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TMonBeka Hazax GblIa MPEATOXKEHA KOHUCTILIMS «3JIEKTPUYECKUX Kabeneil» KIeTKH, y4acTBYIOLIUX B €€ OnoaHepre-
tuueckux npoueccax [Skulachev, V. P. (1971) Curr. Top. Bioenerg., Elsevier, p. 127—190]. B kauecTBe MpeTeHIEHTOB
Ha 3Ty pOJIb PACCMATPUBAIMCh MEMOPaHHbIE CTPTYKTYpHI KiIeTKH. [Tocienyolye uccaeqoBaHus oKa3aiu, 4To Uc-
TOJIHATh POJIb SJEKTPUUECKUX Kabeeil MOTYT Compsiratolie MeMOpaHbl, TO €CTh T€ Xe CTPYKTYPbI, KOTOPbIE CITy-
JKaT 1T TeHepalyi MeMOpaHHOTO TIoTeHITra a (BHyTpeHHUE MEMOpaHbl MUTOXOHIPHIA, TTa3MaieMMa OaKTepuif).
TTouTtu Bo Bcex KPYIHBIX CUCTEMATUUYECKUX TPYIINaxX OblIM OOHAPYXEHbl OPraHU3MbI, peaTU3yIolIie dHEpronepe-
MAIONTyI0 (GYHKIIMIO COTIpSATAIOIMX MeMOpaH. Bbimn HaliieHbI «KabeTbHBIE» CTPYKTYPhI MAKPOCKOTIMYECKUX pa3Me-
POB (TOpsiaKa MUUTUMETPOB WM Jaxke caHTUMeTpoB). Cpenu Hanbosee SpKUxX MPUMEPOB — TMTAHTCKUE MUTOXOH-
JIPUMY HEKOTOPBIX OMHOKJIETOYHBIX OPTaHU3MOB (BOIOPOCIIeii, TPUOOB U MPOCTEHIINX) M KJIETOK psida TKaHel XKu-
BOTHBIX; HUTYATble MUTOXOHAPUMN; MUTOXOHIPUATbHBINA PETUKYIYM MBIIIEYHON TKAHU XKUBOTHBIX; TPUXOMBI 111a-
HOOaKTepuii. 3HAUCHUE «INEKTPUIECKUX Kabeseil» sl KIeTKU WIM MHOTOKJIETOUHOTO 00pa30BaHUsl ONpeaessieT-
CsT BO3MOXHOCTBIO OBICTPOTO OOMEHa C MX TIOMOIIBIO SHEPTUEI MEXTY SHEPTOMPOU3BOISIIMMU U YHEPTOMOTPEO-
JITIOIKUMY YYaCTHUKAMU MeTaboIu3Ma, B TO BpeMsi KakK quddy3MOHHBIN MyTh Mepeaadyr pacTBOPUMBIX MaKpoOdp-
roB (AT® u np.) moTpeGoBasl 61 HeCOIMOCTaBUMO O0JbIeTo BpeMeHU. OmHako B mocaenaue 10—15 et 6ui1 06Ha-
PY>XeH HOBBII TUIT «3JICKTPUIECKUX Kabesei» KMBOW KIETKU, TPEANOIIOXKUTETbHO GeTKOBO IPUPO/IbI, U PellIalo-
1UX UHbIEC 33]]a4¥ B GMOHEPreTHUecKoi cucteMe Kietku. CtpoeHue u pyHKIMU Kabeseii 3Toro tumna OynyT pac-
CMOTpPEHBI BO BTOPOI yacT 0630pa (DiekTpudeckue kabenn kietok. II. bakrepuanbHble 271eKTpOHHbBIE TTPOBOJI-
HUKU).

KJIIOYEBBIE CJIOBA: TpaHcMeMOpaHHBI 3JIEKTPOXUMHWUYECKHUIA TIOTEHIINAI, MUTOXOHIPHH, XJIOPOTUIACTHI, 1I1a-
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BBEJIEHUE

HauvaynoM 3/1eKTpoOMOJOrMM CUUTAETCSI OTKPbI-
e Jlynmku [anbBaHM «<KMBOTHOTO 3JICKTPUYECT-
Ba» B 1786 roay [1]. 3a HuM mociemoBayia mojrast
HUCTOPHSI COMHEHUI, OTIPOBEPXKEHMIA, IPU3HAHUS 1
JalbHelIlIero pa3Butusa. TpuymdoM 3JeKTpoOuo-
JIOTUU MOXHO CUMTaTh IocTpoeHue K 1952 r. mate-
MaTU4eCcKoi Moaenn X0oMIKKnHa—XaKC I, OIMCaB-
IIIei TeHepalliio ¥ paclpocTpaHeHNE MOTEHIINAIOB
NEeNCTBUS B HEPBHBIX KJIETKaX, 3JIEKTPUUYECKUX
IIPOBOJAX MHOTOKJIETOUHOIO 3YKapUOTHUYECKOTO
opranusMa [2]. Mcroib3ysl aHaJIOTUIO C TEXHUKOIM,
3TU MPOBOJIA, IO KOTOPHIM IePenaéTcsl yIIpaBIIsio-
it (3¢ppepeHTHBIN) WM CEHCOPHBIH (addepeHT-

[Ipunsareie cokpameHus: GFP — 3enénsiii piyopeciieHT-
HbIH Gesok (green fluorescent protein); Apyy, — TpaHCMeMOpaH-
HBIII TIPOTOHHBIN 3JeKTpoXUMUYeckuii noreHuuan; DIIP —
SHIOIUIA3MAaTUYECKU PETUKYITYM.

HBII) CUTHAJI, MOXHO OBbLJIO Obl Ha3BaTh CUTHAJIb-
HBIMU TIpOBOAaMM (KabeIsiMi).

B 10 ke BpeMst BOIIpOC 0 BO3MOXKHOCTH «CHJIO-
BBIX KabeJieii» B XXMBBIX OpraHu3Max ObLT OeCCMBbIC-
JICH 10 TOSIBJCHMS MPEICTAaBICHUS O CYIIECTBOBA-
HUH B HUX 2JIEKTpUIeCcKOit opMbI 3Heprun. OCHO-
BY IUIs1 €€ MOUCKOB Jaya npemioxeHHas I1. Mur-
yeyutoM B 1961 T XxeMHMOCMOTHUYECKasl TUIOTe3a
(ro3xe craBiIasi Teopueil) OKUCIUTEIbHOTO ocC-
dopunupoBanus [3]. B cooTBeTCTBUU C 3TOi I'MIIO-
Te30i, OMOJIOTMYECKOEe OKMUCICeHMUE (IbIXaHue) U
dochopunpoBaHUe COIPSKEHBI Yepe3 00pa3oBa-
HUE TpPaHCMEMOPAHHOIO 3JIEKTPOXMMUIECKOTO
MPOTOHHOTO ToTeHIMana (Apy,). CiaemoBareabHO,
KaK XMMHUYeCcKasl, TaK U 3JIeKTprYecKasi KOMIIOHEH-
THl TIPOTOHABIKYIICH CHIIBI SIBJISIFOTCS (popMaMu
3aMacéHHOM Hepruu s KieTku [4]. Jlokazatesb-
CTBO CYIIECTBOBAaHMS MUTOXOHAPUATIBLHOIO TPaHC-
MeMOpaHHOro IIOTeHLiMaJlla ObIIO IOJy4eHO B
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1969 1. ¢ mpUMeHEeHNEM CUHTETUYECKUX TPOHMKA-
IOLIMX WOHOB [5], mo3xe Ha3zBaHHbIX JI. IpuHOM
«toHamu CkynaueBa» [6].

OTKpBITHE «MATOXOHAPHUATBLHOTO JIEKTPUYECT-
Ba» MPUBEJIO OIHOTO U3 ero aBrTopos, B.I1. Ckyna-
YeBa, K IIPEAIIONOXEHUIO, YTO MEMOpaHBI MOTYT
CITY>KUTh HE TOJILKO JJISI TeHEepalluy SJIEKTPOXUMU-
YeCKOro MoTeHLIMaia, HO U IS €ro Iepeaadyn Mex-
Iy TIPOCTPAHCTBEHHO OTHAJIEHHBIMM T€HEpPaTOpOM
u norpedbutenem [7]. Tem caMbIM B OMOJIOTUU T10-
SIBUJIOCH TIpeACTaBJIeHUE O <«KWBBIX» JIEKTPUYEC-
KHX IIPOBOAAX, OCYIIECTBIISIONINX Iepeaady 3Hep-
WU, T.€. O «CUJIOBBIX KaOeIsIX» XKMBOIO OpraHm3Ma.
DTa KOHUEHIINS TPaHCIIOPTa DJIEKTPUIECKOM dHEp-
MU KJIETKU BIOJIb MeMOpaH, oTMeuarolias B Oymy-
11IeM TOJly CBOM IMOJIYyBEKOBOM 100MIIEl, MOIyunsa B
MOCJIEAYIOIIME TObI CBOE MTOATBEPXKICHUE U, OoJee
TOTO, OOHapyXuja CBOIO YHUBEPCAJbHOCTb —
«3JIEKTPUYECKHE Kabesin» OKa3alucCh XapaKTePHBbI-
MM JJISI TIpEACTaBUTEICH BCeX OCHOBHBIX TPYIIII XK1~
BOTO MMpa: Ui pacTeHMI, XUBOTHBIX, ITPOCTEI-
mux 1 6akrepuii [8].

B nocnemHue ronpl KOHLIETIINAS 3IeKTPUISCKIX
KabeJseil KJIETKM HeOXUIaHHO MOJTy4Yrnjia HOBOE pa3-
Butue: B 2005 . ObUIM 0OHAPYXKEHBI «<HAHOIIPOBOAA»
Yy HEKOTOPBIX MeTalllI- U CyJbdaTpenyipyoIIx
OakTepuii, mepemalolne JJIEKTPUIECKU TOK Ha
PAaCCTOSTHUS TOPSIAKA SAUHUII-IEeCITKOB MUKPOMET-
poB [9]. A criycra ewg nsath Jiet, B 2010 . Obl1a OT-
KpBITa HOBasl ITpyIlna 0aKTepuii, MOIyINBIINX HA3-
BaHUEe <«KabedbHbIX» [10]. MHOroknaeToyHble Ka-
OenbHbIE OaKTEPUM CIIOCOOHBI TIepeaBaTh JIEKTPH -
YeCKMII TOK Ha MAaKpPOCKOIIMYECKHE PACCTOSHUS
(mopsinka caHTuMeTpoB). OmHAKO (YHKIIUKW IIEKT-
pHMUYECKOTIO TOKAa B 3TUX OaKTepUaJIbHBIX MPOBOIAX
0Ka3aJIMCh OTIMYHBIMU OT M3BECTHBIX paHEe «CHUTI-
HAJIBHOM» U <«3HEPIeTHYECKO». DICKTPUICCKUI
TOK B JAaHHOM CJTIy4yae CBSI3BIBaJl HE PETYJIATOP U (-
¢ekTop, He TeHepaTop U IMOTPeOUTENb MOIIIHOCTH, a
3JIEMEHTHI CaMOTO TeHepaTopa — KOMIIOHEHTHI JAbI-
XaTeJqbHOW LIeTU, pa3HecEHHbIE APYr OT Ipyra Ha
pacCTOSTHMS, Ha TTOPSIIKY ITPEBBIIIAOIIE OOBIYHbBIE
pacCTOSIHUSI MEXIYy HUMU B MUTOXOHIPUAJIbHOM
win OaKTepUaJbHON IIa3MaTUYECKOM MeMOpaHe.
Ho em¢ 6onee yauBUTENbHON OKaszajach Mpupoaa
3TOI0 «BHYTPUTE€HEPATOPHOT0» JEKTPUIECKOTO TO-
Ka: er0 pacpoCTpaHEHHE IIPOUCXOIUT He IO MEM-
OpaHe, a 1o 6eakoBbIM (pubdpriam [11, 12].

HecmoTpst Ha TO, YTO IIOJHOIO IOHMMAaHUS
CTPOEHMSI HAHOIIPOBOAOB M MEXaHM3Ma UX IIPOBO-
JUMOCTHU e1l¢ HEeT, «TPOMHOMN 1001Jieii» KOHLEeIILUNI
«buoJiornyeckux Kabeseil» ma€T OCHOBaHME CHe-
JIaTh 0030p OCHOBHBIX B€X B UCCJIEAOBAaHUSIX B 3TOM
obaactu. B Hacrodieit cratbe Mbl NOAPOOHO pac-
CMOTpHMM 3apoXIeHre, 000CHOBaHUE W IIPUMEPHI
peanu3ali KOHLIEIIIMA SHEPreTUYECKMX 3JIEKT-
pUYecKux Kabesei KIETKU C YJaCcTHEeM COIIpsATaro-

[NTYIMIEHKO

mux MeMopaH. B cienyronieit ctatbe (DaeKTpudec-
kue Kabenu kiaetok. II. bakrepuanbHble 31€KTPOH-
HbIe IIPOBOAHMKN), IIPOMOJIKAIOIICH JAaHHBIM 00-
30p, OymeT pacckazaHO 00 MMEIOIIUXCS K HACTOS-
IIEMY BpEMEHM NaHHBIX O (DYHKIIUSIX U OpraHu3a-
LIMH 3JIEKTPOIIPOBOIIIETO alllapaTa «3JIeKTPOTreH-
HBIX» OaKTepuii, «KaOeJIbHBIX» OaKTepUil U DYHK-
LIMOHAJIBHO OJIM3KUX K HUM OPraHU3MOB.

