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INepeHoc poTOHA MEXIY BOAOM M MHTErpaJibHBIMU MEMOPaHHBIMU OeJIKaMU UTpaeT KJIIOUEBYIO pOJib B OMO3HEP-
retrike. B 0630pe paccMaTpuBaeTCsT MEXaHM3M 3TOTO TepeHOCa, OCHOBAHHBIN Ha JaHHBIX O paboTe MeMOpPaHHBIX
(epMeHTOB, 3aXBaThIBAIOLINX MM BHIOPACHIBAIOIIMX IIPOTOHBI B OTBET HA BCIIBIIIKY CBeTa. M3yueHue aTux dep-
MEHTOB IT0Ka3aJi0, YTO OOMEH MPOTOHAMHU MEXKIY MEMOPaHHOI IMTOBEPXHOCTLIO M 00bEMHOIT BOIHOIM (ha30il mponc-
XOIUT 3a BpeMs >1 Mc 13-3a HaJIMIns KHHETUYECKOTO Gaphepa IUIsl HOHOB. BricoTa 6Gapbepa IS pOTOHOB, KaK 3TO
clieAyeT U3 aHaM3a SKCIIepPUMEHTAIbHbBIX JaHHBIX, cocTaBisieT 0KoJio 0,12 3B, T.e. 6apbep 1O0CTATOYHO BHICOK, UTO-
OBl OOBSICHUTH HabTIOMaeMoe 3aMeyieHe TIPOTOHHOTO obMeHa. M3-3a aToro 6apbepa aKTUBHOCThH MPOTOHOB Ha
MOBEPXHOCTU MeMOpPaHbl B CTALIMOHAPHBIX YCJIOBMIX MOXKET OTIMYAThCs OT MX aKTUBHOCTHM B BOOHON (hase; mpu
3TOM MPOTOHIBYIKYIIAS cuia st cuHTe3a ATP MoXeT OBITh BBIIIIE, YeM U3MepsieMast MeXKIy OObeMHBIMU BOIHBI-
mu ¢azaMu. DTa 0COOEHHOCTh BaxKHA [IJIs1 TOHMMAaHMs OMOHEPreTUKY IIEI04YeTI00MBLIX OakTepuii. B T0o Xxe Bpe-
Ms1 auddy3usi MPOTOHA BAOJIb MEMOpPaHHOI MOBEPXHOCTU SIBJISIETCSI CBOOOAHOM M OBICTPOit; OOMEH MPOTOHAMU
MEXIY COCETHUMU (hepMEHTaMU MOXET IIPOXOANTh 32 MUKPOCEeKYHIEI. [10m100HasT aHU30TPOIHS IIPOTOHHOM TUHA-
MMKHM Ha TTOBEPXHOCTUM MEMOpaHBI MO3BOJISIET MPOKAPUOTAM CHMXKAThb «HEMPOAYKTHUBHYIO» YTEUKY IMPOTOHOB BO
BHEIITHMI 00beM. YTEUKY JOTOJHUTEIBHO CHIKAIOT BIISTYMBAHWSI BHYTPEHHE MeMOpaHbI, XapaKTePHBIE IJIsST HEKO-
TOPBIX OAKTEPUil; IIPH 3TOM «BbIOPOILIEHHBIE HAPYXKY» IIPOTOHBI IIOCTYIIAIOT B 3aMKHYTO€E IIPOCTPAHCTBO TAKMX OK-
PYIJIBIX WJIM TIOCKUX BHYTPUKJIECTOYHBIX MEMOPAHHBIX «MEIIKOB». THIaKOMIBI XJIOPOIUIACTOB M KPUCTHI MUTOXO-
HIPUIA IIPOUCXOAAT U3 OAOOHBIX BHYTPUKIETOYHBIX CTPYKTYP.

KIIIOUEBBIE CJIOBA: ATP-cuHTa3a, MeMOpaHHBII MOTEHIIAJ, XeMUOCMOTHUYECKOE COTPSIKEHUE, IeT0YeITIO-
OuBbIe OaKTEpUM, XJIOPOILIACThI, MUTOXOHAPUHM, GaKTepUabHble MEMOPAHBDI.

PerpocniekTBHOE paccMOTpeHUE HUCCAeaoBa-
HUM TMHAMMKU IepeHoca IMPOTOHA Ha IMOBEPXHOC-
TH MeMOpaHBI KaXXeTCsl HaM YMECTHBIM BKJIAIOM B
creLMalbHbII HOMEp XypHalla «brnoxumusi», moc-
BalleHHbI 100uneo B.I1. CkynayeBa, BHeclIero
0O0JbIIOKM BKJag B 3Ty 00jacTh Ouosornu. Huke
paccMaTpUBalOTCS SKCIEPUMEHTAJIBHBIC TaHHBIE O
IepeHoce MPOTOHA KaK BAOJIb, TaK M MONEPEK Ipa-
HUILIBI pa3aesia ¢a3 MeMOpaHa/Boda, MOJyYEHHbIS
IIpY U3YyYeHUN MeMOpaHHBIX (pepMEHTOB, 3aXBaThI-
BaIOIIMX WJIM BBIOPACHIBAIOIIMX ITPOTOHEI B OTBET
Ha BCIIBIIIKY CBeTa. DTU JaHHbIE OOCYXXIAIOTCS B

* Anpecat Jij1s1 KOPPECMOHASHILIMU U 3aITPOCOB OTTUCKOB.

CBSI3U C MEXaHU3MaMU TIpeoOpa3oBaHUs SHEPTUU B
JKUBOU KIIETKE.

