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C mo3uuuii coBpeMeHHOT MeMOpaHHOM OMO3HEPIeTUKM BO3MOXKHO pas3iejeHUe B IMPOCTPAHCTBE MEMOpPaHHbBIX
6eIKOB, 00ECITeUNBAIOININX 3allacaHe Y MCITOJIb30BaHUE SHEPTUM, aKKYMYJIMPOBAHHOM B (hopMe MEMOPaHHOTO
noteHuuana (MIT). Hainuume B MHOTOKJIETOYHBIX CUCTEMAX BJICKTPUYECKOM CBS3M Yepe3 MPOHUIIaeMble KOHTaK-
1hI (IT1K) co3maeT Bo3amoxxHOCTB TpaHcopTa 3Heprum depe3 I1K u Ha 3T0it 0ocHOBE pa3neeHMs Tpyda MEXKIy CO-
CemHUMU KieTkaMu. [Ipoucxoasiye mpu 3TOM MPOLIECCHl U SIBJIEHUS! MPOSIBISIIOTCS B U3BMEHEHUSIX DJIEKTpUYe-
CKMX XapaKTEePUCTUK OTIACIbHBIX KJIeTOK 1 ITK 1 MOTYT GBITh KOJIMYECTBEHHO MPOAHAIM3UPOBAHBI C TIOMOIIBIO
OMMCaHUsl KJIETOK M KJIETOYHBIX CHUCTEM KaK 3KBMBAJICHTHBIX 2JIEKTpUUYeCKUX Kabeneil. B Hacrosiiem o63ope
TMPUBOAATCS JaHHBIE MHOTOJICTHUX MCCIIEIOBAaHMIA C yuacTHeM aBTopa nepenadu sHepruu depes [1K B aBosonu-
OHHO Pa3JIMYHbIX MHOTOKJIETOUHBIX CUCTEMAaX: TPMXOMaxX HUTYATBIX IIMaHOOaKTepuii, TMdax MULIeTUaTbHBIX IPU-
60B M MOHOCJIOMHBIX KYJIbTYpaX KJIETOK XXKMUBOTHBIX. BoJiee meTaTbHO paccCMOTpeHa, KakK yanoOoHast 9KCIepuMeH-
TajibHast Monenb, Tuda Neurospora crassa. Ha ocHOBe cornocTaBjieHUsI COOCTBEHHBIX JAaHHBIX C OOJIBIIIUM 00BEMOM
TMAHHBIX U3 JINTePATypbl pACCMOTPEHA TUITOTE3a O BO3MOXHOM YYaCTUU B CAMOOPTaHU3AIIMU BHYTPUKIETOYHBIX
CTPYKTYpP Ha BepxyllIKe pacTyiieil Tudbl N. crassa 10KaJbHBIX 3JIEKTPUUECKUX T10JIei, KOTOPhIE CO3AI0TCSI TIPU
pasnesleHUH MeXX Iy KJIeTKaMu QYHKIM reHepaiiuy MIT u ucnosib3oBaHus ero aHepruu. [IpencraBieHns o6 oco-
OEHHOCTSIX 2JIEKTPUYECKUX IPOLIECCOB U SIBJIEHUI, COMPOBOXAAIOIIMX TpaHCIopT 3Hepruu vepes 1K, moryr
OBITH IMOJIE3HBI ITPU aHAJIM3€ MHOTUX BaXKHBIX BOITPOCOB, CBI3aHHBIX C PACCMOTPEHNEM MEXaHU3MOB peain3allun
TEHETUYECKUX “UHCTPYKUMIA” B KOHKPETHBIX JKU3HEHHBIX TTpolleccax.
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DOI: 10.31857/S0041377121010089

B pamMkax mpeacTtaBjieHUI COBpeMEHHO MeMOpaH-
Hoit bmosHepretuku (Ckynaues u ap., 1977, 2010; Sku-
lachev, 1988) pasHOCTb 3J1EKTPOXMMUYECKUX MOTEHIIMA-
0B noHoB H™ Ha conpgaramomieit mem6pane (AuH™)
npeacTapisieT coooi Hapsaay ¢ AT® KOHBEPTUPYEMYIO U
TpaHCHOpTaOeNbHYIO (POPMY DHEPTUU B KJIETKE, KOTO-
pasi obecrieyrBaeT pa3jvMyHble TUIbI XXM3HEHHOMU aK-
TUBHOCTH, TAKUE KaK XUMUYECKAsT, OCMOTHUUYECKAS U M€~
XaHW4YecKasl padboTa M IMPOU3BOJACTBO Teruia. TpaHcnopT
sHepruu B popme AuH* Broab conpsararmonimx MeMopaH
00beqUHSIET ThicTuM TeHeparopoB AuH™ B emunyio
9HEPTrOCUCTEMY.

TpaHcropT MOHOB Yepe3 MIa3MaTuyecKyro MeMopa-
HY Y BCEX XKUBBIX KJIETOK OT MPOKAPUOTOB 0 SyKapuo-
TOB — HEOOXoauMasli coCTaBHas 4acTh IOJAEPXKaHUS
MOHHO-OCMOTHUYECKOI0 roMeocTasa, repenayu nHoop-

Ilpunameote coxpawmenusn: BP — Bepxymieunblii poct; MIT — meMm-
O6panHbIi noTeHMa;, [TK — mpoHuiiaeMble KOHTaKThI.
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MAalliM, SHEPreTUYECKOTO OOecIleueHUsI KJIETOYHOTO
MeTaboau3Ma, CHaOXeHUs KJIETOK cyOocTpaTaMu U yaa-
JIEHWsI MPOAYKTOB Xu3HeaessTenbHocTH (Mitchell, 1962,
1966; Crane, 1977; Harold 1986; Slayman, 1987; Sku-
lachev, 1988). B cTarimoHapHOM COCTOSITHUM BCE MOHHBIE
MOTOKH B3aMMOCOTJIaCOBaHbI MeXXIy co00il U C aHepre-
TUYECKUM CTaTyCOM KJIETKU. TpaHCIIOPT MOHOB, HEO0-
XONUMBIX JISI BBIMTOJHEHUSI KJIETKOM OmpeaeeHHBIX
GyHKIMI, OCYIIECTBISIOT Pa3HOOOpa3HbIe BHYTPUMEM -
OpaHHBIE OEJIK1, KOTOPBIE SIBJSIOTCS TMOO MEePBUYHBI-
MU MOHHBIMM HacocaMH, KakK, HaIllpuMep, Hemocpel-
CTBEHHO ToTpeObJsitonias sHepruto AT® mnpoTtoHHas
AT®a3za rpubHoit kinetku (Slayman, 1987), nu6o BTO-
PUYHBLIMU TPpaHCIIOPTEPAMU, HATIPUMED, T€, KOTOPHIE Y
rpr0OOB OCYIIECTBIISIIOT B CUMIOPTE C IIPOTOHOM Mepe-
HOC caxapoB, aMMHOKHUCJIOT U MOHOB (Slayman, Slay-
man, 1974; Sanders et al., 1983; Blatt, Slayman, 1987;
Rodriquez-Navarro et al., 1986). AkTuBHas1 paGoTa Mmo-
JOOHBIX TPAHCIIOPTHBIX OEJIKOB CO3[aeT 3HAUUTEIbHBIC
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Puc. 1. Paznenenue TpaHCOOPTHBIX (DYHKIIMI MEXKIY KJIeTKa-
mu, cBsa3aHHbIME [1K. Bsepxy — Cxema nBUXEHUS MOHOB
H™, KoTOpble OTKAYNBAIOTCS NOHHBIM HACOCOM C 3aTPaTaMu
sHeprui (W) yepe3s Im1a3MaTU4eCcKyo MeMOpaHy JIEBOI KJ1eT-
K{ ¥ BO3BpAIIAlOTCs BHYTPb CUCTEMbI KJIETOK ITyTEM TpaHC-
nopra cy6erpara (S), conpsikeHHOro ¢ BxonoM oo HY 1o
9JIEKTPOXMMUYECKOMY TpaaiueHTy. Bhuzy — Cxema 3KBUBa-
JICHTHOTO 3JIEKTPUYECKOT0 Kabeisi, TO3BOJISIoNIast TIPOU3BO-
TIUTh KOJIMYECTBEHHBIE OlIeHKK. Hacochl JIeBOii KIIETKH TeHe-
PUPYIOT JIeKTpUUECKUii TOK 1*, pacxonyst sHepruto W. R, u
R,,» — conpoTuBiaeHre MeMOpaH JIEBOi1 1 TPaBoil KJIETOK CO-
OTBETCTBEHHO. £y, u E,» — nuddysnonneie MII, cosnapae-
Mbl€ pa3IMuMeM KOHLIEHTPALMii MIOHOB MEXIY LIUTOIIa3MOit
M BHEKJIETOUHOM cpenoii. R — comportusieHue I1K mexmy
KJIETKaMUu. R, — COIPOTUBJICHUE HAPYXXHOM cpensl. Vi,
V, — MII neBoii u npaBoii KJIETOK COOTBETCTBEHHO.

VOHHBIE TIOTOKM Yepe3 ILIa3MaTHUYECKyl0 MeMOpaHy
(mpumepHo 10°—107 NOHOB Ha KJIeTKy 3a 1 ¢) ¥ 4acTo co-
MPOBOXIAaeTcs 0oJIee MIM MeHee 3HAUYUTETbHBIMU 3JIeK -
TPUIECKUMU TOKAMU: OT ITMKOaMIIEP IO AECATKOB HAHO-
amrep Ha kietky (De Loof, 1985; Harold 1986; Slay-
man, 1987).