MUTOXOHAPUA/IbHBIE KABEJIN

B 1969 r. rpymmma B.I1. CkynaueBa u E.A. JIu-
OepMaHa SKCIEPUMMEHTAJIbHO TIOKa3zajla Hajaudue
3JIEKTPOXMMUYECKOTO IPOTOHHOIO TpaHCMEM-
OpaHHoro mnoreHuuana (Apyy;) B MUTOXOHAPUSIX
(6onee 200 MB, snexkTpuyeckasi KOMIIOHEHTa He
meHee 180 MB) [5]. DTo OTKpHITHE HE TOJBHKO aBa-
JIO KJIIOYEBOE T0KA3aTeIbCTBO XEMHUOCMOTUYECKOM
TUIT0Te36l MuTYe/ia, B COOTBETCTBUU C KOTOPOI
MMPOTOHHBINM ITOTEHIIMANT CIIYXKUJ TTPOMEXYTOUHBIM
MMPOIYKTOM TP OKUCIUTEIbHOM (ochOopuInpoBa-
Huu [4], HO ¥ MEHSJIO MpPEICTaBICHUE O B3aMMO-
CBSI3U T€HEPATOPOB SHEPTUM KIIETKM MEXIY cOOOI
U ¢ e€ nmoTpeduTeasiMu. Tak, BO3MOXXHOCTb pacIipo-
CTpaHEHMSI IO MeMOpaHe SHEePIuM, MOJIy4eHHON B
Xo7ie OMOJOTMYECKOTO OKHCIEHUSI, B (hOpME IJIEKT-
POXMMMYECKOIO TMOTeHIIMaNa J0JKHA Obla «CBSI-
3aTh B €AUHYIO CUCTEMY THICSYM SHEProIpOU3BOISI-
IINX OTACIBHBIX (DePMEHTHBIX KOMILJIEKCOB, KOTO-
pBIe PacITOI0XEeHBI B IPOCTPAHCTBEHHO YIAJIEHHBIX
JIpyT OT Apyra objaactsax memopansl» [7]. B.I1. Cky-
JIa4eB TaKxKe MPEAIIOI0XKII, UTO Ilepeaadya SHEpruu
TpaHCMEeMOpPaHHOTO IMOTEeHLIMAajJa He OrpaHMYMBa-
eTCSI TOJILKO OJHOM MMTOXOHApHEH, HO MOXET
obecreynBaTh €€ CBSI3b C IPYTMMU MUTOXOHAPUSIMU
I IPYTUMH KOMIIOHEHTAMM IIUTOILIA3MBI 33 CUET
BHYTPUKJIETOYHOU MeMOpaHHON «CUJOBOM CETH»
[7]. OcHoBaHuUS mJIsT TAKUX TPENNONIOXKEHNN 1aBa-
JIN TIOSIBUBIIMECS TOTIA e JaHHBIE O HAJIMYUU B
HEKOTOPBIX KJIETKax (HampuMep, B MBIIICYHBIX
KJIeTKaX >KMBOTHBIX) MEMOpPaHHBIX CTPYKTYp (Tpy-
0OK M IIMCTEPH CapKOIUIa3MaTUYECKOIO PETUKYITY-
Ma), IIPOHMU3BIBABIIMX BCE IPOCTPAHCTBO KIICTKHU
MEXIy MPOCTPAHCTBEHHO YIAJIEHHBIMU MWTOXOH-
IpUSIMHU WM MEXIYy HUMM M IJa3MaTU4YeCKOM
MeMOpanoii [13—15]. Bosnee Toro, Torma ke HavaIn
MOSIBIISITHCSI JAHHBIE, YTO B MBILIIEYHBIX TKAHSIX K1~
BOTHBIX U CaMU MUTOXOHIPUU MOTYT IJOCTUTaTh
3HAYUTENIbHBIX pa3MepoB [16, 17]. DTo ykasbiBaJio
Ha MHUTOXOHAPUM, KaK BO3MOXHEBIC KJIETOYHEIE
CTPYKTYPHI IJIs TIepeHoca (a He TOJIbKO TeHepallim)
3JIEKTPOXUMUYECKOIO MOTEeHIIMAJIA.

OnHako 3T0 BCE OBLIN JIMIIIh KOCBEHHBIE YKa3a-
HMSI Ha BO3MOXXHOCTb CYIIECTBOBaHUS «TPaHCKJIE-
TOUHBIX» DHeprorepegaronmmx mMemMOpaH. UToOBI
MMOATBEPAUTh HAJIWYNE HEMPEPHIBHOM CETH MHTO-
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XOHIpHaIbHBIX MeMOpaH B kiieTke, JI.E. bakeeBa,
10.C. Yenuon n B.I1. CkynauyeB nmpeampuHSIINA CHUC-
TeMaTUYECKOE WCCIENOBAHUE CEPUMHBIX CPE30B
CHayaJsia MbIIIBI fMadparMel Kpbichl [18, 19], a 3a-
TEM U CEPACYHON MBIIINBI IIPEACTABUTEIIEH BCEX
KJIACCOB ITO3BOHOYHBIX XXMBOTHBIX (PBIOBI, JIATYIII-
KU, SIIEPUIIBI, TOJTyOs1, KpbIChl U Obika) [20]. B pe-
3yJIbTaTe yaajoCh YCTAHOBUTh HAJIW4YME€ MUTOXOH-
IpUAIbHOM CE€TH, Ha3BaHHOW aBTOpaMUW MHUTOXOH-
IpUabHbIM PETUKYAYMOM (Reticulum mitochondri-
ale), v peKOHCTPYUPOBATh €€ TPEXMEPHYIO CTPYKTY-
py (puc. 1). INpuHmunmManbHBIE XapaKTePUCTUKU
MUTOXOHIPUAJIBHOTO PETHKYIyMa, KaK CTPYKTYp-
Hble, TaK U (PYHKIMOHAJIBHBIE, YCTAHOBJICHHBLIE B
3TUX paHHUX pabOTax, ObLIU MOJHOCTBIO IMTOATBEPK-
IeHBl B HemaBHUX pabotax rpymmbsl R.S. Balaban
[21] ¢ ucrmonb30BaHUEM CKaHUPYIOLIEH JIEKTPOH-
HOI MUKPOCKONHUHU METOAO0M (OKYCUPOBAHHBIX
MOHHBIX ITyYKOB. MUTOXOHIPUAIBHBINA PETUKYIYM
MBIIIIIE aradparMbl IIPEACTABIISI COOOI0 CEeTh U3
TOHKUX BETBIIINXCS TPyOUAaTBIX MUTOXOHIPHAIb-
HBIX TsoKel [18], B TO BpeMsT KaK KapaAUOMHOLIMTHI
COIepKaJii MHOXXECTBO TOJICTBIX MUTOXOHAPUIA BJI-
JIMIITUYECKOR (hOPMBI, CBSI3aHHBIX APYT C IPYrOM
koHTaktamu [20]. B o6Gnactsax koHtakToB (0,1—
1 MKM) BHEIITHHE MEeMOpaHBI COCEAHMUX MWUTOXOH-
Ipuii ObUIM MaKCUMaJabHO COJMMXEHbI (HE MCKIIIO-
YEHO, 4TO IIPOUCXOIMIO UX CIIMSTHUAE, aHAJIOTUIHOE
CIUSHUIO IUIa3MaTMYeCKUX MeMOpaH B 00JacTu
IUIOTHBIX KJIETOYHBIX KOHTAaKTOB), M BCS 00JIacThb
KOHTaKTa (BK/IIOYasi BHYTPEHHIOIO M BHEIIHIOIO
MeMOpaHbl 1 MeXXMeMOpaHHOE MPOCTPAHCTBO) 00-
Jagana IOBBIIICHHON 3JEKTPOHHON IUIOTHOCTBIO.
bonee Toro, HabmOmAINCh TaKXKe SJIEKTPOHHO-
IUIOTHBbIE KOHTaKThl MUTOXOHIPUAJIBHBIX MEMOpaH
C TJTa3MaTUYEeCKOM MeMOpaHOit B 00J1aCTU MEXKKIIe-
TOYHBIX IIEJIEBBIX KOHTAKTOB, 00pa3yoline, TAKIM
obOpa3oMm, lIecTuMeMOpaHHbIE CTPYKTYpbl (ABe
IUIa3MaTU4YecKre MeMOpaHbl, 1B€ BHEIIHWE U IBE
BHyYTpeHHHEe MeMOpaHbl MUTOXoHapuit) [20]. Bt
CTPYKTYpPHBIE JaHHBIE C OUeBUIHOCTHIO YKa3bIBAIN
Ha CYIIECTBOBAHUE €IMHOM «3JIEKTPUUECKOM CeTH»
He TOJIbKO B IIpeaesax OMHOM KJIEeTKH, HO U B CUCTe-
Me€ CBSI3aHHBIX KJIETOK.

IIpenmnonoxeHne 0 TOM, YTO OITMCAHHBIE B 3TUX
paboTax MeMOpaHHbIE KOHTAaKThbl IE€UCTBUTEILHO
00JIaJal0T 3JIEKTPUIECKOM ITPOBOIUMOCTBHIO U CBSI-
3BIBAIOT OTACAbHBIE MUTOXOHIPHU B €IUHYIO
3JIEKTPUYECKYIO CETh, ObUIO 3aTEM IOATBEPKACHO
3KcHeprUMeHTaabHO. C IOMOIIBIO TPOHUKAIOIIETO
KaTHOHHOTO (hJIyOPEeCIIEHTHOTO KPACUTEIISI STUIPO-
JTaMWHa, KOTOPBIii HaKaIUIMBAeTCSI B MUTOXOHIPU -
SIX TIpU 00pa30BaHUM B HUX TPaHCMEMOPAHHOTO
MOTeHIIMaja, ObUIO IIPOM3BENCHO IIPIKM3HEHHOE
OKpallliBaHWEe MUTOXOHAPHUI KapAUOMMOLIMTOB
KpbIchl. Kpacutenab, TakuM oOpa3oM, BU3yaau3U-
poBasl 0Opa3oBaHUE WM MCUE3HOBEHUE MeMOpaH-
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HOTO ITOTEeHIIMaIa B MUTOXOHAPUSX, Aeaast JOCTYII-
HBIM HaOJIIONEHME 3TUX IIPOIIECCOB B CBETOBOI
MUKPOCKOII. bbIJIO IMOKa3aHO, YTO IIOBpPEXICHUE
OIHOU MHMTOXOHAPUU TOHKHUM JIy4oM Jasepa (@ <
0,5 MKM) UM IpU yKoJIe KOHYMKOM KaImujsapa
(~0,2 MKM), TIpUBOAMIIO K MCYE3HOBEHUIO MEM-
OpaHHOTO IOTEHIIMAJIA Cpa3y BO MHOTHUX (XOTS HE
BO BCE€X) MMUTOXOHAPHUSIX, O0pa3ymoIIUX KjiacTep
pa3mepoM 1o 50 mxM. Takoit KjacTep aJeKTpudec-
KU CBSI3aHHBIX MUTOXOHIPUI OBbLT Ha3BaH aBTOpa-
MU «T'PO30bI0 MUTOXOHIpUit» (Streptio mitochondri-
ale) [23]. AHamornyHeIM 06pa3oM ObLIa IMOKa3aHa
«3JIEKTpUYECKAs CBI3HOCTh» HUTEBUIHBIX MUTOXOH -
Ipuii GrubpobIacTOB YeloBeKa, UMEIIINUX JIUHY
o 40 MKM U 3JIEKTPUYECKU HE3aBUCUMBIX OT BCEX
WJIM 9aCTU OCTaJbHBIX MUTOXOHIPUAJIBHBIX (hria-
MEHTOB KJIeTKHU [23, 24] (puc. 2).

IToTpeOGHOCTh B TPOTSKEHHBIX MUTOXOHAPU-
aJIbHBIX CETSX IJISI MBIIIEYHBIX KJIETOK, OYEBUIHO,
CBsI3aHA C HEOOXOMMMOCTBIO OBICTPOIl JOCTABKHU
SHEpruu K MuoGuOpUIIaM IIpY MHTEHCUBHO pa-
00Te MBILIIBI, KOTJAa CKOPOCTh IU(P(y3Un KUCIIO-
poma Ha Te Xe pacCTOSIHUS ¢ Iepudepun KIeTKU
MOXET OrpaHMYMBaTh CKOPOCTh OKHCIUTEIBHOTO
dochopunupoBaHus B e€ LeHTpe. OgHAKO, MUO-
LIMTHl — HE €IWHCTBEHHbIC KJIETKM XXMBOTHBIX, B
KOTOpPBIX ObLTIM 0OHApYKEHBI TOAOOHBIE TPOCTPAH-
CTBEHHO-TIPOTSKEHHBIE MUTOXOHAPHUAIBHBIE CTPYK-
Typbl, OHM BCTpEUYalOTCS M B KJIE€TKax IEeYeHU, U
TTOKETYIOUHOM Xene3nl, 1 ap. [22].

