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BBEJIEHUE

K uncny HanbBosiee yIHBHTENbHBX CBOACTB XHBBIX CHCTEM HECOMHEHHO
ClelyeT OTHECTH HX COCOGHOCTh reHEpHPOBaTh BHOIJIEKTPHUECKHE N0~
TeHuHansl, O6HapyXeHHasi B CEpeJMHE MpPOIJIOro CTOJIETHHA, OHa Bno-
CNEe/ACTBUM NpHBJIEKIa K cefe BHUMaHHE HCCIelOBaTEJIEN CAMBIX pa3HbIX
HanpasJieHu #1: 6HOJIOroB, PHU3nkoB, PUaHKO-XHMHKOB U Ap. B pesysbTaTe
H3yueHue BHOIJIEKTPHUECKHX SIBJIEHHI NpHOOBPEJIO MHOrONJaHOBLIA Xa-
paxkTep. OOHMM M3 CYIECTBEHHbIX HanpaBJieHH#, NOJIYUHBIIUX Pa3BUTHE,
SBHJIOCh H3yueHue OHOIJIeKTpOoreHesa, T.e. HENOCPEACTBEHHBIX NMPHUHKH,
Nexalux B 0OCHOBE I'eHepalluu BHO3JIEKTPHUECKHX NMOTEHIHaJIOB. CoBep-
HIEHHO OUEBHAHO, UTO 6€3 3HaHWSl MeXaHH3IMOB 6H03JIEKTpOreHeaa HeBO3-
MOXHO B MOJIHOM MEpPE OLLEHHATDH €0 POJib B MPOTEKAHHH PAIJTMUHBIX XKH3-
HEHHbIX QYHKIH# K BLpaBoTaTb MNYTH HCMOJIb3OBAHUA BHOITEKTPHUUECKHX
SABJIEHWH MpH pemeHrnd KOHKPETHBIX MPaKTHUECKHX 3a/jau.

Ecan MexaHu3M GHO3NIEKTPOreHesa y XHBOTHHX K HaCTOSIEMY Bpe-
MEHH HayueH JOCTAaTOYHO MOJIHO, TO 3TOro HeJib3sl CKa3aTh B OTHOWEHHH
pacTenuit. BOsbDas YaCTb HCCJIEJOBaHKH B JaHHOH O6JIaCTH BBIMOJIHEHA
Ha F'MIaHTCKHMX KJI€TKaX XapOBbIX BOAOpoOCJe#. XOTS BOAOPOCHH MOTYT
paccMaTpuBaThCs kak o006mEHHasi MOZ€sb PACTHTENIbHOA KJIETKH, WM,
HECOMHEHHO, MPHCYIM H crelHdHuyeckHe oCOBEHHOCTH, OTJIHYAONHE HX
OT BLICWIMX pacTeHHii. [Io3TOMy aHaJIH3 NPHPO bl BHO3IEKTPHUYECKHX NMO-
TEHUHANIOB Y MOCJEAHHUX MPEACTaBJIsIETCSA BECbMa aKTYyaJIbHbiM,

K coxaneHuio, npu pafoTe C BBICWIHMM PACTEHHMSIMH MHOTHE METO-
AvuUeckHe NoAXoAk, obecrneurBawiye ycrnex B pelleHHH psifa BOMpPOCOB
Guo3nekTporeHea y XHBOTHBX OObEKTOB (MHKPO3JIEKTPO/HAS TEXHHKa,
MeTo PHKCALiMH HaNp SHXKEHH S, NITY-KISIMIT METOZ H [IP.), YACTO OKaabiBa-
I0TCSl TPYAHO NMPHMEHHMBIMH H3-3a CJIOXHOW CTPYKTYPbl OTJAEJbHBIX Op-
raHOB, HEBO3MOXHOCTH H3CJIHPOBaTh Ty HJIM HHYKW TKaHb OT APYTHX
TKaHeMN, HaJIWYHS BeCbMa MEJIKHX KJIETOK, OKPYX€EHHbIX ToJCcTon ofosou-
KOH, ¥ Ap. K aTOMYy ciiejyeT JO06aBHUTb HEpPEAKO MaJlyl0 OCBEJOMJIEHHOCTb
uceneonartenien, paboTalmuXx B ob6nacTh (QH3HOJOrHH PACTHTENbHOM
KJIETKH, O IOCTHXEHHUAX MO OGHO3NIEKTPOreHedy XHBOTHbIX O0BbEKTOB, UTO
3aTPY/IHSIET HX NOAKJIIOUEHHE K aHaJIM3y MEXaHH3MOB OHO3JTeKTPHUECKHX
SAIBJIEHHH pacCTUTEJNIbHBIX OpraHM3MoB. Bce 3TO HaXOQWT OTpaxeHHe B
OTHOCHTEJILHO cnaboi paapaboTke Bonpoca 0 npupoae 6Ho3eKTporeHe-
3a Y BbICIIKX PaCTEHHH,

BMeCTe C TEM peayJibTaThl HCCJIEJOBaHUH Bce GoJiee yOEX Jal0T B TOM,
UTO Npouecc reHepalni GHONOTEHUHAJIOB KaK Y XHWBOTHbIX, Tak H Y pac-
TEHHWH He TOJIbKO "COMPOBOXJAaeT" T€ HJIA HHbIE€ XH3IHEHHO BaXHbi€ NMPO-
L{ECCBI, HO HTPaeT HEPE/KO KJIIOUEBYIO POJIb B HX NPOTEKAHUH.,

Mo kpanHeh Mepe TpH acrnekTa NPeACTaBAAIOTCA HanboJsiee BaXHbIMH B
3TOM OTHOIIEHHH.



Bo-nepBLIX, POJIb GHOINEKTPHUECKHX TIOTEHLMANIOB B TMPOTEKAHHH
3HepreTHUeCckux mnpeppameHnA. CTAHOBUTCS OUEBHAHLIM, UTO PAa3HOCTH
61 03IEKTPHUYECKHX MOTEHL{HAJIOB HA MEMOPAHHLIX CTPYKTYPaX XHBOTHHIX
M PACTHTEJIbHbIX KNETOK SIBJNATCA Hapaly ¢ AT® 0600meCTBACHHOR
dopMoA KOHBEPTHPYEMOR 3HEPTHH. Peub HaeT 0 GHO3NEKTPHUUECKHUX MO~
TeHLHaJaX He TOJIbKO Ha CONPSAralomux MeMopasax, HO U Ha JPYTHX Me-
MOpaHHBIX CHCTeMax, B TOM UMCJE Ha MJNa3MaseMMe. 3eCb 3HEpPrus
JJIEKTPHUYECKOT'O T[OJISl, HANPSHKEHHOCTb KOTOPOIrO BECbMa BHLICOKA,
HCNOJIb3YETCA HA COBEpPIMIEHHE OCMOTHUECKOR, MEXAHMUECKOR M APYTHX
BHOB paGoThl. [I0O3TOMY HEPEAKO ANt XapaKTEPHCTHKU CTENEeHH 3HEpru-~
30B2HHOCTH KJIETKH MCNOJIb3YIOT BEIMUHHY €e MeMOPaHHOTO NOTEHLHaNA.

BO-BTOPHX, POJib GHO3JIEKTPHUYECKHX MOTEHLHAJNIOB B PETYJISILIHH KJie-
TOUHBIX NPOLECCOB. Tak, XOPOIIO H3IBECTHO, UTO BEJMUMHA INEKTPH-
Uyeckoro nons Ha MeMOpaHe peryimMpyer COCTOSIHHE pPAZAa MOHHbIX KaHa-
JIOB, AKTHBHOCTb HEKOTOPLIX hepMEeHTOB U T.N. BeCbMa xapakTepHO, UTo
CaMM CHCTEMBI, OTBETCTBEHHbIE 3a GHO3siekTporeHes (Hanpumep, Na*, K*-
AT®a3a), MOTYT HAXOQMTBHCH NOA KOHTPOJIEM PA3HOCTH MOTEHIIHAJIOB Ha
memOpane.

B-TpeTbuX, CHTHaJ/IbHaSl POJib BHO3NIEKTPHUECKHX NMOTEHLHANIOB, KOTO-
pas B Haubosee copepmeHHon popMe NpeaCTaBIEHA B HePBaX XXHBOTHbIX,
HMMEET MECTO TaKke H Yy APYrHX O0beKTOB, B TOM YHCJIE Y BHICIIHX pac-
TeHHA. TlossasieTcsn Bce Gosibme (aKTOB, KOTOPbi€ NMOATBEPXAAIOT MAEH,
BLIABMHYTHIE B Hauasie XX B. Bb/JAIOMMMCA HHAUACKHM yueHbIM BocoM, o
TOM, UTO B OTBET Ha BHENHHE BO3INEACTBHS Y PACTEHHMA MOryT reHepm-
pOBaTbCA GMO3NIEKTPHUECKHE MMITYJIbChl, 110 TPUPOAE BO MHOIOM CXO-
AHble C NOTEeHLHANaAMH NEACTBHSA HEPBHLIX BOJIOKOH. H3yueHHE ITHX HM-
NyJibCOB Yy PaCTEHHHA NPEACTABJAETCA OCOGEHHO BAXHLIM B CBS3H CO
CpPaBHHTEJIbHO-3BOJIIOLIHOHHOR OLIEHKOA NnpoLecca pacrnpoCTRaHsowWero-
cA BO36GYX[IEHHUS M BbISICHEHHEM NPYPOAn OhCTPhiX HYHKUHOHANBHBIX
CcBsi3ef MEXAY OTAEJIbHLIMH OPraHaMH PaCTHTEJIbHOTO OpraHnama.

XoTs BONpoCh BHO3JIEKTPOreHe3a y BbICIHMX PACTEHHMA OTPaXeHb K
HaCTOAIEMY BPEMEHH B BECbMAa 3HAUMTENIBHOM KOJIMUECTBE NyGnukaLmi,
NOYTH HE LEJIANIOCHh MOMNBITOK MX CHCTEMATHUECKOro O6OOmMEHMS. 3Ta
3afjaua npeacraBiseTCAa TeM 60Jiee BaXHOHM, UTO reHepauus 6HO3JIEKT-
PHUECKHX TMOTEHLIHANIOB Y BBHICHIMX PACTEHHR, MO HMMEIIMMCA JAHHbIM,
ofsiajaeT HE TOJIbKO UYEPTAMH CXOLACTBA C TAKOBOR y XHMBOTHBIX M Xap-
OQHTOB, HO XapakTepudyercs U pAfoM cneuuduuecknx ocoBeHHOCTEHN.
MonbiTka B JaAHHOM HaNpaBJIE€HHH CAEJIaHA B HACTOSMER MOHOTrpadmH. OHa
obofmaeT pelysbTaThi HCCIEAOBAHHA, NPOBOAMMBIX B TE€UEHHE PAJA JieT
Ha xadeape GHoPHU3IHKH HHXEropoACKOro YHMBEPCHTETA, & Takke pe3y-
JILTATHl APYTHX aBTOPOB. B COOTBETCTBHH C OCMENPHHATOA ceAuac knac-
cudukuuen GHOMOTEHLMANIOB MOHOrpadHs pa3fesieHa Ha [JBE UACTH.
TlepBas nocBsmeHa NpHPOAE MOTEHUHAJIOB MNOKOSA, BTOpas — TMpHpoLe
MOTEHLIHAJIOB AEACTBHUA. B KHMIe JIMIIb OTYACTH PaCCMATPHBAETCSH LOBO-
JIbHO 3HAUYMTEJIbHBIA 3KCIIEPUMEHTAJIbHbIA MaTEpHa, NOCBAICHHbIA Xapa-
KTEPHUCTHKE 3KCTPAKAETOUHO OTBOAMMbBIX NOTeHLHaNOB. UMelomMA He-
COMHEHHYI0 3HAUMMOCTDb B GHU3HOJIOTHUECKOM ACTIEKTEe 3TOT MaTepHaJ BO
MHOTHMX CJIyyasix He faeT HHQopMauKH B NnjaHe PacKpbiTHA MEXaHH3MOB
6HO3NIeKTPOreHe3a BhCIIHX PACTEHHHA.



BMOJJIEKTPOT'EHE3 KJIETOK
BBICHINX PACTEHHH B ITOKOE

1. METOOUYECKHE OCOBEHHOCTH U3MEPEHHS
TMOTEHLIMAJIOB ITOKOS KJIIETOK BBICIIUX PACTEHUN

BHO3JieKTPHUECKas aKTHBHOCTD KJIETOK BbICIIHX PACTEHMA B ITIOKOE MO-
xeT ObiTh H3MEPEHA,Kak H Y XXMBOTHBIX OBbEKTOB, PA3JIHUHBIMA METOJAMM.
3TO MpexAe BCEro BHYTPHKAETOUHOE MK BHEKJIETOYHOE OTBeAeHHe 6Ho-
3EKTPHUECKOA AKTHBHOCTH M MeTOA (JIyOPECUEHTHBIX 30HAOB.
YunThiBasi TO O8CTOSTENBCTBO, UTO OOUME MPHHLUMNL YKA3AHHBIX METO-
OB IOCTATOYHO MOAPOGHO H3JNIOXEHB B PAIMYHOrO poAa nocobusix, B
HacTosmeR rNnaBe Mbl CUMTaeM LesecoofpaltibiM 06paTHTL OCHOBHOE BHH-
M2HHE UL Ha Te OCOBEHHOCTH, KOTOPHE HMEET HaMEPEHHE NMOTEHLHaA

nokost Ef,, KJIETOK Yy BHICITHX PacTeHHA.

VI3aMepeHrEe NOTEHIMAJIOB TTOKOSI B TIOMOIILIO 3JICKTPOAIOB

BHYTPHKJIETOUHOE H3MepeHHe., Hamepenue E,, KJIE€TOK BLICIIMX pa-

CTEHHA NOCPEACTBOM MHKDPOINEKTPOAHOR TEXHHKH, HECMOTPs Ha 60Jib-
moA nporpecc, AOCTHIHYTHIA B €€ COBEPIREHCTBOBAHHHM, O CHX nop
npejcTabsiseT coBOA BecbMa HEMpPOCTYIO 3afauy. JIesio B TOM, UTO KJIETKH
BbICIIHX PACTEHHRA HAPSIAY C XXECTKON KJIETOUHOR CTEHKOA H BHICOKHM Ty~
PropHbM A2BJAEHHEM, XapaKTEPHbIM H [UJIA KNETOK, HallPHMEP XapOBbiX
BOAOPOCJNER, MMEIOT, B OTJIHUME OT MNOCNEAHHX, OUEHb HeBoJibmHe pa3-
Mephl. B 310N CBSA3N yjauHO€ BBEJ€HHE MHKPO3JIEKTPOAa B KJIETKY BbicHie-
ro PACTEHHS, MOIBOJISIIOIMEE OCYIECTBHTH JOCTATOYHO [JIMTEJIbHBIA 3KC-
MEPHMEHT (B TeueHHe yaca u Bonee), TpebyeT OT HCCNEANOBATENA 3HAUM -
TENHHOTO HaBbika PaGOTH C TAKHMH KJIETKAMH.

MHKPO3NIEKTP OB, HCTIOIb3YEMBIE JIA H3MEDEHHS E,, KNETOK BHCIHX

pacTeHuR, H3roTaBIHBaAIOT O0BIUHO M3 CTEKJIa “TIMpekc”. lnaMeTp UX KOH-
UMKa, C YYETOM MAaJIbiX Pa3MEPOB KJIETOK O0bekTa, He JOJKEH NPEBbLINATh
1 MKM. MMKPO3JIEKTPOAB C AHMAMETPOM kOHUHMKka Gosiee | MkM npH BBe-
AE€HMH, KaK MPaBHJIO, CHJIbHO MOBPEXJAI0T KJIETKH BLICIIMX PACTEHHH.

BBeicHHE MHMKPO3INEKTPOAOB OCYMECTBJIAT C MOMOMmMbIO MHKpOMA-
HMNyNATOpA NOA yriioM 30 — 60° k NJIOCKOCTH O6beKTa (PeUb MAET yame
BCEro O NMOBEPXHOCTH CPE3a) U NPH BU3YaJIbHOM KOHTPOJIE YEePe3 MHKPO-
ckon ¢ 6oabMMM YBEJIHUEHHEM (X 200 u 6osiee). F'OpU3OHTaNIbLHOE M BEPTH -
KaJbHOe BBEJE€HME MMKPOIJEKTPOAOB, oCymecTBiasseMoe ofbiuHO "BCiie-
nyw", MICOMB3YETCA ropaszzo pexe. UNcJio NOBTOPHMIX BBEAEHHA OAHOTO
H TOTO X€ MHKPO3JIEKTPOAA, YUHTHIBas 0OJIbIIYI0 BEPOSITHOCTD NPHTYTLJIE-
HHSA HJIH CJIOMAa €ro KOHUHKA O XECTKYI0 KJETOUHYI0 CTEHKY, JAOJDKHO
ObiTh MUHHMAJIbHbIM.
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Ansa npenoTBpailieHUs NonafaHus COAepXHUMOro obJiaalouX Typro-
POM KJIETOK B KaHaJl BBEAEHHOI'O MHKPO3JIEKTPO A NOCJIEAHH A 3aNONHAIOT
reseM. C 3TOH LenbI0 neKTponut (Hanpumep, 3 M KCl, npeanas-
HAauEeHHBIA AJIA 32MONHEHHA 3JEKTPOAA, MOXET ObiTh MPHrOTOBJIEH Ha
2X-HoM arape [S14].

Hamepenue E,, KNETOK BLICIIHX PACTEHHA NPOM3IBOANAT MO OTHOMEHHIO K

BOAHOW CpeJie ONpefesIeHHOro COJIEBOro COCTaBa, OKPYXAWen KIETKH
ofbekTa, YKPEenJEeHHOro B 3KCMEPMMEHTAJILHOM KioBeTe. B 3TOM CBA3M
HEKOTOpbie aBTOpH [8], paboTaiomMe C HA3EMHBIMH BhICIHMH PACTEHHSAIMH,
OTMeuaiT, YTO BOAHAA CPedla He SBJISIETCA €CTECTBEHHBIM YCJIOBHEM
o06MTaHKMS, HATTPMMED, AN KAETOK MOBEPXHOCTHBIX TKAHEN JIMCTbEB TaKHX
PACTEHHA, M CTPEMATCH HCMOJIb30BaTh METOAHUECKHE MPHEMBbI, MO3BO-
JA0MHE CBECTH K MHHHMYMY UHCJIO KOHTaKTHDYIOUHMX KJieTok o6bekTa ¢

BHemHER BOOHOA Cpeoi. OTHAKO H3MEPsieMbi€e TMTPH 3TOM Ef,, M UX peakuUHs

B OTBET Ha [JEACTBHE PAITHUHBIX XHMHUECKHX AréHTOB, CYAA MO BCEMY,
HHUEM HE OTJIHYAIOTCA OT TAKOBBIX B 3KCMEPHMEHTaAX C TPagHI{HOHHOM
METOHUKOMN.

PerucTpayHio H3MepAeMbix E,',, KJIETOK BBLICIIMX PACTEHHHA OCYymecT-

BASIIOT OOBLIUHO HAa JIEHTE caMOoMnuMmymero nNoTeéHUHoOMEeTpa uyepe3d noc-
peacTBo ycuiantens. lpH 3TOM AN NOJyYEeHHA TOUHOCTH H3IMEPEHHSA
Buille 1X BXOAQHOE COMPOTHBJIEHHE YCHIIMTENS JOJKHO MpeBbillaTh COM-
POTHBEHHE MUKPO3NieKTpoAa Goee ueM B 100 pa3 [146)].

BesnurHa namepsieMbix E., B GOJbION MepPe 3aBUCHT OT CTEMNeHH

WYHTHUPOBAHKA MHUKPO3IJIEKTPOAOM TaKMX KJETOUHBIX MEMOpaH, Kax nia3-
MaJIeMMa M TOHOMJACT (CM. pa3dfien 2). CreflyeT TakXke yUHuTbiBaTh, UTO
BOKPYTI"' KOHUHMKa MUKDOJIJIEKTPOLA, JIOKAJIM3OBAHHOI'O B LUIHTOMJIa3Me, NOC-
NeAHAA CO BpeMeHeM crniocofHa ¢opmHpOBaTb CBOEro poda “uexoJ”,
KOTOPHIA Bbi3bBAE€T PE3KOE HIMEHEHHE HIMEpAeMOoTro nmoTeHuHana [112]. K

pe3kHM KoJle6aHH M BEJTMUHHB H3MepsieMoro E,, M Kak CJIEICTBHE BHHYX-

AEHHOMY NMPEKPAMEHHI0 PETHCTPALMH MOTr'YT NMPHBOAUTh H BECbMAa HE3Ha-
UHTEJIbHHE HM3MEHEHHS TMOJIOXEeHHs O0beKTa B MNpeJesiaX 3KCIEepH-
MEHTaNbHON KIOBE€Tbl B YCJIOBUSAX QJIMTEJIbHOT'O OMbITA, HACTYNamlouue,
HarnpuvMmep, B pedysibTaTe AEACTBHUA CBETA (POTOTPOMU3IM). ITO CBHAETEJIb-
CTBYET O TOM, UTO OOBEKT AOJIXEH ObITb AOCTATOUHO XKECTKO PHKCHPOBAH
‘B 3KCMIEPUMEHTAJILHON KIOBETE.

CnefyeT OTMETHTb, U4TO, MOMUMO E.,. C MOMOmBIO MHKPOINEKTPOAHON

TEXHHKH MOTYT OBTb TaAKXE HCCJIELOBaHbl TAKHE 3JIEKTPHUECKHE Xapak-
TEPHUCTHKHA MeMOpaH KJIETOK BbICWAX pAaCTEeHHH, Kak OMHYECKOe€ COMpo-
THBJIEHHE, BOJIbT-aMIlEPHAaNA XapakTepucTuka M Ap. [253,380,381,405). Me-
TOAOM M3TUY-KJASAMII, NOJYUMBIHM G0Jblioe PacnpoCTpaHeHHe B nocie-
AHHME TOLbI, B OMBITAX HA H3OJIHPOBAHHbLIX MPOTOMNJIACTaX H BAKYOJIAAX KJie-
TOK BBICIIHX PACTEHHRA MPH HCNOIIEIQBRHHA MUKPOJJIEKTPOLOB B KaUECTBE
MHWKPOINMPHCOCOK OCYHMECTBJIAETCA aHAaJIH3 MPOBOAMMOCTH OAHHOUHBIX
HOHHbIX KaHa10B [421,613,655]. MoapobHylo HHPOPMaLIHIO O METOAUUYECKHX
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OCOBEHHOCTSAX H3MEPEHHA TMEPEUHCIIEHHBIX 3JIEKTPHUYECKHX XapakTe-
PHCTHK MOXHO HaiTH B pa6oTax, HA KOTOPhLIE Bhille CAEJIaHbi CChiJIKH.

BHexJsieTouHOE@ u3MEpeHHe. TIpUHUMM BHEKJIETOUHOA PErncTpalHH
6MO3TEKTPHUECKON aKTHBHOCTH KJIETOK BbICIIETO PaCTEHHSA B IOKOE OCHO-
BaH Ha CHMIJIACTUUECKON NMPHPOAE 3JIEKTPHUECKON MOJIAPHOCTH JAHHOIO
obnbexTa [88,284). MNMpu 3ToM pazHocTb noTeHunanos AUi2 mexay AByms
TOUYKAMH MOBEPXHOCTH, HanpHMep CTebNsA pacTeHHMA, MOXeT ObiTh ONHUCa-
Ha ypaBHEHHEM

. n : -
AUy, = +1,2(E"‘1 +Ep, )+ AQ, M

n

rae ry — COMpOTHBJIEHHE BHEMHEA CpeAm; I, — COMPOTHBIIEHHE CUMIM-
nacta; E, wE,, — MeMOpaHHbBIE MOTEHUHAJB CUMIIJIACTA B TOUKAX 1 H 2;

A¢ — Bksiafy anonyiacTa B 3JIEKTPUUECKYIO NOJAPHOCTb O8bekTa (06BUHO
He cyumecTBeH). U3 ypaBHeHH# | cieayer, UTO H3MepsSieMasA BHEKJIETOUHO
Pa3HoOCTb MOTEHMAJIOB MO3BOJIAET B TOM WJIH HHOM CTENEHH CYAHTb JIMIb

06 namenennx E,, KNeTOX BHCIEro PaCTeHHS B 30HE OTBEZIEHHS (HANpPH-

Mep, NOA BIHAHHUEM KaKOro-yim6o BO3ZEACTBHMA), HO He O CTALMOHAPHBIX
YPOBHSAX NMOTEHUHANA.

THNHUYHBIM MPHUMEPOM BHEKNETOUYHO PETMCTPHPYEMO#H PA3HOCTH MNoO-
TEHLHAJIOB MOXET CJTYXHTh TaK HadblBa€Mbiit GHOIJIEKTPHUECKHHA TKaHE-
BOR noreHuuan [201], BO3HWKAOWHMA Mex Ay anHkaJbHbM M 0a3aibHbM
KOHLlaMu OTpe3ka cTelJisi BHCIIErO PACTEHHS NPH BOIAEACTBHH HA OAHMH
M3 HHUX (OOBUYHO anHKaJIbHbIA) KakuM-H6o pakTopom. MpH 3TOM nokasa-
TEJIbHO, UTO MCXOLHO Pa3HOCTh MOTEHLHANIOB MEXAY KOHLAMH TaKoro
OTPe3ka OTCYTCTBYET HJIH He NpeBbimaeT 10 MB.

BHeksieTOUHOE OTBEAEHME Pa3HOCTH MOTEHLHAJIOB B MOKOE MOXET
OCYWECTBAATLCA KaK OT OZJHOTO BhICIIErO PACTEHHSA, TAK U OJHOBPEMEHHO
OT UEeJIOR rpymnnbl paCTEHHA (MpHM OAHOM KaHaje MaMepeHun) [269]. B
NMOCJIeAHEM Cydae PErHCTPATOD 3aNHieT YCPEAHEHNOE 3HauUeHHe pa3Ho-
CTH NOTEHLHAJNIOB BCEH HMCMOJIb30BAHHOA COBOKYNHOCTH PacTE€HHH, UTO
BECbMA CYIECTBEHHO AJIA NONYYEHHA CTATHCTHUECKH 3HAYHMOTO pPe3yJib-
TaTa, 0ocCO6EHHO NpH 3KCMpECcC-aHAJHIE.

JAns BHEKJIETOUHOrO OTBEAEHHSA NMPHMEHAIOT Yalle BCErO HEMOJIAPH-
3YIOMHECH MAaKPO3JIEKTPOAN (KaJIOMEJIbHbIE H XJiopcepebpsiHbie). MoryT
HCMOJIb30BATHCH, B YACTHOCTH, BCIOMOraTEJIbHbIE 3JIEKTPOAB, MpeaHa-
3HaueHHbie Ansa pH-meTpHuecknx nmamepeHufl. Ha Takue 3snexTponbl, 3a-
nosHeHHwe HachimeHHbiM pacTtBopoM KCl, HazeBaoT nepexoHbie Haca-
JIKH CO CMOUYEHHbIMH C/lalbiM HOHHBIM PaCTBOPOM (BOAONPOBOAHAA BOAA,
0,1X-upid KCl, nckyccTBeHHas NMpyAoOBaA BOAA M T.4.) QUTHIIbKAMH M3
BaThi, MAPJIH, MEPCTH MK aclecTa. OHM cayxaT AN obecrneueHnsa “Msr-
KOT'0" KOHTAKTA C NOBEPXHOCTLIO PACTEHHUSA, CMaYMBAHHMA 30Hb!I KOHTAKTA U
nipefOTBpaleHHsA HEGNArONPUSATHOrO BO3JEACTBUA Ha KJIETKH PACTEHHA
BBITEKAONIEro M3 3JIEKTPOAOB JIEKTPOJIHTA.



W3mepenne noTeHuanoB noKos
METOROM (PJIyOPECIIEHTHBIX 30HAOB

MomuMo 31eKTPOJOB, HaMepeHue E, y BeiCiHX pacTeHH#A MoxeT ObiTh

OCYIECTBJIEHO B OMBITAX HA BE3UKYJIAX U3OJIMPOBAHHMLIX KJIETOUHBIX MEM-
6paH C MOMOMbIO MOTEHLHAIYYBCTBHTENILHBIX (JIYOPECLEHTHBIX 30HOB.
B uHcnO HauboJsiee YaCTO MCIOJb3YEMBIX C 3TOM LEJbI0 30HAOB BXOASAT
aypamuH 00, AHC, diS-C,-(5) u okcoxon VI[105, 106, 542, 587].

