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BBenenne

N3BecTHO, 4TO MHOTHE TTPOKAPHOTUYECKHUE OPTaHU3MBbl, Hanpumep Escherichia coli, cmocoOHBI
aIalITUPOBATHCA K PA3JIMYHBIM YCIOBUSM CYIIECTBOBaHUS. B yacTHOCTH, HAIMYuE MHOXKECTBA
Pa3HOOOPa3HBIX AbIXAaTEIbHBIX CUCTEM MO3BOJISET MPOKAPHOTAM HCIOIb30BaTh MHOTO Pa3HOOOpa3HbIX
SHEPreTHYECKUX CyOCTPaTOB - JOHOPOB U aKI[ENTOPOB 3JIEKTPOHOB.

DyHKUMSA IbIXaTeJbHbIX cucTeM. OyHKIMA IbIXaTeNbHBIX CUCTEM COCTOUT B MpeoOpazoBaHUM
MOTEHIMATBLHON SHEPTUU TPOTOHHOTO TPAJMEHTA B SHEPTUIO XUMUYECKO CBA3U B MoJiekysie AT®. B
cllydae MPOKapUOTUUYECKOM KIETKH MPOTOHHBIN IPAJMEHT CO3JAaeTCA HAa YPOBHE JbIXaTENbHbIX LIEMeH,
JIOKAJIM30BAHHBIX B IUTOIJIa3MaTHYECKO MeMOpaHe KJIeTKU. B mporiecce nepeHoca 3JeKTPOHOB 1O
JBIXaTENIbHBIM LIETISIM SHEPTHUS OKUCINTEIbHO-BOCCTAHOBUTENLHBIX MPOLIECCOB MTPeodpa3yercs B
MOTEHIIUATIBHYIO SHEPTUIO MPOTOHHOIO IPaJUeHTa, KOTOPBIKA (hOpMUpYyETCs 3a CUET Pa3HUIbl KOHIEHTpALUN
MMPOTOHOB MEXKY MEPHUIIIIA3MON U ITUTOILUIa3MOM, pa3IesIeHHBIX IUTOIIJIa3MaTHUECKOM MeMOpaHoii. 3a
cunate3 AT® oTBeuaeT CIOXKHBIN pepMeHTAaTUBHBIN KOMIUIEKC - AT®-cunTeTasa, Cyobe AMHUIIBI KOTOPOTO B
reHome E.coli komupyrotcs reHamu oniepoHa atplBEFHAGDC.

Oco0eHHOCTH CTPOEeHUsI AbIXaTeJIbHBIX Henei 6akTepuil. [ 1aBHON 0COOCHHOCTHIO
MIPOKAPUOTUYECKUX JIbIXaTEIbHBIX LIEeTIeH SBISETCS UX MOJIYJIbHOE CTPOCHUE: ATH LIETIH COCTOST U3
OTJIeIbHBIX KOMIIOHEHTOB, KaX/IbIi U3 KOTOPBIX MOXET ObITh 3aMEHEH B COOTBETCTBUU C U3MEHEHUSIMU

ycioBui cpenbl. B coctaBe 0001 qpIXaTeabHOM e MOKHO BBIICIUTD TPU MOTYJIS:

JETUIPOTCHA3BI JJOHOPOB JICKTPOHOB;

XUHOHBI, ITPEJICTABIISAIONIIE COO0H MEMOPaHO-PaCTBOPUMBIC TIEPEHOCUYHUKH JIEKTPOHOB;

- PEIyKTa3bl aKIENTOPOB JICKTPOHOB.

Jeruaporenassl ¥ pelyKTa3bl PEACTaBICHB B MEMOpaHe B BUIe OCITKOBBIX KOMIUIEKCOB, OT/ICIIbHBIC
KOMITOHEHTBI KOTOPBIX KOJIUPYIOTCS, KaK MPaBHIIO, TeHaMH o HOTO onepoHa (Gennis and Stewart, 1996).
PazHo0Opasue npIxaTenpHBIX HEnei, He00X0IUMOe JIJIsl IIPUCTIOCOOJICHUS K YCIIOBHSIM OKPYKaIOIIeH Cpebl,

JIOCTHTAETCS KOMOMHAITMEH pa3IMYHbBIX IETHAPOTeHa3 U peaykras3. PasHOoOpa3ue XMHOHOB HE CTOJIb BEJIUKO,



Y MCTIOJIb30BAaHUE TEX WJIM MHBIX XMHOHOB 3aBUCHUT OT MIPUCYTCTBYIOIIUX B MEMOpaHe IeruaporeHas u
penykras (Unden and Bongaerts, 1997).

KoHueHTpanusi pa3iuyHbIX KOMIIOHEHTOB LENH 3aBUCUT OT YCJIOBHH pocTa U (PU3HOIOTHYECKHX
norpeOHocTell KieTku. Hanmpumep, B aHadpOOHBIX YCIOBUSAX B NMPHCYTCTBUM HHUTpaTa MPEUMYIIECTBEHHO
CHUHTE3UPYIOTCS HUTpAT-pelykTa3sl. OHM MPUHUMAIOT 3JIEKTPOHBI OT XHHOHOB M SIBJISIIOTCS, TAKMM 00pa3oM,
XMHOH-OKCH/Ia3aMH, B TO BpPEMsI KaK JETHIPOreHasbl (B CIydae HUTPATHOTO JIBIXaHHUS 3TO IPEUMYIIECTBEHHO
(dbopMHaT-IerUIPOreHasbl) ABISIOTCA XUHOH-peayKTazaMu. PasHooOpasue npIxaTenbHbIX Henei ans E.coli
npezacTasieHo Ha Puc. 1.

OnHUM U3 CBOMCTB JIBIXaTEIbHBIX LEMEH SBISETCS HAJUYNWE HECKONBKUX (EpPMEHTOB C OJMHAKOBOMN
cyoctparnoil cnenuduunocTeio (Gennis and Stewart, 1996). Hanpumep, E.coli ciocoOHa CHHTE3UPOBATH
nee pasnuuable HAJIH-geruaporenasst (HAD): HAT-I w HAI-1I, u aBe TepMUHAbHBIE a’3pOOHBIC
penykTasbl, coaepkamue HUTOXpoM bd wumm boz. Bee uerbipe ¢depmeHTa y4yacTBYIOT B (hOpMHpPOBaHUH
MPOTOHHOTO TrpaaueHTa. KonmndyecTBO MpPOTOHOB, KOTOPOE (PEPMEHT MOXKET MEPEHECTH W3 IUTOIIa3Mbl B
NEepUIUIa3sMy B pacueTe Ha OJMH JJIEKTPOH, Ha3bIBAIOT OMOdHepreTuueckoil 3¢ddexruBHOCTRIO. B ciydae
HJIT-II, xonupyemoii reHoM ndh, GuodHepreTHyeckas >(deKTUBHOCTh MMeeT 3Hauenue 0 H'/e’, To ecTh
JaHHasl JeruJporeHasa He SBISETCS MNpOTOH-TpaHciaonupyrome (Puc.2a). B To xe Bpems, HII-I,
CyOBbeIMHHUIIBI KOTOPOH KOAMPYIOTCS TeHamu ornepoHa nuoABCEFGHIJKLMN, nepeHoCUT ABa MpOTOHA B
pacuere Ha onuH 3MeKTpoH (Puc.26). BrimeynomsHyThie a3poOHBIE PEIyKTas3bl Pa3IndaloTCs TaKXKE IO
3HaueHUsIM OmosHepreTudeckor s dextuBHOCTH. Tak, Ansg peaykrasbpl boz, KOAUPYEMOH OMEPOHOM
cyoABCDE, 6uodHepreTHyeckas aKTHBHOCTH cocTapnser 2H'/e” (Puc. 2B), Torma Kak s peaykTassl bd,
KOJUpyeMoii onepoHoM cydAB, — Bcero 1H'/e” (Puc. 21). Takum 06pa3oM, KOIHYECTBO MPOTOHOB, KOTOPOE
MOXET OBITh TEPEHECeHO B MpeaeNaXx 3TOW CHCTEMBbI, KojebjeTcs OT 4YeTelpex A0 onHoro. [lyrem
KOMOMHAIIMH ATHUX YEThIpeX 3JIEMEHTOB BO3MOKHA TOHKAasi HACTPOWKA CHCTEMBI B 3aBUCUMOCTH OT YCIIOBHUI
cpensl u pusnonornyeckux norpednoctert kierku (Calhoun et al, 1993) (Puc.3). Hampumep, npu HU3KOMH
KOHIIGHTpAaLlMd  KUCJIOpoJa B  Cpele HeoOXOIMMO CHM)KEHHE BHYTPUKIETOYHOTO  COJCpIKAaHUs

MOJICKYJISIDHOT'O  KHUCJIOpOJaA. DTO CBS3aHO C TCM, UYTO B J[JAHHBIX YCJIOBHUAX MNPCANOUYTUTCIBHO



(YHKIIMOHHMPYIOT YyBCTBUTEIBHBIC K KUCJIOPOAY OENKH, OTBEUAIOIIUE 32 ACCUMIIISAIUIO aTbTePHATUBHBIX
aKIIETITOPOB JJICKTPOHOB. 3alIMTa 3TUX OENKOB obecredymBaeTcsi pabOTOW HUTOXpOM-bd copepkaiieit
OKCH/Ia3bl, KOTOpasi 00J1alaeT 0O4Y€Hb BBICOKUM CPOJCTBOM K KHUCIIOPOIY M TIOSTOMY 3HAYUTEILHO CHHKAET
CoNlep’)KaHUEe KHUCIOpoAa B KIETKE, TEM CaMblM MpenoTBpamias HapyimeHue (QYHKIHOHHUPOBAHUS
gyBcTBUTENbHBIX OenkoB (Hill et al, 1990). buosneprernueckas 3pPeKTUBHOCTh UTOXPOM-bd conepxareit
OKCH/Ia3hl COCTaBIseT Tonmbko IH'/e, MOITOMYy NpeamouTHTeNbHEE B KAUECTBE JETHIPOTEHA3HI
ucnonbs3oBate HJI'-I, o6namaronyro MaKkCuMaIbHON OMOdHEPreTHUECKOM 3P PEKTUBHOCTHIO.

Peryasiuusi 1bIXaHUsI TAMMAa-NIPOTe00aKTepuii. B psije sKkcepuMEeHTAIbHBIX UCCIIE0BaHUN OBLIO
MOKA3aHO CYILECTBOBAHKE OINPEEICHHON UEPAPXUHU B UCIIOIb30BAaHUU PA3INYHBIX aKIIENTOPOB JIEKTPOHOB.
Hampumep, B IpHCYTCTBUHM KHCIOPO/Aa aHA3pPOOHBIC MYTH METa0OMM3Ma TMOJABISIOTCS, TaK KaK KUCIOPO.
SIBIIICTCSL HAWIIYYIITUM aKIENTOPOM SJIEKTPOHOB, MOCKOJIBKY UMEET HAauOOJbIIee 3HAYCHHE OKUCITUTEIHHO-
BOCCTAaHOBUTEIHHOTO TMOTEHIHANa. B aHa’dpOOHBIX YCIOBHUSX HambOoee BBHITOAHBIM aKIENTOPOM SIBIISCTCS
HUTpAaT, U B €ro NPUCYTCTBHH TMOAABISAIOTCS BCE Ipyrue aHadpoOHble myTu. [lomoOHas wuepapxus
OCYIIIECTBIISIETCS 3a CUET PETYISIIHA Ha YPOBHE TPAHCKPHUIIIIUU COOTBETCTBYIOIIUX PEAYKTa3 (epMEHTaMHU,
pearupyromuMi Ha TPUCYTCTBHE pa3NUYHbIX akmnentopoB aekTpoHoB (Unden and Bongaerts, 1997).
[IpenmnodruTenbHOCTh UCIIOJIB30BAHUS 00JIEe DIEKTPOIOIOKHUTEIBHBIX aKIIETITOPOB OOBICHACTCS BBICOKUM
9HEPTreTHYECKUM BBIXOJIOM PeakIuii ¢ yaactueM 3Tux Bemiect (Tabm.1).

Tak, BOCCTaHOBJCHHE AaKIENTOPOB C 00Je€e BBICOKUM OKHUCIUTEIHbHO-BOCCTAHOBUTEIHHBIM
MOTEHIIMAJIOM TIO3BOJISIET MPOTOHHBIM HACOCAMHU HCIOIB30BaTh OOJBIIYI0 XUMHUYECKYIO SHEPTHIO IS
TpaHCIIOPTa IPOTOHOB Yepe3 MEMOpaHy.