M3BecTHO, uTO TpaHCcMeMOpaHHasi pPa3HOCTb
3JIEKTPOXUMUYECKOTO MOTEHIIMAa MOHOB BOJIOPO-
na (Afig+) CIyXXUT OCHOBHBIM 9HEPreTUYECKUM UH-
TepMenuaToM B KieTke [1—3]. Afiy+ reHepupyercs
PEIOKC- WM CBETO3aBUCUMBIMU IIPOTOHHBIMU Ha-
COCaMU, a UCIOJIb3YETCS SHEPTO-TIOTPEOISIOIIUMU
¢depmeHTaMu, B iepBylo ouepenb ATP-cuHTa3oit, a
TaKke BTOPUYHBIMU IIepeHOCYMKaMHu. B HeKoTo-
pBIX OakTepmsix Afiy+ 3aMellaeTcs/IOMOIHIETCS
TpaHCMEMOpPaHHOI Pa3HOCTHIO SJIEKTPOXMMUYEC-
KUX IOTEHIIMAJI0B MOHOB HATPUs (Afiy,+, CM. 0030D
[4]). BoabLIMHCTBO OaKTEpHii, a TAKXKe XJIOpOIIac-
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TBl PAaCTEHUII M1 MUTOXOHAPUU KUBOTHBIX MCITONb-
3YI0T, OAHAKO, TOJbKO Afiy+. Mutyesn [2] BBes 1Mo-
HSATHE MPOTOHABMXYIIEH CUIbl (protonmotive
force, pmf), onpenensemMoi KaKk

pmf= Afig+/F = Ay — (2.3RT/F) - ApH, (1)

rae Ay — TpaHcMeMOpaHHasi pa3HOCTb 2JIEKTPU-
yecKux noreHuanon, a ApH — pasnocts pH Mex-
Iy IBYMSI CTOpPOHAaMM MeMOpaHbl, 8 UMEHHO I10JI0-
JKUTEJIbHO 3apSKEHHON CTOPOHOM p U OTPULIATEIb-
HO 3apsXeHHOM cTopoHoi #. ITepBoHayanbHOo ApH
paccMmarpuBasiach MuUTYelIoM Kak pasHocTh pH
MeXIy IByMsI OObeMHBIMHU (ha3aMu, pa3aeeHHBIMU
MeMOpaHoi1 [2]. YunmbsiMc, omHaKO, OTMETHIT, 9TO Y
OakTepuii p-daze COOTBETCTBYET BHELIHUI OOBEM.
BriOpoc mpoToHOB B 3TOT «Tuxuit okeaH» JOKEH
MIPUBOIUTH K UX pa30aBIICHUIO U K IIOTEPe SHTPO-
MMUITHOTO KOMITOHEHTa pmf [5]. DTO 00CTOSITEIBLCTBO
OCOOEHHO BaXXKHO JUIS IIEJIOYETIOOUBBIX (aJIKaau-
(GMIBHBIX) OaKTepuii, TaKux Kak Bacillus firmus. Y
atnX O6akTepuii pH BHyTpM MoXeT OBITH Ha 3 enu-
HULIBI 0oJiee KUCAbIM, yeM pH Bo BHellHel cpene
(cM. 0030p [6]). [Tockoabky BenuumHa | Ay | npu
atoM He mpesbimaer 200 mMB [7], mpumeHeHMe
ypaBHeHus (1) maet 3HaueHue anas pmf okojo 0. B
CBSI3U C BTOM U TMOJOOHBIMU HECOOOPA3HOCTSIMU
HEKOTOpHhIe aBTOPHI O0CYXXIaIu BO3MOXHOCTbH JIO-
KaJIbHOTO MEXIIOBEPXHOCTHOTO COIIPSIKCHMS (CM.
0630psI [8—10]). B yactHocTu, Kesn paccMaTpuBan
BO3MOXKHOCTb OBICTPOTO <«pacTeKaHMsI» «BBIOPO-
IIEHHBIX» IIPOTOHOB II0 ITOBEPXHOCTH MEMOpaHBI
MPU UX OJHOBPEMEHHO 3aTPYIHEHHOM ypaBHOBE-
LIMBAaHWUM C BHEIIIHENW BOAHOI (ha3oii. B aToM ciyyae
3HaueHue JjoKaabHOoro pH Ha moBepxHOCTU MeMO-
panslI (surface pH®) Mmoxer ommmyarscst ot pH Box-
Hoit dasbl («bulk» pH, pHP) naxe B cTanmoHapHoM
cocrostHuM [11]. Muxensb 1 OcTepXeNbT ceiaayd aHa-
JIOTUYHOE TIPEANOJIOXEeHNE, IBITasICh OOBSICHUTH
cnadyro koppesunio Mexny (i) BeixomoM ATP, uz-
MEpEeHHBbIM B LeabIx kKieTkax Halobacteria, u (ii)
cymmoit uamepeHHbIx Ay u ApH® [12]. Ipenrmono-
JKEHME O TOM, YTO B CTALIMOHAPHOM cOCTOSTHUY pHS
Ha BHEIIHEH p-TIOBEPXHOCTH KIIETKU MOXKET OBITh
Hike, yeM pH BHelIHel cpeabl, MOXET IIPUBOAUTD
K pa3syMHBIM 3HaueHUsSM pmf B ciydae aJIKajid-
GuIbHBIX OakTepuii (cM. 0030pHI [8, 13, 14]).

WCCJIEIOBAHUE
CBETO-UHJYIIMPOBAHHOTO
MMEPEHOCA [TPOTOHA TTOTIEPEK
TPAHUIIBI PA3JIEJIA ®A3 MEMBPAHA/BOJIA

ITockosIbKY TTPOTOHBI OYeHb OBICTPO AUPDYH-

IUpyOT B Boae [15], To pasHULIa MeXOy aKTUB-
HOCTBIO MPOTOHA HA MOBEPXHOCTU MeMOpaHBI U B
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00BEMHO BOIHOU (Da3e MOXET BOZHUKHYTH, TOJb-
KO ecJIi CBOOOIHBIN OOMEH IMPOTOHOB 3aTpyaHEH
M3-3a KUHETUYECKOIo Oaphepa Ha IpaHuUlle pasaesa
¢as. IlepBric cBUIETENLCTBA B OJIL3Y TAKOTO Oapb-
epa ObLUIM IOIYIeHBI IIpY U3YIeHUH MHIYLIUPOBAH-
HOTO BCITBIIIIKAMHM CBETa BOCCTAHOBJICHUSI U IIPOTO-
HUPOBaHUS BTOPUYHOTO XMHOHA (Qp) B pa3IMUHbIX
¢oTocuHTETMYECKNX peaKUMOHHBIX eHTpax (RC)
(cM. 0030pnI [16, 17] 1 BepXHIOIO CXEMY Ha PUCYH-
ke). B yacTHOCTH, OBLTIO ITOKA3aHO, YTO UCYE3HOBE-
HHUE TIPOTOHA M3 00BEMHON BOIHON (ha3bl, OTCIIC-
KMBaeMoe C MOMOILbIO THAPOGUIbHBIX pH-UHAK-
KaToOpOB, IPOMCXOIUT MeIJIecHHEe, YeM BOCCTAHOB-
JneHre Qp KakK B peaKIMOHHBIX LIEHTPaX IyPIyPHBIX
dororpodHEIX 6akTepuii [18—20], Tak 1 B doTO-
cucteme II 3eneHbix pacteHuit [21]. DT a3Kcnepu-
MEHTBI, OIHAKO, HE MO3BOJWJIM Pa3IudynTh, 3ama3-
IBIBAIOT JI IPOTOHHI (i) HA ITyTH M3 00BEMHOI BOM-