Hamepenue E,, nocpencTBOM CBA3AHHBIX C MEMOpaHHBLIMH BE3UKYJIAMH

30HZOB OCHOBAHO Ha M3MEHEHHH WHTEHCHBHOCTH HX (UIyOpecLeHLHH
NPpH COOTBETCTBYWIIHX HIMEHEHHAX TPAHCMEMOPaHHOrO NOTEHHATIA HITH
€ro BO3HHKHOBEHHH Ha Benkynax. Hanpumep, HHTEHCHBHOCTb dayopec-
LUEeHUHWH OTPHUATEJIbHO 3apsXeHHOro 3oHAa AHC ymesHuuMBaeTcCsa Npu
BO3HHKHOBEHHH Ha BE3WKYJaX MJia3MaTHUYECKHX MembpaH E,, CO 3HakoM
‘nJjioc" BHYTPH (BBIBEPHYTbHi€ Be3WKyJibl), B 3THX xe ycaousx Habmo-
AaeTcsa TymweHHe GNyopecCUEHUHH MNOJIOXKHTENbHO 3aPAXEHHOrO 30HAa
aypamunta 00 [105, 106]. O Benmuune E, B Xo€ TaKHX OMNLITOB CYAAT MO
aMIJIMTyAe M3IMEeHEeHHMHA HMHTEHCHMBHOCTH (ayopecueHuuu 3cHfgoB. [pu
3TOM OTHOCHUTEJIbHLIE €JHHHULB, B KOTOPbIX OGHUHO BLIpAXEHA HHTEHCHB-
HOCTb QJyOpECLEeHLHH, MYTEM KaIHOPOBKH BECbMa HECIIOXHO MEPEBECTH
B MHJIJIMBOJIbTH [180, 542].

CrieqyeT B TO X€& BPEMS YUHTHIBATb, UTO HCMOJIL3OBAHHE MOTEHLHA-

UYBCTBHTENIbHBIX (hyOPECLUEHTHBIX 30HAOB AJSl U3MepeHHs E’ umeeT

onpefiesieHHbie OrpaHHueHHA. Hanpumep, HUHAHHHOBBIE 3CGHAB, B YHCJIO
KoTOpbX BXOAHT diS-C3-(5), 06Hap yXHBAIOT UYBCTBHTEILHOCTh HE TOJIBKO
K TPaHcMeMOpaHHOMY, HO U MOBEPXHOCTHOMY NMOTeHUHany [657], uto 3aT-
PYAHSAET MHTEPNpETAaLHI0 H3MEpPeHHi. TToKka3aHO TakXe, YTO H3MEHEHHE
$JIyOpeCUEHLHH L{HAHHMHOBLIX 30HJOB B OTBET Ha r€HEpPALHI0O TPAHC-
MeMOpaHHOro MOTEHUMANA, MO JaHHBIM OfLITOB C JMNocoMaMu [635),
CHJIBHO 3aBMCHT OT COOTHOMEHHMSN 3oHA/auMnug. HakoHelw, B onbiTax Ha
HHTAKTHBIX KJIETKaX GbiJI0 OOHApYXEHO, YTO LIHAaHHHOBLIE 30HAB MOTYT
CHHXATb BHYTPHKJIETOUHbI#A YypOBeHb AT® H BbI3bIBATb AEMNOJIAPH3IALIHIO
KJIETOUHOH MeMOpaHu. B 3TOW CBA3M OTMEUEHbB MHOIOUHCJIEHHBE pac-

XOXJE€HHU A BEJIHUHH E;, H3IMEPEHHBIX C HCMONb3OBAHHEM COOTBETCTBEHHO

30HZOB H MHKPO3JieKTpoaoB [453].

TakuM 0O0pa3oM, Bbi6Op (JIyOPECLEHTHBIX 30HAOB AJIA H3MEPEHHS
TpaHCMeMOpaHHOM Pa3HOCTH MOTEHLMANOB JOJKEH OCYNECTBIAATBHCA C
yueToM Kak crnelndpHukyd cCaMHX 30HJAOB, Tak H OCOGEHHOCTeH HCceaye-
Moro ofvekTa.



2. QJIEKTPUYECKASI AKTUBHOCTbH
CTPYKTYPHBIX 3JIEMEHTOB
PACTUTEJILHOW KIJIETKHU B ITOKOE

MpucTynas k PACCMOTPEHHI0 BHO3NIEKTPOr€HE32 KJIETOK BhICIIMX pacTe-~
HHIA B MoKoe, cjaefyeT NMpexae BCEro YUHTHBATD, UTO OH HMEET KOMIJIEK-
CHYIO NPHPOAY. ITO CBA3AHO HE TOJILKO C TEM, UTO CYIECTBEHHO pa3yiMya-
I0TCA MEeXaHHW3Mbl (AKTHBHbLIC M NAaCCHBHLIE), JIEXKaAIME B €0 OCHOBE (CM.
pa3zesn 3,4,5), HO H C TEM, UTO PACTHTENbHbIE KAETKH MMEIOT MHOTOUHC-
JIeHHbie MeMOPaHHbIE CTPYKTYPhI, KX Zas H3 KOTOPhIX XaPaKTEPH3YETCH
onpeaeNneHHbIMH 3JIEKTPHUYECKHMMH CBORCTBaMH. [To3TOMyY nepen uccyeno-

BaTeseM, naMep aomHuM E;, KJIeTKH BhICIIEro paCTEHHS, HEH3BEXHO BCTaeT

BONMpoc 00 HHTEPNpETALHH pE3yJibTATOB HM3IMEPEHHS. YUMTHIBAs 3TO,
PaACCMOTPHM 3JIEKTPHUECKYI0 AKTHBHOCTb OTAEJIbHBIX CTPYKTYPHBIX

3JIEMEHTOB KJIETOK BhICIIHX PACTEHHH B NOKOE M €€ BKJIAA B KJIETOUHBIA E,,
B LI€JIOM.

IToreHnan KIeTOYHON CTEHKH

Ponb HapyXHOM CTPYKTYPhI, 'PaHHYamEN C BHEMHEN CpEeAOH, BbINMOJ-
HSE€T Y PACTHTEJbHOM KJIETKH LEJUNONIO3HASI KJETOUHasi CTeHka ¢
aMOp(dHBIM MATPHUKCOM M3 MOJIMMEPHbIX MOJIEKYJI MEKTHHA, HECYIas OT-
pHLaTENIbHBIA MOBEPXHOCTHbI 3apsf okoJio 0,01 aks/M?[44,112). Hannune
3TOro 3apsAfia NpUAAEeT KJIETOUHON CTEHKE OTUETJIMBO BbiPaXEHHbIE Ka-
THOHOOGMEHHbIE CBOWCTBA C MPEUMYIMECTBEHHOR H36UPATETBHOCTHIO K CBSI~
abiBaHHI0 CaZ* [44,277], KOTODLIK HIPAET BAXHYI0 POJib B PEryJISILIHMA NMPO-
HHL{aEMOCTH KJIETOUHOR CTEHKH no oTHomeHHio k K+ u Nat [44].

HamepeHns noTeHHasa KJIETOUHON CTEHKH NMPH NMOCTENEHHOM BBEAE-
HHH MHKDO3JIEKTPOZA BHYTPb KJIETKH, BhiMOJIHEHHbBIE B OCHOBHOM Ha Xa-
POBbIX BOAOpOCsAX [42,44,46], noka3asyH, YTO OH HMEET BEJIMUHHY —40 +
+—70 MB. Y BbICIMX pacCTeHHR ero BeJMYHHA, BO3MOXHO, HECKOJIbKO
HHUXe: —20 + —30 MB [346). 3TH pe3dysibTaThl MOKA3BIBAIOT, UTO KJIETOUHAA
CTeHka cnocofHa BHOCHTb BMOJIHE PeasibHbii BKJIaJ B OOI{YI0 BEJTHUAHY E,'n
PacTHTENbHOM KJIETKHW MPH BBEAEHHM MHUKPOIJIEKTPOAA BHYTPb Hee€.
OaHAKO BEJIMUHMHA 3TOrO BKJIAZJa 3aBHCHUT, CYJS NO BCEMY, OT MJAOTHOCTH
KOHTAKTa KJIETOYHOM CTEHKH C pacloJIOXEHHOH HHXEe ee AOPYro#
KNETOYHOR CTPYKTYpOH — MNNa3MaTHUECKON MeMOpaHOW, WJIM MnJa3Ma-
JieMMO#. UeM 3TOT KOHTAKT MJioTHEe, TeM Bobme OyZieT BKIA KJIETOUHOMH
CTEHKH B H3MEPsEMbIA k1eTOUHBIA Ky, H Hao6opoT [277].

IToreunuan mnasMaaeMMbl

NMnaaMaTHueckas MeMOpaHa — OCHOBHO¥ CTPYKTYPHhit 6apbep, oTAe-
JAOILUA CONEPXKHMOE PACTHTENIbHON KJIETKH OT BHEmHen cpenan. Eciau
KJIETOUHYI0 CTEHKY MOXHO YCJIOBHO PaCCMATPHBATH KakK PbiXJIYl0 "CeTh",
siUeAkH KOTOPOR NPOXOHNMBI AJISA BCEX HEOPTaHHWUYECKHX HOHOB H MHOTHX
DACTBOPEHHBIX BEIECTB, TO MNJa3MaTHUeckasi MeMOpaHa HMeEeT ropasio
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6oJiee CIOXHYI0 M KOMMAKTHYI0 OPraHH3aLMIo, CMEeLHaNbHO NMPHCNOCcob-
JIEHHYI0 [JISl OCYUIECTBJIECHHSI TPAHCMIOPTHOR W pAZA APYTHX (PYHKLUMH.
BCJieACTBHE 3TOrO anpHOPH MOXHO OXHJAAaTb, UTO MOTEHUHKAJ Nna3Ma-
JIeMMbl JOJIXXEH HMeTb BECbMA 3HAUHTEJIbHYIO BEJIHUHHY.

MonbiTKH OCYMECTBHTb BO3MOXHO §0Jiee TOUHYI0 OLLEHKY BEJTHUHHBI
NOTeHLKaJa MJa3MaZieMMbl Y PaCTHTEJIbHBIX OOBEKTOB B JIKTEPATYpE
npeAnpHHUMAJIKCh HEOAHOKPATHO. B UAaCTHOCTH, Ha KPYMHBIX KJIETKax
XapOBbIX BOAOPOC/EH ero BeJIMUMHA, No AaHHbIM JI.H. Bopo6beBa H coas-
TOpOB {42,46], MOXeT ObiTb H3MEPEHA KaK CKauOK MOTEHLHaNa Ha TPaHHLie
KJIETOYHON CTEHKH H LUTOMJa3Mbl NMPH MOCTENEHHOM BBEAEHHH MMKPO-
3JIEKTPOAA BHYTPb KJIeTKH. [loTeHLHan nia3MaieMMbl, H3MEPEHHBIA TaKHM
cnocobom, coctasasieT —80 + —100 MB, YTO 3aMETHO NpeBbLIMAET BEJIHUH -
HY MOTEHLHAJIA KJIETOUHON CTEHKH Y 3THX Xe OGbekToB.

'Y BbICHIMX PacTeHHA NMOZOGHbIE H3MEPEHHUS MOTEHLIHAJA MJia3MaJieMMbl
BBHAY OUE€Hb MaJIbiX pa3MepoOB KJIETOK H COOTBETCTBEHHO uYpe3BblUaHHO
TOHKOTO CJIOS WMTOMNJIa3Mbi MEXAY MJa3MasieMMONA W TOHOMJIACTOM (Ba-
KyOJIApHOW MeMOpaHOW), KpaHe 3aTPyAHeHbl. BCIEACTBHE 3TOTO, UTOOb
nabexaTb rnornagaHus KOHYHWKA BBEAEHHOTO B KJIETKY MUKPO3JIEKTPOAa B
BaKyOJIb H HCKJIIOUHTb TEM CaMbiM BO3MOXHOCTb MOTPEmMHOCTEA NPH H3-
MEpPEHHH MOTEeHLHMANA NJia3MaJieMMBI, HCCJiegoBaTenn npuberaioT K pa3-
JIMYHOTO POZia METOAXUECKMM yXHImpeHHAM. HanpuMep, nogBepraot o0b-
€KT UEHTPH(PYTrHpOBaHHIO H NMPOBOANAT HIMEPEHX S MOTEHLHaNla Nia3ma-
JieMMbl B TOR YaCTH KJIETOK, TAA€ CKOMMJIACh LiMTONnJa3mMa [404]. HHdpopma-
UMI0 O BeJJHUHHE MOTEHLHAJNA MJa3MaJieMMbl MOJYYalOT Takke B XoAe
31eKTPODHIHONOTHUECKHX HCCJIeJOBAHHA Ha HEBAKYOJIH3HPOBAHHBIX (IO
TEM HJIK WHbIM NTPHYHHAM) PACTHTEJIbHBIX KJIETKaxX, HalpUMEpP MOJIOAbIX
KOPHEBBIX BOsIOCKax (36,112].

BesiMunHHA NOTEHLHAJIA MJ1a3MAJIEMMBI Y BbICIIKX PAaCTEHHHA, MO pe3yiib-

TaTaM HCCJIEJOBAHHHA, OKa3biBAa€TCHA BECbMa 3HAUMUTEJIbHOW (OKOJO

—100 MB 1 GoJiee) W, MO CYMECTBY, YUaCTO COBMajaeT C BeJHUYHHAMH E |,

KJIeTOK B LeJsioM [36,112,346,379,404]. CiieqyeT, OqHAKO, YUHUTHIBATb, UTO
TJia3majleMMa TIpH 3TOM DACCMaTPHBAETCA aBTOpPaMH OObIYHO Kak Tak
Ha3biBacMana ToJICTan MemOpaHa [44], T.e. B €AWHCTBE C KJIETOUHOM
CTEHKOM.

B nociyeHee BpeMS NMONYUHJIH MIHPOKOE PaCNpOCTpPaHEHHe HIMEPEHHS
NOTEeHLUHMAJA MJIa3MaJIEMMbl Ha MPOTONJACTaX PACTUTENbHbIX KNETOK [322,
542,554]. OgHakoO, NOCKONbKY TPAHCMOPTHBIE W INIEKTPHUECKHE CBOMCTBA
NPOTOMNJIACTOB, CYAS MO BCEMY, CYHECTBEHHO OTJIMYAIOTCH OT TAKOBBIX Y
HHTAKTHbIX KJIETOK, TOTEHLHaJbl NJ1a3MaJIeMMbl, H3MEPEHHbI€ Ha NMPOTO-
nJjiacTax, XapakTepH3ywTcsi 60JibmOA BapHabesibHOCTbIO 3HAYEHHA B He
OTpaxawT CymecTBa Aea.

ITorennuman ToHomnacra

TOHOMJMACT, Kak MeMGpaHa, OTAENISieT COlIEPXXHMOE BaKYOJNIH (KJIETOY-
HbIA COK) OT LIKTOTJTa3Mbl H SIBJIAETCH CTPYKTYPHBIM 06pa3oBaHHEM, NpH-
CYImMM PACTHTEJIbHBIM KJieTkaM. Er0 noTeHUuas MoxXeT GbiTbh OnpeaesieH

X2K B ONBITaX HA MHMTAKTHEX KNETKAX NYTEeM CDaBHEHHWS BeJMuMH E,, npk
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BBeJEHHH MHKPO3JIEKTPOAa B UMTOMNJA3IMy M BakyoJab [296,346,379,404],
Tak H Ha H30JIHPOBAHHbIX BaKyoJisx [286,346,400,452].

Pe3aynbTaThi 3THX H3MEPEHHNA NMOKa3biBAIOT, YUTO MOTEHLHA TOHOMAACTA
HMeeT 3Hak "mJnoc” (CoAepXHMOe BaKyOJIH 3apSXEHO MOJNIOXHTEJNILHO 1O
OTHOUWIEHHWI0 K UHWTOMNJIa3Me) H COCTaBJIAET, MO AAHHBLIM AJIA H3OJIMPOBaH-
HbIX BakyJsiel, S + 20 MB [286,346,400,452], a no AaHHBLIM AJNA HHTAKTHBIX
KJIeTOK — He MeHee 30 + 40 MB [296,346]. [TonoxHTeNbHMA 3HAK NMOTEHLHA~

Jla TOHOMJACTA [aeT OCHOBAHHA CYHTaTb, uTo E, KJETKH BbiCHETO

pacTeHHSl, H3MEPAEMBIA MOCPEACTBOM BBEAEHHOIO MHKPOIEKTPOZA H
HMEOIHA 3HAK "MHHYC" (COJepXHMOEe KaK L{MHTOMJIa3Mbi, TAK H BaKyOJNH
INEKTPOOTPHUATENLHO MO OTHOIEHHKIO K BHEWHeEN cpefie), 6yaeT TeM Bhi-
e, YeM MeHbille OKaXeTCA BKNaj NMOTEHLHala TOHOMJACTA B €r0 BEJIMUK-

Hy.

IToTeHmman MUTOXOHAPHIA ¥ XJIOPOIMIACTOB

CpeaH KJeTOUHBIX opraHesin C BuicOkoAH(pdepeHUHpOBaHHON cOBCT-
BeHHO# MeMOpaHHOR CHCTeMO# BeAymee MeCTO 6e3 COMHEHHA 3aHHMAIOT
MHTOXOHAPHH M XJIOPOMMNACTbl, C KOTOPbIMH CBSI3aHO OCYHECTBJIEHHE
BaXHEAMMX 3HEPreTHUYECKHX NPOLIECCOB PACTHTENbHON KJieTkH. OfHaKo
€CNIH MHKPO3JIEKTPOAHOE HIMEpPEHHE MOTEHLHAIA ABNAETCA JOCTaTOUHO
CJIOXHOW 3a7jauell yXxe NpH aHaNH3e JIEKTPHUECKHX CBOWCTB MJlaaMasieM=
Mbl B TOHOMJIACTA Yy BLICIHIHX PACTEHHHA, TO MpPH nepexoje Ha cybkieTou-
HbIA YPOBEHb MeTOAHYECKHE TPYAHOCTH CTAHOBATCA MOYTH HEpa3pemu-
MbiMH. B yaCTHOCTH, no cBHAeTenbCTBY B.1. Cxynauesa [247), nonbiTkK
H3MEPHTH NOTEHUHAN MHTOXOHAPHA NMyTeM BBEAECHHS MHKPO3JNIEKTPOZa
0 CHX Mop ocTaTca 6e3yCrnemHsMK. B TO e BpeMs HEKOTOPHM HcCie-
JOBAaTEJIAM YAAJIOCh OCYWECTBHTb H3MEPEHHE TPaHCMeMOPaHHOT O NOTEH-
LHaJsia KPYMHHX XJIOPOMJACTOB PAJA PaCTHTENbHbIX OObEKTOB, Mpexze
Bcero nenepomMuu [33,337,598]. Ero BesHYHHA B OMbITaX Ha WHTAaKTHBIX
KJIeTKaxX (M3MepEeHHas Mo OTHOMEHHIO K LIHTOMJa3Me) K Ha K30NKPOBAHHbBIX
XJIOpOTMJIacTax (H3MepeHHas No OTHOWEHHIO K cpefie) BapbHpyeT oT 10 fo
—60MB.

YTo KacaeTCsi MOTEHLHaNlAa MHTOXOHAPHA y BbICHIMX pPacCTeHHH, TO
H3IBECTHbI €r0 OLIEHKM, CAeJiaHHbie C noMomblo cnekTpodoToMeTpHuec-
Koro Meroga [524). BesmunHa noTeHLMana 3TOA OpPraHeJbl MO TaKHMM
ouLleHKaM BeCbMa 3HaYHKTeJIbHA U cocTaBasieT 120 + 140 MB.

IToTeHIMan APYTHX CTPYKTYPHBIX 3JIEMEHTOB KJIETKH

Cpeay NpoOYHX KJETOUHBIX CTPYKTYP, PeasbHO NpeTEeHAYWIMHX Ha 06-
NagaHHe GHO3NIEKTPHUECKAMH CBOACTBaAMH, MOXET ObITh YITOMAHYTa MEM-
OpaHa sigpa. B YaCTHOCTH, H3BEeCTHBI JaXe MOMbITKA CYAHTb Mo GHo3anek-
TPHUECKHM CBOWCTBaM KJIETOUHOTO AApa O HecneuudHyeckon yCcTonun-
BOCTH pacTeHH# [271]. B TO Xe BpeMsi HHopMaLHA O TpaHCMeMOpaHHOM
NnoTeHuHasle AApa B noJobHbIX paboTax OTCYTCTBYET.
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HWurepnperanysi BAYyTPHKIJIETOUYHbIX U3MEPEHUHA
MOTEHIMANA MTOKOS Y BBICIIMX PACTEHHUM.
Bxnag noreHnuana muaiMaieMMbl

HaJioXeHHbIA Bbiie MaTepHas 08 3JIEKTPHUECKHX CBOACTBAX PaljiMu-
HBIX CTPYKTYP KJIETKH BbICIIEI'O PACTEHHS MOKA3BLIBAET, YTO HIMEPAEMBIA

NOCpeACTBOM BREJECHHOIO MHKPO3JIEKTPOAa KJIETOUHbX E; MoxeT OuiTh

YAOBJIETBOPHTEJIBHO ONHCaH CYMMapHbLIM BKJIAZOM TOTEHLHAJIOB
CIEeAYIUX CTPYKTYPHbIX O0pa3oBaHHM: KJIETOYHOW CTEHKH, Maa3MaieM-
Mbl U TOHOMNACTA. [IpH 3TOM, NOCKOJIbKY KJIETOUHAA CTEHKA H MJia3ManeM-
Ma OOBLIYHO PAaCCMAaTPHBAOTCH Kak eAHWHas "TOJICTas" rJa3MaTHuYECKas
MeMOpaHa, peub MOXeT HATH O BKJIaJl€ JIHIb JBYX OCHOBHBIX CJIATAEMBIX:
NoTeHHaN a NJia3MaJieMMbl, TTOHHMaeMOH Kak "TosicTasi mMeMOpaHa®, W
NMOTeHLMaNia TOHOMJACTa.

Bksag MoTeHLUHANOB MJla3MaJIeMMbi H TOHOMNJIaCTa B E;l KJIECTKH, H3MeE-

pseMbii BBEAEHHBIM MHKPO3IJIEKTPOAOM, B CHJIbHOW CTENeHW ornpe-
REJIAETCS 3NNEKTPHUYECKHM COMPOTHBJIEHHEM KaXJOH M3 3THX MeMOpaH. Y
MHOTrHX BOAOPOCJIEN CONMPOTHBJIEHHE TOHOMJIAaCTa HAaMHOIO HHXe€ COMpo-
THBJIEHHS NJIa3MaJIEMMBbi, H TTO3TOMY HaMepsieMasi TpPaHCMeMOpaHHaA pa3-
HOCTb NMOTEHLIHAJIOB MEXAY BaKyOJiblo H BHemHeN cpeao obycioBiieHa
rIaBHBIM 00pa3oM TNMOTEHUHAJIOM Mia3manemMMmbi [44,112,435]. 1o HeaaB-
Hero BpeMEHH CUMTAJIOCh, YTO TakXke OGCTOUT JE€JIO U Y BHICIIMX PACTEHHH
[112]. OgHakO pe3ynbTaThl HCCHIEQOBaHHA NOCNEAHHUX JIET CBH A€ TENbCTBY-
10T 06 o6paTHOM: CONPOTHBNEHHE TOHOMJACTa Yy BHICIHX pPaCTEHHA
3HAUHTENbHO NPEBLILAET COMPOTHBJIEHHE NJa3MaJieMMbl, H NMOCKOJIbKY
NOTEeHLUHAN TOHOMJIACTA COCTABJIAET HECKOJIbKO JECATKOB MHJINIUBOJILT H
MPOTHBOIOJIOXEH MO 3HaKy NOTEHLHANY Ha NJa3MajieMMme, HIMep eMblA

r
E_ kneTkn MoXeT ObiTb CYMECTBEHHO 3aHHWXEH BKJIQZIOM MOTEHUHaNa

TOHOMJACTA. ITO NOATBEPXAAIOT, HANPHUMED, PE3YNbTaThl HCCNELOBAHHA,
BbIMOJIHEHHbIX HA KJIETKaX NMapeHXHMbl KOJIEONTHIIeA oBca [296]. UaMepeH-

Hbiit E,, KMEN BbICOKHE 3HaueHH s (0koJio —100 MB) B Tex Cyryuasix, KOrga

"MPOKONT" KJIETKH 3NIEKTPOAOM XapaKTEPH3IOBAJNICS HH3IKHM BHYTPEHHHM
COMpOTHBJIEHHEM (2—4 MOM). HanpOoTHB, HH3KHE 3HAUEHHSHA E,, (oxono

—50 MB) OblsIK H3MEPEHDBI NMPH BbLICOKHX BHYTPEHHHX COMPOTHBJIEHHAX
“npoxoya” (Gonee 20 MOM),
OTCioa BBITEKAET, YTO Yy BHICIIMX PaCTEeHHH 3HauMTesbHwe E;, CO-

MOCTaBMMbI€E 10 BEJTHUHHE C NMOTEHLHAJIOM MJ1a3MaJIeMMbl, MOTYT ObIThb 3a-
PEerucTpApoBaHLl B OMLITaX, B KOTOPHX YJA€TCA CBECTH K MHHMMYMY
(WM NMOSHOCTbY HCKJIIOUHTD) BKJIaA NOTeHLHAJa TOHOMJACTa B H3Meps-
embie E,,. Takas CHTyauusi MMeeT MECTO, OUEBHAHO, B ABYX CJyuadx:
KOT 14 3JIeKTPOMA HJIK He NPOHHKAET UepPe3 TOHOMIACT, HITH NMPOHHKAET, HO
DK 3TOM CHJIBHO WYHTHPYET ero. CkasaHHOE MOSICHSIET CXEMA 3KBHBaA-
JIEHTHCH Llernu CONpOTHBJIEHHH B MeMBPaHHOM CHCTEME KIIETKH BbICHIErO
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PHcC. 1. 3KBHBAJIEHTHaR LeNMb COMPOTHBAEHHA B MEMOPAHHOMA CHCTEME PACTHTENBHON KITETKH
MpH BBEAEHHH MHKPO3JIEKTPOAA B BakyOJib [296, 405]

E,"l — MeMmOpaHHbl MOTEHLMAN MOKosl; R, — COMPOTHBJIEHHE TOHOMNACTA; Ry —
COMPOTHBJIEHH € MJIa3MaJIEMMbi; 7 — COMPOTHBJIEHHE MYHTa, BBEAEHHOT'O MHKPO3INIEKTPOAOM

yepes TOHOMNACT; 0 — KOIPGHUHEHT, OTNHYAOMHA COMPOTHBJIEHHE MYHTa Yepe3 MnaiMa-
JleMMY OT COMPOTHBJIEHHS MyHTa Yepe3 TOHOMIACT

PAacTeHHSA MPH BBEAEHHH MHKPO3JIEKTPO/a B BaKyOJib, MpeACTaBieHHast Ha

r
puc.l. EA COOTBETCTBYET YypaBHeHHE A H3mepsieMoro E,, kneTku,
HMelomee BU A

BN =E(—5 )+E, (—2s ) @
" AR P or Ry

rne EL . E, E,, — COOTBETCTBEHHO NMOTEHLIHANBl MOKOS, TOHOIJACTa M
m t “pm

nija3MazemMmbl; R, — CONMpPOTHBJIEHHE TOHOMNACTA; R,, — CONMPOTHB-
JIEHHe TIJIa3MaJieMMbl; r,— COMNMPOTHBJIEHHE MYHTA YTEUKH, BBEAEHHOI'O
MHKpPO3JIEKTPOAOM uepe3 MemOpaHy; O — KO3pPHUHEHT, OTJIHYAWHA
COMNPOTHBJIEHHE WYHTA 4Yepel Mia3MasieMMYy OT COMPOTHBJIEHHA WyHTa
yepes TOHOMIacT [296].

H3 ypaBHeHHSA 2 CJeyeT, uTO B YCJIOBHSIX, KOrJa 3JIeKTPOA He MPOHHU-
KaeT B BaKyoOJib, a JIOKaJIM30BaH B LIUTONJIa3Me, NMePBbii UJIEeH YPaBHEHHS,
COOTBETCTBYIOIQHA BKJIaAy NOTEHUHAJIa TOHOMNJIACTA, CTAHOBHTCSA PaBHbIM

HYyJo, a E; NMOJIHOCTbLIO ONpEeAeJISIIOTCS MOTEHI{HAJIOM Ha rJia3MaJieMMe,

Mpu 3ToM BKJAaJ nOTeHLMaNa Njia3MaJieMMbl Oka3biBaeTca TeM 0oJibile,
yeM GOJiblie COMPOTHBJEHHE IMYHTA YTEUKH, T.€. YEM MeHbiie MOB-
pexaeHne MeMOpatibl 31EKTPOAOM. Ha Haw B3rjisiff, €CTb BCE OCHOBaHHSA
noJsaraTb, 4To Nojo6Has CHTyaUuwWs, KOrfja KOHUHK MHKPO3aJleKTpoaa He
NPOHHKAET B BAKYOJIb KJIETKH BbICIIEro PaCTEHH s, BCTPEeYaeTCA Ha npak-
THKE AOCTATOYHO UACTO BCJIEACTBHE 3HAUNTEJIbHOR 3JTaCTUYUHOCTH TOHO-
nnacral123].

