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I. BBEAEHHUE

VY 5ykapuoT M a’poOHBIX OaKTepHii OCHOBHAs YacTh KJIETOYHOTO aJeHO3MHTpHdocdara
(ATP) obpasyeTcst B pe3yabraTe COBMECTHOM paboThl abixarenbHol nemu u F -F ATP-cun-
ta3pl. KarannsupyeMble NbIXaTeIbHOHN HENbI0 OKHCIUTEIFHO-BOCCTAHOBUTEIBHEIC PEAKIIUU
COIPSKEHBI C TPAHCIOKAIMEH MPOTOHOB Yepe3 COIMpATaollie MeMOpaHbl, MPUBOISIIEH K
00pa30BaHUI0 TPaHCMEMOPAHHOTO AIIEKTPOXUMHUYECKOTO TPaJIMeHTa HOHOB Bomoposa (Ipo-
TOHABIKYILIEH cuibl, pnif). F -F ATP-cunrasel ucnonbsyror pmf nis cuntesa ATP u3 aneno-
sunaudocdara (ADP) u neopranuueckoro pocdara (P,) (puc. 1) [1, 2]. Cunresnpobanublii
ATP city’>kuT MCTOUHUKOM 3HEPTUU 7S IPOTEKaHUsl B KJIETKE YHEPrO3aBUCUMBbIX PEAKIIMH.

Bo BpeMst 9aCTHIHOTO FITH ITOTHOTO KOJUIATICA prif B OTCYTCTBHE KHCIOPOIa W/IITH ATbTep-
HATMBHBIX aKIIENTOPOB 21IEKTPOHOB F -F, katanmusupyer 00paTHyro peakiuo, pu KOTOPO# ruji-
pomuz ATP npuBonuT k reHepanuu pmyf. XoTs1 HEKOTOpBIe OAKTEPHH B aHADPOOHBIX YCIOBHIX
ucnons3ytoT ATP-3aBucuMyro reHepanuio pmf Ias XeMOTaKCHCa M MPOIIECCOB BTOPHIHOTO
TPAHCIOPTA, BICOKAsl HOTPEOHOCTH KiIeToK B ATP npuBena K HOSBICHUIO HECKOIbKUX MeXa-
HHU3MOB, H30MPATEIHHO OIOKUPYIONINX THAPOIN3 U MPEAOTBPALIAIONINX TeM CaMbIM Oectio-
ne3nbiid pacxoq ATP [3]. Y mHorHX OakTepui, Hanpumep, y Paracoccus denitrificans [4], Bacil-
lus sp. [S]u Mycobacterium sp.[6, 7], ATP-asnas aktuHocTh F F| 3amMeTHO orpanuyena. Tax,
nanpumep, F -F -kommuieke o-nporeobakrepuu P. denitrificans n3BECTEH Kak O4eHb ObICTpast
F F, ATP-cunrasa, Torna xax B Hanpasinenuu ruaponuza ATP depment nemoncTpupyer
UCKITIOYUTETHHO HU3KYIO aKTUBHOCTb. [lo cpaBHEeHUIO ¢ pepmeHTaMu u3 Escherichia coli u
MHUTOXOHJpUil cepala ObIKa, KOTOPbIC 00Taqa0T COM3MEPUMOIl aKTUBHOCTBIO B MPSIMOH U
oOparHoii peakuu, pepmeHT P. denitrificans padotaer B 100 pa3 6sicTpee kak ATP-cuHTAa3a,
yeMm kak ATPa3za [8—10].

Cnucox coxpawenuii: F 'F — H'-tpancnoprupyromas F -F, ATP-cunrasza/ATPasa; F, — runpo-
¢unpuas yacte F 'F; F — memOpaunnas wacte F -F; PdF -F — F_F, Paracoccus denitrificans; pmf —
TpaHCMEMOpPAHHBIN MEKTPOXUMUYECKHUN IPAJANCHT HOHOB BOJOPOA, MPOTOHBIIKYIIAs CUa (proton
motive force, pmf); P, — neopranmueckuii pocdar; IF1 — 6enok-unruduTop MUTOXOH/IpUansHoi F -F ;
CMHUY - cyomuToxoHapuanbhbie yactuilbl; LDAO — naypunaumerunamuaoken; ECTD — uHruoupyro-
muii C-KOHLEBOI OMEH €-CyObeANHUIBL.
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Puc. 1. OxucnurensHoe GpochopuiinpoBaHue B co-

IPSTAIOIINX MeMOpaHax OaKTepHaIbHBIX KIETOK.
A. F_F, cocrour u3 runpoduisHoro F,, xoro-

PbIii BBIIOJHAET KATATMTHYECKYHO (QyHKIMIO, U F

E 3T|_l 00€eCreYnBalOIero  TPAHCIOKAIMIO  [POTOHOB.
aHaspo61o3 IporonaBmwxkymias cuna (pmf) TeHepuUpyeTcs

t MEKTPOoH-TpaHcnopTHoil nensto (OTLL) u ucnons-

pmf 3yercst B OaKTepusX, IIaBHBIM 00pa3oM, JUIsS CHH-

Te3a ATP.
B. K oOpamennro peakiun cuate3a ATP mpuso-
ADP +P ATP + H,O p p p

AT paccenBaHHE MEMOPAHHOTO MOTEHIINANA B Pe-
3y/nbTaTe aHa’pobHo3a H/IWIM HeclenupUIECKHX
pmf TIPOTOHHEIX yTeueK (BOMHUCTAs CTpeNKa Ha puc. 1 A).

Mexanusmbl peryisuuu F 'F| B HacTosiiiee BpeMs TOYHO HE yCTAHOBJIEHBI, W, B CBA3M
C THM, H30HMparelbHOe HHrHONpoBaHue ruaponn3a ATP BEI3pIBacT MOBBIIICHHBIN HHTEpEC
uccnenosareneii [11, 12]. CnemyeT 0co6eHHO OTMETHUTD, UTO U3yUEHHUE PETYIISTOPHBIX CBOHCTB
F_F, psana maroremnbix Mukpoopranusmos [13], u, B ocoOGeHHOCTH B MUKOOakTepusx [7],
OJJHOHAIIPaBJIEHHO KaTaJU3UPYIOIUX CUHTE3, HO He ruponn3 ATP, MoxkeT uMeTh peraroiiee
3HA4YEHHUE JUIsl MOMCKA HOBBIX aHTHOAKTEpUaIbHbIX JIGKAPCTBEHHBIX Mpenaparos [14, 15].

B o0030pe mpexacTaBieHbI TMOCIEAHUE AAHHBIE O (DYHKIIMOHHPOBAHWH U PETYISAIMN
F F, ATP-cunrasel/ATPasel P. denitrificans, KOTOpyt paccMaTpUBaIOT Kak NPUPOIHYIO MOJIENb
«OIIHOHAIPaBIEHHO» padoratouiero ¢pepmenta [4, 16, 17].

II. CTPYKTYPA U KATAJJUTUYECKHUE CBOMCTBA F F,

3uanus o ctpykrype F -F ATP-cuntas/ATPa3 Obuti omydensl 6naronaps yCHIMsAM B 001acTi
peHTreHoBckoi kpuctamuiorpaduu [2, 18, 19]. Ot paboThl ganu npencTaBlieHUe NIaBHBIM
00pa3oM, O CTPOCHUHU THIPOPUIBHOM o0macTu (epMeHTa. YCIEHIHOe MPUMEHEHHE KPHO-
ANEKTPOHHONH MHUKPOCKOIIMH BBICOKOTO pa3peIICHHs TO3BOJIIIO YCTAHOBHUTH OOJBIINHCTBO
CTPYKTYP U s TUApo(OOHBIX obnacTer komuiekca [19, 20].

Hesasucumo ot npoucxoxaenus, Bee F -F cocrosat us aByx wacreit: runapodunbsuoro F ,
PacCIIONIOKEHHOTO B MATPUKCE MUTOXOHPHUH MITH ITUTOIIIAa3Me OAKTEpHil U KaTATU3UPYIOIIETO
cunte3 uim ruaponns ATP, u Bcrpoennoro B Mem6Opany F , mepenocsimiero nonsl H' uepes
meMOpany. B unraktom F F -komIuiekce 00e 4acTy CBs3aHbl LIEHTPAILHBIM U Tiepudepuiec-
KHM CTEPXKHEM H PabOTaOT MOCPEIICTBOM XEMOMEXaHUYECKOTO BPAIIATeIILHOTO MEXaHU3MA.
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Puc. 2. Crpoenue F F, ATP cunrase/ATPaspl
P, denitrificans.

Cxema pacnoyioKeHHs CyOBbCIMHHIl B
FF, ATP-cunrase/ATPaze P. denitrificans.
Kpome xapakrepHbIX aiisi OOJIBIIMHCTBA Oak-
TEpUABHBIX (PePMEHTOB CyObEAMHUI] CTATOpa
(rexcamep a3f3, O, rereponumep bb' u a) u
poropa (y, € ¥ Koublo u3 12 c-cyObeanHMIL) F
[I0Ka3aHa YHHUKaJbHasg MHIuOuTOpHas (-cyOn-
enunanna. CTpenaKaMy MOKa3aHbl HAallPaBICHUE
BpalleHHs Y-CyObeMHUIBI U TPAHCMEMOpPaH-
HOTO TIEpeHOCa MPOTOHOB B XOIE PEaKIUH
cuHTe3a/ruaponusa ATP.

ATP

BakrepuanbHblii (PepMEHTHBIH KOMIUIEKC UMEET MPOCTEHIINN CyObeTUHIUYHBIA COCTAB:
ero F| cocrout u3 nsru 6enkoB, Ha3bIBaeMbIX 0, B, v, & U & (puc. 2). Tpu cyObenuuuib o
U TpHU CyObeAMHUIBI B MOOYEpPEeTHO COOpaHBl B TEKCAMEPHYIO CTPYKTYpY, CyObeaMHHIA Y
BXOIWT B IICHTPAJBHYIO TOJIOCTH 3TOro rekcamepa. CyOpenuHMIIa € CBs3aHA C Y, 00pasys
LEHTPAJbHBINA cTepKeHb Y/€ (puc. 2). Kaxmpiit uarepdeiic o/f popMupyeT KaraauTHIeCKUT
CalT CBS3BIBAHUS HYKIICOTHIOB, B OCHOBHOM OOpa30BaHHBIM aMUHOKHCIOTHBIMU OCTaTKaMH
B-cyOBeMHUIIBL.

Kommiekc F | cocTont u3 Tpex 0CHOBHBIX CyObeIMHMIL, Ha3bIBAEMBIX @, b 1 ¢. B pesynbrare
onuromepuzanuu 8—17 c-cyobenuHull (B 3aBUCUMOCTH OT UcToYHKKa pepmenTa [ 19]) popmu-
pyeTcst KoJbIieBasi CTPYKTYpa, K KOTOPOW NPHMBIKaET MOHOMEp a-CyOneauHUIB. [lomrmMo
LIEHTPAJILHOTO CTePkHA Y/€ F| u F CBA3aHbI BTOPBIM, NEPUPEPUUECKUM CTEPIKHEM, COCTaB-
JEHHBIM U3 JuMepa b-cyObenuuuil U cyobeauHuibl O [19]. OTa cTpykTypa pacronoxeHa
PsSIOM ¢ a-CyOBETUHUICH W JIATEPANbHO COCTHHSCT TPAaHCMEMOpPAHHBIH TOMEH C BEpIINHOMN
rekcamepa a3fB3 (puc. 2). Ctpykrypa F F 5ykapuOTHYECKMX OpPraHM3MOB COXPAHSIET, B
LIEJIOM, OMMCAaHHBIN TUIaH CTPOCHHUS, HO BKITIOYAET HECKOJIBKO JOMOJIHUTEIbHBIX CyObeINHUI]
[21], HOMeHKIaTYpa KOTOPBIX HE BCETIa COBMATACT (TOAPOOHO CTPYKTYpa 3YKapHOTHICCKUX
F -F, paccmorpena B padorax [19, 22]).