BH+ OH =B + H,0

Jo

+ OH <H,0

CpaBHUTEJILHBIE CXEMBI CBSI3LIBAHMS MTPOTOHA (DOTOCHMHTETH-
yecKuM peakiimoHHbIM LIeHTpoM (RC) Rhodobacter sphaeroides
(BepxHsisl) U TMepeHoc TpoToHa OakTepuopomoricuHoMm (BR,
HWXKHSST; PUCYHOK U3 paboThl [48] ¢ nameHeHusmu). Lindppor
YKa3bIBalOT Ha MOCJIeA0BaTEeIbHOCTb CTAAMN MepeHoca MpoTo-
Ha. JKMpHBIEe CTpPEeNIKM — CTaguu TepeHoca MPOTOHA; TOHKUE
CTpesKu — peakius nepeHoca ajektpoHa B RC. Flu — ¢duyo-
pectienH, Pyr — mupanun, BH/B — nmpotoHupoBaHHbIe/nenpo-
TOHUPOBAaHHBIE MOJIEKYJIbI TuapodmiIbHOr0 pH-0ydepa cooT-
BETCTBEHHO
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HOI (a3bl K MOBEPXHOCTH MeMOpaHBI min (ii) BO
BpeMsI UX IIPOHUKHOBEHMS 4epe3 O0eJIOK K MOJIEKY-
Je Qp. OTBET Ha 3TOT BOIPOC OBLI BHEPBbIE TOTY-
yeH JI.A. paueBbim, A.Jl. Kaynenom u B.I1. Cky-
JIaYeBBIM, MCCJICAOBABIIMMM CBETO-MHIYLIMPOBAH-
HBIII TIepeHOC IIPOTOHA B OJIsIIIKaxX OaKTepuopo-
nmorncuHa (BR) ([22], cM. TakKe HUKHIOIO CXeMy Ha
pHUCYHKe). B 9Tux skcrnepruMeHTax OTCICKUBAINCH
HE TOJIbKO CITEKTpajibHbie M3MEHEHUsI KaK CaMOro
BP, Tak u pH-unaukaropa p-HutpodeHosa B pacT-
BOpE, HO TAKX€, C IIOMOIIIBIO IIPSIMOT'O SJIEKTPOMET-
PHYECKOI0 METOHa, IPOCICKUBAIOCh IBIKCHUE
MPOTOHA MonepeKk MeMOpaHbl. OKa3aa0Ch, 4YTO CKO-
pOCTb IepeHoca MPOTOHA OT ITOrPYyXEHHOIo B Oe-
JIOK Ko(haKTOpa peTUHANS K p-TIOBEPXHOCTH MEeMO-
paHBl COBMAAaeT CO CKOPOCTbIO 0Opa30BaHUs WH-
tepmenuata M B ¢ortouukie BR, B To Bpems kak
IIPOTOHMPOBaHNE BomopacTBopuMoro pH-uHauka-
TOpa IIPOMCXOAUT 3HAYUTEJIBHO MEICHHEe. DTHU
SKCMEPUMEHTBl CBUACTEJbCTBOBAIM O JIOKAIW3a-
LIMM KMHETUYECKOIo Oapbepa ISl MPOTOHA MEXIY
MeMOpaHHOU MOBEPXHOCThIO M OOBEMHOI BOMHO
¢azoil. YckopeHue MpOTOHUPOBAHUSI P-HUTpode-
HoJa Toclie 700aBKu ruapoduibHbIX pH-0ydhepoB
TaKXe CBUAETEIHCTBOBAJIO O HAJIMYMM KMHETHIEC-
KOro Oapbepa, MPOXOASIIETo Yepe3 BOIHYIO (dazy
[22].

XebepJie u JleHxep uccienoBajiu CBETOUMHAYLIM -
POBaHHBII BEIOPOC IMPOTOHA 0AKTEPHUOPOIOTICTHOM
¢ ToMolbto AByX pH-uHankaropos: dayopeciieu-
Ha, KOBaJEHTHO CBSI3aHHOTO C ITOBEPXHOCTbHIO, U
pacTBOpEeHHOTO B Bojae NMupaHunHa (cM. [23, 24], n
PUCYHOK, BHU3Y). DyopecuenH ITPOTOHUPOBAJICS
3a ~0,1 Mc, 4TO OBLJIO COITOCTABUMO CO BpeMEHEM
oOpa3zoBaHUSl MHTepMenuata M, B TO BpeMsl Kak
IIPOTOHMPOBaHNE MMPaHNHA ITPOMCXOIMIO HAMHO-
ro memieHHee (~0,8 mc) [23—25]. 3amepxka nepe-
Hoca IpoToHa ¢ moBepxHocT BR B 00beMHYI0 BOJI-
Hylo ¢pa3y ObUIa BIIOCJICACTBUU IIOATBEPKICHA U B
psne apyrux gadboparopuii [26—28].

