS-V-bgl-agaY-I1I w3 Haemophilus parasuis Sh0165.

>HAPS 0195
TTACTGAAAGTTCATCATTCATTACTTTGATTATATCACCATAACTCAAAATGATAGTAACCATTTTGAGCACGAATACA

ACAATCACTTATTCGTGGTATAGAAGTATAGTAGGAAACTTTCCAAGCCCAAATTACTATAAACGTGACAAAACATTTTC
TTGCTTAAAACACCAAATGTAAATTTTGTGATCTTTATCTCATTTTCGAATATTTTCGATTGTTTTTGTTTTTAAGGGGT
ATAAACTTACTTTCGAAAGCAATCGTAGTATGCAGTGGTTGTTTTGATGTAGGAGAGAAAATGAAAAGTA

[loreHumanbHbIA caliT cBs3piBaHug AgaR (ii) THIa BeIENIEH KpacHBIM TeKCToM. CTapT TpaHCIAILUY BBIIEIEH
XKHUPHBIM HIPU(TOM.
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Ipuiaoxkenue 3. [TonoxxeHue MOTEHIIUATBHBIX CAUTOB CcBs3bIBaHUA Oenka HexR.

YKa3aHO MOJ0XKEHHUE CAUTA OTHOCUTEIIBHO CTAPTA TPAHCIISIIINY T'€HA.
Cant
eHom OnepoH NonoxeHune ‘ Bec ‘ NMocnepoBatenbHOCTb
Enterobacteriales
E. coli str. K-12 substr. zwf -63 54 CCcGTAAgaAAATTACAA
MG1655 hexR-pykA 291 54 | TTGTAATTTtCTTACGG
ybfA -165 5,5 gTGTAACTTAATTACAg
S. typhimurium LT2 zwf -61 57 gTGTAATaAAATTACAA
hexR-pykA -297 57 TTGTAATTTtATTACAC
ybfA -188 4,9 TTGTAACTAAtTTACgC
K. pneumoniae MGH 78578 zwf -61 5,6 gTGTAAgaAAATTACAA
hexR-pykA -293 5,6 TTGTAATTTtcTTACAC
Enterobacter sp. 638 zwf -62 58 TTGTAATaAAATTACAA
hexR-pykA -313 5,8 TTGTAATTTtATTACAA
ybfA -162 54 TcGTAACTTAATTACAgG
Y. pestis KIM zwf 65 57 aTGTAAgaAAATTACAA
hexR -173 57 TTGTAATTTtcTTACAt
ybfA -139 5,1 acGTAAcCaAAATTACgA
S. proteamaculans 568 zwf-eda -40 57 aTGTAAgaAAATTACAA
hexR-pykA -329 57 TTGTAATTTtcTTACAt
ybfA -189 52 gTGTAACaAAATTACgt
E. carotovora SCRI1043 zwf-eda -39 57 CcTGTAATaAAATTACAg
hexR -366 57 CTGTAATTTtATTACAg
P. mirabilis HI4320 hexR -329 5,6 TTGTAATTTtgTTACAt
zwf -42 5,6 aTGTAACaAAATTACAA
P. luminescens TTO1 hexR -320 5,6 TTGTAATTTtgTTACAg
zwf -41 5,6 CTGTAACaAAATTACAA
ybfA -166 57 aTGTAATaAAATTACAt
pgl -122 52 aTGTAAggAtATTACAt
C. koseri ATCC BAA-895 zwf -63 5,8 TTGTAATAAAATTACAA
hexR -311 58 TTGTAATTTTATTACAA
ybfA -61 5,6 ATGTAACTTAATTACAG
pckA -258 4,9 TCGTAAATTTCTTACAT
E. tarda EIB202 zwf-pgl-edd-eda -40 54 CTGTAAAAAAATTACAA
ppc -151 4,8 GCGTAATTAAATTTCAG
hexR -329 54 TTGTAATTTTTTTACAG
Vibrionales
V. vulnificus CMCP6 aceBA -309 54 TGTAATTAAATTACY
grcA -248 5,0 TGTAgTaAAtTTACA
gpml -43 5,2 TGTAgTaAAATTACY
ppc -174 4,7 TGTAATaAAtTTtCA
-27 4,9 TGTAATTTttTTACg
pgi -142 4,7 TGaAAaaAAATTACA
focA-pfiB -306 3,9 TGaAAgcAAATTACA
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Canr

reHom OnepoH MonoxeHue | Bec NMocnegoBatenbHOCTb
-253 4.3 TGTAGTTTtcTTtCA
pflA -45 4,8 TGTAATaAAATaACA
gapA2-aldE -295 5,1 gGTAgTaAAATTACA
pntAB -85 5,0 TGTAtTTTAACTACA
pckA -240 4,4 CGTAATTAAATaACC
mtIADR -338 3,9 TtTAtTTTtATTtCA
-261 4.2 TGTtATTAACTTACA
ptsG -320 4.4 TGTAATTTtgTTACt
nirBDC-cysG -94 4,6 gGTAgTTTAATTtCg
-81 4,7 CGTAATTgAtTTACA
pepD -258 5,3 gGTAATTAAATTACA
gitBD -505 5,2 TGTAAaTTAATTACA
V. harveyi ATCC BAA-1116 pgi -137 4,7 TGaAAaaAAATTACA
ppc -143 4,8 TGTAATTAAtTTtCA
4 4.8 TGTAgGTTTttTTACG
gapAZ2-aldE -56 5,1 TGTAATTTtAcCTACC
gpml -90 5,2 TGTAgTaAAATTACY
pflA -137 4,8 TGTAATaAAATaACA
focA-pfiB -297 4.6 TGTAATCgAATTACA
-244 4,3 TGTAGTTTtcTTtCA
grcA -248 5,0 TGTAgTaAAtTTACA
aceBA -306 54 TGTAATTTAATTACY
pntAB -291 4.4 CGTAgGTTAttTTtCA
-226 4.4 aGTAtTTTtATTACA
mtIADR -21 4.4 TGTtATTAAGTTACA
ptsG -321 4.4 TGTAATTTtgTTACt
-170 4,1 TGaAACTAAATTtCg
pepD -255 5,6 TGTAATTAAATTACA
gltBD -508 5,2 TGTAAATAAATTACA
glgX -34 4,9 aGTAATTTAATTACA
V. parahaemolyticus RIMD grcA -248 5,0 TGTAgTaAAtTTACA
2210633 aceBA -306 54 TGTAATTAAATTACY
pflA -44 4,8 TGTAATaAAATaACA
focA-pfiB -296 4.9 TGTAATgAAATTACA
-243 49 TGTAGTTTtATTtCA
gapA2-aldE -56 5,1 TGTAATTTtAcCTACC
pgi -137 4,7 TGaAAaaAAATTACA
ppc -175 4,8 TGTAATTAAtTTtCA
-29 4.8 TGTAgGTTTttTTACg
gpml -90 5,2 TGTAgTaAAATTACY
pntAB -226 4,5 aGTAtTTAAATTACA
mtIADR -210 4.4 TGTtATTAAGTTACA
ptsG -321 4.4 TGTAATTTtgTTACt
-290 4,6 TGTAtTTTAtTTACY
-170 4.1 TGaAACTAAATTtCg
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reHom OnepoH MonoxeHue | Bec NMocnegoBatenbHOCTb

nirBDC-cysG -83 4.8 TGTAATTgAtTTACA
pepD -254 5,6 TGTAATTAAATTACA
gltBD -307 51 TGTAACTAAATTACA
glgX -115 4,9 aGTAATTAAATTACA
V. splendidus LGP32 gpml -65 52 TGTAgTaAAATTACY
pgi -144 4,7 TGaAAaaAAATTACA
ppc -174 51 TGTAATTAAATTtCA
-29 4,9 TGTAATTTttTTACg

grcA -249 5,0 TGTAgTaAAtTTACA
pflA -42 3,8 TGTAATaAAATaAac
focA-pfiB -296 4,2 TGaAAacTAATTACA
-244 3,8 TGTAgGCTTtcTTtCA

gapA2-aldE 54 5,1 TGTAATTTtAcCTACC
pckA -241 4,3 CcGTAATaAAATcACC
ptsG -323 4.4 TGTAATTTtgTTACt
-173 4.1 TGaAACTAAATTtCg

nirBDC-cysG -86 4,7 CGTAATTgAtTTACA
pepD -257 54 CGTAATTAAATTACA
gitBD -483 4,7 TGaAAaaAAATTACA
V. fischeri ES114 gpml -62 55 TGTAgTaAAATTACA
gapA2-aldE -61 53 TGTAATTTtAcCTACC
aceBA -294 5,5 TGTAATTTAATTACY
ppc -32 51 TGTAAcaAAATTACA
pntAB -86 53 TGTCATTTtATTACA
grcA -239 4,6 TGTAgTaAAtTTACC
focA-pfiB -151 4,3 TGTAGTTTtcTTtCA
-234 3,8 TGTAgTaAAtTgAtA