F 'F, runpomasyer ATP nocpencTBoM MexaHu3Ma, NpeiokeHHoro boiepom u ussect-
HOTO KaK «BpallaTeIbHbII MEXaHU3M YepeyOIero cpoacTray (rotational alternative binding
site mechanism) [1], mpu koTopoM Kaxkaas B-cyObeIUHIIIA IPUHUMACT OJHY M3 TPEX aJbTep-
HaTUBHBIX KoH(DopMmanuii. B nepBoii koHdopmanu, o0o3Havaemoil kak TP, mpouHo cBA3bI-
Baetcsi ATP, Bo Bropoit koHpopmanuu (BDP) npoucxonut Meree npodnoe cBsi3piBanue ADP
Y HEOpraHWYecKoro docdara, a B aKTHBHOM IIEHTpE TpeThell oTKpbITON KoHpopMaruu (BE)
HyKIeoTH1 oTcyTcTBYeT [ 18]. [Ipeanonararot, 4To n3MeHeHUE KOH(POPMAIUU KaTaTHTHIECKOTO
caifTa MPOMCXOAMUT 3a CUET PHEPTUU CBSI3bIBAHMS HYKIICOTHJOB, A TAK)XE B PE3yIbTaTe €ro
B3aUMOJICHCTBUS C IEHTPATEHBIM CTEPXKHEM /€, BPAIIAIOIINMCS 32 CUET SHEPTUH IIPOTOHHOTO
rpaauenta [1, 18, 23]. Takum oOpa3om, rekcamep 0.3p3 u cyObeTuHUIIBI O, @ U b2 HOpMUPYIOT
CTaTop, OTHOCUTENBHO KOTOPOTO BpaIllaeTcsi pOTOp, cocTosmui u3 cyobeannun y/ecl0. Ha
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TpaHHIlE MEXIY d- U C-CyObeIWHHIAMH PaCIOJIOKEHBI JBa THAPOMUIBGHBIX ITOyKaHala,
KOTOpbIE B (hepMEHTEe OaxkTepuil COEAUHSIOT MEPUILIA3MaTUUECKYIO U IIUTOILIa3MaTHUECKYIO
cTopoHBI MeMOpaHs! (puc. 2). IIpeanonararor, 4To B TpaHCMEMOPAaHHOM IIEPEHOCE TTPOTOHOB
MIPUHIMACT YJIacTHE BHICOKO KOHCEpBaTUBHEIN ocTarok Glu (mmu Asp), MpUCYTCTBYIONIHN B
KOKI0H c-CyObeAnHHIIe Ha BHEITHEH MOBEPXHOCTH KOJIbIA IPUMEPHO B IIEHTPAIBHON YacTH
OounumnuaHoro cios [23]. OnHa u3 c-cyObeTuHHUIT (Ha30BeM ee IS ynoOCTBa IEPBOi 10 CUETY)
KOHTAKTHUPYET C THAPOGUIHHBIM MOTyKaHATIOM, BRIXOMAIINM B nepurmiasmy, Glu/Asp B Heit
JCTIPOTOHUPOBAH U 00pa3yeT MOHHYIO Iapy C OJH3KO pacloOIOKCHHBIM KOHCEPBATUBHBIM
ocTaTkoM Arg, mpuHauIexKameM cyobeaunune a. [Ipu co3qaHnu NpoTOHHOTO TPagUEHTa U
TIOBBIIICHUHN KOHIICHTPAIIMH IIPOTOHOB B IPUMEMOPAHHOM CJIO€ MTEPUILIA3MBI KapOOKCHITbHAS
rpyrma Glu/Asp cBs3bIBaeT IPOTOH, IPUXOMAIAN U3 MOMyKaHala, a Arg TepseT CBOIO HOH-
HYI0 Hapy. OTO NPHUBOIUT K MEPEMELICHUI0 Arg K MPOTOHUPOBAHHOMY ocTatky Glu/Asp
coceiHel c-CyOBeTMHNUIIBI, PACTIOIaTaloIIeiicss BONMM3M BTOPOTO MOTyKaHalla, BRIXOAAIIETO B
LUTOIIa3My. BIIM30CTh MONOKUTENBHOTO 3aps/ia IPUIIEANIEN IPYTIIBI CHIKAeT pK, kKapOok-
cunbHOM rpynmel Glu/Asp, B pe3ynbraTe IPOTOH YXOAUT B LIUTOILIA3MY U 00pa3yeTcs HOBast
MOHHas mapa ¢ Arg, KOTOPBIH 3aTeM BO3BpAIAeTCs B MCXOAHOE MOJOKeHHE. BMecTe ¢ HUM
TIePEMEIIAaeTCsl COCEAHsS C-CyObeIMHIIA, TAKIM 00pa3oM MPOUCXOAUT MOBOPOT C-KOJBIA B
ruapo(GOOHOM JUMUIHOM CIOE M «OTKPBITHE» BTOPOH c-CyOBETUHUIIBI sl HOCIEAYIOIIEr0
npotoHuposaHust. [lepBas mpoToHUpPOBaHHAS c-CyOBEIMHHUIIA OKAKETCS B TIOJTyKaHaJIe, BBIXO-
JISIIIIEM B IIATOIIIA3MY, TOJIBKO ITOCIIE TIOBOPOTA C-KOJIbIIA IMTOYTH Ha 360°, TaM ee KapOOKCHITb-
Has TpyNIa JENPOTOHUPYETCS M BHICBOOOXKIAET MPOTOH Ha NPOTHUBOIOJIOXKHYIO CTOPOHY
MeMOpaHbl [24].

[Ipemnoxxennslit boiiepom Mexanu3sm [ 1], ObUT MOATBEPKICH SKCIICPUMEHTAIILHO, U OBLIIO
MOKa3aHo, 4To mpu ruaponuie ATP mpoucxoasIT onHOBpEeMEHHbIE CIBIUTH B COCTOSHHH TPEX
HCHTPOB CBA3bIBAHUSA HYKIJIICOTUAOB Ha B—cy61)ezu/1H1/1uax, KOTOPBIE COMPOBOKIAOTCSA MEXaHU-
YECKUM BpallleHUEeM IIEHTPAILHOTO CTepxKHsI Y/€ [25, 26]. JleTanbHbIi aHATH3 BpalaTeIbHOroO
KaTaJUTHYECKOTO MeXaHu3Mma OakrepuanbHoi F -F Ha mpuMepe oIMHOYHBIX MOJEKYT dep-
MeHTa Bacillus PS3 mnoxasai, 4To MOJHBIN TOBOPOT Y/e Ha 360°, cocTosAmuil U3 TPEX ITANOB
1o 120°, nocturaercs nyrem ruaponusa Tpex moiaekyin ATP. Kaxneiii mar B 120° noxpasne-
JsIeTCsl Ha JIBa TOZIdTAra: MepBhIid moBopoT Ha 80° oOycionieH ces3biBanneM ATP, a Bropoit
40° — ruapoauszom cBsizanHoro ATP [27]. TlogaTarsl KaTadIUTHYECKUX LUKIOB MOTYT pasJiu-
4yarbCs y pa3HbIX opranusmos [25, 28]. Ilpu ruaponuse ATP neHTpanbHblii cTep:keHb Bpallia-
ercst mpotuB 4acoBoi crpesiku (CCW), ecniu cMOTpeTh 0T MeMOpaHHoro nomeHa Ha F [25].
[Ipenmnonaraiot, 4To NpU OKUCAUTENLHOM pochopunupoanunu c-konblo F -F Bpamaercs mo
yacoBoii cTpesike (CW), pacxomys CO3MaHHYIO JIbIXaTeNbHOM Lenbio pmf [29].

IIL. PECYJALNUA F F : ADP(Mg*)-UHT MBUPOBAHUE
N NMMPUPOJAHBIE BEJIKN-UHT'UBUTOPBI

[IpakTndecku odmenpusHano, 4ro F -F — obparnMo GpyHKIMOHMPYIOMHMA KOMILIEKC, Kara-
nsupytomuit mu6o ruaponus ATP, conpskeHHBIH ¢ BEKTOPHBIM IEPEHOCOM IIPOTOHOB Yepe3
MemOpany, 6o cunaTe3 ATP, mcmonmp3yrommii CBOOOAHYIO SHEPTHIO TAaKOTO NEpPEeHOCca B
MIPSAMOM peakiuy, a HallpaBJIeHHE MIpoliecca ONpeeIsIeTCs BpalleHHeM Y-CyObeAnHHUIHI [25,
29]. IIpu konance AbIXaTeNbHOH LEMH, HAPUMED, IPU UIIEMHUH UM aHA3POOU03€e, KOMILIEKC
F_F, 6yner runpomusosare ATP s BoccTaHoBieHus pmf, ¥ BO3HHMKAeT npobiema Gecrio-
JIE3HOTO pacxojla CUHTE3MpOBaHHOTO KietodHoro ATP. J[ns GakTepHalbHbIX U MHTOXOH]I-
puanbhbix F -F onmcanbl 1Ba 0OCHOBHBIX MexaHu3ma TopMokenus ATPa3Hol akTuBHOCTH B
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JICOHEPTU30BAHHBIX YCIOBUsAX (T.e. B orcyTcTBHE pmif): ADP(Mg*")-uHruonpoBanue v WHIH-
OnpoBaHue, ONIOCPEIOBAHHOE TPUPOAHBIMH OeJIKaMU-UHIHOUTOPAMHU.

ADP(Mg*")-uHrubnpoBanne MpeACTaBIsieT co00i AaBHO M3BeCTHBIH [30] M HHTEHCHBHO
M3Y4aeMblil yHHBEPCATbHBIA MexanusMm perynsunn F -F ., oOHapyxeHHBIH BO Beex Oakre-
puanbHbx [31, 32] u sykapuotndeckux popmax depmenta [33-35]. [Ipennkyodarus u30mu-
posannoro F, wmu FF B cocraBe MemMOpaH B NpUCYTCTBUM HOHOB Mg™" M OYE€Hb HU3KHMX
koHnenTpanuii ADP npuBonuT k momHomy ucue3HoBeHnto ATP-rupponazHoil akTMBHOCTH
[30]. Ymanenne ADP u Mg** o6pabotkoii npenaparos F -F nupysarkunasoif B mpucyTcTBHM
pochoenonmnupysara u O[TA akrusupyet pepment [36]. Heoprannueckuii pocdar (P,) [37]
U psil APYTHX aHUOHOB, 0COOCHHO 3 deKTrBHBI cynb(uT [33] 1 cenenut [38], mpensaTCTBYOT
uHruoupoBanuro. Kpome 3Toro, MOBBICUTH WM BBELIBHUTE JIaTeHTHYI0 ATP-ruapoiutiuaeckyro
aKTHBHOCT, oc1adus ADP(Mg?")-uHruoupoBanue, MOXKHO T00aBICHHEM ACTEPIEHTA JIay PHJI-
mumetmnamuaokeuna (LDAO) [39, 40]. Asun crabummsupyer ADP(Mg*")-unruduposanue
ATPa3HO# aKTHBHOCTH W TIpEJOTBpAaIlaeT akTuBanuio ¢epmenta [33, 41]. DddekTsl mepe-
YHCIICHHBIX COSIMHEHHI CITy)KaT KpUTEPUEM TOro, 4To TopMoskeHre ATPa3HO# akTHBHOCTH B
paccMmarpuBaeMbIX ciaydasx o0yciosieno ADP(Mg*)-uHrudupoBanueM.

ITo coBpemennbM nipencTasiaenusim, ADP(Mg?")-uHruOupoBaHre BOSHUKAET B pE3yJIbTaTe
cneruduueckoro ca3siBanus ADP B kxaranmutuueckom caiite (00s3aTeNbHO B IPUCYTCTBUHI
Mg, Ho Ge3 P)) [40-43]. Tloka3ano, 4To cTeneHbh MHITMOMPOBAHUSA T'HIPOINTHYECKOH aKTHB-
HOCTH KOPPEIHMPYET C 3al0IHCHHOCTBIO KaTauTHUecKuX caiitoB ADP(Mg?"): mus Gakrepwuii
Caldalkalibacillus thermarum w Mycobacterium smegmatis ¢ CUJIBHO 3aTOPMOXKEHHOM
ATPa3H0ii aKkTUBHOCTBIO TTOKa3aHO MOJTHOE 3aMONTHEHNE, a AT (hepMEeHTa C HETOIHBIM HHTU-
oupoBanueM u3 Fusobacterium nucleatum — yactuaHoe [14]. ONBITBI ¢ OJUHOYHBIMU MOJIC-
xynamu F, Bacillus PS3, noxasanu, uro ADP(Mg**)-uHrubuposanue 0CTaHaBIMBAJIO BpaIlia-
TEJIbHBII KaTaln3 Ha yIlie IIOBOPOTA, COOTBETCTBYIOIIETO KaTATMTUIECKON OCTAaHOBKE, U IS
aKTUBAIMK TPeOOBAIOCH JIOTIOJHUTENILHOE BpameHne Ha 40° B HanpaBieHun ruaposimsa ATP
MyTEeM MEXaHUYIEeCKOTO BO3ICHCTBUS IIH ITyTeM TepMuuecKoil (urykryanun [44]. Cauraercs,
YTO COEIMHEHHS], CTUMYJIUPYIOLIUE JIATEHTHYI0 aKTUBHOCTh F -ATPa3, BeicBoboxk naror ADP
u3 KaranuTudeckoro caiira [33, 38-40]. Xors unrubuposarne ADP(Mg?*) moBcemecTHO pac-
npoctpaneHo Bo Beex F -F |, ero Mexanusm miioxo usyuen. B yacTHOCTH, H3BECTHO, 4TO JUIst Opra-
HHU3MOB M3 Pa3HbIX HCTOYHUKOB, CTEIICHb MHTHOMPOBAHUS 3HAUUTENBHO BapbupyeT: ADP(Mg?")
3HA4YUTENNbHOM cTenenu (~Ha 90%) nomasnser ATP-runponasnyro aktuBHOCTb F| B. subtilis B
[45, 46], HO camkaeT ckopocThb ruaponmsa ATP gpyrumu F -F | Tonbko Ha 30-50% [33].

Bropoii MmexaHu3Mm, npe1oTBpaIlalonni «pacToOUUTeNbHbIN» ruaponu3 ATP B GakTepusix
Y MUTOXOHJIPHSIX, PEATI3yeTCs C MTOMOIIBIO IPHPOIHBIX OCIKOB-MHTHOUTOPOB: CYObEIUHUIIBI €
y psina 6akrepwuii [3, 47] u IF1 B mutoxonapusx [48].

CyObeauHuLa € UMEET CTPYKTYpY P-coHIBHYA HA N-KOHLE U (-CIIUPATIbHYIO IIMUIbKY
Ha C-koHue. N-KOHIIEBOI IMOOYISPHBIN TOMEH COSTUHACT Y U C-KOJBII0, PEaTn3ys OCHOBHYIO
(yHKIHMIO £-CyObeIMHUIIBI — CTPYKTypHOE coennnenne F u F . Onnako, mOMUMO CBOEH CBA3bI-
BaIOIICH (PYHKIIMHU, Y HEKOTOPBIX OaKTEepHid € TaKKe ACHCTBYET KaK BHYTPCHHHU WHTHOUTOD
F -ATPassl [3, 49]. Ee unrubupyrommii 1oMeH GpopMUpyeTcs ¢ yuacTheM JiByX C-KOHIEBBIX
a-crimpaneil. e-CyObeMHUIIa MOYKET MIPETePIeBaTh 3HAYUTEIBHBIC CTPYKTYpHBIC H3MEHEHHS,
TIPUHIMAS HJTH KOMITAKTHYIO, HJTH Pa3BepPHYTYO KoH(opMaIuio. B kommakTHO# KoH(DopMaIim
uHruodupymomero C-KOHIIEBOTO JIOMEHA J[BE O-CHHPAIU CXKHUMAIOTCS B aHTUMAPAIUICIBHYIO
IIMTHIIBKY, KOTOPas B3aMMOJCHCTBYET ¢ HEMHTHOMpyonM N-KOHIIEBBIM TOMEHOM. B Taxoii
C)KaToi KOH(OPMAIINH € TOITyCKaeT CBOOOMHOE BpateHue y. [Ipu mepexoe € 3 KOMIIaKTHOM
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(hopmBbI B pa3BepHYTyr0, C-KOHEI[ TOCTHTaeT CTaTOpHBIX (0/B) M poTopHOH (Y) CyOBEIUHMIT
{epmenTa, BctpanBaercs B unTepdeiic aDP/BDP/y F, n unrubupyer Bpaiienue HeHTpaibHOro
crepkHs [49-51]. TloapoOHBIM aHAMM3 CTPYKTyphl M KOH(OPMAIMOHHBIX W3MEHEHHH
€-CyObeIMHUIIBI IPUBEICH B paboTe UnHronanu u Jlynkana [50].