B 3aBUCHMOCTH OT akKIenTopa mepecTpauBacTCsl HE TONBKO JIbIXaTeNNbHAS 1elb, HO U 3HAYUTENIbHAS
gacTh KaTaboin3Ma, BKIIOUYas [EHTPaIbHbIe MeTa0onudyeckue myTu. Vcmoib30BaHue akienTopa u A0HOpa
CBA3aHO CO 3HAYEHHEM OKHUCIUTENIbHO-BOCCTaHOBUTENbHOTrO noteHuuana AE° (OBII) nns peakuuun wux
BocctaHoBieHus. Ecimu OBII umeeT NONOXKHUTENbHOE 3HAUYEHHE, TO PEaKIUid HUIET B CTOPOHY
BOCCTaHOBJICHUS, €CJIM OTPUIIATEIILHOE - B CTOPOHY OKHcieHus. Yem Beimre abcomtotHoe 3HaueHue OBII,

TEM BBII'OJJHEC UCIIOJIB30BAHUC 3TOI'0 JOHOPA UJIK aKICIITOPA.



dakTOopHl TPAHCKPUNIIIHH, OCYIIECTBJISIONINE TJI00AJIBHYIO peryisinuio Asixanus B E.coli. Kax
y’K€ TOBOPHJIOCH, SHTEPOOAKTEpUH SBIAIOTCSA (haKyJIbTaTUBHBIMM aHa’poOamu. Tak, B ciyuyae E.coli u
POJCTBEHHBIX MHUKPOOPTaHHW3MOB, MEPEKIIOYCHUE MEXIy a’poOHBIM M aHa’pOOHBIM THUIIAaMH OOMeHa
OCYIIECTBIISIETCS HECKOJIBKUMU peryisTopamu Tpanckpuniuu (Tuchi and Weiner, 1996). Bo3aeiictBuro aTux
PEryasTOpOB MOJBEPralOTCsl HE TOJBKO T'e€Hbl TEPMHUHAJIBHBIX PEAyKTa3, HO TAKKE TEHBI JETHUAPOTeHa3
JIOHOPOB 3JIGKTPOHOB M PSAJ JAPYIMX TEHOB, 33JCHCTBOBAHHBIX B IPOLECCAX JBIXaHUS U KJIETOYHOIO
MeTabomu3Ma.

Peaxius Ha MOJEKYIAPHBIN KUCIOPOA B E.coli ocyiiecTBisieTcss B OCHOBHOM JIBYMsI PETyJISTOPHBIMU
cucremamu: OenkoM Fnr m AByXKOMIOHEHTHOH cuctemoir ArcB-ArcA, B kortopoir ArcB — cencopnas
KMHa3a, a ArcA — perynsarop TpaHckpunuud. FNR u ArcA Moryt ciykuTh Kak akTMBaTOpaMH, TaK U
pernpeccopaMu, B 3aBHCUMOCTH OT PACHOJOXKEHUS CAHTOB MX CBSI3bIBAHUS OTHOCUTEIHHO MPOMOTOPOB
PEryJINPYEMOro ONIEPOHA.

benok Fnr - 370 rinoGanbHBI PErymnsaTop, OCYIIECTBISIOUINNA MEPEKIIOYCHUE MEXIY a’pOoOHBIM U
aHadpoOHBIM MeTabonu3MoM. B aHa’spoOHbIX ycnoBusix Fnr ocyiiecTBisieT akTUBAIIMIO T€HOB aHA3POOHOTO
JBIXaHUST W PEMpPEecCHI0 TeHOB a’poOHOro Merabonm3ma. DTOT Oenok cocTouT u3 ceHcopHoro u JIHK-
CBSI3bIBAIOILETO JOMEHOB. Curnai ot ceHcopHoro Kk JIHK-cBsi3pIBaronieMy 10MeHY IEpEJAeTCsl IOCPEACTBOM
BHYTPUMOJIEKYJIIPHBIX KOH(OPMAIIMOHHBIX W3MEHEHHI, B PE3yJbTaTe KOTOPBIX B OTCYTCTBHE KHUCIOPOAA
BO3MOXKHO 0O0pa3oBaHHE TOMOAMMEPOB, crnocoOHbIX cBsa3bBatbess ¢ JHK (Melville e al., 1996).
WnaktuBanus Fnr kuciaopomom BKIIOYaeT B ce0sl OKHMCICHHE M Pa3pyIICHUE JKEIe30-CEPHBIX KIIACTEPOB.
Takol knacTep CBs3aH C YETHIPbMS KOHCEPBAaTUBHBIMU OCTaTKamu nucrenHa. Ilox neicrBueM kuciopona
TPU LMCTEHMHOBBIX OCTAaTKA CTAaHOBATCS OTKPBITBIMM, YTO BBI3bIBACT YACTMYHOE pa3pylleHHe KiacTepa
(Puc.4). B Takom cocrosiHuM Fnr He crmocoOeH K JUMepU3alii U HaXoIuTCs B HeakTuBHOU (hopme (Trageser
and Unden, 1991). bein moka3zaHo, 4To cailT cBs3biBaHMs Fnr mpexacraBiser coOOi MHBEPTHPOBAHHBIN
MOBTOpP JAJMHON YETBIPHAALATH IMap HYKICOTHUAOB (II.H) CO CIEHCEpOM, COCTOSIIMM M3 YEeThIpeX ILH.

(I'epacumoBa u ap, 2001).



ArcA sBIseTcs BaXHEUIIMM DETYJISTOPOM a’poOHOro MeTabosiu3Ma M PEenpeccopoM T'eHOB
a’poOHOro Metabonu3Ma B aHadPOOHBIX yciIoBUAX. OH BXOIUT B COCTaB JBYXKOMIIOHEHTHOU PEryNsiTOPHOM
cucreMbl ArcA-ArcB. B ana’poOHBIX ycnoBusix ArcB, yOMXWHOH-3aBUCHMas TpaHCMEMOAaHHas KHHa3a
YyBCTBHUTEIbHAS K MPUCYTCTBHIO KUCIOPOa, aBTodochopminpyercs, a 3ateMm Tpancochopunupyer ArcA
(Georgellis et al, 1999), B pe3ynpTaTe 4Yero MOCIEIHUI CTAaHOBUTCS CHOCOOHBIM cCBsi3biBaThes ¢ JIHK
(Puc.5). B aspoOubIx xe ycnoBusix ArcB peiictByer kak ArcA-P-cneunduunas ¢ocdaraza, kaTanuzupys
nedocdopmupobanne ArcA-P (Georgellis et al, 1998). UyBcTBuTeNnbHOCTh ArcB K conepkaHuIo KUCIOPOIa
OCYIIECTBIISIETCS 3a cueT B3auMojelcTBus ¢ xuHoHamu (Malpica ef al, 2004). IHTEHCUBHOCTh MOTOKA
AJIEKTPOHOB Yepe3 3JIEKTPOH-TPAHCIOPTHYIO CETh 3aBUCHUT OT BHUJAA aKIENTopa, MPEUMYIIECTBEHHO
coJiepkarierocst B cpene. Eciau ycrmoBust a3poOHbIe, TO 3TOT MOTOK OyJeT Hanbojaee NHTEHCUBHBIM. XHWHOH,
KaK CBS3YIOIEE 3BEHO OAIJIEKTPOH-TPAHCIIOPTHOM LENH, B CBOIO OYEpeAb PErHCTPUPYET H3MEHEHHE
WHTCHCUBHOCTH TIOTOKA 3JIGKTPOHOB IPH HEIOCTATKE KHUCIOPOAAa B Cpede U CTAaHOBUTCS CIIOCOOHBIM
NPUHUMATh SJEKTPOHBI OT IMCTEMHOB ArcB. OOpasyrommecs B pe3yibTare OKHCICHHUS IUCTEHUHOB
IUCyNb(UIHBIE MOCTHKM MEHSIOT KoH(popMmaiuio ArcB Tak, 4To TOT CTAaHOBUTCS HECHOCOOHBIM K
MPOSIBJICHUIO KWHA3HOW akTUBHOCTH. CalT cBsi3piBaHUS ArcA mpejacTtaBiseT coOOH HECTpOruid mpsMoin
noBTop (Favorov et al., 2005). B cucreme perynsiiuu nbixanusi E.coli 6enox ArcA 3aHuMaeT MoAYNHEHHOE
MOJIO’)KEHHE OTHOCUTENbHO Fnr: M3BeCTHO, YTO TPAHCKPUIILUS TeHa arcA perynupyercs MOCIeIHUM
(Compan and Touati, 1994). OtoT mponecc Ha3biBaeTcs Fnr-ArcA perynstopHbIM KackanoMm. Hekotopsie
T'eHbI, YYaCTBYIOIME B MPOLIECCE ABIXaHUs, HAXOAATCS Mo coBMecTHOMW perymsiuueil Fnr u ArcA (Unden et
al, 1995). Jloro mns caiitoB Fnr u ArcA npencrasnens! Ha Puc.6.

MeToabl MCC/IeI0BAHUS PeryJasiiuu JbIXaHus. V3BeCTHO, YTO KaK B OCYIIECTBJICHUHU IMPOLECCOB
JBIXaHUS, TaK U B €r0 PEryJSIUH, YIaCTBYET OOJBIIOE KOJIUYECTBO OEIKOB. DKCIIEPUMEHTAILHBIA aHAIIN3
OTJENBHO KaXIOro OelKa M COOTBETCTBYIOLIETO Te€Ha MPEACTaBiIsieT cOoO00M Upe3BBIYAWHO TPYJOEMKHUI
nporecc. IlosToMy I HcciaenoBaHUs ABIXaHUS HEOOXOIMMO HCIHOJB30BAHHUE METO/OB, MO3BOJISIONIUX

noJIydaTb, XpaHUTb U 06p3.63TI:IBaTB 3HAYUTCIBbHBIC MAaCCUBBI JaHHBIX.



Metox OuouumnoB. Jloaroe Bpemsi B MOJEKYJSIPHOW OHOJOTMH Ui W3YYEHHs IPOLIECCOB,
IIPOUCXOJAIINX B OPraHU3ME, HUCCIENOBAINCH OJAMHOYHBIE reHbl. OAHAKO, OpraHu3M — CIIOXKHas cCHCcTeMa
B3aMMOCBS3aHHBIX IpoleccoB. [loaToMy B HacrosIiee BpeMs AJsl UCCIIEI0BAaHUS SKCIIPECCUM T'€HOB 4acTo
MPUMEHSIETCS. METO/I OMOUYHUITIOB, TIO3BOJISIONIUI OJHOBPEMEHHO MOTYIUTh HHPOPMAIUIO O paboTe OOIBIIOTO
yuciaa TeHOB W o0paboTarh 3Ty uHpopmauuio. TakuM o0pa3om, HcCCIeloBaTelb HUMEET BO3MOXKHOCTb
OLICHMBATh OPTaHU3M KakK LIEJIOCTHYIO CUCTEMY, & HE KaK CyMMY €r0 COCTaBJISIOIINX. J(M3aiiH 3KcrieprMeHTa
B OOIIEM Cllyyae COCTOUT B CIEAYIOUIEM: B 3aJJaHHbIC TOUKH CTCKJISIHHOW MOJIOKKHU MTOMEUIA0TCs 00pasLibl
OJIMTOHYKJIEOTU/I0B, COOTBETCTBYIOIINE UCCIEYEMBIM I'€HAM, 3aT€M U3 KYJIbTYpbl KJIETOK, BBIPALEHHBIX B
oTpeNeNIeHHbIX ycioBusX, Beigensercss (pakuuss PHK. ITlomydennas cmece PHK, Tak Ha3bpiBaeMmblit
“TpaHCKpUINITOM”, TIPEIBAPUTEIBHO 00pabaThiBaeTCsl (IIyOpeCUUPYIOIIMMU KPACUTEISIMU M HAaHOCUTCS Ha
MOJUIOKKY, B pesynprare uero PHK rubpuansyercs ¢ COOTBETCTBYIOUIMMH —OJMTOHYKJICOTHIAMH,
MMMOOHMIN30BaHHBIMHM Ha Ouounrie. ['0TOBBIM 4MIl CKaHUPYETCS JIa3epoM JJIsl U3MEPEHUS MHTEHCHBHOCTU
curHasia (yopecueHIIMH KaKIoH TOUkH. B pe3ynbrare mo M3MEHEHHIO YpOBHSA (DIYyOpPECICHLUH MOXKHO
CYAMTH 00 M3MEHEHHSIX HKCIPECCHH UCCIIEIyEeMbIX TeHOB. JIaHHBI METO] IPEAOCTABISAET TaHHBIE O COCTAaBE
MOAyJIOHa. MOJyJIOH perysisTopa — 3TO T'pyMNIa I'eHOB, KaXAbli U3 KOTOPBIX UMEET CYIIECTBEHHO Pa3HBIN
YPOBEHB 3KCIIPECCUU B IUKOM IITAMME M IITaMME, MyTaHTHOM I10 T€HY 3TOr0 peryisropa. JJaHHbI MeTO
XapaKTepu3yeTcss JOCTaTOYHO OOJBIIMM TMPOLEHTOM IIIyMa, HEIOCTOBEPHBIX JAaHHBIX, TaK Kak Ipolecc
00pabOTKM M aHAJIM3a CUTHAJIOB JIa3epHOI0 CKaHUPOBAHMS OYEHB ClIoKeH. Kpome Toro, 3ToT nporece o4eHb
CJIO’)KEH TEXHOJOTMYECKH, TaK BCErja CyllecTByeT Hekoropoe (onoBoe minmydenue or PHK, kortopas ne
cszanack ¢ JIHK, Ho TeM He MeHee ocTanach Ha moaoxkke mocie npombiBanus (Hatfield et al., 2003).