pflA -45 4,2 TaTAATaAAATaACC
mtlIA1A2DR -389 4,5 TGTAATaAAAaaACA
-161 3,9 TGTAtaaAtATTACt

gltBD -300 4,3 TGTAggaTAgTTACA
pepD -199 5,5 TGTAATTTtATTACg
ptsHI112-crr -207 5,1 TGTAAaaTAATTACA
V. salmonicida LFI1238 gapA2-aldE -62 53 TGTAATTTtAcCTACC
focA-pfiB -356 5,2 TGaAATTAAATTACA
-305 47 TGTCATTTtATTtCA

aceBA -294 5,5 TGTAATTTtATTACY
ppc -29 5,8 TGTAATaAAATTACA
gpml -44 5,5 TGTAgTaAAATTACA
pntAB -88 53 TGTCATTTtATTACA
grcA -236 4,3 aGTAAgTTtAcCTACA
pflA -43 4.4 TGTAATaAAATggCc
mtIADR -208 4,3 TGTAgTaAAtTTtCA
nirBDC-cysG -183 53 TGTAATaAAACTACg
pepD -271 4,5 TGaAACTTtATTACA
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reHom OnepoH MonoxeHue | Bec NMocnegoBatenbHOCTb

gitBD -1201 5,1 TGTAATTTtATTcCA
ptsHI-crr -206 5,1 TGTAAaaTAATTACA
V. angustum S14 gapA2-aldE -56 52 TGTAATTTtAcCTACC
focA-pfiB -220 5,2 TGTAACaAAATTACA
pflA -47 5,0 TGTAATaAAATaACA
aceBA -296 55 TGTAATaAAATTACg
ppc -29 5,2 TGTAACTAAATTACY
gpml -109 5,5 TGTAgTaAAATTACA
pntAB -86 4,9 TGTAtTTTtAcCTACA
pckA -294 5,0 TGaAATaTAATTACA
gltBD -496 4,4 cGTAAaTAAAATACA
-292 4.4 TGTAggaTAgTTACA

P. profundum SS9 gpml -92 55 TGTAgTaAAATTACA
ppc 21 5,0 TGTAAcaAAATTACY
grcA -134 55 TGTAATTTtAcTACA
aceBA -304 53 gGTAATTAAATTACG
hexR -226 5,0 TGaAATTAAACTACA
gapA2-aldE 52 4,6 TGTAATTTtAccACc
pgi 52 4,6 TGTAATTTtAccACc
focA-pfiB -114 5,0 TGaAATaTAATTACA
pflA -53 5,0 TGTAATaAAATgACA
pykA -76 4,7 TGTAgTaAtATTtCA
mtlIADR -209 4,6 TGTAATTCACTTACA
ptsG -299 5,0 TGaAATTTtATTACA
-177 4.5 TGaAATTAAATTtCA

gltBD -294 4.4 TGTAggaTAgTTACA
nirBDC-cysG -173 53 TGTAATTTAgTTACA
V. cholerae O1 gapA -55 5,1 TGTAATTTTACTACC
ppc -28 4,7 TGTAATTTTTTTTCA
-172 4.0 TGTAAGAAATTTTCA

gpmM -60 5,2 TGTAGTAAAATTACG
ygaW -246 5,2 TGTAATAAAATTACC
aceB -256 54 TGTAATTAAATTACG
pepD -211 4,5 AGAAATTAAATTACA
-136 49 AGTAATTTAATTACA

mtIADR -422 4,9 TGTAGCTTAATTACA
pntAB -85 5,0 CGTAATTGAATTACA
pgi -138 4.8 TGAAAATTAATTACA
pflA -42 4,6 TGTAATAAAATAACG
glgX -99 5,0 TGAAATAAAATTACA
grcA -247 53 TGTAGTAAAATTACA
ptsG -249 4,3 TGTAATTTTGTTACT
-98 4.1 TGAAACTTAATTTCG

hexR -282 4,0 AGAAATAAAATTTCA
gitBD -487 5,6 TGTAATTTAATTACA
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Cant
eHom OnepoH MonoxeHne | Bec NMocnepoBatenbHOCTb
V. shilonii AK1 ppc -140 5,0 TGTAATAAAATTTCA
5 54 TGTAGTTAAATTACA
gpmM -63 5,2 TGTAGTAAAATTACG
nirBD -84 4,8 TGTAATTGATTTACA
-265 4.8 TGTAGGTAAATTACA
ygaW -157 4,9 TGTAATCAAATTACA
mtIADR -390 54 TGTAATAAAATTACA
-193 4,2 TGTAATTTATCAACG
pntAB -85 4,3 TGTTTTTTTATTACA
pgi -183 4,4 TGAAAAATTATTACG
pflA -44 4,6 TGTAATAAAATGACG
glgX -112 51 TGAAATTAAATTACA
glgCA -237 4,4 TGTAATCTTATTTCA
-57 52 TGTAATTTAACTACC
ptsG -321 4,8 TGTAATTATGTTACG
-170 4.1 TGAAACTAAATTTCG
gltBD -483 4,7 TGAAACTAAATTACA
Shewanellaceae
S. oneidensis MR-1 ppsA -112 52 TaGTAATaAAATTACAA
phk -74 52 TTGTAAgaAAATTACAA
tal-pgi -105 5,1 TTGTAATTTttTTACAt
gcvTHP -321 4,9 aTGTAAaaAAATTACAt
nqrABCDEF -182 4,9 TTGTtATaAAACTACAt
gapA3 -183 4,9 cTcTAATaAAATTACAg
zwf-pgl-edd-eda -77 4,8 CTGTtgTTAtATTACAA
hexR -250 4,8 TTGTAATaTAAcaACAg
pykA -77 4,8 TTGTAACTTtACTACAt
gnd -83 4,8 TgGTAATTAAGTTACAA
deoABD -86 4,8 TTGTAATaTtgcTACAg
cdd -58 4,7 CTGTAACaAAATTACtA
mcp1 -77 4,6 cTGTAAaATTttTTACAg
gapA2 -48 4.4 TgGTAATTT+tACTACCA
S01118 -251 54 TTGTAATTTAATTACAt
-199 5,2 TTGTAATaAAACTACAt
nupC -126 4,3 TTGaAATTAAACTCCAA
S. putrefaciens CN-32 adhE -136 53 TTGTAGTTTtATTACAA
phk -72 53 TTGTAATaAAACTACAA
PPSA -111 52 TaGTAATaAAATTACAA
tal-pgi -104 5,1 TTGTAATTTttTTACAt
gapA3 -182 5,1 TTcTAATaAAATTACAt
gcvTHP -175 4,9 aTGTAAaaAAATTACAt
cdd -58 4,9 TTGTAACaAAATTACtA
nqrABCDEF -183 4,9 TTGTtATaAAACTACAt
zwf-pgl-edd-eda -77 4,8 CTGTtgTTAtATTACAA
hexR -250 4,8 TTGTAATaTAAcaACAg
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Canr

eHom OnepoH MonoxeHune | Bec MocnegoBaTenbHOCTb
pykA -76 4,8 TTGTAACTTtACTACAt
gnd -81 4,8 TgGTAATTAAGTTACAA
deoABD -87 4,8 TTGTAATaTtgcTACAg
mcp1 -79 4,6 aTGTAACTTtATTACCA
gapA2 -48 4.4 TgGTAATTT+tACTACCA
adhB -58 4,3 TgGTAgGTTTAgTaACAA
S01118 177 5,0 gTGTAATTTAATTACAt
-125 53 TTGTAATaAAACTACAA

nupC -124 4,3 TTGaAATTAAACTCCAA
Shewanella sp. W3-18-1 phk -74 53 TTGTAATaAAACTACAA
adhE -134 53 TTGTAgGTTTtATTACAA
ppsA -1 52 TaGTAATaAAATTACAA
tal-pgi -104 5,1 TTGTAATTTttTTACAt
gapA3 -180 5,1 TTcTAATaAAATTACAt
gcvTHP -175 4,9 aTGTAAaaAAATTACAt
cdd -56 4,9 TTGTAACaAAATTACtA
nqrABCDEF -183 4,9 TTGTtATaAAACTACAt
hexR -248 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -79 4,8 CTGTtgTTAtATTACAA
pykA -74 4,8 TTGTAACTTtACTACAt
deoABD -85 4,8 TTGTAATaTtgcTACAg
gnd -83 4,8 TgGTAATTAAGTTACAA
mcp1 -77 4,6 aTGTAACTTtATTACCA
gapA2 -50 4.4 TgGTAATTT+tACTACCA
adhB -60 4,3 TgGTAgGTTTAgTaACAA
S01118 -175 5,0 gTGTAATTTAATTACAt
-123 53 TTGTAATaAAACTACAA