Cranuu TepeHoca MPOTOHA B MPOTUBOMOJIOX-
HOM HaIIpaBJI€HMM, a UMEHHO 13 BOIHOI (ha3bl B
0eJIoK, OBLIM MPOCIIEXKEHBI B HATUBHBIX MeMOpaH-
HBIX Be3WKyJiax (hoToTpodHBIX OakTepuil Rhodo-
bacter sphaeroides n Rhodobacter capsulatus. Cnenst
3a TeHepalueli MeMOpaHHOTO IIOTeHIWana IIo
BJIEKTPOXPOMHBIM M3MEHEHUSIM BHYTPUMEMOpaH-
HBIX KapOTMHOMIIOB, YAAJIOCh MOKa3aTh, YTO Iepe-
HOC IIPOTOHA OT MOBEPXHOCTU MeMOpaHbI K yOuXu-
HOHY Qg COBITaa Mo BpEMEHU C ero BOCCTAaHOBJIE-
HueMm (~0,1 Mc), B To BpeMsl KakK paziudyHbie pH-
WHIMKATOPHI B pacCTBOpPE pearnupoBaii MeIJICHHEe,
3a 0,5—1 mc ([29], cM. pucyHoOK, BBepxy). M3 aTHx
JaHHBIX CJIeHOBaJi0, YTO KWHETHMYECKUN Oapbep
MEXAy MNOBEPXHOCTbIO MEeMOpaHbl U OOBEMHON
BOIHOI1 (pa30il IIPUCYTCTBYET TaKXKe Ha A-CTOPOHE
conpsraroliieit MeMOpaHblI.

MYIKUKAHSH u ap.

IMNOTEHIIMAJIbHBIV BAPBEP HA TPAHULIE
PA3JIEJIA ®A3: ET'O CBOUCTBA U POJIb
B ITPEOBPA3OBAHUUN DHEPT U

3aMenieHHOe YCTaHOBJICHHE IMPOTOHHOTO PaB-
HOBECHUSI MEXIY ITOBEPXHOCTBHIO OMOJIOTMYECKUX
MeMOpaH M 00BEeMHOI BOmHOI (ha30il MepBOHA-
YaJIbHO OOBSICHSITIOCH BIMSHUEM «CBI3aHHBIX» pH-
OydepoB Ha IMOBEPXHOCTHU, T.€. MOHU3YEMBIX JIM-
MUIHBIX U 6eJKoBbIX rpynil (cM. [30, 31]). Ha «mak-
POCKOITMYECKOM» YPOBHE, CIIOCOOHOCTH IOBEPXHO-
CTHEIX Oy(epoB 3amep:KuBaThb pPACIIPOCTpPaHEHUE
MMPOTOHHOIO <«ITyJIbCa» paccMaTpUBalach KakK 3KC-
nepuMeHTanbHo [32, 33], Tak u Teopetnyecku |30,
31, 34, 35]. Ha «<MUKpOCKOTMYECKOM» YPOBHE OBI-
JIO TI0KA3aHO, YTO 3aMeIIeHNEe OTAENIbHBIX aMUHO-
KHCJIOTHBIX OCTaTKOB Ha #-cTopoHe BR MeMOpaHbI
BJIMSIJIO HAa KMHETUKY paboThl epmeHTa [36], uTo
CBUACTEIHCTBOBAJIO O BKJIAe JIOKAJIM30BAHHBIX Ha
MMOBEPXHOCTU MeMOpaHbl aMUHOKMCIIOTHBIX OCTaT-
KOB B 3(peKTUBHBIN 3aXBaT MPOTOHOB (CM. TaKXKe
00630p [36a]). Hago y4uThIBaTh, OMHAKO, YTO E€CJIU
OBl TOJILKO TTIOBEPXHOCTHBIE Oy(depHEIe TPYIITBI ObI-
JIM OTBETCTBEHHBI 3a 3aMelJIeHre IMPOTOHHOIO 00-
Me€Ha, IMOABWXKHBIC MOJIEKYIbl TUAPOGIIBHBIX pH-
oydepoB unu pH-MHAMKATOPOB JOJKHBI ObLIN ObI
YCKOPSITh ITIPOTOHHOE paBHOBECHE, HAUMHAS C KOH-
HeHTpauuu 1—5 MKM, T.e. OKa3bIBasiCb B COCTOSI-
HUN KUHETUYECKN KOHKYPHPOBATh CO CBOOOTHBIMU
nporoHamu [29, 37]. Kak mpaBuio, 3Toro He Hab-
Jnroaanaochk. ToJTbKO MOHOAHUOHHBIN p-HUTPODEHOI
YCKOPSUI IIPOTOHHYIO PeIaKCaLINIO YK€ TP KOHIIE-
HTpauuu 25 MKM [22]. JluaHnOHbBI, TaK1e KaK poc-
¢dar, 6poMKpe3010BbIi MypypHbIi uan MES, oka-
3BIBAIMCH (M@EKTUBHBIMU TOJIBKO TIPU J00aBJIe-
HUU B KOHLeHTpauuu > 100 MxM [16, 20, 28, 29, 38,
39]. IIupaHuH, HeCylIUil YeThbIpe OTPULIATEIbHBIX
3apsiga, BOOOIE He YCKOPSI 0OMEH MPOTOHOB [28,
39]. IlomoOHast 3aBUCHMMOCTh OT 3JIEKTPUYECKOTO
3apsaa MoouabHbIX pH-0ydhepoB cBUAETENBLCTBYET
00 2JIEKTPOCTaTUYECKON MpUPOAe KUHETUYECKOIO
b6apnepa. Kak ObLIO AeTalbHO pacCCMOTPEHO B pabo-
tax [37, 40, 41], ¢usudeckast cTpyKTypa Mexkdas-
HOTO Oapbepa MOXET OBITh JOBOJBHO CIIOKHOIA.
bapbep MoxeT OBITh CBSI3aH KaK C IMAJIEKTpUYEC-
KAM HACHIIIEHUEM BOIBI BOJIMU3U 3apsKEHHOM ITO-
BepxHocTHu [40], Tak 1 ¢ AUBTCKTPUUECKON MEpeIK-
paHupoBKoii [41].