EC/M BCe Xe BBEJEHHBIA B KJIETKY MHKPO3JIEKTPOA INPOHH3bIBAET He

TONbKO NJa3MaJieMMy, HO H TOHOIJIACT, H3MepeHHbi# E,, COTJAcHO

ypaBHeHH!0 2, 6yaeT TeMm §osbie, yeM Gosibiie BeJIMUuMHA KO3PPHUHEHTA O,
OTJIMYAOWEr0 CONPOTHBJIEHKHE MYHTA YEpEd TTa3MalieMMy OT COMPOTHB-
JIEHHWs1 WYHTA Yepe3 TOHOMJIACT. ITO CBSI3AHO C TEM, UTO 3HaUWTeJIbHas
BENIUUMHE G X2DAKTEDUIYET CUTYALMIC, KOrT2 MHKPO3INEXTPOS CHIBHG

IVETHDVET TORJLNACT, RO HS DNaAIMITIEMMY.
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H'rax,EJ,,, KJIETKH BbICIIETO PACTEHHH, H3IMEPEeHHbIH MHKDPOJJIEKTPOAOM,

npejcTaBnsAet co6oA anreSpanueckyl CyMMY NOTEHLMAJIOB MJa3MaJsieM-
Mbl U TOHOMNJACTA. [IPH 3TOM, NMOCKOJIbKY NOTEHLKHAJ TOHOMJIACTA MEHbIIE
MO BEJIHUMHE H MPOTHBOMOJIOXEH MO '3HAKY: MOTEHUHANY NJia3MaieMMbl,

H3MepeHHbIA E,,, MMEONHA 3HaK “MHHYC", BCET1a B TOR WKW HHOW CTENEHH

ornocpejosad NOTEHUHANOM NJadMasieMmbl. Jlosisi NOTeHUWaNia MJiaMa-
JIEMMBbI, IPHXOAAIA ACA Ha H3MePEHHbR E,,, BO3pacTaeT npH yMeHbueHHH

BKJIaZJa TIOTEHLHaJIa TOHONJIACTA ¥ YJaYHOM IYHTHPOBAHHH 3NIEKTPOLAOM
Mj1a3MaTHYECKOA MeMOpaHbI.

3. IOTEHIIUAI ITOKOS KJIETOK BBICIIUX PACTEHUN
KAK CYMMA TH®PY3UOHHON
U METABOJIMYECKOW COCTABJISIOIUX

Bennunna noTeHNMAaNa mOKOs KJIETOK.
‘Bknan nuddy3noraON 1 MeTA60IHIECKON KOMIIOHEHT

CHcTEMATHUYECKOE HCCJleJoBaHKe NpHPpOaAb MeMOBpaHHOTO MOTEHUHANA
MOKOSl HAYaTO CPaBHHTEJILHO JaBHO — OKOJIo 30 neT Ha3ag — W B Hanbo-
Jiee MoJIHOM ofbeMe BHIMOJTHEHO K HACTOSIMEMY BpeMEHH Ha KJIETKaxX XH-

BOTHBIX OGBEKTOB. YCTaHOBNEHO, 4uTo E, KJIETOK >XHBOTHOrO TMpPOMC-

XOXJAEHHS UMEIT BEJIHUHHY —S5S0 + —70 MB [274] ¥ MOryT pacCMaTpH-
BaTbCH Kak ajrefpaHuyeckasi CyMMa MaCCHBHOA W aKTHBHOA KOMITOHEHT
[S505]. MaccHBHas kOoMTIOHeHTa Ep Bo3HukaeT B pedysibFate Auddy3nn Ho-
HOB, npexJe scero K+, uepea nnaamMatHueckyo MeMGpaHy ¥ BHOCHT onpe-

nensiompMit Bksan (Gonee SOX) B ofbuyo Benwuuny E,. AKTHBHas

koMroHeHTa E, ¢QopmupyeTcsi palgesneHHem 3apsijoB npH paboTte
3JIEKTPOreHHOTro Hacoca, GPYHKLHIO KOTOPOro Ha Tujla3MaTHueckoR meMG-
paHe XHBOTHbIX KJIETOK BHIMONHAET rnaBHbiM o6pa3om Nat, Kt-ATdasa.
BennuunHa E',' BapbHpYeT, N0 HEKOTOPbIM OLIEHKaM, OT 1,4 MB y akCOHa
kanbMmapa Loligo 7o 22 MB y HefipoHa Mosutiocka Aplysia [541].

ECTECTBEHHO OXHAATb, UTO HEKOTOpPbIE 00mMe 3aKOHOMEPHOCTH, Kaca-

10IHECA NPHPO b E, y XHBOTHBIX OGHEKTOB, JOJKHbI 6biTh Npucymy U E,,

BLICIHX pacTeHHH. TeM He MeHee YyXe mnepBbie MHKPOINEKTPOAHbiE
H3MEPEHHUS 3JIEKTPHUYECKOH aKTHMBHOCTH HX KJIETOK, BHIMOJNHEHHbE B

Hauase 1960-x rogos [379,425], Noka3asiu, 4TO BejH4YHHA E, y BhiCHMX

pacTeHHA MHoro Gosblle 3apPEerMCTPHPOBAHHON Y XHBOTHBIX OGLEKTOB H
COCTaBRNfi€T, Kak MpaBHJIO, He MeHee — 100MB. Mo-BHAHMOMY, HaHnGoJsiee

BhICOKME E,, NDHCYIMM 3€JIeHbM KJIETKAM JHCTLEB PACTEHHHA, 0COBEHHO

BOAHBIX, B YCJIOBHSX OCBEWEHHS. OHH JOCTHIalOT, HATIPHMED, Y 3TEpHH,
anonew u packv —260 MB [145,170,567,673]. BenmumnHa E;, KJIETOK KOPHS ¥
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crebnsi paCTEHHWA HECKOJIbKO MEHbIIE H BapbHUPYyeT B Npejenax ot —ioo
Ao —200 MB [66,185,371,427,515).

PalsiMuK s B BeJIHuKHe E,, OGHAPYXHBAIOT HE TOJIbKO KJIETKH PA3HbIX Op-

TaHOB, HO TakX€ M HEOAHHAKOBBIX MO (PYHKLHMOHAaNIBHOMY Ha3HaueHH!o
TKaHeA OHOTO M TOro Xe OpraHa BuiCWEro pacTeHHs. HanpuMep, cpen

TkaHeA cTe6s HanGoJiee BuicokHe E |, HMEIOT OBLUHO KJIETKH NMYYKOBOW

napeHXuMbl. [1Is1 THiKBbI OHH [OCTHralT —200 MB, B To BpeMsi Kak BeJIH -
ynHa E|, KIeTOK OCHOBHOM MNMapeHXHMH W 3MHAepMHCa CTeGJISl JIEXHT B

npenenax -130 + -160 MB [185].
BO3HHKaEeT BOMPOC, 3a CyeT 4ero GOPMHPYIOTCA CTONbL 3HAYHTENb-

l-lueE',,l KJeTOK- BhCIHX pacTeHHi? pubaHanTenbHbie pacyetsl Ep, Npo-

BeleHHble Ha OCHOBE CBe4EHHH O THIMHUHOM pacnpezenenun K*, Na* u CI-
MEXAY BHYTPHKJIETOUHBIM COAEPXHMbIM W BHEIHEA CPEeJOA B YCJIIOBHSAX
IKCMEepHMEHTa, [aloT BeJIMUMHY -70 + —90 MB [222, 427, 593]. Orciona

cleyeT, YTO B MOJABJAOMEM GONLUHCTBE CJyyaeB 3HauHTeNbHbie E

KJIETOK BbICHIKX PACTEHHWA MOXHO OOBSICHHTb TOJbKO MOAKJIOUEHHEM K
npoLeccy WX GOPMHPOBAHHSA AKTHBHBLIX MEXaHH3IMOB, NpuueM Bknaa E, B

o6myo BeNHuHHY E,,, faxe NpH CTONb NPHETHIUTENLHOR OLIEHKE, MOXET

cocTaBnaTh fone S0X.
PacnpocTpaHEeHHbIM CIOCOGOM OMnpeaesieHUst peanbHOro Bkjiaja E, n

cooTBeTCTBEHHOE , B E |, ABNAETCA aHAJH3 BeNWUHHM E,, NPH JEACTBHH Ha

KJEeTKY XHMHUECKHX Ar€HTOB, YTHETAWIHX €€ MeTa6o13M. XHMHUECKHMH
areHTaMy, LUPOKO HUCNOJIbAYEMBIMH [JIA 3TON L€JIH B ONbiTax Ha BbICIIKHX
pac_‘reﬂuﬂx, ABNANTCH HHI‘H6HTODH KJIETOUHOro AbiXaHHA — LHAHA[A

€N a3uaN,;) ¥ pasobuuTesn OKHCIHTeNIbHOro M doTodochopu-

JMpoBaHus — KUX®I™ u JH. [InA BuACHEHHA JO3bl areHTa, CocoGHOM
BbI3bIBATh MONHOE NMOJaBNieHHe MeTaboTHYECKON coCTarnsomen Ef,, NnpH-

MEHSI0T, KaK MPaBKJIO, CTYNEHUYATOE NMOBbILIEHHE KOHIIEHTPALIMH areHTa B
Xoze onbita. Jl03y, HAYHHAA C KOTOPOH AasbHelllee NOBLILEHHE KOH-

L{€EHTPaAUHHK areHTa B Cpejje He CKa3biBa€TCA 3aMETHO Ha BEJIHUHHE E:,,, Bbi-

Gupalor B kauectBe palouei [211, 427, 488]. AMNIMTYZa H3MEHEHHH
NoTeHI{Hana MPH BHECEHWK TaKOW JO3bl B CDEAY, OMBIBAICH[VIO KJIETKH, He-

penxo nocturaeT 60—70% E,. (puc. 2). 21a fosis £ |, 3xBHBajs€HTHA BKJa-
7

Ay E,. Bwnag Ep BE ,,, 170 pesysbTaTtaM TakKWX OMNbiTOs, obbiuHO He
npepbiviaeT 403, .

flomur0 HETHEMTOPOB M pazofpmrersied, 3DHEUTHEHBIME CPELCTBAMH
OLUEeHKY EXIIaLia Ep nkps E; Y BBICHIHX DACTEHKA ABJRIOTCH SHOKCHS (3&-
MeHa O,-coaepixauteit cpeam Ha N,i [3iS, 375, 4621 w raytoxkoe ox-
gaxaenve (06puHe Ro 5—2°C) {514, 515, 534]. IPPEKTHEHOCTb 3ITHX
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PHc. 2. Banugnue 3 MM NaNj (1) 1 20 MkM KUX®T (2) Ha E; KJIETOX CTE6NAR ThIKBbI [ 186]

Puc. 3. anaAEp B E; KJIETOK PRJa XHBOTHLX K PACTHTENbHMX O6bLEKTOB

1 — axcoH xasbmapa [368]; 2 — PoTopeuenTop Mopckoro xenyas [472]; 3 — HeRpoH
MoJimocka [S0S); 4 — 3mHAepMHC KOPHSR KyKypyasl [319]; 5 — napequMa THNOKOTHJ R BUTHB
[462]; 6 — nUCT 3repHH [567]

CPeACTB NOATBepXaaeT TOT JakT, UTO AeHCTBHE MHrHGHTOPOB KJIETOU-
Horo Meta6osiuaMa Ha E), Ha §OHe aHOKCHH HJIH rJTy60KOro OXJaXACHH si

OKa3biBAETCH, KaK NMPaBHJIO, HE3AMETHBIM M, CJIEJOBATENbHO E, KNETOK B

3THX YCJIOBHAX COOTBETCTBYET KOMIOHEHTEe, HMeiomeH MaCCHBHYIO MpH-
poay.T.e. Ep.
MepeuncrnenHbie Bbime cnocobu onpeaencHus sknaga E, u Ep B E wy

BBICIIKX PACTEHHA OCHOBaHbI Ha MoJaBaeHHH E,. 3akOHOMEpEH BONpocC o
TOM, BO3MOXHO JIH OCYWECTBHTb NOZOGHOE OMnpefesieHHe MyTeM yrHe-
TeHus Ep. OTBeT Ha 3TOT BONPOC MPEACTABJIAETCA HaM OTPHLATENbHbIM,
NOCKOJIbKY H3MEHHTb BEJIHUMHY NMaCCHBHOA cocTaBasiomeir E, He 3aT-

POHYB TMpPH 3TOM €ro aKTHBHYI0, META6G0OJIHUECKYI0 KOMIIOHEHTY H3-3a €€
BBICOKON JIaGHJIbHOCTH, BECbMa CJI0XHO. [10-BHAWMOMY, JIHIIL B OMBITaX C
HHOHULIMPOBAHHEM KOPHEBBIX KJETOK COM MHKOPH3000pa3yioiquMH BakTe-
pusimu pojaa Rhizobium Gbiio o6HapyXeHo HeBobmoe, Ha 10—15 MB, CHK-

xeHue E,,, He CBA3aHHOE C YMEHDbIIEHHEM BKJajia E,, BeHUHHY KOTOPOro

KOHTPOJIKDOBAJH BOIAEACTBUCHM AHOKCHH {376]. Pe3ybTaTs ZTHX ONbITOB,
OIHAKO, NGIBOJAKT Jinkib TECTHPOBATD HaJikune noTeuuana Ep 8 cocta-
Be E,, ©0 1€ CVAMTD O ero BEJMuKHE.

Mrai, ACcnsosantisl C HWCNGJD3OBAHNEHY METADCNTHUGECOKEX KHMHOU-
TGPOB, AHOKCHY # Fay6oxaro o%wam,uenwa OrPeIeNeHHOCTbIO MOKA3bI-
BAIOT, UTO £, Ki@TOK BBICIUNX D2CTEHMA, TEK IKE KaK # £, WHBOTHBX 00beK-

2. Bate, 1401 17



Ta6anmna 1

BJIMSSHUE NHTUBUTOPOB METABOJIN3MA, AHOKCHH U TJIYBOKOI'O
OXJIAXEHHS HA E:, KJIETOK BBLICLUIMX PACTEHUN

O6bexT BoaseficTane E,, uB E, Xor JmTepatyp-
HuIA
KOHTPO b omuT Em' HCTOUHHK
KopeHn con KLX®T, 0,05 MM -183 -87 S2 [488]
KoneomnTusib LwaHug, 1 MM -119+25 -42+12 66 [427]
okca .
MNOXOTANb AHOKCHSR -111 18,1 -40 63 [462]
BHI'HB
MmcT nmenuus  AHS, 0,1 MM -160+-180 -70+-80 56 [63]
JIMCT Irepuu Unanma, 1vMM  -250118 -70 72 (576l
Nitnbliepas Oxnaxnpenue fo -138119 -40 70 [St4]
TpySKa &
3HOTepH

TOB, BKJIOYAET B Ce6S MaCCHBHYIO H AKTHBHYI0, OMIOCPEI0BaHHYI0 KJIETOU-
HbIM MeTab0JIM3IMOM KOMMOHEHTH. OfHako ecnu Biyax E,B E T Y XH-

BOTHbIX OGbEKTOB CPaBHMTENbHO HEBENWK, TO BeJMUMHa E, y BMCHHX
pacTeHuii HepeAKO 3aMETHO MpeBaJiipyeT Haj BeJHUYHHOM Ep (Tabn. 1).
370 OOGCTOATENBCTBO ABJAECTCH BaXHOA OCOGEHHOCTLIO 3JIEKTPOreHe3a
KJIETOK BLICIIMX PaCTEHHH, OTJIMUaOmeA ero OT 3INIeKTPOreHeda KIEeTOK
MHBOTHBIX 00bEKTOB. CXeMaTHUECKoe H3o0paxeHHe JoNIeBoro yuacTuak,

B hopmupoBaHuH E,,, Mo JaHHBIM AJISl PAAA XHBOTHBIX W PaCTHTEJbHBIX

00beKkTOB, NMPEACTaBJIEHO HA PHC. 3.

Hanuume CTONb CymecTBeHHBIX Pa3nMuMi kak B BesHuHHe E,, Tak u B
uenoM E,, KNETOK XHBOTHBIX W BbICIIHX PACTEHHA MOXeET GbiTh 06YCJIOB-
JIEHO, OYEBHAHO, PAAOM NpHUYKH. OCHOBHASA M3 HHX, HA Ham B3TJIAK, CBA3-
aHa C TeM, YTO XH3HEAEATEJIbHOCTh KJE€TOK PACTHTENbHOIO OPraHHaMa,
HE3aBHCHMO OT HX (PYHKI{HOHAJIbBHOM CMeuHaliM3alliid W PaCroNIOXEHHS,
KaK MpaBHJIO, B ropa3jo GoJibmeA CTeneHH OMnOCpPEeLOBaHA YCJIOBHSAMH
BHEIIHEA CJIefibl, YEM XHIHEAEATEIbHOCTb KJIETOK XXHBOTHOT'O IIPOKCXOX -
[eHUsA. 0TClofa CaeqyeT, UTo PeXHM MPOTEKAHH A KJIETOUHBIX MPOLECCOB
Y PacTEHHH Ha NJIa3MaTHUECKHX MeMOpaHaX Kak eCTeCTBeHHOR rpaHHLe
MEXAY BHYTPHKJIETOUHBIM COAEPXHMbIM H BHEITHEN CPEION JOJDKEH ObiTh
ropa3zio HanpsixeHHee, YeM y GONbIIMHCTBA XXHBOTHbIX 06bekToB. Cyas
MO BCEMY, HMEHHO BbiCOKH# E,, BKIOUAIOMKA 3HAUHTENbHYI0 H Na6HJIbHYIO
KOMIIOHEHTY E,, Cnoco6eH y KJIETOK BHCIWHX PACTEHHA BbIMONHATD GyHK-
LiMA10 Belymero §akropa AJIS NOAAEPXAHHSA TakOro PexHMa, a TaKxe ero
PEryJisiudd P HErOMOTEHHbIX YCJIOBHSIX BHeuwHed cpenbl. MHoOrouwc-
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NeHHble JaHHbie O PoaH E, B OCYMECTBJICHHH MAaCCHBHOTO M aKTHBHOIO

MeMOpaHHOrO TPAHCNOPTAa, B CTaGMJM3allHH MeMOPaHHOA CTPYKTYDHI
H T.A4. TOATBEPXAAIOT 3TO (CM. pasfeJ 8).

BO3HHKAaET BOMPOC, 3a CUET Yero OKa3biBaETCHA BO3MOXHLIM BO3-
HHAKHOBEHHE BbICOKOTO E, Ha NJJa3MaTHYEeCKOH MeMOpaHe KJIETOK BBICIIHX
pacTeHHiA?

CylWeCcTBEHHYIO POJIb 34ECh, TO-BHIHMOMY, HIpaeT To O6CTOATENBLCTRO,
UYTO MPOHHLAEMOCTb MMJAa3MAaTHUECKHX MEMOPaH KJIETOK BHCIIHX PaCTEHHA
aANna noHoB H*, npH ydacTum KOTOpbIX B OCHOBHOM (OPMHPYETCH EP
(306, 652], BeCbMa HM3Ka. 3TO CBOAHMT K MHHHMYMY AMCCHNalmio E, 3a cueT
nocrynjieHua H* B kJIETKy 10 3JIEKTPOXHMHUECKOMY TrpagHeHTy. Y
XHBOTHEIX 00bekTOB, E, koTOpBIX OPMHPYETCS IJIaBHBIM 06pa3oM Ho-
HamMu Na* [S41], BO3MOXHOCTb Tako# IMCCHNALIHK BoJee 3HAUHTEIbHA.

MpeacTaBafAeTCA TakXKe BIMOJHE BEPOSATHLIM, YTO MOIJHOCTb 3JIEKT-
poreHHOro Hacoca, B COBOKYTHOE MNOHSTHE KOTOPOR BXOAST, OUEBHAHO,
CTEXHOMETPHS OCYIECTBJIAEMOrO aKTHBHOIO TPAHCMOPTAa HOHOB, YHUCJIO
paGounx LMKJIOB HAcOCa B €QHHWLY BpeMeHH # TMJOTHOCTb pacrnpe-
AeJIeHn s HACOCHBIX CHCTEM Ha MeMOpaHe, MpeBOCXOAUT Y KJIETOK BHCIIHX
pacTeHH TaKOBYIO Y XHBOTHbIX O0bEKTOB.

TepeyHnCeHHblE BOIMOXHBIE MEXaHH3MbI MOAAEPXAHHS BBICOKOTO E,n,
C/leOBaTeNbHO, Boicokoro K, KeTok BeICHX PacTeHH# B ornpeiesieHHOH

Mepe OTPaxaiot, O4EBHAHO, CTeUHPHUKY OCYIeCTBJIEHHS 3JIEKTPOr€HHOTr O
aKTHBHOI'O TPAHCNOPTAa HOHOB Y PACTHTEJIbHBIX O6beKTOB. CAeRYET yUH-
TbiBaTb, UTO 3Ta CrieliHPHKA KACAETCH BO MHOTOM H HCTOUHHKOB 3HEPTHH,
HeoOxonMMO# st paboThl 31IeKTPOreHHbIX HaCOcoB. Ec/iH y XHBOTHBIX
OCHOBHbIM TOCTABIIMKOM TAKOW 3HEPrHH SIBJISAETCA MHTOXOHZApHaJIbHOE
AblXaHHE, TO Yy BLICIIHX DACTEHHMHA HApAAY C AbIXaHHEM CYIECTBEHHYIO
pOJIb B 3TOM NpoLiecce MOXET UrpaTb GOTOCHMHTES. B 3TOR CBA3H MeTabo-
JIMYECKHHA noTeHlHan E, kJ1eTOk BLICIIMX PACTEHHA HMeeT BoJiee CIIOXHOE,
YeM Yy XHBOTHbIX OGBEKTOB, MPOHUCXOXLEHHE M, Ha Haw B3IrAA], MOXeT
ObITh YCJIOBHO MoOApa3fesieH Ha TEMHOBYIO H (POTOHHAYUHPOBAHHYW
KOMIOHEHTHE,

TeMHOBast MeTabonuyeckass KOMIIOHEHTA
.NIOTEHIIHAJIA HOKOS

TepMHH "TeMHOBasi MeTab0JIMuECKasi KOMMOHEHTA" 03HaYaeT, UToO peub
uaet o E,, BO3HHKHOBEHME KOTOPOTO HE CBA3AHO C JEHCTBHEM OCBEIIEHH S
Ha KJIeTKy. Y kJieTOK HeOTOCHTEIHPYIMX TKAHEMN 3TO (aKTHUECKYU BECh
noTeHudan £,, y KNeTok TkaHe#, CnocobHeix k porocunTesy, — E, B Tem-
HoTe, 6e3 HOTOMHAYLUHPOBAHHON "HACTPOAKH".

- TleHepauns TemHOBOro E, TeCHO CBfi3aHa C MHTOXOH/APHAJIbHBIM [ibl-
XaHHeM. 06 3TOM CBHAETEJIbCTBYIOT pe3yJibTaThl BHITOJHEHHBIX Ha KJE€T-

KaxX 3MHKOTHINA ropoxa ONbiTOB MO BJAHAHKIO IHAHKWAA HA BEJITHUHHY E:l H

aKTHBHOCTb AbiXaHH A, H3IMEDEHHYIO MO noryomeHuio 0,427}, Ipy HU3KKX
HOHIISHTDALMSL UMaHM L2 UMENIZ MECTO MMHOANAR NODDELAuHAA MEKAY
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BENHYKHOR E,, 1 aKTHBHOCTBIO fibixaHHS. KOppensuKBs Hapymasach B 06-
JIACTH BBICOKHX KOHLIEHTPAUMA areHTa, korja E |, BLIXOAWN Ha YypOBEHb

Ep, a akTHBHOCTb AbiXaHHSA NMPOAOJNKaNa CHHXATbCSA, TakMM 06pa3om, Jin-
HEAHO KOPpEeNMpOoBaJsia C aKTHBHOCTBIO JbIXaHHA HMEHHO BEJIHUHHA Me-
TaGOJIHYECKOH KOMIIOHEHTHI E ), KJIETOK 3MUKOTHJIA, ABJISIIOMANACH, 110 Cy-
IECTBY, TEMHOBLIME,,

Hannune koppensiunu Mexay BeJIMUMHOR TEMHOBOTO E, H aKTHBHOCTbIO
AbIXaHUS TIPEANOJNaraeT BO3MOXHOCTb CXOZHOR KOPpEeJNSUMH MeXAY
TeMHOBbM E, ¥ BHYTDHKJIETOUHBIM COAepXaHHeM AT® — OCHOBHbIM
MaKpO3PrHUeCKHM MPOAYKTOM AbixaHHWA. UCClieJOBAHHSA, BbINMOJIHEHHbIE
psazoM aBTOpOB [468, 488, 593] Ha kyieTkax HePOTOCHHTE3IUPYIOIHX TKa-
Helt, MOKa3ajii, UTO KOPpPeNsilus MexXAy YpoBHsMH E, u AT peitcr-

BHTEJIbHO HEpeAKO HabmoJaeTCs H MOXET HMETb OTUETJIHBO BbIPaXXEHHbIRA
JIMHEAHbIA xapakTep (puC. 4). [Ipy 3TOM JIMHEAHOCTb CBOWCTBEHHA
$haKTHUECKH 3aBHCHMOCTH OT AT®-aKTHBHON KOMITOHEH Thi E.

Koppensiuusi TEMHOBOTO Ep C BHYTPHKJIETOUHBbIM cOAEPXaHHEM AT,
YCTaHORBJIEHHast B OMNbiTaX HAa HHTAKTHbIX KJIETKaX, JaeT OCHOBaHuWe
CUHTATb,uTO BOIHHKHOBEHHE E, ABJIAETCA, N0 cymecTBy, ATd-3aBHCHMBIM
NPOLIECCOM, B KOTOPOM AT® BhinoJiksieT GyHKLHMIO CyGCTpaTa 4JS 3N€KT-
pOTeHHbIX HaCOCOB. CJie/[yeT B TO X€ BPEMA 3aMETHTb, UTO ATd-3aBHCH-
Masl reHepalK s pa3HOCTH MOTEHLHAJIOB Ha NJla3MajieMMe — He eHHCTBe-
HHO BO3MOXHBIA Ny Th BO3HHKHOBEHH St TEeMHOBOTO E, TeMHOBOH E, MOXeT
BO3HMKATb TakKXe, MOo-BHAHMMOMY, NpH (yHkUHOHHpoOBaHuHM ITL nuas-
maneMmei (172, 447]. OgHako C ONpPeREeNeHHOCTbI® CYHThb O BEJIHYHHE
Aonu TemHoBoro E,, Bo3HHKalomeH NpH yyacTHH 3T, Ha OCHOBE CymeCT-
BYMOIQUX JaHHBIX MTOKA He NPeACTaBNAETCHA BO3IMOXHbIM.

Hannune koppensiuun MexAy BeNHUYHHOA TeMHOBoro E,, ¢ ogHOA
CTOPOHBI, H YPOBHEM MHTOXOHAPHANLHOT'O AbIXaHHS H COflepXaHus AT®
B KJIETKE — C [IPYTOH, Pa3yMeeTcs, He O3HAYAET, UTO NMPOLECC aKTHBHOR
MOJIApH3ALMHK MJia3MaJieMMbi B TEMHOTE TpeGyeT QJis CBOEro OCYmeCT-
BJIEHHA 3HAUWTEJIbHBIX 3aTpaT 3Hepruu Metabosm3ama. B JeACTBHTENb-
HOCTH TakHe 3aTpaThl MO CYMECTBYIOUMHM OLIEHKAM BeCbMa HEBEJIHKH.