Shewanella sp. ANA-3 ppsA -113 52 TaGTAATaAAATTACAA
phk -74 52 TTGTAAgaAAATTACAA
tal-pgi -103 5,1 TTGTAATTTttTTACAt
gcvTHP -319 4,9 aTGTAAaaAAATTACAt
mcp1 -76 4,9 cTGTAAaTTtATTACAt
nqrABCDEF -182 4,9 TTGTtATaAAACTACAt
mcp2 -49 4,9 gTGTAATTTAATTACAC
gapA2 -182 4,9 cTcTAATaAAATTACAg
hexR -249 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -80 4,8 CTGTtgTTAtATTACAA
pykA -77 4,8 TTGTAACTTtACTACAt
gnd -83 4,8 TgGTAATTAAGTTACAA
deoABD -86 4,8 TTGTAATaTtgcTACAg
adhE -135 4,5 CTGTAtTTTtATTACAt
gapA3 -50 4.4 TgGTAATTT+tACTACCA
cdd -56 4,3 CCGTAACaAAATTACtA
nupC -126 4,3 TTGaAATTAAACTCcCAA
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reHom OnepoH MonoxeHue | Bec NMocnegoBatenbHOCTb
Shewanella sp. MR-4 ppsA -113 52 TaGTAATaAAATTACAA
mcp2 -49 52 aTGTAATTTAATTACAt
phk -72 52 TTGTAAgaAAATTACAA
tal-pgi -103 5,1 TTGTAATTTttTTACAt
gcvTHP -321 4,9 aTGTAAaaAAATTACAt
nqrABCDEF -182 4,9 TTGTtATaAAACTACAt
gapA3 -182 4,9 cTcTAATaAAATTACAg
zwf-pgl-edd-eda -78 4,8 CTGTtgTTAtATTACAA
hexR -251 4,8 TTGTAATaTAAcaACAg
pykA -76 4,8 TTGTAACTTtACTACAt
gnd -83 4,8 TgGTAATTAAGTTACAA
deoABD -86 4,8 TTGTAATaTtgcTACAg
adhE -135 4,5 CTGTAtTTTtATTACAt
gapA2 -50 4.4 TgGTAATTT+tACTACCA
cdd -58 4,3 CCGTAACaAAATTACtA
nupC -126 4,3 TTGaAATTAAACTcCAA
Shewanella sp. MR-7 ppsA -113 52 TaGTAATaAAATTACAA
mcp2 -49 52 aTGTAATTTAATTACAt
phk -74 52 TTGTAAgaAAATTACAA
tal-pgi -105 5,1 TTGTAATTTttTTACAt
gcvTHP -320 49 aTGTAAaaAAATTACAt
nqrABCDEF -180 4,9 TTGTtATaAAACTACAt
gapA3 -184 4,9 cTcTAATaAAATTACAg
hexR -249 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -80 4,8 CTGTtgTTAtATTACAA
pykA -74 4,8 TTGTAACTTtACTACAt
gnd -83 4,8 TgGTAATTAAGTTACAA
deoABD -86 4,8 TTGTAATaTtgcTACAg
cdd -58 4,7 CTGTAACaAAATTACtA
adhE -133 4,5 CTGTAtTTTtATTACAt
gapA2 -48 4.4 TgGTAATTTtACTACCA
nupC -126 4,3 TTGaAATTAAACTcCAA
mcp1 -73 4.1 cTGTAAATTtATgACAC
S. baltica OS155 phk -75 53 TTGTAATaAAACTACAA
ppsA -113 52 TaGTAATaAAATTACAA
tal-pgi -102 5,1 TTGTAATTTttTTACAt
gapA3 -182 5,0 TTcTAATaAAATTACAg
gcvTHP -373 49 aTGTAAaaAAATTACAt
cdd -56 4,9 TTGTAACaAAATTACtA
nqrABCDEF -183 4,9 TTGTtATaAAACTACAt
zwf-pgl-edd-eda -78 4,8 CTGTtgTTAtATTACAA
hexR -251 4,8 TTGTAATaTAAcaACAg
pykA -78 4,8 TTGTAACTTtACTACAt
adhE -134 4.8 gTGTAgTTTtATTACAt
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reHom OnepoH MonoxeHue | Bec NMocnegoBatenbHOCTb
gnd -83 4,8 TgGTAATTAAGTTACAA
deoABD -87 4,8 TTGTAATaTtgcTACAg
gapA2 -50 4.4 TgGTAATTTtACTACCA
mcp1 -24 4,3 TTGTtAaTAAATTAgAC
S01118 177 5,0 gTGTAATTTAATTACAt
-125 53 TTGTAATaAAACTACAA

S. denitrificans OS217 ppsA -111 52 TaGTAATaAAATTACAA
adhE -137 52 CcTGTAATTAAATTACAgG
phk -73 5,1 TcGTAATTAAATTACAA
gapA3 -182 4,9 aTcTAATaAAATTACAt
hexR -248 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -89 4,8 CTGTtgTTAtATTACAA
tal-pgi -95 4,8 TgGTAATTTAtTTACAA
pykA -162 4,8 TTGTAACTTtACTACAt
gapA2 -62 4,3 TgGTAATTTtAcaACtA
S. frigidimarina NCIMB 400 phk -72 54 TTGTAATTAAATTACAg
ppsA -58 52 TaGTAATaAAATTACAA
adhE -130 52 CcTGTAATaAAATTACAt
gcvTHP -153 51 aTGTAAaaAAATTACAA
tal-pgi -95 4,8 TcGTAATTTttTTACAA
gnd -89 4,8 TgGTAATTTAGTTACAA
gapA3 -179 4,5 gTcTAATaAAATTACAC
hexR -121 4,5 TTGaAAaaTAACTACAg
-53 4.5 aTGatATaAAATTACAt

zwf-pgl-edd-eda -301 4,5 aTGTAATTTtATatCAt
-233 4.5 CTGTAgTTAttTTtCAA

gapA2 -135 4,5 aTGTAAaaAAAaTACAA
pykA -133 4.4 TgGTAACTTtACTACAt
S01118 -169 4.4 TTGTAATTAAATCACtt
-117 54 TTGTAATTAAATTACAgG

adhB -254 4,2 CgGTAATaTtATTtgAA
S. amazonensis SB2B phk -76 53 TTGTAATaAAtTTACAA
ppsA -113 52 TaGTAATaAAATTACAA
gapA3 -182 5,0 CcTcTAATaAAATTACAA
deoABD -86 4,9 CcTGTAATaTttTTACAg
hexR -250 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -79 4,8 CTGTtgTTAtATTACAA
nqrABCDEF -108 4,8 TTGTAgGTTAAATTtCAt
tal-pgi -104 4,7 TTGTAATTTttTTtCAt
pykA -76 4,5 TTGTAACTTtccTACAt
gapA2 -47 4.4 TgGTAATTTtACTACCA
adhE -143 4,3 CTGTtgTTTtATTtCAg
nupC -126 4.1 TTGaAATTTAAGTtCAA
gnd -75 4,0 CTGTAATTcAgTTACCA
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S. loihica PV-4 phk -76 55 TTGTAATaAAATTACAA
PPSA -113 52 TaGTAATaAAATTACAA
PYkA -76 49 TTGTAATTTtccTACAA
adhE -137 4,9 aTGTtATTTtATTACAt
nqrABCDEF -172 4,9 TTGTtATaAAACTACAt
-100 4,5 CcTGTAgcTAAgGTTACAA

zwf-pgl-edd-eda -173 4,6 TaGTAATTTAATCACAA
-75 4.8 CTGTtgTTAtATTACAA

hexR -250 4,8 TTGTAATaTAAcaACAg
-152 4,6 TTGTgATTAAATTACtA

gcvTHP -396 47 aTGTAAaaAAACTACAt
gapA3 -180 4,7 aTcTAATaAAATTACAC
adhB -167 4,6 TTGTcATaAAtTTACAA
tal-pgi -106 4,5 cTGTAATTTttTTtCAt
nupC -124 4,5 TTGaAATaAAACTtCAA
deoABD -86 4,5 TcGTAATTAAATTACGY
gnd -171 4,4 TaGTAATTAACTTACCA
gapA2 -51 4.4 TgGTAATTTtACTACCA
SO1118 -239 5,0 aTGTAgTaAAATTACAg
-187 52 TTGTAATaAAACTACAt

cdd -56 4,2 TgGTAACTTAgGTTACtA
S. pealeana ATCC 700345 ppsA -113 52 TaGTAATaAAATTACAA
mcp1 -159 51 aTGTAATTTAtTTACAA
phk -73 51 TcGTAATaAAATTACAA
gapA3 -183 4,9 aTcTAATaAAATTACAg
zwf-pgl-edd-eda -267 4,3 aTGTAgTTTtATTAtAt
-53 4.8 CTGTtgTTAtATTACAA