MuToxoHIApHAIBHEIE CETH MJI TUTAHTCKIE MU-
TOXOHIPUU OB OOHAPYKEHBI TAKXKE U Y OTHOKIIE-
TOYHBIX OPraHMU3MOB, 10 KpaliHEN Mepe, Ha HEKO-
TOPBIX CTAOUSIX UX Pa3BUTHUSI — HAIIpUMEP, Y OITHO-
KJIeTOYHOM Bopopochu Euglena gracilis [25], y yTpa-
TUBIIEH (POTOCUHTETUUECKHUI armapar OJHOKJIe-
TOYHOI 3en€Hoi Bogopocau Polytomella agilis [26]
WIN B KJIETKaX JpoxxKeil Saccharomyces cerevisiae
[27]. TuraHTCcKMe MUTOXOHIAPUU B 3TUX CIydasx
OpeAcTaBlIsIIOT CcO0O0I BeTBSLIMECS TpyOuaThie
CTPYKTYpHl (IIO0 CYTH, Ty XK€ MUTOXOHAPHAILHYIO
CeTh), BETBU KOTOPBIX UMEIOT IJIUHY IO JECITKOB
MUKPOMETPOB. B aTux ciayyasx, omHaKo, UX 3HEP-
romnepenaiomast pyHKIIUS He OY4eBUAHA, TTIOCKOIBKY
o0pa3oBaHME TaKMX THTAaHTCKUX pPa3BETBIEHHBIX
MUTOXOHJPUAJIBHBIX CTPYKTYP B 3TUX OpraHU3MaX,
KaK IpaBWIO, COMPSDKEHO € IMAaAeHUEM IbIXaTellb-
HOM aKTMBHOCTM M YMEHBIICHHEM KOJIMYeCTBa
KPHCT BHYTpeHHe MeMOpaHsI [25, 26].

BAKTEPUAJIBHBIE MEMBPAHHBIE KABEJ/IN

ITenepanusa Apyy, Ha BHYTpEHHENW MUTOXOHIPU-
aJlbHOl MemOpaHe oOycjoBjieHa paboOTOif Abixa-
TeJbHOW Lienu. JpyruM reHepaTtopom Afly ., Xapak-
TePHBIM IIJIsI HBIHE XMBYIIUX (pOTOTPO(HBIX Oopra-
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Puc. 1. MUTOXOHIpHANTBHBINA PETUKYJIYM B MBIIIAX TradparMbl IByXMECSIYHOUM KPBICHL. @ — [IpomonbHEIil cpe3, 6 — morepeyd-
HBIIi Cpe3 uepe3 U30TPOIMHYIO 001acTh. 6—0 — Tp€xMepHasi pEKOHCTPYKLIUSI MUTOXOHAPUI MBI AracdparMbl HA OCHOBE CEpUiA-
HBIX DJIEKTPOHHO-MUKPOCKOIMMMIECKUX CPEe30B (8 — capKoMep, BUI COOKY; ¢ — capKOMep, BUII CBEpXY; d — 001acTb MUODUOPUII-
JIbl BOJIM3U Z-aucKa, Bunm cOoky). Mcrounuk: [22]. HdusaiiH uzobpaxenuit: Jlabopatopus ®enukca KacmapuHckoro (www.
kasparinsky.pro). C LBeTHbBIMM BapuaHTaMM puc. 1, 3 U 5 MOXHO O3HAaKOMMUTBLCSI B 3JIEKTPOHHOW BEepCUU CTaTbU Ha caiire:
http://sciencejournals.ru/journal /biokhsm.)
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Puc. 2. «Yxom» qiuaHoro (40 MKM) MUTOXOHIpHMaIbHOTO riiameHTa prbdpobiacta yeaoBeka y3kuM (@ < 0,5 MKM) J1a3epHBIM JTy-
YOM MPUBOAUT K MTHOBEHHOMY MCUY€3HOBEHNIO MEMOpaHHOTO MOTEeHIIMAaa 1o Beelt JinHe ¢usiameHTa. B cpeny nodasneH ¢uyo-
PECLEHTHBIN KpacHUTeNb 3TUIPOAAMUH, HAKAIUIMBAIOIIMICS B MUTOXOHAPUSX, 001a0al0IIMX TPAHCMEMOPAHHBIM 3JIEKTPOXUMM-
yecKMM noteHuuaaom. @otorpacduu 10 (a) u rocie (6—d) «yKona» MUTOXOHIPUH Jla3epoM (MECTO «yKOJia» YKa3aHO CTPEIKOM);
a 1 6 — GyopecueHTHASI MUKPOCKOITHSI; 8 — (0a30BO-KOHTPACTHAS MUKPOCKOIIHUSI; 2 — BUJ CBEPXY Ha TPEXMEPHYIO MOJIEIb MUTO-
XOHIPUAJIbHOM CETH, MOJTYYEHHYIO C MCIIONIb30BAHUEM METOIA CEPUITHBIX 3JIEKTPOHHO-MHKPOCKOIMMYECKUX CPE30B; 0 — 3JIEKT-
POHHAasT MMKPOCKOTIHSI, TTOKa3aH yJ4acTOK «yKoJa» jJa3epoM. Potorpadun (6—0d) MOKA3BIBAIOT, YTO MUTOXOHIPUS B LIEJIOM HE IT0-
BpexneHa. Mcrounuk: [22]. du3zaitd nzobpaxenuii: JlaGoparopust Penrkca KacmapuHnckoro (www.kasparinsky.pro)
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HU3MOB, SIBJISIETCS (POTOCMHTETHUYECKAS 1IETTb Iepe-
Hoca 3j1eKTpoHOB. C TOYKHU 3peHUs BO3MOXKHOCTE
TpaHCIIOpTa 3HEPruM MeMOpaHHOIO IMOTeHIUAaaa,
3arnac€HHOro B xoJe (poTocuHTE3a, HanboJee UHTe-
pPeCHBI LIMaHOOAKTepUH, ITOCKOJIbKY y 3THUX Opra-
HU3MOB pPaclpOCTpaHEHbl MHOTOKJICTOYHEIE HUT-
yarble popMbl. Tak, K HUTYATBIM LIMAHOOAKTEPUSIM
OTHOCSTCS BUABI pooB Anabaena, Lyngbya, Nostoc
n Oscillatoria [28]. @POTOCMHTETUYECKUI ammapar B
KJIeTKax LUaHOOAKTEpUI COAEPKUTCS B MeMOpa-
Hax, 00pa3ylolINX OTACIbHYIO CUCTEMY — TUJIAKOU-
nbl. Bompoc 00 31eKTpruuecKoil CBsI3U TUJIAKOUAOB
¢ I1a3MaTHYecKoil MeMOpaHOII He COBCEeM SICEH.
PanHue paboThl 1 YacTh pabOT MOCAEIHETO BpeMe-
HU yKa3bIBalOT Ha HaJW4YKhe KOHTAKTOB MEXITY TH-
JJaKOMJAMWU Y BHYTPEHHEH IIa3MaTUYECKON MEM-
OpaHOIi, TaK YTO BHYTPUTUIAKOUIHBII 00BEM OKa-
3bIBACTCS CBSI3aH C MepUILIa3MaTUIECKUM ITPOCTPaH-
ctBoM [29, 30]. B 3ToM citydae a5eKTpOXuMUYEC-
KW IOTeHLMAa, 00pa3oBaHHEINA (hDOTOCHHTETHYEC-
KMM alapaToM Ha TUJIAKOMAHON MeMOpaHe, MO-
JKET paclpoCTPaHAThCS U Ha BHYTPEHHIOO IIa3Ma-
THYECKYI0 MeMOpaHy. B To ke BpeMsi B HEKOTOPBIX
paboTtax Mmoka3zaHo, YTO TUJIAKOUAbI MPeACTaBISIOT
00011 N30IMPOBAHHYIO CUCTEMY, IIPUUYEM KaK B O-
HOKJIeTOYHBIX [31, 32], TaK 1 B MHOTOKJIETOYHBIX
Buaax [32]. B aToM ciiydyae mpsIMOil 3J1IeKTpUIYECKOI
CBSI3M MEXIY IBYMSI MeMOpaHHBIMU CHUCTEMaMU
HEeT, U OHa oOecrneuyrBaeTcs JULIb 32 CYET BOCCTa-
HOBUTEJIBHBIX 5KBHBAJICHTOB, T€HEPUPYEMBIX (DO-
TOCUHTETUYECKON 2JIEKTPOHTPAHCIIOPTHOM LIETIbIO
TWIAKOUIOB U CIIyXKAIllMX CYOCTpaTOM ISl JbIXa-
TEJbHOM LIeINM MIa3MaTU4eCKO MeMOpaHHI.

Mexny 1miasMaTM4eCKUMU MeMOpaHaMM KJie-
TOK, O0pa3yloIuX HHUTb, MMEIOTCS KOHTAaKThl —
MMKporiazmonecMbl. Ceilyac M3BECTHO, YTO OHU
MPEACTABISIOT COO0H OTHOCUTEIBHO IIIMPOKHE Ka-
Haibl (O no 20 HM), MPOHULIAEMBIE HE TOJIBKO IS
MOHOB, HO M IJII HU3KOMOJIEKYJISIPHBIX BEIIECTB
[33]. Hoka3aTelbCTBO, YTO OHU, JACHCTBUTEIILHO,
CBSI3BIBAIOT KJIETKM OaKTepUaabHONM HUTHU (TPUXO-
Ma) B €IMHYIO 3JEKTPUIECKYIO CUCTEMY, ObLIO ITO-
JyyeHo B 1982 1. 1 cTajio BaXKHBIM CBUIETEIILCTBOM
YHUBEPCAJTBHOCTH MeEXaHU3Ma IepeJadyd SHEPIuu
10 MEMOpPaHHBIM CTPYKTYpaM >KUBBIX KJIETOK [34].
DKCIIepMMEHTHI Ha TPUXOMaX HUTYATOM IIMaHOOaK-
Tepun Phormidium uncinatum w3 ceMmeicTBa
Oscillatoriaceae mokaszajau, 4TO SHEPIUs, MOJyYEH-
Hasl OCBEIIEHHBIMU KJIETKaMU B pe3yJisTaTe (poTo-
CcHHTe3a, MOXeT 3((EeKTUBHO IIepeaaBaThCs BIOIb
TPUXOMa Ha MaKpOCKOITMYECKHE PACCTOSTHUST — KaK
MUHUMYM, 10 2 MM (JyTMHA Tpuxoma). Tak, ocBelle-
HHe JIUITb HeOOJbIIoN JyacTn (He 6osee 5%) Kite-
TOK, PacIOJIOKEHHBIX Ha OJHOM KOHIIE TPUXOMa,
MPUBOAMIO K BOZHUKHOBEHUIO 3HEPro3aBUCHUMON
IMOJBMXXHOCTH KJIETOK Ha JPYroM KOHILE TPUXOMa.
DTOT MepeHOoC SHEPIUU UHTMOMPOBAJICS ITPOTOHO-
¢opamMu 1 MoHODOpPaMU, YCTPAHSIOIMIMMU TPaHC-
MeMOpaHHBIM MOTeHLMAN, U ObLI HE3aBUCUM OT
AT®; 06 5TOM TOBOPWIIO KaK coxpaHeHUe adeKTa
B MpUCYTCTBUU UHTHMOUTOpa AT®-cuHTa3bl, Tak U
Majoe BpeMs (CEKyHIbI) pacIpoCTpaHEeHUsT dHEp-
MU, HEBO3MOXHOE Ipu IU(PPY3nOHHOM pacmpo-
ctpaHeHun AT® nau gpyrux MoJeKyJasspHbIX Hopm
3arnac€HHoi sHepruu (puc. 3). DIeKTpUIECKUt Me-
XaHM3M TIepeHOoca SHEePTUM ObLI TaKXKe ITOATBEPXK-

eI HME RSN

o
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Puc. 3. OcBelieHre He3HAYUTEBHOTO YJacTKa (<5% MTMHBI) TpXOMa HUTYATOI LIMaHoOaKTepuu P. uncinatum NpUBOINT K OBICT-
poii (B CEKYHIHOM ILIKaJIe) Iepefade SHEPTUH BIOIb TPUXOMA ¥ 00eCIIeYeHIIO SHEPro3aBUCUMOI ITOABMKHOCTH KJIETOK, YIATEH-
HBIX OT OCBEILIEHHOI 0b6acTu. a — YacTh TpuxoMa P. uncinatum, ontudeckas MUKpodoTtorpadus (MCTOYHUK: (poToaTIac LIMaHO-
GakTepwii, https://atlasofcyanobacteria.com/#Phormidium_uncinatum). 6 — Cxema aKcniepuMeHTa 1o HabTI0IEHUIO TIOIBUKHOC-
TH KJIETOK TPMXOMa MpU OCBEIlleHUH ero 4yacTu. KpyroBble CTpesiKi MOKa3bIBalOT CBETO3aBUCUMYIO pabOTy ABUTATEIbHOIO arma-
paTa KJIETOK TPUXOMa, KOTOpasi B KUJIKOU cpelle BBISIBIISICTCS 110 BpAIlleHWIO KOJIeTl CJTM3U, BBIIETSIEMOM KIIeTKaMu
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NEH MPSIMBIMU 3KCIIEPUMEHTAMU C MCIOJIb30BaHU -
€M BHEKJIETOYHBIX SJIEKTPOHOB.