HanpuMep, MoApOGHbIA aHAH3 CBA3H BETHYHHDI £, C MHTOXOH/IPHaJTbHBIM

AbixaHHEM, MPOBEAEHHbIA Ha 3NHAEPMAJIbHBIX KJIETKaX KOPHSA KYKYPY3bl C
HCMOJIb30OBAHHEM TAaKHMX MOAHPHLMPYIOWMX MeTaBoJIM3M BO3AEHCTBHY,
Kak TeMriepaTypa, aHOKCHSA M LHaHKA [319], Moka3an, 4To NpH 22° TONBKO
3,5% 3Hepruu [biXaHHWS PaCXOAYETCA Ha MOJIAPH3ALHKIO TJIa3MaJeMMbI
(E,, =120 MB; E, = 50% E ;). HeyZIMBHTENILHO MOITOMY, UTO B YCJIOBHSAX

NOJIHOro nojaBJieHHsi £, HHrHGHTOPaMKH MeTaboJIH3Ma COXPaHSETCH elmne
AOCTaTOYHO BBICOKHA YPOBEHb aKTHBHOCTHM ABIXaHHS, OLICHHBAEMBIA MO
noryiomeHnio O, (0kosno 70X OT KOHTpoAS) [427), a TakKe BbICOKHA ypoO-
BeHb coziepXanua AT B kneTkax (30—70% oT KOHTpoOsA) {468, 488, 673].
CpaBHHTENbHO HeloJibmHe 3aTpaThl 3HEpruM MeTafossama Ha

nopaepxXaHne BLICOKOTO £, y BbICHIMX PAaCTEHHI, Ha Hau BIrJiag, CBUAE-
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PHc. 4. KoppensiiHsi MeXAy YPOBHSIMH AT® u E; KNIETOK KODHS SAUMEHA (IPH ReACTBHH
NaN3)[593]
Puc. 5 KuuetHxa HaMeneHus E ;. KNETXH JIHCTA 3repHH nNPH JREHCTRHH OCBEMEeHHs

(13,6 Br- M2 1 tMM KCN [567]
CTPENIKAMH ITOKA3AHO BKJIIOUEHHE (T) u s mouenne (1) caera

TEJIbCTBYIOT B MNOJIb3y LEJECOOOPa3HOCTH HMCINOJIb3OBaHHUSI KJIETKOH ee
3JIEKTPHYECKOTrO TpaHCMeMOpPaHHOTO MOTEHIHANa B KaueCTBE OJHOM M3
dopM xOHBEPTHPYEMOHR 3HEPrHH, pacxogyeMoH Mpexje BCcero Ha ocy-
MECTRJIEHHE TAKUX SBJSIOUHUXCS BEKTOPHBIMA MPOLIECCOB, KaK aKTHBHBIA U
NMacCHBHBIA MeMOpaHHBIAl TPAHCMOPT.

doromHgynupoBaHHas METab0NMIECKasi KOMIIOHEHTA
DOTEHIMANAa HOKOS

OTUeT/IMBO BepaXeHHasi (GOTOMHAYLUMPOBaHHas “HajcTpoka”E|

CBOMCTBEHHa 3€JIEHBIM KJIETKaM JINCTbEB BHICIIMX paCTE€HHMH. OHa pa3-
BHBAETCA B TeUEHHE HECKOJIbKHX MHHYT NoOCJie Hayala QEACTBHUSI OCBe-
MEeHHUA U COXPaHSETCA A/IMTEJIbHOE BPEMS, €CJIH YCJIOBMS OCBEIIEHNS He
H3MeHsoTcs [169].

BenMyHHa GOTOHHAYLUHPOBAHHOIO E, KJIETOK IMCTHEB BHICIWUX pacTe-

HHI MOXeET ObTh BeCbMa 3HauuTeNbHa. [0 gaHHBIM gns 3repun [567], E

KJIETOK JIMCTBEB KOTOPOH pocTturaer Ha ceery -250 + 18 mB, oxoJsio
140 MB npuxognTcs Ha QoTomnayumpoBaHHuid E, 40 MB — Ha E, B
TeMHOTe H 70 MB — Ha Ep (puc. 5). B kaeTkax JIMCTheB BHKH BkJajg do-

TOMHAYLIHPOBAaHHOA H TEMHOBOH aKTHBHBIX KOMITOHEHT B E;,, HMeIoNHA

BEJIMUKHY —165 3 20 MB, CoCTaBJISIET COOTBETCTREHHO OKOJIo 95 U 30 MB,
MaCCHMBHOH KommoHeHTH — 40 MB [567]. TakuM ofpazoMm, HOTOWH-
AYyLUHPOBaHHBIA E‘p 3€eJIEeHBIX KJIETOK BpICIIHX PACTEHHUH CNIOCOGEH NMPHHH -
MaTb pelaioilee yuacTHe B HOpMHPOBAHHM METAGOTMUECKOH KOMITOHEH -
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Thi E}, B 11€710M. OJHaKO 3TO XapakTepPHO, MO-BHAMMOMY, TOJILKO AJIS KJie-

TOK aKTHBHO (JOTOCHHTE3IUPYIOMHX TkaHeR. E |, KJIETOK JINCTOBBIX TKaHEH

HHOro QyHKUHAOHAJbHOTO Ha3HauEHHs, HANIPUMEDP MUAEPMHCA CpegHER
XHIKHA HIIA 3aMbIKAOIMKUX KJIETOK YCTbHL, NMOA BJIHAHAEM OCBEIEHHS U3-
MEHSII0TCS BecbMa cnaBo.[64, 349).

BbicTpo ¢doOpMHUpylomasicsi NOJg BJIMSIHHEM OCBEWlEHHST (OTOHHAY-

UMpOBaHas "HaiICTpOiKka" E,, npeanonaraeT CBsi3b 3JIEKTPOreHesa 3eNeHblX

KJIETOK BbICWIMX PACTEHHIH C NPOTEKAHHEM POTOCHHTE3A. ITO YBeAUTENLHO
NOATBEPXAAIOT PEIYJIbTATH HHIHOUTOPHOrO aHa NK3a, TAKHE areHThl, Kak,
Hanpumep, AHYPOH, OsokupylomuA ITL ¢oTocuHTesa B obsacTH
dotocnucremsl II, wnn TeHTOKCHH, MHrHGHPYIOMHNA doTodochopHnrpo-

BaHHe, Bb3bIBAIOT CHHXeHKeE E,, 1O TeMHOBOro ypoBHsi [170, 361, 362, 567).

B kayecTBE HCTOUYHHKOB 3HEPTHH [iJist TeHepauuu QOoTOHHAYLUUPOBaHHOI O
E p MOTYT BBICTYNaTb NPH 3TOM, BEPOSITHO, Kak ATd, Ttak ¥ BOC-
CTaHOBJIEHHbIE MAPHAXHHYKIIEOTHAbE [170, 673].

JHeprus, 3anaceHHasi B MeTabosnTax TEMHOBOM cTaAuK GoToCHHTE3],
MOXeT BpiTb HCMOJIL3OBAHA AJisi paboThl ATD-3aBUCNMBIX IJIEKTPOTEHHbBIX
HAaCOCOB He TOJIbKO B 3€JIEHLIX KJIETKAX, HO H, MO-BHAKMOMY, 6narogaps
AanbHEMY TPAHCIIOPTY aCCHMMJIATOB B KJ€TKax HEHOTOCHHTEIUD YIOUmH X
TkaHe#. TpaHcPoOpMaLUsi 3SHEPTHHA aCCHMHIJISITOB B YHHBEPCAJIbHYIO KOH-
BepTHpyeMyio hopMy, T.e. B AT®, ocymecTBIISIETCS TPH 3TOM, OUEBHHO,
6iarofapst NOAKJIIOUEHHIO KJIETOUHOTO AbiXaHusi. [loka3aHo, B YaCTHOCTH,
UTO OCBEM|EHWE B TEUEHHE 3 U JIMCThEB BBIPAWIEHHBIX B TEMHOTE MPO-
POCTKOB SIUMEHSI MPHBOAHUT K POCTY coAepxaHusi ATd B KOpPHSAX OT

60,11 1,1 10 77,51 4,8 HMOJIb - I! CHIPO# MacChl ¥ yBesMYeHHIO E |, KNETOK

or -123 + 1 go -147 £ 1 MB nipu Ej,, pasHoM npumepHo —70 + 80 MB [593].
3To yBenKyeHue E,, BHOCHT BKJIaJ{ B TEMHOBOH Ep'

4. IPUPOJA ITACCUBHOH COCTABIISIOUIEN
NOTEHUHHUAIIA TTOKOs

TlaccHBHasi KoMmroHeHTa E,, KIeTOK BHICIIMX PAaCTEHWA, TaK Xe Kak W

KJIETOK XHWBOTHBX O0bekTOB, nMeeT AnddYy3MOHHOE NMPOUCXOXKAEHKHE U
BO3HMKAEeT MPH YUaCTHH IJIaBHbIM O6pa3oM HoHoB K*, Na* u CI™, uto cBu-
AeTenbcTBYeT 06 UX YHHUBEPCANLHOA (PH3MOJIOTHUECKOH 3HAUMMOCTH. He
OCTaHaBJIMBasiCb NOAPOGHO Ha OOWMUX CBEJEHHSIX O MEXAHH3ME reHepa-
MK aHddY3MOHHOr O NOTEeHUMaa Ha MemOpaHe, KOTOPHLIE MOXKHO HaitTH B
J1lo60M COBpEMeHHOM yUye(GHOM NOCO6GHUH NO PHU3UOJIOTHH MM GHOdH3HKeE,
paccCMOTPHM OCHOBHbI€ CBHJETENbCTBa POJIM YKa3aHHMIX BhLIIE UOHOB B
BO3HWKHOBEHHH Ep y BbICIIMX paCTEHHA, BKJTIOUASs MNOJYUEHHLIE K HACTOSI-
eMV BDEMEHH ZJaHHbIE O CHCTEMAaX NMaCCHBHOr'O TPAHCNOPTa Yepes MEMG-

PaRy.
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MexaHu3M NacCHBHOW IMPOHULAEMOCTH MeMOpaH
7Sl KOHOB

TTacCHBHbIA TPAHCTIOPT HOHOB Y€EpE3 KJIETOUHLIE MEMOpaHbl HanpaBJieH
B CTOPOHY YMEHbIIEHHM 51 3JIEKTPOXU MH YECKOT'0O NMOTEHLUAJIA 3ITUX HOHOB H,
o CYeCcTBYIOMWM NMPEACTABJIEHHSIM, OCYMECTBJISETCSI B OCHOBHOM uepes
Nnopki B JINMIWQHOM MaTPHKCE NPH YUACTHH NMEPEHOCUHKOB WJIM C NOMOMELIO
KaHanoB (28,95, 231].

[lopsl, NO-BHANMOMY, NPEACTABJISIIOT COGOH CKBO3HbLIE JIMMTONPOTEHHO-
Bble "okolleukn" B MemOpaHe, fHAMeTP KOTOPHX MOXET GbiTh CPaBHH-
TeJIbHO BeJIUK, A0 2 HM [95]. HoHb NpOXoAsT uepe3 nopel, 6YAYyuH pacT-
BOPEHHLIMH B BoA€. [IOMUMO HOHOB O THAPOPHUIIBHBLIM NMOpaM CBOGOJHO
AMpGYHAUPYIOT TakHe HU3IKOMOJIEKYJISIPHbIE COEUHEHH SI, KAK MOUEBHHa,
3TAHOJI, 3ITHUJIEHT JINKOJIb ¥ AP.

[TaCCUBHBIA TPAHCNOPT WOHOB MNPH YUACTHH NMEPEHOCUHUKOB UMEET PSI
yepT, OTJIMUAIWMX €0 0T CBoGOAHON AN DY3uKn uepes noprl. B ux uncio
BXOASIT CNeuHPUUHOCTb, CBsi3aHHasi €O CrOCOOGHOCTbIO NMEPEHOCUHKOB
pa3JituaTh TPaHCNOPTUpyEMbiE MOHB, U HaJiHuHe 3ddexTa HachiEHHUS
cy6CcTpaToOM, KOrjja CKOpoCTh TPaHCNOPTa HOHOB YBEJIMUMWBAETCS C pPOC-
TOM WX KOHUEHTPpaLHu¥ JIMmb JO HEKOTOPOH NpeAe/IbHON BEJIMUHHDI.

Pe3yJsibTaTei HCCNIEJOBAHHHA [Jal0T OCHOBAHWSI CUMTATh, UTO Y BBHICIIKMX
PacTeHHWA TNPH YYaCTHH MNEPEHOCUWKOB OCYIECTBJISIIOTCS TNPOLECCHI
K*/H*-, Na*/H*-, Ca?*/nH*-anTunopra u H*/Cl-cumMnopra Ha niasmaTtu-
YeCKkON u BakyoJIsipHOH MemGpaHax [10, 318, 384, 397, 455, 497, 652].
MPEANPUHUMAIOTCS! NEPBLIE MOMBITKA MO COJMOOHJIN3ALKN H PEKOHCT-
PYKLIMM HOHHBIX MEPEHOCUMKOB B JIMOCOMaX. B UacTHOCTH, yAanocek pe-
KOHCTDYHPOBaTh B aKTUBHOI opmMe BakyossipHeit H*/Ca?*-anTunoprep
[620]. )

KaHaJibl, CyAsi MO BCEMY, SIBJISIIOTCS HauboJiee COBEPHEHHBIMH CTPYK-
TYpPHbIMHU O0pa3OBaHHUSIMHA KJIETOUHBIX MeMOpaH, NpegHa3HaueHHbIMHU 4Jisl
OCYHIECTBJIEHUSI MACCHBHOI'O TpaHCNopTa MOHOB [614, 655]. OHU cdhopmu-
POBaHbl MPOHM3LIBaIOHMY MeMOpaHy GENKOBLIMH MaKPOMOJIEKYJIAMH M
OCYIECTBJISIIOT CEJIEKTHBHBIA TPAHCIIOPT TEX WAW HHBIX HOHOB. CKOPOCTH
CeNIeKTUBHOI'O TPAaHCMOPTa MOHOB MO KaHaJlaM, HAXOASIIUUMCSI B OTKPLI-
TOM COCTOSIHHHM, OueHb Bhicoka — 108 ¢!, uto Ha 3—4 nopsiAka npesbi-
uwaeT, HanpUuMep, CKOPOCTbL HOHHOTO TPAHCIOPTa C YYaCTHEM NePeHOoC-
4yukoB [613]. CeNIeKTUBHOCTb MO OTHOWEHHI0 K HOHaM OBeCreunBaeTCsi B
KaHane cneydasbHOH 30HOH — QHUNBTPOM, rae UMeEET MECTO CHJIbHOE
INEKTPOCTATHUECKOE B3AUMOAEACTBHE HOHA C 3aPAXKEHHbIMM TDYNIaMH
CTEHOK KaHaJjia. B (OpMHUPOBaAHMH CEJIeKTHBHOIO (MAbTPa KaHaJioB
NPHHHKMaIOT BaxHoe yuactue, no-sugumMomy, COO- u NH,-rpynnst 6esikoB
[40, 95).

HayyeHHe HOHHBIX KaHAJIOB B HACTOSNEE BPEMSI NPOBOASIT C MOMOIIibIO
METOZOB M3TY-KJSIMII, PEKOHCTPYKLIMH KaHAaJIOB H WHrHOUTOPHOrO aHa-
nK3a [20, 83, 110, 144, 192, 418, 420, 421, 613, 655]. Noxa3aHO, YTO HOHHbIE
KaHaJbl KJIETOUHBX MeMOpaH OTJIMUaloTcsi GosbiinM pa3HoobpasneM. 3To
CB$13aHO, C OJHOH CTOPOHBI, C UX CrEeYHPHUHOCTBIO IO OTHOWEHHIO K TOMY
WJIH MHOMY HWOHY. B 4aCTHOCTH, B TNJia3MaJieMMe PACTHTENbHBIX KJIETOK
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Thi E,, B 11€J10M. OZJHAKO 3TO XapaKTEPHO, NO-BHAHMOMY, TOJIbKO AJIsI KJI€-

TOK aKTHBHO (JOTOCHHTE3IUPYIOUMX TKaHed. E,, KJIIETOK JIKCTOBBIX TKaHeM

HHOTO QYHKLMOHAJIbBHOTO Ha3HaueHWsl, HAIDUMED 3MUAepPMHCa CpegHEN
XHJIKA MJIH 3aMBIKAIOMHX KJIETOK YCThHL, MO BJIHAHHEM OCBEIEHHS H3-
MEHSI0TCS BeCbMa cna60.[64, 349].

BHICTPO (QOpPMHPYIOMAsICSi TOA BJHSIHKEM OCBEWlEHHS] (QOTOHHAY-

uMpoBaHas "HaJICTpo#ika” E,, npeanosiaraeT CBsi3b 3JIeKTPOreHe3a 3eJieHbIX

KJIETOK BbICWIMX PACTEHHA C NPOTEKaHHEM POTOCHHTE3A. ITO YOEAHTENIBHO
NMOATBEPXAAT Pe3yJibTaThl HHTHOGHTOPHOIO aHaNKH3a. TakHe areHTHl, Kak,
Hanpumep, AHYPOH, Onokupyromui 3T ¢orocuHTE3a B 06JacTH
toTocHcTeMb II, WiIH TEHTOKCHH, HHTHOHpYOMKHA hoTodochopHMpo-

BaHHe, BhI3bIBAIOT CHHXEHHE E,, 10 TeMHOBOro ypoBHs [170, 361, 362, 567].

B KkaueCTBE€ HCTOUHHKOB 3HEPTHH [UIs TeHepallMK GOTOHHAYLIHPOBAHHOIO
E, moryt BmiCTynaTb NpPH 3TOM, BEPOSITHO, Kak AT®, Tak H BOC-
CTaHOBJIEHHbIE MUPUAHHHYKJIEOTUAB [170, 673].

JHepru s, 3araceHHasi B MeTa6OJIMTaX TEMHOBOW CTaAiMH (POTOCHHTE3A,
MOXET ObiTh HCMOJIL30BaHa AN Pa6oThl AT -3aBUCHMbIX 3JIEKTPOTEHHLIX
HaCOCOB HE TOJIbKO B 3eJIEHLX KJIETKAX, HO MU, MO-BHAUMOMY, Brarogaps
AaJyibHEMY TPaHCMOPTY aCCHMHJISITOB B KJIETKaX HeGOTOCHHTEINPYIOMHX
TkaHed. TpaHchOpMaLMsi 3JHEPTHHM ACCHMHJIISITOB B YHUBEPCAJIbHYIO KOH -
BEPTHPYEMYIO dopMy, T.e. B AT, OCYIIECTBIISIETCS NPH 3TOM, OUEBHAHO,
6narogapsi NOAKJIOUEHHUIO KJIETOUHOTO AbiXaHHs1. [foka3aHO, B UaCTHOCTH,
UTO OCBEM[EHHE B TEUEHHWE 3 U JIMCTbEB BHIPAMIEHHLIX B TEMHOTE Mpo-
POCTKOB SIUMEHSI MPUBOAHUT K POCTY coAepxXaHHsi AT®P B KODHSIX OT

60,1+ 1,1 10 77.5% 4,8 HMOJb - ! ChIpO# MacChl ¥ yBesmueHHio E |, kneTtok

ot -123 + 1 o ~147 £ 1 MB npu Ep, paBHom npumepHo -70 + 80 mB [593].
370 yBesinueHue E,, BHOCHT BKJiajl B TEMHOBOH E,,

4. IPUPOJIA TTIACCUBHOW COCTABJISIOIEN
IMOTEHHHUAIIA TIOKOA

TlaccuBHas KOMNOHeHTa E,, KIE€TOK BBHICIMX PACTEHMA, TaK Xe Kak M

KJIETOK XHBOTHBIX O0bexTOB, MeeT AU Yy3HOHHOE NMPOHUCXOXKAEHHE H
BO3HHKaeT MPH YUaCTHY rnaBHbIM o6pa3om woHoB K*, Na* u CI°, uro cu-
AETENLCTBYET 00 HX YHMBEPCANBLHOA PHUIHONOTHUECKOA 3HAUMMOCTH. He
OCTaHaBJIHRASICb NOAPOGHO Ha OOIWMX CBEJEHUSIX O MEXAHH3Me reHepa-
U AMddy3MOHHOr O NOTEHIMANA Ha MeMOpaHe, KOTOPbIE MOXKHO HANTH B
Jo6OM COBPEMEHHOM YUeGHOM NMOCOOHUM MO GHUIHOJIOTHH WK CHODHN3HKE,
pPacCMOTPHM OCHOBHBIE CBHJAETEJILCTBA POJIN YyKa3aHHbIX BbiIl€ HOHOB B
BO3HWKXHOBEHHMH Ep y BBICIIMX pacTEHHI, BKJIIOUas MONYYEHHBIE K HACTOSI -
WeMY BPEMEHH ZJaHHBIE O CUCTEMAX NAaCCHBHOI'O TPAHCNOPTA YeDPE3 MEMG-
PAHY.
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MexaHu3M NACCHBHOW IPOHUIAEMOCTH MeMOpaH
JUISi HIOHOB

[TacCHBHLIA TPAHCIIOPT HOHOB UEPE3 KNETOUHbIE MeMOPaHbl HanpaBJieH
B CTOPOHY YMEHbUIEHHSI 3JIEKTPOXHMHUECKOT'O MOoTEHIMaJIa 3STUX HOHOB M,
Mo CymeCTBYIOUHAM NPEACTABAEHHSIM, OCYIECTBISETCS B OCHOBHOM uepes
NOPph! B JINMTWJHOM MATPHUKCE NMPH YUACTHH NEPEHOCUHUKOB UJITH C MOMObIO
KaHaJoB (28,95, 231].

Topul, MO-BHAUMOMY, NMPEACTABJISIOT COGON CKBO3HMI€ JIMMONPOTEHHO-
Bbie “OkoweukH" B MemOpaHe, JHAMETP KOTOPbIX MOXET GbiTh CPaBHH-
TEeNbHO BeJIMK, JO 2 HM [95]. HoHbl MPOXOAST uepes nophl, 6YAyuHn pacr-
BOpPEHHBLIMH B BoAg€e. [IOMMMO HOHOB NO TMAPOPHILHBM MOpPaM CBOGOLHO
AnddYyHOUPYIOT TaKHe HU3KOMOJIEKYJISIPHbIE COEAUHEHH S, KAK MOYEBHHA,
3TAHOJI, 3TUJIEHT JINKOJIb U AP.

MMacCCHBHLIA TPAHCNOPT HOHOB NPH YUACTHHW NMEPEHOCUHKOB UMEET PAL
yepT, OTJIHUAIEMX €ro OoT CBOGOAHOA AndPY3HH uepes nopel. B ux uncno
BXOAST CreuH(UUHOCTb, CBSI3aHHasi CO CMOCOOGHOCTbI0O MEPEHOCUHKOB
pa3jiMyaTh TPAHCIOPTHPYEMbIE HOHB, W Hanuuue 3ddexTa HaChIMEHHN
Cy6CTpaTOM, KOTJa CKOpOCTb TPAaHCNOPTa HOHOB YBEJIMUHWBAETCSI C POC-
TOM WX KOHLEHTPALIMH JIHIWb JO HEKOTOPOH NpeAeNbHON BEJTMUHHBI.

Pe3ynbTaThl HCCNIEQOBAHWA JAalOT OCHOBAHWUS CUMTATh, UTO Yy BBICIIKX
pacTeEHHHA 1Ip¥ Y4aCTHH MNEPEHOCUHMKOB OCYIECTBIAITCHA INPOLECCHI
K*/H*-, Na*/H*-, Ca?*/nH*-anTunopra n H*/Cl-cumniopTa Ha nyia3maTu-
uyeckOH W BakyOJISIpHOH MemOGpaHax [10, 318, 384, 397, 455, 497, 652].
MpeANPUHHUMAIOTCH NEPBbLIE NOMBITKM TNO comqﬁunusauuu H PEKOHCT-
PYKLIWH HOHHBIX NEPEHOCUHKOB B JIAMOCOMaX. B YaCTHOCTH, YAANOCh pe-
KOHCTPYHPOBaTh B aKkTUBHON (opMe Bakyonspubit H*/CaZt-anTunoprep
[620]. '

KaHasbl, Cyasi MO BCEMY, SIBJISIIOTCA HaKHboJiee COBEPWEHHBIMK CTPYyK-
TYpHbLIMHA O6pPa3OBaAHKHSIMHA KJIE€TOUHBIX MeMOPaH, NpegHa3HaAUEHHbBIMHU OIS
OCYIECTBJIEHHSI MAaCCUBHOrO TpaHCNopTa HOHOB [614, 655]. OHn chopmu-
pOBaHbi NMPOHH3bLIBAIOWHMH MeMOpaHy GesikOBLIMH MaKpPOMOJIEKYJIAMH M
OCYIECTBJISIIOT CEJIEKTHBHLIA TPAHCNIOPT TEX MJIK HHBIX HOHOB. CKOPOCTH
CENEKTHBHOI'0 TPAHCNOPTAa HOHOB IO KaHaJNiaM, HaAXOQSAUMMCS B OTKPbI-
TOM COCTOSIHUM, OUeHb Bhicoka — 108 ¢!, yTo Ha 3—4 MopsjKa NPeBbI-
WaeT, HanpUMep, CKOPOCTb HOHHOI'O TPAHCIIOPTA C yUAaCTHEM IepeHoC-
uHKOB [613]. CENEKTHBHOCTb MO OTHOWEHHIO K HOHaM O0ECEUHBaEeTCsi B
KaHaJye crneuuajbHOH 30HOH — (QUIBTPOM, A€ UMEET MECTO CHJIbHOE
3NEKTPOCTATHUECKOE B3aAWMOJENCTBHE HOHA C 3aAPSHKEHHBIMM TPYIMNaMH
CTEeHOX KaHasa. B t{opMuUpoBaHMM CeJIeKTUBHOro ¢unbTpa KaHaJIOB
MPUHHUMAIOT BaXHOe yuacTue, no-suaumomy, COO- u NH,-rpynnst 6€J1k0B
(40, 95].

HayudeHHEe HOHHbBIX KaHAJIOB B HACTOSIEE BPpEMS NPOBOAST C NOMOILbIO
METOAOB M3TU-KJISIMI, PEKOHCTPYKLIMN KAaHAJIOB U WHrHOUTOPHOrO aHa-
nH3a (20, 83, 110, 144, 192, 418, 420, 421, 613, 655]. [loka3aHO, UTO HOHHbIE
KaHaJbl KNIETOUHBIX MEMOPAH OTJIMUAITCSI 6OJIbWKM pa3Hoobpa3neMm. 3To
CB$S13aHO, C OJJHOH CTOPOHBHI, C HX CNEHPUUHOCTBIO IO OTHOWEHHKI0 K TOMY
WJIA HHOMY HOHY. B YaCTHOCTH, B MJia3Mafi€EMME PACTUTENbHBIX KJIETOK
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noKa3aHO HanuWuue KaJIMeBniX [4, 250, 308, 420, 433, 439, 522, 615, 619],
KaJbiHeBbIX [22, 83, 84, 85, 495] n xnopHbIX [22, 110, 420, 461, 495, 615] ka-
HanoB. C APYrOoA CTOPOHbI, KaHanibi, cneuH@uruHbie K ONpefesIEHHOMY
HOHY, CroCOGHbl pa3sMuaTthCsi MeXAy coBof nmo psify CTPYKTYPHBIX H
dyHKLMOHaNBHBIX Oco6eHHOCTER. HanpuMep, B 063ope [614], nocBsimeH-
HOM BOMPOCY 0 MHOrOO6pPa3uy MOHHBIX KAHAJIOB, BAENSIOTCS 7 NOAKJAC-
coB K*-kaHanoB, 3 U3 KOTOpPLIX HaRQEHL Y PacTEHHN. ITO: 1) K*-kaHansl,
KOTOpbI€ OTKPHBAIOTCS BCJIER 3a AENOJISIpHU3ALIHEN U CMTOHTAHHO HE WHaK-
THBHpYIOTCSH; 2) K*-KkaHasbl, OTKPLIBAOMHECS C 3aJ1€PXKKOH, HO MELJIEHHO
HHakTHUBHUpYwomHecsi, U 3) K*-kaHaJibl, akTUBHPYEMBIE BHYTPHKIIETOUHBIM
Ca?* u Ha3biBaeMble Ca?*-akTHBHpYeMbiMH K*-kananamu.

B UMC/IO OCHOBHBIX XapaKTEPUCTHUECKUX MapaMETPOB MOHHBLIX, KaHa-
JIOB BXOASIT WX MPOBOJAUMOCTb, NJIOTHOCTb pacnpedesieHnsi Ha MemGpaHe
M OCOGEHHOCTH aKTHBALIHH.

ITo faHHBIM, MOJIYUEHHbIM C MOMOIIbI0 METOLA MA3TU-KJISIMI, NPOBOLH -
MOCTb OHHOUHBX K*-CeNnekTHBHBIX KaHAIOB MNJa3MaJIEMMBI BLICIIBX pac-
TEHHHW NEXUT B AWana3oHe oT 3,3 go 40 nCm [439, 522, 615, 619], a nyoT-
HOCTb pacnpefleJIEeHUs cOCTaBasieT | kaHas Ha 15 MkMZ [619]. AHaro-
THUHbi€ JaHHLIE, MOJIYyYEHHbIE Ha NPOTONJACTaX XapoBbX BOgOpocHreH (4,
433), CBHUAETENBCTBYIOT O BO3MOXHOCTH eme 60Jsiee NAOTHOIO pacrnpege-
neHns K*-kaHaJioB Ha nyasamMaTHYeCckon MeMOGpaHe PACTHTEJIBHOr O NPOHC-
XOXAEHHU ST — 1 xaHaJ Ha 1 —10 MKMZ.