PaznuuyHble TpaHCOPTHBIE O€JIKK, KaK B Mpeneaax
OJHOH KJIETKU, TaK U B COCETHUX KJIETKaX, MOTYT ObITh
HEOAHOPOJHO pachpeneieHbl WM HEOIHOPOIHO aKTH-
BUPOBAHbI, YTO MOXET MTPUBECTU K MOSIBJIEHUIO O0Jjiee 1
MeHee 3HAYUTEIbHbBIX JIOKAIbHbIX SJIEKTPUIECKUX TOJIEM.
TTprmMepoM Takoro poaa MOIyT CIIY>KUTb JIOKAJIbHBIE 3JI€K-
TpUYECKHE TOKU, CBSI3aHHbIE C HalPaBI€HHbIM TPAHCIIOP-
TOM B 3IUTEIMATIbHBIX TKaHSIX )XMUBOTHBIX (Jaffe, Nuccitel-
li, 1977; De Loof, 1985; Harold, 1986).
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3amaya npeacTaBIeHHOTO 0030pa BBECTH YUTATENS B
JIEeTallu 3JeKTPUYECKUX TIPOLECCOB U SIBIIEHUIA, COIIPO-
BOXKIAIOIINX B MHOTOKJIETOUYHBIX CUCTEMaX pas3aeieHue
MEXIY KIeTKaMM (PYHKUMN aKyMyJSIIUU SHEPTUM B
dopme MII n pacxomoBaHUS 3TOM SHEPTUM Ha KIIETOU-
HBIe HYXOBI. Ha iprMepe Tudbl MuniemmaaibHOro rpuoa
paccMaTpUBaAIOTCS BO3MOXKHOCTHU YITOPSIIOYMBAHUS B3a-
WMOJEMCTBUIT BHYTPUKICTOUYHBIX CTPYKTYpP MO BIUSI-
HUEM JIOKAJIbHBIX 3JEKTPUYECKUX MOJC, TeHepupye-
MBIX U TOIIEPKUBACMbBIX pasIelIeHUEeM Tpyla MEXKOy
Kietkamu (puc. 1).

SJIEKTPUYECKAA CBA3b MEXIY
OJIEKTPOHEBO3BYIMMbIMU KIETKAMMN

Bo BTOpoIii 1T0JIOBUHE TIPONIIOro BeKa Obliia OTKPbI-
Ta, TOYTU CJy4YailHO, DJIEKTpUYECKasli CBSI3b MEXIY
3JeKTpoHeBO30ynuMbIMU KileTkaMu (Kanno, Loewen-
stei, 1964). B xome wucciaegoBaHusl 3JIEKTPUYECKUX
CBOICTB siiepHOit MEMOpaHbI KJIETOK CIIOHHOM XeJe3bl
JIMYUMHKU APO030(UJIbI C TOMOIIIBIO IBYX MUKPOBJIEKTPO-
JIOB, Yyepe3 OIMH U3 KOTOPBIX MPOMYCKaJIM TECTUPYIO-
1IME UMITYJIbChI 2JIEKTPUYECKOIO TOKA, 0Ka3aJI0Ch, YTO
IIpY MOCJIeI0BaTeIbHOM IMepeMEIIeHUN 3JeKTPOAOB U3
KJIETKM B KJIETKY HMMIYJbChl PErMCTPUPYIOTCS, KOraa
9JIEKTPOIbI PACIIONOXKEHBI B COCETHUX KJeTKax. Mex-
KJIE€TOYHbIE KaHajbl, II0 KOTOPHIM U3 KJIETKU B KJIETKY
MPOTEKAET DJCKTPUUYECKUIN TOK U CBOOOAHO ITPOXOAST
VOHBI U MEJIKUE MOJIEKYJIbI, Y pa3HbIX OPraHU3MOB CO-
BCEM He ITOXOXHU APYT Ha Jpyra: y HUTYaThIX LMaHOOAK-
TepUil 3T0 MUKpPOIUIa3MaaeCMbl, y paCTeHUI — IT1a3Ma-
JIECMBbI, ¥ >)KUBOTHBIX — 11I€JIEBbIE KOHTAKThI, Y TPUOOB —
cenTajbHble NOpbl. OMHAKO 3JIEKTPUYECKUE CBOMCTBA
BCEX MHOTOKJIETOYHBIX CUCTEM, CBSI3aHHBIX BHYTPU CE0s1
TakKuMU TpoHulaeMbiMUu KoHTakTaMu (ITK), onuceiBa-
I0TCSI ONHUMM U T€MHU K€ KaOeJIbHbIMU YPAaBHEHUSIMU,
pa3paboTaHHBIMU KOTJA-TO JJIsl ONMMCAaHUS DJIeKTpUYe-
CKMX IPOILIECCOB B TejaerpadHbIX KadessiX, MPoJIOXKEH-
HBIX 110 THY MUpOBOTro oKeaHa.

B 40-x rr. mpouutoro Beka XomXKMH M Pamton
(Hodgkin, Rushton, 1946) skcriepMMeHTaIbHO ITOKa3a-
JIM, YTO TaKWe OJMHOYHBIE BOJIOKHA, KAK TMTAHTCKMA
aKCOH KaJIbMapa, BeIyT ceOsl TTOJOOHO 2JIeKTPUUECKOMY
Kabemio. B akcoH BBOAWIN MUKPO3JEKTPOI M MPOITyC-
KaJIu 4yepe3 Hero TOK, CO3/1aBasi B 3TOI TOYKE UBMEHEHUE
MII. C moMouibio BTOPOro MUKPOIIECKTPOIa U3MEPSIIIN
pa3HOCTh MOTEHIIMAJIOB Ha MeMOpaHe Ha pa3HbIX pac-
CTOSIHUSIX OT mepBoro anekTpoaa. I[loreHLman cnagan
10 BKCIIOHEHTE, U Mo rpaduKy cliaaa MoTeHIraaa MOX-
HO OBIJIO OLICHUTH XapaKTepHBIC IapaMeTphbl KabOes.
3Mepss HatIpsikeHe Ha MeMOpaHe HEITOCPEACTBEHHO
OKOJIO TOKOBOTO 3JIEKTPO/Ia 1 3HAsI CUJTy IIPOITyCKaeMo-
ro TOKa, MOXXHO HaliTW BXOJTHOE COITPOTUBJICHUE BOJIOK-
Ha (R,,). cxonsd v3 olleHKU nuameTpa BOJOKHA, pac-
CUMTAJIA CONMPOTUBJIEHUE MEeMOpaHbl aKCOHA, KOTOPOE
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Puc. 2. CxeMa 3KCNIEpUMEHTAJIBHOM OLIEHKM C TIOMOIIBIO CTEKIISTHHBIX MUKPO3JIEKTPOIOB JIEKTPUUECKUX XapaKTEPUCTUK, CBS3aH-
HBIX C HEepreTMUecKuMu npoieccaMu B [IM, B 3BOJIIOLIMOHHO pa3HbIX MHOTOKJIETOYHBIX cCTeMaX. @ — KOHYMK TpuxoMa HUTYATOM
aHobakTepun Phormidium uncinatum ¢ ycuimeM “nipofiaBjieH” 4epe3 YCThe CTEKJISTHHOM MUKPOTIUTIETKH (YTOOBI IPEeTOTBPATUTh €T0
CMellleHHe B OTBET Ha 3aCBETKY) B KaIlIIO TUCTWIIMPOBAHHOM BOIbl. BHEKIIETOUHBIE 31€KTPOIbl PETMCTPUPOBAIM MEXIY HApYKHOM
Karuiei cpeabl U TMCTWIIMPOBAHHON BOION B MUKPOITMIIETKE COMTPOTUBIIEHNE B HECKOJIbKO coTeH MOM (Iorarosa u ap., 1986). V3-
Kuit iyd (d = 20 MKM) poTOCHHTETUYECKM aKTUBHOTO cBeTa (hY) BBI3bIBAET TUIIEPITOISIPU3ALINIO OCBEIEHHBIX KJIETOK, KOTOpast pac-
MPOCTPaHSIETCsl BAOJAb TPUXOMA. 6 — Perucrpaiius BHYTPUKIETOUHBIMU MUKPO3JIEKTpoIaMM rpaaueHToB MIT Mexny KieTkamy Ha
BEPXYIIIKE BETeTaTUBHOM TM(bI MULIETNAIbHOTO Tpuba Neurospora crassa. Ykazansl Benununabsl MI1 B MB. ¢, ¢ — Cxembl pactipocTpa-
HEHUSI AMEKTPUIYECKUX TOKOB MEXIY y4aCTKaMU MHOTOKJIETOUHO! CUCTEMBI C pa3HOil aKTUBHOCTBIO TeHepatopoB MII, o0ycioBieH-
HOM JIOKaJIbHOM 3aCBETKOI TpUXoMa (8) WJIM OTCYTCTBHEM IIPOTOHHBIX HACOCOB Yy MEPEIHUX KIETOK IUdBbI ().

0OKa3aJIoCh OYEHb MAJIO IO CPaBHEHUIO C U3OJSLUEH
TEXHUYECKUX Kabesel, u yaeJabHoe COIPOTUBICHUE aK-
COIJIa3Mbl, KOTOPOE, HATTIPOTUB, OKA3aJI0OCh IPUMEPHO B
25 MJIH pa3 BbIIIE, YEM Y MEIIU.

Ota pabora (Hodgkin, Rushton, 1946) 6Gru1a ygocTo-
eHa HobeneBcKoll mpeMnn, a BBeACHHE MIPEICTaBICHUIA
KabeJTbHOI TeOpHU B MPAKTUKY PabOTHI 371eKTPOGDU3NO-
JIOTOB CITOCOOGCTBOBAJIO OYPHOMY ITPOTpeccy B 3TOM 00-
JacTu. B 9acTHOCTH, 5TH TIpeNCTaBIeHNS OBLIN YCIIEIITHO
WCIIOJIB30BaHbI TIPU aHAJIM3e DSJIEKTPHUIESCKUX B3aUMO-
IeMCTBUIT B pa3sHOOOPA3HBIX CHCTEMAaX XKHMBBIX KIIETOK,
cBs3aHHBIX [1K: MHOTOKJIETOYHBIX MUKPOOPTraHM3Max,
Pa3BUBAIOIINXCS 3aPOIBIIIAX, CEPACIHOM, MBIIIIEYHOM 1
npyrux TKaHsx (bepkuHomuT u op., 1981).