hexR -255 4,8 TTGTAATaTAAcaACAg
-41 4.3 aTaTAATaAAACTACAt

adhB -166 4,7 aTGTcATaAAATTACAA
PYkA -77 4,6 TcGTAAaTTtAcCTACAA
deoABD -93 4,6 aTGTAAcaAtATTACgA
nqrABCDEF -109 4,6 TTGTAggTAACTTACAA
gapA2 -125 4,5 aTGTAAaaAAATTACct
gnd -126 4,5 TaGTAATTAAGTTACCA
adhE -152 4,5 TgGTtATaAAATTACAC
tal-pgi -108 4,3 gTGTAATTTttTTtCAt
S01118 -231 4.4 TTGTtgTTAAATTACGt
-178 54 TTGTAATaAAATTACAg

nupC -345 4,3 TcGTAACTAAATTAgAt
S. halifaxens HAW-EB4 phk -73 5,5 TTGTAATaAAATTACAA
PPSA -115 52 TaGTAATaAAATTACAA
hexR -251 4,8 TTGTAATaTAAcaACAg
-154 4,6 TTGTgATaAAATTACtA

zwf-pgl-edd-eda -176 4,6 TaGTAATTTtATCACAA
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-79 4.8 CTGTtgTTAtATTACAA

gapA2 -183 5,1 TTcTAATaAAATTACAt
gapA3 -243 4,2 TTGTAgGTTgAATTACCt
S01118 -190 54 TTGTAATaAAATTACAg
-154 4,6 TgGTtATaAAATTACAg

mcp1 -165 4,8 gTGTAATTTAtTTACAt
adhE -90 4.1 gTGTAATTTttcTtCAt
deoABD -93 4.4 aTGTAAcaAtATTACgg
tal-pgi -107 4,3 gTGTAATTTttTTtCAt
nqrABCDEF -109 4,3 TTGTtggTAACTTACAA
pykA -75 4,5 TcGTAATTTtACTACAC
gnd -133 4,5 TaGTAATTAAGTTACCA
gevT -236 4.1 aTGTAAaaAgtTTACAt
nupC -361 4,9 CcTGTAATTAAATTAgAt
S. piezotolerans WP-2 ppsA -151 52 TaGTAATaAAATTACAA
pykA -75 4,7 TcGTAATTTtACTACAt
hexR -251 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -79 4,8 CTGTtgTTAtATTACAA
gapA2 -125 4,5 aTGTAAaaAAATTACct
-50 4.4 TgGTAATTTtACTACCA

S01118 -181 4,9 aTcTAATTAAATTACAt
gapA3 -348 4,9 aTcTAATTAAATTACAt
adhE -151 4,8 TaGTtATTTtATTACAg
gnd -176 4,5 TaGTAATTTAGTTACCA
phk -138 4,5 aTcTAgTTTtAcCTACAt
-75 55 TTGTAATaAAATTACAA

deoABD -96 4.4 aTGTAAcaAtATTACgg
nupC -126 4,5 TTGaAATaAAACTtCAA
cdd -58 4.1 aTGTAATaAgcTTACtA
tal-pgi -107 4,5 CTGTAATTTttTTtCAt
gevT -188 4,8 gTGTAAaATAAATTACAt
gcvHP -49 4.4 gTcTtATaAtATTACAg
nqrABCDEF -177 4.4 TcGTtgTaAAATTACAtL
-95 4.2 TTGTAtgTAAgTTACAA

adhB -164 4,3 aTGTcgTaAAATTACAg
-59 4.0 TgGTACTTTAATTACCA

S. sediminis HAW-EB3 phk -74 5,5 TTGTAATaAAATTACAA
ppsA -115 52 TaGTAATaAAATTACAA
deoABD -84 5,0 TTGTAATTAAATTACGt
pykA -75 4,9 TTGTAATTTtccTACAA
nqrABCDEF -177 4,9 TTGTtATaAAACTACAt
-105 4,5 aTGTtAcCTAAgTTACAA

hexR -247 4,8 TTGTAATaTAAcaACAg
zwf-pgl-edd-eda -79 4,8 CTGTtgTTAtATTACAA
gapA3 -181 4,8 TgcTAATaAAATTACAA
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gcvTHP -236 47 aTGTAAaaAAACTACAt
nupC -396 4,7 aaGTAATaAtATTtCAA
-314 4,7 CcTGTAATTTAAcCaACAt
adhE -138 4,6 TcGTtATTTtATTACAt
tal-pgi -104 4,5 CTGTAATTTttTTtCAt
S01118 -1 -201 54 TTGTAATaAAATTACAt
-36 49 gaGTAATTTtATTACAA
S01118 -2 -201 54 TTGTAATaAAATTACAt
-37 4,9 gaGTAATTTtATTACAA
gapA2 -52 4.4 TgGTAATTTtACTACCA
S. woodyi ATCC 51908 phK -74 55 TTGTAATaAAATTACAA
gnd -238 4,4 TaGTAATTAACTTACCA
PYkA -77 49 TTGTAATTTtccTACAA
PPSA -113 52 TaGTAATaAAATTACAA
S01118 -194 4,6 TTGTAATaAACTTtCAg
hexR -249 4,8 TTGTAATaTAAcaACAg
-151 4,6 TTGTgATTAAATTACtA
zwf-pgl-edd-eda -174 4,6 TaGTAATTTAATCACAA
-76 4.8 CTGTtgTTAtATTACAA
adhE -145 4,5 acGTtATTTAATTACAt
tal-pgi -103 4,5 CcTGTAATTTttTTtCAt
nqrABCDEF -169 4,2 TTGTcATaAAAcaACAt
deoABD -107 4,7 aTGTAgTaAAtTTACAt
nupC -123 4,3 cTGaAATTAAACTtCAA
gapA2 -50 4.4 TgGTAATTTtACTACCA
gapA3 -180 4,8 TgcTAATaAAATTACAA
Alteromonadales
P. atlantica T6c hexR -175 5,0 TTGTAATTTtAcaACgt
zwf-pgl-edd-glk-eda -117 5,0 acGTtgTaAAATTACAA
pykA -189 57 TcGTAATTAAATTACGA
gapA2-aldE -75 53 TcGTAATTAtATTtCAt
gapA3 -180 5,1 TTGTAgGTTAAATTACCA
PPSA -194 55 TaGTAATaTAATTACAt
tal-pgi -36 5,1 TTGTAATTTtAcaACAt
wcad -236 4,8 TcGTAATTAtAcaACAg
gbe -92 54 TcGTAGTTTtATTACAA
glgP -70 55 TTGTAATTTAATTACGY
A. macleodii 'Deep ecotype'’ hexR -192 55 aTGTAgTaAAATTACAA
zwf-pgl-edd-glk-eda -109 5,5 TTGTAATTTtAcCTACAt
ppc -223 52 cTGaAATTAAATTACAA
pykA -97 54 cTGTAATaAAATTACgt
gapA2-aldE -41 4,7 acGTAATTTAtTTtCAt
PPSA -253 53 gTGTAATTTtATTACAA
pckA -151 52 TTGTAATTAAtTTACAA
wcad-manC -255 55 CTGTAATaAAATTACAA
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glgP -23 55 cTGTAATTAAATTACgt
MADE_00987-gtfAB -70 52 aaGTAATTTtATTACAg
C. psychrerythraea 34H hexR-pykA -362 4,9 TTGTAACTAAACTACAt
-301 55 TTGTAATTTtACTACALt
-138 5,0 aTGaAATaAAATTtCAt
zwf-pgl-edd-eda -330 5,0 aTGaAATTTtATTtCAt
-167 55 aTGTAgTaAAATTACAA
-106 4,9 aTGTAgTTTAgTTACAA
gapA2 -37 5,0 gTGTAATTTtAcCTACAt
gnd-msrB -235 5,0 aTGTAgTaAAATTACAC
1. baltica OS145 zwf-pgl-edd-eda -47 4,8 aTGTAgTaAAgTTACAA
hexR-gapA2 -98 4,8 TTGTAACTTtACTACAt
Glaciecola sp. HTCC2999 hexR -173 55 TTGTAGTAAAATTACAA
gapA-aldE -31 4,8 ATGTAACTTAATTTCAT
-83 5,5 ATGTAATAAAACTACAT
ppsA -151 5,1 GTGTAATTTAATTACAG
zwf-pgl-edd-glk-eda -98 55 TTGTAATTTTACTACAA
GHTCC_010100006532 -117 5,8 ATGTAATTTTATTACAA
pykA -69 53 TTGTAATATAATTACCT
-120 4.7 TTGAAAATTAATTACGT
Psychromonadaceae/Aeromonadales
A. hydrophila ATCC 7966 hexR -208 4,6 TTGTtgcTTtgcaACAt
-25 4,7 cTGaAgcTAAATTACAA
glk -332 4,7 TTGTAATTTAgCcTtCAg
-149 4.6 aTGTtgcaAAgcaACAA
eno -35 4.4 TTGTtgTTTttTTACgA
ppc -204 4,6 aTGTAAgTAAgTTACAt
pykA -110 52 TTGTAATTTAgGTaACAA
IdhA -40 52 TTGTAATTTAACTACAt
ackA-pta -334 4,7 CTGTAACTTAgTTCCAA
-218 47 TTGTtATTTttcaACAA
pflA -41 4.4 aTGTAATaAAATaACgg
focA-pfiB -105 5,1 TTGTAgTaAAATTACAt
grcA -290 4,5 aTGTAgTTAAATTACtA
aceBA -315 4,8 TTGTAATTTtATTACgGt
tal -86 4,8 TTGTAATTTtATTtCAg
pntAB -194 4,9 TTGTAATaAAACTcCAA
ptsHI-crr -98 4,3 TcGTtAcCTTtAcaACAt
ndh -179 4,5 TTGaAgaaTtATTACAA
glpTR -152 4,8 TTGTAATaAAACTgCAA
mgIBAC -148 4,6 TTGTtgcTAtgTaACAg
gltBD -311 4,3 TgGTAAaaTtAcTACAA
A. salmonicida A449 hexR -214 4,6 TTGTtgcTTtgcaACAt
-31 47 cTGaAgcTAAATTACAA
glk -332 4,7 TTGTAATTTAgCcTtCAg
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-149 4.6 aTGTtgcaAAgcaACAA