MpoBoanmocTb Cl--kaHaNlOB NMJa3MazieMMBbl BBICIIHX pacTEHHH GoJblie,
ueM npoBOoAXUMOCTb K*-KkaHanoB, U COCTaBJSIET, HANPUMEP, Y JIAaCTOBHSI
[615] okono 100 nCM. CxoQHYI0 MO BEJIMYKHHE MPOBOAUMOCTH (65 nCm)
nmewT Cl--kaHaJiel THJIaKOHWIHBIX MEMOD aH rnenepomun [618).

AKTHBaLIH i WOHHBIX KaHaJIOB HEPEAKO O6HAD yXHBAET OTUETJIMBYIO MO~
TEHUHAI3aBUCUMOCTb. ITa OCOBEHHOCTb NPHCYma MHOIHM HMAEHTHDHLIA-
POBaHHBIM B NOCJeJHEE BPEMSI KATHOH- U AHHOHCENEKTHBHBIM KaHaJlaM
nJjiaaMayieMMbi, TOHOIMNJIACTa, THNAKOHAOB BHICHIHX H HH3WKX pacTeHHUn (22,
418, 420, 421, 500, 613, 618, 655]. XapaxkTep mNOTeHLHaN3aBHCHMOCTH
HOHHbIX KAaHAJIOB BeCbMa pa3JiiyeH. B UaCTHOCTH, KaK MOKa3aHO ele B
1981 r. B onbiTax Ha KJIeTKaX HUTeJUb [250], K*-kaHanb mNJa3MasieMMbl
MOryT GbiTb MOADPA3Zi€/ieHb Ha aKTMBMpYEMbie AenoJisipuaauuent (Ji-ka-
HaJibl) H aKTHBUPYEMbie TUNeprioasipu3aiHen (M-kaHanu). CXoaHbA deHo-
MEH B XapakTepe NOTEHHAJI3aBHCUMOCTH K*-kaHaJ10B nJyia3mMasiemMmpi BbiC-
WX PACTEHHM OblyT MPOAEMOHCTPHPOBAH Ha NMPUMePE MOTOPHBIX KJIETOK
caMaHa [523]. BeposiTHOCTb nepexoja B OTKpLToe cocTosiHhe K*-kaHanoB
3TOro 06beKTa, aKTHBHDPYEMBIX THIEPIOJISPU3ALUUEN, YBEJIHUHBAJACh C
H3MeHEeHHEeM MOTEH1HaNla Ha MeMbGpaHe oT —70 go —180 MB. HanpoTtws,
K*-kaHanbl, akTHBHPYEMbIE€ AEMNOJISPH3aAUUEN, OTKPbLIBAJIUCh C 6OJIbWERH
BEpPOSATHOCTBIO NPH MOTEHUHaNaX, 60JIe€ NMOJIOXHATENBHBIX, UeM —50 MB.
KOHCTaHT4 BpeMeHH aKTMBAaLHK KaH2/i0B OGOMX THIMOB COCTAaBAsJIA HEC-
KOJNIbKO CEeKYR/JI, BDEMS$I XHU3HM B OTKPbITOM COCTOSIHMK ~—— HECKOJIbKO
MHRYT,

NoTenuMaNasKcruman akTupalns Ca2t-kaHaJloB NJIA3MalieMMbl KOHTPO-
JIMPYeTCHA BHYTDHKJIETOYKOV KOHUEHTpAaUHWeHh uAMS {22, 84]. B croio
ouepen, HoHs! C22Y, HAXOogAWMeCs B UKMTOMNMNA3ME ¥ NOCTYNAWIKE B Hee
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K3 BHEUIHEN Cpefibl UJIW BAKYOJIH, ABJISIIOTCSI HapSIfY C MOTEHLHAJIOM aKTH-
BaTOPaMH HOHHLIX KaHaNOB IJla3MaZieMMbl M TOHOIUIAcTa [22, 419]. Tpwu
3TOM 3aBHCHMOCTb aKTHBAUWH KaHAJNOB OT KOHUEHTpauuHd noHos Ca’* s
LWTOMJIa3Me N NOTEeHHaNla Ha MeMOpaHe MOXET MPOSIBJIATLCH OAHOBpE-
MeHHO. Hanpumep, B onbiTax I"'H. BepecToBckoro u coaBTopoB [22] Ha xa-
POBOHA BOAOPOCJIH HATENJIONCHC MOKa3aHo, UTO Ha paHHEHA CTaZIHK Pa3BH-
st Ca?*-HHAYLIHPOBAHHOT O XNIOpHOTO Toka Cl--KaHaJbl OGHAP XM BRIOT H
NOTEHUHAN3ABUCHMOCTb — aKTHBHPYIOTCS B OTBET Ha JEMNOJISIDH3ALIHIO.

[lBa Tuna Ca?*-aKTHBHPYEMBIX NMOTEHIHAJI3aBH CHMBIX HOHHBIX KaHAJIOB,
OnocpeAyIHX NOTOKH KATHOHOB M aHKOHOB Uepe3 ToOHoNJacT, GbiJiH 06-
HapyxeHbl FegpuxomM 1 Heepom [419]. OauMH THN KaHaJIOB aKTHBHPOBAJICS
NoBhIIEHHEM LHTONMa3MaTHueckoro Ca?* (Gosiee 0,3 MKM) npH oTpHLa-
TEJIbHBIX K CJIa6O MOJIOXHTEJNIbHLX 3HAUEHHSIX NTOTEHLHaJ1a Ha MeMmbGpaHe.
KHHEeTHKa akTHMBAallHM KaHaJIOB 3TOrO THNa Obisia MEONIEHHOH (KaHaJibl
MEJIEHHOT'O BaKyOJISIPHOTO THna). JIpyrue kaHaJlbl akTHBHPOBAJIUCb CHH-
MEHWEM KOHIEHTpauMH LUuTOoIMIa3MaTHueckoro Ca?t (meHee 0,3 MkM) kak
MPH OTPHLIATENIbHBIX, TaK U NMPHU MOJIOXHUTEJIBHBIX 3HAUEHHSAX NOTEHLKaa
H MMeJTH GbhiCTPYI0 KWHETHKY aKTUBALIUK (KaHaJibi GICTPOTO BaKyOJISIPHOTO
THMa). ‘

NMOABOASI HTOT H3JIOXEHHOMY BHILE O TPAHCMIOPTHLIX cHCTeMax, obec-
MEUMBAIOMHUX MACCHBHBLIA NMEPEHOC HOHOB YEPE3 KJIETOUHHE MEMOpPaHbI,
creqyeT OTMETUTh UX BoJsiboe MHOT006pa3ne, CBSI3aHHOE, B YACTHOCTH, C
BBICOKHM ypOBHeM AWddepeHUHalluH Jaxe CPEIH CHCTEM OJHOTO THMa.
Ha Haw B3rnsifg, 61arogapsi 3ToMy o6CTOATENLCTBY MaCCUBHbLIA TPaHCIIOPT
VIOHOB SIBJISIETCA B HEMAJIOH CTeneHu ropasgo 0oJiee YHHBEPCAJIbHbIM,
YyeM TPaHCNOPT aKTUBHBIA, U MEHEE 3aBUCHT OT YCJIOBHH, B KOTOPbIX OH
OCYUECTBJISIETCS.

Pone K* B BO3HMKHOBEHUH U PY3UOHHOTO MOTCHUMATA

3aBucuMOCTh AHPPYIMHOHHOIO MNOTEHIHAaNa OT KOHUEHTpa-
uun K* B cpege. lMo-BHAMMOMY, pelliawoijHM NnoOKa3aTeJsieM BaXHOCTH K*
B BO3HHKHOBEHHMHY E [, KNIETOK BLICHIMX PACTEHMA SIBJISIETCS] HAJTHUXE OTUET-

nHBO BEIpaXeHHOM K*-3aBucumocTn E ,, B yerosnsix, koraa sknan Ep s E,,

NpeHe6P ek uMO MaJT HITH OTCYTCTBYET (HAaNTPUMED, BCJIEJCTBHE BHECEHH S B
OMBIBa10MY10 KJIETKH CPEeqy HHTHOUTOPOB MeTabonk3Ma) [243, 347, 348, 361,
464, 473, 542, 593, 664). Jta 3aBMCHMOCTb OJiM3Ka K JIMHEAHOW B
JOCTaTOYHO WHPOKOM JHamna3oHe kOHUEHTpauu# K* B cpege (oT ~ 3 fo
100 MM) K Jsiuib NpH 60Jiee HUAKHX KOHLIEHTPALIMSIX 3TOTO MOHa (MeHee
3 MM) npeTeprieBaeT 3aMETHbie OTKJIOHEHUSI OT JINHEHHOIO XapakTepa
(puc. 6). [fToka3laTesIbHO TaKXe, UTO AETOJISIPH3ALIM S KJIETOUHOHR MeMOpaHbl
npu 10-KpaTHOM YBEJIMUEHHWH KOHLIEHTpauMH K™ kax npaBuno, 3Hauu-
TeJIbHa U BapbHpyeT B npegenax oT 30 go SS mB [243, 347, 348, 361, 425,
464, 473, 542, 593]. B nocsieaHeM Cryuyae NpaBOMEPHO CUHTATb, UTO KJie-
TOuHasi MeMGpaHa BeJeT cebst kak HAeaNbHBIA K*-ce ek THBHbIA 3NeKTPoA,
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PHc. 6. 3aBHcHMOCTL E ;. (1Y Ep (2 xNeTok

¥NyOHR xapTodens oT koHUeHTpauuH K+
BO BHelDHeH cpene [473]

-50 Eg (3) — K*-paBHOBeCHEIA TOTEHUHAN,
< DaCCUMTaHHuA Mo ypaBHeHwio HepHcra
b ANA  BHYTPHMXJAETOUHOR KOMLEHTDAUMH
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-150
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Tak KakK COryiaCHo ypaBHeHmo HepHcra npwm 25°

EK—-—SSlg[ ] =-581g10 = -58mB, {3)

P

rge [K*]in, [K*]°4t — COOTBETCTBEHHO KOHLEHTpauud K* BHYTDH H CHa-
PYXH KJIETKH.

Xapakrep K*-3aBucHmocTH E:, B L€JIOM, BKJIIOYAKWMEro 3HAYHTENbHbIA
E,, MOXET MMETb Kak CYMECTBEHHbE OTNIHUMA [427, 473] (puc. 6), Tak H
3aMeTHO€ CXOACTBO C XxapaktepoM K*-3aBncumMocTH Ep[347, 348, 361, 664].
C Y4YETOM TOrO, UTO 3aBUCHMOCTb E, OT KOHLEHTpaurH K* B ombiBaioues
cpefne, NO-BUAWMOMY, AlaJieka OT JHHERHOH [347, 348, 664], npnueM B psige
cnyuaeB BesimudHa Epc noBsimeHHeM KOHUeHTpauwH K* 3ameTHo BO3-
pacraert [473], cnegyer nonararh, uro K*-3aBHcHmocTs Ep BHOCKT CylllecT-
BEHHBIR, HO He BCEra OnpeAesisomui Bkiag B dopMHpoBaHue K*-3aBu-
cuMmocCTH E,,.

NponuuaeMocTs nJasManeMMs ais K*, pons Ca* B ee pery-
JIAuMK. HanHuWe OTUETNHBO BhIPAXEHHON 3aBUCHMOCTH Ep KJ1eTOK BhIC-
WKX PaCTEHHA OT KOHUeHTpauuu K* B oMeiBalomen cpege npeanosaraet
3HAUHTEJIBHYI0 MPOHHLIGEMOCTb HX Ma3MaTHUECKHX MeMOpaH AJisl 3TOr0
HoHa. JJEACTBUTEJIBHO, CPABHEHHE BEJIMUHH OTHOCHTEJNIbHbIX KO3hdH-
LLHEHTOB MPOHHLAEMOCTH MJia3MaJieMMbl st HOHOB K* (Py), Na* (Py,) u
Cl~ (Pq),MpoBeAEHHOE Ha KJEeTKaX KOJEONTHNsi OBca [575), nmoka3blBaer,
UuTO 3Ta MEMOpaHa NMpeNMYIECTBEHHO NMPOHHLIaeMa )15 HoHOB K*:

Px : Pna: Pcy=1,00:0,68: 0,034,

Y XHBOTHBIX OOBEKTOB, Mia3MaTHUYeCkasi MEMOpaHa KOTOPBIX TakXe
Haubosee npoHUaema ANsi MOHOB K*, aHaJIOTHUHOE COOTHOWEHHE, TO
JaHHbIM JIs1 aKCOHA KaJibMapa [S41], nmeeT BH g

Px: Pna: Po=1,00:0,04: 0,45.

K*-npoHu®LaeMOCTb MNJa3MaJieMMbl KJIETOK BbICHIMX PACTEHHH 3aBHCHT
OT MHOrHX (akTOpPOB. B 4aCTHOCTH, CYmMECTBEHHBIM €€ MOZYNSITOPOM SIB-

26



nsioTcst Hounl CaZ*, 3To He YAHBHTEJNILHO, YUKThIBas cnocobhocTts Cat
BbICTYNATh 8 POJiK cTabusim3aTopa meMGpaHHOH CTPYKTYPHI [112). OT npu-
cytcTeusi noHoB Ca2* B cpefle 3aBHCSIT, B UaCTHOCTH, BEJIHUHHA 3apsija
MeMOpaHHOM MoBePXHOCTH [401] U TekyUdeCTb JIMMHHOr 0 MaTPHKCA MEMG -
paH[341, 579].

InekTpodHaIHONOTNUECKHE UCCASJOBAHN S OTYETNAHM RO MNOKA3LIBAIOT, UTO
HannuKe Ca2* B OMBIBAIOWEN KNIETKH CPE/le 3aMETHO BAKSIET Ha KPYTH3HY

r
K*-3asucumoctH Epnnn E,,. Tak, Y KJIETOK KOPbl KOPDHEH ThikBbl [343] B

npucyTcTBHM 0,1 MM Ca?* 3Ta 3aBUCHMOCTb B [JHAaNa3oHe KOHLUEHTpaLKi
K* ot 1 go 100 MM Gbisia BeCbMa HEBEeNHKAa — OkoJio 10 MB Ha 10-kpaTHOe
yBesNinueHHe KoHueHTpaunu K+ B GeckasibLiHeBoi Cpel€e KNETKH AEnoss-
PH30BaJIMCh MPH aHAJIOTHUHOM YBENIHYEHHUH KOHLEHTPauuH K* Ha 52 MB.

CxofHble Pe3yJibTaThl MOJYYEHB B ONbITaX Ha MPOTONJACTAX KJIETOK
rMNOKOTHJISI BUrHbl [542), BbJIo MoKa3aHo, uTo BHeceHWe 0.5 MM Ca?* B
cpeay CONpoBOXAaeTCH JENojiAPH3alnei MeMOpaHbl K 3aMETHBIM CHHXE~
HHEM KPYTH3HbI K*"3aBHcHMOCTH Ep,

r
BoJiee Boipax eHHas K+-3aBucuMocTb Ep o E ,, B 6eckasibLIMEBON cpeAe

O3HauaeT, yTo BeJIMUWHA Pyx B 3THX YCNOBHAX BHILE, YeEM B cpefe,
coaepxaten woubt Ca*. 3TO NOATEEPXAAIOT PE3YAbTAThI ONLITOB HA KJIET-
KaX KOPHSI KyKypYy3nl [664], BoimosiHEHHbIE B HHTePBaJie koHueHTpauun K*
oT 25 MxM f10 10 MM. BesinunHa Py B GeckanibliHeBOH cpefe Gbina HCXOQHO
3aMeTHO 6oblIE ¥ M3MEHSNach oT 2,6 - 107 g0 0,7 107 cMm - c " Bcpesie ©
02MMCa* —oT11,3-107 00,6 - 10 7cm- ¢!

Hapsiny ¢ aHanu3om sausinus Ca2* Ha xapaktep K*-3asucumocti [F,

BeCbMa MHTEpeCEeH, Ha Haw B3ras[, aHaJIH3 H3MEHEHHWA E:n KJETOK BbICWIETO

PacCTEHHsI B YCJIOBUSIX BapbMpOBaHMsi KoHleHTpauuu CaZ* npu
MOCTOSIHCTBE coaepxXaHHsi K* B xo4e Takoro aHaJTM3a, BLIMOJHEHHOrO Ha
KNEeTKaX KOJIEONTHJIS KyKypy3nl [S531], 6pinc YyCTaHOBJIEHO HaNMuHe

onThmyma E,, COOTBETCTBYIOIErO ONpPeesieHHOMY cooTHomeHKIs Ca2/K*

B cpege. IlpeAcraBsisieTcsi BIMOJIHE BEPOSATHBHIM, UTO COOTBETCTBHE
OTNTHMYyMa E‘;,'onpeneneﬂﬂomy cooTHoweHnwo  Ca?+/K*' umeer

BHAOCNeLlMPHUECKHHA XapakTep. CregyeT, OAHaKO, YUHUThIBATh, UTO AaH-
r
HblA ONTHMYM E, MOXET HKHMeTb He CTOJIbKO [1aCCHBHYIO, CKOJIbKO

aKTHBHYIO NMPHPOAY ¥ OhiTh Bbi3BaH BiMsiHHem CaZ* Ha pa60Ty 3JleKTpo-
FeHHOT0 Hacoca nJa3mMayieMmb [1].

Momumo Ca?*, B yMCNO HanboJiee 3HAUMTEJSIbHLIX MOAYNsiTopoB K*-
NPOHHIJAEMOCTH MNJIa3MaJiEMMbl KJIETOK PAaCTEHHH BXOAMT TeMrieparypa.
HccnenoBaHW s, BLINOJIHEHHBIE, K COXAJIEHHIO, JIHUIbL Ha Bogopocnsix [432,
435], noka3aJid, UTO NMPOHHUUAEMOCTb MeMOpaHhl ANt K* ¢ nMoHUXKEHHEM
TeMnepaTypesl B npefdesiax HHTepBaJia 25—2° cymecTBeHHO nafgaeT. Mpu
3TOM €CJIH 3HEPIHUsi aKTUBALIMH MPOLECCa MPOHUKHOBEHH st K* uepe3s nnaa-
MaJIeMMY MOPCKOH KpacHOR BogopocyH rpudduunu [435] He nperep-
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MEBAET PE3KHX HIMEHEHHA BO BCEM MCCJIEJOBAHHOM JHana3oHe TeMnepa-
TYP. TO Yy NPEeCHOBOAHON 3eNeHOR BOJOPOCJH Xapbl Ha KPWBLIX Appe-
HUyca ans Py (435) n nposogumocTn K*-kaHanoB [432] umeer MmecTo
neperu6 B obnactu 13—15°. JHeprus axTHBaRMH TpaHcropTta K* uepes
KaHaJbi MpH TeMepaType nepernba uameHsercs or 36 + 1 k/Ix - MoJsib™!
(Bullle TemnepaTypsl neperuba) go 50 + 2 x/Ix - Mosb~! (HMXe Temnepa-
Typht neperu6a) [432]. [IpuunHoOf 3TOro PeHomMeHa MOXET GbiTb TEPMOT-
pornHass CTPYKTypHasi TepecTpodka B [MJia3MaJiEeMME, OXBaThiBaOmMan
CBOMM BJIM SIHHE€M HOHHbIE KaHaJIbl (CM. pa3aen 7).

BHyTpHKNeTOUHAS AaKkTHBHOCTH K*. 1na onucaHus posmn K* pas-
HO KaK W JPYTHX HOHOB, B BO3HWKHOBEHHH Ep HEOOXOAUMB CBEEHHUSI HE
TOJIbKO O COCTaBe OMBIBaOH[ER KJIETKY CPEAbl, HO U BHYTPHKJIETOUHBIX 3¢~
¢eKTHBHBIX KOHL{EHTPaUHUsIX 3THX HOHOB. H3MepeHHe BHYTPHKJIETOUHONH
AKTHBHOCTH HOHOB Y BBHICIIMX PAaCTEHHWH OCYWECTBASIIOT OOBUHO C MO-
MOIbI0 MOHCEJIEKTHBHbIX 3/IEKTpoJoB [43, 112, 130, 180], a Takke MeTO-
AdaMHM mnJiaMeHHo# ¢doTtomeTpuu [180] U pagUuOMETpHH (C MOMOIULIO pa-
JAHOAKTHUBHBIX H30TOMNOB) [112].

K HacTosimeMy BPEMEHH JaHHbIE O BHYTPHKJIETOUHOM cosepxaHuu K+
NOJNyUeHbl ANsi 3HAUHUTENIbHOTO UMCJia BhICIWIMX pacTeHHH [36, 37, 89, 97,
142, 160, 284, 373, 426, 464]. ITH fJaHHBIE MO3BOJISAIOT 3aKJIIOUHTb, YTO
BEJIAUMHA BHYTPHKJIETOUHOR akTWBHOCTH K* (gg) cocraByiisieT y HHUX B
cpegHeM okoJio 100 MM # siBAsieTCst BeCbMa JlaGuybHOH, O6HapyXHBast
3aBHCHMOCTb OT BO3pacTa KJETOK, X (pyHKLHOHAJILHOTO Ha3HaUEHMSsI,
COCTOSIHUSA M T.A.

Hanpumep, Noka3aHo, UTO ag UMTOMNA3Mbl KOPHEBLIX BOJIOCKOB TpHa-
HeX B XOLE pOCTa NMOCJNIEAHUX yBesnumBaeTcs oT 97 £ 8 o 133+ 7 MM
[36, 160]. MMpK 3TOM MMeeT MecTo koppensiuus(r = 0,95) Mexay KOHEUHOR
JAJIHHON KJIETKH H ag B HER Ha CTaJWU UHTEHCHBHOI'O POCTa BOJIOCKOB.

Bo3pacTHble H3MeHEHHS - cogepxanHnusi K¥ B TKaHSIX KOPHSI BbICIIETO
PacCTEHUsI OTMEUEHB TaKkX€ B OMbITaX C MPOPOCTKAMH KYKypy3sl [97].
BHYTpUTKaHeBasi KOHUeHTpauusi K* y 2—4-qHeBHBIX NMPOPOCTKOB PE3KO
CHHMXanacb AO YpoBHS 35—40 MM, nocse yero HauuHasa rNnposiBJISITLCS
TEHAEHUH S1 K HEKOTOPOMY €€ MOBbIMEHH10. [IOcKOJIbKY Ha 4—5-H JeHb pa3-
BHUTHUSI NPpOPOCTKOB Buixog K* M3 kopHeH CMEHSIETCS ero rMorJyomeHHeM,
MOXHO NPeANONAOXHTb, UTO AOCTUXEHHUE YPOBHS 35—40 MM K* B TkaHsix
KOPHS, BEPOSAATHO, SIBJISIETCSI NMYCKOBbIM CHIHAJIOM JJIsi BKJIIOUEHHSI CHC-
TeMbi norJsiomeHn s K+ [97].

Y6enuTenbHble CBUAETENLCTBA CBSI3U BEJTMUHHB gk C ) YHKIIMOHAJILHLIM
COCTOSIHHEM KJIETOK NMOJIYUEHbl MPH 3NIEKTPOPHIUOJIOrHUECKOM UCCIIEAO-
BaHUHW YCTBMUHOTO KOMILJIEKCa TpageckaHUHH [373]. Moka3aHo, UTO ak 3a-
MBIKAIOIMX KJAETOK MPH MOJIHOM 3aKPbiBaHWH YCTbHI] COCTaBASIET 88 MM,
MPH OTKPbIBAHHH — 247 MM. '

HaMmeHeHHe cofgepxaHusi K* B pacTHUTENbHBIX KJETKaX OTMEYaeTcst
TaxXxe MNPH Pa3NIMUHbIX 3HAOTEHHbIX W 3K3O0T€HHbIX BO3AEHCTBHUSIX [2, 159,
284], MmogupHuHpyIOmHUX PYHKILHOHANBHOE COCTOSIHUE KIIETOK. TIPH 3TOM
NpoUeHT rubenu KJIeTOk (Ha NMpPHMePEe CeMSIOJNIed orypua) B OTBET Ha
MOTEHHANBHO JIETaNbHOE NOBp eXJawiee BO3AEACTBHE NPAMO KOPPEeJIH-
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pyeT ¢ coaepxaHueM B HUX K* [158, 159]. C yueToM BbICOKOH (H3HOJO-
ruyeckod 3HauuMmocTu K* 3Tu gaHHble MO3BOJAIOT CUHTATh, UTO H3MEHE-
HHS1 BHYTPHKJIETOUHON ag NMPH PalIMUHOrO poja BO3JEHCTBHAX HMEIOT
MPHCIOCOBHTENLHBIA HITH PETYJATOPHBIA XapakTep.

3HaHHe BHYTPHKJETOUHOW agx W coepxaHus K* cHapyXH kJeTok JaeT
BO3MOXHOCTb C NoMoulbio ypaBHeHust HepHcTta cyauTb o Ep 110 BeJIMUHHE
K*-paBHOBecHOro rnoreHunasa. OJHaKO TakOW BECbMa YTIPOWEHHbBIA MOA-
XOJ, OCHOBaHHBIA Ha (eHOMeHe [TpEeHMYyIECTBEHHON [MPOHHLIAEMOCTH
KJIETOUHON MeMGpaubi st K*, HEpeKO OKa3biBAE€TCS HEYAOBJIETBOPH -
TeNbHBIM. 00 3TOM CBHAETEJILCTBYIOT, B UACTHOCTH, PACXOXAEHHS B Xa-
paktepe K*-3aBucumoctu Ex v peasibHOro E;, U3MEpPeHHOro B KJIE€TKE
BbICIIETO PACTEHHUS B YCJIOBHSAAX aHOKCHH, KOTOPbl€ HMEIOT MECTO I'JIAaBHLIM
o6pa3oM NpH HHU3KMX KOHUeHTpauusx K* BO BHekJieTOUHOW cpefde (cM.
pHc. 6). Bosiee nosHo Ep k€T BHICIErO PACTEHH 1 MOXET ObITh OITHCAH C
YUETOM BkJiaZa B ero GopMHPOBaHHe APYTHX HOHOB, npexae Bcero Na* u
Cl-[112, 427).