buonndopmarnyeckuii Meroa. [IoMrUMO SKCIIEPUMEHTAIIBHBIX TEXHOJIOIUH, B HACTOALLEE BpeMs
IIMPOKO UCTIONIB3YIOTCS OMOnH(pOpMaTHYECKHEe METO bl HccaenoBaHuil. OHU Aal0T pe3ynbTaT 3HAYUTEITHHO
ObICTpee M0 CPABHEHUIO C SKCIIEPUMEHTAILHBIMU METOJIAMH 1 aKTUBHO pa3BHuBaroTcs. [Ipenckazanus,
C/IeJIaHHbIe JAHHBIMU METOAAaMH, 00JIer4aroT paboTy SKCIIEPUMEHTALHOTO OMO0JIOTa, TOCKOIBKY YKA3bIBAIOT
Ha MOTEHLIUAIbHBIA 00BEKT I uccienoBanus. [[puMeHUTENbHO K perynsuuu, 0MOuHPOpMaTHIeCKUM

MCTOA COCTOUT B MOUCKE NOTCHIHUAJIBHBIX PCTYIATOPHBIX CalToB. TaK, C KOHIIa ACBAHOCTBIX I'OJOB B



AKCIEPUMEHTATIBHBIX PA0OTaX MOCJC YCTaHOBICHHS (DaKTa PEryJisiiiuy TOUCK CAUTOB MPOBOIUIICS
MPEUMYIIECTBEHHO OMOMH(pOpMaTHIeCKUMHU MeTo1aMu. CpaBHUTEIbHO-TEHOMHBIN MOIXOI,
3aKJTFOYAIOIIUICS B TPOBEPKE KOHCEPBATUBHOCTH MOTCHIIHAILHBIX CAUTOB CBS3bIBAHUS PETYJISATOPOB,
3HAYMTEJIBHO MOBBIIIACT KAYeCTBO MpeACKa3aHuil. B ciydae eciu nepe OpToJIOTHYHBIME TCHaMU B
POJCTBEHHBIX TEHOMAaX COXPAHSIOTCS MOTCHIUAIBHBIC CANTHI, TCH CUNTACTCS MIPUHAIICHKAIIIMM K PETYJIOHY.
HenpepbIBHBIH MPOIIECC YBEIUYCHUS YHCIa TCHOMOB 3HAYMTEIBHO PACIIUPSET BO3MOKHOCTH
CPaBHHUTEIHHOW FT€HOMUKH KaK B KOJIMYECTBEHHOM, TaK U KauecTBeHHOM oTHomeHuu (Gelfand et al., 2000).

PeryasiTopHble KacKaabl M UX MPEINOJI0KUTEIbHAS POJIb B pacliMpeHnd MoayJoHOB. CHHTE3
OOJIBIITMHCTBA TEHOB, OCJIKM KOTOPBIX Y4YacTBYIOT B Pa3jMUHBIX OHMOJOTMUYECKUX MpoIleccax, Hanpumep B
mpoIecce JIbIXaHUs,, KOHTPOJUpPYeTcs Oojiee YeM OJHUM PEryIsTOPOM, KOTOpbie (OPMHUPYIOT CIIOKHBIC
CHCTEMBI PETYJISITOPHBIX KAaCKaJOB, M, JCHCTBYS B pa3jIMYHBIX KOMOMHAIUSIX, MOT'YT BBI3bIBATh aKTHUBAIUIO
wim penpeccuto onpeneneHubix reHoB (Unden and Bongaerts, 1997).

CHCTeMBbI PEryJISITOPHBIX KAacKaJIOB IMOCTPOCHBI 10 HepapXuueckoMmy mpuHiuny. OHH COCTOUT W3
MOCJICIOBATEIBHO MOMYMHEHHBIX PETYJISITOPOB U Pa3BETBISICTCS OT PEryJISTOpa YPOBHs I, Tak Ha3bIBAEMOT0O
rJ100aIbHOTO PETyIsATOpa, MOI00HO JePEBY, KX bl y3ell KOTOPOTro — peryisitop ypoBHs n. Ecnu peryssitop
N-TO YPOBHSI BJIUSET Ha SKCIPECCUI0 KaKuX-T100 K reHOB, TO peryasTop ypoBHS n-1 He TOJIBKO PEryIupyeT
AKCIPECCHIO CBOMX I'€HOB, HO M OMOCPEIAOBAaHHO BIHUSET Ha dKcmpeccHio 3Tux K reHoB. Takum oOpazom,
MOJKHO OKHJaTh, YTO B COCTAB MOJYJIOHA PEryjsiTopa 0ojiee BBICOKOTO YPOBHsI OyIyT BXOJUTH HE TOJIBKO
T'CHBI, HANIPSIMYIO PEryJIHPYEMbIC STHM PETYJIATOPOM, TO €CTh WICHBI PEryJOHAa, HO U T€HbI, HAXOASIIHECs
O] BJIIUSIHUEM PETYJSTOPOB Oosiee HU3KUX ypoBHeH. Ecim aBWraThbes MO 3TOM CXeMe OT CaMbIX HH3KHX
YPOBHEH K TEPBOMY, MOJYJIOH KaXKJIOTO IMOCIEAYIOIIEr0 YPOBHS OyAET IIMPE MPEAbIAYIIECro, a MOIYJIOH
r7100aIbHOTO peryiisaTopa OyaeT MOMHUMO COOTBETCTBYIOIIETO PETYJIOHA BKIIFOYATh MOJTYJIOHBI BCEX YPOBHEH.
To ecTh OXHIACTCS, UTO PErYJISATOPHBIC KACKAJbl BHOCIT BKJIAJ B PaCIIMPEHUE MOJYJIOHA TI0 CPAaBHEHHIO C
COOTBETCTBYIOIIUM PETYJIOHOM.

OfHaKo CYIIECTBYIOT W JPYrHe NPUYMHBI PACHIMPEHHS MOAYJIOHOB. Tak, €Clu peryisTop

TPAHCKPHIILIUKU, peryasTop I, peryaupyer mMeTabOiIMUYecKHil MyTh CHHTE3a BEIIECTBA, KOTOPOE SIBISETCS



3¢ deKTOpoM IS IPYroro peryisaropa TpaHCKpHUmuuu, perymaropa II, To perymon perymstopa Il Gyner
BXOAUTHb B MOAYJIOH .

B Hameili paboTe MBI paccMaTpHUBaJ M TOJBKO POJb PETYIATOPHBIX KAackaJoB B PpaCIIUPEHUU
MOJTyJIOHOB.

Ieaun u 3apaun

Llenbio JaHHOM paOOTHI ABISETCS OLIEHKA COOTHOIICHUS T€HOB B CONPSKEHHBIX MOJTYJIOHE H
perynone. ConpsipkeHHBIMU Ha3bIBAIOTCSI MOYJIOH U PETYIIOH OJHOTO PETyJsATOpa, HalpuMep TOBOPST O
COIPSDKEHHBIX MOJIYJIOHAX U peryinoHax perymnsaropa Fnr. Kak Obl1o ckazaHo BbIIe, MOAYJIOH MIPEICTABIISAET
co0o# TpyNIy IreHOB, YPOBEHb SKCIPECCHH KOTOPBIX 3aBHCUT OT HEKOTOPOTo perynsaropa. PerymnoH xe -
TpyIIa reHOB, HETIOCPEACTBEHHO PETYIHPYEMBIX HEKOTOPBIM PEryiIsaTopoM. MHTYUTHBHO MOHATHO, YTO B
COCTaB MOJIYJIOHA JIOJDKHO BXOJUTH OOJIBILIEE YUCIIO T€HOB, YEM B PETYJIOH. DTOMY SIBJICHHIO CYLIECTBYET
7Ba OOBSICHEHUS: HAIMYHE SKCIIEPUMEHTAIBHOTO «IIIyMay, KOTOPBIi, KaK MPaBUJIO, IPUCYTCTBYET B JAHHBIX,
MOJTyYEHHBIX C MOMOIIIBIO METOJa OMOYHIIOB, U, KaK yKe ObUIO CKa3aHO, BO3MOXKHOE BIIMSIHUE
PerynasTOpHbIX KackagoB. OmnpeseneHne pojid peryasTOPHBIX KaCKaI0B B PACIIMPEHUH MOTYJIOHA 110
OTHOIICHHIO K COOTBETCTBYIOILIEMY PETYJIOHY TaKXKe SBJISETCS LEbI0 Halllel paboThlI.

B nacrosimeit paboTe ObUIM TOCTABICHBI CIIEAYIOIINE 3aJauu:

1.  OO6paboTka SKCHIEpUMEHTAIBHBIX JTaHHBIX O BIMAHUU OenkoB Fnr (Salmon et al, 2003) u ArcA
(Salmon et al, 2005) na sxcnpeccuto reHOB E.coli, TOTy4eHHBIX ¢ TTOMOIIbI0 OuounmoB. Beinenenue Fnr u
ArcA MOAyNTOHOB.

2.  Bwigenenue Fnr u ArcA perynoHoB Ha OCHOBE:

- aHaJM3a JIMTepaTYPHBbIX JAHHBIX 00 MCCIEJOBAHUU PETYISIIMUA SKCIPECCHH OTACIBHBIX OMEPOHOB
Pa3IMYHBIMU MOJICKYJISIPHO-OMOJIOTHUECKUMHI METOJ[aMU; KaK MpPaBUJIO, TaKWE MCCIEOBAaHUS NAIOT Oojee
TOYHBIE PE3YJbTAaThl, YeM OHOUMIIBI.

- CPaBHUTEJIFHO-TEHOMHOT'0 aHAJIN3a, IPOBEIEHHOI0 B TaHHOU paboTe (cM. MaTepHuaibl U METOJIBI).

3. CormocTraBiieHHE IOJYyYEHHBIX PE3YyIbTaTOB, CPABHEHNE MOYJIOHOB U PETYJIOHOB.



MarepuaJjbl 1 METOABI

JlanHass pa0oTa TOCTpOEHAa Ha CpPaBHHUTEIHLHOM aHAM3€ SKCICPHUMEHTAIBHO MOJYYEHHBIX C
MOMOIIBIO METO/1a OMOYHITOB JAHHBIX U PE3YJIbTATOB CPABHUTEIHHON TCHOMUKH.

HccaenoBannbie reHoMbl. [ToHable TocinenoBatenbHocTu: Escherichia coli K12 (EC) (Blattner et al,
1997), Salmonella typhi Ty2 (STY) (Deng et al., 2003), Salmonella typhimurium LT2 (STM) (McClelland et
al., 2001), Yersinia pestis KIM (YP) (Deng et al., 2002), Pectobacterium carotovorum subsp. atroseptica
SCRI1043 (PCA) (Bell et al., 2004), Photorhabdus luminescens subsp. laumondii TTO1 (PHL) (Duchaud et
al., 2003) 6butn B34THI U3 6a3bl JanHbIX GenBank (http://www.ncbi.nlm.nih.gov/Genbank).
[IpenBapuTenbHbIe OCIEOBATEILHOCTH TeHOMOB: Yersinia enterocolitica (YE), Serratia marcescens Dbl1
(SM), Photorhabdus asymbiotica ATCC43949 (PHA), O B3THI ¢ nHTepHET-caiita Wellcome Trust

Sanger Institute (http://www.sanger.ac.uk/). IIlpeaBaputensHas nocneaoBaTeabHOCTh Pectobacterium

chrysanthemi str. 3937 (PCH), 6p11a B3sita ¢ unTepHet-caiita The Institute For Genomic Research

(http://www.tigr.org). Bo Bcex 3THUX MOCIeI0BaTeILHOCTSIX OBLIH HAalIeHBI OpTONIOTH O0enkoB Fnr u ArcA.