OpnnHako 1t 23OEeKTUBHOM Mepeaaynd dHepPTUuun
MeMOpaHHOTo MOTEeHIIMAaa Ha MaKpOCKOITUYECKE
PacCTOSIHUSI CTAaHOBSITCS CYILIECTBEHHBIMHU 3JIEKT-
pHUYecKue ITOTePH 3a CIET OrpaHUICHHON IIPOBOIM -
MOCTH LIMTOIJIa3Mbl M TOKOB YTEUKH Yepe3 MeMOpa-
Hy. KonuecTBeHHBII aHaJIM3 TTOKa3a, YTO IMPU THU-
IMUYHBIX 2JIEKTPUIECKUX ¥ TEOMETPUIECKUX XapaK-
TEPUCTUKAX LIMAaHOOAKTEPUAIbHOM KJIETKM Xapak-
TepHOE PacCTOSTHUE PAacIIPOCTPaHEHUS ITOTEHIaIa
(IIp1 KOTOPOM IIPOMCXOAST MOTEPHU IOJOBUHEI IIe-
penaBaeMoil SJHEPTUM) COCTABJISIIOT ~7 MM, XOTS 3Ta
BeJMYMHA MOXET BapbUpOBaThb BMECTE C M3MEHeE-
HUSIMM 3JIEKTPUUYECKOTO COIPOTUBJICHUSI MeMOpa-
HBI 1 IUTOILTa3Mbl [34]. Uto Xe KacaeTcs MHTEH-
CUBHOCTHY TaKOTO OOMeHa dHeprueit (Uau CUJjibl TO-
Ka) MeXIy KJIeTKaM{ B COCTaBe TpUXOMa, TO OHa
MOXET OBbITh oLeHeHa Kak 50 nA (3 x 108 snemeH-
TapHBIX 3apSA0B B CEKyHAy [35]), 4TO COOTBETCTBY-
eT ckopoctH TpousBoarmoit AT®D mopsiaka 0,6 x
108 ¢! ¥ comocTaBUMO CO CKOPOCTBIO SHEPTETUYEC-
KOro oOMeHa OJHO# IMaHOOAKTepHATbHON KIETKHI

[36].

XJIOPOIIJIACTBI

PacnpocTpanenne TpaHCMEMOPAHHOTO NOTEHIUA -
Ja B TWIAKOoHAAX. XJIOPOIUIACTEI — IOCTaTOYHO
KpYIHBIE OpTraHeJIbl, O0Jajalolne COOCTBEHHOMN
BHyTpeHHE! MeMOpaHHOI CUCTEMON — THJIaKOWJa-
MM, B MéeMOpaHaX KOTOPBIX IIPOMCXOIUT TeHepaIs
U JlaTepajibHOEe pacrpocTpaHeHue Aply,. Y 00Jb-
IIMHCTBA PACTeHUU XJIOPOILJIACTHl UMEIOT pa3Mephl
MopsiiKa HECKOJIBKMX MUKPOMETPOB, a y psiia pac-
TeHWi, agallTUPOBAHHBIX K YCIOBUSM TIJTyOOKOIO
3aTeHEHMSs, ObUIM OOHAPYXKEHBI XJIOPOTUIACTHI pa3-
mepoM 1o 20—30 mxwMm [37, 38]. T1pu a3TOM mpeario-
JIaraeTcsl, YTO TUJIAaKOUIbI BHYTPH XJIOPOILIACTa 00-
pa3yloT HenpepbiBHYIO ceThb [39, 40]. Tunakouabl
CTPOMBEI «0OMAaThIBAIOT» IpaHy MoA00HO 1mapdy. 3a-
MaTBIBasICh MO CIIMpPaX, OHU COIPUKACAIOTCS CO
BCEMHM TIJIAKOWIAMHU CTPOMBI, 00pa3ysl ¢ HUMH IIe-
JIETToJ00HbIE KOHTaKThl pa3MepoM oT 15 x 30 mo
15 x 435 um. Tlo-BugnMomy, JIMHA «KOHTAKTHBIX
30H» MOXET PEryJHpOBAThCS XJIOPOILUIACTOM; TeM
caMBbIM pacTEHHUs MOTYT PETyJIMpPOBaTh IIOTOK HeE
TOJBKO KPYIHBIX MOJIEKYJ] 4Yepe3 CUCTEMY CBOMX
TWJIAKOUAOB, HO M HMOHOB, KOTOPBIC OIIPEHEIISIOT
MeMOpaHHbI noTeHiuan [40].

ITpu aTOM pacnpeneneHue OETKOBBIX KOMILIEK-
COB — IEHEpaTopoB U MoTpeduTesneil Aplyy, BAOJb
MMOBEPXHOCTH TWJIAKOMIHBIX MeMOpaH XJIOpOILIAC-
TOB HeonHopoaHo [41]. TToaromy Bompoc 00 3¢h-
(GEeKTUBHOCTU pacCIpOCTpaHEHUS MOTeHIMaaa
BIOJIb TWJIAKOMOHOII MeMOpaHBI, IIyCThb M HE Ha
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MaKpOCKOMMNYECKHME PACCTOSIHUS, HO BCE K€ 10CTa-
TOYHO OOJIBbIINE 110 KJIETOYHBIM MepKaM, BOZHHUKA-
eT U B 9TOM ciydae. B xjoporiactax OCHOBHOM
COCTaBJISIONICH TPAHCMEMOPAHHOTO SJIEKTPOXUMU-
YeCKOTo IIPOTOHHOIO IIOTeHIIMaja SIBISETCS He
SJICKTpUYECKAsI, a XMMUYECKasl COCTABJISTIONIAs —
ApH. XapaxkrtepHble 3HaueHus1 ApH olnieHuBanucey
MO-pa3HOMY B pa3HOE€ BpeMs U BapbUPYIOT OT ~3,5
1o 2,0 equanIl pH B 3aBUCMMOCTH OT MeTabOIUEC-
KOI'0 COCTOSIHUS Xj1oporiacTa [42, 43], 4To cOOTBeT-
ctByeT ~120—210 mB. BriepBbie Bonmpoc 0 TOM, 4TO
B COCTOSTHUM WHTEHCUBHOTrO (poTodochopuanpo-
BaHUWSI TWJIAKOUIHBIA ALy, MOXET «HE yCIeBaTh»
pacIpoOCTPaHUTLCS MO BCEMY THJIAKOUIY M JOCTUYD
PaBHOBECHOIO 3HAYE€HUSI BO BCEX yJacTKax MeM-
OpaHBbI, OBLI ITOCTABJIEH, HACKOJIBLKO HaM M3BECTHO,
B Hauvasie 1980-x rr. B paborax De Kouchkovsky et
al. [44, 45]. TTo ux oLeHKaM, pa3IN4us B BeJIUUNHE
TpaHCMEeMOpPaHHOI Pa3HOCTU ITOTEHIIMAIOB MEXIY
«ITOTE€HLIMAT-TEHEPUPYIOLLE» U «TOTEHIUAI-TIOT-
peosIoeit» 00IacTIMU TUIAKOMIA MOTYT TOCTH-
ratb ot 0,2 [44] no 0,5 equnut pH [45], uTo cooTBeT-
crByet 12—30 mB. HenaBHue pacuéTsl [46], mpoBe-
JIIEHHBIE C YYETOM CTeKKWHTa TUJIaKOUAoB (T.e. 00-
pa30BaHUS «CTOMOK» TMJIAKOUAOB — I'paH), IpU KO-
TOPOM MeMOpaHbI COCETHUX THJIAKOUIOB OKa3bIBa-
I0TCSl CONMMKEHHBIMU M 00pa3yloT BeCcbMa Y3KYIO
LIeJIb IJIsI BOOHOM (pa3bl, MoKa3aiu, Kakue pakTo-
pBl OMNpenesiioT BO3HMKHOBEHHE IIPOI0JBHOTO
rpanveHTa Auy,. Bo-mepBbIX, 3TO Auccumnanus
Aty (ApH) Ha Kpasx Thiakouma KOMIUJIEKCAMU
AT®-crHTa3bl, KOTOpas CO34aET HEOTHOPOIHOE
pactipenenenne pH BHyTpu TuiIakomma. DToT 3¢-
dexT MoXeT maBaTh, KakK Mpearnojaraercs, 10
1 enyHuiel pH (60 MB) [46]. 3aMeTuM, KCTaTH, YTO
aHAJIOTUYHBIN 3(@PeKT OB MpeAcKa3aH 1 IJIsl MU~
TOXOHIPUAIBHBIX KPHUCT, B KOTOPBIX paccesHue
Ay, ipu cuHTe3e AT® Takske 0XXuaaeTcs Mpeumy-
LIIECTBEHHO Ha KpasiX KPMCThl 1 MOXET AaBaTh IO
0,7 emmaun pH (42 MB) pasauusr mexny pH B
LIEHTpe KpUCThI 1 BOIM3U e€ KpaéB [47]. Bo-BTO-
pBIX, 13-3a TOTO, YTO TUJIAKOWIbI B TpaHE OYEHbH
TUIOTHO YITaKOBaHBI, AU(@y3us MMPOTOHOB dYepe3
Y3KyI0 IIeJIb MEeXIy MeMOpaHaMU COCEIHUX THIa-
KOWJIOB 3aTpyAHEHAa, M OTKauYMBaHNE IIPOTOHOB U3
9TOM 1Ieau (OTOCHMHTETUUECKUM aIrrnapaToM MoO-
KeT co3maBaTh TaM OYEHb BBICOKHUE JIOKAIbHbBIC
sHayenus pH (mo 10,2—10,8) [46]. B utore ApH B
LIEHTPE I'paHbl MOXET MOCTUTaTh 4,5 eNUHUIl, B TO
BpeMsI KaK Ha ydacTKaX MeMOpaHBI, 3KCIOHHPO-
BaHHBIX B CTPOMY, CHUKaThes 10 1,0—2,3 enuHull, B
3aBUCUMOCTH OT MHTEHCUBHOCTU (HOoCchOpUINPO-
BaHUs. DTO O3HA4YaeT BO3MOXKHOCTh 00pa3oBaHUs
3HAYUTEbHBIX JaTepabHbIX TPAAUEHTOB Al —
ot 2,2 no 3,5 emuuaun pH (130—210 mB) [46]. Kpo-
Me MeTabOJIMYECKOTO COCTOSHHUS XJOpoIliacTa
(cocTosgHMEe aKTUBHOTO (hOCHOPUINPOBAHUS WU
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COCTOSIHUE (DOTOCUHTETUYECKOTO KOHTPOJIS, B KO-
TOPOM CHIKEH OTTOK IIPOTOHOB M3 BHYTPUTUJIAKO-
naHoro JoMeHa yepe3 ATM-cuHTa3y n3-3a OTCyT-
CTBUS cyOCcTpaToB (hocOPUIUPOBAHUS), 3TA BEIU-
JrHa 3aBUCUT TaKXKe OT TOr0, HACKOJIbKO B JIIOMEHE
H/WIN B MEXTUIAKOMTHOM IIPOCTPAHCTBE 3aTPYI-
HeHa nuddys3us npotoHoB. [Ipu aToM, Kak Mmoka-
3bIBAlOT PacYEThbl, CHIKEHHE CKOPOCTU PaclpoCT-
paHeHUs ITOTEHIIMAaIa U BEI3BIBAEMOE M CHIKEHIE
TpaHCMEMOPaHHOTO MOTEeHIMAala B 00JIaCTU JIOKa-
mm3auuu ATP-cuHTa3 HeraTUBHO CKa3bIBAIOTCS Ha
ckopoctu cuHTe3a AT®D. HecmoTpst Ha TO, 4TO Ta-
KO pacuY€T MOXKET JIUIIb IIPUOIU3UTEIHHO YINThI-
BaThb T€OMETPUIO B3aMMHOTO PACITOJIOXKEHMST THIIa-
KOUJOB (IIpeyBeIMYEHHOE COOTHOIIIEHUE TOIIIUHBI
BHYTPH- M MEXTUJIAKOUIHBIX ITPOCBEeTOB — 10
BMECTO HAOJIIOMABIINXCSI B KCICPHMMEHTE 3Hade-
Huit 1,3—2,9 [48, 49]; mmockue LUIUHIPUIECKUE
TWJIAKOUIBI CTPOMBI BMECTO CIUPAJIbHBIX; U T.II.),
TeM He MeHee, OH Ma€T MpeaCTaBIeHUEe O BO3MOX-
HBIX TOTEePSIX B BEJIMYMHE PacIpOCTPaHSIONIETOCS
1Mo MeMOpaHe IMPOTOHHOIO MOTEeHLIMAIa U Ompene-
JISTIONINX MX (PaKTopax.

TakuMm 00pa3oM, gaxe MPU TaKUX OTHOCHUTEIb-
HO MaJIbIX ITIPOCTPAaHCTBEHHBIX MacllTabax pacipo-
CTpaHeHMsT MeMOpaHHOTO IIOT€HIIMaaa, KOTOpPBIA
MMeeT MECTO B XJIOPOILIACTAaX, MOTYT BOBHUKATh CH-
Tyallluu, KOTAa ero CKOpOCTh IMMUTHPYET OMO3HEP-
reTudyeckue mpoueccel. [1py 3ToM Hago UMETH B BU-
Iy, 4TO Ay, B TUIAKOWIAX, HAPSIMy C HEMOCpe.-
CTBEHHOI 3HEPreTMYecKou (QyHKIMEeN, HECET TaK-
K€ U PeryJiiTOpHYI0 (byHKIIMIO, ONpeaessist poCT-
paHCTBEHHOE mepepacipeneacHne (HOTOCHMHTETH-
YeCKMX aHTCHHBIX KOMILJIEKCOB B TUJIAKOUIE, CHU-
>Kasl KBAaHTOBYIO 3(POEKTUBHOCTh (POTOCUHTETUYEC-
KMX peaKIIMOHHBIX IIEHTPOB, 1 Ap. [50—52].