eno -33 4.4 TTGTtgTTTttTTACgA

ppc -75 4.4 TTGTAATcAcCAcaACAA

pykA -109 5,0 TTGTAATTTAgTaACAg

IdhA -38 52 TTGTAATTTAACTACAt

ackA-pta -336 4,7 cTGTAACTTAGTTCCAA

-220 47 TTGTtATTTttcaACAA

focA-pfiB -107 51 TTGTAgTaAAATTACAt

1S630-grcA -122 4,5 aTGTAgTTAAATTACtA

aceBA -313 4,8 TTGTAATTTtATTACgGt

tal -96 4,8 TTGTAATTTtATTtCAg

pntAB -196 4,9 TTGTAATaAAACTCCAA

ptsHI-crr -98 4,3 TcGTtAcCTTtAcaACAt

ndh -179 4,5 TTGaAgaaTtATTACAA

glpTR -150 4,8 TTGTAATaAAACTgCAA

mtlIADR -220 4.4 aTGTAgccAAACTACAg

gltBD -264 4,3 TgGTAAaaTtAcTACAA

P. ingrahamii 37 glk -106 59 ATGTcATTTtATTACAA
hexR-pykA -203 5,9 TTGTAATaAAATgACAT

ppc -153 54 gTGTAATTTAATTACtT

grcA -47 55 TTGTAACTTtATTACAT

gapA2 -204 6,0 gTGTAATTTAATTACAA

focA-pfiIBA -106 6,1 ATGTAATaAAATTACAA

ackA-pta -133 6,0 TTGTcATTTAATTACAT

Psychromonas sp. CNPT3 hexR-pykA -117 4,7 TTGTAATTTAtTTtCAt
glk -180 47 aTGaAAaTAAATTACAA

gapA2 -187 5,2 cTGTAATTAAATTACAt

ppc -32 52 aTGTAATTTtATTACAt

adh-adhE -159 4,9 TTGTAACTTACTTACAA

ackA-pta -153 5,5 TTGTAATTTtATTACAA
PCNPT3_03061-pflA -271 52 CTGTAATaAAATTACAtL

tpi -100 52 aTGTAATTTtATTACAt

Moritella sp. PE36 ppc -142 4,6 TTGTAGTAAAATTACAC
hexR -195 4,2 CCGTAATAAAGTCACAA