BbiesieHne MOAYJOHOB. B KauecTBe SKCHEPUMEHTAJIBHBIX JAHHBIX O COCTaBE MOJYJOHA OBbLIN
B3STHI pE3yJbTaThl IBYX HCClefoBaHHi. B 00oux mccnenoBaHusx ObLT MCIIONB30BAaH METOJ OMOYMIIOB IS
BBISIBIICHUS BIMSHUS OenkoB-perynaropoB Fnr (Salmon et al, 2003) u ArcA (Salmon et al, 2005) Ha ypoBeHb
9KCIPECCUH OONBILIOro uKciaa reHoB E. coli.

B ykazanHbIX paboTax NMPUBOJAMINCH 3HAUEHUS W3MEHEHMsS MHTEHCHBHOCTH SKCIIpeccud TreHoB. [lo
3HAYCHUSM HM3MEHEHHUs YPOBHS HKCHpPEcCHH T'eHOB 3(dekThl Kaxaoro ¢akropa ObLUIM pa3feleHbl Ha 3
TPYIIIBL:

- AKTUBAIMS — IPH YBEJIMUEHUHU YPOBHS 3KCIIPECCUU OT JIBYX Pa3;

- orcyTcTBUE 3 (heKTa — Ipu YBETMUCHHUH JI0 ABYX pa3 U YMEHBIICHUH /10 IBYX pa3;

- pernpeccusi — IPU YMEHBIICHUU YPOBHS SKCIIPECCUU OT JIBYX Pa3.

['eHbl, YpOBEHb 3KCIIPECCUU KOTOPBIX MEHSJICS B ABa W Ooyiee pa3, ObUIM OTHECEHBI K MOIYJIOHY.

FGHLI, YPOBCHBb OJKCIPCCCUH KOTOPLIX H3MCHAJIICA MCHCC, 4YCM B JBa pa3a, B COCTAB MOAYJIOHA HC
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BKJTIIOYaNUCh. [10J00HBIN KpuTepuil pa3enaeHus sSBISETCS OOLICTIPUHATHIM B 00JIACTH U3YUEHHSI PETYIISIHH
skcripeccun reHoB (Neighart, 1996).

Ha cnenyromem 3tane paboThl Ha OCHOBE 3TOM MH(POPMALMU OBUIH BBIACICHBI OTNIEPOHBI, TaHHBIE 00
U3MEHEHHHM  OKCIIPECCMH  KOTOPBIX ~ MOXKHO  CYUTAaTh  IMPOTHBOPEYUBBIMU. J[aHHBIE  CUHMTAIHCH
MIPOTHUBOPEYUBBIMH, €CIIU JUIS PAa3HBIX T€HOB B MpeAeax OJHOTO ONEepOHa YKa3bIBAJIHCh MPOTHUBOIOIOKHbIC
3¢ EeKThl OHOTO PETynsTOpa, WIM IS OJHOTO M3 I'€HOB ONEpPOHA YKa3bIBaJOCh OTCYTCTBHE 3(ddekra B
OTJIMYME OT JIPYIMX I'€HOB ATOI'O ONEPOHA.

Ilouck MOTEHUHAJIBHBIX CAliTOB CBA3BIBaHMA. [[Ji1 TOMCKa CAliTOB CBS3BIBAaHUS ObLT MPUMEHEH
METOJI TO3HMLIMOHHBIX BecoB HykieoTunoB (I'embpann m Muponos, 1999). B pabore ucmnonb3oBaiuch
MaTpHIIBI JJIs IOMCKA cCaliTOB CBs3bIBaHUs OenkoB Fnr (Gerasimova et al, 2001) u nns ArcA (Favorov et al.,
2005), paHee moJy4eHHble B Hamied nabopatopuu. [loMCK calTOB TPOU3BOAWICS B MOTEHIIMAIBHBIX
pErynaTopHbIX 00macTsx reHoB — B npeaenax -400 ...+100 m.H. OTHOCHUTENBHO CTapTa TPAHCISIUU T'eHA.
Hns reHa cydA ObUIO SKCIEPUMEHTAIBHO II0KAa3aHO HaJIM4yUe JBYX CAHTOB CBs3bIBaHMA ArcA Ha
paccrosHusAx -637 mH. u -719 mH. or crapra TtpaHciauuu. [loaToMy I8 AAHHOrO TIe€HAa IOUCK
MOTEHIUAIBHBIX ArcA-caiiToB npoBoauics B mpenenax —750...+100 1n.H. OTHOCUTENBHO cTapTa TPaHCIALUN
reda. CaliTbl CUMTAIUCh 3HAUMMBIMU, €CJIM UX BEC MpEBBIIIAN TOporosoe 3HaueHue: 3.50 misa Fnr-caiitoB n
4.25 nna ArcA-caiitoB. B cinydyae Fnr moTeHuuanbHbli calliT perynsauuu Obul OOHApPYKEH B PEryisaTOPHOU
obmactu 15% renoB E.coli, B ciydae ArcA — B perymnaropHoi obmactu 7% reHoB. B arToi curyauum
CHM>)KAETCSl BO3MOYKHOCTb HEJIONPEACKA3aHuUs.

Onpenenenue coctaBa peryJjoHa. /[ns onpeneneHus NPUHAIICKHOCTH T€HA K PEryJlOHY OBLI
UCTOJB30BAaH METOJ MPOBEPKU COOTBETCTBHs. B €ro OCHOBE JIEKHUT CPaBHUTEIBHBIA aHaIM3 T'€HOMHBIX
MOCTIeIOBATEIbHOCTEH POJCTBEHHBIX OpraHu3MoB. ['eH cuMTancs NpuHaIekKaleM K PeryjloHy, €Clid CaiT
nepes; HUM COXpaHsyIcst 0ojiee 4yeM B TpeX POJCTBEHHBIX reHomax. OnmHako eciau caldT Obul oOHapykeH
TOJIbKO Tiepen reHamu B Escherichia coli K12, Salmonella tiphimurium LT2 n Salmonella typhi Tyl, ren He

BKIIIOHAJICA B PETYJIOH, IMOCKOJIBKY CTCHCHbL POACTBA MCKAY MdaHHBIMH OpraHU3MaMH OUYCHBbL BBLICOKA, U
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COXpaHCHHE CalWTOB MOXKET SABIATHCS apTe(dakTOM, BbI3BAaHHBIM BBICOKOM CTENEHBbIO CXOZICTBA
HEKOJUPYIOIIHUX 00JacTel.

Bbiesienne peryJioHoB. B nanHoil pa®oTe MBI HECKOJIBKO MOIUGUIIMPOBAIU KPUTEPHU, I10
KOTOpPOMY KJacCHU(pUUIMpOBaM TE€H KaK NPUHAAJSKAIIMKA WIM He MpUHAIeKANMA K peryiaony. ['en
CUMTAJICA YJICHOM PEryJIOHa, €CIIM OH BXOJWI B COCTaB MOIYJIOHA W, OZHOBPEMEHHO C JTUM, MMEI B
PETYIATOPHON 00JIACTH KOHCEPBATUBHBIN callT. TO ecTh OMMCaHHBINA MOJAX0J] 0a3upyeTcss Ha COBMEIICHUU
SKCIEPUMEHTAIBHBIX JAHHBIX U JAHHBIX CPABHUTEIILHOW FEHOMUKH.

IIporpammHoe obGecmedyenme. /[ moucka OPTOJOTMYHBIX TE€HOB M IOTEHLMAIbHBIX CalTOB

MCIoJIb30Basics makeT nporpamm “Genome Explorer” (MupoHoB u dp., 2000).

PesyabTaTsl U 00CyXKICHHE.

Onpenenenue 4jeHOB MoAyJIoHA. Ha oCHOBE pe3ylbTaToOB ABYX UCCIIEAOBAaHUM, B KOTOPHIX OBLI
UCTIOJIB30BaH METO/ OMOYMITOB JUISI BBISIBICHUS BIUSHUS OCIKOB-peryinsaTopoB Fnr u ArcA Ha ypoBeHb
sKcIpeccuu reHoB E.coli, 6bun BeigeneHs! Fnr- u ArcA-moayoHsl. B o01meit cnoXHOCTH B IBYX
HCCIIeIOBAaHMSX TPEIOCTABISIOTCS JaHHBIC 00 N3MEHEHHH YPOBHS SKCIPECCHH B 1Ba U Oosee pa3z ans 174
orepoHoB. 13 HUX, 0 chopMynupoBaHHOMY B pazjelne “MaTtepuabl 1 METOABI KPUTEPUIO ObUTH
BBIJICJICHBI OTIEPOHBI, JaHHBIE 00 U3MEHEHUH SKCIIPECCUH KOTOPBIX MPOTUBOPEUUBEL. B 3Ty rpynmy Bouuiu 4
orepona (Tab.2).

B npenenax 3To# rpymnmsl MOKHO BBLACTHUTD JIBE MOATPYIIIBI ONIEPOHOB:

- JaHHbIE O BIUSHUM perynsTopa Fnr npotuBopeunssl — 3 onepona (vicBCD-ybdE, rpsJ-
rplCDWB-rpsS-rolV-rpsC-rplP-romC-rpsQ, rpINXE-rpsNH-rplF R-rpsE-rpmD-rplO-prlA-rpmJ-rpsMKD-
rpoA-rplQ);

- JTAaHHBIE O BIUSHUU peryisaTopa ArcA npotuBopeuuBsl — 3 onepoHa (nuoABCDEFGHIJKLMN,
rpsJ-rplCDWB-rpsS-rolV-rpsC-rplP-rpmC-rpsQ, rpINXE-rpsNH-rplFR-rpsE-rpmD-rplO-prlA-rpmJ-

rpsMKD-rpoA-rplQ).
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[Tpu sTom nepen onepoHoMm ylcBCD-ybdE Obln HaliileH KOHCepBAaTUBHBIHN callT 1yt Fnr, a mepen
onepoHoM nuoABCDEFGHIJKLMN, rensl koToporo koaupytot cyobeauaunsl HIAT -1, - kak ans Fnor, tak u
s ArcA. Kpome Toro, s onepona nuoABCDEFGHIJKLMN Obl 3KCTIEPUMEHTAIBHO MTOKa3aH CalT
cBs3bIBaHus Oenka ArcA (Bongaerts et al, 1995), 4to cormacyroTcsi ¢ HATUMU pe3yIbTaTaMHU.

Hecmotps Ha npoTHBOpeUns: JaHHBIX MUKPOYMIIOB, Mbl BKIIOUMWIN oniepoH nuoABCDEFGHIJKLMN
B cocTaB Fnr u ArcA MoyJIOHOB, pYKOBOJCTBYSCh JINTEPATYPHBIMH JTAaHHBIMH, U oniepoH yIcBCD-ybdE — B
Fnr monyinoHn.

Kpome toro, no nanasv Salmon et al, 2005 onepon cydAB He oTHOCUTCS K ATCA MOJIYJIOHY, XOTS
HKCHEPUMEHTAIBHO OBLIO MOKAa3aHO HAJIMYKeE caifTa cBA3bIBaHUS ArcA s storo onepona (Lynch and Lin,
1996). IlosTOMy onepoH cydAB Mbl TakKe BKIIOYHIN B ATCA MOJYJIOH.

W3 ocraBmuxcs nocie yaajaeHus NpoTuBopeunii 172 onepoHoB Okl BbIAETICHBI 151 onepoHoB,
oTHocAumxcs K Fnr-monynony, u 135 onepona, otHocsimuxcs k ArcA-moaynony (Ta6m.3).