Xotg cTporoe ¢pu3mMyecKoe omucaHue bGapbepa
Ha rpaHulie pasaena a3 10 cux Mop ocTaeTcs He-
BO3MOXXHBIM, €r0 CBOICTBAa MOTYT OBITh OIpeaelie-
HBI M3 9KCIIEPUMEHTAIBHBIX TaHHBIX. B yacTHOCTH,
IepeHoC MPOTOHA Yepe3 IMOTeHILMAJIbHBII Oapbep
Ha TpaHuIle pasfena a3 xapakTepusyeTcs caadoi
pH-3aBUCHMMOCTBIO U BBICOKOI DHEprueil akTuBa-
v mopsiaka 30—50 xIx/monb [20, 29, 39, 42].
Kak ormeueHo B pabore [29], 3T 0coOeHHOCTH
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YKa3bIBalOT HAa Y4YaCTUE HEUTPAJIbHOM BOIBI Kak
MPOMEXYTOUYHOTO TepeHocurnka mpotoHa. [lo-Bu-
IMMOMY, M3-3a MOTEHLMAJIbHOro Oapbepa IPOTO-
HBI/TUAPOKCUJIBI U/WIN MoJieKysbl pH-Oybepa He
ycrneBaoT npoaruhyHIupoBaTh U3 00beMHOI BOI-
HOI (a3l K JOCTUTAIOIIMM ITOBEPXHOCTU <«CBE-
XKMM» TIPOTOHAM,/TIPOTOHHBIM BaKaHCHUSIM, IIPeXIe
YeM ITOCJIeTHIE IIPOB3aMOIEHCTBYIOT C MOJIEKYJIa-
MU HEeUTpaJibHOU BOIBI (Kak Ioka3aHo mist RC Ha
pUcyHKe BBepxy). Hy>kHO MMeTh B BUITY, YTO HECMOT-
psl Ha oOuIMe BOMbI, aKTUBALIMOHHBIN Oapbep IJIs
€¢ MPOTOHHUPOBAHMS/OCIIPOTOHNPOBAHUS COCTaB-
qset 50 k> /Momb ripu HelTpaisHoM pH [29].

st BBIABIEHUSI CBOMCTB ITOTEHILIMAJIbHOIO
Oapbepa Ha rpaHulIe pa3aena ¢pa3 ObUIH IIpoaHaIK-
3UPOBAHBl (PAKTOPHI, OMPEAETSIIONINE CKOPOCTh
MPOTOHHOM pejakcalluy Ha TMOBEPXHOCTU chepu-
YeCKMX MEeMOpaHHBIX BE3WKYJ IpU HaJIUUMU I10-
TeHLMaJIbHOIo 0apsepa. C 3Toi 1ie/iblo OblIa pellie-
Ha CHCTeMa COOTBETCTBYIOIIMX IU(GHY3UMOHHBIX
YpaBHEHMI, U pellleHre ObLIO COIOCTABIEHO C 9KC-
MePUMEHTAILHBIMI TaHHBIMUA. MozaeaupoBaHue
MOKa3aJo, 4YTO CKOPOCTh MTPOTOHHOTO OOMEHa MeXK-
Iy MeMOpaHHOI MOBEPXHOCThIO U OOBEMHOI BOJ-
HoIi (pa3oii orpenesieTcss 0yepHOit eMKOCTBIO TT0-
BEPXHOCTH, BBICOTON TMOTEHIIMAIBLHOTO Oaphepa U
pa3mepoMm Be3ukyna [37]. PaccuutaHHasl 3aBUCH-
MOCTh CKOPOCTH IIPOTOHHOIO OOMEHa OT pa3Mmepa
COOTBETCTBOBAJIA SKCIIEPUMEHTAILHBIM JTaHHBIM. A
MMEHHO, PSJIOM aBTOPOB ObLIO mokazaHo [30, 43,
44], uyto rugpodunbHbie pH-MHAMKATOPHI OTBEYa-
JIM Ha BHIOPOC IPOTOHOB KJIETKAMU M ceporurac-
TaMU NypnypHbIX (GoToTpodHbIX OakTepuit Rb.
sphaeroides n Rb. capsulatus 3a 30—70 Mc, HECMOTps
Ha TO, YTO COOCTBEHHO MOSBJIEHHE IIPOTOHOB Ha
P-TIOBEPXHOCTH IIPOMCXOIMIIO MEHBIIIE YeM 3a 5 MC
(0 YeM MOXHO OBUIO CYOWTh IO KMHETHUKE 3JICKT-
POXPOMHOIO CIABMIA MOJIOC MOIJIOIIEHHUS KapOoTH-
HOUAOB, KOPPEIUPYIOLIEH ¢ U3MEHEHUSIMH IIOTJIO-
meHusa ampuduabHoro pH-uHaMKaTopa HeEUT-
PaJIbHOTO KPacCHOIO, CBSI3BIBAIOIIIETOCS Ha TTOBEPX-
Hoctn [45]). Paspymenne cgeporiacToB Ha He-
OoJIbIIIE BE3MKYJIBI YCKOPSUIO OTBET THAPOMUIIb-
Horo pH-kpacurens [44]. TakuMm oOpa3oM, 3aMell-
JIEHUEe TPOTOHHOr0 0OMeHa ObLTIO OoJiee BhIPaXKEH-
HBIM B IEJIBIX KJIETKaX, 9eM B MEMOpPaHHBIX BE3UKY-
Jax u ongmkax BR (cM. Boie).

MonenrdpoBaHue BBIIBUJIO, UTO YCKOpPEHUE
OPOTOHHOM pellakcaluuu MOOWIbHBIMU OydepaMu
MOXKET HaOII0AaThCsl TOJIBKO KOTAa MX KOHIIEHTpa-
LIUST TIPEBBIIIAET OTpeIeIEHHOE «[TOPOTOBOE 3HAYE-
Hue». BenuuuHa «mopora» 3aBUCHUT OT BBICOTHI
Oapbepa, HO He 3aBHCHUT HU OT pa3Mepa BEe3UKYJI, HI
OT MOBEPXHOCTHOI OydepHOll eMKOCTU. DTO M0O3-
BOJIMJIO OLIEHUTh BBICOTY MTOTEHIIMAJIBHOTO Oapbepa
IJIsI Pa3IdYHbIX MOHOB M3 3KCIIEPUMEHTAIBHBIX
naHHbIX [37]. bpuio 0O0HapYKE€HO, YTO BbICOTA Oaph-
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€pa 3aBUCUT IOYTH JMHEHHO OT 3JEKTPUYECKOIO
3apsiaa v BappupyeT ot 0,09 3B a1 p-HutTpodeHo-
nmau MES (c 3apsmom —1) mo >0,36 3B m1g nupanu-
Ha (c 3apsaoM —4). BricoTa 6apbepa mJist MIPOTOHOB
ObI71a onieHeHa Kak ropsaka 0,12 aB [37].