B MHUTOXOHAPHSX 3YKapHOT 3-CyOBEIUHHIA, TOMOJOTHYHAS PETYIITOPHOH CyObeANHIIIe
€ OaxTepuii, He 00Ja1aeT CHOCOOHOCTBHIO MHTMOMPOBaTh akTUBHOCTh ATPazel. dyHKnHIO
perysstopaoi cyobenuunpl B F -F  Bemonnser IF1 [48]. IF1 — s10 Genok maccoii ~10 x/la,
CTPYKTYpa KOTOPOTO CHIIFHO OTJIMYAETCS OT OAaKTepHaIbHOHN € CYOBCIHMHUIIBI: OH HE COIep-
KUT KaKoH-mnbo B-ckiiaadarToil CTpyKTyphl, @ B U30JIMPOBAaHHON (hopMe MPeICTaBISIET COO0i
OIMHOYHYIO o-crimpaib. [lomHopasmepnsiii IF1 B MuToXOHIpHAX cepama Obika oOpasyer
TOMOJVIMEPHBI KOMILIEKC, B KOTOPOM CIHPAIBHYIO CTPYKTYPY A AUMEpH3aluu odecrie-
ynBaeT C-xoHueBast obiacts IF1. JInuHHas o-cnimpanbHas CTpyKTypa B cpeanel yactu IF1
cBs13bIBacTCs ¢ uHTEpeiicom mapsr oDP/BDP, Torna kak kopoTkas criupanb N-KOHIa KOHTAK-
THPYET C Y-CyObeANHUIICH EHTPAIBFHOTO CTEPKHS, B pe3ylbTrare OIOKUPYIOTCS KOH(pOpMa-
LIMOHHBIE U3MEHEHUs P-CyObeAMHUIIBI, HEOOX0UMBIE JUIs KaTanu3a [S52].

O6a Mexanu3Ma, npeoTBpariaInie 6ecronesnoe pacxoaosanue ATP, — ADP(Mg?")-un-
rUOMpOBaHKE U OCITKU-MHTHOUTOPBI — HAXOJATCS TI0JT KOHTPOJIEM psijia (PaKTOpPOB, TAKUX Kak
usmenenue coorHomreHuss ADP/ATP, Benuunnsl pH u pmf, cmocoOCTBYIOIINX BpAIICHHIO
F -F, B HampasieHuu ruaponusa.

Br11o 06HApYKEHO, UTO € Y HEKOTOPBIX OAKTEPHil COTECPKUT CAUT CBA3BIBAHIS HYKICOTHAA
[53]. CeassiBanme ATP xoHTpOIMpyeT KOHGOPMAITMOHHOE COCTOSIHUE CYOBCIUHUIBI & TIPU
OTHOCHTEJIBHO BBICOKOM KOHIIEHTpaluy BHyTpuKki1eTouHoro ATP € cBsi3pIBa€TCs ¢ MOJIEKYJION
ATP n ee KOMIaKTHas CTPYKTypa CTaOMJIM3UPYETCS, HE NPENATCTBYs Bpamenuto F -ATPaspr
B HarpaBJyieHuU Tuiponn3a [54, 55]. IIpyu oTHOCUTEIIEHO HU3KOW BHYTPUKJIETOUHOM KOHIICHT-
pauuu ATP, cyOpenuHMIIa € NPUHUMAET Pa3BEPHYTYIO KOH(MOPMAIMIO M, KOHTAKTUPYS C
CyOBeIMHUIICH Y, TOPMO3UT rHapons3 3, 12].

Jnst mexotophix 6akrepuanbHbix FF, Obuto nmokaszano, urto ah@uHHOCTE CBA3bIBAHHUS
ATP c cyObearHUIIEH € MOBBIIAETCSA B HECKONIBKO pa3 mpu uaMeHennu pH ot 7,0 go 8,5 [55].
Y MiekonuTaommx nHruonpyronwii 6enox IF1 Taxke perymupyer ckopocts ruaponusa ATP
pH-3aBucuMbIM 00paszom [56]: mpu nossiieand pH numepst [F1 00beMHSIOTCS B HEAKTHUB-
HBIE TeTpamepsl [57].

Xopormo u3BecTHO, YTo MoMuUMO cooTHomeHus ADP/ATP un m3menenust pH, MexaHusm
TOPMOXKEHUS TUAPOJIU3A PEryJUpyeTcs INPOTOHHBIM MOTEHUUAIOM. AKTHBAaLUs T'MIPOJIN3a
ATP pmf—5T0 yIUBUTEIbHOE SIBICHHUE, I0CKOIbKY MepMOOUHAMUYecKy pmf NOIKEH MPensTCT-
BOBATh IIPOTEKAHUIO OOPAaTHON peaknnu. B HacTosIee BpeMs yCTaHOBJIEHO, YTO SHEPTU3AIHS
CONPATAIONIMX MeMOpaH MPHBOIUT K ObIcTpoil aktuBamuun ADP(Mg?")-uHrnbupoBaHHON
TUJPOJIUTHIECKON akTUBHOCTU F -F| mpakTnuecku BO BCEX HMCCIENOBaHHBIX OpraHM3Max.
[Ipeanonararot, 4yTo pmf BBI3BIBACT 3HAYUTEIbHBIC KOH(POPMAIIMOHHBIC U3MEHEHUS B CTPYK-
Type hepMeHTa, CHIXKAET CpOoACTBO hepMeHTa K MHrHOupyromemy ADP(Mg*") u crioco6CcTBYyeT
€ro BBICBOOOXKICHHUIO M3 KaTaIUTHIECKOro caiTa [58—60].

B psine pa®ot ObLIM NMOTYYEHB! YKa3aHUsS HA TO, YTO prif BOBICUCH B PETYIISIIUIO HHTHOH-
pytommero aevicteus € [51, 61 1 ulF1 [62, 63]. [lonararot, uTo pm/BBI3bIBacT KOH(POPMAITMOHHBIC
HU3MEHEHWSI, CIIOCOOCTBYIOIIHE BEICBOOOKICHUIO HHTHOHpYIommero C-KoHIa &-CyObeINHHIIBI
[52], a Taxke nucconmanuto IF1 u3 muroxonapuanshoi F -F [62, 63].

Ocoboe CBOMCTBO BCEX OMMCAHHBIX BBIIIC MEXAHH3MOB TOPMOXKCHHUS 3aKIIOUACTCS B
TOM, YTO OHH OOECIICUMBAIOT OOHOHANPABLEHHOE TOPMOKECHHE THIPOTUTHICCKONW aKTHB-
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HOCTH (pepMEHTHOTO KoMmIuTekca. benkoBeiid mHrnouTop IF1 He oka3piBaeT HUKAKOTO BITUSTHUS
Ha cuHTe3 ATP u dyHKIMOHHpYeT Kak n3duparenbHblii nHruouTop ATPasHoil akTHBHOCTH
FF [48, 63, 64]. Dbdexr ADP(Mg*) Taxke NpOsBIAETCS OJHOHANPABIEHHO: B CyOMHUTO-
xonapuanbhbx yactunax (CMY) F -F |, ceobonnas ot IF1, e runpomasyer ATP B pesynbrare
ADP(Mg*")-TopMOXKEeHH s, HO MOJIHOLECHHO KaTanu3upyeT cuate3 ATP [65]. DkcriepuMeHTbI
Mo Kpocc-cumBaHuio C-KOHIIEBOTO JIOMEHA PA3BEPHYTON € TAKXKE MOKA3AJIH, YTO (pepMeHT
MHTHOMpYEeTCsl B HANpaBiIeHUH Tuaponn3a ATP, omHako MOTHOCTHIO (PYHKIIMOHAIEH B CHHTE3€
ATP [50]. SIBieHue OHOHANPABICHHOTO HHIMOWPOBaHKs ObLIO MOKa3aHo eie B 70-X romax
nis F F | Tunakonanoi MeMOpaHbl XJI0pOIUIacToB [66], a 3aTeM [UIs MUTOXOHIPUATILHOTO [65]
u OakTepraiIbHOTO GepMeHTOB [7, 9, 49]. Takum obpa3om, H30HpaTeTLHOE TOPMOKEHUE TH-
pomuza ATP — yHuBepcaibHOE CBOMCTBO Beex M3BECTHBIX F F.

HyxHO OTMETHTB, YTO OOJBIIMHCTBO AaHHBIX O perynsuuu F -F Obuio momyueHo npu
uzyuenun ATP-runponasnoii akrueroctd F mimu F -F | B cocTaBe HeconpshkeHHBIX MeMOpaH,
HE CITIOCOOHBIX IMONEPKUBATh MEMOpPaHHBIH MOTeHIHAN. lccienoBanue OTHOCTOPOHHETO
JIEHCTBUA PEryJISTOPOB OKHUCIUTEIBHOTO (PochopuianpoBanus U poiu pmf B PEryIsalun
F-F, morpeGoBasno BBeIeHUs B NPAKTHKY MPENApaToB, CHOCOOHBIX KaTalW3MpOBaTh MPOTE-
KaHHME peakiuu B 000ux Hanpasienusx. Takum oObexTom okasancs F-F, B cocrase cy66akre-
pHaNbHBIX YaCTHIL IOYBEHHON Oaktepun P. denitrificans (PdF 'F ).

IV. P. DENITRIFICANS - TIPUPOJHAS MOJAEJIb
OJHOHAIIPABJIEHHO ®YHKIIMOHUPYIOWIEI'O F 'F,

Hasno nsBectHo, uto F -F B P. denitrificans [4], a Taxxke B psijie APYTMX MUKPOOPTaHU3MOB
[5, 67], B yacTHOCTH, B MHKOOAKTepHsX [6, 7, 68]), TEMOHCTPUPYIOT BLICOKUE CKOPOCTH CHH-
te3a ATP, Ho npakTtudecku He criocoOHbl K ATP-3aBucuMoOl TpaHCIOKalMK MPOTOHOB U3-3a
HU3KOW WITU JIATEHTHOM aKTUBHOCTH ruiposn3a ATP u, Takum 00pazom, mpencTaBIisitoT co00i
¢dusnonoruuecku HeoOpaTuMblie pepMeHTsI [4].

W3ydeHnue cuCTeMbl OKUCIUTENBHOro (hoChOpPHINPOBAaHUS B LEJIbIX OaKTepHaIbHBIX
KJIeTKAX MJIM WHTAKTHBIX MHUTOXOHJAPHSAX OCJIOKHEHO TPAaHCMEMOpPAaHHBIM (B OCOOCHHOCTH,
PpMf-3aBUCUMBIM) TIEPECHOCOM META0OJIMTOB. YIOOHBIM OOBEKTOM HCCIICIOBAHUS DHEPIo-
peobpa3yonmx GepMEeHTHBIX KOMILJIEKCOB CIyXaT Mpernaparbl HHBEPTUPOBAHHBIX (BbIBEP-
HYTBIX) MeMOpaH: CyOMHUTOXOHIpHAIbHBIE WM CyOOaKTepHAIbHBIC YACTUIIBI, Y KOTOPBIX
aKTUBHBIC IICHTPBI (DEPMEHTOB JOCTYITHBI JUIs CYOCTpaToB M HHTHOUTOPOB [69]. Kpome Toro,
JUISL KaTaJli3a HYHEPro3aBUCUMBbIX PeaKIMi MeMOpaHbl TAKUX MPENapaToB JIOJHKHbBI COXPAHATh
CHOCOOHOCTb K CONPSI’KEHHIO, T.€. 0CTaBaThCs HETPOHUI[AEMBIMU JJISI IPOTOHOB, U MOJAEPKH-
BaTh pmyf, 10CTATOUHYIO JUIsd oOecriedeHust dSHeprue cuaTe3a ATP.