focA-pfIBA -156 4,5 ACGTAACTTAATTACAG

gitBD -247 3,9 TTGTAGTTTATTGACCA

adhE -207 5,0 TTGAAATAAAATTACAA

-135 4.6 ACGTAATATTACTACAA

tpiA -175 4,6 ATGTAGTTTTATTACCA

ptsHI-crr -201 54 TTGTAATTAAACTACAA

T. auensis DSM 9187 PYkA -113 4,2 CTGTAATGTTCCTACAA
ptsHI-crr -104 4,2 TCGTTGTCATACTACAA

focA-pfIBA -108 5,0 ATGTAATAAAATTACAT

mgIBAC -272 4,7 TTGTAATTTAACATCAG

IdhA -38 4,5 GTGTAATTTTACTACAT
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grcA -269 49 TTGTAGTAAATTTACAA
Oceanospirillales/Alteromonadales
C. salexigens DSM 3043 aceEF -138 4,8 cTGTAAggAaATTACAg
edd-glk-aldE-Csal_0933-pgi- -113 54 TTGgAAgAATACTACAA
Csal_0931
gapA2 -70 54 TTGTAGTATTCTTcCAA
PPSA -154 53 TTGTAAaAATACTCcCAA
aceA -223 55 TTGTAGTcAaACTACAA
zwf-pgl-eda -88 4,7 TgGTAGTAAagTTACAt
hexR -88 4,7 TgGTAGTAAagTTACAt
pykA-Csal_1558 -67 4,3 aTGTAGTAAaATaACcA
Marinomonas sp. MWYL1 gpml -70 54 CTGTAATtAaATTACAA
glk-zwf-eda -102 54 TTGTAATtTTATTACAt
gapA2-pykA-Csal_1558 -309 5,1 aTGTAATATTACTACAt
-238 54 TTGTAATtTTtTTACAA
edd -146 54 TTGTAAaAAaATTACAA
-75 5,1 aTGTAGTAATATTACAt
ppsA -191 4,8 TTGaAATAAaACTACAt
gapA3 -89 53 TTGTAGTgTTcTTACAA
PCKA -132 4,7 TgGTAATAAaATaACAt
gnd -391 4,7 aTGTtATtTTATTACCA
Mmwyl1_2513-tal -92 5,3 TTGTAATtTTATgACAt
aceEF -219 4.4 TgGaAATAAaATTAaAA
nqrABCDEF -278 4,5 aTGTAATtAagcaACAA
Reinekea sp. MED297 oxIT -167 5,1 TTGAAATTTTACTACAA
hexR-pykA -54 4,5 TTGTGAATTTCCTACAA
glk -419 4,5 TTGTAGGAAATTCACAA
-223 4,2 TTGTAGTAAAGTTACTC
gomM -36 5,2 TTGTAATTTTCCTACAT
gapB -138 4,8 TGGTAATAAAAATACAA
ugpC -122 5,5 CTGTAATAAAACTACAA
pgk -95 54 TTGTAATAAAATTACAT
eno -101 52 TTGTAAGAAAACTACAT
pflA -143 51 TTGTAATTTTGTTACAT
pykF -346 49 ATGTAATTAAATTACAT
adhE -196 4,9 TTGTAGTTTTCTTACAC
gapA -136 4.4 TTGTAGTTTACTTTCAT
-60 4.7 TTGTAATTTTACTACGT
gltA -222 4,3 TCGTAATATTCCTACGA
pckA -478 4,9 TCGTAATATCACTACAA
-223 4,2 CTGTAGTTTAGTTTCAG
Marinobacter sp. ELB17 hexR -149 5,5 GTAGTAATTTTA
zwf-pgl-eda -13 5,5 TAAAATTACTAC
gapA-pykA -58 5,2 TACATTTACTAC
edd -125 5,2 GTAGTAAATGTA
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M. aqueolei zwf-pgl-eda -63 5,1 TAAAACTACTAC
hexR -156 5,1 GTAGTAGTTTTA
pykA -175 5,1 TAACTTTACTAC
edd-glk -112 51 GTAGTAAAGTTA
H. chejuensis KCTC 2396 zwf-pgl-eda -17 5,1 AATAATTACTAC
gapA-pykA -49 5,5 TATATTTACTAC
hexR -185 5,1 GTAGTAATTATT
edd-glk-HCH_00435 -185 5,5 GTAGTAAATATA
Pseudomonadaceae-HexR
P. aeruginosa PAO1 zwf-pgl-eda -80 4,5 ATGTTGT- (6)-ACtACAT
hexR1 -126 4,5 ATGTaGT- (6)-ACAACAT
edd-glk-gltRS -42 4,6 | ATGTTGT-(4)-ACAACAa
gapA2 -105 4,6 tTGTTGT- (4 )-ACAACAT
P. entomophila L48 zwf-pgl-eda -84 4,5 ATGTTGT-(7)-ACtACAT
hexR1 -139 4,5 ATGTaGT-(7)-ACAACAT
edd-glk-gltRS -203 4.4 tTGTTGT-(7)-ACAAgAT
-141 4,2 ATtTTGT- (8)-ACAACga
gapA2 -147 4,2 tcGTTGT-(8)-ACAAaAT
-84 4.4 ATcTTGT-(7)-ACAACAa
P. putida KT2440 hexR1 -146 4,5 | ATGTaGT-(7)-ACAACAT
zwf-pgl-eda -86 4,5 ATGTTGT-(7)-ACtACAT
gapA2 -144 4,2 tcGTTGT-(8)-ACAAaAT
-81 4.4 ATcTTGT-(7)-ACAACAa
edd-glk-gltRS -204 4.4 tTGTTGT-(7)-ACAAgAT
-142 4,2 ATtTTGT- (8)-ACAACga
P. mendocina ymp zwf-pgl-eda-PST_3493 -84 4,7 ATGTTGT-(7)-ACAACAT
hexR1 -139 4,7 ATGTTGT-(7)-ACAACAT
gapA2 -99 3,9 tgtTTGT-(7)-ACAAaAT
-37 4.4 ATcTTGT-(7)-ACAACAa
edd -112 4.4 tTGTTGT-(7)-ACAAgAT
-50 3,9 ATtTTGT-(7)-ACAAaca
glk-ghtRS -194 45 | tTGTTGT-(8)-ACAACAa
P. stutzeri A1501 zwf-pgl-eda-gapA2- -84 4,5 ATGTTGT-(7)-ACtACAT
PST_3493
hexR1 -179 4,5 ATGTaGT-(7)-ACAACAT
edd-glk-gltRS -38 4,0 tgGTTGT-(6)-ACAAaAT
P. fluorescens Pf-5 zwf-pgl-eda -84 4,5 ATGTTGT-(7)-ACtACAT
hexR1 -240 4,5 ATGTaGT-(7)-ACAACAT
edd-glk-gltRS -200 4.4 tTGTTGT-(7)-ACAAgAT
-138 4,2 ATtTTGT-(7)-ACAACga
gapA2 -106 4,2 tcGTTGT-(7)-ACAAaAT
-44 4.4 ATcTTGT-(7)-ACAACAa
P. syringae pv. tomato str. hexR1 -153 4,5 ATGTaGT-(7)-ACAACAT
DC3000
zwf-pgl-eda -86 4,5 ATGTTGT-(7)-ACtACAT
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gapA2 -100 4.1 taGTTGT-(7)-ACAAaAT
-38 4.4 ATcTTGT-(7)-ACAACAa
edd-glk-gltRS -202 4.4 tTGTTGT-(7)-ACAAgAT
-140 4.1 ATtTTGT-(7)-ACAACta
A. vinelandii AvOP zwf-eda-pykA-enj-gapN -84 5,1 TTGTTTT- (6 ) ~ACAACAT
pgl-eda -127 53 TCGTAGT- (6 )-ACAACAT
zwf-pgl -84 4.4 | ATGTAGT-(4)-ACGCAAT
hexR -1 4.4 ATTGCGT- (6)-ACTACAT
-66 53 ATGTTGT- (6)-ACTACGA
Pseudomonadaceae-HexR1
P. aeruginosa PAO1 hexR2 -44 6,4 TTGTAGTATAACTACAA
zwif2 -58 6,4 TTGTAGTTATACTACAA
aceEF -182 57 aTGTAGTTTTACTACtA
-130 6,2 CTGTAGTAAAACTACAA
alde -66 6,0 aTGTAGTAAAACTACAC
P. entomophila L48 hexR2 -59 6,3 aTGTAGTATAACTACAA
zwif2 -46 6,3 TTGTAGTTATACTACAt
aceEF -178 5,6 gTGTAGTTTTACTACtA
-126 6,2 TTGTAGTAAAACTACAC
P. putida KT2440 hexR2 -59 6,3 aTGTAGTATAACTACAA
zwif2 -46 6,3 TTGTAGTTATACTACAt
aceEF -176 57 aTGTAGTTTTACTACtA
-124 6,3 aTGTAGTAAAACTACAA
P. mendocina ymp hexR2 -104 6,3 aTGTAGTATAACTACAA
zwif2 -132 6,3 TTGTAGTTATACTACAt
aceEF -180 58 TTGTAGTTTTACTACtA
-127 6,3 aTGTAGTAAAACTACAA
P. stutzeri A1501 zwif2 -58 5,6 CgGTAGTTATACTACAA
hexR2 -196 5,6 TTGTAGTATAACTACCY
aceEF -180 5,6 CTGTAGTTTTACTACtA
-129 6,2 TTGTAGTAAAACTACAg
P. fluorescens Pf-5 hexR2 -62 6,2 CTGTAGTATAACTACAA
aceEF -177 54 CcTGTAGTTTTACTACtC
-125 6,2 TTGTAGTAAAACTACAC
P. syringae pv. tomato str. hexR2 -60 6,3 aTGTAGTATAACTACAA
bc3000 aceEF -180 54 CcTGTAGTTTTACTACtg
-128 6,2 TTGTAGTAAAACTACAC
A. vinelandii AvOP zwf3 -42 6,1 CcTGTAGTTATACTACAt
hexR3 -62 6,1 aTGTAGTATAACTACAg
aceEF -115 6,4 TTGTAGTAAAACTACAA
Ralstonia
R. solanacearum GMI1000 zwf-pgl-glk -159 5,6 aTGTAGtAATaCTACAA
edd -221 5,6 TTGTAGtATTaCTACAt
R. metallidurans CH34 hexR -247 57 aTGTAGAATTTCTACAt
edd-gntK -68 57 aTGTAGAAATTCTACAt
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R. eutropha JMP134 hexR -165 57 aTGTAGATTTTCTACAt
-24 5,8 TTGTAGAATATCTACAt
edd-gntK -204 5,8 aTGTAGATATTCTACAA
-63 5,7 aTGTAGAAAATCTACAt
R. eutropha H16 edd -222 52 ATGTAGAGATTCTACAT
-71 5,3 CTGTAGAAAATCTACAT
hexR -200 53 ATGTAGATTTTCTACAG
-49 5,2 ATGTAGAATCTCTACAT
R. pickettii 12J edd -231 57 TTGTAGTATTACTACAA
-55 4,2 TTGTAGgAAAatTACAg
zwf-pgl-glk -269 4,2 CTGTAATTTTCCTACAA
-93 5,7 TTGTAGTAATACTACAA
C. taiwanensis str. LMG19424 | edd -223 52 ATGTAGAGATTCTACAT
-71 4.8 CTGTAGAAAATCTACAG
hexR -201 4,8 CTGTAGATTTTCTACAG
-49 5,2 ATGTAGAATCTCTACAT
Burkholderia
B. cepacia AMMD hexR1 -209 5,6 TaGTAGAAAAaCTACAt
-66 5,8 aTGTAGATTTTCTACAA
edd-eda-gntUK -243 5,8 TTGTAGAAAATCTACAt
-100 5,6 aTGTAGtTTTTCTACtA
zwf-pgl-(glk/hexR2) -82 57 TTGTAGtTAAaCTACAA
ectC -239 5,6 aTGTAGATAAaCTACAt
B. mallei ATCC 23344 zwf-pgl-(glk/hexR2) -86 5,7 TTGTAGtTAAaCTACAA
edd-eda-gntUK -244 59 TTGTAGAAAATCTACAA
-101 5,6 aTGTAGtTTTTCTACtA
hexR1 -213 5,6 TaGTAGAAAAaCTACAt
-70 5,9 TTGTAGATTTTCTACAA
B. vietnamiensis str. G4 hexR1 -21 57 TaGTAGAAAAaCTACAA
-68 5,8 aTGTAGATTTTCTACAA
edd-eda-gntUK -244 5,8 TTGTAGAAAATCTACAt
-101 5,7 TTGTAGtTTTTCTACtA
zwf-pgl-(glk/hexR2) -82 57 TTGTAGtTAAaCTACAA
B. xenovorans LB400 zwf-pgl-(glk/hexR2) -98 57 TTGTAGtTAAaCTACAA
edd-eda-gntUK -104 5,6 aTGTAGtTTTTCTACtA
hexR1 -227 5,6 TaGTAGAAAAaCTACAt
B. pseudomallei K96243 hexR -69 59 TTGTAGATTTTCTACAA
-212 5,6 TAGTAGAAAAACTACAT
edd-eda -245 59 TTGTAGAAAATCTACAA
-102 5,6 ATGTAGTTTTTCTACTA
zwf-pgl-(glk/hexR2) -85 57 TTGTAGTTAAACTACAA
B. sp. 383 hexR -200 5,6 TAGTAGAAAAACTACAT
-68 5,9 TTGTAGATTTTCTACAA
edd-eda -231 5,9 TTGTAGAAAATCTACAA
-99 5,6 ATGTAGTTTTTCTACTA
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Canr