PaccmarpuBas cralimoHapHOe COCTOSIHUE, ya-
JIOCh MMOKa3aTb MyTeM peleHus: ypaBHeHUus CMo-
JIyXOBCKOTO, OIIMCBIBAIOIIEI0 PaCIIPOCTpPaHEHUE
IIPOTOHOB OT MPOTOHHBIX «HACOCOB» II0 MOBEPX-
HOCTH, YTO IIPY TUITMYHBIX 3HAYEHUSX ITOBEPXHO-
CTHOI IUIOTHOCTU MPOTOHHBIX HACOCOB M HX aK-
TUBHOCTHU TTOTeHIIMANBHEIN 6apeep B 0,12 3B Mo-
KeT TMOHMXKATh CTAallMOHApHOE 3HAYeHME ITOBEpPX-
HoctHoro pHS no 6,0. BaxHo, 4yTo 5Ta BeJIMYMHA
pHS He 3aBucena or BeauunHbl pH B 06bEMHOIA
BoaHoU ¢aze [40]. DTO CBOMCTBO MOXET 0OBSIC-
HUTb OMOZHEPIeTUKY 1LIEJI0UETIOOMBBIX OaKTEePHIl:
BenmurHa pH Ha ITOBEpXHOCTHU KUBBIX KJIETOK MO-
KeT OBbITb HAMHOIO HMXKE, YeM B OKpYXalollei
cpene. CneayeT OTMETUTD, YTO TIOBEPXHOCTHAS Oy-
¢epHas eMKOCTb HE MUM€EET 3HaUeHUSI B CTallMOHAP-
HOM cocTosgHMU [32], U MO3TOMY IIPOTOHHAS aK-
THUBHOCTb Ha ITOBEPXHOCTH OIIPEACISETCS TOJBKO
BBICOTOIl IOTEHIIMAJIBHOIO Oapbhepa U pa3MepoM
o0bekTa. MOXHO cKa3aTbh, YTO Ojarogapsi MOTeH-
LMaJIbHOMY Oapbhepy Ha rpaHuile pasnena ¢as3 u oT-
HOCHUTEJIbHO OOJIbIIOMY pa3Mepy OaKTepualbHbIX
KJIETOK KOHIIEHTpAallKs IIPOTOHOB Ha BHEIIHEH 10~
BEPXHOCTH IBIIIAIINX OaKTePU BBIIIEC, YEM B OK-
pyXaroieu cpene.

B cayyae 6akTepuii, MpOTOHBI, KOTOpPbIE BHIOpA-
CBIBAIOTCSI TIPOTOHHBIMM HAacOCaMM Ha BHEIIIHIOIO
P-TIOBEPXHOCTb, MOTYT JINOO ITEPEHOCUTHCS BIOJb
MeMOpaHbl K OJIU3JIeXKAIeMy «IIOTPEOUTENIo» pmyf,
Hanpumep, ATP-cuHTaze, uaM ycKojab3aTh 4depes
MOTEHUMAIbHBIN 0apbep B 00bEMHYIO BOAHYIO (ha-
3y. CKOpPOCTb MEPBOMA, «IOJIE3HOW» peaKIiM OIpe-
NeJIIeTCsl MPOTOHHOM MPOBOIMMOCTBIO «IIOTPEOM-
TeJieil» TPOTOHHOro ImoTteHnuama. CKOpOCTh ke
«HETIPOIYKTUBHOI» YTEUKH ITPOTOHOB IIPOIIOPIINO-
HaJIbHa KOHIIEHTPAIlMK IPOTOHOB Ha MOBEPXHOCTH.
B mpocreiiieM ciaydyae IMOCTeIEHHOE ITOBEPXHOCT-
HOE 3aKUCJICHIE IIPUBOIWIO ObI K OTHOCUTEILHOMY
VBEJIMUYECHUIO YTEUYKHU MPOTOHOB. bojee BHITOMHBIM
KaxeTcs 0JJOKMPOBaTh IIPOTOHHBIE ITOMIIBI, IIPEXIE
YeM yTedKa IIPOTOHOB Yepe3 Oapbep JOCTUTHET 3Ha-
YUTEJIbHOM BEeJIWYUHEL. B 3TOI CBSI3M clleayeT Ioa-
YEpPKHYTh, YTO aKTUBHOCTb LIUTOXpOMHOIO bc, (bf)
KOMILJIEKCa, KOTOPBIA SIBISIETCS <«IIEHTPaIbHBIM»
IIPOTOHHBIM HACOCOM B a0COJIIOTHOM OOJIBIIIMHCTBE
9JIEKTPOH-TPAHCIIOPTHBIX IeMNeil, 3HAYUTEJIbHO
yMeHblIaeTcd yxe npu pH < 6,5 u3-3a mpoTtuso-
nasieHust pmf (cm. [46]). U3-3a 3701 TMHAMUYec-
Koii oOpaTHOi cBa3u pHS Ha p-moBepxHOCTH He
JIOJDKEH mamaTh HUXe 6,5, 4To B CBOI0O odYepedb
JIOJIKHO TMPEIOTBPALATh «HEMPOAYKTUBHYIO» yTed-
Ky TIPOTOHOB B 00beMHYI0 (a3sy.
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JATEPAJIBHBIN MEPEHOC ITPOTOHA