Hanmune npsmoro nnddy3noHHOro ooMeHa MEKIY
KJIETKAMU TO3BOJISIET UM, COXPaHsSsI UHAWBUIYATbHYIO
HEMPUKOCHOBEHHOCTh HACJIENCTBEHHBIX MOJIEKYJ, pe-
IIaTh YaCThb JKU3HEHHBIX MpPo0iaeM, OObeAUHSIS HU3KO-
MOJIEKYJIIPHBIC pecypchl U pacnpencisst 00sI3aHHOCTU
mexay cocensimu (Loewenstein, 1984). I1pu paccmotpe-
HUM ¢dyHKUIMoHanpHOU posm 1K Becbma 1mromoTBop-
HBIM MOXKET OBITH MCITOJIBb30BaHME TIpEeACTaBICHUIT 00
DHEPreTUYEeCKNX (YHKIMUSIX NOHHBIX TPAIUEHTOB Yepe3
nIa3MaTUIecKyro MeMOpaHy. BaxkHas xapakrepucTuka
SKBUBAJIEHTHOTO 3JIEKTPUYECKOTO KabessT — MpOoCTpaH-
cTBeHHas KoHcTaHTa (A). DTO paccTossHUe BIOJIL Kabe-

JIsI, Ha KOTOPOM 3aTyXaeT B e pa3 MPUJIOXKEHHBIN B TOUKE
BJIEKTPUYECKUI TTOTeHIMAN. BennmurHa A y BceX MHOTO-
KJIETOUHBIX OOBEKTOB JIEXKUT B MPEAEIax OT HECKOIbKMUX
JIECSITKOB IO HECKOJIbKUX COT€H MKM, T.€. JIEKTpruue-
cKasl CBsI3b 3(M@deKTUBHA IS OTPaHUYEHHOro 4Yucia
kietok (bepkuno6aut u ap., 1981). Hanpumep, B rudax
MUILIeTUaIbHOTO rpruda Neurospora crassa, NJMHA KJIETKA
KoTopbix cocTabiisieT 50—100 MkM, Takast PyHKIIMOHAILHO
CBsI3aHHas IpyIina JOJDKHA COCTOATh U3 4—6 kieTok. Ofn-
HaKo 4YTOObI MOHSTH, KaKhe MUMEHHO 3adayd peliaroT
TPYMIIbl KJIETOK, OOOOILECTBISISI CBOU HU3KOMOJIEKY-
JISIpHBIE pecypChbl, HEOOXOAMMO OLIEHUTb OTHOBPEMEH-
HO IMHAMUKY OOMeHa uyepe3 MEeXKJIETOUHbIC KaHaJIbl U
(GYHKIIMOHAIIBHBIE XapaKTEPUCTUKW OTIEJIbHBIX KJle-
TOK, COCTaBJISIIOIIMX CBSI3aHHYIO TPYIINY, YTO TEXHUYE-
CKHU HE OYEHb IIPOCTO OCYIIECTBUTH (pUC. 2).

Hampumep, B aKcnepuMeHTaX ¢ TPUXOMOM HUTYATOMI
naHob6akrepuu Phormidium uncinatum oxazanuch 3¢-
(eKTUBHBI BHEKJIETOUHBIE DJIEKTPUUYECKUE OTBEICHMUSI.
Tpuxom — 3TO MOKPHITAS CIM3EBLIM YEXJIOM 1IeTIOYKa 13
COTEH KJIETOK AMaMETPOM 5 MKM, KOTopasi IBHUXKETCS
non neiicrBueM cBera. JlIokanbHOe Bo3aeiicTBrue Ha 10—
20 kJ1eTOK TpruXxoMa (POTOCUHTETUIECKN aKTUBHEIM CBE-
TOM BBI3BIBAJIO TUIIEPIIOISIPU3ALIMIO TJIa3MaTUYCCKOMI
MeMOpaHbl B MECTE€ OCBEIeHUSI M paclpoCTpaHeHUE
aNEeKTpruYecKuX ToKoB uepe3 1K, mpuBons k rurepmno-
Ne 1 2021
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JISIpU3aliid HEOCBEIIeHHBIX yuyacTkoB Tpuxoma (Ilora-
noBa u 1p., 1986; Aslanidi, Shalapjenok, 1991).

DJeKTpuYeckue IapaMeTpbl COCEOHUX KJIEeTOK Ha
BEpXyIIKe pactyieil Tudnl N. crassa oueHUBaIU C 1O0-
MOIIbIO CTAaHIAPTHBIX BHYTPUKIIETOYHBIX MUKPOIJIEK-
tponoB (Potapova et al., 1988; Belozerskaya, Potapova,
1993). YTtoOBl BBOOAUTH TOHKNE CTEKIISIHHBIE UTOJIOUKU
BHYTPb HOABIKHOTO LIMJIMHApPa nuamMeTpoM 10—15 MM,
MOKPBITOTO XECTKUM XUTHHOBBIM YE€XJIOM, MPUXOIU-
JIOCh THIATEJIbHO MOAOUPaTh TBEPAOCTh CTeKa, JVIMHY 1
YroJl HaKJIOHa TOHKOI 4YaCT MUKPORJIEKTPOIa, a TaKXKe
OpYKUMaTh BEpXYLIKY THM(bl K MOBEPXHOCTU arapa
CTEKJISIHBIM KPIOUKOM, 3aKpeTJIeHHbLIM Ha MUKPOMAaHM -
nynsTope (Belozerskaya, Potapova, 1993). Teoperuue-
CKUI MOJENbHBII aHaIM3 TloKaszaj, 4YTO HeboJibIlas
rpymniia KJieTOK Ha BEepXYIIKe pacTyllieii BereTaTuBHOM
rudel N. crassa 3¢pPeKTUBHO GYHKIIMOHUPYET KaK eau-
HbIii aHCaMOJib, CIIOCOOHBIN YCMENIHO pellaTh 3aaady
SHEpreTudYeckKoi Koorepauuu (AciaHnuau u ap., 1997,
CwmonsgauHoB, IToramosa, 2003).

BO3MOXHOCTU BHEPTETUYECKOMN
KOOITEPAIIMUN B CUCTEMAX XKHNBbIX KJIETOK

B 80-x rr. mponuroro Beka Ob1j1a pa3paboTaHa OpUTU-
HaJbHAas MaTeMaTW4yecKas MOIellb, CBsA3bIBAIOIIAS
9HEPreTUKY M MOHHO-OCMOTHYECKUM TOMEOCTa3 SKMBOT-
Hoit xireTku (Aslanidi, Panfilov, 1986). B atoit Momenu
MII mpuCyTCTBYeT KaK TOMEOCTa3upyeMbIil ITapameTp,
T.€. MOIEb YIUTHIBAeT TOT (haKT, UYTO MPHU YXyIIICHUH
9HeproodecneYeHNs KISTKHU B IIOCJICTHIO 09ePeh JI -
mrarorcst sHepru AT® MOHHBIE HACOCHI TLTa3MaTHde-
CKOM MeMOpaHBbI, TaK KaK y HIX KOHCTaHTa CBSI3BIBAHMS
¢ AT® HuKe, 4eM Y KOHKYPEHTHBIX BHYTPUKIIETOYHBIX
notpedureneit AT®. INpuMeHeHne 3Toil MOAEIU IS
aHaJM3a CUTyallu B MHOTOKJIETOUHOI cucteMe ¢ 1K
MoKa3aJio, YTO €CJIM YacTh 3JEKTPUUYECKH CBSI3aHHBIX
KJIETOK OKaXeTCsI HECITOCOOHOM TMOmmepXKUBaTh CBOM
MOHHEIM TOMeOCTas, TO UX “IIpo0JieMbl” MOTYT OBITh pe-
IIeHBI OKAUIITMMM KJIETKaMH C TIOMOIIBIO SJIEKTPH-
YeCKOM CBSI3M M MOHHBIX TTOTOKOB 4epe3 [1K. OmHako
MIPY 3TOM KJIeTKaM-TeHepaTopaM MPUACTCS TPaTUTh Ha
“moMoIb coceasaM” coOCTBeHHbIE pecypchl AT®
(Acmanuon u ap., 1988, 1997).

DT0 MOJIEIBLHOE TIpeacKa3aHe ObLIO IIPOBEPEHO B 9KC-
MEPUMEHTAX Ha CMEILIAHHBIX KYJIETYPaX >KMBOTHBIX KJIETOK
C pa3HOI UyBCTBUTEIHLHOCTBIO K OJTOKATOPY MOHHBIX HACO-
coB kireTouHbix MeMOpaH (Na*, K*-AT®da3) yabanny: BbI-
COKO YYBCTBUTEJIBHBIX K yabanHy (prnOpo06IacTOB YeIIo-
BEKa U PE3UCTEHTHBIX K HEMY (OT IPUPOIbI) KIETOK MbI-
1. DKCIIEPUMEHTHI MOKa3aldr, YTO KJIETKU MBI U
YeJIOBEeKa B CMEILIAaHHOW MOHOCJIOMHOM KYJIbType ycTa-
HaBIMBaloT IpyT ¢ ApyroM 3¢ dektusHbie I1K. biraroga-
psg atum I1K B mpucyrctBuu 1 MKkM yabanHa, ITOJTHO-
CTBIO OJIOKMPYIOIIEr0 MOHHBIE HACOCHI (pMOpOOIIacTOB
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4YeJ0BeKa, y BCEl MOMyIsSIlUU KJIeTOK B CMEIIaHHOM
KYJbTYypE UIMTEIbHOE BPEMSI YCTOMUYMBO MOIIEPKUBA-
I0TCS B IIpeaesiax HOPMbI TAKUE CYIIIECTBEHHbBIE ITOKa3a-
TeJIM MOHHO-OCMOTHUYECKOro romeocrtas3a, kak MII u
BHYTPMKJIETOYHBIE KOHLIEHTpauuu moHoB Na® um K*
(Aslanidi et al., 1991; Acnanunou u np., 1991). Mexxkie-
TOYHBIE B3aUMOACHCTBUS B TAKOW CUTyallMM HOCST Xa-
PaKkTep SHEPreTMUYECKON Koomepauuu, IMpU KOTOPOM
“3KCnopT” 3HEPrUU U3 KJIETOK C aKTUBHBIMU HacocaMU
COMNOCTaBUM C CyMMapHBIM KJIE€TOYHBIM 3HEPrOnpou3-
BOJCTBOM.