BonpImHCTBO MIMPOKO MPUMEHSIEMBIX B OMOIHEPTETHICCKHIX IKCIIEPUMEHTaX MeMOpaH-
HBIX IIPENaparToB (HampuMep, noaydeHHsle u3 E. coli [70] uau u3 MUTOXOHpUI cep/la ObIka
[71]) xapakTepn3y1oTCsi BRBICOKUMH CKOPOCTSIMH ITPOTOHHBIX yTedeK (0003HAYEHHBIX Ha puC.
A BOJHHUCTOM JMHMEN), YTO 3aTPYIHSAET WM J€JIaeT HEBO3MOXHBIM MCCIEJOBAaHUE CHHTE3a
ATP. B Hacrosiee BpeMs B KauecTBe HauOosee MOAXOAAIIET0 00BbEKTa AJISl UCCIIEAOBAHUS
perymsinnn F -F, paccMarpuBaroT ()epMEHTHBIA KOMIUIEKC B COCTaBE MEMOpaH MOYBEHHOM
Oaktepun P. denitrificans. P. denitrificans naBHO TpHWBICKaJl BHHUMaHHUE HCCIEIOBaTeIICH-
061O3HEPreTUKOB [72], NOCKONBKY AOCTATOUHO MPOCTHIC MPUEMbI MO3BOJSIOT MOIYUYUTh U3
3TOr0 MHUKPOOPraHW3Ma IPOYHOCOIPSDKEHHBIE 3aMKHYThle MeMmOpaHbl [73]. IlpoTtoHHBIC
YTEUYKH B TaKUX IpenapaTax HU3KU U CPAaBHUMBI C yTE€UKaMH B MHTAKTHBIX MUTOXOHAPHUSX, HO
3HAYUTENIbHO HIXKE, yeM B CMY (okoso 20%, 10% u 60% cootBeTcTBeHHO) [74]. MemOpaHbl
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P. denitrificans ciocoOHBI IOJIEPIKUBATE pmif, 00ecTIeYrBAONLY 0 d3QPeKkTHBHbIN crHTe3 ATP
[75], uTO nenaeT BO3MOXKHBIM CpaBHHUTEIbHOE M3ydeHHE cuHTe3a/ruaponuza ATP u pomn
MeMOpaHHOro noreniuana B perynsiuu F -F . Menno mostomy meMOpaHHbIE mpenaparh
P. denitrificans ¢ 70-X TOJJOB OCTalOTCs MOMYJISAPHBIM 00BEKTOM HccieoBanuii [14, 72, 76].
HemanoBaxHo, 4TO BBINICTIEPEUUCIICHHBIE CBOICTBA P, denitrificans TO3BOJSIIOT BBITIONHSATH
napanjeabHbIe CTPYKTypHBIC U (PYHKIIMOHAIBHBIE HCCIIEIOBAaHUS (DEPMEHTOB B UX €CTECTBEH-
HOM OKPY’KEHMH.

PdFF, paccmarpuBaior kak camyro Obictpyio ATP-cuHTasy W camyio MENICHHYIO
ATPa3y u3 Bcex onucaHHbIX: cooTHouenue ATP-cunrtasHoit u ATPa3Hoil akTuBHOCTEH Gomnee
gem B 100 pa3 BbllIe, 4eM y JApyrux OakTepuid, Takux Kak E. coli, 1 y MUTOXOHJIPHAIHLHOTO
FF, [8-10]. Takum o6pa3zom, kommieke PAF ‘F mpencrasisier coboii naunbonee sppexTnBHO
KOHTPOJHMPYEMBIH U IO CYILIECTBY OJHOHAIMPABIEHHO PaboTaoMMi (hepMEHT, KaTaIu3upyo-
it cuare3 ATP [4].

PdF -F, 6bu1 mosy4en B M30JMpOBAHHOM BHJIE, U ObLIa YCTAHOBJIEHA €TO CTPYKTypa. OH
HUMEEeT XapaKTepHoe [ OaKTepuid CTPOCHHUE: B €r0 CTPYKTYpe ObLII 0OHApYKEHBI BCE JIEBATH
CcyOBbeMHUI] (pepMEeHTa: TPU KOIHUH O- U -CyOBETUHHMI M 1O OAHOW KOMHM KaXJOW U3 Y-,
0-, &- ¥ a-CyObeIMHMUII, 110 OJIHOM KOIMH KaKJ0W U3 b- U b'-CyObeIMHUII B TIEpUPEPUICCKOM
CTepIKHE, CTEXMOMETPHsl c-Konblia paBHa 12 [77, 78]. B onbiTax ¢ OAMHOYHBIMU MOJIEKYJIaMH
OBLIO TIOKA3aHO, YTO B OTIIMYKE OT BCex Apyrux F -F,, neMoncTpupyommx mecTs uim 1eBsTh
0CTaHOBOK Ha o1l 060poT, PAF -F| mpu Bparmennu nenaet TombpKo Tpu 0cTanoBKH Ha 120° 6e3
HPOMEKYTOYHBIX 33/ICPXKEK. YHUKAIIbHAS YIIPOLIEHHas xeMoMexanuueckas cxema PdF -F B
Hacrosiee Bpems uccieayercs [79, 80].

Bricokass compspKeHHOCTh MEMOpaHHBIX TIPETapaToB MO3BOJIJIA JETANBFHO OIHCATh
KMHETHKY Kartanusupyemoin PdF -F mpsamoii peakuun sneprozasucumoro cuntesa ATP [8,
81]. Onnako uccrnenoBaHre OOPaTHOM PeaKkIMU CTaja0 BOSMOXKHBIM TOJBKO MOCHE OTKPBITHS
(hakTOpOB, BOCCTaHABIUBAIOIINX JIATCHTHYIO ATPa3Hyto akTHBHOCTH (hepMeHTa. XOTs Tpaiu-
[UOHHBIE ITPHUEMBI 0CBOOOKIeHUs pepmenTa oT ADP u Mg?" (MHKyOaIust ¢ MpyBaTKUHA30M
u OJITA) He namu pesynsrara [9], ruaponau3 ATP MHOrokpaTHO aKTUBHPOBAJICS IETEPIEHTOM
LDAO [10] u oxcnannonamu, Takumu Kak cyinbdur [10, 82]. Kpome Toro, F F -ATPa3za
MOXET OBITh 3HAUUTEIHHO akTuBUpoBaHa pmf [9, 10]. B nmaboparopun A. J[. Bunorpamosa
JIETAJIHO UCCIIEI0BANIM TUPOJIMTHIECKYI0 aKTMBHOCThL mpenaparoB PdF -F , crnocoOmbix
MOJJICP)KMBaTh BBICOKHMI MEMOpaHHBIH TOTCHIMAN, W OOHApYKWIH, 4TO pmf HYXKEH He
TOJNBKO JUTS HHAYKITNH, HO ¥ ISt monaepskanust ATP-runponasHoro cocrosaus pepmenra [17,
60]. PazoOmenue vactuil (pacceuBaHue pmyf) NIPUBOAUIO K MAJACHHUIO pimf-aKTUBUPOBAHHOM
ATPa3Hoii akTuBHOCTH, @ ADP B HU3KHX (MHUKPOMOJISIPHBIX) KOHIICHTPAIUAX yBEINYHBAI
CKOpPOCTH JIeakTHBaNn. Ha 0CHOBaHNY MPUBEICHHBIX ONOXUMUIECKUX HCCIICTOBAHMUH (aKTH-
Bupyrouwii 3bppexr LDAO, cynsdura u pmf) 3akmrournn, yto ATPa3Has akTHBHOCTB pery-
mupyercs ADP(Mg?*). Cnenyer ormetuts, uto PAF -F| nemoncTpupyeT oueHb BEICOKOE CPOJI-
ctBo k ADP [60].

CyObemunnna ¢ B PAF 'F, ne nnrubupyer aktusnocts ATPasbl [83]. B rononnenue k 5
KaHOHMYECKUM CyObenunuuam Oakrepuansbubix F ATPas B PdF 'F, u poxcTeenHsix a-mpo-
TeobakTepruii 00HAPYKWIIM HOBYIO IIECTyt0 cyObeauuuity Maccor 11 k/la, Ha3Bannyto ( (B
nopsiJike yObIBaHUS pazMepa OTHOCUTENBHO €) [83]. B cyObenunumie  chopMupoBaH Mydox
U3 YeThIpeX o-CIIUupaseid, HarmpaBleHHBIX BHU3-BBEPX-BHU3-BBEPX, 1€ 0.1 M 03 pacronoxKeHbl
AHTUTIAPAIUIENIFHO, a 02 U 04 OPUEHTHPOBAHBI O]l YIIIaMU OKOJIO 45° OTHOCHUTENBHO JBYX
Ipyrux crupaineil. N-KOHIEBOU JOMEH NpeAcTaBisieT co00i NPOTHKEHHYIO O-CIIUpallb, U CUHU-
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TalOT, YTO €€ CerMEHT 1—-19 MOXKeT coBepIIaTh MApHUPHBIC IBUKECHUS OTHOCHTEILHO OCKO-
Boro siipa [84]. TIoNMHOCTBIO CTPYKTYpa CyObeIUHHIIBI {, e KOH(DOPMAIIHOHHBIC U3MEHEHHS
U CPaBHEHHE CO CTPYKTYPOil Apyrux OEIKOB-HHUTOUTOPOB MOAPOOHO paccMOTpeHa B paboTe
3apxko-3aBaisl 1 coaBTopoB [11].

Bruto mpeamnonoxeno, 4to B P. denitrificans nHTHOUpYIOImAs (GpyHKIUS TIEPEHOCHUTCS C
cyobenununpl € Ha C. Takum oOpazom, cyObeanHua { MOXKET MPEACTaBIATh COOON HOBBIH
MEXaHU3M peryJsnnu 6akrepuanbioi F -F [85]. Ponb { B MHrMOMpoBaHMy MHIPOIHTUIECKOM
aktuBHOCTH PdF moaTBepannm B onbITax ¢ BpameHUeM OMHOYHBIX MONEKy [79]. Ynanenue
N-konueBoro nomeHa (ocratku ¢ 1 o 14) B cniupanu ol ycrpanset nogasnenue ATPassr [85].
OTO yKa3bIBaET Ha TO, YTO N-KOHIIEBOH TOMEH { UTpaeT aHAJOTHIHYIO POJIb B MHTHONPOBAHIH
ATPa3pl, uto u C-KOHIICBOW JIOMEH CyOBCIMHHIBI € dyOakTepuid. [Ipemmonararot, 4To
{-cyObeauHuIIa UMEEeT CAlT CBA3BIBAHUS alCHUHOBBIX HYKJIEOTHIOB [85], U, IO aHAJIOrHHU C
e-cyObeTuHuUIIeH, ee KOH(OPMaIOHHbIC H3MEHEHHS KOHTpoHpyeT cootHomenue ADP/ATP, o
HaJIS)KHBIX TIONTBEPIKICHUI 3TOMY MPEAITOIOKEHHIO ITOKa HE TOIYIeHO. AHAIH3 TbIXaTeIIh-
HOIi 1enu U HochoIUNUIHOrO cocTaBa MeMOpaH nokasail, 4to P. denitrificans uMeeT camoe
0OJBIIIOE CXOJCTBO C MUTOXOHJPUSMH COBPEMEHHBIX MJICKOTIMTAIONINX W HapSIy C JIpy-
THUMH O-TIPOTEO0AKTEPHSIMA (PUIOTEHETHIECKN CBS3aH C IPOTOPHIOCHMOMOHTOM, NABIIAM
Ha4yano MuToxoHapwsMm [16, 86]. Cuuraercs, 4TO MOCIE yTPAaThl WHTUOUPYIOUICH (YHK-
UK £-CyObEeIMHUIBI B KaueCTBe OcHOBHOrO muruburopa F -F, ATPaswl B P. denitrificans
JIPYTUX CBOOOHOXKMBYIIHX O-TIPOTEO0AKTEpHUsIX dBoOIrOIOHUpoBaa ( [85, 87]. BeposTHo,
YTO B JaJbHEHIIEM B MUTOXOHIPHSAX dHIOCHMOHOTHYECKOTO ITPOUCXOXKICHUS HE3aBUCHMO
nosieuiics IF1 [87].

V. MEXAHU3M OJHOHAITPABJIEHHOW PEI'YJIAIIUA F,F,
O NPUHIUITY «XPAITIOBUK 1 COBAYKA»

OO0HapyxeHnue HOBOW cyObenuHuIbl { B P. denitrificans MOATONKHYIO UCCIenoBaTeyeld Bep-
HYTHCs K BOIPOCY O MEXAHU3ME OJIHOCTOPOHHET0 MHrubupoBanus F -F v pomnu B Hem npupos-
HBIX OEJIKOB-HHTHOUTOPOB. MeTomaMy (pyHKIIMOHAIBHOTO W CTPYKTYPHOTO MOJCIHPOBAHUS
STOT MEXaHW3M MHTMOMpOBanus ObUT moapoOHo uzyuen mis PdF -F,. Cormacno stum uccne-
noBaHusM, C-cyObemuumnia Bxomut B PAF, uepes otkpwiThiii untepdeiic aE/BE n npukpen-
JseTCsl K HeMy ¢ ToMolibio C-KOHIIEBOTO JoMeHa. [Ipu 3ToM BBICOKOMOOMIIBHBIN N-KOHEIT
{, ICXOIHO HAXONWBIIHUIICS B pa3yNoOpsI0YEHHOM COCTOSHHWH, B3aUMOJICHCTBYET C CyOBemu-
HUIIEH Y B LEHTpalbHOM cTepkHe. [locne nByX 4acTHYHBIX OBOPOTOB Y/e Ha 120° (mepe-
xo7 B KoH(popmanuio aTP/BTP B pesynsrare cBsaspiBanust ATP u nmocnenyrommii nepexos B
cocrostare o.DP/BDP mocinie ruaponmza ATP) N-koHer TpaHcOpMUPYETCS B JNTHHHYO JKECT-
KyIO O-CIUpPajib, U IMPOUCXOIUT 3aKIOUUTENbHAS QuKcaus { B ee KOHCYHOM WHTUOUPYIO-
meM nonoxkenud [11]. Takum o6pa3om, N-koHIEBas o-CMpaib { OJIOKUPYET BpalleHUE v, B
TO BpeMsI KaK IIOOYISpHBIA TOMEH yrnepkuBacT { B CBsI3aHHOM ¢ mHTepdeiicom aDP/BDP/y
nonoxxeHnu [88]. B3aumonericTBust { ¢ neHTpadbHbIM cTepskHeM ATPa3bl ObuTH mOATBEpIK-
JIEHBI C TOMOIIBIO SKCTIEPUMEHTOB 110 XUMHUECKOMY CHIMBaHUIO [85, 89].