Vpasuenne I'onbamana. Pons Nat u Cl-

B BO3HHKHOBCHHU AN (Y3HOHHOrO MTOTEHI[HANIA

PacueT Ep pacTHTEJIBHBIX KJIETOK OCYIMECTBJISAIOT MO ypaBHeHHI0 MoJbA-
MaHa—XOMKKHHa—KaTuLa, H3BECTHOMY TakK Xe KaKk YpaBHEHHE rosba-

MaHa AJisi [ToTeHUHasa, OOLIYHO 3TO ypaBHEHHE [IPEACTABASIOT Caeaylo-
1M o6pa3zom:

_RT, RJK ™ + Py [Na*]™ + Po[C ]

o =F K([K*|" + By [Na*]" + Bofc ™

(4)

rae Px, Pns, Po — KO3 DHLHEHTB TPOHULIAEMOCTH AN COOTBETCTBYIOIHX
noros; [K*1°", [Na*]* u [CI']™* — KOHLEHTPaUHH ITHX HOHOB C HAPYXHOA
croponsl; [K*]'? [Na*]® g [Cl]"® — KOHLEeHTpaUHKX HOHOB BHYTPH KJIETOK.
YpaBHeHHe rnoka3biBaeT, 4T0 AUPy3MOHHasE KOMITOHEHTA E,',, ornpe-
AeNIsieTCA pacripeesieHHEM 3THX HOHOB BO BHYTPEHHEN W BHEmMHEN cpe-

AaX ¥ 3aBHUCHT OT UX KO 3D DPHLHEHTOB MPOHHULIAEMOCTH.
B BesnuuHy Ep MOryT BHOCHTb 3aMETHBbIA BkJiaj W APYrue MOHL. B

Gosee obumeM BUAE AN OOHOBAJICHTHBIX KaTHOHOB (j*) 1 aHHOHOB (j)
ypaBHeHHe [oibAMaHa UMEET CIIEIYIOWHIA BHA:

A U 1 ._7in
o 2B +2nli]
ED_ = '_ln n : n . (5)
F .4 Jin pli out
2ol + 2R [T
lpn HeOGXOAHWMOCTH B ypaBHeHHe "OJibgMaHa MOryT GbiTb BBEAEHbBI
ele JOMOJIHUTEJIbHBIE UJIEHB Ha CJIy4aH, KOT4a B Cpefax MpUMCYTCTBYIOT B
2-
3HAUYNTENbHLIX KOJIHWUECTBAX JBYXBaJEHTHbie HOHB, HanpumMep Ca?*, SO,
n T.n. [136]. OfHakO B GHOJIOTHUECKOW JiMTEpaType, B YaCTHOCTH B
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paboTax no 6HO3NEKTPOreHe3y ¥ MOHHOMY TPAHCIOPTY Yy pacTeHui Ejp
PACCUMTBIBAIOT, KAK [MPABHUJIO, 110 ypaBHeHHI0 4 [306]. BMecTO aGCOMOTHBIX
BEJIHYHH KOIMPHHULHEHTOB NPOHULIAEMOCTH P; 4aCTO NOACTABJSIIOT OTHO-
cUTesbHble KO3PDHUHMEHTH MPOHHULIAEMOCTH P/Py:

_RT, [K] +PN./PK[Na] +PCI/PK[C1]
F [K"] + Ry / Pe[Na*]" +Pa /RJCr ™ d

M3 ypaBHeHHsi 6 XOpOWO BHAHO, UTO B Caydae, ecau Py»F;, Ep, feAcTeu-
TENbHO OMPEAENAETCA TOJILKO pachnpeneneHueM K* 1o o6e cToposbl
MeMOpaHbl B COOTBETCTBHH C YpaBHeHHeM HepHcra (3) ans K+,

YpaBHeHHe [OJibIMaHA UMEHYIOT TAaKXE€ YpPaBHEHHEM [1OCTOSIHHOTO
nonsi. NosbgMaH BBes1 "pubHKEHHE TOCTOSIHHOIO MOJS” NSt TOrO,
4yTOOB PacCCUHTATb BEJIHYHHY MeMOPaHHOTO MOTEHLUHANA C YUYETOM OC-
HOBHBIX HOHHBIX NOTOKORB, TEKYIHX uepe3 MemGpaHy. OHO 3aKJTIOYAaEeTCH B
TOM, YTO rPafiHEHT H3IMEHEHHU S JIEKTPHUECKOT 0 noTeHMana B MeMbpane
JIMHEeEH (MeMOGpaHa rOMOreHHa). XOJKKHH W KaTiy, c/1es1aB 3aTeM AOMOJIHH -
TeJIbHOE AOMYUEHHE O [MPOMOPLUHOHAJBHOCTH KOHUEHTPaLUHH HOHOB B
meMOpaHe KOHLEHTPaLHH 3THX HOHOB B CPeJax, MOJIyunJIH Tak HalbiBae-
MO€ ypaBHEHHE [TOCTOSHHOTO nonsi FonbaMaHa—XoaXxknHa—KaTua ans
MJIOTHOCTH MOTOKA HOHOB COPTA j (MJIH MPOCTO ypaBHeHHe ["OnbaAMaHa
AJIA [TOTOKA) B €TO OKOHYATEJIbHOM BHAE:

_2FEP; []" — 1™ exp(-2,FEn / RT)
‘T RT 1 —exp(z;FE,, /RT)

(6)

)

3TO ypasHEHHE MOXHO YMHOXHTD Ha z;F, [10JyunB ypaBHeHune [0sbA-
MaHa JJIsi TOKa:
_2FE,p, [i" — 1™ exp{-2/FE, [ RT)

= 8
I RT 1— exp(z; FE,, | RT) ®

B CTalHOHaPHLIX YCJIOBHSIX, KOr4a CyMMapHbIA HOHHBIA TOK J paBeH
Hymo (J=3XJ;=0unuJ = Jg+Jya+Ja = 0), n npH eme OZHOM [OMYWEHHH
TEOPHH NOCTOSIHHOTO IMOJIS, YTO HOHB JBUXYTCS Yeped MeMOpaHy Heda-
BHCHMMO, HE B3aHMOJENCTBYS MeXy COGOH, ypaBHEHHE 8 JaeT BupaXkeHHe
AnstHaxoXxAeHuss Ep (4u 5).

KpoMe TeOpHH MOCTOSIHHOTO [10JIsi AJiSi OMTHCAHHUS TPaHCMEMOGpaHHbIX
HOHHBIX [TOTOKOB (TOKOB) NMapaJiJieJIbHO HCNOJIb3yeTCst H APYTOiA NMOAXOL,
OCHOBaHHBA Ha IKBHBAaJIEHTHOW 3JIEKTPHUECKOH CXEME KJIETOUHON MeMG-
paHbl (CM. pa3fiensl S H 14), B ypaBHEHUSIX 3KBUBAJIEHTHBIX CXEM HCIOJib-
3yeTCsi NOHSITHE NPOBOAHUMOCTH MeMOpaHbi g,,. 3TO BesiMuKWHa, O6paTHas
yAENbHOMY MeMGpaHHOMY COMPOTHBJAEHHI0 M paBHasi CyMMe [MPOBOAH-
MOCTe# MeMOpaHbl [Jisi OTAEJLHBIX MOHOB (g, = 3.g/). B CBS3H C 3THM
BaXHO OTMETHTD, UTO, XOTS HOHHAS NIPOBOJHMOCTbD g; TECHO COMpsXeHa
C HOHHOHN [MMPOHHLAEMOCTbI0 P; Tak Kak H3MEHEHHS [MPOHHLIAEMOCTH
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BCErZla CONPOBOXIANTCH H3IMEHEHHEM [TPOBOAHWMOCTH, TEM HE MEHEE 3ITH
[IBa NOHMATHS CaeAyeT OTAHYaTb APYr OT Apyra. BaxHbIM CBOMCTBOM
ko3 pHLHEHTA MPOHHLIAEMOCTH P; ABJISETCS €ro HE3aBUCHMOCTb OT KOH-
LEHTPAMH j BO BHEWHEA W BHYTPEHHEH cpesax. BeauuwHa P; npsiMo
NponopUHOHANIbHA NOABHXHOCTH HOHA B MeMOpaHe u;, ero koaduureH-
Ty pacnpeaesneHus y; B MeM6paHe u 06paTHO NPONOPLHMOHAJIbHA TOJNIHHE
MeMOpaHbt x (P; = u; y; RT/x), T.e. P; 06 beKTHBHO XapakTepH3ayeT CBOHCTBA
caMo# MeMGpaHbi N0 OTHOMEHHIO K JaHHOMY HOHY. B TO X e BpeMst HOHHasi
NPOBOAWMOCTb gj, SBNASIOWASICH KOIQPPHUMEHTOM NMPONOPUHOHANTBLHOCTH
MeXAY H3MEHEHHSIMH TOKa ¥ MeMOpaHHOro noTeHuHana (g,-:dlj/dEm),
KaK H CaM TOK J;, 3aBHCHT OT KOHLIEHTPauHH j B cpefie no 06e CTOPOHbI
MeMOpaHbi. CUNTAETCSH, UTO YpPaBHEHUS NMOCTOSIHHOTO [oJisi Gosiee Kop-
PEKTHbI, @ YPAaBHEHHSI 3KBUBAJIEHTHBLIX CXEM — HATJSiAHBI U YAOOHB JJisi
npUMeHeHH s [485].

PaccuuTaHHbie NO ypaBHeHHI0 ["oabAMaHA Aasi NOTOKA KO3hPHLMEeHTHI
npoHHLaeMocTh K+ st MeMOpaH JoGbiX PaCTHTENbHBIX KJIETOK BAPbHPY-
10T o6biyHO OT 1078 10 10€ cM - ¢! [231]. ITO CpaBeA/IHBO,  [10-BHAHUMOMY,
H A1) BBICWIHX pacTeHHH. Tak, ryiaaMaTHueckne MeMOpaHbi KJIETOK KOPHEN
oBca UMeTPg B ripesesiax ot 0,8 1078 10 22,0 - 108 cM - ¢! [654]. B Hame#H
nabopaTopHy Takxe GbiJIO MOKa3aHO, 4TO Py, pACCUHTAHHBIA MO BLIXOAY
M3 LUMTONNA3MbBl H3OJIHPOBAHHBLIX [MPOBOASIMX MYUKOB CTeONSI THIKBbI
8 Rb* (anasor K*), coctasnsier npumepHo  2- 107 = 7.107 cM - ¢! [194].
ECTb OCHOBaHHSI CUHTaThb, UTO BEJIHUHHA Pg AENCTBUTENBHO HaHGOJIbImAS
3 Bcex P, onpesensieMbiX B KNIE€TKaX BbICUIMX PACTEHHH, H, CIeJOBATEb-
HO, JaeT HaHOONbIWHHA BKAAL B BENHUHHY Ej,

Mo aaHHBM XUruH60TEMA M COABTOPOB [427], HATpHEBasi [TpOHHLIae-
MOCTb AJISt KJIETOK BBICIIHX PACTEHHA Gyn3ka k KaJimeroi: Py,/Px = 0,68.
CorsiacHO APYTHM HccyiefoBaTensiM [312], KNETKH BbICIIMX PACTEHHH MO-
ryT UMETh JOBOJbHO HH3KYI0O HAaTPHEBYI0 NPOHHLIAEMOCTb: Py,/Px = 0,06.
PeanbHbii Bkiag Nat B reHepauuio Ep B 11060M ciiydae HEBEJTHK. 3TO CBS-
3aHO ¢ TeM, uto K*-Nat-acMMMeTpHsi, XapakTepHasi ANS XWBOTHbIX, B
KJIETKaX Ha3eMHLIX W NPECHOBOAHbIX PAaCTEHHH OTcyTcTByeT. XoTsi Na*
MaJio B LUMTOIJIa3Me, HO B BAKYOJIH OH HakanJHBaeTcs BecbMa 3dekTHn-
HO, Tak xe kak H K* [44]. Pacnpenenenne [Na*]*/[Na*}i® npumepHO cOOT-
BETCTBYET cooTHomeHHIo [K*]°[K*]i" KoHlleHTpaLu s Na* B CHMNIACTE H
aronJiacTe KJETOK BhICIIHX PACTEHHH OGLIUHO 3HAUMTEJILHO MEHbINEe, YeM
K* (cM., HanpuMep, Tab. 7).

3aMeTHYI0 posib B reHepaumu Ep no-BuauMoMy, urpawT aHHoHb Cl-.
3T0 06 YCAOBJIEHO TEM, UTO BHYTPHUKJIETOUHAN KOHIleHTpauus [Cl-]i"B Tka-
HSIX BBICIIMX pacTeHHH BecbMa Bbhicoka — 10 + 100 MM [510], a TakXe TeM,
4TO KO3 DU LUHEHT XJIOPHOH NPOHHLIAEMOCTH Py MOXET COCTABINATH JOC-
TATOYHO 3HAUHMYIO BEJIHUHHY. BMecTe € TeM P(|Y BbICIIMX PACTEHHH, KakK
NpaBHJIO, BCE X€ 3aMETHO MeHbine, ueM Pg. Hanpumep, B Hamewn sa6opaTo-
PHH B 3KCIIEPHMEHTaX N0 OAHOBPEMEHHOMY H3MepeHHI0 Bbixo/1a 8Rb* (kak
aHasoraK*) u 3Cl - 43 UUTONNA3Mbl H30TMPOBAHHBIX MPOBOASIIMX MyU-
KOB THIKBbI [194, 222, 224, 549] 6bisI0 MOKA3aHO, UTO B CTaLHOHAPHbIX
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YCJIOBHSIX OTHOCHTEJIbHasi NPOHHLAEMOCTb P/Pxgyy KJIETOK MMPOBOASI-
IWMX TKaHeA cocrtaBisisieT ~ 0,07. Bau3kue no nopsigky BeJIMUHH OTHOCH-
TeJsibHble KO3PGHLUHEHTH XJIOPHOA NPOHHLIAEMOCTH [1/1a3MaJIEMMbl U TO-
HOMJIACTa BBLICIIMX PACTEHHA OTMEUAIOTCS W B APYTHUX HCCJIEJOBAHHSIX
[122, 427, 654]. CpaBHHTEJIbHO HU3KAS XJIOPHAS MPOHULIAEMOCTb obecne-
uuBaeT 3QPeKTHBHOCTb PaboThl aKTHBHBLIX TPaHCNOPTHBLIX CHCTEM,
3akauuvBaioumx Cl- NpoTHB KPYyTOro rpagHeHTa 3JIEKTPOXHMHUECKOTO
MOTeHUHasa B Nnokoe (CM. Tabu. 7). ITa 0co6eHHOCTb MOXET ObITh HCMOJIb-
30BaHA PACTHTEJNbHOHN KJIETKOH IMPH Pa3JIMUHbIX [TEPEXOAHBIX [TPOLEccaXx.
Ecau Py B CHAY KakHX-NHGO NMPHUYHWH YBENHUHWBAETCS, TO 3TO BbI3OBET
yBeJIMueHHe BBIXOASIErO [10TOKA /¢y, cHHXeHHe Ep B COOTBETCTBHH C
YpPaBHEHHEM 4, BbIXOA 3HAUYMTEJIbHBIX KOJMUECTB K* U3 KNIETOK, a TaKXe
nageHWe OCMOTHMYECKOrO H TYPropHOro JaBJjieHUs!. B TOH WM HHOMA
CTENEHH BCE 3TH SIBJIEHHUS LEACTBHTENIbHO HWMEIT MecTo MpH pabote
YCTBHUHOI'O afrapaTta, [PH pa3JHUHbBIX HACTHYECKHX JBHXEHHSAX H,
HaKOHeL, MpH reHepauuu MJ1 B BO3BYAHMbIX KJEeTKaX BHICIIHX PaCTEHHH
(cM. pa3ften 14). OueBHMAHO, 3ITO COOTBETCTBYET TOH BaXHOW “"GHodH-
3nueckor” posau Cl-y BeiCMX pacTeHHWH kak Haubosee 3phekTHBHOrO
npoTHesoHoHa K*, kOTOpylo €My B focleaHee JECATHNIETHE HauHHaoT
yaensito [45, 173, 352].

5. IPUPOJA METABOJIMYECKOM COCTABJISIOIEM
NMOTEHIMAIIA TTIOKOs. 3NEKTPOIEHHBIE HACOCHI

H*-ATda3a nmna3ManeMMbl ¥ €€ YJ4acTHE B TeHEpalun
MeTabonuyeckod CoCTaBJISIONEH
MeMOpaHHOIr0 MOTEHUMANA

H*-ATda3za siBisieTcss ogHOW W3 Hanbosiee MOIHBIX 3NTEKTPOTEHHBIX
CHCTEM [J1a3MaJIEMMBI KJIETOK BbICIIMX pacTeHHWH. Ee uccaegoBaHMIo NOC-
BAIEHO 60NbIIOE KOJHUECTBO paboOT, UTO HEYAHBHTEJNBHO, MOCKOJIbKY OHA
HWrpaeT KJIIOYEBYI0 POJib BO MHOTMX DYHKLMSIX PaCTHTENbHOH KJIeTKH. B
HacTosiuee BpeMsi OCHOBATENbHO H3ydeHbl cBoicTBa H-ATdaswl yasmMa-
JieMMbl pacTeHMH: rnpuHagnexHocTb k E(E, TMny; 3aBucumocTb OT pH
cpeabl (onTiMyM pH 6,0—6,5); BiMsiHHe Ha aKTHBHOCTb (hochopHIIHpO-
BaHUsi—AaedochopHaporaHUs depMeHTa; UYBCTBHTEJbHOCTb K HOHaM,
HHru6uTOopaM, noHodopaM, PUTOrOPMOHAM, JIHITHAHOMY OKPYXEHHIO H
T.A. UHTEHCHBHO BEAETCH H3YyUEHHE €€ MOJIEKYJIAIPHOTrO CTPOEHHS:
cy6beJHHUUHOrO COCTaBa (OCHOBHAsi KaTaJIMTHUeckasi cCyGbeguHHuA
100—105k/]), CTPOEHHS  KaTaJIUTHUECKOrO LEHTPA, OJMUIOMEpHOro
cTpoeHuss ¥ ap. Bce 3TO OGCTOATENBHO H3JIOKEHO B COOTBETCTBYIOIMX
o63opax [45, 196, 202, 507, 624, 652].

3HaYHTENbHO MeHbllle MCCJIEJOBaHb MeXaHH3Mbl paboThl H*-ATdasbi
nnasMaseMMsl pacTeHHR W ee (YHKUMOHaNbHas PoOJb, B UYACTHOCTH,
yuacTHe B reHepaliiH [I0TeHIHaJia Ha 3Toi MeMOGpaHHOH cHCTEME,

ATd-3aBucumas reHepaums rpagMeHTa 3JIEKTPHYECKOro
NOTEHIIHAJIA B BE3UKYJIaX MJa3MaAJIEeMMB M JIMNOCOMAax. H3BeCTHHI
nBa Buga H*-ATda3sl No OTHOmEHHIO K 3iekTporeHesy [285]. MepBbiA BHA
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thepMeHTa paboTaeT B 3JIEKTPOHEATPANLHOM PEXHME 3a CYET AHTUIOPT-
HOrO nepeHoca MNMPOTOHAa M xakoro-JHGo APYroro xaTHoHa (Hanpu-
mep, K*). OH BcTpeuaeTcsi B XHBOTHHX TKaHSIX, B Y4ACTHOCTH B CJIMAUCTOMN
xenynxka [607]. ApyrodA Bua depMeHTa GYKUHOHHPYET B 3NEXTpo-
reHHOM pexHMe. K TakOMy BHAY, 10 HMEIOWHMCS [aHHBIM, CJIEJYyET OT-
HecTH H*-ATda3y nsiaamManeMMsl BHICIIMX pacTeHHA, XOTH HE HCKJIOUEHO,
UTO Tak Xe, kak ¥ Na*, K*-ATda3a HBOTHBIX, OHa MOXET MEHSITb PEXHM
pa6oThl BIJIOTb A0 IJNIEKTPOHERTPANIBHOTO. ITOT BONPOC, OQHAKO, IO CHX
Mop oCTaeTcsi AMCKYCCHOHHBLIM, [TOCKOJIbKY HESICHO, SIBJISIETCS JIH TPAHC-
nopTt npotoHa H*-ATda3of nna3masemMmbl KIETOK PAaCTEHHWA YHHMOPT-
HbIM, HJTH Xe€, KaK NnpeAnoJiaraloT HeEKOTOpble HeceyleoBaTeNH [45], OH MO-
XET GLITh B TOWH HJIM HHON CTENEHM CUEMNJIEH C TPOTHBOTpAHCNOPTOM K*,
Mo HamWM faHHBIM [100, 544], npH GyHKHOHHpOBaHWK H-ATda3n nyias-
MasiemMnl ctexnoMmeTpusi H*/K* o6meHa paBHa 2, T.e. 2 NpoTOHa OGMEHH -
BaloTcs Ha 1 K*. [Ipu 3TOM, NO-BHAWMOMY, 3HaUHTENIbHAA YAaCTh TPAHCNOP-
Ta K* He BkjloueHa HenocpeACTBEHHO B LMK pabotm depMeHTa, a
OCYIWIECTBJISIETCA NO kKaHajlaM K HJET B COOTBETCTBMM C E,, reHepu-
pyemuiM H*-ATda3on. B nosib3y Taxo# BO3IMOXHOCTH CBHAETENBCTBYIOT
pe3ysibTaTH ONBITOB MO GNIOKHPOBaHMIO CONPsiKEHHOro TpaHciopta K*
6510kaTOPOM XaJIMEBBIX KaHAJOB TIA.

JInd ycTaHOBJIEH WS 3IEKTPOreHHbiX cBORCTB H*-ATda3wl naaaManeMmsl
pacteHui HaMGosbmee 3HaAUEHHE UMEIOT IKCNEPHUMEHTDI, BbIMOJIHEHHBIE Ha
BE3HKYJIaX HJM JIMNOCOMaX, B KOTOpbi€ BCTPOEH 3TOT (¢epMeHT. Ecau B
LIeJIOA kJeTke 3JiekTporeHHocTb H*-ATdaabl MOXET MACKMPOBATLCS Psi-
[IOM NpOLECCOB, NpOTeKalmMHX Ha MOBEPXHOCTHOH MeMOpaHe (paGo-
Ta APYTHX 3INEKTPOreHHbIX CHCTEM, OCYMECTRJIEHHE KOMIEHCATOPHOro
TpaHCNOpTa HOHOB, BTOPHUHBIA aKTHBHBIA TPAaHCNOPT M Ap.), @ HHrubU-
TOPH HJIH aKTHBATOPH JAHHOTO PepMeHTa MOTYT He NPOSBASTH B NOJIHOA
Mepe CBOero JEACTBHS, TO B MOJIEJIbHLIX 3KCTIEPHMEHTAaX UMEIOTCSI 3HaUH -
TenbHO 60J1e€ NPOCTHIE U PETYIUPYEMbIE YCIIOBHS.

OOHMUM K3 NEePBbIX KCCJAEAOBAHHHA, B XOTOPHX ObiJla NPOAEMOHCTPHPO-
BaHa ATd-3aBHCHMasi reHepalHsi MeMOPaHHOrO [I0TEHLMaJia Ha BE3UKY-
Jiax NJjia3MaNIeMMbl KJIETOK BbICIIMX PaCTeHH#, Gbisia paBoTa, BLINOAHEHHas
B Hawe# naBopatopum (105, 106]. C Mcnosib3oBaHHEM ¢J1yOPECLIEHTHBIX
30H/IOB B Hell UeTko NokalaHa ATd-3aBUcCHMasi reHepalusi MemGpaHHOr O
MOTEeHHaNa CO 3HAKOM 'Nuuoc” BHYTPH BE3WKYJ NJa3MasieMMbl KJIETOK
hyioaMnl GopuieBrka. BaXHO, UTO 3TOT pe3ysibTaT Obisi NOJIyYEH C NOMOMbIO
"IBOMHOrO KOHTPOJS", a MMEHHO NPH MPHUMEHEHHH KaK [MOJIOXHTENBHO
(aypamuH 00), Tak M OTpHUaTEJNbHO (AHC) 3apsixeHHOro dyopeclueHTHOro
30HJa. "eHepauMs TOTEHLUHWasN A B BE3HKYJIaX Pe3KO NOJAaBJISiNACh B MpPH-
CyTCTBHH HHrHOuTOpa H*-ATdasm AUKA u npotonodopa KUXPIN, uro
YKa3niBaJiO Ha e€ CBsidb C paGoTOM 3TON depMeTHON cHcTeMbi. 3HAK "nJioc”
BHYTPH BE3HKYJI CBHAETENLCTBOBAJI O6 MX BLIBEPHYTOCTH, H 3TOT TECT Ha
OpHEeHTalHI0 BE3HKYJ SIBJISIETCHA B HACTOSIEE BPEMS BECbMa pacripocTpa-
HEHHbBIM.

AT®-3aBHCHMaA reHepauus E,, B Be3HKYJiaX [1ya3MaieMMbI KJIETOK pPa3-
JIMYHBIX OPraHOB PAaCTEeHHH noxa3aHa W B pa6oTax APYrux aBToposB [51,
198, 399, 653]. CnreayeTt, OAHAKO, OTMETHTb, YTO [TPOBOAN IKCNEPHUMEHTHI C
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BE3UKYJIaMH, HCCJIEJOBAaTENIM HEPEAKO OrPaHHYMBAITCA H3MEpPEHHEM
TPaHCNOpPTa NPOTOHA, He akKUEHTHPYA BHHMAaHWE Ha W3MEHEHHH MOTEH-
Mana. 3TO He JAET BO3MOXHOCTH CyAUThb 06 aslekTporeHHocTy H-ATda-
3Hl.

IUta ouenku BesmuvHH E,, reHepupyemoro H*-ATdalon 8 Beankysax
rJia3MaJieMMbl BBICIIHX PaCTEHHH, MPUMEHSIOT OGbIUHO KaTMOPOBKY yo-
PECUEHTHBIX OTBETOB COOTBETCTBYWOIMX 30HAOB MO HWHAYLHPOBAHHOMY
BaiMHOMHLIHHOM K*-auddysanonHoMy noteHuuany. fipu pa6oTe ¢ Beau-
KyJlaMH TaamManeMmsl §1oaMbl SopmeBHka ObinyM nONyueHb 3HAYEHHS B
HHTepBaJsie oT 10 o 60 MB [105]. CxoaHble BEJIMUYMHLI (30 + 40 MB) ycTa-
HOBJIEHBI JJIS BE3WKYJ MJa3MaTHUECKkHX MeMOpaH kassoca Tabaka [653].
CpaBHMTeNbHO HeGonbmue MeMOpaHHbIE NOTEHLMANB, FEHEPHPYEMbBIE B
BEe3UKyJiaX, MOryT ObiTb OGYCNOBJIEHB HEJOCTaTOYHOW 3aMKHYTOCTLIO
NMOCJEAHHX, OTCYTCTBHEM ADPYTHX 3JIEKTPOTE€HHBIX CHCTEM, AEHCTBYIO-
KX B NJla3MaJieMMe HaTUBHOM KJIETKH (HanpuMep, ITL), noTepei niama-
JIEMMOH NpH BHIAENEHHH HEKOTOPHIX CBONCTB, CYIECTBEHHbIX JIJISi INIEKT-
poreHe3a. TeM He MeHEE NPOBEAECHHE H3YUEHHSI INIEKTPOreHHBIX CBOHCTB
H*-ATda3bl Ha TAKOM YPOBHE MpEACTBANSETCS BaXHbIM H TpeGyeT Aasb-
HeHIEero CoBepmEeHCTBOBAHUS.

Be3yCc/IOBHO, 3HAUMTENBHBIM JOCTHXEHHEM ClEAYeT CUMTATb pa3lBep-
ThiBaHHE WCCJIEQOBaHHW JAHHOrO BOMPOCA Ha ellle 60Jyiee NPOCTOH MO-
[E€JTbHOW CHCTEME — MPOTEOJIMIOCOMaX CO BCTpoeHHON H*t-ATdason.
BriepBhi€ TakOe BCTpaWBaHWe ocymecTBieHo Bapa u CeppaHo [623, 682].
UccnieOBaHHSIMM 3THX, a TakXe APYTMX aBTOpOB 1460, 543] 6bisi0 noka-
3aHO, YTO JaXe B TakO# ynpomeHHon cucteme H*-ATda3za  njaamaineMm-
Mbl MPOSIBJISET OCHOBHLIE CBOWCTBA, XapaKkTepHbIE ANsi Hee B HATHBHOW
MeMOpaHe: ee aKTHBHOCTb 10flaBJisieTCsi BaHagaTroM, UK A, A3C, rpaMyLin-
AHHOM S; HMeeT onTHMyM pH 6,5; CTUMYyJIMpyeTCS MOHOBaJIEHTHBIMH
KaTHOHaMHM; HHrHGupyeTcs Ca?*, Cu?*; Ha Hee NPaKTHUECKH HE AEACTBYET
ya6anH, OIMrOMHMLUHH, a3ug. Ho caMo€e CymecTBEHHOE COCTOMT B TOM, UTO
B npoTeoJiHnocomMax H*-ATda3a coxpaHsieT ¢riocoGHOCTb k ATd-3aBHCH-
MOMY TPaHCHOPTY MpOTOoHa [460, 543, 623, 682]. [IpH 3ITOM HapsIAY C XHMH-
yecko# POpPMHUPYETCH M INEKTPHUECKasi koMnoHeHTa AjLH*[637].

TakuM o6pa3oM, HCCREAOBaHHU S, BHITOJNHEHHBIE HA BE3UKYJIaX MJa3Ma-
THUYECKMX MeMOpaH ¥ JIMIOCOMaX, y6exJaloT B TOM, UTO B HOPMHPOBAHHH

3/IeKTPOrEHHON KOMITOHEHTbI E,, KNIETOK BBICIIMX paCTEHHA CYIECTBEHHast

poJib npuHagnexuT H*-ATdase. OqHaxo, HeCMOTPS Ha Bosbmoe yA06CTBO
pa6oThl C 3TMMK CHCTEMaMM, CHTYalMs, CYWMeCTBYOmMasi B HHX,
3HAUKTENbHO YIpolleHa. PeanbHy10 oueHky Bkaaza H*-ATda3s B hopMu-

poBahue E,; HeOBXOAMMO MCCIENOBaTh C HCMOJIb3OBAHHEM TaKKEe M
HHTAKTHBIX KJIETOK.

BinfiHHe HMHru6uTopoBs H*-ATQa3HOA AKTHBHOCTH M INpPOTO-
HOPOpPOB Ha MOTEHUMAN IMOKOS MHTAKTHBIX kJeTOK. Hcnosb3osa-
HHE B ONbITax Ha HHTAKTHBIX KJEeTKaX (H3HOJIOrHUECKH aKTHBHBIX COEH -
HEHWH, HHrHOUpylomux H*-ATda3y nna3MaTHyeckMX MeMGpaH BBICIIMX
pacTeHu# in vitro (QUKA, A3C, BaHagaT W Ap.), B COYETAaHHH C COegHHe-
HHUSIMH, O6laJaAI0IIMMH NIPOTOHOGOPHBIM AeHCcTBHEM (KXPTI™, AHD u Aap.),

34



ABnsAeTCA 3GPEeKTUBHLIM METOAHUECKHM MPHEMOM YCTaHOBJIEHHUS MpH-
yacTHOCTH H*-ATda3bl naa3ManeMMul kK GOPMHPOBAHHIO 3JIEKTPOreHHOM

KOMIOHEHTHI E,, KNETOK BbICIIMX PACTEHHH in Vivo.