Peryadauus ¢oTOCMHTETHYECKOH AKTHUBHOCTH
XJIOPOIIACTOB 32 CYET paCPOCTPAHEHHUS IJIEKTPOXU-
MHYECKOT0 NOTEHIHAJIA 10 IJIa3MATHYECKHM MeMOpa-
HaM KJI€TOK. [0BOpsS O peryasiTopHOil (yHKINHU
Al Ha TWIAKOUAHOU MeMOpaHe, HeoOXOIMMO
TakXke YIOMSIHYTb, UTO Aply. (M 3JIEKTPOXUMUYEC-
KH€ TMOTEeHIIMAIBI IPYTUX MOHOB) Ha IJla3MaThdec-
KO MeMOpaHe 3YKapMOTHYECKOM KIIETKM TaKKe
MOKET BBITIOJTHSTD PETYISTOPHYIO (DYHKITUIO 10 OT-
HOIIIEHUIO K (OTOCMHTETUYECKUM IIpolieccaM B
XJIOPOILJIACTE M, B YACTHOCTH, K TeHepaluy camOi
TUIaKouaHON Ay ,. Hanbosee nzyueHsl 31 pery-
JISTOPHBIE TPOLIECCHl Ha TMTAaHTCKUX KJIeTKax (10
HECKOJIbKUX CAHTUMETPOB IJIMHOI) XapOBBIX BOIO-
pocneii. [1azmanemMMa 3TUX KIJIETOK OCYIIIECTBIISIET
WHTErpalliio BHYTPUKIETOYHBIX MeTabOJIMYeCKMX
IIPOIIECCOB 3a CUET MU3MEHEHUI B pacIpeacieHUuun
AUy Y TIPOHUIIAEMOCTH MeMOpaHbl K IPYyTUM
HOHaM (B MEPBYIO oYepeb, K KaJIbIIAI0) BIOJIb CBO-
et moBepxHocTH [53]. I1pu aTOM MEeMOpaHHO-3aBU-
cuMasi UCTAaHIIMOHHAS PETYJISIINS UCIIONb3YyeT IBa
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pa3HbIX MeXaHU3Ma: MPOTeKaHUE KPYTOBBIX 3JIEKT-
PHUYECKMX TOKOB MeXAY (PYHKIIMOHAIBHO pa3iny-
HBIMM 30HAMU KJIETKU ¥ IPOBEIeHUE MO KJIEeTKE M0~
TeHLMana aeiicTBusi. KpyroBble TOKM 00YCI0BICHBI
pabotoii AT®-3aBUCUMBIX NPOTOHHBIX HACOCOB,
TeHEPUPYIOIIUX ALy, ¥ HEPABHOMEPHO pacrpene-
JIEHHBIX IT0 TTOBEPXHOCTHU KJIETKH (B COOTBETCTBUMU C
pacmpeneieHueM (YHKIMOHAJIbHO pa3IMYHbIX
30H). [ToTeHnuan neficTBUS TTOJABISET KaK padboTy
MPOTOHHBIX HACOCOB, TaK U MACCUMBHOE IOIJIOLIE-
HHUE MTPOTOHOB Ha «IPYIOM IIOJIIOCE» KPYTOBBIX TO-
KOB, a TaK3Ke MOBBIIIIAeT KOHIIEHTPAIIUIO KaJIbIIUS B
LUTOILIa3Me. DTU M3MEHEHMSI, B CBOIO OYCpElb,
BBI3BIBAIOT MOBBIIIEHWE CTAllMOHAPHON Ay, Ha
TUJIAKOUIHON MeMOpaHe 1 pOCT TEILJIOBOTO pacces-
HUS TIOIJIOIIAeMOM XJIOpOILUIacTaMM CBETOBOI
sHepruu [54]. Perynsiuuss TemioBOro paccestHus
MOTJIOIIEHHON CBETOBO 3HEPTUM IOTEHIIMATIOM
IEWCTBUS, PACIpPOCTPAHSIOIINMCS IO IIJIa3MaTH-
YyeCKMM MeMOpaHaM KJIETOK, OOHapyXeHa TakKxke y
BeICIIMX pacTeHuit [55]. IloTeHumMan meWcCTBUS
pacIpoCTpaHsIeTCs IO IMPOBOISIIMM TKAHSIM, 4TO
ITO3BOJISIET €My OCYIIECTBJISITh CBSA3b JaxKe MEXIY
pa3HBIMU JUCTbSIMU OAHOro pacteHus. ITokazaHo,
YTO B PETYJSILIUU TaKXKe 3aICMCTBOBAH KaJIbLIUM,
OIHAKO B IIEJIOM MEXaHWU3M PEryJsiluyd B JaHHOM
cTy4ae He U3Y4YeH B JOCTATOYHOM CTETIEHU.
Iunore3bl 0 eauHONi MEMOpPaHHOI CeTH XJIOPO-
IJIACTOB. B oTiMurie oT MUTOXOHAPUIA, CITIOCOOHBIX
K 00pa30oBaHMIO 3JICKTPUUYECKU CBSI3aHHBIX CHC-
TeM, MPOHU3BIBAIOLIUX BCIO KJIETKY, IS XJIOPOII-
JIaCTOB Takue o0pa30oBaHMsSI HE XapaKTepHBI, HeC-
MOTpsI Ha TO, YTO THMIIOTE3bl O CYIIECTBOBAHUM B
PACTUTENBHBIX KJIETKAX CBSI3aHHBIX MEXIy CO0Oi
XJIOPOILIACTOB WM aXe €AWHON XJIOPOIIaCTHOM
CeTU, MPOHU3BIBAIOIIE CHUMILIACT, BBICKA3bIBa-
JINCh HEOTHOKpaTHO. McTopusI BO3ZHMKHOBCHHS
MpeACTaBICHUN O TOM, UTO XJIOPOILIACTHI B KJIETKE
00pa3yloT CeTh, OTYACTH I10X0Ka HAa UCTOPUIO OTK-
PBITUSI MUTOXOHIPHUAILHOM ceTu. BriepBrIe 11emou-
KM XJIOPOILJIACTOB, COEAMHEHHbIE TOHKUMU HUTSI-
mu (Plasmastrange) miuHoi 1o 30 MKM, ObLIU 00-
HapyXeHbl U UCCAeOOBaHbI ellé¢ B KoHIle 19-ro —
Hauajie 20-ro BekoB [56, uut. mo 57; 58] (puc. 4);
MPUYEM OBUTH M3YYE€HBI OCOOEHHOCTH MX PacIoyio-
JKEHUS B KJIETKE, 3aBUCMMOCTh 00pa30BaHMs OT a-
3Bl Pa3BUTHS KIETKH, U Ap. OTHOCUTEIBLHO IIPOKC-
XOXIIEHMST DTUX LIeNoYeK ObUl cAeflaH BBIBOI, UTO
OHM SIBJISIIOTCSI PE3yJIbTaTOM HE3aBEepIEHHOIO Jie-
JIEHUs XJ0porutacToB [56, uut. o 59]. B 1960-x rr.,
T.€. B TOT Xe€ MEPUO, KOraa ObLIM MOBTOPHO OTKPbI-
Thl HATYATbhle MUTOXOHIAPUU U BO3HMKAJIO Tpeac-
TaBJIEHUE O €AUHOM MUTOXOHIAPUATIBHON CETH, UC-
IIOJIB3YsI ONTHYECKYIO (Pa30BO-KOHTPACTHYIO MUK-
POCKOITMIO, OOHAPYXKWIIM, YTO XJIOPODUIUI-COAEP-
JKallue CTPYKTYPhI XJI0POIUIaCTOB OKPYKEHbI 0UeHb
MMOJABUXKHBIM OCCLIBETHBIM YEXJIOM, KOTOPBIMA CITO-
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Puc. 4. Crapas xierka mxa Funaria hygrometrica, ¢ BepeTeHOOOpPa3HBIMU XJIOPOTUIACTAMM, COCAMHEHHBIMA TOHKUMU HUTSIMU
(Plasmastriange). YBenuueHue npuoausureabHo 500x. PucyHok u3 kHuru [58]

cobeH 00pa3oBBIBATh IJIMHHBIE <«IIPOTyOepaHIIbI»
(BBIPOCTHI, BbIIAIOLIMECS B LMTOILIa3My). IIporty-
OepaHIIbI 3aTeM MOTJIA (PparMeHTHPOBATHCS Ha CeT-
MEHTbI, HEOTJIUYUMBbIE B CBETOBOII MMKPOCKOI OT
muToxoHapuii [60]. OgHaKo, B OTJIMYKME OT aHAJIO-
TUYHBIX OTKPHITUM B 00JaCTA CTPOCHUSI MUTOXOH-
NpUAIBHONM CUCTEMBbl KJIETKM, OOHapy>XeHUE 3TUX
CTPYKTYp HE MPHUBEJIO K PEBOJIOLIMOHHBIM HMHTEP-
MpeTalusiM UX poju B 00pa3oBaHUM «XJIOPOILIACT-
HOTO peTUKyayMa» BILTOTh A0 1990-x rT. [57].

B 1994 r. 6bUIM MEPEOTKPBITHL TPyOUATHIE BbI-
POCTHI XJIOPOILIACTOB, COSIMHSIONINE NX B XJIOPO-
IUTACTHYIO «CETh», BIIEPBBIE OIMMCAHHEBIE B KOHIIE
19-ro Beka [56; uT. 1o 57; 58]. B ruranTCKux KieT-
KaX OJHOKJIETOUHON Bomopociamn Acetabularia
cliffonii MeTomaMu 3JIEKTPOHHOM MUKPOCKOIIMU U
KOH(}OKAJIbHOU JIa3epHOU CKaHUpPYIOLlIeid MUKPOC-
KOITMHU C MCIO0Jb30BaHUEM IPMXKM3HEHHOM OKpac-
K 3,3'-IUTreKCMIIOKCcaKapOOLIMaHMHOM O0HAPYKI-
JIM, HApSIAy C TPyOUaTBIMU MUTOXOHAPUSIMU, TAKKE
TpyOUaThle MeMOpaHHbIe 00pa3oBaHus @ ~ 0,5 MKM,
COSIVHSIONINE MEXIY COOOM XJIOPOILIACTHL M TOC-
TUTAOIINUE B JUIMHY IO COTEH MHUKPOMETPOB [61].
ITpuuém 66abI11as YaCTh XJIOPOILIACTOB KJIETKU 00-
pa30BBIBaJIa CETh; XJIOPOILIACTOB, HE CBSI3aHHBIX C
IPyrMH, ObUIO MEHBIIMHCTBO. B maHHOM ciydae
MPEATONOXKEHHST O BO3MOXHON (QYHKITMHA MEXXJIO-
POTLIACTHBIX TPYOOK OBIIM OCHOBAaHBI HA HAOII0Ja-
eMoM Menzel [61] xapakTepe OBMXKEHUS XJI0PO-
IUIACTOB U KACAJIACh JINIIb UX YIACTUS B ABIKCHUM:
XJIOPOIUIACTBI IIBIIN APYT 3a IPYroM, CJIOBHO JIOO-
KM, CBSI3aHHBIEe OeU4E€BKOI. DTO HAOMIOAECHME TIPE/I-
ToJIarajo TakxKe, 4To, Hapsmy ¢ MeMOpaHoii, B (pop-
MHMPOBAaHUM 3TOM CTPYKTYpHI yYacTBYIOT, BHYTPHU
WJIM CHapyXu OT MEMOpaHbI, ¥ 3JIEMEHTHI IIUTOCKE-
Jera.

Bckope mocne 3TOro MosIBUIKMCH TUITOTE3BI O
TOM, YTO C ITOMOIIbI0O MEMOpPaHHBIX TPYOOK XJIO-
POILIACTBI CIOCOOHBI 00PA30BBLIBATH €AUHOE MPOCT-
PAHCTBO CTPOMEI, M II0 MEXIUIACTUIHBIM TPyOKam
MOTYT OOMEHUBATBCS COMEPXKMMBIM [62], TIpUIEM
HE TOJBKO HU3KOMOJEKYISIPHBIM, HO U OeJKaMu
BIUIOTh A0 550 x/a [63]. Takoii BEIBOA OBLI CIeaH
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Ha OCHOBE 3KCIIEPHMEHTOB C TPAaHCT€HHBIMU pac-
TeHUSIMU TabaKa U METyHbU, B KOTOPbIEe ObLIT BBEAEH
3eJEHbINA ayopecueHTHbI Oenok (GFP) ¢ xio-
pONJIACTHBIM CHUTHAJIbHBIM TIENTUAOM [62] mim
GFP-MmeueHbIe xsToporutacTHEIE OeJIKH (B TOM YHC-
ne Rubisco) [63]. ABTopbl HaGMOmaIu MepeMelle-
HUe OeKa Mo MeMOpaHHBIM TpyOKaM MexXIy XJIo-
poduI-coaepXalliMy OpraHeajaMu, KOTOpHIe
OHM MHTEPIIPETUPOBAIN KaK OTICIbHBIC XJIOPOII-
qmactel. IIpm 3TOM cama TpyOyaTass MeMmMOpaHHas
CTPYKTypa, 110 MHEHMIO aBTOPOB, HallOMMHaJ1a 6aK-
tepuanbHble M. (O GakTepWaTbHBIX MHJIN-TIO-
TOOHBIX CTPYKTYpax, OOHApyKEeHHBIX Yy MeTajll-
BOCCTaHaBIMBAIOIINX MpOTeobakTepuin Shewanella
oneidensis 1 IMEIOIIMX MEeMOpaHHOE CTpOeHIe, Oy-
JIeT paccKa3aHO BO BTOPOM 0030pe IMaHHOI Cepuu:
«Dnexrpnyeckue kabdenu kinetok. II. bakrepuanb-
HbI€ 3JIEKTPOHHBIE TIPOBOJHUKU».) DTU JaHHBIE O
IepeMelIeHNY MeXAY XJI0poIuiacTaMu OeJIKOB, JIO-
KaJIM30BaHHBIX B CTpOMeE, OBbLIM MHTEPIIPETUPOBA-
HbI KaK CBUIETEILCTBYIOILINE O 3aTI0JJHEHUU TPyOOK
COAEPXMMBIM CTPOMBI, 3a YTO OHU U TOJIYIWIU
Ha3BaHUE: CTPOMYJIHI (stromules: stroma filled
tubules) [64].