HMcxonst 3 3HaYeHUST 3JIeKTPUYECKOTo ToKa I*, reHe-
pUpPYEeMOro MOHHBIM HAaCOCOM OJMHOYHOM >KMBOTHOM
KjIeTku U pasHomy ~107!" A (BepenuHos, Mapaxosa,
1986; Harold, 1986), MOXXHO OLIEHUTH 3DHEKTUBHOCTh
9HepreTudecKoit Koorepauuu. Hanpumep, B aKcriepu-
MEHTaX Ha CMEIIaHHBIX KYJIbTypax KJIETOK 4ejloBeKa U
MBIIIY PETUCTPUPOBAJIACH PA3HUIIA MEXIY BEIMYMHAMU
MII (AMII) K1eTOK-TOHOPOB M KJIETOK-aKIIEITOPOB,
paBHasa ~2 MB (Acnanunu u ap., 1988). Eciu npuHsTS,
qT0 B cpemHeM comnpotuBaeHue 1K Mexxmy nByms KieT-
Kamu, Rk, paBHO ~100 MOwm (Chailakhyan et al., 1982;
Graf et al., 1987), MOXXHO paccuuTaTh BEJIMUYMHY MEXK-
KJI€TOYHOTO TOKa /** BhI3bIBAIOIIIETO PETUCTPUPYEMOE B
9KCMEpUMEHTe MaJecHue HanpsKeHUs Ha COMPOTUBJIe-
HHUU KOHTaKTAa:

I¥* = AMII/Rpx = 2 X 107" A, KOTOpBIil COOTBET-
cTByeT TOKY I*, reHepupyemomy Na't, K™ -Hacocom onu-
HOYHOI KJIETKMU.

BaxxHO OTMETUTB, UTO BO BCEM COODIIECTBE KJIETOK C
aKTUBHBIMU M HEAKTUBHBIMW MIOHHBIMU HACOCAMU TIO/I -
JNEeP>XUBAIOTCSI He cpeaHeapudMeTUYecKue 3HayeHUs
MeXAy MapaMeTpaMy aKTUBHBIX U HEAKTUBHBIX KJIETOK,
a 3HauYeHUus, TpUCylIMe UMEHHO aKTUBHBIM KJIETKaM.
MBI Ha3Banu 31O siBlIeHUE “3ddexkToM numepa”, MOMI-
YepKHYB, UYTO KJIETKM C aKTUBHBIMU HacocaMM obecrie-
YMBAIOT HOPMAJIbHYIO >KU3HENESITEJIbHOCTb COCENEN,
MOAIePXXUBasi MEXKIIETOUYHbIE MOHHBIE TOTOKM 3a CUYET
cBoux pecypcoB AT®. CaBur napameTpoB MOHHO-OC-
MOTHUYECKOTO TOMEOCTa3a IMPOUCXOAUT TOJBLKO IOCse
TOTO, KaK y “JUIepoB” UCUEPITLIBAIOTCS PE3E€PBbI YBEIN-
YeHUSI MOIITHOCTU HAacOCOB (AcIaHuIu U ap., 1991).

VYuactue I1K B “sHepreTnyeckoii moaaepxke” Kie-
TOK OJHOTO TUIIA KJIETKAMU JIPYroro TUIa OIMMCcaHo Mpu
uiemuun muokapna (Bukauskas, 1982). B kauecTBe ecte-
CTBEHHOM CHCTEMBI, peaTu3yIOIIe TEXHOJIOTHIO SHEP-
TEeTUIECKOM KOoTepallii, MOXHO PacCMOTPETh pacTy-
LIYI0O BEPXYIIKY BEreTaTMBHOU TvMbbl MUILIEIUAIBHOTO
rpuba N. crassa.
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BJIEKTPMYECKHE XAPAKTEPUCTHUKHA
BEPXYILIKHW PACTYLIEW I'M®bI N. crassa

B xiraccuueckux MccienoBaHusIX Ha KiieTkax N. cras-
Sa ¢ UCHOJb30BAaHUEM BHYTPHUKIICTOUHBLIX MUKPODJICK-
TponoB (Slayman,1965) GbUTO TTOKa3aHO, YTO MHTUOUTO-
pol apIxaHus B TedeHue 1 MuH cHikanu MIT ot —200 go
—30 MB ¢ BoccraHoBieHueM B TedeHue 10 MUH IIOCie
OTMBIBKM UTUOUTOpPA. BhUIO BHEIABUHYTO MHPEAOJIOXKE-
Hue, uto HT-AT®a3a rpubHoii MeMOpaHbl paboTaeT KaK
reHepaTop TpaHCMEeMOPAHHOT'O TOKA. DTO IIPEAITOJIOKE -
HUE TTOJTyYUJIO PAa3BUTHE B JAJIbHEHIIINX 371eKTPOGU3NO0-
JJoTmyeckux wucciaegoBaHusax (Slayman et al., 1973;
Gradman et al., 1978), B yacTHOCTU IIpU OLICHKE BEJIN-
g MIT 1 pH ¢ momomnipio pryopeciieHTHBIX KpacuTe-
JIeil B BKCIIEpUMEHTaX ¢ MeMOpaHHBIMHM BE3UKYJIAMU,
oborameHHeiMu H-AT®aszamu (Perlin et al., 1984,
1986). OcHOBHBIEC IPUHITUITEI MEMOPAaHHOTO TPAHCIIOP-
Ta B TU(ax MULIETUAIILHOTO rpuba N. crassa CAeayIoT Xe-
MHUOCMOTHYECKO cxemMe Mutuemna (Mitchell, 1962,
1966): mepBUYHBIE TPOTOHHBIE HACOCHI TEHEPHPYIOT
TpaHCMEMOpPaHHBI rpagueHT MoHoB HY, xortopwlil uc-
MOJIb3YETCSl KAK MCTOUHUK SHEPTUM ISl HAKOTUICHUS Be-
IIECTB TPaHCMEMOpPAHHBLIMU BTOPUYHBIMU OEJIKOBBIMU
TpaHcnoprepamu (Slayman et al., 1973; Slayman, Slayman,
1974; Slayman, 1977; Sanders et al., 1983; Rodrigues-Na-
varro et al., 1986; Blatt et al., 1987; Slayman et al., 1994).

B 00630pHoii padote (Slayman, 1987) neranbHO pac-
CMOTpPEHBI CBOICTBA MOHHBIX HACOCOB TIJIa3MaTUYECKMX
MeMmOpaH N. crassa (H"-ATda3) Kak reHepaTopoB OYEHb
CWJIBHBIX (IO KJIETOUYHBIM MaciuTadbaM) 3JeKTPUIECKUX
TOKOB. IlmoTHOCTE MoJeKyr HT-AT®askl B m1a3Mati-
YyecKkUx MeMOpaHax KJeTok N. crassa coctapiser (2—3) X
x 10" /cm?. CrienoBatenbHO, IS MOMIEPXKAHUA JIEKTPH -
YEeCKOro ToKa BeJM4nHOoi 10 MKA/cM? (COOTBETCTBYIO-
niero nepeHocy 6.2 X 10" yonos Ha 1 cm? 3a 1 ¢) kaxnas
MoJieKyaa (epMeHTa (depe3 KOTOPYIO MPU TUAPOJIM3e
ogHoM MoJeKyabl AT® nepekaynMBaeTcs OOUH IMPOTOH)
JIoJiKHa paboTtaTh co ckopocThio 200—300 obopoToB/c.
OTOT 3JeKTPUYECKUIA TOK CO3AeT U MOIIEPKUBACT BbI-
COKYI0 TpaHCMEMOpaHHYIO Pa3HOCTb IMOTEHLMAJIOB (B
cpeagneM —180 MB), KOTOpyl0o U pErUCTPUPYIOT B IKCIIE-
pUMEHTE C TIOMOILbIO BHYTPUKIIETOUHBIX MUKPODJICK-
TponoB (Slayman, 1965; Yaiunaxsau u ap., 1984). C uc-
MOJIb30BAaHUEM CTAaHIAPTHBIX KabGeJbHBIX ypaBHEHWIt
OLIEHWJIM BEJIMYMHY IPOCTPAHCTBEHHON KOHCTAHTHI A
(~511 mxm; Gradman et al., 1978). Kpome Toro, ObL1
ceslaH BBIBOM, 4TO npu crexruoMmerpun 1HT : IAT®D Ha-
COCHI JTOJDKHBI MOTPeOnsiTh 38—52% cyMmapHOii Tpo-
aykunt AT® (Gradman et al., 1978).

B anexTpodusnoaornyeckux akcnepuMeHTax (Slay-
man, Slayman, 1962; Potapova et al., 1988; Takeuchi et al.,
1988) ObLIO OXapaKTepU30BaHO IPOAOIbHOE IJIEKTPHU-
JecKoe moJjie Ha IepeaHeM KOHIIe pacTyliueil Tudnl N.
crassa. 1o HalIUM M3MEPEHUSIM C TIOMOILBIO BHYTPU-

KJIETOTHBIX MUKPO3JIEKTPOIOB Ha paccTosTHUM 100 MKM
(L,) ot nepenHero KoHua rud N. crassa BenuuuHa MII
paBHa npubausuteabHo —130 mB (V,;), a Ha paccTosi-
wun 400 mxm (L,) — nmpubnusurensHo —160 mB (V,,,)
(Potapova et al., 1988; ITotanoBa, boiiiioBa, 1997; Pota-
pova, 2012).

Wcxonsa u3 3TUX BEJIMIMH, MOXHO OILIEHUTH HaIps-
JKEHHOCTb 3JIEKTPUIECKOro 1oJist (£) BIOJIb TIEPEaIHETO
KOHIIA TU(DHI:

E=WW,,—V,)/(L,— L;)=30MB/300 mxm = 100 B/Mm.

B aTOM citygae a3KBHBaJIeHTHYIO 3JIEKTPUIECKYIO CXe-
MY BEPXYIIKHA (Bl MOXHO IPEICTABUTH B BUIIE COSAU-
HEHHBIX ITOCJICIOBATEJIbHO ITOTPEOMTENCH HEPIUHU, JIO-
KaJIM30BaHHBIX Ha yyacTke mmHoit 0.2—0.3 MM (Tipumep-
HO 2—3 caMbIX MOJIONBIX CETMEHTAa), M 3JIEKTPUIECKIX
Te€HEePaTOPOB, JIOKAJTM30BAHHBIX B IUIA3MATUIECKOM MEM-
GpaHe GoJree B3pOCIBIX CETMEHTOB (AcaaHumu 1 ap., 1997,
CwmonsgauHoB, Iloramosa, 2003). IIpu Hammuum 31eK-
TPUYECKOI CBSI3M MEXAy cocedHMMM KiueTkamu, MII
alMKaAIbHBIX KJIETOK MOMACPKMBAIOTCS Ha BBICOKOM
ypoBHe 3a cueT paborel HY-AT®a3 memOpaH Gosiee au-
CTIbHBIX KJeTOK. B Takoii cuTyaluum AucTalibHbIE
KJIETKM pacXOAyIOT SHEPruio COOCTBEHHBIX IyJIoB AT®
Ha noanepxaHue yepes [1K (cenTajibHbIe TOPHI Y TUDHI)
MEXKJIETOUYHBIX 3JEKTPUYECKMX TOKOB, KOTOpBIE CO-
CTaBJISIIOT OT TPETH 0 MOJOBUHBI TOKOB, TEHEPUPYEMBIX
OOBIYHOI B3POCITOf KIIETKOU Yepe3 COOCTBEHHYIO TLIa3-
MaTudeckyro MemMOpaHy. C MOMOIIbIO TEXHUKU TpU-
JKU3HEHHBIX (DJIyOPECIIEHTHBIX MeTOK B Hadayie XXI B.
OBLJTO TI0OKa3aHO, YTO B IUIa3MaTHMYECKUX MeMOpaHax
anuKaJbHBIX KJIETOK BEreTaTUBHBIX TU(, NeiiCTBUTEb-
Ho, orcyrcTByior HT-AT®as3er (Riquelme et al., 2005;
Fajardo-Somera et al., 2013).