B crpyxtype mpupomHsix 6enkoB-uHrHOuTOpoB € u IF1 Takke Oputo 0OHApyKeHO aBa
(QyHKIMOHATBHBIX IOMEHA: [T IPUKPETUIeHUs K o/ B-untepdeiicy F| u s B3anmonericTaus ¢
cyObenununeit v. IF1 ue npezcrasisier coboit uurerpanbuyo cyorenunuity PAF , on uuru6u-
pyeT GepMeHT IyTeM CBA3bIBAaHHS-HCCOIMAlNU. [[epBUYHAs, BTOPUYHAS U TPETUYHAS CTPYK-
typa IF1 cunmpHO OTIIHYaeTCs OT CTPYKTYpPBI OaKTepHaIbHBIX HHTHOUPYIONIHX &- U (-cyObean-
HUII, TOCKOJIbKY OHA HE BKJIIOYAeT KaKoi-1100 B-ckiiaauaroil crpykTypsl. OTHAKO CTPYKTYPHO
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pasznmuunbie IF1 u {-cyObeauHMIIA O-TIPOTEO0AKTEPUI pPEeaTU3yrOT aHAJOTHYHBIA MEXaHU3M
TOPMOKEHUS: BXOJl —> BpalleHne — GOPMHUPOBAHHUE )KECTKON Oi-CITUPATTH —> OJIOKUPOBKA Bpa-
wenns [22]. Tak narubupyromuii N-konen IF1 Bxoaut B F -ATPa3y 4epe3 OTKPBITHII KaTay-
tnyeckuii cait oE/BE. 3atem nocie cesi3biBanus ATP B 3TOM caiiTe KOMIUIEKC CyObeANMHHII Y/€
MIPETEPIEBACT J[BA YACTHUHBIX TTOBOPOTA MPOTUB YaCOBOH cTpeakH Ha 120°, uToOsl mpeodpa-
3oBarb 0.E/BE cHauana B aTP/BTP-kordopmep 1, HakoHel, nmocie ruaponusa ATP B koHpop-
Maruio aDP/BDP. B mutoxonapuansaoM IF1 BeIcOKOMOOHIBHBINA N-KOHEI[ TAK)KE MEPEXOIUT
B JKECTKYIO O-CITUpanb, Kak u B (. JInMHHAas a-crnupanbHas CTPyKTypa B cpenHei yactu IF1
cBsizbIBaeTcs ¢ nHTepdericom mapsl aDP/BDP, Torna kak kopoTtkast crimpaiib N-KOHIIa KOHTaK-
TUPYET C Y-cyObeqUHULIEH U OJIOKUpYeT AajibHeillee BpalleHHe Y, YTO HaXOAUT MOATBEPK-
JIEHUE B KpucTamuieckon crpykrype komruekca F —IF1 [52]. Cesseisanue IF1 u § B oqHoM
¥ TOM K€ MHTHOMpPYIOIIeM MOJOKEHUH Ha rpaHune pasnena aDP/BDP/y coorBeTcTByrOmmMx
F, GbUIO MOATBEPKIECHO aHAIM30M (DYHKLIMOHAIBHOM KOHKYPEHIMH, KOorja 00a HHrMOUTOpa
ces3biBanuCh ¢ oDP/BDP/y-untepdeiicom F| P. denitrificans [87, 90].

MexaHu3M HHrHOMPOBAHUS ITyTEM BCTPaMBaHHUs M KOH(OPMAIMOHHBIX TIEPECTPOCK (HEYTIO-
PSIOYEHHBIN KOHELl — JKECTKAas Oi-CIIHPAaIb), OMMMCAHHBIN 7151 N-KOHILIEBOH o-criupaiu {, mpea-
MOJIAraroT TAKXKe JJIsi HHTHOUpYIomien o-crupainu C-KOHIIEBOTO JIoMeHa CyObeAMHUIIB € [49].

Takum 00pazoM, 10 CyTH, MEXaHU3MBI TOpMOXKeHHsI Tuaponu3a ATP Bcemu Tpemst HHTH-
ouropamu — g, [F1 u { — cxoxu: OHM NPeIOTBPALIAlOT KOH(POPMALIMOHHBIE H3MEHEHHUS KaTalu-
THYCCKHUX HHTEP(EHCOB 0/, yTeM B3auMOJCHCTBUS C Y 1 MHTHOMPOBAHNUS BPAIICHNS [IEHTPaIb-
HOTO CTepIKHS, T.€. (PaKTUUESCKH MPEIOTBPAIIAIOT ABIKECHAE POTOPA MEXaHHMIECKUM ITyTeM. B
T0 e camoe Bpems u cyobeunuua C B PAF 'F , u cyObeunnia € u IF1 B npyrux F -F ATPasax,
He TopMo3aT CW-o000pot poropa npu cunteze ATP [88]. MexaHn3m ogHOHANPaBICHHOTO
uHrHONpoBaHus runponusa ATP monroe Bpems 0cTaBaicsi HEBBISICHCHHBIM.

Uro0bl 00BACHUTH U30UpaTENIbHOE JeicTBHE OEIKOB-UHIMOUTOPOB, IPEAIOI0KUIH, YTO
OHHU Pa0OTAIOT MO MPUHIIUITY XPAIlOBOIO MEXaHMU3Ma, MIEPBOHAYATIBHO MPEATIOKEHHOMY IS
WHTHOUPYIOIIETO JeHcTBUs OakTepranbHON cyObequHnIIb! € [49]. CortacHO aKTHBHO 00CYX-
JaeMoll B HACTOsIIIee BpeMsi ruroTese, npu ruaponmnse ATP (-cyorenunania GyHKIHOHUPYET
Kak co0auka (3arieska) XxparnoBoro Mexanusma («a pawl of aratchet»), oOpazoBannoro cyonenu-
Hutei y (puc. 3). [IpennonararoT nBa criocoda n3dexarb OJOKMPOBKH BPAIICHUS Y CyObEIHU-
Hutei ¢ B mporiecce cuateza ATP. B mepBoit Mojienu (koHpopManmoHHas co0auKa-XparnoBHK)
N-koner { MOXKET YaCTUYHO WIJIM TIOJTHOCTHIO BRICBOOOXKIAThCA B pe3yiIbTare KOHPOPMAaILIMOH-
HBIX W3MCHEHWH, BBI3BAHHBIX PA3IMYHBIMH (haKTOpaMH, HampuMep, cBs3biBanueM ADP u/
um P, Bo Bpemst CW-o60pora ATP-cunTasel. B cOOTBETCTBUM €O BTOPOii MOJENBIO (MEXaHH-
YEeCKUH XpanoBuK) cyObenuHuna { MOCTOSHHO CBSI3aHa C Y, HO [IPH BPAIICHWHU POTUB Yaco-
BOM cTpenku {, «3acTpsaBias» B uatepdeiice aDP/BDP, mpeononeBaeT npensTcTBrE 3a CUET
SHEPTUU NPOTOHHOTO IpaJiueHTa (pmyf) /Wiy 3a cuet sHepruu cesasbiBanus ADP/P. [88, 89].

OYHKIHUOHATBEHOE CXOJCTBO MEX 1y HHruOuTOpami €, C u IF1 mo3Bossier npeanonoxuTh,
YTO BCE OHM MOTYT paboTaTh KaK OJTHOHAPABICHHbIC XparoBbie MexaHu3MeblI [47, 49, 88, 91].
Tak, KapThl KPHOAIECKTPOHHOH MHUKPOCKOITUH TTOATBEPKIAIOT, UTO KOHTAKT MEXKIYy CyOBenu-
Huuei € u fTP 6nokupyeT BpalleHre eHTpalbHOrO POTopa B HanpasieHuu rugponusa ATP,
B TO BpeMs KaK OH BCE ellle MOXKET CBOOOIHO Bpamiarbcs B HamnpasieHuu cuHte3a ATP, uro
MOXET OOBSCHUTH CIIOCOOHOCTh CYyOBCAMHHUIIBI € M30UpPATEIbHO MHTMOWPOBATH THAPOIH3
ATP [91].

O6a BapraHTa BEICBOOOXKICHUS OEITKOB-UHIMOUTOPOB — KOH()OPMALMOHHBIH 1 MEXaHH-
YeCKUH — OBLIH MpeIIoKeHbI HelaBHO [ 11, 92], 1 poik dHEpTHU3aMK MEMOPAHBI U CBSI3bIBAHUS



FF, ATP-cunraza/ATPaza Paracoccus denitrificans 137

Mmoponns ATP A CuHTe3 ATP

Puc. 3. Nnrubuposanue runponuza ATP
B F ‘F P denitrificans (-cyObemuuuneii no
MEXaHU3MY «XPAaTloBUK U COOAUKay.

F, P. denitrificans (Buz cBepxy): rexca-
mep o3B3, v u C (cyObenunuiiel & u bb' He
nokasansl). B unrepdetice aDP/BDP o6pa-
3yeTcst HeOOJIBIIIOE YIITyOJIeHHE, BBITIOTHSIIO-
mee poib 3yOua «xpanoBuka». CyObenu-
Huna { B KOMIUIEKCE C CyObEAMHUIICH Y

(YHKIIMOHMpYET Kak 3aiienka («coOauka)y.

MexaHH3M «XparoBUKa U COOAYKm» obec- ap-rekcamep
MEYMBACT CBOOOIHOE BpAILCHUE CYObEIu-

HULBI Y B Hampasienuu cuaTe3a ATP, o @ y-cy6beanHuLa
OCTaHABJIMBACT BpAIllCHUE B HAMPABICHUU

rugponusa ATP. b C-cy6beanHuua

CyOCTpPAaTOB B ATHX MOJICIISIX [TOKA HE yCTaHOBIeHA. OHAKO TOKAa3aHO, YTO IIPH BO3HUKHOBEHUH
Ha MeMOpaHe P. denitrificans TIPOTOHHOTO TpaJWEHTa YBEIHMYUBACTCS IOCTYITHOCTH (
st tpurcuHa [10], 4To yka3biBaeT Ha BO3MOXKHOCTBH pmif-3aBUCHMOIO BBICBOOOMKICHUS
(-cyObequHUIBI.  AHAJIOTHYHBIM 00pa3oM, SHEPru3alys MHTOXOHIPHAIBHON MeMOpaHBI
yBenmuuBaia A0cTymHocTh IF1 jis antuten [93], 9To B 000MX CllydasX CBHICTCIBLCTBYET B
MOJIb3y KOH()OPMAIIMOHHOTO MEXaHHU3Ma «XPAlOBUK U COOaYKay.

Useectho, uto F -F -MukoGakTepuit Takxke He cniocoOHbl K ATP-3aBHCHMMOI TpaHCIOKa-
LMY TIPOTOHOB M3-32 HU3KOW WIIM JIaTeHTHOW akTuBHOCTH ruaponmsa ATP [7, 13, 68]. B ux
CTPYKType Oblia OOHapyxkeHa crneuuduyeckass HHCEPLHMOHHAs IOCIEI0BaTeIbHOCTh Ha
C-KkoHIIE 0-CyObEMHUIIBI, KOTOPAsi CBSI3BIBACTCS CO CHEIU(PUUSCKON METIe cyObheTuHHIIBI
Y, ¥ OJIOKUpYeT BpalllcHUE B HAIIPABIICHUH MIPOTHB YacoBoi cTpeiku [94]. Kpome Toro, Ob110
MOKA3aHO, YTO CJIUTas bd-CyObeAMHHIIA MUKOOAKTEPHI CONEPIKHUT JAyOJIUPOBAHHBIN JOMEH
B CBOEM N-KOHILIEBOM YYacTKE, KOTOpBIA B3aUMOIEHCTBYeT ¢ N-KOHLEBBIMHM y4acTKaMH
a-cyOobearHUIBI [95]. B3aumoelcTBrE 3THX CIIEU(PUUECKUX CTPYKTYP MUKOOAKTepHAILHOM
F 'F, Taroke paccMaTpuBaroT Kak 2JIEMEHTBI MEXaHU3Ma «XPAIOBUK M COOaUKay.

C npyroii CTOPOHBI, B TUTEPAType HAKATUIMBAIOTCS JaHHBIE, TPOTHBOPEYAIIIE TUIIOTE3E
XparmoBOro Mexann3Ma. Tak, HampuMep, XOTsS ayTonHrnonpoBaHne C-KOHIIEBBEIM JOMEHOM
e-cyobennnunbl (eCTD) Obuto 3apeructpupoBano niis F -F| mexoropeix Gaxrepuii (E. coli,
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Bacillus spp., C. thermarum TA2.A1) [54, 67], 3TOT 1OoMeH B OakTepuaibHBIX (pepMeHTax
sBisieTcsl HanOosee BapuadenbHbM [ 14, 47]. Kpome Toro, y pa3HbIX BUAOB OaKTEpUH CTPYK-
Typbl, ONIPEENEHHbIE IS £-CyObEIMHNLL, KaK M30JIMPOBAHHBIX, Tak U B coctase F u F 'F ,
MOKa3bIBAIOT JTHOO TOJNBKO «HWXKHEe» (KomraktHoe) [15, 67, 96], 1mb0 TOIBKO «BEpXHEE»
(pa3BepuyToe) cocrosaue €CTD [91], 4To cTaBUT MO COMHEHHE MpEAIoiaraeMbie KOHPOP-
MaIlMOHHBbIE M3MEHEeHUs &-CyObenuHulbl. Tak, B F nucleatum [14] u M. smegmatis [15]
€-CyObeIMHUIIA HAXOIUTCS B HWYKHEM TIOJIOKEHUU M TOpMOXkeHHue ruaponmnza ATP omocpe-
JIOBAaHHBIM &-CyOhETMHUIICH XPAITOBBIM MEXaHIU3MOM HE MOXKET ObITh peann3oBano [12]. Top-
Moxkerue ruaponuza ATP ¢ momolpto &-CyObeInHUIIbI, TO-BUIUMOMY, HE MTPOUCXOAUT U Y
PdF :F, [88] (€ To’kKe B HMKHEM TIOJIOKEHUH) M y AIPYTHX O-TIPOTE€OOAKTEPHUIA, KOTOPBIE MCTIONb-
3YIOT PETYJISITOPHBIA MEXaHU3M, yIpaBiseMblid {-cyobeaununeit [12, 85].