Bcnen 3a aTuM Takke OBLIM BBICKA3aHBI IIPE-
ITOJIOKEHMSI O TOM, YTO CTPOMYJIbI OrpaHNYEeHEI He
BHEIIIHEW W BHYTPeHHEU THJIAKOWIHBIMU MeMOpa-
HaMM, a MEMOpaHOI 3HIIOIIa3MaTUIECKOIO peTH-
kynayma (BI1P), mpenronoXuTeIbHO OKpyXKaloleit
xjoporuiacTel [57]. DTo npearosokeHue OCHOBAHO
Ha TUIOTEe3e O TOM, YTO XJOPOIUIACT, MMEIOLIMI
CUMOMOTUYECKOE IIPOMCXOXIEeHUE, HapsIay C
COOCTBEHHOU MBOMHOU MeMOpaHOU (HacleqHULIeH
JIBOMHOM My1a3MaTUYeCcKoi MeMOpaHbl SHAOCUMOMNO-
TUYECKON IIMaHOOAKTEPUM), NOJKEH MMETh (paro-
LIUTAapHYI0 MeMOpaHy KJIETKM-X03s1Ha, 1 Y COBpe-
MEHHBIX pacTeHMIi 3Ta MeMOpaHa Morja Obl OBbITb
npeacrtabieHa MeMmoOpanHoit DIIP [57, 65]. Ilpu
9TOM, ITIOCKOJIbKY TaBHO U3BECTHO, YTO IUIA3MOIEC-
MBI CBSI3BIBAIOT MEXIYy COOOI B €IMHYIO CUCTEMY He
TOJILKO LIMTOIUIA3MY COCEIHUX KJIETOK, HO U MX pe-
TUKYJISIDHBIE CHCTEMBI 3a CUET IEeCMOTpyOOuYeK —
MeMOpaHHOTO KaHama, oOpaszoBaHHoro JIIP u
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Puc. 5. a n 0 — Buzyanuzauus BakyossipHO# cucTeMbl (aBTOGMITyopecLeHIINSI aHTOLMAHOB, KPACHBIN TMICeBAOLBET), (6 U e) — CTPO-
My (¢ayopecuieHIUsST KapOoKcudiryopeclienHa, 3eJIeHbIN TIceBAOLBET) U (6 U xc) — xyiopoduiuia (aBTodyopecleHLs, CUHUMK
TICeBOIOIIBET) B KJIeTKaX (heJutofepMbl KiyOHeil KpacHoro kapTodens (cv. Rosalinde). e u 3 — O0beanHeHNe U300paXkeHUit (a—8)
U (e—xc) COOTBETCTBEHHO. N — SIIpO, HAKOHEYHUKM CTPEJOK — CTPOMYJIbI, CTPEIKM — MEXXJIOPOIUIaCTHbIE aHacTOMO3bl. Mac-
mTaOHBIA 0Tpe30K 10 MKM. PucyHOK u3 ctathu [69]
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MPOHU3BIBAIOIIETO KaHa IUIa3MOIecMbl [66] —
CTPOMYJIBI, B CBSI3M C 3TUMHU IIPEICTABICHUSIMU,
MOTJIX OBl CBSI3BIBATh XJIOPOILIACTHI Pa3HBIX KIIETOK
B €IMHBIN «XJIOPOIIJIACTHBIN CUMITJIACT».

Hakoneu, Haunbosee pagukajibHas TUIIOTE3a O
rnepemadye CHUTHaja MEXIY TUJIAKOWTHBIMU MEM-
OpaHaMM B pa3HBIX JIUCTBIX 10 €IMHON MeMOpaH-
HOII ceTH pacTeHMsl ObLla BbICKa3aHa B CBSI3U C
U3y4eHHEM Peryassuuu (OTOCUHTETUISCKOIrO all-
rnapara pacTeHUI B yCJIOBUSIX CBETOBOTO cTpecca. B
pabote Szechynska-Hebda et al. [55] 6110 MoKa3za-
HO HaJInuue ObICTPOI JaIbHOAECTBYIOIIE CUCTEe-
MBI PETYJISIIAY MEXaHU3MOB 3aIlIUTHL OT U30BITOY-
HOI'0 OCBellleHUsI B JUCTbSIX Arabidopsis. OcBeuie-
HU€ OIHOIO JINCTA MHTEHCUBHBIM CBETOM U aKTH-
BalMs B HEM (POTO3AIIUTHBIX MEXaHN3MOB II03BO-
JIsIJIa aKTUBUPOBATh X M B OCTAJIbHBIX JIMCThSIX, Aa-
K€ €CJIM OHM He IoJBepraauch ocBelleHuo. Ipu
BTOM PeTYJISIIUS MMeaa (hOoTOITEKTPOPU3NOIOTH -
YeCKYyIo IPUPONY, T.e. OblIa CBSI3aHa C pacIpocTpa-
HEHUUEM 110 PACTEHUIO SJIEKTPUUECKOTO (IJIeKTPO-
XMMUYECKOT0) CUTHAJIAa. MexXIy TUCThSIMU CUTHAI
pAaCIIPOCTPaHSUICSI B BHUIE DIIEKTPOXMMHIECKOTO
MeMOpaHHOTO TOTEHIIMaja MO IUIa3MaTHYECKUM
MeMOpaHaM KJIETOK OOKJIaAKKM MPOBOISIIETO ITyd-
Ka co ckopocThio 0,2—0,3 cMm/c, mpuuéM BpeMeH-
HBbIE U IPOCTPAHCTBEHHBIC XapaKTePUCTUKHU pac-
MPOCTPaHEHUST ONPEAC/ISIINCh TpaHCMeMOpaHHOM
pa3HocThio pH B TUlIakougax KJIETOK OCBELIEHHO-
ro JIMCTa. ABTOPbI MPEAIIOJIOXUIN, YTO 3PPeKTUB-
Hasl peryjsiius 3a CYET paclpoCTpaHEeHUS DJIEKT-
PUYECKOI0 CUTHAJIa IO pacTeHMIO Obljla BO3MOXHA
TOJIBKO IIPU HAIMYUM €OUHON BHYTPU- M MEXKIIE-
TOYHOI MeMOpaHHOI CUCTEMBI, BKIIFOYast CTPOMY-
JIBI M X KOHTAKTHI C TJ1a3MaTUYEeCKOI MeMOpaHOi
[55].

OnHako Bce 3TU TUIIOTE3bI, pacCMaTPUBAIOIINC
BO3MOXHOCTb CYIIIECTBOBAHUSI B pACTEHUM, B JIUCTE
WJIM XOT$1 OBl B OTAEIBbHOM KJIETKE CETH XJIOpOILIac-
TOB, HEIOCTaTOUYHO OOOCHOBaHBI. Tak, gaxe Ipes-
cTaBjieHHe 00 OOMEHE COAEPKUMBIM CTPOMBI MEX-
Iy COEIMHEHHBIMU CTPOMYJIOH XJIOpOILTIacTaMHu,
MMelolllee, Ka3aloch Obl, HAM0OJIEE BECOMOE DKCIe-
PUMEHTAJIbHOE 00OCHOBaHME, ITIOABEPraeTCsl OUYeHb
cepbe3HOl KpuTtuke [59]. Tak, mpu MHTepHpeTallun
9KCIIEpUMEHTOB 10 nepeMelnieHnio GFP-medeHbIx
0CJIKOB 4epe3 CTPOMYJIBI IBa COBEPIIEHHO pa3HBIX
LIMTOJIOTUYECKUX sIBJeHus: (i) dopMupyromuecs
XJIOPOILJIACThl WIM XJIOPOIIACTHI Ha IMO3AHUX CTa-
IHSIX AeJICHUS, 00pasyIolIne KaxyIIuecs LemouYKu
U OTKPBITHIE B KOHIlE 19-ro Beka [56, 1uT. mo 57;
58], ¢ omHo¥i CTOPOHBI, U (ii) BEIPOCTHI («ITPOTYOE-
paHIIbI») XJIOPOTJIACTHOM MeMOpaHbI, OTKPBITHIE B
1960-x, ¢ apyroii [60], — ObLIM, IO-BUAMMOMY,
OILIMO0YHO, 00beAHEHbl B OOHO. IIpu 3TOM BbI-
POCTBI XJIOPOIIAaCTHOM MeMOpaHBbI (a TOJBKO MX U
MPaBOMEPHO Ha3bIBaTh CTpoMyJiamu [59]) moaBuxK-
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HbI U IOCTaTOYHO PaclpoCTpaHEeHbl, HO OHU HE CO-
SIVHSIOT MeXIy cO00Ii pa3HbIe XJIOPOILIACTHI. B TO
Ke BpeMsI B POPMUPYIOIINXCS WM ACISIIINXCS XJI0-
poIuIacTax, IEeiCTBUTENIHBHO, IIPOUCXOIUT IepPeHOC
GFP-MeueHoro 6enka 1o aHacToMO3aM MEXIY
XJIOpOIIACTaMU, HO HX, CTPOTO TOBOPS, HEIb3S
CUWTATh Pa3HBIMU OPTAaHEJJIAMU, U caMO 00pa3oBa-
HUE TaKUX LIEIOYeK XJIOPOIIACTOB — OTHOCUTEJIb-
HO peaKoe SIBJIEHUE JISI 3peJIbIX XJIOPOILIACTOB B HE
MMOJBEPKEHHBIX CTAPCHUIO I 3a00JIeBaHUIO TKa-
HsIX pacTeHud (puc. 5). YTo ke KacaeTcsl 3JeKTpo-
GU3NOIIOTUYECKON PEeryasiiuuu (POTOCUHTETUYEC-
KHX IPOIIECCOB HA YPOBHE BCETO PacTEHUs, TO TYT
ropazno Oosiee 0OOCHOBAHHBIM BBIIVISIAUT CLEHA-
puii, MpU KOTOPOM M3MEHEHUS TWUJIAKOUIHOTO
Ay 4depe3 Kakue-anbo XMMUYECKUEe CUTHAIIBI
(HarpuMep, 4yepe3 aKTUBHbIE (POPMbI KUCJIOPOIA)
CTUMYJMPYIOT BO3HUKHOBEHUE PEryJISITOPHOTO
CHTHaja Ha IJlJa3MaTHMYeCKOll MeMOpaHe, pacmpo-
CTPaHSIIONIETOCs Jajiee B BUIE SJIEKTPOXMMUIECKO-
ro TpaHCMeMOpaHHOIO ITOTEHIIMAaNa NeHCTBUS II0
IU1Ia3MaTUYeCKUM MeMOpaHaM KJIETOK ITPOBOASIIINX
TKaHew [67, 68].