CrefyeT, ofHakO, YUNTHBATb, UTO MHTEPIpETAUMS BAHAHHSA yKa3aH-
r
HbIX Bbille coeiMHeHHMA Ha E, WHTaKTHBIX KJIETOK JAaJiek0 He Bcerja

[peACTaBNAETCA CTOJIb OAHO3HAYHOH, KaKk B OMBTaX Ha MeMOpaHHbIX
Be3ukyJsax. Haripumep, HHCHOGHUp yoIce BJIHAHWE Ha E':,, KJIETOK CO CTOPOHBI

JAUKO v [3C MoxeT ObiTb OGYCJIOBJIEHO HE TOJIbKO NOJaBsIeHHEM
aKTUBHOCTH H*-ATda3m ra3mMaseMmsl, HO ¥ B Ofpe/ieJIeHHON CTereHu
YrHETEHHEM KNeTOuHOro MeTafoJsiM3Ma B uesioM [348]. B cBolo ouepengsb,

MPOTOHOHOPB! CNOCOBGHB CHHXATh 3NIEKTPOTEHHYI0 KOMMOHEHTY E. Kak

MyTeM YBeNHYEHHS MPOBOAMMOCTH MNJa3MasieMMnl ans H* (ecim Ep
BO3HMKaeT npH yyacTHH H*-Hacoca), Tak ¥ 3a cueT yMeHbIIEHHS1 3HEPTO-
obecrieueHns HacoCa B Pe3yJIbTaT€ YTHETEHUSI OKHCIHTENIbHOTO ocdo-
pHJIMPOBaHHSI B MUTOXOHAPHSIX H doTodochopHIHpOBaHHA B XJIOpO-
naacrax[381],

H3bexaTb HeXxenaTesbHOR HEONpeAESEeHHOCTH B HHTEPIpETaLUH pe-
3yJIbTaTOB WHrMOMTOPHOrO aHaaM3a NPHPObI INEKTPOreHHOH KOMno-

r .
HeHThl E,, HHTAKTHBIX KJAETOK BLICHIHX PACTEHHWA B 3HAUMTEJBHOW Mepe

MO3BOJISIET: a) HCITOJIb3OBAHHE B OIMKITAX OAHOBPEMEHHO 3HAUMTENLHOIO
yKcsia pas3sinyHbix HHrubuTopos H*-ATda3nl M ApYyrux coeanHEHHA,
yrHeTalomux Ep, ¢ 1esbio CpaBHHTEIbHOA OLEHKH 3d(eKTa U BLISABJICHHUSA
vHpopMaLMH, kacalolledncs HenocpeacTseHHO H*-ATdaan [186, 215, 348,
361, 488]; 6) BbiGOp KOHUEHTpAUHA HHIHOGMTOPOB M [1pOTOHOGOPOB
(O6BLIYHO HHM3KHX), OKA3LBAIOIMMX BJIMSHME Ha E, NpenMymecTBEHHO Ha
CTaJAH NPOHWUKHOBEHNSA areHTOB Uepes fya3Maliemmy [186; 348, 381]; B)
MOUCK HOBMX COeJMHEHMH, crnieundHueckH yrHeraomux H*'-ATdaay
naasmMasieMmsl [16, 354, 356].

NipeaBapHTENbHYI0O HHPOPMALHIO O TOM, UTO BO3HHKHOBEHHE Ep xJI€TKH
BbICIIEIO pacTeHHsi TECHO CBSi3aHO C aKTHBHBLIM TpaHcnopTom H* uepes
nyiasMaJieMMy, MOXET MPeJOCTaBHTh B ONbITax in vivo cpaBsHeHHe pdex-

TOB BAMSIHUS Ha E,, npoToHodopos(uame pcero KUX®I) M Takux

HHrHBHTOPOB KJIETOYHOrO MeTaboJIM3Ma, kak, HalpuMep, a3ul, NpsiMoe
nerhcTBHe xOTOpOro Ha H-ATda3y nnaamManeMmsl He o6HapyxeHo [507]. B
pe3yJibTaTe NPOBEAEHHOTO CPABHEHUSI HEPEAKO OKa3biBAETCS, UTO MOJNY-

rnepexon E:. Ha HOBbIH CTal{HOHADHHA ypOBeHb B nMpucyTcTBUH KX
COBepIIaeTCH OLICTPEE, UEM B NPUCYTCTBHM a3uAa WM IIHaHUAA (CM. pPHC.
2) [186, 215, 381, 488l. IpyM 3TOM €CJHH CKOPOCTb JENOJSAPHIALMUH MOJ
RJIMSIHHEM a3WJja MJIH LHaHWJa XOPPEJHPYET CO CKOPOCTbIO CHHXEHHS
BHYTPHKJIETOUHOA KOHUEHTpauWH AT® 3THMH areHTaMH, TO B ciyuyae
KUX®I" fenosisipy3auysi 3aMETHO ONepexXaeT CHHXEHHEe KOHLEHTPauuu
AT® B kneTke [381, 488l. ITH JaHHBIE [alOT OCHOBAHWS CUHTaTh, YTO
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KX, no kpalHeA Mepe Ha HauyaJbHOM CTaAWH CBOEro AEHCTBHS Ha
KJIEeTKY, CHHUXaeT E,',I 332 CYET YBENAHUYEHHS MPOTOHHON NMPOBOAMMOCTH

rJIa3MaTHYeCckon MeMOpaHbl, U, CJIeJOBaTENbHO, BO3HHKHOBeHHE Ep TeCHO
CBSI3aHO C 3JIEKTPOTreHHBIM TpaHcnopToM H*,ocymecTBasieMbiM NPOTOH-
HBIM HaCOCOM.

NpeaBapuTesbHas HHHOPMaLMs 06 yuacTHH aJiekTporedHoro H*-Haco-

ca B hopMHpOBaHHH MeTa60OJIHUECKON KOMITOHEH Thi E,',, MHTAKTHBIX KJIETOK

BbICIIMX pACTEHHH, NOJIyUeHHasi B OIMMCAHHBIX BLIIE OMbITaX, Aejaer
G6onee O06OCHOBAHHBLIM JaJybHERIIEe HCMOJIb30BaHHEe HMHrubuTopos H*-
ATda3Hbil aKTHBHOCTH MJia3MaJIEMMBbI JJisi BHISICHEHH S TOTO, [TPEACTaBJIEH
JI¥ JaHHBIA Hacoc H*-ATdason.

OnpeaeJieHHYI0 [TPOGJIEMY MPH 3TOM COCTABJISAET BLIGOP paGOUYHX KOH-
HeHTpauui MHru6utopoB H*-ATda3nl, [les10 B TOM, UTO HCNOJIb3OBaHHE
HH3KHX KOHLEHTPAUHH HHTHOMTOPOB, [MO3BOJISIONUX JOCTATOYHO OJHO3-
Ha4yHO CYAHTb 06 WX BJMSHHH Ha Ep ryTeM yrHeTeHHMsi axXTHBHOCTH
H*-ATda3wi [348], B onbiTax in vivo AasieKo He Bcerga okaleiBaeTcs 3ddek-
THBHbIM. CHHXEHHE E, B 3THX YCJIOBHSAX OOBIYHO COCTaBJsieT MeHee 30X
OT UCXOAHOT'O YPOBHS, UTO Jae€T BO3MOXHOCTDb JIHIIb TECTHPOBATb yyac-
THe H*-ATda3m B paboTe NpOTOHHOTO Hacoca [186]. OcoGeHHO Headdek-
THBEH B OfILITAX in vivo, CyAs 10 HEKOTOpPbHIM JaHHLIM [186, 354, 672],
BaHaJaT, SBJSIIOUMACS, NO-BUAUMOMY, Haubonee crieHPHIEeCKHM HHIH-
6uTopoMm H*-ATdasm nia3mMaieMMsl H3 UHCJIA M3BECTHBIX HA CEro AHSIMHUA
AeHb [356, 507]. 3TO OOGCTOSITENLCTBO HEPEAKO 3aCTABJISIET HCCAENO-
BaTesiel WATH Ha yBeJHUeHHe PabOuHMX KOHLEHTpPAUMA WHCHOMTOPOB B
ymep6 H3bHpaTesbHOCTH UX AeACTBHS Ha HY-ATda3y nyaamManeMmsl. TipH
HCITOJIb3OBAHHUH BLICOKHX KOHLEHTpPALHA HHIHOUuTOpOB H*-ATda3n yrHe-
TeHue Ep focTuraet 50X u Gosee. [TOCKOJIbKY TAKOE 3HAUMTEJNIBHOE YrHe-
TeHHe Ep OKa3biBAETCSH COIMOCTAaBHMBLIM 10 BEJIWUHHE C YyrHeTeHHeM Ep B
NPHCYTCTBHH, HanpuMep, rpoToHodopa KLX®I™ [215], MOXHO 3aKNIOUHTD,
yto H*-ATda3a nsa3MajieMMBbl, BLICTYNasi B KAYECTBE 3JIEKTPOreHHOro
IMPOTOHHOTrO HacoCa, BHOCHT NO MeHbWEN Mepe ONpeeNsiiomHA BKJIag B
dopMHpoBaHHe Ep HHTAKTHBIX KNETOK BHICHIHX PACTEHHH.

3aBHCHMMOCTb 3JJIEKTPOr€éHHOro mnoreHuudanra oT pH. BoaHukHO-
BEHHUE B XOJI€ aKTHBHOrO TpaHcriopTa H*, ocymecTBisiemoro H*-ATdaaon

nJiaaMaJeMMbl, 3HAUH TEJbHOA 3NIEKTPOTrEHHOW COCTAaBJISTIOWEN E,’,l KJIETOK

BLICIUMX PACTEHHI H €€ nojAepXaHHe HA CTAL{HOHAPHOM YPOBHE (B HEH3-
MEHHBIX YCJIOBHUSIX) NPEATNO0JIaraeT HaJIHYHE HU3KON MMaCCHBHOH MTPOHHLIA-
€MOCTH [1J1a3ManieMMbl ns H*.

[eficTBHTENbHO, JaHHbBIE 06 OTCYTCTBHH RIMSIHMS HJIH BECbMa CJiaGoOM

r

BJIHSIHUHU M3MeHeHUs pH BHemHen cpeabl B HHTepBasie oT 8,5 1o 5,5 Ha E
KJIETOK psila BbICIIHX pAacCTeHHWA OAHO3HAYHO NMOATBEPXAAl0T 3TO [694).
BecbMa 10ka3aTesbHO TakXe, UYTO [PH HCKYCCTBEHHOM YBEJIHUYEHHH

NPOTOHHOW NPOBOAUMOCTH MJIa3MaTHUECKOR MeMOpaHb NyTEM BHECEHH S
B Cpefly NMPOTOHO(OpA KJIETKH TEX XE PAcTEeHHR npHoOpeTanH criocol-
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Puc. 7. Bausinve pH Ha E ,'n KneTox E;-,,MB

XONeornTHAeR MmeHHU (1, 3) H oBCa
(2, 4 pgo u nocne obpaboTkH
npoToHodopoM gHkxnodorom [694]

Aukaodon (100 MxM) BHeceH B
cpeay npH pH 8,5. 1, 2 — XOHTpoAbL
(A0 06paBoTKH); 3, 4 — ONbIT (rIoche
06paboTKH)

HOCTb pearupoBaTh H3MeHeHHeM E., Ha uaMenenue pH cpensi (puc. 7). B

3TUX YCJIOBHSIX CHHXeHHWe BesndynHbl pH oT 8,5 go 5.5 npHBoAHNO K
CHJIbHOW JENOJISPH3aLHH, KOTOpAs 3aBepiiaiach BLIXOJOM E,',, Ha ypOBeHb

Ep npu pH 5,5—6,0 . Takum 06pa3oM, OYEBHAHO, UTO H3IMEHEHHE B
r
3asMcuMocTH OT pH BHeuwHe# cpeanl npeTtepneBan He E,, B 11esIOM, a ero

INEKTPOreHHasi KOMMNOHEHTA, HMEBIIAsi NPOTOHHYIO TTpUpoAy. TlpU 3ITOM
naMmeHeHu st Ep Gbisin 06paTHMBIMH, NMOCKOJIbKY TOCHEAYIOUEE TOBLILEHHE
pH BHOBDb O 8,5 COIPOBOXAAJIOCH THITEPIIONAPH3ALIMEN 1J1a3MATHYECKON
MeMOpaHbi [694].

Ep xnieTOK BhICHIHX PAaCTeHHHA, csaGo 3aBucsimui oT pH BHemHe#n cpegbl,
O6HapyXHBA€eT, HaNMpPOTHB, OTYETIHBO BbiPAXEHHYI0 3aBUCMMOCTb OT pH
UMTOMNNAa3Mbl. JJAHHBIX, CBHAETEJILCTBYIOMHUX O 3TOM, NOJAYUYEHO HEMAJIO.
HanpuMep, rmoka3aHo, 4To cnabbie KHCJHOTh (OyTHPAT M Ap.), @ TaKXe [1pH
ornpegeneHHux ycaoBusix CO,, NENCTBYS Ha KJIETKH BbICUIMX PaCTEHHA,
Bb3LIBAOT OLICTpOE IMOAKHCJIEHHE LUMTONJa3Mbl, akTHBaUHI0 H*-ATdaanl
Msa3MaJieMMbl, YCHJIEHHWE aNeKTpOreHHoro Beixoda H* W, kak cieacTBue,
runepnoJsispy3aumio MeMOpaHhl (15, 294, 383, 463, 533, 606]. C n3aMeHeHHEM
pH uuTONNIa3MBI, MOXET ObITb, B TOA MJIH HHOH MEpe CBS3aHO H BJIMSIHHE
Ha Ep cseta, GUTOrOpMOHOB, HHrHOUTOPOB MeTabGoan3Ma [335, 385, 386,
593,673l

OTCyAa BO3HHKAET 3aKOHOMEPHBII BOMPOC O TOM, UEM PETYAHPYETCS in
vivO BeJIMYHHA 3NEKTPOTeHHOM KOMIOHEHTh E,, BO3HHKAIOMENA [IpH
yyactuu H*-Hacoca ATda3HOW MpHpOAb: BHYTPHUKIIETOUYHBIM AT®, ¢
YPOBHEM COAEPXaHHS XKOTOPOr'o BeJHUHHA TeMHOBOro Ep Hepeako kop-
penupyerT (CM. pa3zen 3), /WM BesTHU4HHOR pH uuTONJIa3Msl.

Ha aToT BOMpOC B IMTEpAType HET OAHO3HAUHOI'O OTBETA. Tak, 1o MHe-
HUIO Yoskepa u CmuTa [685], E:,, PACTHTEJIBHOW KJETKH SBJISIETCH
dyHkuuen kak ApH, Tak ¥ xoHueHTpauuu ATP B uuTonsasMe. B To xe
BpeMsi pyrue aBTOpbi [15, 593, 594, 606] CK/JIOHHBI CYMTaTb, 4YTO E;
(TOUHee, ero 3JIEKTpOreHHasi KOMIIOHEHTA) PErYJHPYETCS Npexae BCero
uuTonsaamaTHueckum pH.
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Ha Ham B3rasig, BaXXHOCTb POJI1 HHUTONNA3MAaTHYECKOIr o pH B peryias-
UMH AKTHBHOCTH 3JIEKTPOreHHOro H*-Hacoca nJjiaaMasieMMBbl (B UACTHOCTH,

H*-ATda3bl) H KaK CAEACTBHE BEJHUHHBI 3JIEKTPOTEHHON KOMITOHEHTbI E,’,I
KJIETOK PaCTeHHH (NpHYEM PEryasiqd¥ OrnepaTHBHOW, “TOHKOH")
MpEeACTBASETCS BIIOJHE OUEeBHAHONH. TeM He MeHee A1 OKOHYATeIbHOro
BbIBOJA O CIIPaBeJJIMBOCTH TOW MJIH MHOH TOUKH 3pE€HHS Ha JaHHYI0

npo6sieMy HeO6XOAUMBI JaIbHEHIIHE HCCIIEOBaHH S,

Penokc—-1ens mia3zMaaeMMbL
U €€ pOJib B INIEKTPOreHE3€ KIETOK

HcenegoBaHHS NPHPOALI 3JIEKTPOreHe3a U TPAHCIIOpPTa HOHOB B pACTH-
TeNbHBIX KJeTkax, 6ypHO pa3BHBaBIHeCsi B 1980-e roani, TOKa3biBaIOT, UTO
Ha pOJib 3JIEKTPOreHHOr0 NMPOTOHHOrO HACOCa [1N1a3MaJieMMbi [TOMHMO
H*-ATda3n peasibHO MOXET MpETEHAOBATb peAoKC-Lelb (Mau ITL]) nnas-
MaJyieMMbl. THNOTE3a O TOM, UTO  3JIEKTPOreHHbIi Tpancnopt H* uepes
naasMaNeMMy KJETOK paCTeHHH OCYMECTBJISETCS NpH yuyactuu 3ITL,
BriepBbie Obisia npegiioxeHa B.A. HoBakom W H.I'. UBankuHO# [171). B paM-
KaxX 3TOW rMI10TE3bl NPEAYCMATPHBAJIOCH, UTO HCXOAHBIM 3BEHOM peJJOKC-
LeNnH BBICTYMAIOT BOCCTaHOBJICHHbIE MHPHUAHHHYKJIEOTHAb, a KOHEUHBIM
aKILENTOPOM 3NIEKTPOHOB, KakK ¥ B ciyiydae ITLl MUTOXOHAPHA, ABASIETCSH
O,. B noJsib3y NpaBOMEPHOCTH NPEANIOXKEHHON IHNOTE3bI, 110 MHEHHIO aB-
TOPOB, B TOX MW MHON CTENeHH CBUAETEJIbCTBOBAJIM JaHHbIE O BO3MOX-
HOCTH Y4YaCTHS BOCCTAHOBJIEHHbIX MUPHAHHHYKJICOTH OB B 3JIEKTPOreHe-
3e KJIETOK pacCTeHHH, pe3yJsibTaThl THCTOXMMHUUECKOIO aHaJIM3a JIOKaJH3a-
LMK [TpearnosiaraéMbiX KOMITOHEHTOB PEAOKC-1IEH B MJia3MaJIEMME U T.4.

B panbHehmeM uccaeAOBaHWs JTL nyia3MasieMMbl TIPOBOAHJIMCH [10
JIBYyM OCHOBHBLIM HarpaBeHHsM, KOTOPbIE YCIOBHO MOXHO NOpa3leIMTb
Ha "CTpyKTypHoe" ¥ “dyHKUHOHaNIbHOE",

HeCOMHEHHBIM YCNEXOM "CTPpYKTYPHOro" HalpaBJieHHSi HCCNIEAOBAHHA
MOXHO CUHTaTb TO OOCTOSITENbCTBO, YTO PEANIbHOCTb [MPHCYTCTBHS KOM-
MOHEHTOB pPeAOKC-1eNH B MJia3MaJieMMe KJIETOK PACTEHHH, B TOM 4HCJE
BLICIIMX, B HACTOSIIEE BPEMS yX€ HH y KOTO HE Bbl3blBa€T COMHEHHH. Bo
dbpakumsx nyiaaMaTHUECKH X- MEMOpaH HAEHTHHHLUMPOBAHBI, B UACTHOCTH,
TaKHe COCTaBHble 3JieMeHThl JTI, KaKk (hJiaBHHbI, UINTOXPOMbI b H, BEPOST-
HO, LHTOXPOMBI ¢ [131, 446, 585, 611)]. BuigesieH 6eJKOBbiH KOMITJEKC, 06Jia-
Haowun HAIH-okcn1a3HOW aKTHBHOCTDIO, KOTOPBIA COCTOMT M3 TPEX KOM-
[TOHEHTOB C MOJIEKY ISPHON MaCCOW COOTBETCTBEHHO 36, 52 W 72 k[ [321].

Yenexy “dyHKUHMOHANHLHOrO" HanpaBJieHUst HCcaieioBaHHA 3TL Takxe
BECbMa CYmECTBEHHbI. PeJoKC-peakuyu OGHAPYXEHH B MJIa3MasieMME KaK
(GOTOCHHTE3UPYIOIMX, TaKk H reTepOTPOdHbLIX KJETOK, MPHYEM Y BeCbMa
3HAUHTEJIbHOTO UMCJIa PaCTHTEJIbHBX O0bekToB [172, 447]. TIpH 3TOM ecTh
OCHOBaHH S CYHTATD, UTO B [1J1a3MaJIeMMe laXe OQHOTO U TOTrO Xe OObek-
Ta MOXET HMETb MECTO LEeJibiA PSSO OTAENbHbIX PEAOKC-aKTHBHOCTEN C
PAa3JIMYHON CrieUHPHUHOCTDIO K MTHPHAHHHYKJIEOTH JaM [496).

Yto xe kacaeTcs yuacTusi ITL B paboTte asekTporeHHoro H*-Hacoca

r
nnasMaseMMbl ¥ HOpMHpPOBAHHH MeTaboJsiHuyeckon cocrasnsiomen E,,
KJIETOK, TO Ha 3TOT CYET Y UCCNIeAOBaTe e HET €THHOI O MHEHHS!.
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[loCTaTOUHO pacnpoCTpaHEHHON HBJIRETCHA TOUKA 3PEHHN, CorJac-
HO KOTOPOH Ppe/okC-Lienb [1J1a3MaJIeMMbl SIBJISIETCH  aJIbTEPHAaTHBHOM
H*-ATdaze 3NekTPOreHHOH CHCTEMOH, OCYyIWEeCTBASOMER aKTHBHBINA
TpancnopT H* u3 kyeTky [93, 172, 234, 347, 417, 447, 490, 539]. O6 3ToM
CBHAETENBCTBYIOT NpEXAEe BCEro PE3YyJbTaThl ONMBITOB, MOAEJHPYIOUHX
paGoTy peAOKC-LENH NJa3MasieMMBbl in vitro. Tloka3aHo, HanpuMmep, YTO
noGasnenre HAJZIH B cpeqy BBI3bIBa€T Y MEMODaHHBIX BEIUKYJ KJIETOK KO-
JeonTHneH Kykypy3nl renepauuio E,, ("nmoc” BHYTpH Be3HKYyJI), CONMOCTa-
BHMOT'O MO 3HaKY H BeJIMUMHE ¢ ATP-3aBHCHMBIM E,, Ha TeX Xe Be3UKyJiax
[93]. KOHEUHBIM AaKLEMTOPOM 3JIEKTPOHOB, MEPEHOCHMBIX pefOKC-LENbIo,
[IPH 3TOM BBICTYTIaN, oueBu AHO, O,. Ha Be3nKkynax njia3mMaTuyeckux MemG-
paH KOPHEH XJiormdaTHHKa [417] renepauus E,, ("runoc" BHYTPH BE3HKYH)
NPOUCXOHNa, KOrJa AOHOPOM 3IJIEKTPOHOB BHYTPH BE3WKYJ BHICTYMA
ackopBaT, a HX aKkLIENMTOPOM CHAPYXH BEIUKYJ — heppHLIMaHH].

B ornbITax in vivo peJOKC-PEAKL{HH TJIa3MaIEMMBbl TaKXX€ HEPEAKO COfM-
POBOX/IAI0TCH 3NEKTPHUECKHUMH SIBJIEHUSIMH. B UACTHOCTH, BHEKJIETOUHOE
OKHCNIEHHE BOCCTAHOBJIEHHBIX MUpHAHHHYKNIeoTHAOB (HAZIH, HAAPH) 3H-

ZOT€HHBIM aKLIENTOPOM 3/IEKTPOHOB MOXET MPHBOAHTL K yBeaHUeHHo £,

MPOTONJACTOB H KJIETOK BBbICHIMX pAacTeHHH [234, 490, 665). HanpoTHB,
BHEKJIETOUHOE BOCCTaHoBJieHHEe (eppHLMaHUIa Bbi3biBAET OHICTPYKO
ryy6oKyio AENONSPH3IALHIO NJIa3MaTHUECKOH MeMGpaHbl. TIpu 3TOM HMeeT
MECTO 3aKHCJIeHHe BHelmHen cpenbi [172, 234, 347, 447, 482, 509, 5391.
Ecan ucxoauTs M3 Toro, uTo JITL OCYWECTBJISIET 3JIEKTPOr€HHBbIR
TpaHcriopT H* U3 pactutensHo#t kneTku [171], genonsipusauus niaaMa-
JieMMb! B XoZe heppHLUHAHHAPEAYKTA3HOR pEakiiHH JaeT OCHOBAHHS CUH-
TaTh, UTO eppHLHAHW], KOHKYPEHTHO MEPEXBaTbIBast 3NEKTPOHBI Y ITL,
NMPENATCTBYET BLIMOJHEHHNIO JAHHOA CHCTEMOH (hYHKILIHH 3JIEKTPOrE€HHOr o
NPOTOHHOTI'® Hacoca. JIEACTBHTENbBHO, NOCKOJIbKY BOCCTaHOBJIEHHE dep-
PHLIHAHH /]2 IPOHUCXOHT BHEKNETOUHO, OHO JOJDKHO MPUBOAUTDL K Hapy-
WEHHIO TpaHCMEMOpaHHOTO pasgeneHHs € U H* [172, 447]. CnegoBaTtennHo,
BbixoZ H* n3 knetky 6ygeT conpoBOXAaTbCs JIMIIbL 3aKHCJIEHHEM BHEIHEN

cpeabi, a E,, KJIeTKH B MpPUCYTCTBHH (eppULHAHMA2 YMEHBWHTCS Ha

BEJIMUHHY BkJiajia 3TL B ero opMHpOBaHHE.
B COOTBETCTBHH C TAKHM MOAXOAOM HEKOTOpbIE aBTOPBHI CUHTAIOT, UHTO

r
BkJsaZl ATU nnasmaneMMbl B popMupoBanHe E , kJeTOk pacTeHHi MoOxXeT

ObiTb OU€EHb 3HAUMTENbHBIM W COOTBETCTBOBATH Aaxe Ep B 11esioM. TipH
3TOM peub HAET Kak O TEMHOBOM, Tak U O HOTOHHAYUHPOBaHHOM Ep [172,
447, 539]. ocaeaHni B 3TOH CBSA3H MOXHO pacCMaTpPHBATb Kak pe3yJbTaT
aKTHBALMH PEROKC-LIENH NJaa3MaieMMbl Ha ceeTy [536, 539].

OAHAKO MpEACTABJIEHHSI O TOM, UTO HaMeHeHHs E,, KJIETOK BHICWHX
pacTeHHA B Xxoje (eppHUHAHHA-PEAYKTA3HOH DPEaKIMH 3KBHBAJIEHTHBI
MOTEeHRHU ATy, FEHEPHPYEMOMY PEOKC-LENbIO, U MOTYT JOCTHIATb BEJIH-
unHbl Ep B L1€JIOM, HAXOAATCA B CHJILHOM NMPOTHBOPEUYHH C PACCMOTPEH-
HbIMH BBIIIE JAHHBIMM O Begymed poan H*-ATdaas B G yHKLHHOHNPOBAHHH
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Puc. 8. Mpeanonaraemas Mozens notoxob &k H*,casanHMXx ¢ BoccTaHOBNEHHEM

deppHuHaHNAA, H BIAHMOOTHOMIEHHA MeXAV pPeJOKC-UEnni0 mMiaMalieMvul R ATd-
3aBHcHMOR cexpeunen H(Hecxonkko yrpomennas cxema [S09])

anekTporeHHoro H*-Hacoca nJyiasmaneMMmbi. B 3TOA cBsi3n ofpamaeT Ha
cefA BHUMaHHE npeanoXeHHasA HeflaBHO [S09] MHast HHTEpPNIPETaLHUst CO-
ObITHA, MPOTEKAWIKX Ha IJIA3MAJNIEMME KJIETOK B XOA€ BHEKNIETOUYHOH
theppHLUHaAHHI-PEeAYKTA3HOR peakuHH. Mpeanonaraercs, UTO BOCCTaHOB-
JieHve ¢eppHLHaHWAa W HabyofaeMoe NMPH 3TOM NOAKUCHEHHE CPEAbi
ofycnosyieHbl ABYMS PA3IMYHBIMH MEXaHHW3IMAMH: NEPBUUHBIM TPAHCNOP-
TOM TOJIBKO & K QEepPpPHLIMAHMAY, MPHBOARINHM K AE€NOJIAPpHU3aALHH MeMOpa-
Hbl (33 CYET YBEJHUEHHN KOHLUEHTpauxsn H* B uuTonsasme), u mocie-
Aywomum BbhixogoM H*, ocymectensiembiM Hf-ATda3zol, akTHBMpyeMoH
BHYTPHKJIETOUHBIM TMOJAKHCIIEHHEM H Jeronsipu3auned (puc. 8.). 3to
MOATBEPXAAIOT, B UACTHOCTH, Pe3yJbTaThl OINLITOB C HHrHGHTOpPOM
H*-ATda3Hoi aKTHBHOCTH 3PDHTPO3HHOM B, KOTOPBIA CHJIBHO YyrHeTasn
Bbi3biBaEMOE heppHLIHAHUIOM NOJKNCIIEHHE CPEAibl, HO BECbMa CNaGo BJIN-
SUJ1 HETMOCPEeICTBEHHO Ha NpOoLIecC BOCCTaHOBJIEHU S (heppuLiMaHnga [S09).