eHom OnepoH MonoxeHne | Bec NMocnepoBatenbHOCTb
zwf-pgl-(glk/hexR2) -84 57 TTGTAGTTAAACTACAA
B. glumae BGR1 hexR -205 5,6 TAGTAGAAAAACTACAT
-63 53 CTGTAGTTTTTCTACAA
edd-eda -243 5,3 TTGTAGAAAAACTACAG
-101 5,6 ATGTAGTTTTTCTACTA
zwf-pgl-(glk/hexR2) -132 57 TTGTAGTTAAACTACAA
B. phymatum STM815 hexR -74 4,9 ATGTAGTTTTTGTACTT
-207 53 TAGTAGAAAAACTACAC
edd-eda -242 4,9 AAGTACAAAAACTACAT
-109 5,3 GTGTAGTTTTTCTACTA
zwf-pgl-(glk/hexR2) -87 57 TTGTAGTTAAACTACAA
Comamonadaceae
L. cholodni SP-6 edd-eda -93 57 ATGTAACTTAGTTtCgg
tal-pgi-Rfer_1128 -220 5,8 CTGTAACTgAGTTtCAg
zwf-hexR -48 58 cTGaAACTcAGTTACAg
R. ferrireducens DSM 15236 zwf-hexR -122 6,1 ATGaAACTAAGTTACAT
tal-pgi-Rfer_1128 -109 6,1 ATGTAACTTAGTTtCAT
edd-eda -33 53 ATGTAAtTAAGTTACca
A. avenae subsp. citrulli PYkA -47 5,6 TTGAAACCCGATTACAT
AACO00-1
zwf -105 5,1 GTGAAACTCGGTAACAT
Acidovorax sp. JS42 zwf-hexR -93 53 ATGAAACTCGATAACAT
pykA -38 54 TCGAAACTCGATTACAT
C. testosteroni KF-1 pgk -157 5,2 CTGAAATCCAGTTACAG
pykA -39 5,6 TTGAAACCCGATTACAT
D. acidovorans SPH-1 pgk -27 5,2 CTGAAACCGGATTACAG
pykA -38 5,5 TTGAAACCCGATTACAA
zwf -47 4.8 TGGTAACCAAGTTACCA
pgi -24 4,3 TGGTAATCAGATTACTT
-109 4.8 TGGTAACTTGGTTACCA
P. naphthalenivorans CJ2 pykA -30 5,5 CGGAAACTAAATTACAA
zwf-hexR 13 4,9 ATGAAACTTTATTACCT
edd-eda -54 4,7 CCGTAATAAAGTTACAT
P. sp. JS666 zwf -74 55 GTGAAACTAAATTACAA
pykA -26 5,0 CGGGAACTAAATTACAG
edd-eda -34 4,7 CCGTAATAAAGTTACAT
tal-pgi -95 4.1 TTGTAATTTAGTTTCAC
V. eiseniae EF01-2 hexR -44 4,6 TGCAAACCCGGTTACAT
zwf -44 5,0 ATGTAACGTGATTACAA
pgi -67 4,5 TCGTAATCAAGTTACCA
Neisseriales
N. meningitidis MC58 zwf-pgl-glk-hexR-pgi -272 55 TTGTAaTTTTgtTACAA
-116 5,2 gTGTAGTATTACTACtC
edd-eda -312 55 TTGTAacAAAAtTACAA
gntUK -33 52 TTGTACTTTTAtTACAg
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Canr

reHom OnepoH MonoxeHue | Bec NMocnegoBatenbHOCTb

C. violaceum ATCC 12472 edd-eda -227 52 aTGTAGTTATAtTACCA
-47 54 gTGTAGTAAAACTACtA

zwf-pgl-glk-hexR-pgi -228 54 TaGTAGTTTTACTACAC

-48 52 TgGTAATATAACTACAt

ptsAG -212 5,6 aTGTAGTTTAACTACAA
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IIpusoxkenue 4. CoctaB peryjioHOB MeTab0IM3Ma caxapoB B CEMEUCTBE OaKTepuii
Bacillaceae. «+» - caliT cBsI3pIBaHUs OOHAPYKEH B 5 -HEKOAUPYIOLLEH 001acTH
OTIEPOHA, «-» - CAUT CBSA3BIBaHUS OOHAPYKEH He OblI, «0» - OPTOJIOTHYHbIE TEHBI HE
ObLIM HailieHsl B reHoMe. [lepBasi cTpoka KakJ10ro perysioHa (OTMeYeHa KUPHBIM
mpuToOM) 0TOOpaKaeT MPUCYTCTBUE T€HA, KOAUPYIOIIET0 (DaKTOp TPAaHCKPHIILIUU B
renome. Komonka «9KCm.» COIEPKUT CCHIIKM Ha paOOTHI MO SKCIIEPUMEHTAIIBHOMY
W3YUYEHUIO PErYJISIHMU COOTBETCTBYIOIIETO ONEPOHA.

Mpumepsbl

nepBoro
Perynupyembie onepoHbl :)?'l:e;)zue § E E % § % Jkcn.
ManR (yTunusaumsi MaHHO3bI) manR 0 - 0 0 0 0
manR BSU12000 0 - 0 0 0 0 (178)
manPA BSU12010 0 0 0 0 0 178
LicR (yrunusauus 6erta-rnioko3naos) licR 0 0 - 0
licBCAH BSU38590 0 0 - 0 (130)
licR BSU38600 0 0 - 0
MtIR (yrunusauusa maHHuTona) mtIR
mtIAFD BSU03981
mtiR BSU04160 -
CcpN (rntokoHeoreHes) ccpN
gapB BSU29020
pckA BSU30560
CitT (TpaHcnopT uuTpara) citT 0 0
citM BSU07610 0 0 0 (181)
tctCBA 0B3249 0 0 0 0 0 -
citH BC0562 0 0 - 0 0 0 |-
MalR (ytunusauumsa manara) malR 0 0 0 0 0 0 |-
ywkAB BSU37050 0 0 0 0 0 0 | (147)
maeN BSU31580 0 0 - 0 - 0 | (182)
yfiS BSU07570 0 0 0 0 0 0 | (182)
loIR perynoH (yTunusaumsa nHosutona) iolR 0 0 0 0 0 |-
iolABCDEFGHIJ BSU39760 0 - 0 - 0 | (183)
iolRS BSU39770 0 0 0 0 0 | (183)
AcoR (yTunusauus auetounHa) acoR 0 0 |-
acoABCL BSU08060 0 0 - 0 | (185)
FrIR (ytunusauusa c¢dpykronusmta) friR 0 0 0
friR BSU32560 0 0 0 | (186)
friB BSU32610 0 0 0 | (186)
frIlONMD BSU32600 0 0 0 | (186)
yurJ BSU32550 0 0 0
LutR (yTunusauus nakrara) lutR
IutABC BSU34050 (187)
lutR BSU34180
lutP BSU34190
GmuR (yTunusauud rnrokomaHHaHa) gmuR
gmuBACDR BSU05810 (188)
gmuE BSU05860 (188)
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Mpumepsbl

nepBoro
reHa B E Y '{”)
Perynupyembie onepoHbl onepoHe o < [ dken
gmuF BSU05880 0 0 0 (188)
GudR (yTunusauus rniokapara v ranakropara) | gudR 0 0 0 -
gudR BSU02500 0 0 0 (189)
garD BSU02510 0 0 0 (189)
ycbCD-gudD BSU02460 0 0 0 (189)
gudP BSU02480 0 0 0 (189)
ABC0469-
ABC0469-67 67 0 0 0
NagR (yrunusauusa N-aueTunranakrosamuHa) nagR 0
nagABR BSU35010 0
nagP BSU07700 0
murQ2 BLi04351 0
TreR (yTunusaums Tpexanosbl) treR
trePAR BSU07800
GntR (yTunusaums rnrokoHara) gntR 0 0
gntRKPZ BSU40050 0 0
AraR (yTunusaumsa apabuHo3sbl) araR 0 -
araFGH GK1910 0 -
abnA BSU28810 0 0
arakE BSU33960 0 0
araR BSU33970 0 .
xsa BSU28510 0
araABDLMNPQ-abfA BSU28720 0 -
BPUM_232
araK 9 0 0 0 0 0 -
GutR (yTunmusauusa copburona) gutR 0 0 0 0 0 -
gutBP BSU06150 0 0 0 0 0 (192)
HxIR (pnbynosa moHodoccaTHbIN NyTh) hxIR 0 0 0 0 0 -
hxIAB BSU03460 0 0 0 0 0 (193)
NtdR (yTunusaumsa HeoTpaxanosagnammHa) ntdR 0 0 0 0 0 -
ntdABC BSU10550 0 0 0 0 0 (194)
ntdR BSU10560 0 0 0 0 0 -
GanR (yTunusauus ranakraHa) ganR 0 0 0 0 | -
cycB-ganPQAB BSU34160 - 0 0 0 | (195)
ganR BSU34170 0 0 0 - - 0 |-
CcpB (kaTabonuTHas penpeccusi) ccpB 0 0 0 0 0 0 |-
gntRKPZ BSU40050 0 0 0 0 0 - | (168)
xylAB BSU17600 - - - - - - - - | (168)
KdgR (yTunusauus 2-keto-3-
[eOKCUTTIOKOHaTa) kdgR 0 0 | -
kdgRKAT BSU22120 0 0 | (217)
kdulD BSU22130 - - | (217)
ExuR (yTunusaums rekcoypoHara) exuR 0 0 |-
uxaC--exuM-yjmCD-uxuA-yijmF-exuTR-uxaBA BSU12300 0 0 218
RbsR (ytunusauums pn6o3bl) rbsR -
rbsRKDACB BSU35910 -
LevR (yTvnusaums nesaHoB) levR ‘ 0 0 |-
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Mpumepsbl