'Y HEKOTOPBIX OPraHU3MOB PETYIIAIMS £-CyObeTUHHIIBI cBA3bIBaHMEM ATP Taroke He Haxo-
JIT TIOATBEpKJAcHUA. B paHHuXx paborax Ha Bacillus subtilis Opu10 IOKa3aHO, YTO CyOBEIH-
HUIa € uMeet caiT cBs3biBaHusI ATP u cszpiBanie ATP BrI3piBacT KoH(pOpMAMOHHEIE TIEpe-
XOJIbl €-CYOBbEMHMIIBI U3 «BEPXHET0» MHTUOUPYIOIIETO COCTOSHUS B «HHMXKHEE» COCTOSHUE
CIIUIBKW» U cTa0mm3upyeT ero [54, 97]. Tem He MeHee, 3Ta pollb, BEPOSITHO, OTpaHHYeHA
Bunamu Bacillus, nockonbky ATP-cesizpiBaromuii Mot 1 ATP-3aBucHMOE (yHKIIMOHUPO-
BaHUE € B LIEJIOM HE COXPAHSIOTCS Y Apyrux poaos Oakrepuii [47]. B C. thermarum € cB3bI-
BaeT ATP 1 HaxoAnTCs B KOMITAKTHOH KOH(OpMAIy, HO MyTaHTHas e-cyobeaunnna C. ther-
marum, KOTopas He CBs3bIBaeT Moiekyny ATP, TeM He MeHee, Toke COXPaHsSET KOMIAKTHYTO
koH(popmanwio [67]. e-Cydbenununa y M. tuberculosis paboTaet Kak perysasiTop akTHBHOCTH
F ‘F,, Ho He csasbiBacT ATP [15, 96]. CnenosarenbHo, csasbiBanne ATP ¢ € B 3THX oprannsmax
He y4dacTByeT B peryisiuu ATPa3zbr.

Kpowme Toro, B axcriepuMenTax 1o cBsizbiBanmio ATP ¢ € 06110 00HApYKEHO, UTO KOHCTAHTA
auccouuanuu K 3HaYMTENBHO OTIMYAETCS Y PA3HBIX OPTaHU3MOB H JIEXKHUT JIMOO0 3HAYUTETHHO
e (E. coli, K, = 22 MM [54]), mu6o cymectBenno nwke (Bacillus sp. PS3, K, = 0,29 uM
[98]) cpenneir obmielt duzmonornyeckoit koHmeHTpauuu ATP B kieTkax, HaxomsIiencs B
MIUTUMOJISIPHOM Juamna3oHe [99]. Takum o6pa3om, MalIoOBEPOSITHO, YTO B (PU3UOTOTUUECKUX
YCIOBUSIX CBsi3bIBaHUE ATP MOXKET peryaupoBaTh HHTHOUTOPHYIO (DYHKIHIO £-CyOheTUHUIIBI
[12], a e-cyObemuamIa — ynusepcanbHbli perynsrop F -F , Tak kak Biusuue cesspiBanns ATP
Ha MHTHOUPYIOULYIO (DYHKLHUIO € ABISETCS BUAOCTIEUU(UIHON 0COOCHHOCTBIO.

[MosiBnsitoTCS paOOTHI, B KOTOPBIX IMOKA3BIBAIOT, YTO OCIKU-UHTHOUTOPEI TOPMO3SIT peak-
110 B 000MX HanpasieHusx [5, 52, 100, 101]. Tak 6bu10 0O0HapysxeHo, uTo [F1 Moxer 3amer-
aTh 000poT F -F, ATP-cuHTa3bl B NPEICTAIIMOHAPHOM COCTOSIHMM, & TAKKE BO BPEMs CTa-
moHapHoro cunte3a ATP B mutoxonapusx [102], a &, moMumMo OJOKUPOBaHHS OOPATHOTO
o6opora CCW FF, ATPa3bl, MOXKET BBINOIHATL PEryIATOPHYIO ponb npu CW-Bpamenuu
F 'F ATP-cuntassr [103].

Ponp 6enkos-unru6uropos 1 ADP(Mg*")-unrubuposanus B perynsiuu F -F Gaxrepuit
aKTHBHO W3YYaJH C WCIIOJB30BAaHHEM MYTAHTHBIX BAPHAHTOB PETYISTOPHBIX CYOBEIMHUIL.
[Ipu renernyeckom ynanenuu Bcero €CTD y E. coli 3aMeTHBIX 1e(DEKTOB pOCTa B LIMPOKOM
JMarnasoHe YCIOBUH in vitro He Habironanu [ 104], HO yaaneHne TOJIbKO MATH KOHLIEBBIX OCTaT-
koB €CTD ycunuBano naruouposanue cuateza ATP u cHikano a3poOHbIi pocT E. coli ipu-
MepHO B 3 paza [103]. C moMomibio HOKayTOB POJIb € iX ViVO OIIEHUBATh TPYIHO, TOCKOIBKY €
SIBIISICTCS KIIFOYEBON CTPYKTYPHOM CyObeAMHUIIEH, COeNMHSIONIECH IEHTPAIbHBIN JOMEH Y/€ ¢
C-KOJBLIOM (E€PMEHTA, TOITOMY MYTallisl B € MOJKET BbI3BATh HAPYIICHHE KOHTAKTa MEXy F,
u F u paszobmenne [105]. Henasno Obuin u3ydensl nBa mytanra P. denitrificans, TIIEHHbIE
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rera (-cyOpenuauIbl. B onHOM pabote (-HOKayT BhI3BIBAN cnienuduyeckuit gedekr pocra,
cBsi3aHHbli ¢ akruBauen ATP-runponuruueckoi akrusnoctu PAF F, [88]. Onnaxo npyrue
aBTOPBI TIOKa3alH, 4yTo {-HOKAyT HE TPUBEJ K SIBHBIM Pa3IU4UsAIM B pOCTe OAKTEPHIi U aKTUB-
noctu PdF -F [106].

Hexoropeie mytaunu B 3-cyobeunnne F -F, Bacillus PS3 n B. subtilis 3ameTHO 0C1abmsoT
ADP(Mg?*")-unrubuposanue. ATPa3Hasi akTHBHOCTh B MEMOpaHHBIX Tpenaparax Obiia B 3
pa3a Bblllle Y MyTaHTa. M XOTs B YMCTHIX KyJbTypax HUKaKOI'O BIMAHUSA MyTallMd Ha CKOPOCTh
pocra B. subtilis ne HaOmoOnAN, B SKCIIEPIMEHTAX 110 KOHKYPEHTHOMY POCTY, KOTJa JUKUI
TUM ¥ MyTaHTHBIE IITAMMBI KYJIbTHBUPOBAJIM BMECTE, IITAMM JIUKOTO THIIa BCETa BBHITECHSIT
myTant [107]. Tloxoxue pesysbTaThl ObUIM TOJNYYEHBI [UIs MUTOXOHApuanbHOH F-F w3
Saccharomyces cerevisiae. MyTaHTHBIH IITaMM IPOXIKESH MIMEN CHIKEHHYIO CKOPOCTH POCTa
u Oojee AMUTENBHBIN Jar-nepuo, NpeaIecTBYOIUI SKCIIOHEHIIMANbHOH (a3e pocTa [108].
C npyroii CTOPOHBI, B psizie ApyTHX padot Ha apokxax [ 109], mermax [110] unu Caenorhabditis
elegans [111] ObIIO MOKa3aHO, YTO HOKAYTHBIC MYTAaHThl MHTOXOHJIPHAILHOTO HHTHOHWTOpA
IF1 He neMOHCTpUPOBAJIM SIBHBIX OTIMYHIA B POCTE, PA3MHOKEHUH UIIH OMOIHEPreTHKE opra-
HU3Ma 110 CPAaBHEHHIO C JIMKHUMH THITAMHU.

Takum o6paszom, pusnongorngeckoe 3nadenrne ADP(Mg?")-uHruOMpOBaHusI X IPUPOTHBIX
OenkoB-uHrnOUTOpOB B perynsauuu F -F, Bee eme Tpedyer nanbHedmero nsyveHus.

Ecnu npuHMMaTh BO BHUMaHHUE JIOCTATOYHO KOHCEPBATUBHYIO CTPYKTYPY (P€pPMEHTHOTO
KOMIUIEKCA, BO3HMKAE€T BOIPOC O BO3MOYKHOCTU OJHOHAIPABIEHHOM pErysslud HECKOJb-
KHMH CIIOCOOaMM B OJJTHOM M TOM e OopraHusme. I MaposinTHuecKas akTUBHOCTh CBOOOAHOM
F_F, B cocrape CMY s¢dpexruBro Gnokupyercst kak mox aericteuem IF1, Tak u B pesyb-
tare ADP(Mg*")-unrubuposanust [34, 56]. [lpu wucciemoBaHnu MexaHHW3Ma H30HpaTellb-
Horo MHrHOMpoBaHus ruaponu3a ATP B mukoOakTepusx ObUI0 0OHAPYKEHO, YTO IIOMHUMO
YHUKaIbHOTO C-KOHIIEBOTO YAJIMHEHHs CYOBECAMHUIIBI O, B3aHMMOJCHCTBYIOIETO CO CIie-
UabHOM TieTsel B v [112], e-cyObenuHUIa ¢ U3MEHEHHBIM, 10 CPABHEHUIO ¢ OaKTepHallb-
HBIMU 1 DYKapHUOTHYECKUMH aHAJIOIaMU, aMUHOKHCIOTHBIM cOCTaBOB N- 1 C-KOHILIOB BHOCUT
3HAUMTENIbHBIA BKJIaJ B MHruouposanue ruaponusa ATP [113, 114]. Kpome toro, mpeamo-
JIaraloT, YTO B3aMMOJICHCTBHE O-CyOBEMHHUIIBI CO CITUTOM hd-cyOnenunuiei [95] u cBs3biBa-
HHUe TPOAyKTOB ruapoiu3a, ADP u P, B BE-karanuTudeckoM caiiTe, BEPOSTHO, TAKKE MOTYT
ObITh OCHOBOW MHruOupoBanusi ruaponusa ATP B MukoGaktepusx [15]. Takum obpaszom,
3a monaBneHne ATPa3Hol akTHBHOCTH B MHKOOAKTEPHUAX OTBETCTBEHHBI Cpasy I[Ba PEryJis-
TOPHBIX MEXaHW3Ma, HO KOHKPETHBIH MEXaHW3M PEryisuu (EepMEHTHOTO KOMIDIEKCa He
YCTaHOBJIEH.

[Ipenmonararot, 4to pasHbie MexaHu3Mbl peryisuuu F -F MoryT GyHkunonuposars uin
HezaBucuMo [38], wim Mexay HUMHA BO3MOXKHO B3ammozeiictsue [46, 115], HO aTOT Bompoc
TpeOyeT SKCHepUMEHTAIBHOrO pelieHus. Vcnonb3ysh COelMHeHHA C OTYETIMBBIM AaKTH-
BUpYIOIIUM JelcTBUeM Ha ATPa3Hyr0 akTHBHOCTH, ObUIO MOKA3aHO, YTO HMHTHOMPOBAHHE
nocpenctsom €CTD u ADP(Mg?")-uHruOMpOoBaHKUe SABISIOTCS B3aMMOUCKITIOUAIOIIAME TS
memOpanocssizannoit F -F  E. coli [38]. C apyroii cTOpoHbl, OblIa MOKa3aHa CTPYKTypHas
nepectpoiika pepmenTa, HaboMaeMast npu cBsa3piBaHnd ADP(Mg*"), i mpe/nonokeHo, 4To
g-cyObeIMHAIIA MOXKET (DYHKITMOHUPOBATh KaK CKOOKa, MPEJOTBpAlIaroIias Mepexos KOMII-
JIeKca B cocTosinue, mHrubuposannoe ADP(Mg?") [116].

B ombiTax ¢ BpallleHreM OJJMHOYHBIX MOJICKYJI ObLiIa MOATBEPKIeHA poib kKak ADP(Mg?"),
TaK ¥ { B MHTHOMPOBaHMHK IUAPONHMTHYECKOH akTuBHOCTH PAF | [79]. B aTnX skenepumentax
HaOMonanyu pe3Kue M3MEHECHUS B CPEIHEM BPEMEHHU JXKH3HU COCTOSHHH, OOYCIOBICHHBIX
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IBYMsI THIIAMH WHTHOMPOBAHMS, a TAK)KE BOSMOKHOCTH TaKUX MOJIEKYN CIIOHTAHHO BOCCTa-
HABJIMBATh CHOCOOHOCTH ruaponu3osarth ATP. B To Bpemst kak nnrubuposanue ADP(Mg*")
MIPOJOIIKAIOCh B cpeHeM okoio 30 ¢, a ero HHrubupyromee AeHCTBUE CIIOHTAHHO CHUMa-
JI0OCh, MHTUOMPOBAHHUE, ONIOCPeIOBaHHOE (-cyObeuHMIICH, IHiaock ooee 500 ¢ u camornpo-
M3BOJILHO HE McYe3ano. ABTOpbI cuntarot, 40 ADP(Mg?*) TONbKO MOMYITUpPYET aKTHBHOCTb
PdF -ATPa3e1, Torna kak (-CyObeMHMUIA IOTHOCTBIO OIIOKMPYET BpalleHne GepMeHTa B ruji-
ponutryeckoM Harpaeineruu [79]. C apyro# ctopossl, B 1BoWHBIX MyTaHTax PAF1 ATPa3sr,
numeHHsIx Kak €CTD, Tak u cyObequHUIB {, He HAOMIOnaIu CyIeCTBEHHON aKTHBAIHU THI-
pommza ATP [106]. duckyccus o ToM, OloKupyeTcs u obparHas peakuus y P. denitrificans
{-cyObenuuutieit [88] mim, Kak mpeanosaraiock paHee, JOMHHAPYIOIICE BIUSHUE Ha JIATCHT-
ueIi tuapoius ATP okassiBaer ADP(Mg*") [60], B HacTositee Bpemst rpogoinkaercs [106, 115].