B nipuHnuIie, Ha BepXyuike Tudbl aKTUBHO IIPOMCXO-
IUT MATOXOHIPUAJIbLHOE IbIXaHKE, KOTOPOE BhIpadaThI-
BaeT 3HaUYMTeIbHOE KonndecTBO AT® 1 KOTOpoe MOIJIO
Ob1 nonaepxusarh padbory HY-ATda3 HenocpencrseH-
HO B COOCTBEHHBIX KJIETKaX, cO31aBas TaKMM 00pa3oM
OBYDKYIIYIO CHIY IJISI pabOThl PacIlOIOXKEHHBIX 31EeCh
BTOPMYHBIX TpaHcnopTepoB. OmHaKo Mpupoaa IMoluia
MO YT Pa3HOM TPAaHCHOPTHOM cIieLMaIu3aliy I11a3-
MaTHU4YeCKO MeMOpaHbl MOJIOAIX alIMKAJIBHBIX 1 00Jiee
B3POCJIBIX KJIETOK, IIO3BOJISISI alMKaJIbHBIM KJIEeTKaM
3KOHOMUTL pecypchl AT® 1 HanpaBiIITh UX Ha obecrie-
YeHUe CUHTEe3a 1 padOThI LIMTOCKEIETHBIX 2JIEMEHTOB. Ta-
KM o0Opa3oM, uccienoBaHue N. crassa TIO3BOJIHUIIO B
OpSIMOM  3JIEKTPO(PU3NOTIOTUYECKOM 3SKCIEePUMEHTE
NPOAEMOHCTPUPOBATh 3(PPEKTUBHOCTD PACCMOTPEHMST
MEeMOpaHHOTO 3JIEKTpOreHe3a ¢ MO3UIHNNA OModHepre-
TUKU 1 aHann3a ¢pyHKunoHaiabHoM poiu 1K kak me-
XaHM3Ma, 00eCIIeYNBAIONIETO YHEPIeTUIECKYIO KOOIIe-
panuio MexXay COCETHMMU KiieTKaMu. JIoKanbHbBIE TIPO-
IOJIbHBIE TOKW M DJIEKTPUYECKME MOJIsI, BOZHUKAIOIINE
Gaarogapsi pasfaejeHUIO Tpyda MEXIy KJIETKaMU I10 Te-
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Hepaluu u rmotpedieHmnto sHeprun MI1, MoryT OBITE ce-
PBE3HBIM (PAKTOPOM CaMOOPTraHU3aINU CUCTEMBI IJICK-
TPUYECKU CBSI3aHHBIX KJIETOK.

CTPYKTYPHAS VIIOPAJOYEHHOCTD _
AITUKAJIBHOTI'O CETMEHTA PACTYIIEW
I'PUBHOU IT'M®bl

T'uda N. crassa npencraBiasieT cOO0M 1LIETTIOYKY MHO-
rosIACPHBIX cerMeHTOB AuHoi 50—100 MKM, cernTajb-
HbIE TIOpPbl MEXAY KOTOPHIMU CBOOOIHO ITPOITYyCKalOT
pacTBOPEHHbIE BEILIECTBA U JaXKe OpraHesJIbl U MOAAeP-
>KMBAIOT 3JEKTPUYECKYIO CBsI3b BOOJb TMdbl. PacTeT u
pa3BuBaeTcs TMda nyTeM Mo pU30BaHHOIO BEPXYILIEY -
Horo pocTta (BP) — BeKTOpHOro yIJIMHEHUsI BEpXYIIEK
co ckopocTbio 20—30 MKM/MUH 1 IEpUOANIECKOTO 00-
pa3oBaHUsI BETBEU, KOTOpbIE TakKXkKe YIJIWHSIIOTCS Ha
Bepxyikax 1 BeTBsiTcs (Davis, 2000). B xone BP u3 60-
Jiee B3pOCbIX OTAEIOB I'M(bI K TOUKE YATUHEHUS Ha Te-
peaHeM KOHIIE MOCTYMalT MHOTOYUCIEHHBIE BE3UKY-
JIbI, KOTOPBIE COepKaT HEOOXOAMMBIE IS pocTa TUdbl
MaTepuaJibl U C BHICOKOU CKOPOCTBIO CIMBAIOTCS C TUIa3-
MaTUYECKOM MeMOpaHOli nepeaHero kKoHua. biaromaps
JTOCTVZKEHUSIM COBPEMEHHOM 3KCNEPpUMEHTAILHOI 010~
JIOTMY HAaKOIUIEH OOJIbIIIONH 00beM JAaHHBIX O CTPYKTYpe 1
JIUHAMWKE BHYTPUKJIETOYHBIX CHUCTEM, MPUHUMAIOIINAX
yuyactue B BP BeretatuBHBIX TU® N. crassa, cOCTaBJICHBI
KapThl-CXeMbl MHOTMX META00INYECKUX ITyTEei, ONMCAaHO
0OJIBIIIOE KOJTUYECTBO MOJIEKYJI-y4aCTHUKOB, B TOM YKC-
Jie 0eIKOB-peryJIsiTopoB. B omHOM 13 HegaBHUX 0030pOB
Ha 9Ty TeMy (Steinberg et al., 2017) untupyercs 346 uc-
TOYHUKOB, B KOTOPBIX OIMCAaHbl MOJIEKYJISIPHO-TEHETU -
YyecKMe NOeTaau IPOLIECCOB Ha IepeaHeM KOHIE TU(hBI:
9K30L[MTO3a U SHAOLIMTO3a, CETITUPOBAHMS U OpraHu3a-
LIMM TTOTOKOB IIUTOIUIa3Mbl, TOHKOCTU TpaHCHOpTa MO
cetu arrapara ['ojibaku. ABTOpbl CpaBHUBAIOT OEJIKU U
CTPYKTYpBI, IpUHUMAlOIIME ydacTue B npoiecce BP, ¢
OPKECTPOM, UCTIOJIHSIOLIMM TTOHSTHYIO MY3bIKY IO He-
MOHSTHON TapTUType IPU HEU3BECTHOM IUpPUXKEpE,
0C000 MOIUEePKUBAsT, YTO IO CUX IMOP HE SICHBI MEXaHU3-
MBI y9acTus siaep B mpouecce BP.

OcobeHHOe BHMMaHUE uccienoBarelieii mMpuKoBaHO
K CTPYKTYpHO-(GYHKIIMOHAJIBHOI OpraHu3anuu mnepes-
Hero KoH1a pactyiueit rudsnl N. crassa:

1) HemocpencTBeHHO Ha pacCTOSIHUM 1—2 MKM OT
nepeaHero KoHIla pacrosaraetcsi Spitzenkorper, wuiu
LIEHTp pacripelesieHUsT BE3UKYA (KOTOPbIA COCTOUT U3
BE3UKYJ, puOOCOM, aKTUHOBBIX BOJIOKOH U aMOP(MHOTO
Marepuaia Hem3BecTHOM mpupoanbl) (Davis, 2000).

2) Ilepemumnii ygactok aiauHoi ~20—30 MKM — 3TO
30Ha CKOIUJICHUSI HUTEBUAHBLIX MUToXoHapuii (Potapo-
va, 2012; IloramoBa u np., 2013; Potapova, Golyshev,
2016).

3) Ha mepemHeM ydacTKe OTCYTCTBYIOT sapa (30Ha,
cBobomHas ot sgaep) (Davis, 2000; Freitag et al., 2004).
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4) TlepBas cenTaibHas IIEperopoaKa oopa3yeTcs Ha
paccTosTHUM, He O0mke 9eM ~ 150 MKM OT TOYKHM pocTa
rubsr (Delgado-Alvarez et al., 2014; IToTamnosa u mp.,
2016), Tak 4TO OJIMHA ANUKAJIbLHOTO CErMEHTa BCerma
OoJbllle, YeM CpeAHsIs OJIMHA CIEeOYIOMNX TudallbHbIX
CETMEHTOB.

5) H*-AT®a3sl — ocHOBHBIE TreHeparopbl MII y
N. crassa — OTCYTCTBYIOT B alTUKAJILHOM CETMEHTE T (bl
1 BCTPAMBAIOTCS B IJIa3MaTUUYECKYI0 MeMOpaHY TOJIbKO
3a 1epBoii cenTanbHOI neperopoakoit (Riquelme et al.,
2005; Fajardo-Somera et al., 2013).

6) 3nauenne MII Ha TlepemHeM ydacTKe IJIMHOM
150—200 MKM CyIIIeCTBEHHO HIKE, YeM B IMCTAIILHOM
yactu rudsbl (Slayman, Slayman, 1962; Potapova et al.,
1988; Belozerskaya, Potapova, 1993; I1oranosa, boiiiio-
Ba, 1997).

7) Ha mepemnem ydactke mmmHoit 100—150 mMxwm
OPUHLIMIHAAILHO MEHSIETCS XapaKTep ABWKCHUS MUK-
potpybouek (Mourifio-Pérez et al., 2006; Sugden et al.,
2007; Held et al., 2010; Riquelme et al., 2011).