nepBoro
Perynupyembie onepoHbl ;?::;):He E % § % g
levDEFG-sacC BSU27070 0 0 0 0 0
AlsR (buocuHTe3 auyetoauerara) alsR 0 0 - 0 0
alsR BSU36020 0 0 - 0 0
alsSD BSU36010 0 0 - 0 0
CitR (6buocuHTe3 uutpara) citR 0 0 0 0 0
CitA BSU09940 0 0 0 0 0
CitR BSU09930 0 0 0 0 0
CcpC (kaTabonuTHas penpeccus) ccpC 0 0 - 0 0 -
ccpC BSU14140 0 0 - 0 0 (172)
citB BSU18000 - - - - -
citZ-icd-mdh BSU29140 - - - - -
XyIR (yTunusaums Kcunosbl) xylR 0 0 -
xylAB BSU17600 0 0 (146)
xynPB BSU17570 0 0 (145)
xyIR BSU17590 0 0 -
0OB3123-0B3122-0B3121 0B3123 0 0 -
BH3678-BH3679 BH3678 0 0 -
gunAB BLi01880 0 0 -
BLi03540-BLi03541-yurM-xylS-bgll BLi03540 0 0 -
XynA BH2120 0 0 -
xylF GK1881 0
GIVR (yTunusauusa manbTo3bl) glvR 0
glvARC BSU08180 0
CggR (rnukonus) cggR
cggR-gapA-pgk-tpiA-pgm-eno BSU33950
FruR (ytunusaums dpyKTo3bl) fruR
fruRKA BSU14380
YkvZ (yrunusaums cdppun-pocdo-rnokosnao) | ykvZ 0 0 0
bglC BSU03410 0 - 0 |-
ykvZ BSU13870 0 0 0 |-
BC2618 BC2618 0 0 0 |-
MdxR (yTunusaums manbToaeKkcTpuHa) mdxR 0 0 0 |-
yvdGHIJK-malL-pgcM BSU34610 0 0 0 |-
MurR (yTunusaumsa N-auetunmypomara) murR 0 0 0 |-
murQR-ybbF-amiE-nagZ-ybbC BSU01700 0 0 - - - = |-
MsmR (yTunusauusa anbca-ranakrosngos) msmR 0 0 0 l 0 0 |-
msmREFG-melA BSU30260 0 0 0 - 0 |-
BgIR (ytunusaums apun-cgocdo-rniokosngos) | bgiR 0 0 0 0 0 0 |-
bgIR BSU40130 0 0 0 0 0 0 |-
bglA BSU40110 0 0 0 0 0 0 |-
RhgR (yTunusauusa pamHoranaktypoHaHa) rhgR 0 0 0 0 0 0 |-
yesOPQ BSU06970 0 0 0 - - 0 |-
yesRSTUVWXYZ BSU07000 0 0 0 0 0 0 | -
GamR (yTunusauus rnokosaMmHa m
XUTOOUNO3bI) gamR -
gamBP BSU02360 0 0 0 0 0 0 |-
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Mpumepsbl

nepBoro N
Perynupyemble onepoHbl (r:'lr:;):ﬂe ‘£ § %
gamR BSU02370 _ 0 0
licH-ywbABC BLi00335 0 0 0
chiA BHO0916 0 0 0
BH0913 BH0913 0 0 0
RhaR (ytunusaums pamHosbl) rhaR 0 0
yuxG-rhaR-yulCDE BSU31220 0 0
rha¥Y 0B0494 0 0 0
rhal BLi03559 0 0 0
DegA (yTunusauums nHosurtona) degA 0 -
yrbE BSU27770 0 0
iolX BSU10850 0 0
GK1894-93-i0lIDEBCAJ GK1894 - - -
degA BSU10840 0 -
GK1899-96 GK1899 0 -
BH2222 BH2222 0 0
RmgR (yTunusaumsa pamHoranaktypoHaHa) rmgR 0 0
ytePRSTU BSU30135 0 0
uxaAB ABC1153 0 0
BH0493-pelX BH0493 0 0
Jofelat 0B2088 0 0
xylB 0B2087 0 0
rhgT 0B2084 0 0
CcpA (kaTabonuTHas penpeccusi) ccpA
cimH BSU38770 0
amyE BSU03040 0
gntRKPZ BSU40050 0
kdgRKAT BSU22120 0
manR BSU12000 0
citST BSU07580 0
levDEFG-sacC BSU27070 0
ccpC BSU14140 0
arakE 0OB2796 0
yxjC-scoAB-yxjF BSU39000 0
abnA BSU28810 0
dctA BSU04470 0
phoPR BSU29110
trePAR BSU07800
msmX ABC1514
galT BSU38190
acoABCL BSU08060
hutPHUIGM BSU39340
cccA BSU25190
glvARC BSU08180
bglPH BSU39270
citM BSU07610
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Mpumepsbl
nepBoro
reHa B
Perynvpyembie onepoHbl onepoHe
licBCAH BSU38590
acuABC BSU29690
bglS BSU39070
xynPB BSU17570
ackA BSU29470
citZ-icd-mdh BSU29140
uxaC-exuM-yjmCD-uxuA-yjmF-exuTR-uxaBA BSU12300
gmuBACDREFG BSU05810
pta BSU37660
xylAB BSU17600
acoR BSU08100
IcfA BSU28560
sigL BSU34200
rbsRKDACB BSU35910
iolABCDEFGHIJ BSU39760
araABDLMNPQ-abfA BSU27310
ilvBHC-leuABCD BSU28310
acsA BSU29680
glpFK BSU09280
mmgABCDE-prpB BSU24170
ylbBC BSU14950 -
mrp BSU01540 -
yq9Q-glcK BSU24850 -
yesOPQR-rhgR-yesTUVWXYZ-yetA-IplJABCD BSU06970 0 0
yhaR BSU09880 0 0
cspD BSU21930 0 0
nirC BSU38060 0 0
citH BSU39060 0 0
ganB BSU34120 0 0
cstA BSU28710 0 0
nupC-pdp BSU39430 0 0
ywifl BSU37670 - -
glcDF BSU28680 -
sucCD BSU16090 -
ykoM BSU13340 0
ylbP BSU15100
araR BSU39970
abnB BSU39330
gatCAB BSU06670
yqgX BSU24790
glpTQ BSU02140
drm-punA BSU23500
apbA-yllA BSU15110
BPUM_3238-36-pmi BSU35790
cycB-ganPQA BSU34160
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Mpumepsbl

nepBoro
reHa B

Perynupyemble onepoHbl onepoHe

ytcPQ BSU30170

kdulD BSU22130

IrgAB BSU28910
glsA1-ginT BSU02430
sdhCAB-ysmA BSU28450

fruRKA BSU14380

yqgY BSU24780

yqgW BSU24800
msmREFG-melA BSU30260

ndk BSU22720

ywivwy BSU34050

lutR BSU34180

odhAB BSU19370

sacPA BSU38050

mtIAFD BSU03981

xsa BSU28510
ynglHHBGFE BSU18250

licT-bglP1 BSU39080

ywcBA BSU38230

dagA BSU18610

licR BSU38600

rmgR BSU30150

galKE BSU39410

ganR BSU34170
mutBA_BH2954 GK2371 0 0
ABC0302 ABC0302 0 0
IpIBC-upgB ABC1135 0 0
BH3448-46 BH3448 0 0
BH3680-82-xynB-BH3684 BH3680 0 0
sdcS ABC3994 0 0
citMll BHO0745 0 0
ABC3348-gatABC ABC3348 0 0
tctCBA ABC1013 0 0
uxuA-fabG BHO701 0 0
dctPMQ-BH0704 BHO0705 0 0
dapA-eutG ABC0222 0 0
kdgT-hop-pdxA ABC0308 0 0
araFGH ABC0409 0 0
IctP BH1831 0 0
sacK BC0773 0 0
dat BLi02962 0 0
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