C npyroii ctopounsl, 11s C. thermarum ObLI0 MIOKa3aHO, UTO HU Y-CyOBbEIUHUIIA, HU PETY-
nsitopHbIi ATP, cBS3aHHBIH ¢ -CyObeIMHUIICH, HE yYaCTBYIOT B MEXaHU3ME HHTMOMPOBAHMS, &
ATPa3Has akTHBHOCTH TOPMO3HTCS MIPOIXYKTaMH THIPOJIH3a, CBSI3aHHBIMH C KaTaIUTHICCKOM
cyobenunuIei [67].

B nacrosimee BpeMsi MOJKHO YTBEP)KIaTh, YTO M30MPATEIbHOE TOPMOXKEHHE THAPOIN3A
HakorieHHoro ATP — siBneHne yHuBepcanpHOE, HO MEXaHU3MBI €TO OCYIIECTBICHHUS Pa3HoO-
00pa3HbI ¥ BUAOCTICIN(HYHEL, U, KPOME TOTO, B OJTHOM OpraHH3Me MOTYT Pean30BaThCs HEC-
KOJIBKO CITOCOOO0B OTHOHANpPAaBICHHOTO TopMOoskeHUs1 ATPa3Hoii aktuBHOCTH. Takum o6paszom,
MHOT00OCIIaoIIas TUIIOTe3a MEXaHHUECKOTO TOpMOXKeHHs F JF, OeKaMU-HHTHOUTOPaMU TI0
MEXaHU3MY «XparloBUKa H coOauKim» [22] HE HaeT IMOIHOTr0 OOBSICHEHHUS BCCH COBOKYITHOCTH
JIaHHBIX 110 O{HOHANPABIECHHOH PEryJIAIUK THAPOIUTHYECKOH akTuBHOCTH F F .

VL. THIIOTE3A O ABYX ®OPMAX FF,

[TomMumo mpupoaHbIX 6enkoB-uHTMOMTOPOB F F, B TMTepatype naBHO M3BECTHBI HU3KOMOJIE-
KYJSIPHBIE «OJTHOCTOPOHHHUE» MHTHOUTOPBI, pa3nuyaroniie GepMeHT B PeKUME CUHTE3a UITH
B pexume rujponmza ATP (Tabin.). Taxoke Oblio 0OHapykeHo, uto octarounas ATP-cunTazHas
aKTUBHOCTH F|, MOIM(UIMPOBAHHOrO JUIMKIOTEKCHIKAPOOIMUMHIOM, TTOCIE PEKOHCTPYK-
uuu B CMY Oblia 3aMeTHO BBILIE OMUTOMUIMH-4yBCcTBUTEeNbHOU ATPassl [117]. B numnoco-
max, conepkapumx F -F, u 6akrepuopogoncun, TpupeHnntun uHruouposan ruapoius ATP B
OoJbleii creneHu, yueM cuate3 ATP [118].

OOBbsicHeHHE IEHCTBHS ATUX BEIIECTB B paMKaX MEXaHU3Ma «XparoBuKa u codaukm» [11,
49, 88] TpeOyet OoJee CIOKHBIX CXEM, HOCKONBKY HI3KOMOJICKYIISIPHBIC COSANHCHUS CaMH He
CTIOCOOHBI MEXaHUIECKHU TIPEOTBPAIIATh IBMKEHIE pOTOpa. B 4acTHOCTH, B COOTBETCTBUH C
9TUM MEXaHU3MOM, PEaTU3YIOIIUMCS B TUAPOPUILHON YacTH (epMEHTa, CII0KHO OOBICHUTH
3HAUUTENIBHYIO Pa3HUNY B 3()(HEeKTUBHOCTU THIPOPOOHOTO0 HHIMOUTOPA BEHTYPUIIUIUHA [8§,
124], no-pa3Homy BiusiFoIeMy Ha cuHTe3 U rujgponn3 ATP u cBsi3piBaromierocst ¢ MeMOpaH-
HBIMHU CTPYKTypaMu ¢epmenra [127].

Pa3Hast 4yBCTBUTENIBHOCTh CHHTE3a U ruaponnsa ATP k MHruOuTopaM M akTUBaTOpaM
MIpYBeEJIa K MPECTABICHHUIO O MEXaHU3ME OKHCIUTEIBHOTO (POCHOPHITHPOBaHNS, OCHOBAHHOM
Ha pa3InyMsIX B KATATMUTHYCCKUX MyTAX NPSIMOU 1 0OpaTHO# peakuumu [128, 129]. B o6mem
BHJIE ATA TUIIOTE3a, OOBSICHAIONIAs OAHOCTOPOHHEE ACHCTBUE Psiia COSTUHEHUH, Obla chop-
MyaupoBaHa B 80-x romax mpod. BuHOrpasoBBIM: CyIIECTBYeT KOHTPOIUPYEMOE PSIOM
napamMeTpoB paBHOBECHE MEXKTy 1ByMs (hopmamu F -F , karanusupyrommmu 160 ruaponus,
sm6o cunre3 ATP [128]. Boicokoconpspkentsie MmeMmOpannble npenaparsl PAF -F | oxasanucs
naeaIbHBIM 00BEKTOM JUIS pa3BUTHUS 9TOM MOZICN U B CEpUH PadOT, BHIOIHEHHBIX B Jlabopa-
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Tabmmna. «OMHOCTOPOHHHE» HHTHOUTOPBI FO-F1

HanpasJjieHue peakuuu
CoennHeHue CceblIKHI
Cunres ATP I'upposm3 ATP
AypoBepTHHa He Bnmsier WNurubupyer [119-121]
Ksepuutun He Brmsier WNurubupyer [121, 122]
IurpnoBepuana WNurubupyer He Bimsier [121]
CneranHiua WNarnbupyer He Bimsier [123]
Bentypunuaun Wurubupyer, K= 0,8 x10°M | Hurubupyer, K, =6,0x10°M  |[8, 124, 125]
Aszun + ADP(Mg?") |He Bamstier Wurnbupyer [65, 126]
Cynbdur Wurubupyer AKTHBHpYET [82]

Topur BuHOTpamoBa, OBUIO MPOBEICHO IETATbHOE HCCICIOBAHNE OKHCIUTEIHLHOTO (hocdo-
punupoBanus [81] u rugponuza ATP [9, 60, 130, 131], katanu3upyemMoro 3TuM 0ObEKTOM.
Mpg1 1okaszajiy, 4To MCXoAHOo JiareHTHas ATPa3Has akKTUBHOCTD PdFo-Fl BOCCTAHABJINBAETCS
noz aekicteuemM norennuana [9]. JlaBHo u3BeCcTHO, uTO P, — ecTeCTBEHHBIN CyOCTpaT OKMCIIH-
TesbHOTO (hocopunupoBanust — He uHru6uUpyet ruaponus ATP 8 CMY B KOHIEHTpAIHSIX,
MHOTOKPATHO MPEBbILANNIKX BennyuHbl K B peakunu cunteza ATP [128]. Okasanocs, uto
Heopranudeckuit (ocdar MOANepPKUBACT CTAIIMOHAPHBIA AKTUBHPOBAHHBIA ITOTECHIIHAIOM
runponus ATP B npenaparax PdF -F| [9, 60, 130]. Takum 06pa3zom, Obiiiv HaliI€HHBIE YCIOBUS
aKTHUBALIUU U Tojiepxkanus 1aTeHTHOW ATPa3HO aKkTHUBHOCTH PdFG'Fl IT03BOJIMJIN IIPOBECTHU
CpaBHUTEIIBHOE UCCIIEIOBAHNE peaklnii cuHTe3a u ruaponu3a ATP Fo’Fr

Bentypunuaut — cneruduueckuii HHFHOUTOP, KOTOPBIi B3aUMOJIEHCTBYET € c-CyObeu-
nuned F -nomena n Gnokupyer nepenoc npotoHos [127]. OGHapyKeHHOE paHee CHIIbHOE
pasnuane B IyBCTBUTEIBHOCTH K BEHTYPHUIMINHY OKUCIUTEIHHOTO (HOCHOPUINPOBAHUSI U
oOparHo¥ peakiuu, karamusupyeMbix PdF F , 00bAcHAINM BOSMOKHBIM BIMSHUEM prif, TIOBbI-
waromen cpoactso F F  k Benrypuunauny [8, 132]. Onnako nosanee 6bUI0 MOKa3aHo, YTo,
HAMpPOTHB, HHTUOWTOP HPENNOYTHTEIBHO CBSI3BIBACTCS ¢ HEAKTHBHBIMU MOJICKyJIaMH (ep-
MEHTa HJIM C KOMILJIEKCOM B cocTaBe pa3o0mieHHbIx MeMmOpad [10]. Mbr uccienoBanu Bius-
HUE BEHTYpUIMMHa Ha cuHTe3 U ruaposus ATP PdF -F  mpu nmocrosinnoli renepauuu pmf na
MeMOpaHe M MOKa3ajy, 9TO SHEPru3alysa MeMOpaHbl He BIMsET Ha cpoacTso F -F K wnru-
outopy. MBI 0OHAPYXHIIH 3HAYUTENBHBIC Pa3InYMs B KHHETHKE B3aUMOICHCTBUS BEHTYPH-
uuauna ¢ F-F| s npsmoit u 06paTHO# peakiuu: 3aBUCUMOCTB 0CTaT04HOM ATP-cruHTasHoM
AKTHBHOCTH OT KOHLIEHTPAIIMU HHrHONTOpa OBLIa TMHEHHOH, a pu ruapoinse ATP sta 3aBu-
CHUMOCTP OBbIIa CHTMOHMIAIBFHOH (B 00IACTH HU3KHUX KOHIICHTPAIMH HHTUOUTOPA 3HAYUTEIIh-
Hoe TopMokeHHe cuHTe3a ATP BeHTypUIIMAMHOM HE COMPOBOXKAAIOCH MaJleHUEM CKOPOCTH
runponnsa) [125].

Bruta oOHapyxeHa cyiiecTBeHHas pa3Huia B pH-poduie cuaresa u rumponusza ATP:
camwkenue pH ¢ 8,0 no 7,0 nmpuBogmio k oOpaTUMOMY MHTHMOUPOBAHUIO THAPOIUTUYECKOMN
aKTHBHOCTH, TOT/Ia KaKk akTUBHOCTH cuHTe3a ATP He MeHsach, u3 4ero cienosano, yto pH
KOHTPOJHMPYET THAPOIUTHICCKYIO/CHHTETHUCCKYIO aKTHBHOCTE (DepMEHTa TakkKe OTHOHAII-
pasiieHHo [124].

Kpome toro, Mbl nokasanu, uro Ha koHueHTpanuto ADP, onpenensemyto nocine 3asep-
mienust pochoprnmpoBanus (cocrosiaue 4 mo Yancy), He BiIusiOT HA 10-KpaTHOE M3MEHe-
nue P, nu npucyrcreue ATP. Bosee Toro, naxe 4acTM4HOE MHIMOMPOBAHUE JbIXaHHs, CHU-



142 T.B.2Kapoea, B.I'I pusennuxosa

kKaBiree ckopocth cuHTe3a ATP, B Tex e yciioBUsX He Bimsuio Ha oTHomeHue ATP/ADP.
CrenosarenbHo, B cocrosinuy 4 otHomenne ATP/ADP x P, He HaxonuTcs B PABHOBECHUH C prif,
TeHEePUPYEMOU JIBIXaTEIbHON 1IETbI0, U KOHTPOJIUPYETCS HE TEPMOAMHAMUYECKUMU, & KHHE-
THYeCKUMH mapameTrpamu [ 133].

AHanu3 3TUX PE3yJbTaTOB IMPHUBEJ K TUIOTE3€, MPEAINoJaraiueil cylmecTBOBaHUE B
3HEPronpeoOpasyouux MeMOpaHax JAByX OTIAENbHBIX HepasHosechwix (opm F -F : onnoi,
KHHETHYECKHE CBOHCTBA KOTOPOH MaKCHMAIBHO MPHUCIOCOOICHBI IS pif-3aBUCUMOTO CHH-
te3a ATP, u npyroi, mpeuMyInecTBeHHO ocymecTristonieid ATP-3aBucumyro renepanuto pmf
[17] (puc. 4). [Tox nByms pasubiMu Gpopmamu F -F| Mbl HoHMMaeM CTPYKTYpbI, BpEMsI JKU3HH
KOTOPBIX MHOTOKPATHO IPEBBIIIAET BPeMs KaTaJIUTHUSCKOTo odopora. OHH MOTYT pasiiu-
9aThCs 10 COACPKAHHIO TOTTOTHUTEIBHBIX CyOheINHHI HIH HA0OPYy CIEIU(PHICCKIX aHHY-
JSpHBIX (HOCHOTUITUIOB.

B psine pabot apyrux abopaTtopHii AIst HHTEPIIPETAUHU TOTYISHHBIX JTaHHBIX HCCIIEIO0-
BaTEJIM TAKKe PACCMATPUBAIIN BO3MOKHOCTB CylIecTBOBanus IByx popm F -F .