IMouck moTeHNMAJBLHBIX caiiToB Fnr u ArcA mepen reaamu E.coli. [{ns kaxmoro rexa,
BxoJsIero B Fnr-monynon ninm ArcA-mMozysioH, OblT IPOU3BEICH MOMCK CaTOB CBs3bIBaHUA Fnr u ArcA
(cMm. Matepuansl 1 MeTofibl). B pe3ynbrare moTeHIUATBHBINA CAlT cBsI3bIBaHUS Fnr ObuT 0OHApYX)eH mepes
38 oneponamu, a caift cBs3biBaHus ArcA — nepen 23 oneponom (Tab. 4, 5).

[Ipouenypa npoBepKkH HAMIEHHBIX MOTEHIIUABHBIX CAUTOB CBsI3bIBaHUs Fnr u ArcA Ha
KOHCEPBaTUBHOCTb METOJIOM ITPOBEPKH COOTBETCTBUS NOKa3aja, yTo B 27 ciydasx u3 38 miusg Fnru B 15
ciy4dasx u3 23 g ArcA caliT coxpassieTcs nepe OpToJOTMYHBIMU T'€HaMH KaK MUHUMYM B TPeX
ponctBeHHBIX TeHOMax (Tab. 4, 5).

JlaHHBIE OTIEPOHBI C BHICOKOW BEPOSITHOCTBHIO BXOJAT B COOTBETCTBYIOIINE PETYJIOHBI, a CAUThI IEPE]T
HUMU KOHCEPBAaTUBHBI. /{1151 3TUX onepoHoB B 15 n3 41 ciaydeB caliT coxpaHseTcs nepesi OpToJI0rnYHbIMU
T€HaMH B BOCbMHU, JIEBATH WUJIHM JIECATU POACTBEHHBIX F€HOMAX, B 17 cilydasix caliT COXpaHsETCs B IISTH U
OoJiee pOJICTBEHHBIX TEHOMAX, U TOJIBbKO B 10 cirydasx callT coXpaHseTcsl B UETBIPEX UM TPEX POJICTBEHHBIX

IréHoMmax.
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Taxk kak 3Ta mpoIieaypa MPOBEPKH MOTCHIINATHHBIX CAWTOB HA KOHCEPBATUBHOCTDH MTPOBOIMIIACK IS
OTIEpPOHOB, KOTOpbIE ABIAIOTCS WwieHaMH Fnr-moaynona u ArcA-Mo1ysIoHa IO JaHHBIM OMOYHUIIOB, TO BCE
OTIEPOHBI, TTepel KOTOPbIMU ObLT Hali/IeH TaKoi calfT, MOKHO OTHECTH K Fnr-perynony minu ArcA-peryiony.

Crpykrypa Fnr-perynona u ArcA-perynona npeacrasiena B Ta6m.4 u Ta6mn.5.

Cpenu onepoHoB Fnr-perynona u ArcA-perynona MokeT ObITh BbIJe/ICHA IPYIINa U3 AECATH
OIIEPOHOB, KOTOPBIC BXOAT OJHOBpeMeHHO B Fnr-perynon u ArcA-perynos (Tabm.2), Tak Ha3piBaeMoe
“s1p0”. ONMepoHbI, COCTABIISAIONINE ITY TPYIITY, XapaKTEPU3YIOTCS PsiIoM 0coOeHHOCTe. CailThl mepe
STHMHU OTIEPOHAMH UMEIOT HauOOoJIbIINE U3 BO3MOXKHBIX Beca. Tak, callT cBsa3biBaHus Fnr nepen renom ndh
umeet Bec 5.03, B oCTaNbHBIX ClIydasX Beca CallTOB CBA3bIBaHMS Fnr 3HaUMTEIBHO NMPEBHIIIAIOT 3HAYEHUE
3.75, nmu6o npuOIMKAIOTCS K 3TOMY 3HaYeHHI0. YTO KacaeTcsi CaiToB CBsI3bIBaHUS ArCA, TO TOJBKO B
ciyyae onepoHa atplBEFHAGDC Bec ArcA-caiita Hike 4.75, Bce e OCTalIbHbIE OTIEPOHBI UMEIOT B CBOUX
PETYISATOPHBIX 00JIACTSIX CAHThI CBA3BIBAHUS ATCA C BECOM 3HAYUTENHHO MPEBBIIIAIONINM 3Ty BEITUINHY U
JOCTUTAIOIINMH, B City4ae mdh, 3nadenns 5.19.

IIpakTHuecku BCe CalThI IIepe]] pacCMAaTPUBAEMBIMY OIIEPOHAMH BBICOKOKOHCEPBATUBHBI. Tak, caiT
cBsi3bpiBaHus Fnr epen oneponamu pdhR-aceEF-IpdA, ndh, atpIBEFHAGDC n caiit cBs3biBaHusS ArcA
niepen oneponamu pdhR-aceEF-IpdA, icdA, cydAB coxpaHSIOTCS B IECATU POACTBEHHBIX T€HOMAX, a CalT
CBsI3bIBaHUA ATcA miepes onepoHamMu ndh coXpaHsSeTcs B IEBATH POJCTBEHHBIX T€HOMAX.

Kpome Toro, 607b1110€ KOTMYECTBO SKCIIEPUMEHTABHBIX TAHHBIX YKa3bIBA€T HA CYIIECTBOBAHUE WIIN
BO3MO>KHOCTh CYILIECTBOBAaHUS MPEACKAa3aHHBIX HAMU caiToB. Perynsnus 6enxom Fnr Obuta panee mokaszaHa
st onepoHoB pdhR-aceEF-IpdA (Quail et al, 1994), dcuB-fumB (Golby et al, 1998), ndh (Green and Guest,
1994) u cydAB (Cotter and Gunsalus, 1992), a mogymnsmus 6enxkom Fnr — miist oneponos cyoABCDE (Cotter
and Gunsalus, 1992), icdA (Chao et al, 1997), gltA (Park et al, 1997). Perynsus 6enkom ArcA Obuia
nokasana i onepoHoB nuoABCDEFGHIJKLMN (Bongaerts et al, 1995), cyoABCDE (Tseng et al, 1996),
ndh (Liu and Wulf, 2004), icdA (Chao et al, 1997), gltA (Lynch and Lin, 1996), B To BpeMsl Kak MOIYyTSIUs
3TUM PETYISTOPOM — JIsl onepoHOB pdhR-aceEF-IpdA (Qualil et al, 1994), dcuB-fumB (Golby et al, 1998),

mdh (van der Rest et al, 2000).
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PaccmarpuBaembie OnepoHbl yU4aCTBYIOT B KIIIOUEBBIX 3Tarnax npouecca apixanus (Puc.7). Onu
ObUIN pa3JiesieHbl HAMH Ha CJIeIYIOIIUE TPYIIIbI.

1. T'emst HAJIH-nerunporenasst Il u I: ndh (Calhoun and Gennis, 1993) u
nuoABCDEFGHIJKLMN (Weidner et al, 1993). ITonpo6Ho ¢pynkuun HAJIH-neruaporenasst 11 u |
paccmarpuBaeTcs B paszzeine “‘Brenenue”.

2. T'ensl a3po0OHOX penyKTa3, COAEPKAIINX IUTOXPOMBI bosu bd: cOOTBETCTBEHHO, cy0ABCDE u

cydAB (Chepuri et al, 1990). @yHKIMS 3THX pEeIyKTa3 TaKkKe MOAPOOHO omrcaHa B pasnene “Benenue”.

3. T'ensl MeTabosn3Ma YETHIPEXYTIEPOIHBIX JUKAPOOHOBBIX KUCHOT: dcuB-fumB (Bell et al, 1989;

Six et al, 1993). IIpoayKThl 3THUX T€HOB — PEPMEHTHI U OETKU-TPAHCIIOPTEPHI, KOTOPHIE MOCTABIIAIOT
cyoctparsl s pymapatHoro neixanus. Kpome roro, FumB yuactByert B nukie Kpebcea.

4. T'en nukia TpukapOoHOBBIX kKuciot: mdh (McAlister-Henn et al, 1987), icd4 (Oshima et al,
1996), gltA (Ner et al, 1983).

5. Tennl cyObenunun AT®-cunterassl: atplBEFHAGDC (Kanazawa et al, 1982).

6. T'enbl, o0ecrieunBaroOIUe PETyISALUIO YKCIPECCUN T€HOB, OTBEUYAIOIINX 32 PEAKIIUIO
oOpa3oBanus aueTui-kodpepmenta A uz nupysara: pdhR-aceEF-IpdA (Haydon et al, 1993; Stephens ef al,
1983).

Kpome paccMOTpEHHBIX BBIIIE JECSITH ONIEPOHOB “d1pa’” B cocTaB Fnr-perynona Bxonsr eme 16
orepoHOB (Ta6.4). Perynsauus 6enxom Fnr Obuta panee nmokasaHa Juis IBYyX TaKUX ONEPOHOB: narXL
(Takahashi et al, 1994), nirBDC-cysG (Jayaraman et al, 1988).

Otu 17 onepoHOB ObLIH pa3feneHbl Ha Tpu rpynisl (Tabm.6):

1. Tensl, yuactByromue B niporiecce apixanusi: narXL, glgCAP, nirBDC-cysG, pstSCAB-phoU.

2. Tensl, He y4acTBYIOLIUE B mporiecce AbIXaHus: 1gt-yajC-secD-seckF, purMN, thrS-infC-rpmli-
rplT, rpsT, iadA, nanA-nanT, upp-uraA, ibpB-yidE, rhaBA, metBL, aroP.

3. T'eHsl, pyHKIIUS KOTOPHIX HEU3BECTHA UJIH SKCIIEPUMEHTAILHO HE onpenaeieHa: ybhK.
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AHAJIOTUYHO CyIIECTBYeT 4 ornepoHa ArcA-peryjaoHa, KOTopble He BXOJAT B coctaB “sapa” (Tabmn.5).
Jnst onepoHa /pdA sxcriepuMeHTanbHO ObUTa okazaHa perymsauus 6enxkom ArcA (Cunningham and Guest,
1998). PaccmarpuBaembie onepoHbl ObUIN TaKKe pasaesieHbl Ha Tpu rpymisl (Ta6u.6):

1. I'en, yyacTBytouii B rpoiiecce IbIXaHue: gapA.

2. I'enbl, He yyacTBYIOLIME B Ipoliecce AbIXaHus: acrEF.

3. 'ensl, pyHKIUS KOTOPBIX HEU3BECTHA UJIH SKCIIEPUMEHTAIILHO He onpeaeneHa: yigl-rarD-yigG-
yigF, yadF.

OnepoHbl, KOTOPBIE HE UMEIOT B CBOEH PEryiaTOpHON 001aCTH KOHCEPBAaTUBHOIO CaifTa 1o
(opMabHOMY KpUTEPUIO HE MOTYT OBITh OTHECEHBI K peryioHy. Takux onepoHoB B ciydyae Fnr — cemb
(Tabmn.4), a B ciydae ArcA — nsith (Ta6im.5). 3amedeno, 4To, JaHHBIE OTIEPOHBI HE OTHOCATCS K OIIEpPOHAM
LEHTPAJILHOTO MeTaboIu3Ma, a A1l HEKOTOPBIX U3 HUX (hyHKIMS BoBce He u3BecTHA (Tabm.6). Kpome Toro,
IIPaKTUYECKH BCE CANThI NIEpe]l ATUMHM FeHaMH UMEIOT HU3KUH Bec, MeHee 3.75 i Fnr u menee 4.75 nns
ArcA. DKcnepUMEeHTaNbHBIX aHHBIX, OATBEPKAAOIINX MOIYIIALHUIO WIH NMPAMYIO PETYIISIUI0 3TUX
orepoHoB Fnr mnu ArcA, Tak xe He cymecTByeT. Takum o0pa3om, HET MPOTUBOPEUNH, MPETISITCTBYIOIIUX
HCKJIFOUEHUIO 3TOM TPYIIIbI ONIEPOHOB U3 COOTBETCTBYIOIIUX MOTEHIIMAIBHBIX PETYJIOHOB.

B cnygae, korya reHbl orepoHa UMEIOT OPTOJIOTH TONBKO B E.coli, S. tiphimurium v S. typhi, Mbl HE
MO>KEM FOBOPUTH O IPUHAJICKHOCTH 3TUX I'€HOB K perynoHaM. B ciyuae Fnr 6110 0GHapykeHO YeThIpe
takux ornepoHa (Ta6m.4), B cmydae ArcA — aBa (Tao6mn.5).