M3MmeHeHune xapakTepa IBUXKEHUSI MUKPOTPYOOUEeK —
OYEeHb BaKHasi 0COOEHHOCTD alTMKaJIbHOI'O CETMEeHTA ' -
¢bbl. Boonb Beeit rugbl MUKPOTPYOOUKH BCTpEeUaroTCs B
BUJIE KOPOTKUX ITajo4yeK (UImHOoMI 5—10 MKM), KOTOpEIE
CBOOOIHO MEPEHOCATCS TOKOM LIMTOILIa3Mbl, TIPOHUKAasT
yepes3 celTajibHble MOphl. B anmuKajibHOM cerMeHTe Ha
nepemHeM ydactke mianHoOM 100—150 MKM MUKpOTpY-
00YKHM 00pa3yloT JIMHHBIE TSKU, KOTOPbIE OPUEHTUPY-
JOTCSI CTPOTO TapajlJieJIbHO OCU TM(bI U TTIepeMeIaloTCs
He TTOTOKOM IIUTOIJIa3Mbl, a C TIOMOIIbIO COOCTBEHHOI
BEKTOPHOII COOpPKHM—pa3bopKu, TpeOylolei 3Hauu-
TenbHOro pacxoma sHeprum B Bume AT® (Mourifo-
Pérez et al., 2006; Held et al., 2010; Riquelme et al.,
2011). B 3101 CBSI31 MOHSITHO, 3a4eM Ha MEepeTHUX KOH-
1Hax pacTylux rud coouparoTcs HUTEBUTHbIE MUTOXOH -
IpUr U moyeMy 3((HeKTUBHOCTb UX CKOILJIEHUST 3aBUCUT
oT ckopoct ymmiHeHus rudsbl (ITotamoBa u ap., 2013).
Komern n3 Benuko6puranum (Sugden et al., 2007) Koim-
YeCTBEHHO 0OXapaKTEePU30BaIU paboTy MUKPOTPYOOUEK IO
TPaHCIIOPTY BE3UKYJI K TIEpeNHEMY KOHILY pacTyliei Tudbl
N. crassa. B pamkax ux MaTeMaTuuecKoi MOJEIU YIIOpsII0-
YeHHbII aHcamMOJ1b 13 =10 MUKpOTPYOOUEK CITOCOOEH J0-
CTaBJISATh B 30HY POCTa IOCTaTOYHOE KOJIMYECTBO BE3UKYJI C
maTepualiaMu, 4ToObl 00eCeYuTh YIJIUHEHUE TU(DBI CO
CKOpOCThIO 25—30 MKkM/MUH. OgHAKO BO3HUKAET BOIIPOC:
YyeM M KakK peryjampyercsi o00pa3oBaHue YIIOPSA0YEHHOTO
aHcaMOJisi MUKPOTpYyOOUeK U MUTOXOHIPUIA Ha mepe-
HEM KOHIIe pacTyiieii Tugni?

Bo3MoOXHO, 4TO CYIIECTBEHHYIO POJIb B 3TOM IIpPO-
1iecce UrpaeT JOKaJIbHOE 2JIEKTpUUYEeCKOe Iojie Ha Ie-
penHeM KoHle rudbl. M3oaupoBaHHbIE MUKPOTPYOOU-
KM B BKCIIEPUMEHTAX M Situ OPUEHTUPYIOTCSI U MEHSIIOT
CKOPOCTb JBMXKEHUS TIOJ BJIUSHUEM 3JIEKTPUYECKOTO
oJIg HanpsikeHHocTho 2 X 103 B/M (Bohm et al., 2005;
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Dujovne et al., 2008). ITo HammM oneHKaM (CM. BBIIIIE)
HaMnpsLKEHHOCTD 3J1eKTpudeckoro nojs (F£) Bmojb me-
penHero koHIa rugsl coctapisier 100 B/M. Dra Benmun-
Ha Ha MOPsIIOK MEHbIIIE, YeM B dKCIIEpUMEHTAaX in Situ.
Ho moxeT ObITb, B YCIOBUSIX KMBOU KJIETKM 3aperu-
CTPUPOBAHHOE HAMMU BJIEKTPUUECKOE IM10JI€ TAKXKE MOXKET
BJIMSTh HAa OPUEHTAlIMIO, PACTIONIOXEHUE U CKOPOCThb
JIBVMKEHMSI COTJIAaCOBAHHOTO aHCaMOJIsi MUKPOTPYOOUYEK
1 MUTOXOHpUii. Bo BcsikoM ciyuae, hakT OTCYTCTBUS B
anmukajabHOM cermeHTe rudel H'-AT®a3 — 0CHOBHBIX
reHepatopoB MI1 y N.crassa (Riquelme et al., 2005; Fa-
jardo-Somera et al., 2013) — u moaaepxaHue 3a CYeT
3TOTO JIOKAJILHOTO MTOCTOSIHHOTO 3JIEKTPUYECKOTO MO,
6e3yCJIOBHO, CJIEIyeT yUUThIBAaTh IPU aHAIN3€ MEeXaHU3-
MOB CaMOOpPraHu3aluu BHYTPUKJIETOYHBIX CTPYKTYp B
3TOU 00JIaCTH.

OYHKIIMOHAJIBHAS CBS3b
BIIEKTPUYECKUX MMPOLIECCOB
B TPUXOMAX HUTYATBIX
LIMAHOBAKTEPUM C DHEPTETUKOU

CnocoOHOCTh K 9HEPreTUYECKOM Koomnepaluu MexX-
Iy KJIETKAMM C MOMOIIBIO MEXKIETOUHOM 3JIeKTpUye-
CKOI CB$I3U, ITO-BUIMMOMY, TTOSIBUJIACh Ha 3ape 3BOJIIO-
LIMM MUWJLIMAPAbI JeT Ha3ad KakK CTPYKTYPHO-(PYyHKIIMO-
HajbHasi 0as3a s pasfesieHus] Tpyda B TpUxoMax
HUTYATHIX [IMAHOOAKTEPUI — MEPBBIX MHOTOKJIETOUHBIX
opraHu3moB Haieii iaHeTsl (ITotanmosa, Kokiraposa,
2020). TpuxoMbl LIMaHOOAKTEPUIX — 3TO HUTU U3 COTEH
KJIETOK, CBSI3aHHBIX MEXKJIETOUYHBIMU B3aMOMEHCTBUSI-
MHU. B TprixoMax HEKOTOPBIX IIMAaHOOAKTEPUIA B OTCYTCTBUE
a30Ta pa3BUBAETCS CIELMATU3aUS KJIETOK TSI PEeIIeHUS
pa3HbIX (GYHKIIMOHATBHBIX 3a1a4: 1) (hoTocuHTE3a ¢ BbIIE-
JIeHHMeM KucJiopoja 1 2) puKcalum a3oTa, JIJisi KOTOpoit
KWCJIOPO SIBJISIETCS MHTUOUTOpOM. TakuuM oO0pa3zoM, TpU-
XOM TIpeBpalllaeTcsl B HEKMiA opraHu3M ¢ OOMEHOM IIpO-
TyKTamMu (poToCHMHTE3a U (bUKCAIIMM a30Ta MEXIy Berera-
TUBHBIMU KJIETKAMU U T€TEPOLIMCTAMU.

PeanuzoBarth Takoe pasneeHue Tpyaa HUTYAThIE 11~
aHOOAKTEepUU CMOTJIM 3a CYET MPHUOOPETCHUST B XOIE
ABOJIIOIIUY CITIOCOOHOCTH HE IIPOCTO CO31aBaTh BCTPOEH-
HBIE B MeMOpaHbl CTPYKTYpHO-(YHKIIMOHAJILHEIE OeJI-
KOBBIE KOMIUIEKCHI, HO U IIPOCTPAHCTBEHHO pa3nesisiTh
MX BIUIOTH A0 pa3MeEIIeHUs B pa3HbIX KieTkax. O0beau-
HeHUe (PYHKIMOHAJIBHO CBSI3aHHBIX OCJIKOB B TaKue
KOMILJICKCHI ¥ MX pa3MeIlleHNe HAa PACCTOSIHUM APYT OT
Ipyra B OMHOTUIIHOW MeMOpaHe WIM B Pa3HOTUITHBIX
MeMOpaHax OTHOM M TOM Ke KJIETKH, a TAKKe pacIipeie-
JIEHUE T10 pa3HBbIM KJIETKaM — sIBJICHHE TUHAMWYHOE U
3aBHUCAIIEe KaK OT COCTOSIHUSI CaMUX KJIETOK, TaK U OT
YCJIOBUI BHEITHEW cpenbl. B ¢BSI3M ¢ 3TMM BO3HHMKAaeT
MHOTI'O BOIIPOCOB O MEXaHM3MaXx PEryyIsaliii 3TOM TUHA-
Muku. Harmpumep, Bormpoc: Kak KOHKpPETHBIE OSJTIKM HaXo-
IISIT CBOE MECTO B pa3HBbIX MeMOpaHax? OTBeTa ImoKa HeT.

llnanob6akTepnt — OYEHb TTOMYJISPHBIIA J1abopaTop-
HBIII 00BbeKT. B Hacrosiiee BpeMsi JOCTATOYHO ITOJIHO
U3YYEeHBI AeTaau MOPPOIOTUHN, (PU3NOIOTUN U TEHETH -
KM MEXKIETOYHBIX B3aMMOICHCTBUII B TpUXOMax
(Flores et al., 2019). /Ina MomenbHOM LIMaHOOAKTEPUH,
oOpasymleil rerepouucTel, Anabaena sp. strain PCC
7120, oxapakTepmn30BaHbI 00SI3aTeIbHBIC KOMITOHECHTEI
cenTanbHBIX KOHTaKTOB: Oenku Sepl), FraC u FraD, a
TakXKe ellle psa 0elIKOB, BaXXHBIX ST (POPpMUPOBAHUS
HOPMAaJILHOTO KOJIWYECTBA MEXKJICTOUYHBIX HAHOMIOP U
nX (YHKIMOHUPOBAHUS, BKIIIOYasi HEKOTOPHIE aMUa-
3b1, OEJIKU, CBS3BIBAIOIIME TTENTUAOTINKAH, M HECKOIb-
KO MeMOpaHHBIX TpaHCcITopTepoB. CIieIUanuCThI 1O 1K~
aHOOaKTepUSIM OTMeUaloT (PYHKIMOHAIBLHOE CXOICTBO
CENTAJIbHBIX KOHTAKTOB MEXIy KJIETKAaMU B TPUXOMax
IUAaHOOAKTEPHIA C IIEJIEBBIMM KOHTAKTAMU XWBOTHBIX,
onMcaHHBIMU B quTeparype (cm. 063op: Herve, Deran-
geon, 2013).