B xon1ie 60-x rogos B.I1. CkynayeB npeanoiio-
KUJT, 4YTO Afiy+ MOXET MCIIOJIb30BaThCsl KJIETKaMU
KakK TpaHcrnopTupyeMasl ¢popMa SHEpTUH, IIepeaaro-
masics BOoab MemMopaH (cM. ccbliku B [47]). B To
BpeMsl Kak CIMOCOOHOCTb Ay OBICTPO pacmpocTpa-
HSITBCSI BIOJIb MEMOpaHBI BBI3BIBACT MAajJI0 COMHE-
HUIA, CKOPOCTD JIaTepaJIbHOTO MepeHoca MPOTOHa,
KOTOpasl B CBOIO Ouepeb ONpeaesieT BpeMs JiaTe-
panbHOro pacmpocTtpaHeHuss ApH, monro ocrapa-
JIach CIIOpHOM. ISt TOMydeHUs] KOJIMIeCTBEHHBIX
OLIEHOK OKa3aJI1Ch ITOJIE3HBIMU 3KCIIEPUMEHTHI C
BR-conmepxamumn Membpanamu [25, 48]. Cxema
SKCIIEpMMEHTA ITOKa3aHa Ha PUCYHKe, BHU3Y. pH-
Wnupukatop ¢ayopecueuH (Flu) Obu1 KoBaJleHTHO
cBs13aH Jinbo ¢ Lys-129 Ha BHemHekneTouHoit (EC)
MOBEPXHOCTH MypIypHOI MeMOpaHbI, 1160 ¢ Cys-36
Ha ee uuroruiazmatuyeckori (CP) moBepxHOCTH.
ITocne cBeToBOro BO30YXAEHUSI OAKTEpHOPOAOIN-
cuHa HabJrogancs BeIOpoc mpoToHa 3a ~100 Mkc Ha
EC-noBepxHocTh MeMOpaHbl. O0exXaB depe3 Kpaik
MMypOypHOIl OJISIIIKKA, IPOTOHBI CBSI3BIBAJIUCH C
dayopecuenHom Ha CP-nmoBepxHocTH 3a ~200 MKC,
HeCMOTpsI Ha To, uTo auametrp BR-0siek cocras-
s nopsaka 1 MkM [25]. B aHalOrMYHBIX DKCIIe-
puMeHTaxX AJIEKCHMEB U COaBT. JIaTepaJbHBIN mepe-
HOC IPOTOHAa Npoucxoau euie ovictpee [49]. B pa-
o6otre CepoBy u mp. [50] meMOpaHHBIC (hepMEHTEI
«AMUTUPOBATIUCH» C MOMOIIBIO TUAPOPOOHBIX COE-
JIWHEHMI, ClIOCOOHBIX BEIOpACHIBAaTh MPOTOHBI B OT-
BET Ha BCIIBIIIKY CBeTa. B aTHX 3KcrepuMeHTax Ie-
PEHOC MTPOTOHA BIOJb MOBEPXHOCTU MTPOUCXOAWII C
koo durmenrom quddysuu 5,8 - 1075 ecm? - ¢!, Te.
BCero B 2 pa3a Me[IeHHee, YeM B 00beMHO BOTHOM
daze [50]. BeicTphIii nepeHOC TPOTOHA BIOJIb IOBEPX-
HOCTH BaKeH He TOJIBKO JUISI TMTAHTCKUX MUTOXOH]I-
pwuii [47, 51] nnn MaHOOaKTepHUAIBHBIX TPUXOMOB
[52]. UsydyeHune mpoToH-TpaHcIopTupyromeii H*-
ATP-cuHTtassl Rb. capsulatus mokaszano, 4To I0OC-
TaBKa IMPOTOHOB K 3TOMY (hepMEHTY HE TUMUTUPY-
€T CKOpOoCTh ero obopoToB maxe mpu pH 10,0 u B
YCIIOBUSIX, Koraa (pepMeHT pa300IeH W BpeMsI €Tro
obopota cocrapisieT MmeHee 5 mc [53]. KuHetuuec-
KW aHaInU3 oKa3all, YTO BpeMsI JOCTaBKM IIPOTOHA
K Fy, Heobxomumoe st obecrnedeHust ero oobopa-
YUBAHUS 32 MIJJIUCEKYHIIBI, MOXKET OBITh OLIECHEHO
Kak <1 Mmkc [53, 54]. Kak paccMOTpeHO BhIllIe, I1e-
PeHOC IIPOTOHA Yepe3 MOTCHIIMAIbHBINA Oaphep Ha
rpaHulie pazaena ¢a3 MPOMCXOAUT Ha TPU MOPSIIKa
MemaeHHee. CiaenoBaTebHO, MYTh BAOJb ITOBEPX-
HOCTU MeMOpaHBbl JOJKeH mpeobiagaTh IIpyu nepe-
HOCe IIPOTOHA MeX Ty OJTM3/IeXaIINMU «TeHepaTopa-
MW» U «IIOTPEOUTETISIMU» TTIPOTOHOB.

[IpencraBiaeHHBII BBIIIE 0030P AKCIIEPUMEHTAITb-
HBIX JaHHBIX, 00JIee JeTaIbHO U3JI0KEHHBIX B paHee

MYIKUKAHSH u ap.

BBRIIIEAIINX padoTax [25, 29, 37, 40, 48], mo3BomseT
CIEAYIOIUM 00pa3oM OMKUCATh MEXaHWU3M TPOTOH-
HOTO COIIPSIKEHMST B OMOJIOTUYECKMX MEMOpaHax.

«ba3oBbIii» MeXxaHM3M, IepBOHAYaJbHO M300-
PETEHHBIA MPUPOJON W BCE €Ile AeHMCTBYIOIIWIA B
0OJIBLIMHCTBE OaKTepuii, OCHOBBIBAETCSI HA CIIO-
COOHOCTU PEIOKC- U CBETO3aBUCUMBIX IIPOTOHHBIX
HACOCOB 3apspKaTh BHYTPUKIIETOUHYIO MeMOpaHy,
3allleJ]auyMBaTh #-MOBEPXHOCTh U 3aKUCSATh BHELI-
HIOIO p-TIOBEPXHOCTh KJIETKM. M3-3a mOTeHIIUaIb-
HOTO Oapbepa Ha rpaHMIIe pasaena (a3 ycTaHOBIIE-
HUE NPOTOHHOIO PaBHOBECHUS MEXIY II0BEpX-
HOCTbIO MeMOpaHbl U OOBEMHOU BOJHOU (hazoit
MMPOMCXOAUT MeIJIeHHee, yeM TUdPy3us IPOTOHOB
BIOJIb MOBEpXHOCTU. B pesynbrare (i) OCHOBHas
YacTh <«BBIOPOIICHHEIX» IIPOTOHOB ITOTPEOJISIOTCS
omuznexammu ATP-cunTazamu u (ii) akTUBHOCTD
IIPOTOHOB Ha IOBEPXHOCTU MEeMOpaHBI MOXET OT-
JINYAThCSI OT aKTUBHOCTU IIPOTOHOB B BOIHOI (haze.
TakuM o0pa3om, in vivo IBUKYIIAS cUia AJIsl CUHTE-
3a ATP onpenensieTcs Kak

pmf= Ay — 2, 3RT - ApH>.