Hakone1r, He0OXOIMO OTMETHUTh, YTO, HE3aBH -
CHMO OT HaJMyusl KaKUX-JM0O KOHTAaKTOB XJIOPO-
IJIACTHBIX MeMOpaH MeXay COO0OM WM ¢ APYTUMU
MEMOpaHHBIMHM CTPYKTypaMU KJICTKH, TJIaBHEIC
9HEpPreTUYecKre MeMOpaHbl XJIOPOIUIACTOB (THUJIA-
KOUJIbI) OCTAIOTCS U30JIMPOBAaHHBIMU CTPYKTYpaMu
B OTJINYME OT MUTOXOHAPUIA, IJIe KPUCTHI, TOMOJIO-
TMYHBIE TUJIAKOMIHBIM MeMOpaHaM, COXPaHSIOT
CBSI3b C BHYTPEHHEN MeMOpaHO# OpraHesIbl U He-
CyT o0luit moreHuuaa. BHyTpeHHs1 mMemOpaHa
XJIOPOILJIacTa, TEM HE MEHEE, HECET TpaHCMEMOpaH-
HBI TTIOTEHLIMAJ, MCIOJIb3YeMbIil JIJIsI SHEPro3aBu-
CHMOIO TpaHCIIOpTa, HalpuMep IS ITOTEHIIMAaI-
3aBHCHMOTO YHHUITOpTa MoHOB |70, 71]. beumm mpen-
MMOJIOKEHMSI, YTO BO3MOXEH IEPEHOC ITPOTOHHOTO
rpagueHTa oT MeMOpaH nepudepruiecKux TUIaKO-
OB HAa BHYTPEHHIOIO XJIOPOILIACTHYIO MeMOpaHy 3a
CYET OTHENIbHBIX KaHAJOB, COCAMHSIONINX JIIOMEH
TWJIaKOUa ¢ MeXXMeOpaHHBIM IMPOCTPAHCTBOM XJIO-
pornacta [72], 1 Takre KaHaJbl KaK OyAToO HaOII0-
nmanuck [73, umt. o 74|. HecMoTps Ha To 4TO, Kak
MPaBUJIO, CBSI3b MEXIY BHYTPEHHUMU MEMOpaHHbBI-
MU CTPYKTypaMHM M MeMOpaHOI 00O0JIOUKM XJIOPO-
IUIacTa HaOJIIomaeTcs JIMIIb B mpoiecce popMupo-
BaHUS TIJIACTUIbBI, HO HEe B 3peJibIx opraHesuiax [75],
TeM He MeHee M3pelKa KOHTaKThl MeXITy MeMOpa-
HOM TWJIAKOMAA CTPOMBI U BHYTPEHHEM XJIOPOILIACT-
HOW MeMOpaHOW HaOJIIOJAIOTCS U B 3PEjbIX XJIOPO-
miactax [76]. B xsoporutacrax, 1eiiCTBUTEIBHO, ITPO-
HUCXOIUT CBETO3aBUCUMBII ITIEPEHOC IIPOTOHOB Yepe3
BHYTPEHHIOIO XJIOPOILIACTHYIO MEMOpaHy 13 CTPOMEI
B LIMTO30jb [77], 4TO NpUBOAUT K 0OOpa3oBaHUIO
3JIEKTPOXUMUYECKOTO TIoTeHIMa1a (Auly,) Ha BHYT-
peHHel xJtoporutacTHoif MembOpaHe. OmgHako ero



974

MEePBUYHBIM reHepaTopoM siBisiercss ATd-3aBucu-
MBI TpOTOHHEBIN Hacoc [78]. Takum obpa3om, reHe-
pauust Apyy. Ha BHYTPEHHENW XJIOPOIUIACTHOM MEM-
OpaHe, XOT$ U, ACACTBUTENILHO, SIBJISIETCS CJEACTBU -
eM (DOTOCUHTETUYECKOI reHepaluuu Apyy, Ha TUa-
KOMIHOW MeMOpaHe, HO OoIocpeaoBaHa oOpa3oBa-
HueM AT® B cBeTOBBIX peaklusX (hOTOCUHTE3A.

IIpuBen€HHbIC 30eCh MPUMEPHI, pa3yMeeTcs, He
HMCYEPIILIBAIOT BCE CIIydau MepeHoca SHEPTUM BIOJIb
MeMOpaH B XMBBIX OpraHu3Max B ¢hopMe TpaHCMEM-
OpaHHOTO NMPOTOHHOTO MoTeHMana (Apy,). OnHa-
KO OHU JIeMOHCTPHMPYIOT YHUBEPCAIBHOCTh TaHHO-
ro MexaHu3Ma, KaK B OTHOIIEHUU CHUCTeMaTHJeC-
KO Y 5KOJIOTUYECKOM pacpOCTPAaHEHHOCTU, TaK U
B OTHOIICHUH «O0CITy>KMBaeMBIX» OMO3HEPTreTHUIeC-
KHUX TMPOLIECCOB MEepBUYHON reHepauu Apyy, (¢do-
TobochopuInpoBaHUEe U OKUCIUTEbHOE (hocho-
puiIvpoBaHue). DTa YHUBEPCAILHOCThL HE YIWUBHU-
TeJIbHA B CBETe IIPeACTaBICHMSI O TOM, YTO yIaYHBIe
pellleHusI, HalileHHbIe B XOJ¢ 3BOJIIOLIMU, MOTYT
LIMPOKO PacIpOCTPAHSITHCS IO BCEMY XKMBOMY MU-
Py OPaKTUIECKHU BIUIOTH 10 YHU(DUKAIIMN.

OpmHako mjisd peleHus cienrupUIecKon 3amadn
MeMOpaHHOM OMOHEPTeTUKU — COeTMHEHUS ABYX
MOJypeaKUid OKUCIUTEIBHO-BOCCTAHOBUTEBHOMN
peakuuu B XOJE OKMCIUTEIbHOro (ochopuinpo-

[NTYIMIEHKO

BaHMSI — MOTPeOOBaJICSl COBEPIIEHHO MHON Mexa-
HU3M 3JEKTPUYECKOW MPOBOAMMOCTHU: DJIEKTPOH-
Hasl IIPOBOAMMOCTb OEJIKOBBIX CTPYKTYp. B HacTos-
1ee BpeMs pazHoobOpa3ue GopM K1U3HU, B KOTOPHIX
00HapyXeH 3TOT MeXaHU3M, OTPaHMYEHO OTHOCH-
TEJIbHO Y3KON 5KOJIOTMYECKON U OMOXUMHYECKOM
IPYIION MUKPOOPraHM3MOB, HO HE€ MCKJIIOYEHO,
YTO JAJbHEUIIINE UCCIIENOBAHUS CYILIECTBEHHO pac-
IIUPSAT HAIM OPEACTaBICHUS O €ro pacmpocTpa-
HEHHOCTU. IToagpoOHOMY OMUCAHUIO ITOrO0 MeXa-
HU3Ma U UCTOPUU €TI0 OTKPBLITUS IMOCBSIIeHa BTO-
past cTaThsl U3 HJAHHOU cepum (DIIEeKTpUUeCKre Ka-
O6enn kietok. II. bakTepuanbHbIE 3JIEKTPOHHbBIC
MPOBOHUKH).

®unancuposanne. MccienoBaHue BBITTOJTHEHO
npu puHaHCOBOI noaaepxke Poccuiickoro doHaa
(byHIaMeHTaIbHBIX UCCIEI0BaHUI B paMKax Hayd-
Horo 1mmpoekTa Ne 19-14-50558.

KoHpamkT uHTEpecoB. ABTOp 3asBJIsIeT 00 OTCYT-
CTBUM KOHQIUKTA UHTEPECOB B (PUHAHCOBON WM
Kakoi-11bo uHoi coepe.

CoOmogenne 3THYecKHX HOpM. HacTtosias
CTaThsl HE COACPXKUT OMUCAHUS BBIMIOJHEHHBIX aB-
TOPOM MCCJICAOBAHUM C yYaCTUEM JIIOACU WM UC-
MOJb30BaHNEM KUBOTHBIX B KaU€CTBE OOBEKTOB.

CITMCOK JIMTEPATYPbHI

1. Galvani, L. (1792) De viribus electricitatis in motu muscu-
lari comentarius cum joannis aldini dissertatione et notis;
accesserunt epistolae ad animalis electricitatis theoriam
pertinentes, Apud Societatem Typographicam.

2. Hodgkin, A. L., and Huxley, A. E (1952) A quantitative
description of membrane current and its application to
conduction and excitation in nerve, J. Physiol., 117, 500-
544.

3. Mitchell, P. (1961) Coupling of phosphorylation to elec-
tron and hydrogen transfer by a chemi-osmotic type of
mechanism, Nature, 191, 144-148.

4.  Mitchell, P. (1966) Chemiosmotic coupling in oxidative
and photosynthetic phosphorylation, Biol. Rev., 41, 445-
501.

5. Liberman, E. A., Topaly, V. P,, Tsofina, L. M., Jasaitis, A. A.,
and Skulachev, V. P. (1969) Mechanism of coupling of
oxidative phosphorylation and the membrane potential of
mitochondria, Nature, 222, 1076-1078.

6. Green, D. E. (1974) The electromechanical model for
energy coupling in mitochondria, Biochim. Biophys. Acta,
346, 27-78.

7. Skulachey, V. P. (1971) Energy transformations in the res-
piratory chain, Curr. Top. Bioenerg., Elsevier, pp. 127-190.

8. Skulachev, V. P. (1980) Integrating functions of bio-
membranes. Problems of lateral transport of energy,
metabolites and electrons, Biochim. Biophys. Acta, 604,
297-320.

9. Reguera, G., McCarthy, K. D., Mehta, T., Nicoll, J. S.,
Tuominen, M. T., and Lovley, D. R. (2005) Extracellular
electron transfer via microbial nanowires, Nature, 435,
1098-1101.

10. Nielsen, L. P., Risgaard-Petersen, N., Fossing, H.,
Christensen, P. B., and Sayama, M. (2010) Electric cur-
rents couple spatially separated biogeochemical processes
in marine sediment, Nature, 463, 1071-1074.

11.  Filman, D. J., Marino, S. E, Ward, J. E., Yang, L., Mester, Z.,
Bullitt, E., Lovley, D. R., and Strauss, M. (2019) Cryo-EM
reveals the structural basis of long-range electron transport
in a cytochrome-based bacterial nanowire, Commun. Biol.,
2, 1-6.

12. Wang, E, Gu, Y., O’Brien, J. P., Sophia, M. Y., Yalcin, S. E.,
Srikanth, V., Shen, C., Vu, D., Ing, N. L., Hochbaum, A. I.,
Egelman, E. H., and Malvankar, N. S. (2019) Structure of
microbial nanowires reveals stacked hemes that transport
electrons over micrometers, Cell, 177, 361-369.

13. Tunés B., MenbHukosa E. (1969) MuToxoHapus u mpo-
11eCC BO30OYXIEHUS -COKPAIICHUST B MBIIIIEYHOM BOJIOKHE,
Lumonoeus, 11, 117-120.

14. Margreth, A., Muscatello, U., and Andersson-Cedergren, E.
(1963) A morphological and biochemical study on the reg-
ulation of carbohydrate metabolism in the muscle cell,
Exp. Cell Res., 32, 484-509.

15. Walker, S. M., and Schrodt, G. R. (1966) Evidence for
connections between mitochondria and the sarcoplasmic

BUOXUMHUA tom 85 BrIm. 7 2020



16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31

32.

IMEPEHOC SHEPI'MHA BAOJIb COIPATAIOIINX MEMBPAH

reticulum and evidence for glycogen granules within the
sarcoplasmic reticulum, Am. J. Phys. Med., 45, 25-44.
Bubenzer, H. J. (1966) The thin and the thick muscular
fibers of the rat diaphragm, Z. Zellforsch. Mikrosk. Anat.,
69, 520.

Gauthier, G. E (1969) On the relationship of ultrastructur-
al and cytochemical features to color in mammalian skele-
tal muscle, Z. Zellforsch. Mikrosk. Anat., 95, 462-482.
Bakeeva, L. E., Chentsov, Y. S., and Skulachev, V. P. (1978)
Mitochondrial framework (reticulum mitochondriale) in
rat diaphragm muscle, Biochim. Biophys. Acta, 501, 349-
369.

Bakeeva, L. E., Chentsov, Y. S., and Skulachev, V. P. (1981)
Ontogenesis of mitochondrial reticulum in rat diaphragm
muscle., Eur. J. Cell Biol., 25, 175-181.

Bakeeva, L. E., Chentsov, Y. S., and Skulachev, V. P. (1983)
Intermitochondrial contacts in myocardiocytes, J. Mol.
Cell. Cardiol., 15, 413-420.

Glancy, B., Hartnell, L. M., Malide, D., Yu, Z. X,
Combs, C. A., Connelly, P. S., Subramaniam, S., and
Balaban, R. S. (2015) Mitochondrial reticulum for cellular
energy distribution in muscle, Nature, 523, 617-620.
CxkynaueB B. I1., boraueB A. B., Kacmapunckuit ®@. O.
(2011) Membpannas 6uosnepeemuxa, 3narenbctso MI'Y,
Mockaa.

Amchenkova, A. A., Bakeeva, L. E., Chentsov, Y. S.,
Skulachev, V. P., and Zorov, D. B. (1988) Coupling mem-
branes as energy-transmitting cables. 1. Filamentous mito-
chondria in fibroblasts and mitochondrial clusters in car-
diomyocytes, J. Cell Biol., 107, 481-495.

Hpaués B., 3opos /1. (1986) MuUTOXOHIPHSI KaK 3JIEKTPH-
yeckuii Kabeab. DKCrepMMeHTalIbHAs MTPOBEpPKa TMIoTe-
3bl, lokaaoder Akademuu Hayk CCCP, 287, 1237-1238.
Osafune, T. (1973) Three-dimensional structures of giant
mitochondria, dictyosomes and “concentric lamellar bod-
ies” formed during the cell cycle of Euglena gracilis (Z) in
synchronous culture, Microscopy, 22, 51-61.

Burton, M. D., and Moore, J. (1974) The mitochondrion
of the flagellate, Polytomella agilis, J. Ultrastruct. Res., 48,
414-419.

Hoffmann, H.-P,, and Avers, C. J. (1973) Mitochondrion
of yeast: ultrastructural evidence for one giant, branched
organelle per cell, Science, 181, 749-751.

Komarek, J., and Johansen, J. R. (2015) Filamentous
cyanobacteria, Freshwater Algae of North America, Elsevier,
pp. 135-235.

Schnepf, E. (1964) Zur feinstruktur von geosiphon pyri-
forme, Arch. Mikrobiol., 49, 112-131.

Van De Meene, A. M. L., Hohmann-Marriott, M. E,
Vermaas, W. E J., and Roberson, R. W. (2006) The three-
dimensional structure of the cyanobacterium Syrnechocystis
sp. PCC 6803, Arch. Microbiol., 184, 259-270.

Schneider, D., Fuhrmann, E., Scholz, I., Hess, W. R., and
Graumann, P. L. (2007) Fluorescence staining of live
cyanobacterial cells suggest non-stringent chromosome
segregation and absence of a connection between cytoplas-
mic and thylakoid membranes, BMC Cell Biol., 8, 1-10.
Nevo, R., Charuvi, D., Shimoni, E., Schwarz, R., Kaplan, A.,
Ohad, 1., and Reich, Z. (2007) Thylakoid membrane per-

BUOXUMHUA tom 85 BrIm. 7 2020

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44.