Ipu ananuze GyHKIIMOHATBHBIX CBOMCTB TPUXOMOB
C pasfejieHrMeM Tpylda MeXIy BereTaTUBHbIMU KJIETKaMU
M TeTepolIMCTaMU CEPbEe3HYIO MPOOJeMy IIPEeACTaBIIseT
onucaHue MoTokoB 3Hepruu (Magnuson, 2019). B pe-
HICHUM 3TOM MpoOJEeMBbl MOXET TTOMOYb OOpallleHue K
OpUHLIMIIAM MEMOpaHHOM 3HEPreTUKU M IIpeAcTaBlie-
HUSIM O BO3MOXHOCTU 3HEPreTUYecKoil KooIllepauuu
MEXIY KJIeTKaMU C [IOMOIIBIO 3JIEKTPUYECKOM CBSI3U Ue-
pe3 IIK (IToranosa, Kokiraposa, 2020). MeMmOpaHHBbIe
CHCTEMBI BEereTaTUBHBIX KJIETOK KOHBEPTUPYIOT COJTHEY -
HYIO DHEPIUI0 B OMOXMMUYECKYIO MOCPEICTBOM OKCHU-
reHHoro (boTOCHMHTE3a, co3laBasi 3HauuTeJIbHbIE T10 Be-
anguHe MIT, ¢ MOMOIIIBIO KOTOPBIX IIPOUCXOIUT CUHTE3
AT®. ®oTOCUHTETUYECKIE CUCTEMbI UMEIOT OJIM3KUIA
(depMeHTHBII cOoCTaB y IMaHOOAKTEepHii, BOIOpOCIeH 1
BeICIINX pacTeHuii. Ho y Bomopocieii u BBICIIIMX pacTe-
HUI (POTOCUHTE3 MPOUCXOAUT B CEIIUATIbHBIX OpTaHEe -
nax (Tiakougax), a y IMaHoOaKTepuii — B pa3HBIX 30-
HaxX OJHOM UM TOH K€ HeMpepbIBHOI MeMOpaHHOM CHUCTe-
MBI, OOBCOMHSIONICH TWIAKOWIHBIE MeMOpaHBI U
TIa3MaTHYecKyro MeMopany kietku (Mullineaux, 2014).

B TunakoMmHBIX U IIa3MaTUYECKUX MeMOpaHax re-
TEPOLUCT HE MPOMCXOOUT OKCUTE€HHOTO (POTOCHHTE3A,
cosnatomrero MII, HeoOxomuMblit o pabotel AT®-
CUHTa3, HO TIpU 3ToM (yHKUMOHUpYyeT AT®d-cuHTa3a
(Telor, Stewart, 1976; Ernst et al., 1983), akTHBHOCTB KO-
TOPOIi, OYEBUIHO, MOAACPKUBACTCS OJIaromapst pacrpo-
crpaHeHuto dyepe3d I1K runepnonasgpuszanuu Iuia3MaTh-
YyecKoil MeMOpaHBI, TeHEpHUpPYeMOil BereTaTUBHBIMU
kierkamu (Chailakhyan et al., 1982; IlortanoBa u np.,
1986). Usyuenune nmetaneii crpoeHuss ATD-cuHTa3bl 1U-
aHOOaKTepHii MIPUBOAUT K 3aKJIIOUCHUIO, YTO UIST TIPOU3-
BozcTa 1 Mosiekynnbl AT® TpeGyeTcsl TepeHecTH Yepes3 MeM-
opany 4—5 nonos H* (Muller, Hess 2017; Pogorelov et al.,
2012), yTo HUXKe M0 3PPEKTUBHOCTH, YEM Y MUTOXOH-
apuaibHbIXx AT®-cuHTa3 MIEKOIIUMTAIONINX, HO OJIU3KO
K TWiIakouaaM pacTeHuii. MOXHO OpHEHTUPOBOYHO
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OLIEHUTh BEJIMYMHY MOIIHOCTU, TepeaaBaeMoil BIOJb
TpUXOMa 4Yepe3 MeXKIJICTOYHBIe KaHajbl. B akcmepm-
MEHTaX C JIOKAJIbLHOM OCBeIIeHUEM OT 2-X 10 10 KineToxk
TpUxoMa, (QUKCUPOBAHHOTO B YCTb€ MUMKPOIIMIIETKHA
(puc. 2), MBI PETUCTPUPOBAIIM CKAYOK PA3HOCTHU ITOTEHIIM -
aitoB AV BesmuuHoi okono 20 MB mpm comnmpoTnBiieHNI
mukponurnerku R = 400 Mowm (ITotamosa u ap., 1986;
Aslanidi, Shalapjenok, 1991). Mcxona u3 3THX IaHHBIX,
MOXHO OlLIEHWUTb BHEKJIETOUHbIN TOK [ = AV/R = 50 nA.
ITockoibKy 2JIeKTpudecKuii ToK B 1 A nmepeHocut 6 X
X 10° sneKTpUYecKMX 3apsaioB 3a 1 ¢, a J1d CUHTe3a
1 monekyabl AT®P HeobxoauM mnepeHoc 4—5 “ropstanx”
MPOTOHOB Yepe3 MOJIeKyly BHyTpuMeMOpaHHoil ATd-
cuHTta3bl (Pogorelov et al., 2012; Muller, Hess, 2017),
MOXHO 3aKJIIOUYMUTh, YTO OCBEIIeHHbIE KJIETKM obecre-
YMBAIOT TEMHOBBIM KJIETKaM TpUXOMa BO3MOXHOCTb
MpOMU3BOIUTL OKoJIo 6 X 107 AT®D/c. O6opor ATD B
OakTepHaJIbHOM KJIEeTKE COCTaBJIsIeT B cpenHeM (1—7) X
X 107 AT®/c (Chapman, Atkinson, 1977). Takum o6pa-
30M, IIepegada YHepruy BAOIb TPUXOMa MOXKET OBITh CO-
MOCTaBMMa C CYMMAapHBIM KJIETOYHBLIM SHEPrOnpOM3-
BOICTBOM.

IMPOBJIEMbI 1 IMEPCITEKTHBbLI

OpnHa n3 HeHTpaJbHBIX 3aJa49 COBpEeMEHHOIT OMoJIo-
TMY — MOHSTh, KaK XMBasl KJIETKA CO31aeT, IOIIePXKIU-
BaeT M BOCIIPOM3BOAUT CBOIO TMPOCTPAHCTBEHHYIO
CTPYKTYpPY, YCTaHABIMBas B3aMMOIEIHCTBUS C COCEIHU-
MM KJIEeTKaMHM M ¢ OKpyxXaromieit cpenoit. M3BecTHBIN
MUKpoOuoJjor u 6uosnepreruk Xapoaba (Harold, 2001,
2005) yrBepXaaeT, YTO HOBBIN IIPOAYKT paOOTHI TeHOMA
BCeTJa OKa3bIBaeTCs B KJIETKE C YX€ CYIIEeCTBYIOIICH
CTPYKTYPOI U BBIHYKIEH padOoTaTh IIOM BIMSTHUEM YKe
CYIIECTBYIOIIEro Iopsaka. B aToM miaHe nmpu aHaiuse
npo0IeMbl CaMOOPraHM3allud B JIO00H HEOOJBIION
rpymmne KJIeTOK BaXKHO IMPUMHUMATh BO BHUMaHUE BEPO-
SITHOCTh HAJW4YHUS JOKAJIBHBIX 3JIEKTPUYECKUX ITOJICH,
KOTOpPHIE CO3Ial0TCsI HEPaBHOMEPHBIM pacIipeieIeHUEM
MeXny KieTkaMu TeHepatopoB MII, pacxomyrommx
DHEPIUI0 BHYTPEHHUX WJIM BHEIIHUX PECYpPCOB, U II0-
TpebuTeeit 3HepIruu, aKKyMyJIHMpOBaHHOW B ¢dopMe
MII (puc. 1).

Takoro poma 31eKTpUIECKHUE SIBJICHUST OTIMCAHBI IS
BBOJTIOLMOHHO Pa3INYHBIX OPraHM3MOB U T10 IIPaBy MO-
TYT ObITh OTHECEHBI K YHUBEPCAJIbHBIM €CTECTBEHHBIM
TEXHOJIOTUSIM OMOJOTMYECKUX CUCTEM, COTJIACHO TIpe-
ctaBieHusIM YroseBa (Yrones, 1987). ¥ HUTUATHIX K-
aHoOakTepnii, Olarogapss MEXKKIECTOYHON B3IeKTpUYe-
CKOIi cBSI31, (DOTOCMHTE3UPYIOIIIEe BeTeTaTUBHbBIEC KJIET-
KM MOTYT OKa3bIBaThb JHEPreTUYECKYIO MOMIEPKKY
dukcupyomum a3or rerepounrcraM (Iloramosa, Koxk-
maposa, 2020). HeciaydaiiHO B HUTSIX LIMAaHOOAKTEPUIA
TeTepOLIMCTHI pacrojiararorcsd depe3 Kaxneie 10—15 Be-
retaTUBHBIX KjieTok (Herrero et al., 2016). DTo mocra-
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TOYHO YyIOOHO, 4YTOOBI 3(P(OEKTUBHO WCIIOIb30BaTh
BIIEKTPpUUYECKIE KabelIbHbIE CBOMCTBA TPUXOMA.