TakuM 00pa3zoM, B SGHEPreTUYECKOM COMpPSIKe-
HUM YJ9aCTBYIOT caMa OaKTepuajabHas MeMOpaHa 1
JIBa IPUMBIKAIOIINUX K HE BOMHBIX CJIOS TOJIIMHOM
~1 uM Kaxnaerii. OKpyXarlas KIeTKy BogHas ¢da3a
CIIYKUT, B JIYYILIEM CIy4ae, «CTOKOM» ISl «yOexKaB-
II1X» IIPOTOHOB.

[To-BuarMoMYy, IprpoAa HEMPEePhIBHO CTPEMU-
JIaCh YMEHBIIUTh 3Ty «HENMPOAYKTUBHYIO» YTEUKY
IIPOTOHOB ITyTeM «BTSITUBAaHUSI» BHYTPb KJIETKU CET-
MEHTOB OaKTepHaJdbHOI MeMOpaHbl C T€M, YTOOBI
«BBIOPOIIIEHHBIE» MPOTOHBI IIOCTYyNAIXd B 3TH, IO
CyTH, BHYTPUKJICTOYHBIE MeMOpaHHBIC BIITUMBA-
Hug. Iloa maBlieHHMEM €CTeCTBEHHOIo OTOOpa pas-
BUTHE TaKMX BHYTPUKJIETOUHBIX CTPYKTYp IIPOMC-
XOIWJIO B Pa3HBIX IPyIIIax OaKTepUii 1, B YaCTHOC-
TH, TIPUBEJIO0 K (DOPMUPOBAHUIO TUIAKOUIOB B 1A~
HOOaKTepUsIX U K 00pa30BaHUIO BHYTPUKIETOUHBIX
BE3UKYJISIDHBIX CTPYKTYP B IIyPIYPHBIX OaKTEPUSIX.
Llnano6akTepuaabHbIe TUJIAKOUIEI COXPAHWINCH B
XJIOPOITJIACTAaX pacTeHUil, B TO BpeMsl KaK BHYTpH-
KJIETOUHbIE BE3UKYJIbl ITyPIYPHBIX OaKTEepUil M3-3a
SBOIIOLIMOHHOM OJIM30CTH ITOCEAHNX K MUTOXOH I~
pusM [55] MOIfM CIyXUTb TpeAlIeCTBeHHUKAMU
MUTOXOHAPUAIbHBIX KpuCT. Kaxercs Hecmydaii-
HBIM, uTO oTKJIoHeHUs pH® ot pH B 06BbeMHOI1 (hase
OBUIM HEJAaBHO MOKa3aHbI HAa JBIIAIINX MATOXOHI-
pusix ATyXXMHCKUM U coaBT. [56, 57].

OnucaHHBIT MEXaHU3M COIIPSIKEHUS HaeT He-
MIPOTUBOPEYNBYIO KAPTUHY 3JEKTPOXMMHIECKOTO
npeodpazoBaHusl dHeprun. OH corjiacyeTcsl Kak ¢
uneeit Mutdenna o Afiy+, KaK IBUXKYIIEH cuie 1Is
cuHTe3a ATP, Tak 1 ¢ HalTMYMeM JIOKaIUu30BaHHbBIX
MeMOpaHHBIX KUCIBIX JOMEHOB, IPEIIOXKEHHBIX
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[MPOTOHbI HA TPAHULIE PA3J1EJIA MEMBPAHA/BOJIA

YunbsimcoM [5], u ¢ aKCniepuMEHTaILHO TT0Ka3aH-
HOM aHM30TPONHUEN TEPEHOCA MPOTOHA Ha MOBEPX-
HocTU MeMOpaHsbl [11, 12, 25]. OTiaunyasch ot mep-
BOHAYAJIILHOW MUTYEJIIOBCKOW KOHIIETIIINU JIeJIOKA-
JIN30BAHHOTO COTIPSDKEHUSI, 3TOT MEXaHM3M COIJa-
cyeTcsl, OIHaKO, ¢ OoJjiee MO3AHMMU, MEHEee U3BeCT-
HbIMU B3mIsiAaMu Ilutepa Murtuesuia, ycaBIlero B
CBOEM IIOCJIeAHEM 0030pe, YTO ITOBEPXHOCTH COII-
pATaOIINX MeMOpaH BHITIOJHSIOT (DYHKIIUIO «IBYX
MPOTOH-MPOBOAAIINX 30H P U N, B KOTOPBIX JIOKA-
JIN30BaHA OCHOBHAS YacCTh IIPOTOHHOIO TOKa, IPO-
TEKAaIOIIEero MeXAy MPOU3BOMSIINMU 1 TTOTPEOIIsI-
IOIMMU MOIYIsIMI» [58].
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Proton transfer between water and the interior of membrane proteins plays a key role in bioenergetics. Here we sur-
vey the mechanism of this transfer as inferred from experiments with flash-triggered enzymes capturing or ejecting
protons at the membrane surface. These experiments have revealed that proton exchange between the membrane sur-
face and the bulk water phase proceeds at >1 ms because of a kinetic (potential) barrier for electrically charged species.
From the data analysis the barrier height for protons could be estimated as about 0.12 eV, i.e. high enough to account
for the observed retardation in proton exchange. Due to this retardation, the proton activity at the membrane surface
might deviate, under steady turnover of proton pumps, from that measured in the adjoining water phase, so that the
driving force for ATP synthesis might be higher than inferred from the bulk-to-bulk measurements. This is particu-
larly relevant for alkaliphilic bacteria. Proton diffusion along the membrane surface, on the other hand, is uncon-
strained and fast, occurring between the neighboring enzymes at less than 1 ps. The anisotropy of proton dynamics
at the membrane surface helps prokaryotes to diminish the futile escape of pumped protons into the external volume.
In some bacteria, the inner membrane is invaginated, so that the ejected protons get trapped in the closed space of
such intracellular membrane sacks, which can be round or flat. The chloroplast thylakoids and the mitochondrial
cristae have their origin in these intracellular structures.

Key words: ATP synthesis, membrane potential, chemiosmotic coupling, alkaliphilic bacteria, chloroplasts, mito-
chondria, bacterial membranes
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