CooTHomIeHHE CONPSIZKEHHBIX MOAYJIOHOB U PeryJ10HOB. Bkiiax peryisiTOpHbIX KaCKaJl0B B
pacummpeHue MoayJ10HOB. Kak yxe ObUIO OTMEUEHO, CHCTEMBI PETrYIATOPHBIX KAaCKa 0B IIOCTPOEHBI IO
uepapxuueckomy npuHIumy. B cinydae npixanus For sensercs rinoGanbHEIM PETyasSTOPOM, KOTOPBIi
HaNPSMYIO WIH OTIOCPEOBAHHO BIMSIET Ha SKCIPECCHIO HE TOJIBKO F€HOB ()ePMEHTOB JIbIXaHUs, HO U T€HOB,
KOJUPYIOIINX PETYIATOPHI 00Jiee HU3KOTO ypOBHS, Harpumep ArcA. ArcA Takum o0pa3oM sIBISETCS
peryasTopoM BToporo ypoBHs. Oxunanock, yto Fnr-moaynnon momumo reHoB Fnr-perynona Oyzaer
BKJIIOYATh T'eHbl ArcA-moynoHa. [l onpeesenns poiau peryisiTopHoro kackazaa Fnr-ArcA B pacmmpenun

Fnr-monynoHna 1o cpaBHeHUo ¢ Fnr-perysioHomM Mbl COIIOCTaBUIIM IIOJy4CHHBIE HAMU JAHHBIE O COCTABE
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peryiioHa ¢ JaHHBIMH METO/1a OMOYHUIIOB M COCTaBUIIM CXEMY, BU3YAJIM3UPYIOLIYIO COOTHOIIEeHUe Fnr-
perynona, Fnr-monynona, ArcA-perynona u ArcA-moaynona (Puc. 8). Kak 6pu10 ckaszano, k Fnr-perynony
HamH OBLJIO OTHECEHO 26 onepoHoB. CienoBaTenabHO, OCTaIbHBIE 124 onepoHa He HaXOATCA MO MPSIMON
Fnr-perynsauueii. B Toxe Bpemsi, 90 U3 31X 0nepoHOB BXOAIT B ArCA-MOyJIOH. DTH COOTHOLIEHUS
WUTIOCTPUPYIOT UICI0 PAaCIIMPEHUsI MOAYIIOHA PeryasiTopa 6ojee BEBICOKOTO YPOBHS 3a CUET MOJYJIOHA
perynstTopa 6osee HU3Koro ypoBHs. 20 onepoHoB u3 ArcA-mMoayioHa He BXxoaiaT B Fnr-monyson. Cxopee
BCET0, 3TO SBJISIETCS CJIEACTBUEM BBICOKOT'O MPOLIEHTA «IIIyMa» B JaHHBIX OMOYHUIIOB.

W3BeCTHO, UTO PETYISATOP HUTPAT-HUTPUTHOTO AbIXaHUs narXL perynupyercs 6enkom Fnr.
Osxupaercsi, 4TO OH Oy/IeT BHOCUTH BKJIAJ] B paciupenue Fnr-moaynoHa Kak peryistop BTOPOro YpOBHSL.

Jiist TOro 4To0BI MPOCIEANTD BKJIAL PETYIATOPOB TPEThEro U OoJiee ypoBHE B pacmmpenue Fnr- n
ArcA-MOIyIOHOB, MBI OOPATUIIMCh K JIUTEPATYPHBIM TaHHBIM. DKCIIEPUMEHTAIBHO OBIJIO YCTAaHOBJIEHO, YTO
6e710K ATCA KOHTPOJIUPYET IKCIPECCHIO TeHa /cfR, KOAUPYIOLIETO PETYISTOP TPEThEro YpOBHS, KOTOPBIN
peryaupyeT 3KCIPECcCHIo F'eHOB orepoHa /ctPRD, 0TBeHAIOIUX 3a MPOIECC MOJIOYHO-KUCIOTO OpOKEHUS
(Lynch and Lin, 1996). Oxxunaercs, 4To 3TH reHbl OyayT BXOAUTH MOAynoHBI Fnr 1 ArcA. Oxnako, B
pabotax Salmon et al, 2003 u Salmon et al/, 2005 skcrpeccusi TaHHBIX TEHOB HE MCCIIEA0BAIACH.

Kpome Toro, Henb3s HCKIIIOUYUTH BO3MOYKHOCTD PacIIMPEHHsI MOAYJIOHOB 3@ CUET HEM3BECTHBIX
perynstopoB. Tak, B reHome E.coli 6110 nipeackazano Hanuure 150 6eIKoB-peryassTOpoB TPAaHCKPHUIIIIUH,
TouyHast PyHKIMS KOTOpBIX Hem3BecTHa (Browning and Busby, 2004).

BriBoabI
1. Ha npumepe Fnr- u ArcA-perynstopssix cucteM E.coli mpu3BeeHo cpaBHeHUE TaHHBIX
MUKPOUHUIIOB U PE3YJIbTaTOB CPABHUTEIbHON T€HOMUKH.
2. Beinenensl Fnr- u ArcA-perynonsl s3HTepoOakTepuii, o0HapykeHO 20 HOBBIX YJICHOB JJIs
Fnr-perynona u 9 HOBBIX WiIEHOB 1151 ArcA-perysioHa
3. IToxazana ponb Fnr-ArcA-perynsTopHOro Kackaja B pacliupeHuu Fnr-perysosa.
4. Brienen psj reHoB, Tak Ha3blBaeMoe “s1po”, A1 KOTOPBIX XapaKTepHO coxpaHeHue Fnr-

U ArcA peryssiuy B 3BOJIIOLHUH.
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Ta6ua.1. Tabnuira OKUCIUTETFHO-BOCCTAHOBUTEIBHBIX MMOTSHIIMANIOB JIJISl aKIIENTOPOB U JOHOPOB

31ekTpoHOB (I'yceB 1 MuHeesa, 1992). * - OBII FeS-knacrepa 3aBUCUT OT aMUHOKUCIIOTHOTO OKPYKEHUS
Y )

Peakuus AE°
[Tupysar/anerar + COp -700
H*/'/,Hy —420
HAJ(®)T/HAJ(®P)-Hy -320

SO/HS- ~270
SO42~/HS~ -220
OAL/PAI-Hy -220
OMH/®MHH» -190
MeHaxHHOH OKHCI/BOCCT -74
PyGenokcun okuci/BoccT -57
®eppenokcunsl FeySo-tumna okuci/Bocct _225 ... -455"
®eppenokcunsl FeqS4-tuna okuci/Bocct +350 ... —480"
dymapat/cyKiHaT +30
[Tutoxpom b okuci/BoccT +70
YOUXUHOH OKHCI/BOCCT +100
[{uTOXpPOM ¢ OKHCI/BOCCT +220
LluTOoXpOM @ OKHUCII/BOCCT +290
NO3-/NO2- +433
Fe3t/Fe2* +772

'/, 09/HyO +820




¢ 9

Ta6u.2. [IpoTuBOpEeUNBBIC TaHHBIE O BIUSHUU PETYIIATOpPA Ha YPOBEHB AKCIpeccuu TeHoB. OO03HAYCHUS:

— penpeccus, “0” — Het 3¢ dekra, “+” — akTUBaIM, *- HET caiira.

OnepoHsl ‘ S¢¢exr Fnr (Salmon et al,2003) ‘ D¢ dexr ArcA (Salmon et al, 2005)
OmnepoHn ylcBCD-ybdE
ybdE + +
yleD + +
ylcB 0 He nccaenosaincs
Onepon nuoABCDEFGHIJKLMN
nuok -- --
nuoB He uccnenoancs
nuok He uccnenosancs 0
nuoG He nccnenopancs 0
Omnepon rplCDWB-rpsS-rolV-rps C-rplP-rpmC-rpsQ
rpsJ - -
rplB 0 0
rplC 0 0
rplD 0 0
rpmC + +
OmnepoHn ¥pINXE-rpsNH-rplFR-rpsE-rpmD-rplO-priA-rpmJ-rpsMKD-rpoA-rplQ
prliA - -
rplX He nccnenoBancs -
rplO 0 0
rpsE 0 0
rplQ 0 0
rpsH 0 0
rplE 0 0
rplF He uccnenosancs 0
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Ta6J1.3. Conocrasienue Fnr- u ArcA- MOIYJIOHOB U PETYJIOHOB. Y CIIOBHBIE 0003HAUEHHUS: “+° — PEryisTo
Y. Y. Y.

AKTHUBUPYET HKCIPECCUIO TE€HA, “-” — PETYIATOP PEIPECCUPYET IKCIPECCUIO ONEPOHa, “0” — peryisTop He

BJIMSIET HA DKCIIPECCHUIO ONIEPOHA, “#’ — JaHHbIE 10 MOLYJIALIUN IPOTUBOPEUUBBL. CepbIM IIBETOM OTMEYEHBI

T'CHBI, BXOAAIINUU B PCTYJIOH, 3CJICHBIM — HC BXOIAIINC. !

— B JJAaHHOM OIIEpOHE PETyJISALUs IPOUCXOIUT B TPEX

cmtBA-yggP-b2931-yggFDC

b3050-b3051

sbm-ygfDGH

yjeMNO

[IPOMOTOPAX.

OnepoxH Iddexr Fnr Fnr-perynon IddekT ArcA ArcA-peryJioH
xylE + He uccnenoBancs
mhpABCDFE + He uccnenosancs
b2878 + He nccnenopancs
fdhF + He nccnenoBancs
yhiUV + He nccnenoBancs
caiTABCDE + He uccnenoBancs
yjiZ + He uccnenosancs
yjeH + He uccnenosancs
araBAD + He nccnenopancs
yheL + He uccnenosancs
JIILMNOPQR + He uccnenosancs
nadC + He uccnenopancs
yjeT + He uccnenosancs
b2438 + He nccnenopancs
aat + He uccnenoBancs
YyhjROONML + 0
ybeRS +

+
+
+
+
+

proVwX

thiMD-yegX

rpoN-yhbH-ptsN-yhbJ

ycbPONME

emrKY

parC

yfbTS

govTH

yceL-grxB

dfp-dut-ttk

aroKB-damX-dam-rpe-gph-trpS

dadAX

yleBCD-ybdE

S [ IS I R [ o I

queA-tgt-yajC-secD-secF

| narXL

+

purMN

metBL

J’_

+ | OO |O|H* O|lOo|O|0o|Oo|O|o|o|o|o|o|o|o|o|o|o|O

thrS-infC-rpmI-rplT

rpsT

VjiHG-iadA-yjiE

nanA-nanT

upp-uraA

|+ [+

|+ [+
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ibpB-yidE

glgCAP

ybhK

nirBDC-cysC

rhaBA

pstSCAB-phoU

|+ ]+

cydAB

nuoABCDEFGHIJKLMN

aroP

+

¥ o+ |+ [+ +[+]+

pdhR-aceEF-IpdA”

IpdA

cyoABCDE

potFGHI

dcuB-fumB

ndh

atp]BEFHAGDC

icdA

mdh

gltA

yigl-rarD-yigG-yigF’

gapA-yeaD

acrEF

yadF

hycBCDEFGHI

lysU

+|+

+|+

gatYZABCDR 2

| yhiw

b1012

ydbA_2

fisYEX

yjcROP

yjcP

ybdL

umuDC

||+

|||+

yhiX

kbl-tdh

+

nikABCDE

He uccnenosaincs

yidKJ

+|+ ]+

He nccnenopancs

yfid

yeceD-rpmF

trpLEDCBA

gpmA

ptsl-crr

rpsL-rpsG-fusA-tufA

rpIM-rpsl

rpsP-yfjA-trmD-rplS

vajG-ampG

oppABCDEF

rpsA

b2866-ygeT

pyrD

mobABC

yhiw

recC

narU

S T I

33




vgiF-ginE-b3052

map-ginD-dapD-b0165-yael

yjeS

b0540-tra5 2

tyn4

mrcA

yheEFG-hofFF GH-yhe HIJK-pshM-hofD-bfr

yadQR

speC

yhiJ

yabM

yhhTU

dinG

yhilH-yhhJ

sbeDC

o IR I R I I I I I [ Il IR I o

e e e e e e e e e o S

ydcF

yefT

yaaU

yaaJA

yidl

yi2l 5-yi22 5-yqiGHI

||+ |+

||+ |+

ompA

argT-hisJOMP

frdABCD

yafZ

aroM

yghQ

nadA-pnuC

yhjCD

degQOS

yhdRP

VihR

cdh

menFD-yfbB-menBCE-pmrD

yhcRQPo

yihIH

SRR A R R A R R EA R s

SRR R R A R R R R s

manXYZ

ptsG

ygeTUV

rpmBG

b2146-yeid

yjdHG

yicONM

VhZYXWVUTS

sbp

nrdAB

gapC I-gapC 2

artPIOM

ivY

yiaY

huACDB

yigN

fliIFGHIJK

wecDE-wzxE-yifM 1

ol +|+|+]|+]|+
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xyIFGHR

ptr-recBD

tyrB

yhiX

cvpA-purF

yraPONM

VifHIJKLMC

ywhGFEDCB

yhgF

dnaX-ybaB-recB

hisS-b2513-b2512-10-xseA

S R R R B T S

rbsDACBKR

yjiON

idnDOTR-yjgR

VjhATS

(=) =) i) =) fe) fw) fw) el fol fol flal fe ) K= k=2 k=]

|+ ]+

yedC
b1172-b1171

(=]

He nccnenonancs

YHE

He nccnenosancs

aceBAK

He uccnenosaics

|+ [+

yjcR

He nccnenosancs
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Taba.4. [Ipeanonaraemerii FNR-perynon. YcmoBHbie 0003HaueHUS JUIsl TCHOMOB: M. MaTepuaibl U1 METOIbI. YKa3aHbl Beca CAiTOB, B CKOOKaX MPUBOIUTCS

MMOJIO’KEHHE caliTa OTHOCUTEIBHO PaMKHU CUUTBIBAHUS.

mpuTOM OTMEUEHBI YICHBI “sapa’.