MunenuanbHble TPUObI TPUOOPEIN B XOJIE 3BOJIIO-
LMW YHUKaIbHOE cBoiicTBO: H'-AT®a3sl (0OCHOBHBIE
reHepatopbl MII) oTcyTcTBYIOT B ILIa3MaTU4eCKOM
MeMmOpaHe amnukaiabHoro cermeHra (Riquelme et al.,
2005; Fajardo-Somera et al., 2013). YamuHenue rudsl
muameTpoM 10—15 MxMm co ckopocTthio 20—30 MKM/MUH
obecrieynBaeTCs MyTeM 9K301IMTO3a Ha TepelHeM KOH-
11e Be3uKyJI, coaepxkaiux ¢hepMeHTbl U MpealIeCTBeH-
HUKU CHUHTE30B KJIETOYHOU CTEHKU, CO CKOPOCTbHIO
~40000 Be3ukyi/c (Davis, 2000). Be3ukymnbsl moctymamoT
K pacTyliemMy KOHILY U3 MULIEIS € paccTOsSTHUM 10 1 cm
C TTIOTOKOM LIMTOIJIa3Mbl, HO B alTMKJIbHOM CEIMEHTE MX
JIBUDKEHME TepecTaeT ObITh TOTOKOM, a CTAHOBUTCS T10-
1IarOBbIM IBUXKEHUEM Mo MUKpoTpyboukam (Mourifio-
Pérezetal., 2006; Held et al., 2010; Riquelme et al., 2011).
B pamkax matemarndeckoii monemu (Sugden et al., 2007)
obecreuynTh Takoe ABUXEHUE MoXeT aHcaMOyib u3 10
MUKPOTPYOOUEK, OPUEHTUPOBAHHBIX BIOJb OCU TUDHI.
Pabora MukpoTpyb6oueK TpebyeT 3HaUUTEIbHBIX PECYP-
coB ATD, TaK XKe, KaK W IPOIIeCChl, OOCIICUNBAOIINEC
nocieayollee CIUsIHUE BE3UKYJ C IUIa3MaTU4YecKoi
MeMOpaHoii. B cBs3u ¢ 3TUM ycTpaHeHUEe U3 anuKajlb-
HOT'O CerMeHTa TakKoTo MOIIIHOTO KOHKYPEHTHOTO I0-
tpedutens AT®D, kak H-AT®asel, — 310 3hPeKkTnB-
HOE KOHCTPYKTUBHOE pellieHue, TeM OoJjiee 4To Oaroaa-
psl 3JEKTPUYECKOM CBSI3M alMKajJbHOTO CEerMEHTa C
ocTajibHOI rudoit orcyrcTBUE reHepaTopoB MIT Ha 1ie-
penHeM ydacTke Tudnl ;iuHoi ~200 MKM co3aaeT 3[ech
CIJIbHOE JIOKaJIbHOE 3JIEKTPUUECKOE T10jie (CM. BBIIIE),
KOTOpoe 0€3YyCJIOBHO HOJKHO CIOCOOCTBOBATH YIOPSI-
NIOYMBAHUIO PACMOJIOXKEHUS U B3aMMONECUCTBUI BHYT-
PUKJIETOYHBIX MOJIeKya U 4actull. OcCTajaoch MOHSTh,
KaK 3TO KOHCTPYKTUBHOE pellieHHe 3alporpaMMUpOBa-
HO B FTeHOME.

B nocinenHue roasl 6ypHO 0O0CYKIaeTcsl BO3MOXKHasI
POJIb JIOKAJIbHBIX 3JIEKTPUYCCKMX ITOJIEHl B peryisiuu
paboThI TeHOMa Ha KjieTouHoM ypoBHe (Blackiston et al.,
2009; Levin, 2014, 2017; Pai et al., 2015, 2016; Pictak,
Levin, 2017; Cervera et al., 2018, 2020; Cao Lin et al.,
2018; Fields et al., 2018). C 3tux mo3uiuii 0bUIO OBI I10-
JIE3HO MpOaHaIU3UpOBaTh OoJiee MeTajJbHO COOBLITHUS,
MIPOUCXOASIINE B allMKaJIbHOM CETMEHTE pacTylleil Be-
reraTuBHON TU(MEL N. crassa, TOe BBICOKAsi CKOPOCTh
YIUIMHEHUST TU(B 00ecreunBaeTCs COTJIaCOBaHHBIM
B3aMMOJICCTBUEM BHYTPUKIIETOUYHEIX CTPYKTYP B CUJIb-
HOM JIOKAJIbLHOM 3JI€KTPUYECKOM II0JIC.

HecMmotpst Ha orpoMHBIE MAaCCUBBI SKCITEPUMEHTAIb-
HBIX JTaHHBIX Ha MOJIEKYJSIPHO-TEHETUYECKOM U KJie-
TOYHOM YPOBHE O COOBITHUSIX, MPOUCXOISIINX B amu-
KaJIbHOM CETrMEHTE, OCTaeTCsI MPAaKTUYECKH HE OCBe-
meHHou poiab saep B BP N. crassa (Borkovich et al.,
2004; Riquelme et al., 2011, 2018; Steinberg et al., 2017).
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TexHMYeCKN Hepa3pellIMMOoii OKa3bIBaeTCs 3a1ada HabIo-
naTh 3a noseaeHUeM Kaxmoro ms 20—30 IuHaMUYHBIX 1
ACHHXPOHHO AEJISIIIUXCS SIaep JMaMeTpoM 2—3 MKM BHYT-
p¥ THdATBFHOTO IMTMHApA mraMeTpoM 10—20 MKM, Herpe-
PBIBHO YIIMHSIIOMIETOCS CO CKOPOCThIO 20—30 MKM/MMH.
OIWH 13 MOIXOI0B K PEIICHUIO 3TOH 3a0auyn — HabJIo-
JIEeHWE 3a TUHAMUKON U JeJIeHUEM SIIep B 9KCIIEpUMEH-
TaxX Ha IPOpoCcTKax cnop N. crassa — 3a4aTKax Berera-
TUBHBIX TU(), UMeromuX B nepBbie 10 4 pa3BUTHUS MEHb-
MM JUaMeTp U MEHBIIYIO CKOPOCThb YIJUHEHUS, YeM
B3pocias ruda (Roca et al., 2010). M1 mpeanaraem (Kak
YIOOHBIN 5KCHEPUMEHTANIBHBIN MTOAX0M) UCIIOIb30BaTh
M30JIMPOBAaHHbIE BEPXYILIKU BeTeTaTUBHBIX TU® N. cras-
sa, KOTOpPhIE TIOCNIE OTAEICHUS OT MATEPUHCKOTO MUIIE-
JIVS TIPOJOJIKAIOT YIJTUHEHHE B TIPEXXKHEM HAaIlpaBICHNUH,
HO C MEHbIIIeil CKOPOCTBIO M MEHBIIIMM THAMETPOM, YeM Y
cBs13aHHBIX ¢ muueaueM Tud. [Ipyu 3ToM coxpaHsIOTCS
CTPYKTYPHO-(YHKIIMOHAIBHBIE OCOOEHHOCTH OpraHu3a-
MU anmkaiabHoro cermeHTa (Ilotanmosa u ap., 2016, 2018).

B Hamm agHU MOMHOCTBHIO paciinGpoBaHbl TEHOMBI
JIEeCSITKOB OPraHU3MOB, OMMCAHBbI B JEeTalsIX MHOTUE
MpoliecChl Ha MOJICKYISIPHO-TEHETUUECKOM YPOBHE, HO
MBI BCe ellle JajleKu OT MOHUMAaHUsl, KakK 3allMCaHHbIC B
TeHoOMe MpOorpaMMBbl POCTa U Pa3BUTHUS peaTnu3yIOTCsl Ha
MaTepUaJbHbIX HOCUTEJISIX BO BpEMEHU M B MPOCTPaH-
crBe. [Ipu manbHENUIINX UCCIeIOBAHUSIX B 3TOM 001aCcTU
BaXXHO YYMTHIBaThb, 4YTO C TIO3ULIMNA OHUOIHEPIeTUKU
(Mitchell, 1962, 1966; Skulachev 1988; Ckynaues u ap.,
2010) B MHOTOKJIETOUHBIX CUCTEMAaX BO3MOXHO pasjelie-
HUE Tpyda MEeXIy COCEIHUMMU KJIeTKaMH T10 3aracaHuio
U WCIIOJIb30BAHUIO JHEPIUU, aKKyMYJIMpPOBAaHHOI B
dopme MII, npu ycmoBuur nepenayd SHEPTUU C TTOMO-
LIBI0O MEXKIIETOUHOM 3JIeKTpuvecKoit cBsi3u yepes3 1K
(Acmanugun u np., 1988; Potapova, 1991; Potapova,
Aslanidi, 1995). Takoro Tumna pa3aejieHUe Tpyaa MexXIy
KJIETKaMM COIPOBOXKAAETCS TeHepallueil U Tojaaepxka-
HUEM JIOKATbHBIX 2JIEKTPUUECKHUX IM0JIeii, KOTOPbIe MO-
TYT OKa3bIBaTh BJIMSHUE Ha KJIICTOYHYIO aKTUBHOCTb Ha MO-
JIEKYJIIPHOM M TeHeTudyeckoM ypoBHe (Blackiston et al.,
2009; Levin, 2014; Cervera et al., 2020) 1 ObITb KOJTHUYE-
CTBEHHO OXapaKTEePU30BaHBI (C MOMOIIBIO 3JEKTPODU-
3UOJIOTUYECKUX TEXHOJOTUI) U MpoaHaIUu3UPOBaHbI B
paMKax mnpeacraBieHuit KadeabHoi Teopum (Hodgkin,
Rushton, 1946; bepkuH6iuT u ap., 1981).
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Membrane Bioenergetics and Distribution of Functions in Systems
of Electrically Coupled Cells

T. V. Potapova*

Belozersky Scientific Research Institute of Physico-chemical Biology, Moscow Lomonosov State University, Moscow, 119991 Russia
*e-mail: potapova@belozersky.msu.ru

From the standpoint of modern membrane bioenergetics, membrane-associated proteins, which ensure storage and
use of energy accumulated in the form of a membrane potential (MP), are spatially separated. The presence in mul-
ticellular systems of electrical communication through permeable contacts (PC) makes it possible to transfer energy
through the PC and thus contribute to the division of labor between neighboring cells. Processes occurring in these
systems are manifested in changes in the electrical characteristics of individual cells and PCs and can be quantita-
tively analyzed by describing cells and cellular systems as equivalent electrical cables. The review presents the data of
multiannual studies of energy transfer through PC in evolutionarily different multicellular systems: trichomes of fil-

OUTOJOIUA TtoM 63 Nel 2021



42

I[TOTAITOBA

amentous cyanobacteria, hyphae of mycelial fungi, and monolayer cultures of animal cells. The hypha of Neurospora
crassa as a convenient experimental model is considered in more detail. On the basis of the comparison of the data
in our own works with other publications, a hypothesis is put forward about a possible participation of local electric
fields in self-organization of intracellular structures at the apex of the growing hypha of N. crassa, which are created
owing to uneven distribution between cells of the functions of MP generation and utilization of its energy. Ideas
about the features of electrical processes and phenomena accompanying the energy transfer through PC can be use-
ful in the analysis of many important issues related to the mechanisms for implementation of genetic instructions in
specific life processes.

Keywords: bioenergetics, division of labor, electric coupling, intercellular interactions, local electrical fields, mem-
brane potential, Neurospora crassa
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