45.

46.

975

forations and connectivity enable intracellular traffic in
cyanobacteria, EMBO J., 26, 1467-1473.

Flores, E., Nieves-Morion, M., and Mullineaux, C. W.
(2019) Cyanobacterial septal junctions: properties and reg-
ulation, Life, 9, 1.

Chailakhyan, L. M., Glagolev, A. N., Glagoleva, T. N.,
Murvanidze, G. V., Potapova, T. V., and Skulachev, V. P.
(1982) Intercellular power transmission along trichomes of
cyanobacteria, Biochim. Biophys. Acta, 679, 60-67.
IMoramosa T., Kokmraposa O. (2020) HutuaTeie 1imaHo-
GakTepuM KaK MPOTOTUIT MHOTOKJIETOYHBIX OPraHU3MOB,
Duszuonoeus pacmenuii, 67, 20-34.

Chapman, A. G., and Atkinson, D. E. (1977) Adenine
nucleotide concentrations and turnover rates. Their corre-
lation with biological activity in bacteria and yeast, Adv.
Microb. Physiol., 15, 253-306.

Nasrulhag-Boyce, A., and Duckett, J. G. (1991)
Dimorphic epidermal cell chloroplasts in the mesophyll-
less leaves of an extreme-shade tropical fern, Teratophyllum
rotundifoliatum (R. Bonap.) Holtt.: a light and electron
microscope study, New Phytol., 119, 433-444.

Sheue, C.-R., Sarafis, V., Kiew, R., Liu, H.-Y., Salino, A.,
Kuo-Huang, L.-L., Yang, Y.-P., Tsai, C.-C., Lin, C.-H.,
Yong, J. W. H., and Ku, M. S. B. (2007) Bizonoplast, a
unique chloroplast in the epidermal cells of microphylls in
the shade plant Selaginella erythropus (Selaginellaceae),
Am. J. Botany, 94, 1922-1929.

Paolillo, D. J. (1970) The three-dimensional arrangement
of intergranal lamellae in chloroplasts, J. Cell Science, 6,
243-253.

Austin, J. R., and Staehelin, L. A. (2011) Three-dimen-
sional architecture of grana and stroma thylakoids of high-
er plants as determined by electron tomography, Plant
Physiol., 155, 1601-1611.

Anderson, J. M. (2012) Lateral heterogeneity of plant thy-
lakoid protein complexes: early reminiscences, Philos.
Trans. R. Soc. B Biol. Sci., 367, 3384-3388.

Rottenberg, H., and Grunwald, T. (1972) Determination
of ApH in chloroplasts: 3. Ammonium uptake as a measure
of ApH in chloroplasts and sub-chloroplast particles, Eur.
J. Biochem., 25, 71-74.

Tikhonov, A. N., Agafonov, R. V., Grigor’ev, I. A.,
Kirilyuk, I. A., Ptushenko, V. V., and Trubitsin, B. V.
(2008) Spin-probes designed for measuring the intrathy-
lakoid pH in chloroplasts, Biochim. Biophys. Acta, 1777,
285-294.

De Kouchkovsky, Y., and Haraux, F. (1981) 2H,O effect on
the electron and proton flow in isolated chloroplasts: an
indication for lateral heterogeneity of membrane pH,
Biochem. Biophys. Res. Commun., 99, 205-212.

De Kouchkovsky, Y., Haraux, F., and Sigalat, C. (1982)
Effect of hydrogen-deuterium exchange on energy-cou-
pled processes in thylakoids: a new illustration of the
hypothesis of local proton gradients with the energy-trans-
ducing biomembranes, FEBS Lett., 139, 245-249.
Vershubskii, A. V., Trubitsin, B. V., Priklonskii, V. I., and
Tikhonov, A. N. (2017) Lateral heterogeneity of the proton
potential along the thylakoid membranes of chloroplasts,
Biochim. Biophys. Acta, 1859, 388-401.



976

47.

48.

49.

50.

51,

52.

53.

54.

55.

56.

57.

58.

59.

60.

6l.

62.

[NTYIMIEHKO

Rieger, B., Junge, W., and Busch, K. B. (2014) Lateral pH
gradient between OXPHOS complex IV and F)F, ATP-
synthase in folded mitochondrial membranes, Nat.
Commun., 5, 1-7.

Kirchhoff, H., Hall, C., Wood, M., Herbstova, M.,
Tsabari, O., Nevo, R., Charuvi, D., Shimoni, E., and
Reich, Z. (2011) Dynamic control of protein diffusion
within the granal thylakoid lumen, Proc. Natl. Acad. Sci.
USA, 108, 20248-20253.

Daum, B., Nicastro, D., Austin, J., MclIntosh, J. R., and
Kiihlbrandt, W. (2010) Arrangement of photosystem II and
ATP synthase in chloroplast membranes of spinach and
pea, Plant Cell, 22, 1299-1312.

Takizawa, K., Cruz, J. A., Kanazawa, A., and Kramer, D. M.
(2007) The thylakoid proton motive force in vivo.
Quantitative, non-invasive probes, energetics, and regula-
tory consequences of light-induced pmf, Biochim. Biophys.
Acta, 1767, 1233-1244.

Jahns, P., Latowski, D., and Strzalka, K. (2009)
Mechanism and regulation of the violaxanthin cycle: the
role of antenna proteins and membrane lipids, Biochim.
Biophys. Acta, 1787, 3-14.

Ptushenko, V. V., Ptushenko, E. A., Samoilova, O. P., and
Tikhonov, A. N. (2013) Chlorophyll fluorescence in the
leaves of Tradescantia species of different ecological
groups: induction events at different intensities of actinic
light, Biosystems, 114, 85-97.

Bulychev, A. A., and Komarova, A. V. (2014) Long-dis-
tance signal transmission and regulation of photosynthesis
in characean cells, Biochemistry (Moscow), 79, 273-281.
Krupenina, N. A., and Bulycheyv, A. A. (2007) Action poten-
tial in a plant cell lowers the light requirement for non-pho-
tochemical energy-dependent quenching of chlorophyll
fluorescence, Biochim. Biophys. Acta, 1767, 781-788.
Szechynska-Hebda, M., Kruk, J., Goérecka, M.,
Karpinska, B., and Karpinski, S. (2010) Evidence for light
wavelength-specific photoelectrophysiological signaling
and memory of excess light episodes in Arabidopsis, Plant
Cell, 22, 2201-2218.

Haberlandt, G. (1888) Die Chlorophyllkorper der
Selaginellen, Neubauer.

Benukanos I (2009) Ctpomyinbl: ux mpupoaa, CTpyKTypa
1 GYHKIMW B pACTUTENbHOU KiieTke, buoa. Memop.: 2Kyph.
Membp. Knem. buoan., 26, 468-478.

Senn, G. (1908) Die Gestalts-und Lageverinderung der
Pflanzen-Chromatophoren: Mit einer Beilage: Die Licht-
brechung der Lebenden Pflanzenzelle, Engelmann, W., p. 397.
Schattat, M. H., Barton, K. A., and Mathur, J. (2015) The
myth of interconnected plastids and related phenomena,
Protoplasma, 252, 359-371.

Wildman, S. G., Hongladarom, T., and Honda, S. I. (1962)
Chloroplasts and mitochondria in living plant cells:
cinephotomicrographic studies, Science, 138, 434-436.
Menzel, D. (1994) An interconnected plastidom in
Acetabularia: implications for the mechanism of chloro-
plast motility, Protoplasma, 179, 166-171.

Kohler, R. H., Cao, J., Zipfel, W. R., Webb, W. W., and
Hanson, M. R. (1997) Exchange of protein molecules

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

through connections between higher plant plastids,
Science, 276, 2039-2042.

Kwok, E. Y., and Hanson, M. R. (2004) GFP-labelled
Rubisco and aspartate aminotransferase are present in
plastid stromules and traffic between plastids, J. Exp. Bot.,
55, 595-604.

Kohler, R. H., and Hanson, M. R. (2000) Plastid tubules of
higher plants are tissue-specific and developmentally regu-
lated, J. Cell Sci., 113, 81-89.

Benukanos I, Jlesanos B., benosa JI., [loHomapesa A.,
Unbuna T. (2012) Perynupyemoe pycio mist nuddy3nmn
MEXIy BaKyoJSIMM COCEIHUX KJIETOK: BaKyOJISIpHBIA
cuMmiuiact, Yen. Coep. buoa., 132, 36-50.

Robards, A. W. (1976) Plasmodesmata in higher plants, in
Intercellular Communication in Plants: Studies on
Plasmodesmata (Gunning, B. E. S., and Robards, A. W.,
eds.) Springer, pp. 15-57.

Carmody, M., and Pogson, B. (2013) Systemic photoox-
idative stress signalling, in Long-distance Systemic Signaling
and Communication in Plants (Baluska, F., ed.) Springer,
pp. 251-274.

Hedrich, R., Salvador-Recatala, V., and Dreyer, 1. (2016)
Electrical wiring and long-distance plant communication,
Trends Plant Sci., 21, 376-387.

Borucki, W., Bederska, M., and Sujkowska-Rybkowska, M.
(2015) Visualisation of plastid outgrowths in potato
(Solanum tuberosum L.) tubers by carboxyfluorescein diac-
etate staining, Plant Cell Rep., 34, 853-860.

Roh, M. H., Shingles, R., Cleveland, M. J., and McCarty,
R. E. (1998) Direct measurement of calcium transport
across chloroplast inner-envelope vesicles, Plant Physiol.,
118, 1447-1454.

Shingles, R., North, M., and McCarty, R. E. (2002)
Ferrous ion transport across chloroplast inner envelope
membranes, Plant Physiol., 128, 1022-1030.

Heber, U., and Heldt, H. W. (1981) The chloroplast enve-
lope: structure, function, and role in leaf metabolism,
Annu. Rev. Plant Physiol., 32, 139-168.

Carde, J. P, Joyard, J., and Douce, R. (1982) Electron
microscopic studies of envelope membranes from spinach
plastids, Biol. Cell, 44, 315-324.

Douce, R., and Joyard, J. (1990) Biochemistry and func-
tion of the plastid envelope, Annu. Rev. Cell Biol., 6, 173-
216.

Vothknecht, U. C., and Westhoff, P. (2001) Biogenesis and
origin of thylakoid membranes, Biochim. Biophys. Acta,
1541, 91-101.

Shimoni, E., Rav-Hon, O., Ohad, I., Brumfeld, V., and
Reich, Z. (2005) Three-dimensional organization of high-
er-plant chloroplast thylakoid membranes revealed by
electron tomography, Plant Cell, 17, 2580-2586.

Heldt, H. W., Werdan, K., Milovancev, M., and Geller, G.
(1973) Alkalization of the chloroplast stroma caused by
light-dependent proton flux into the thylakoid space,
Biochim. Biophys. Acta, 314, 224-241.

Berkowitz, G. A., and Peters, J. S. (1993) Chloroplast
inner-envelope ATPase acts as a primary H* pump, Plant
Physiol., 102, 261-267.

BUOXUMHUA tom 85 BrIm. 7 2020



IMEPEHOC SHEPI'MHA BAOJIb COIPATAIOIINX MEMBPAH 977

ELECTRIC CABLES OF LIVING CELLS. I. ENERGY TRANSFER
ALONG COUPLING MEMBRANES

Review

V. V. Ptushenko'-?

! Belozersky Institute of Physico-Chemical Biology, Lomonosov Moscow State University,
119992 Moscow, Russia; E-mail: ptush@belozersky.msu.ru

2 Emanuel Institute of Biochemical Physics, Russian Academy of Sciences, 119334 Moscow, Russia

Received May 17, 2020
Revised June 14, 2020
Accepted June 15, 2020

The concept of “electric cables” involved in bioenergetic processes in a living cell was proposed half a century ago
[Skulacheyv, V. P. (1971) Curr. Top. Bioenerg., Elsevier, pp. 127-190]. Membrane structures of a cell were considered as
probable pathways for transferring transmembrane electrochemical potential. Further studies have shown that cou-
pling membranes (inner mitochondrial membrane or bacterial cell membrane), i.e., those involved in the generation
of membrane potential, can also serve for its transfer. A wide range of organisms from almost all major taxa have been
discovered to employ the energy-transmitting function of coupling membranes. Macroscopic (millimeter or even cen-
timeter in length) cable-like structures have been found, the most striking examples of which are giant mitochondria
of some unicellular organisms (algae, fungi, protozoa) and animal tissues, filamentous mitochondria, mitochondrial
reticulum in animal muscle tissue, and trichomes of cyanobacteria. The importance of such “electric cables” in cells
or multicellular structures is determined by their ability to provide rapid energy exchange between metabolic coun-
terparts, energy producers and energy consumers, as the diffusive transport of soluble macroergic molecules (ATP,
etc.) requires much longer time. However, in the last 10-15 years, a new type of bacterial “electric cables” of presum-
ably proteinaceous nature has been discovered, which serve a quite different purpose in cell bioenergetics. The mole-
cular structure and functions of these cables will be discussed in the second part of the review (“Electric cables of liv-
ing cells. I1. Bacterial electron conductors”).

Keywords: transmembrane electrochemical potential, mitochondria, chloroplasts, cyanobacteria, stromules,
nanowires
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