(13

— CaifT mepeJ OIepoOHOM OTCYTCTBYET, “0” — OPTOJIOTOB JJaHHBIX T€HOB HE OOHAPYKEHO. JKUpHBIM

OnepoH |

EC STM STY YE YP SM PHL PHA PCA PCH
I'enbl, Bouleanue B peryjaoH
. 4.12 (:31)
tgt-yajC-secD-secF
ST msectsee 3.83(-187) | 3.83(-322) | 3.73(-244) ; 427(41) | 3.56(-319) | 4.14(49) | 3.56(-392) ; ;
purMN 446 (244 | 495 (305) | 428(-322) | 4.09(-263) | 4.09(-311) - 5.03(-138) | 5.08(-125) 4.01 (-310) 4.09 (-303)
XL 5.15 (-278) 5.00 (-352)
420 (-240) | 5.05(-282) | 5.05(-281) - 3.53(-279) | 5.00(-291) 4.03 (46) 4.03 (41) 4.70 (-203) 4.41 (-89)
3.57 (-319) 3.73 (-278)
thrS-infC-rpmI-rplT 3.67 (-69) 3.59(-258) | 3.81(-73)
- - 3.98 (-73) 3.57 (-77) - 3.79 (-65) 3.79 (-64) 3.49 (21) -
rpsT 3.85(1) 3.85 (1) 3.85(1) 0 3.85(-1) 0 4.62 (-265) 0 0 0
potFGHI 3.51(-398) 3.79 (-99) 3.79 (-97) - - - 0 0 - -
YjiHG-iadA-yjiE 3.60(3) 441(-69) | 4.41(281) ; 0 0 0 0 3.49 (-4) 0
nand-nanT 4.36 (47) 3.70 (47) 3.70 (47) ; 3.87 (-98) 0 0 0 0 0
upp-uraA 446 (-67) | 408(.102) | 428(-104) | 4.09 (-99) 4.09 (-66) - 5.03 (-102) 5.08 (-30) 4.01 (-167) 4.09 (-96)
. , 3.89 (-286)
bpB-yidE 3.98 (-173
ibpB-yi (-173) ) 340 (-179) | 4.25(-191) | 4.25(-306) 0 0 0 3.62 (-144) 3.96 (-103)
glgcAp 393C169) | 3 5 (L169) | 3.58(-159) - 3.76 (-169) | 3.53(-234) 0 0 - -
3.67 (-183)
bhK 4.42 (-146
Y C146) | 43 (-145) | 432(-147) | 3.99(-115) | 3.99 (-191) - 3.59 (-266) | 3.67(-100) 3.54 (-118) -
5.15(-72)
nirBDC-cysG 5.15 (-73) 3'37(6)7('(3%1) 3.64(:315) 2.00 (-72)
5.15 (-73) 515(-71) | 3.66(-343) | 5.15(-70) 4.70 (-70) 0 0 3.73 (-94) 3.48 (-175)
3.64 (-397) | 3.64(-399)
haBA 3.64 (-397
e G397 3 (323) | 3.52(325) 0 3.58 (-128) 0 0 0 ; ;
pstSCAB-phoU 422(-270) | 356111y | 356(-113) | 3.45(128) | 3.72(-278) - 4.04 (-34) 3.84 (-105) 3.53 (-50)
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melBL 3.79(-73) ; : 4.03(213) | 3.61(-16) : 4.50 (-65) 0 3.69 (50) 3.92 (-171)
aroP 3.80 (-91) - - - - - 3.62 (-78) - 3.67 (0) 3.61 (86)
3.84 (-397)
dhR-aceEF-IpdA 4.43 (-116
P P CHO 'y us ey | 443117 [ ann (-148) | 4.04(-64) | 435(-118) | 3.50(-380) | 3.82(-354) | 3.87(-114) 3.40 (-118)
gitA 36TCIT2) | 360(-212) | 3.69(214) | 3.45(-366) 0 ; 3.75 (-109) - ; -
NUOABCDEFGHIJKLMN | 3.59 (-432) | 434(.198) | 4.34(-198) | 3.50(-382) - 0 3.69 (-392) - 0 0
CyoABCDE 3.37 (-155)
; ; ; 3.50 (-222) 3.67 (86) 3.80 (-337) : ; 3.77 (83)
3.64 (-277)
dcuB-fumB 3.73 (-282) 431 (-241)
- - 0 0 4.11 (-79) 0 0 3.54 (-98) 431 (-107)
3.58 (-200) | 3.58(-198) 4.90 (-336) 5.05 (-340)
ndh 5.03(-151) | 4.65 (-151) | 4.65(-149)
3.94 (-71) 3.94 (-69) - 490 (-149) | 4.64(-109) | 4.18(-149) | 4.52(-151) 3.52 (62) 3.60 (75)
atplBEFHAGDC 3.92(-110) | 3.92(-121) | 3.92(-123) | 3.93(-224) | 3.51(-307) 3.65 (80) 3.64 (-224) | 3.53 (-225) 3.70 (83) 3.78 (74)
. 3.51(-239) | 4.50(-248) | 3.92(-250)
dA 3.60 (-147
¢ (-147) - - - - 4.41 (-4) 3.60 (-2) 3.60 (-4) 3.60 (-1) 3.56 (-317)
mdh 393(238) | 393(036) | 3.93(-236) | 3.79(-255) : : 3.87 (-85) 3.45 (-46) : ;
478 (-346) | 5.08(-348) | 5.08(-350) | 3.90(-376) | 4.84(:313) 4.84 (-399) 3.87 (-397)
457(294) | 4.14(296) | 4.14(298) | 4.84(-312)
cydAB 3.98(249) | 3.81(-251) | 3.81(-253) | 4.31(-261) | 4.48(-262) | 4.08(-356) - ; 3.55 (-347) 4.84 (-374)
reﬂbl, HE¢ BOIIE¢/JIIIUE B PEeryjioH
nikABCDE 3.73 (-87) 0 0 0 0 0 0 0 0 )
kbl-tdh 437 (-122) ) ] 3,95 (:315) 0 0 0 0 0 0
ybix 3.79 (:257) ; 3.53 (-333) 0 0 0 0 0 0
ybdL 3.54 (-343) ) ) ] 0 ) 0 0 ) 3.54.(:333)
fisYEX 3.65 (-399) ] ) ) ] ) 0 ) )
jcROP 4.02 (-387) 0 0 0 0 3.52 (56) 0 0 0 0
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aceEF-IpdA 4.29 (-132) i ) ) 0 )
I'eHbl, onipeae/ieHHe MPUHAMIEKHOCTH KOTOPBIX K PEryJ0HY HEBO3MOKHO
yidKJ 3.86 (-239) 0 0 0 0 0 0
ylcBCD-ybdE 3.55(-184) 0 0 0 0 0 0
yjcP 4.42 (-146) 0 0 0 0 0 0
umuDC 4.20 (-247)
4.02 (-1) - - 0 0 0 0
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Tab.5. [Ipeanonaraemsiii ArcA-perysoH. Y cJI0BHbIE 0003HAYCHUS JJIsi TEHOMOB: CM. MaTepualbl 1 METO/Ibl. Y Ka3aHbI Beca CalTOB, B CKOOKaX MPUBOJAUTCS

MMOJIO’KEHHE caliTa OTHOCUTEIBHO PaMKHU CUUTBIBAHUS.

OTMEYEHBI WICHBI “‘sapa’

(13

— CaifT mepeJ OIepoOHOM OTCYTCTBYET, “0” — OPTOJIOTOB JJaHHBIX T€HOB HE OOHAPYKEHO. JKUpHBIM

Onepon ‘

EC STM STY YE YP SM PHL PHA PCA PCH
I'enbl, Bouleaue B peryJjaoH
4.42 (-230)
dhR-aceEF-IpdA
pENR-aceE=r-Ip 5.06 (-232) 4.85(-85) | 4.85(-85) | 4.85(-116) | 4.85(-32) | 4.85(-86) | 4.85(-348) | 4.85(-322) | 4.85(-82) | 4.85(-86)
IodA 4.57 (-223)
P 4.85 (-84) 439(-108) | 4.39(-105) | 4.68(-248) | 4.68 (-138) - - - 439 (-139) | 4.39 (-120)
cyoABCDE 4.92 (-260) 4.97 (-2261) | 4.97 (-263) 4.53 (-319)
4.95 (-249) 4.69 (-250) | 4.69(-252) | 4.46(-302) | 4.71(-301) | 4.82 (-286) | 4.77 (-185) | 4.83 (-186) - -
4.28 (-395) 3.64 (-277)
JCUBfUME 4.53 (-274) 431 (-241)
4.32 (-256)
4.95 (-390) - - 4.34 (-285) - 4.11 (-79) 0 0 3.54(-98) | 4.31(-107)
5.15 (-45) 5.21 (-45) 5.21 (-43)
ndh 4.65 (:34) 4.65(-34) | 4.65(32)
‘ 458 (-66) | 4.58(-64) - 4.94(-31) | 4.71(-388) | 4.75(:31) | 5.13(-33) | 4.27(218) | 4.27(-221)
4.60 (-290)
atplBEFHAGDC 4.59 (-339
P (339) - - - - 4.28 (-88) | 4.28 (-163) - - -
icdA 491 (-111) 461 (-111) | 4.61(-109) | 4.35(-40) 473(11) | 473(-41) | 491(-46) | 4.91(-48) | 4.53(:38) | 4.53(:38)
mdh 3-19(-263) 519 (-241) | 5.19 (-241) ; ; ; 4.71(-285) | 4.41(-375) ; 5.05 (-318)
cydAB 5.94 (-586) 491 (-408) | 4.91(-406) | 5.32(-382) | 4.60(-343) | 5.30(-477) | 4.92(-537) | 4.85(-259) | 4.47(-617) | 4.70 (-442)
NUOABCDEFGHIJKLMN|  4.46 (-163) 446 (-163) | 4.46 (-163) | 4.46(-171) | 4.46 (-172) 0 5.70 (-540) | 5.50 (-541) 0 0
A 4.34 (-393) 4.40 (-365)
5.15 (-654) 424 (-129) | 424 (-131) | 434(-191) | 4.83(:250) - - - - -
yigl-rarD-yigG-yigk 4.91(-16) 4.91 (-16) 4.91 (-36) - 5.15(-85) | 4.30(-66) | 4.91(-72) | 5.52(-140) - 5.52 (-73)
gapA-yeaD 4.99 (-296) 4.99 (294) | 4.32(294) | 5.29 (-297) | 5.29 (-288) - : : 529 (-314) | 5.35(-299)
acrEF 4.63 (-288) ) - - - 4.35(-79) - - 4.54 (-90) -
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potFGHI 436 (216) 434 (-284) | 4.34(282) . 0
yadF 439 (-18) 444 (74)
439(-18) | 439(-18) : 427 (-17)
reﬂbl, HE BOLIEAIINE B PEryJIOH
aroP 4.57 (-332) ) i ) )
gatYZABCDR 4.63 (-334)
438 (-529) : . 0 0
ysU 447 (:215) _ ] _ ]
» 4.56 (-86)
. 4.67 (-88) 0 0 440 (-125) 0
hycBCDEFGHI 485 (-655) _ ] . 0
reﬂbl, ornpeaesieHue NpUHANJICKHOCTH KOTOPBIX K PEeryjoHy HeBO3MOYKHO
ydbA 438 (22) _ . . .
Vhil 432 (-145) 0 0 0 0
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Tao0.6. ®yukuuu reHo, Bxoasumx B FNR- nunu ArcA-perynonsl. “+” — OmepoH OTHOCUTCS K PETYJIOHY,

€

ompeieseHue MPUHAIIICKHOCTH ONIEPOHA K PETYJIOHY HE BO3MOXKHO. JKUPHBIM mIpU(TOM BBIICICHBI WIECHHI “siapa’.