I'en {-cyObeaMHULIBI SBISIETCA BHEIIHUM TI0 OTHOILIEHMIO K IBYM OT/AEJIBHBIM ONEPOHAM,
KOTOPBIE KOOPJMHUPYIOT SKCripeccuto cyOobenuunn F u F 'y P. denitrificans, R. sphaeroides
u R. rubrum. Pacnionoxenue rena, kogupyromero G, Bue oneponos F -F| y P. denitrificans n
POACTBEHHBIX (I-ITPOTE00AKTEPUI MOXKET YKa3bIBaTh HA TO, YTO {— AOTIOJIHUTEIbHAS, HEKOHCEP-
BaTuBHas CyObeuuuna B komruiekce F -F , BeIONHsAIOmAs peryIsSTopHyro QyHKIHI0. DK30-
TeHHO JI00aBIeHHAs pekoMOWHaHTHas (-cyObeauHMIa criocoOHa nHruOupoBarh ATPasHyro
aKTUBHOCTbH PdFO-Fl u PdFl, BBIJICIICHHBIX B UX HATUBHOH (hopme, T.e. ColleprKaIuX YHIOTCHHO
sKcnpeccupyemyto (-cyObeannuny. CienoBaTesbHO, CYIIECTBYET 4acTh (DEPMEHTOB, COACP-
xKanmx (-cyOBemUHAIly M He KaTammsupylomux ruaponns ATP, a npyras ¢paxmus akTuBHA
kak ATPa3za n3-3a orcyrctsus ( [83]. [Tocne pexonctpykuuu § B AC PAF -F|, ne ynasanocs
nony4uTh 0osee yem 80%-Hoe naruOuposanue [11], 4To Takxke yKa3blBaeT Ha CyIIECTBOBAHUE
JBYX (bpakiuii, pa3Invyaronuxcs Mo 9yBCTBUTEIBHOCTH K HHTHOUTODY.

Ilpu Benenennn PAF 'F, st peHTreHoCTpyKTYpHOTO aHanm3a (pEpMEHTHBIH KOMILIEKC
anmoupoBain ¢ kogoHku Q HiTrap nByms oTAeIbHBIMU MHKaMU B CPABHUMOM KOJUYECTBE,
kotopble 0003Ha4nM Kak F -ATPaser [ n I1. Xots 06e ppakumnn conepxani GpepMeHT ofrHa-
KOBOT'O COCTaBa — JICBSITh OCHOBHBIX cyObenuuull (o, B, v, 0, €, b, b', a u ¢) mumoc {, HO Kpuc-
TaJuiel GopMupoBaiuch Toibko U3 F-ATPa3zel . Okazanocs, 4To 3TH (HOpMBI OTIUYAIHUCH 110
CTIIOCOOHOCTH yZIepKUBATh HATUBHbIC JIUIH/IBI OAKTEpHATBHOI MeMOpaHs! [77].

CpasHuBast aktuBupyoimue 3hdextsl cynbduta u pmf Ha narenTHy0 ATPa3Hyr0 akTHB-
HOCTb P. denitrificans OblUI0 NMPEINOIMKEHO, YTO KaK pmf, TAK U OKCHAHUOHBI aKTUBUPYIOT
PasIMYHbIE MHTHOMPOBAHHBIE COCTOSIHUSA, IPUCYTCTBYIOIME B nonyssiunu F -F [82].

Ha Gakrepnanbubix F -F, (Rb. capsulatus w E. coli) G110 mokasano, 410 Ko3pQpuumeHT
conpspxerust H/ATP (4nciio BEKTOPHO IMEPEHECEHHBIX POTOHOB HA YHCIIO THAPOIN30BAHHBIX
MOJIEKY), 3aBUCUT OT KoHIeHTparmu ADP: ymenbienue konueHTpannu ADP npu nocros-
HoWi koHTeHTpauu ATP conpoBoxxnanock cHkenrnem H/ATP. [lyis oObsicHeHHSs 3TUX J1aH-
HBIX OBUIO BBEJEHO MPEJICTABICHHE O JBYX B3aMMOINPEBpalIaeMbIx cocTosnusx F -F , pas-
JIUYAIOIINXCST CBOMMH KOA(PQPHUIMEHTAMH CONPSIKCHUS, NPUYEM COCTOSHHE C BBICOKUM
ko3¢ GHuIHeHTOM crtocodcTBOBaANO cBsi3bIBaHMIO ADP, a ¢ HI3KuM — cBsi3piBanmio ATP [134].

CyObeMHHMIIA € HE BBI3BIBACT MOJIHOC MHruOMpoBanue ATPa3Hol aktueHOCcTH [3, 105].
DTOT pe3ynbraT MHTEPIPETHPOBAIN KaK CyILIeCTBOBaHHE OBYX (GopMm QepmeHTa, OfHa U3
KOTOpbIX He HHruompyercs € [105]. Kpome Toro, B HEKOTOPBIX YCIOBHAX £-CyOBCIUHMIIA B
Bacillus spp. BbI3bpIBaIa aKTHBAIINIO, @ HE HHrHOMpoBaHue rujpoiuza ATP [5, 103].
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F.-F, ATP cuHTasa F,.F, ATPa3a
H H

ATP+H,0 ATP+H,0
ADP+P+H' ADP+P+H"
AypoBepTuH

BeHTypuunguH
ADP(Mg*) + NaN,

LUMUTO301b

T+
H
Puc. 4. JIge popwmsi F -F| u «onnocToponnue» HHruOMTOpSI PepmMeEnTa.
Comnpsraromas MeMOpaHa GakTepHanbHO# Ki1eTku conepxut ase Gopmbl F -F : ATP-cuntasy u ATP-ru-
poasy, pa3IUyaroNIMecs: M0 YYBCTBUTEIBHOCTH K MHrHOMTOpaM. «OJHOCTOPOHHME)» HWHTHOUTOPHI
no-pasHomy nerctByror Ha ATP-cunTazy u ATP-ruaponasy. TonmmHa cTpenok cooTBeTcTBYeT dddex-

TUBHOCTH MHTUOUTOPOB (pepMeHTa. TOJCThIC CTPENIKU YKa3bIBAlOT HA BBICOKOE CPOACTBO (epMEHTa K
UHTHOUTODY.

Xotst ATPa3Hast akTHBHOCTh MYTAHTOB P. denitrificans, TMIIEHHBIX € U {, 3aMETHO ITOBHI-
I1aJ1ach, IIOJTHOCTBHIO (DEPMEHT aKTUBHPOBAJICS TOJIBKO B MPUCYTCTBUH cyibduTa mwim LDAO
[88], mnu mox nevicrBueM pmf. CauTaloT, YTO MIEPEUNCIICHHBIC BO3ICHCTBUS CHUMAIOT WHTHOU-
posanue ADP(Mg?*") [115]. Ilpu uccnenosanuu Heckonbkux popm perynsmuu F -F, B E. coli,
onocpenoBanHoii € u ADP(Mg?")-TropMokeHHeM, Ui OOBSCHEHHS IOJYYCHHBIX TaHHBIX
TaK)Ke MPUBJIEKAIN THIIOTE3Y O IBYX COCTOSHUAX epMenTa [38]. B3auMOOTHOIIEHUS MEKIY
Tpemsi criocobamu perynuposanus aktueHoctd F-F B P denitrificans C-cyObenunuuei,
ADP(Mg*")-uarudupoBanueM u pmf Takke ObLIH 0OBSICHEHBI B paMKaX 3TOM THIIOTE3bI. Bbuto
MIPEATONOKEHO, YTO TIEpBbIE J1Ba TUMA BO3ACHCTBUSA M3MEHSIOT paclpelesieHue COCTOSHUI
depmenra, ysenmuuusas nomo PdF -F,, BocnpunmunBoro k akrusanuu ¢ momorusto pmf115].
Takum 00pazom, HabITIOIaEMOE MHOTOOOpa3ue PEryISTOPHBIX JIEMEHTOB B OJTHOM OpPTaHU3ME
(g, {, ADP(Mg*) u pmf) MOXHO OOBSCHUTH OJHOBPEMEHHBIM CYIIECTBOBAHUEM HECKOJIBKUX
¢dhopM PepMEHTHOTO KOMIIIIEKCA C PA3IUYHBIMU TUTIAMH PETYIISIHU.
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VIIL. BAKJIIOYEHUE

PdF -F, B cocTaBe mpoYHOCONPSIKEHHBIX MEMOPAHHBIX MPENAPATOB, MO3BOJISIOUIMX MPOBO-
Tk uccienoanns kak ATPasnoi, Tak u ATP-cuHTa3HOM aKTMBHOCTEH, OKAa3aJiCsl I0JIC3-
HOM MOZEJbIO AJIS M3yYeHUs] MEXaHHM3Ma OJHOHAIpPaBJIEHHOro Karaiu3a. OTKpbhITHE HOBOI
PETYASTOPHON CyObeAMHUIBI M MTOJPOOHBIE UCCIIENOBAHUS PaHEe U3BECTHBIX (OPM PEryiis-
1y (epMeHTa MIPUBEIN K MPEACTABICHUIO O CIIOKHOM KOHTPOJIE OKHUCIUTEIBHOTO (ocho-
PHIIMPOBAHUsI, 3aBHCUMOM Kak OT Oenka-unruouropa (, Tak u or ADP(Mg?*"). ManbHetime
uccrnenosanus PAF 'F| mo3sonsT oTBeTUTH Ha BONPOC, KAKUM 00pasoM pean3yeTcs peKum
OJHOHAIPABJICHHOM PadOTHI — MO0 MEXAaHU3MY «XPAllOBUK M COOAuKa» W/HIM KaK pPe3yabTar
akTuBHOCTH 1BYX popM F -F . Kpome Toro, 5T0T 00BEKT O3BOJIUT yCTAHOBUTH (PAKTOPBI, 3aITyC-
Karolye MexaHu3Mbl perymsun: cootHomenne ADP/ATP, pH u, mmaBabM 00pazom, pmf.
Taxum o6paszom, PdF -F — nepcniekTHBHBINA 0OBEKT UCCIIEN0BAHMIM, TIO3BOJIAOIIMA UCTIOIB30-
BaTb HOBBIC TTOJIXOMBI K HEPEIICHHBIM IPOOIeMaM peTyISLun cuaTe3a/ruaponnsa ATP.

PdF'F, B cocraBe Mpo4HOCONPSKEHHBIX MEMOPaH MOXKET CIIYKHTh MOJEIBIO JUIs
MOKCKA JIEKaPCTBEHHBIX MpernapaToB. Pa3BuTHe COBpEeMEHHBIX METO/IOB, TAKUX KaK PEHTTEHO-
CTPYKTYPHBI aHalli3 M KPHOAJIEKTPOHHAsT MHUKPOCKOIHS, ITO3BOJHMIIM BBIBECTH MOUCK
MOJIEKyII, B3aumozericTByromux ¢ F -F| B BaxHBIX 1151 OMomMennimubl popmax GpepmenTa, Ha
HOBBII MpOrpeccuBHbI ypoBeHb [135]. OgHako TOYHOCTH OMpeAeNeHs] MEIIaeT BhICOKas
MTOJIBMYKHOCTH KOMIUIEKCA, U HE BCE €T0 (POPMBI MOT'YT OBITh BBISIBIICHBI 9TUMU MeTO1aMu. Kpome
TOTO, B 3aBUCUMOCTHU OT YCIIOBUM POCTa MOT'YT MPOSBIISTHCS Pa3Hble MEXaHU3MbI PETrYIISLUN
Oaxrepuanbubix F -F . Tak, HenaBHO, ObUIO MOKA3aHO, YTO BEHTYPULUIUH A TOTEHIUPYET
JIeiCTBHE aMUHOTJIMKO3UIHBIX aHTHOMOTHUKOB IIPOTUB Pa3IMYHbIX OaKTEepHUaJIbHBIX MATOTCHOB
[136]. [Tpenmonaratot, 4To 3 (HeKT BEeHTYypHUIHINHA CBSA3aH C QYHKIIMOHAIBLHBIM pa300IICHHEM
F, uF , unpyuupyembim unruduropom [137].

Kaxk orcano B Hacrosimem 063ope, F -F| MHOrMX Gakrepuii, cpean KOTOPBIX €CTh MaTO-
TeHHBIC MUKPOOPTAaHH3MBI, HAIIPHMEP, MEKOOAKTEPHH, XapaKTePU3YIOTCsl OMHOHATIPABICHHOM
paboroii hepmeHTHOTO KOMITIekca [7, 67], u ux narenTHass ATPa3Has akTHBHOCTD ITOJOOHO
PdF -F axrusupyetcs pmf|7]. Mbl cantaem, 4To Hallla TUTIOTE3a O CYLIECTBOBAHUHM JIBYX (hOpM
OyzIeT MoJIe3Ha HE TOJNBKO ISl yCTAHOBJIEHHMSI MEXaHU3MOB perynsuuu F -F , Ho v juis moncka
MUIIEHEN [UIs JICKapCTBEHHBIX CPEACTB B TakUX (epMeHTaX. Kpome Toro, Hy)KHO IOMHHUTB,
YTO CTPYKTYpHBIE UCCIIENIOBAHUA MOKA HE MOTYT YYUTHIBaTh POJib pmf BO B3aUMOACHCTBUU
(epMeHTa C MOJICKYJIaMH JICKAPCTB, TaK KaK MX MPOBOIAT HAa N30JMPOBAHHBIX IpEmaparax B
OTCYTCTBHE ITOJTHOIICHHON MeMOpaHbL. MBI CYUTaeM, 9T0 BaYKHO UCCIIEIOBATh (PePMEHT B DHEP-
TU30BaHHOM COCTOSTHHHM, IOCKOJIBKY pmif MOXKET BIUATH Ha KOH(OPMALIMOHHYO TOJBUKHOCTh
Komruiekca. Takum 00pa3zoM, HE TOJIBKO 3HaHUE JE€TaIbHOU CTPYKTYphI F -F| marorenos, Ho u
MMOHUMaHUE UX MEXaHU3MOB U CITIOCOOOB PETYIIIINH, OCHOBAHHOE HA TPATUIIMOHHBIX OHOXH-
MUYECKHUX dKcrepuMenTax [138], MoryT obecneunts pannoHaIbHBINA MOAX0N K pa3padoTke
HOBBIX JICKAPCTBEHHBIX CPE/ICTB.

KOH®JIUKT UHTEPECOB.
ABTOpBI 3asBISIIOT 00 OTCYTCTBUH KOH(IIUKTa HHTEPECOB
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