— OIIEPOH HE OTHOCHUTCS K PEryJoHy, “0” —

Onepon DyHKUMsA Cceblika Fnr-perynon ArcA-peryJon
pdhR-aceEF-IpdA TupyBaT-IeruIporeHasHblil KOMILIEKC Haydon et al, 1993; Stephens et al, 1983 + +
cyoABCDE AnpobHas nuToxpoM bo3-comeprKanias OKcuaasa Chepuri et al, 1990 + +
TpaHcnopTep Y4eThIPEXyrIIePOIHBIX TUKAPOOHOBBIX KHCIOT + +
dcuB-fumB Pymapar-rujparasa Bell et al, 1989; Six et al, 1993 + +
ndh HAJTH-nerunporenasa II Calhoun and Gennis, 1993 + +
atp|BEFHAGDC AT®-cunreTasa Kanazawa et al, 1982 + +
icdA HA/JI®H-3aBucumMas u3onurapar-aeruaporeHasa Oshima et al, 1996 + +
mdh Manat-neruaporeHasa McAlister-Henn et al, 1987 + +
gltA Iutpar cunTaza Ner et al, 1983 + +
cydAB AnpobHas muToXpoM bhd-coneprkarias OKCHIa3a Chepuri et al, 1990 + +
nuoABCDEFGHIJKLMN | HAJIH-neruaporenassr [ Weidner et al, 1995 + +
yigl-rarD-yigG-yigF’ ODyHIWS HEU3BECTHA Blattner et al, 1997 - +
gapA I'mnepansaerua-3-hocdar-aeruaporenasa Branlant and Branlant, 1985 - +
acrEF ['eHbl YyCTOWYIUBOCTH K aKpU(IaBHHY Haydon et al, 1993; Stephens et al, 1983 - +
yadF AHruapasa Merlin et al, 2003 - +
aroP Tpancnoprep aMHHOKHCIIOT Honore and Cole, 1990 + -
gatYZABCDR V1unuzanus rarakTuTola Nobelmann and Lengeler, 1995 - -
lysU Jmzun-tPHK cunrerasa Leveque et al, 1990 - -
yedM IIpeamonaraemasi MOHOOKCUTECHA3a Blattner et al, 1997 - -
potFGHI CucreMa TpaHCIOPTa MyTPECLIHA Pistocchi et al, 1993 + -
hycBCDEFGHI dopmuar-ruporeHunaza Boehm et al,1997 - -
ydbA ODYHKIUSI HEU3BECTHA Blattner et al, 1997 - 0
yhiw [IpennonaraeMelil peryasTop TPaHCKPHUITIIII Jiang , 2005 - 0
TPHK TpaHnc-rnuko3unasa + -
tgt-yajC-secD-secF DyHKIUS HEU3BECTHA + -
Cucrema cexperuu OeJIKOB Reuter et al, 1991; Gardel et al, 1990 + -
purMN PurM - ¢ocdopnbdo3un amuHONMIIA30I-CHHTA3a
PurN - dochopubozmnrmunmaamun hopmuarpanchepasa Smith and Daum, 1986 + -
JIByKOMIIOHEHTaHAsl CUCTEMa PETyJISIIUN HUTPAT-HUTPUTHOTO
narXL JBIXaHUS Nohno et al, 1989 + -
ThrS - tpeornn-TPHK-cunTeTasa
thrS-infC-rpmI-rplT InfC - dpakrop nannmanuu Tpancisinuu 1F-3
Rpml - pubocomuslii 6em0k L35 Mayaux et al, 1983; Sacerdot et al, 1982;
RplT - pubocomusrii 6enok L.20 Wada and Sako, 1987; Fayat et al, 1983 + -
rpsT Pu6ocomuslii 6emok S20 Mackie, 1981 + -
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iadA W30acnapTuil IUNENTUAA3A Burland ef al, 1995 +
NanA - N-aneruiiHelipaMuH Juaza +
nanA-nanT .

NanT - npennonaraeMslil TpaHCIOPTEP CHATIOBON KUCIOTEI Ohta et al, 1985; Martinez et al, 1995 +
upp-uraA Upp - yparma ¢pochopubosnn tpanchepasa +
UraA - TpascnopTep ypanuna Anderson et al, 1992 +
ibpB-yidE IbPB - OEJIOK TEIIOBOTO MIOKA +
YidE - npenmosiaraemMplii TpaHCIIOPTHBINA OEIIOK Allen et al, 1992; Burland et al, 1993 +

glgCAP Baecker et al, 1983; Kumar et al, 1986;
T'enbl OMOCHHTE3A TIIMKOIEHA Chot et al, 1989 +
ybhK DyHKIMS HEM3BECTHA Oshima et al, 1996 +
NirBC - HUTpHUT peaykTasa +
nirBDC-cysG NirD - TpaHcropTep HUTpHUTa +
CysG - cuporeM cuHTa3a Peakman et al, 1990 +
rhaBA TeHbl MeTabOJIM3Ma PAMHO3BI Moralejo et al, 1993 +
pstSCAB-phoU Cucrema tpancnopta ocaros Magota ef al, 1984; Amemura et al, 1985 +
metBL ['eHbl OMOCHHTE3a MCTHOHHHA Duchange et al, 1983 +
nikABCDE ['eHBI TpaHCTIOPTA HUKEJISI Navarro et al, 1993 -
kbl-tdh Kbl - 2-amun0-3-keToOyTupar KoA nmrasa -
Tdh - L-tpeonnn 3-neruaporeHasa Aronson ef al, 1988 -
vbjX ODYHKIUS HEU3BECTHA Oshima et al, 1996 -
ybdL DYHKIMA HEM3BECTHA Oshima et al, 1997 -
ftsYEX ['eHBI peryssiiuuy eJICHUS KIICTKH Gill et al, 1986 -
yjcRQOP DyHKIUSA HEU3BECTHA Oshima et al, 1996 -
yidKJ ODyHKIUSA HEU3BECTHA Burland et al, 1993 0
yjcP ODYHKIUS HEU3BECTHA Oshima et al, 1996 0
umuDC Myrarennas JTHK-nonnmepasa Kitagawa et al, 1985 0
cusCFBA CucreMa dKCropTa Meiu Murakami ef al, 2002 -
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Puc.1. MHorooGpa3sue apIxaTeldbHBIX CHUCTeM E.coli. JIs TOHOPOB M aKUENTOPOB 3JIEKTPOHOB

OKHUCIUTCIBHO-BOCCTAHOBHUTCIILHBIC ITOTCHIMAJIBI:

yKa3aHbl

cjieBa — A peaKL[I/Iﬁ OKHCJICHUS JTOHOPOB 3JICKTPOHOB,

CripaBa — IJId peaKqu/’I BOCCTAQHOBJICHUS aKICHOTOPOB 3JICKTPOHOB. CTpeHKaMI/I IOKa3aHO HaIpaBJICHUC

YBEJIMUEHUST OKUCIIUTETHHO-BOCCTAHOBUTENBbHOTO noTeHIana (Gennis and Stewart, 1996).

A +432

+414
+320
+190

+190

+190

-30

FdoGHI
Dopmuar
FdnGHI

—E: HyaABC
(HybABC)
NADH

—> VOUXHHOH =

_[:< LidD )
Jlakrar ]—
— _[:@

3-pochar GlpABC

Mupysar —p —

—P—} Tuocyabdar

| @D — oy

P leMeTHIMEHAXHHOH

CykuHHAT =P (SdhABCD ) —

) MeHAXHHOH

> @D — No;

—»>((NapABC ) —
> GEGHD | — NO;

- (NarzZyv )—
> (G -

» @D 0,

NEm=

TorC
CH,),NO
{:@}" )
> @D (CH,),50

-24

+30

+130

+160

+360

+433

+818
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Puc.2. Paznuunble MEXaHNU3MBI CO3/1aHUS IPOTOHHOTO TpaaueHTta. a) HAJIH-neruporenasa I;

06) HAJIH-nerunporenasa II; B) muroxpom bos-comepskarasi peaykrasa; 1) Huroxpom bd-comepkamas

penykKrasa.
a) HII - 1
4u"
nepI/Irma3Ma /
/ 20 >,
Y =2
III/ITOHJ'Ia3Ma/ /
4H //’“\\X oH"
NADH  NAD+H'
B)bo3
2H" 2H"
l | repuriazma
QH2 '26-1
o |—{',0,—~H,0
—I r ouTOoIIasMa
2H"

6) HAT - 11
nepI/Irma3Ma
//>QH2
e Q
nmuToIiasma
//\ 2H+
NADH  NAD+H'
1) bd
2H"
? TepuIrIazma
QH2 Ze; ;
D g /,0,—H,0
] l uToIuIasmMa
2H"

Puc.3. Yerbipe pa3inuuyHBIX BapuaHTa JAbIXaTENbHBIX Ilened, (epMeHTHl KOTopbix wucmons3yioT HAJIH B

KauecTBE JOHOPA JEKTPOHOB M MOJIEKYISIPHBIA KUCIOPOJ] B Ka4ecTBe akienTopa 3ekTpoHoB (mo Calhoun et

al, 1993).

e

HAJIH

N

HA I
2H /e \

HJIT 1T
0H'/e

YOouxuHoH

bos; okcumasza
2 H*/e'\
bd okcunasza /

1 H'/e

0,
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Puc.4. Mexanuszm aKTHBaIlMU U MHaKTUBauKd FNR B 3aBUCHMOCTH HAIUYUS UIIN OTCYTCTBUSA MOJICKYJISIPHOT'O

KHCIIOpOJia B cpefie (CM. HOSICHEHHS B TEKCTe).

Puc.5. Mexanu3Mm akTHBAIIMU U MHAKTUBAIIUU ATCA (CM. TTOSICHEHHSI B TEKCTE).

0, 0,

T D Ty B By g e R S T R o1
&@mﬁm HECHREEEBRERERRERHREESEEERRREERERERRREERES

ATP ADP
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Puc.5. quarpamma Logo misi caiitoB cBsizeiBaHus Fnr u ArcA. Ilo ropu3oHTanbHOW OCH yKa3aH HOMED
MO3UIUN HYKJICOTH/A, 10 BEPTUKATU — WH(GOPMAIMOHHOE COACpKaHKMe MO3UIMKM B Outax. Beicota cTombma
MPOMOPLHOHAIEHA WH(POPMAIMOHHOMY COACPKAHHWIO JAHHON TO3WIIMH, OTHOCUTENIbHASs BBICOTA KaXKIOU

OYKBBI COOTBETCTBYET YaCTOTE HYKJICOTH 1A B JAHHOMN TO3UITUH.

FNR ArcA

2
T T T
Puc.7. ®yHKkuuu reHoB sapa.
®ymapar
fumB cydAB cyoABCDE
0,+4H" O,+ 4"
NADH+H* NAD*
P;+ADP ATP
3

IMupyBart
aceEF-IpdA—pdhR

Auerni-KoA

gltA
Okxcanoanerar Hurpar
mdh
L-Mauat
fumB H3ouuTpar
Mk
;—o ®ymapar erﬁca icdA

2-0KCO- -rjryrapar

Cykuuunar /

Cykuunni-KoA
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Puc.8. Cxema, Bu3yanusupyromas cootHomeHnue Fnr-perynona, Fnr-monynona, ArcA-perynoHa u ArcA-

MoayioHa. Huke yka3zaHO KOJUIMYECTBO T'€HOB, B CKOOKaX OMEPOHOB, BXOISIINX B cocTaB Fnr-momynona, Fnr-

perynoHa, ArcA-peryinoHa u ArcA-MoayJoHa COOTBETCTBEHHO.

Mopnynon Fnr
151 (413)

Perynon Fnr
26 (83)

Perymnon ArcA
16 (54)

Monymnon ArcA
135 (371)
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