TaknM o0pa3oM, aibTEPHAaTHBHASA TOYKA 3PEHHN HAa PEJOKC-L{eNDb Naa3-
MaJIeMMBl MOXET COCTOSATb B TOM, UTO 3Ta CHCTEMAa HE YYACTBYET B
OCYIECTBJIEHUH 3NIEKTPOreHHOro TpaHncnopTa H* uepes nyiaaMaTHueckyio
MeMOpany KJIETOK pacTeHH# [482, 509]. laHHast TOUKa 3PEHHUA, PABHO KaK H
Ta, KOTOPasi NPUNHUCHIBAET PEAOKC-LENH BEAYWYIO POJIb B OCYIMECTBJIEHHH
3NIeKTPOreHHoOro Beixoda H* M3 kJieTkH, npeAcTaBysieTCH HAM KpalHEN.
PeweHKne BOMpPOCa O pOJIM PEAOKC-LENH NMJa3MaJIeMMbl B 3JIEKTPOTEHE3E
KJIETOK pPaCTeHHH, B YaCTHOCTH BLICHHX, SyJeT CBS3aHO C JaJIbHEAIHM
H3y4YeHHeM MEXaHH3Ma ee GYHKLIHOHHPOBAHHS H aHAJIM3OM B3AHMOOTHO-
meHu# ¢ H*~ATdason.



JsieKTporeHHnle CBONCTBAa Ht-ATdasml
u nupodocdarasn TOHONMACTA

TOHONAACT BHOCHT 3HAUHMTENbHO MEHBIHHA BKJAZ B 3JIEKTPOreHe3
KJIETKH BBICIEIO pPaCTE€HMS, UEM [1a3MaseMMa (CM. pa3jen 2). TeM He
MeHee ero CnoCo6HOCTb K reHepalUHrH E,, nNo-BHAAMOMY, BECbMa CYmecCT-
BeHHa st O6MeHa BemeCTBaMH C BakKYOJIblO, HIMEHEHHI MEXaHHUECKHX
pa3mMepoB rtocseqHed U T 4.

TTOCKONbKY H3YUEHHE 3IJIEKTPOr€HHBIX CBOUCTB TOHOILIACTA B HHTAKT-
HOM KJIETKE Kpa#iHe 3aTpyZIHeHO, TO OCHOBHOE BHUMAHHE HCCIE40BATENIEA
B nocJiegHHe rogut Oeino ygeneHo pafoTe C BE3aMKyJiaMH 3To#d MeMOpaH-
HOW CTPYKTYPHI. Y JaJIOCb BbISIBUTb JJB€ OCHOBHbIE 3JIEKTPOreHHbI€ CHCTe-
Mbl TOHOMJAcCTa: H*-ATdasy n H*-nupodocdaTasy[592].

H*-ATda3a ToHONNaCTa OTHOCUTCH K HOBOMY, HJIM, KAK €ro Ha3hBaloT,
TpeTbeMy, THNY H*-ATda3 (503, 592]. OHa OTNHMUYAETCHA NO CBOUM CBOKHCT-
BaM OT F¢F{ nin EE,H*-ATda3. lnis Hee xapakTepHo Gonee uwesouHoe
3HaueHHe onTuMyMa pH, ueM Ans H'-ATda3pl Njaa3MaieMMbli, OTCYTCTBHE
tdochopniupoBatrsi B ukJie paboThl, HEUYBCTBUTENBHOCTb K BaHAaJaTYy,

cruMyasiuus C1—, yrietenne NO, . B TO e BpeMsi, KaK W Iia3MaJieMMHast
H*-ATda3a, OHa HEeUYYBCTBHTEJbHA K OJIMTOMHLUMWHY, yalauHy, asuagy,
uurubupyercs AUKA, A3C (476, 503, 592]. XoTst npeAyiOXEHB! KOHKPETHbIE
MoJeiM ee CTpoeHHs [592], cyGbe JHHHUHBIA COCTAB JaHHOH GEepMeHTHOMN
CHCTEeMBI MOKa YETKO HE YCTAHOBJIEH W Pa3Hbie aBTOPHI NPHBOANT Pa3Hbie
AaHHbie [320, 501, 590].

3JIeKTPOTreHHOCTh TOHOIJIACTHOH ATda3bi oKa3aHa BecbMa ueTko. Npu
3TOM B MoAaBnsiomeM GOJIbIIMHCTBE HCCJIEQOBAHMA TeHepupyemumid E,
MMeEET 3HaK "nmoc” BHYTPH Beauky [286, 303, 346, 456]. 3T0 CBs3aHO C TEM.
UTO TPH BBILEJICHHH BE3UKYJl COXPAHSIETCH OPHEHTauust MeMOpaHbl,
CBOMCTBEHHAst HATHBHOM KJIETKE, T.€. Be3UKyJibi OOpalEeHbl LHTOMJIa3Ma-
THUECKOW CTOPOHOW Hapyxy [476]. Cnegyer WMeTb B BHAY, UTO Ha
pe3ysibTaThl H3MEPEHNH E, TOHONJACTa CHJIBHOE BJIUAHHE MOXET OKa3aTh
Buifop MeToza. Tak, No JaHHBIM [400), TPH HCOL3OBAHHH A%t HIMEPEHUS
E,, NpOHHKAOMHUX NUNOGHIIBHBIX KATHOHOB TOMd*, Tdd* perucTpHpy-
€TCSA 3HaK "MHHYC" BHYTDH TOHOIUIACTHBIX BE3MKYJI, XOTA B TE€X Xe
OnbITaX W3MEPEHHN C MOMOMbBIO MHKPOAIJIEKTPOAOB AaNH 3HAUEHHS CO
3HakoM "TUIIOC”. ABTOPB OGBLSCHMIOT 3TO SBJIEHHE 3JIEKTPOCTATHUECKHM
CBA3BIBAHHEM JIMITOPHJIBHBIX KaTHOHOB C (MKCHPOBAHHBIMH OTpHLA-
TEJIbHbIMH 3ap AAaMH HAPYXHOH ¥ BHYTPEHHEH NOBEPXHOCTH MEMOBpPaHBI,

CymecTBeHHO, uUTO abconioTHafs BeNHUHHa E,, reHepHpyeMoro B
BE3UKYJIaX TOHOIJIaCTa, Kak MPaBHJIO, HEBEJIHKA H BAPbUPYET B rpegenax
5+ 20 MB [286, 346, 400, 452], xO0Ts1 CIOCOGHOCTb 3TOH MEMOpPaHBI AHCCH -
MAPOBATb MPOTOHHBIA rPaJUEHT B HECKOJIbKO Pa3 MEHbIE, YEM Y NMaa3Ma-
nemMmbl [487]. JIHmb ro HekOoTOpLIM HabmogeHNsM, E, MOXeT JOCTHraTb
100 MB [303]. TPYAHO cKka3aTb, CBA3AHO JIH AaHHOE OOCTOATENbCTBO CO
CBOMCTBAMH BbiEJIEHHBIX BE3UKYJl YCJIOBHSIMH HAGIIOAEHH 1 HJTH OTpaxa-
€T MEHbIIYl0 MOWHOCTb MPOTOHHLIX MOMN TOHOIJIACTA MO CPaBHEHHIO C
TaKOBBIMH I1J1a3MaJIEMMBI.

B 3JIEKTPOr€He3e TOHOIMJACTA BaXHOE 3HAUEHHE HMEET pa3psaka
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reHepupyemMoro E, TNpOHHKAWIMHMH aHHOHaMH, B ocobenHocTH Cl—.
MocnegHWH, ¢ OQHOM CTOPOHBI, Kak MPOHHKAOIHA aHHOH BBI3LIBAET
AuccHnaumo E,, uTO MOXET OKa3biBATb CTHMYJIHPYollee AeHCTBHE Ha H*-
ATdasy ToHonnacta {302, 303, 333, 351). C gpyro# croponn, Cl—, no-
BHUAMUMOMY, HENOCPEACTBEHHO AEACTBYET Ha JaHHbIA depMeHT, O ueM, B
YAaCTHOCTH, CBHAETENLCTBYET YMEHbIIEHHE MNMOJ €ro BausHueM K, Anst
AT® [410]. UnTepecHOo, uTo 3TO BiaustHe Cl— He CBA3aHO C KaATANMTH-
uecknM LHeHTPOM. [I0 MHEHHIO psiJa aBTOPOB, NpAMoOe geicTere Cl— Ha H*-
ATdasy ToHOMNACTa, KOTOpPOE NPOMABNSETCS H Ha ee COMOGHIM-
aupoBaHHO#H opMe [302], cBsi3aHO ¢ HasiHuHeM Cl~-kaHasa, ABASIOmMErOCst
HHTErpaJibHbIM KOMIIOHEHTOM fJaHHOro HepmenTa [302, 303]. dyHkUHO-
HUpPOBaHHE 3ITOro Komruiekca (pepMeHT-kaHas) NMPHBOOHUT K 3JIEKTPO-
HEATPaJIbHOMY COBMECTHOMY TpaHcropTy HY M Cl—. HecomHeHHO, uTO
BaXHYI0 POJIb B 3JIEKTPOTrE€HHBIX CBOMCTBAaX TOHOMJIACTa HIpalT TaKxXe
MpoLeCCh COBMECTHOIrO nepenoca H* ¢ ApyruMH BemecTBaMu. Hanpumep,
H*-aHTHMOPT CaxapoB NPHBOAMT K pa3psake E, W AenaeT cogepxuMoe
TOHOMJACTHLIX BE3UKYJ GoJiee OTPHULATENBHBIM, @ MHOTA BBI3LIBAET H
obpameHHe NOJIAPHOCTH ("MHHYC" BHYTpH) [334, 474].

UTO KacaeTCs QpYroR 3JIeKTPOTEeHHOH CHCTEMRKl TOHONJacTa — HY-rm-
podocdaTa3n, TO OHa NPUBJIEKJIA BHHMAHHE HCCAEAOBaTeNIEA, MO-BHAN-
MOMY, B CBSI3H C yCTaHOBJIEGHHEM BaXHOH ponn nupodocdaTa B 3Hepre-
THKE PAcCTHTENbHOHW kJeTku [310]. Ee OTHOCAT K ueTBepTOMY THMYy H*-
dbochornaponas, BcTpeuvalomuxcn B MeMGpaHax pacTeHn#t [592]. CpoicTea
3To# MeMOpaHHOW CHCTEMBI MCCNEAOBaHb Ha MeMOpaHHBIX Be3nKynax
TOHOMJNACTA, & TaKXe B CONMOGHIIHIMPORAHHOM BHJe [344, 512, 591, 687].
MNoxa3zaHo, uTo OHa HMeeT onTUMyM pH B menouno# cpege (pH 7—8),
crumyaupyercss K+, nmurnGupyercs Na*, A3C, OUKA, NaF, MI®,
HEUYBCTBHTENbHA K BaHaJaTy, MOJHGAATY, OJIMrOMHUMHY, asugy, NO; u
APYIMM aHWOHaM, MNOJABJIAETCA HOHOPOpPaMM — HHUTEPHALIMHOM,
MOHEHCHHOM, BAJMHOMHUMWHOM. [0 HEkOTOpWM JaHHBIM [S512], ee
MoJieKyJisipHasi Macca 64 xJl, a K, ans PP, cocramnsier 2,3 - 10—* M.
Ycranosneno, uro H*-nupodocdaTtala, Tak Xxe kak H ToHONnJacTHas Ht-
ATda3a, MOXET OCYymecCTBIIATL TpaHCNopT HY B Bakyonb [343, 512], npuuem
3TOT TPAHCIMOPT SABJIAETCS 3JIEKTPOTEHHBIM, T.€. COMPOBOXAAETCH reHe-
paLHei 3JIeKTPHUECKOro MOTEHL{HANA CO 3HAKOM “Tmoc” BHYTPH [344, 456,
498, 687]. Takum ofpa3oM, H*'-nupodochaTasa npescrasaser cobon
BTOPOA BeCbMa CYMmMECTBEHHbI# uMCTOUYHMK J/IC Ha ToHOomniacre. Uro
kacaercsl JTL, TO ee yuacTHe B JJleKTPOreHe3e BaKyOoNsipHOR mMeMOpaHbi
KJIETOK BBICHIHX PACTEHHH eme NPeACTOMT UCCIIeJOBaTh.

Ca?*~-ATda3a nyiaaMasieMMbl — 3JIEKTPOreHHAINA HAcOC?

Bsmsinne Ca?* Ha 3/IEKTPOIr€HHYI0 KOMIIOHEHTY

noTEeHUHANA NOKOS

Hannuue CneuManu3WpoBaHHBIX CaZ*-TPAHCTIOPTHPYIOMMUX CHCTEM Y
pacTeHHH [10Ka3aHO B MHMTOXOHAPHSIX, IHAOMNIA3MATHUECKOM PETHKY-

JIyMe, NyiadMasieMMe U TOHONacTe [252, 369, 497, 504). [Ipu HX YYaCTHH
OCYIECTBJISIETCA CTPOrHA KOHTPOJL 3a COJAEPXAHHEM B LMTOMJA3ME
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wieTok Ca?*, Urparomero, Cyasi Mo BCEMY, LIEHTPAJIbHYI0 POJib B PEryns-
LIMK MHOTMX (PH3HOJIOTHUECKHUX MPOLIECCOB.

Ha nna3smanemMme §yHKLMI0O CHCTEM, OCYIECTBJISIIOIMX BbiBegeHHe CaZ*
M3 LIMTONJIa3Mbl BO BHEIIHIOW CP€AY, MOT'YT BbINOJIHATH, NO-BHAHMOMY,
Ca?*/H*-aHTHUnNOpTEp, HCNOJIb3YIOIHUA 3HEPrHIo Co3gaBaemoro Hr-ATda3oH
ApH*, n Ca2*-ATda3a [258, 588, 705]. BO3HHKAET 3aKOHOMEDHHIfI BONPOC,
sBJIAETCA JiK CaZ*-ATdasa nJjia3mMaIeMMbi 3JIEKTPOIrEHHON CHCTEMOM?

HccnepoBaHusi MexaHnama norJiomeHnsi Ca?* M30JIMPOBaHHBIMHA BE3M-
KyJFaMH MJia3mMaJieMmbl peanca [588] mokasanun, UTo nNpH ydacTuu Ca?*-
ATda3nl UMEET MECTO Ckopee BCero He CaZ*-yHHNopT, a nH*/Ca2*-o0MeH,
KaTaJIM3NPYEMbIA faHHOW CHCTEMON. OT COOTHOWEHHsS OOMEHNBAIMXCSH
Ca?* ¥ H* (T.e. BeJIMUNHBI KO3pHUUHEHTA n) 3aBUCHT, GyneT JiK 3TOT Mpo-
LIeCC 3JTEKTPOHEATPAIbHBIM HJIH 3JIEKTPOreHHbIM. BO BCSIKOM cJiyyae, TOT
thakT, yTo noryiomeHune CaZ* Be3UKyJIaMH CONPOBOXAaNIOCh YBEJTHUEHHEM
WX TpaHcMeMOpPaHHOTO MOTEHLIMaJla, CBUAETEJbCTBYET, NO-BHANMOMY, B
110J1b3y NPABOMOYHOCTH [OCNEAHETO BAPHAHTA.

TakHM oGpa3oM, Ca%t-ATda3a Hapsly ¢ Ht-ATda3ol U pefokc-Lenbo
nJia3MaJieMMbl, BEPOSTHO, MOXET ObiTb OTHECEHA K UHCIY CHCTEM,

YYaCTBYIOIHX B JOPMHUPOBAHHH INTEKTPOTE€HHON KOMITOHEHTHI E ., kneTox
BLICIIMX pacTeHHH. OJHaKO OUEHUTh TpefnojiaraeMeiit BkJay Cat-
ATda3bt B 3TOT NMPOUECC MTOKA HE MPEACTABJISICTCH BO3IMOXHbBIM.

CriefyeT OTMETHTB, UTO HOHb Ca?* MOryT yuyacTBoBaTh B GOpMHpO-

BaHHH MeTaboTHUEeCKON KOMITOHEHTDI E,’,, KJIETOK PAaCTEHHH He TOJbKO
HENoCPeACTBEHHO (3a cueT paboTe CaZ*-ATdaswl rJasmaliemMMbl), HO H
KOCBEHHO, OKa3biBasi PETyJATOPHOE BJMSHME HA AKTHBHOCTb 3JIEKTPO-
reHHoro H*-Hacoca, npeacrasientioro H*-ATda3oln. MeguaTopoM pery-
JIATOPHOrO BNHstHUA CaZ* BBICTYMAET KaJbMOAYJHH [369, S04]. Mexanuam
JeNCcTBUA Komiekca CaZ*—kabMOTy/IMH Ha HY-ATda3y nnamasiemMmb,
COrJJACHO NPOBEAEHHBIM HCCAEOBaHUWNAM [704], BBITNAAWUT ClegyOULUM
oBpa3om:. Ca?*—KanbMOAYJIMH M3IMEHSIET aKTUBHOCTb Ca?* -3aBMCHMOHRM,
KaJIbMOLYJIMH-CTUMYJINPYEMOH TNPOTEHHKHHA3L; NOCJIeJHSAs, B CBOIO
ouepenb, YBEJIMUHBAET YPOBReEHb (hochopHmpoBanns GeskoB nia3MaTn-
yecko# MeMOpatibi, BkJlouasi H*-ATd a3y, nossimeHHe ypoBHs hochoprin-
POBaHHS CONPOBOXAAETCA CHUXEHNEM AKTHBHOCTH H*-ATdasnl.

B COOTBETCTBHH € YKa3aHHBIM MEX2HH3IMOM yBeJIHUEHHE KOHLEHTpauuu
Ca?* p UHTOMNJIA3ME JIOJIKHO BhI3bIBATh YyrHETEHHME AKTHBHOCTH H-ATd a3l
JleACTBUTENBHO, KAK MOKAa3biBAIOT ONBITH HA MEMOPAHHBIX Be3Ukynax [355,
588], noHbt Ca?* B MUJIJTHMOJISIDHBIX KOHLIEHTPALM X ABJIRIOTCS CHJTbHBIM Y
ZAaxe BeCbMa n3bupaTesibHbiM HHTHGH TOpOM H*-AT®a3nl rJ1a3mMasieMMsi.

Hcxons N3 3Toro, MOXHO OXHAATh, UTO HOHB CaZt JOJIKHBI OKa3LiBaTh
yTHETawmee geACTBME Ha TpaHCMeMOpaHHBIA MOTEHLHAJ, CO3/1aBaeMbii
npy yuyacTHH H*-ATdaspl nsa3MajieMMbl B KaueCTBE 3JIEKTPOr€HHOIO
NMPOTOHHOI'O HacoCa. B onpeneseHHON MEPE Takoe NPEANOJIOXEHHE NOA-
TBEPXJA€ETC JAHHBIMH O TOM, UTO AHTAaroHHCTh! KAJIbMOAYJIMHA CTHMY-
JIMPYIOT CeKpeLHIo HY ¥ BBI3BIBAIOT TUNEPIOJIAPHU3IALHIO KJTIETOK HHTAKTHbIX
pacTHTeJIbHBIX TKaHeR [479]. B TO ke Bpems, Mo APYrHM JaHHbIM [1],

3aBHCHMOCTb 3JIEKTPOreHHON KOMITOHEHTH E |, KIETOK BBICIIErO PacTEHHS
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(TpHaHeH) OT KOHLEHTPaLUH Ca?* B cpefe (quana3oH 0,6—2,5 MM) UMena
OOCTAaTOUYHO CJIOXHBIA XapakTep, C OTYETIHBBIM MAKCHMYMOM I1PH 1,5 MM
Ca?*, CBHAETENbCTRYIOWMM, IO MHEHHIO AaBTOPOB, O BO3MOXHOCTH aKTHBA-
1IMKH HoHaMH Ca?* aslekTporeHHOro H*-Hacoca nyasmanieMmbl. ECTb Takke
CBEZIEHHS O TOM, UTO CaZ* akTUBHPYET 3JIEKTPOTEHHBIA MPOTOHHBIA HaCOC
ruia3masieMmbl y rpuba Helpocriopbt [486].

TaknM 06pa3oM, OUEBHJIHO, UTO BEJNMUNHA E,, BOHHKAOWErO Y pacTe-
HUA NPW pemaomeM yYaCTHH aekTporeHHoro H¥-Hacoca, o6Hap yXxHBaeT
CHJIbHYI0 3aBHCHMOCTb OT Ca2*. OqHaKO XapaKTep 3TOH 3aBUCHMOCTH, ONO-
CpPeNOBaHHBIA PETYNSITOPHBIM BiMsinnem Ca2* Ha paboTy Hacoca, npes-
CTAaBJISIETCS BECbMA HEOJHO3HAUHBIM,

Nat,K+-ATda3za nna3ManeMMbl H pYrue BO3MOXHbBIC
3NEKTPOreHHBIE CHCTEMDI

Ecsn y GOJIbIIMHCTBA XHBOTHbIX O0bekTOB Na* K*-ATdasla siBisieTcs
OCHOBHOH 3JIEKTPOr€HHOH CHCTEMOM IJla3aMaTHUECKHX MeMOGpaH, To ee
3HaUYEeHWE B IJIEKTPOreHe3e KJIETOK BBHICIIMX PACTEHHH OCTaeTcs 4O CHX
Nop He BnoJiHE SACHbM, CoobueHnst 0 HasMuuK Na* K*-ATda3sl y BHCIIHX
PaCTEeHHH MOSBHJINCH B OCHOBHOM B HauaJie 1970-x rogoB. OHH KacaJIUCh
KakK LieJibiX OpraHOB paCTEHHWH, Tak U MeMOpaHHbIX NPENapaToOB, H OCHO-
BbIBAJINCb [peUMYIIECTBEHHO Ha 3ddekTe nogaBneHnss ATdaHON aKTHB-
HOCTH crieyudrueckuM HHrnbutopoM Nat K+-ATdasm yaGanHoM [48, 58,
235, 480l. OaHako mno3gHee ObiJiOo- rNokasaHo, uto 3pdekT yabauHa
HaGmogasncst ganexko He Bcerga [636]. OTrcyrcTBue 3dbdekra yabauHa, ¢
OAHOM CTOPOHBI, MOXET ObiTb CBA3AHO C YCJIOBHSIMH NPOBEAEHHUSI OMNBITOB
(KOHUEH TPaLnel HHruGUTOPAa, COLEPNKAHHEM HOHOB H Zp.). C APYTOH CTO-
POHBI, OHO, MO-BUIUMOMY, ONpeAeJIsieTCsi CBONCTBAMH CaMHX PACTEHHM.

Haest 0 pa3sHOKaueCTBEHHOCTH pPa3/IMuUHbIX BUOB B OTHOWEHHH NpO B~
nedns Na* K*-AT®da3HOH aKTHBHOCTH HEOLHOKPATHO BLICKA3bIBaslaCb B
JutepaType. Tak, N0 JaHHBIM [528], ecoiH y C,-pacTeHHH 06GHAPYXHBAIOTCS
ZIBe H30TEepMbi 3TOro (pepMenTa ¢ ontumymamu pH 7,5 npu 35°u pH 8,5
npn 30°, To y C3-pacTeHHH yaGaHHUYBCTBHTENbHAst ATda3Has akTHBHOCTb
He 6biia HaeHa. OHAKO WAEN O Pa3sMumy nposisnennst Na* K*-ATdas-
HOW aKTHBHOCTH Yy Pa3HbIX BHJOB PaCTeHMH Hamna 6osiee UeTkoe U JoKa-
3aTeJsibHOe OOpPMJIEHHE NMOCJIE TOrO, Kak B MPaKTHKY HCCJIeJOBAHHH Obiia
BBejeHa pafoTa C rpernapaTamMd H30JIMPOBAHHBIX MJIA3MATHUECKHX MEM-
6paH, rMo3BoJsIOIMMH GoJiee CTPOTO KOHTPOJIMPOBATH YCJIOBHS 3KCNEPH-
MEHTOB. OMbiTh, MPOBEAEHHBIE Ha 3THX MpEnaparax, Noka3’ajH HaJHuHe
ya6aMHUYBCTBHTENBHON ATda3n y psiga BHICIINX pacTeHHH [107]. OgHako,
KaK OKa3anocbh, B OCHOBHOM Na* K*-ATda3za XxapakTepHa AJs MJaMa-
TUUECKUX MeMOpaH rajlohHUTOB, T.€. PACTEHUH, YyCTORUMBBIX K 3aCOJIEHHIO
[162]. Y pacTeHH# C MEHBIIEA YCTOWUNBOCTBIO K 3TOMY pakTOpy (hakynb-
TaTHBHbIX rajjopnToB) BesHunHa Na* K*-ATdasHoH aKTHBHOCTH 3HAUM-
TesIbHO HHXe. HakoHel, y CONIeUYBCTBHTEJIbHbIX PACTEHHHA (OGJTUraTHBIX



rnnkoduToB) Na* K*-ATda3zHa#h aKTHBHOCTb NPAKTHUECKH OTCYTCTBYET
[257]. Takum o6pa3oMm, Na* K*-ATdaza, no paHHHIM 3ITHX aBTOpPOB,
BbICOKOAKTHBHA Y T€X PAaCTEHMi, KOTOPbIM HECGXOAMMO NMPOTHBOCTOSTh
CHUJIBHOMY 3aCOJIEHWI0O ¥ MNPOM3BOAUTb YJaJIEHHE H3IGBITOUHOTO KOJIH-
uecTBa Na* n3 knetok. CymecTBEHHO, UTO YKa3aHHbI€ UCJI€[OBATEJH BNOJI-
He CTPOro NOAOCUUIH K yCTaHOBJIeHHI0 kpuTepueB Na* K*-ATdazHon ak-
TUBHOCTH H WCIIOJIb30BAJIN He TOJIbKO peakLHio Ha yaGauH, HO U OLIEHKY
CcHHepruueckoro geicteusi Na*t n K+,

MNpeacTaByieHWe O 3aBUCHMOCTH Besnunnbl Nat Kt-ATdasnoi aktne-
HOCTH MNJIa3MaJIEMMBl KJIETOK BBICWIWX PacCTeHWH OT CTENeHW MX coJe-
YCTOWUYHBOCTH MPEACTABISIETCS BIOJIHE ONpaBAaHHbIM. [lo-BUAUMOMY, B
OBBLIUHBIX YCJIOBHSIX PaCTE€HWE BIOJIHE CIPABASIETCS C BbIBOAOM M3-
auuwHero Na* u3 wietkn ¢ nomombio Na*/K+*-o6MeHHMKa, paGoTalomero 3a
cuet AiLH*, co3pgaBaemoro H*-ATda3o#. U TOJNBKO B YCJIOBHSIX TNOBbBI-
HIEHHOTO 3aCOJIEHW$ HEOBXOAWMO MOAKJNIOUEHHE CAMOCTOSITEJIbHON CUC-
Tembl, oGecrieurBaomei BiBog Na* B o6MeH Ha K*.

TeM He MeHee B JIHTepaType MPOLOJIKAT CYHECTBOBaTb KpanHHe
BIrAsignl Ha pacnpocTtpaHeHne Nat* K*-ATdaszbpl y BBICIIMX PacCTEHMH.
CorjlacHO OAHO¥ TOUKe 3peHus, 3Ta (hepMeHTHast CUCTEMA Y HHUX OT-
CyTCTBYeT [516], corslacHO Apyro# — OHa HMeeTCst y BCEX PACTEHHH, HO Y
MHOTHX BUJIOB HaXOJHUTCH B JJATEHTHOM, CKPBITOM COCTOSIHHH [44, 174]. B
NOJIb3y NOCJEAHEN TOUKHN 3PEHNS OTUACTH CBHAETENIbCTBYIOT PE3YJIbTAThI
HCCNe[OBaHMA, NPOBEAEHHBIX Kak Ha PACTUTEJNIbHBIX, TaK W Ha XWBOTHbIX
06BbEKTAX, KOTOPbIE MOKA3BIBAIOT, UTO B YCJIOBUSIX BO3OYXAEHWSt, KOrAa
NPOHUCXOAAT KOHPOPMALMOHHBIE H3IMEHEHHSI MMOBEPXHOCTHBIX BO36y/IH-
MbiXx MeMOpaH, NpOSIBJSETCH AONOJIHUTENIbHASE yaGaWHUYBCTBUTEJIbHAN
AT®a3snasi akTHBHOCTb. Bo3byxzaeHHe kak G6bl "BLISIBJSET" JIATEHTHYIO
Na* K+-ATdaay[148, 181].

Taknm obpa3om, cutyauust ¢ Nat K+*-ATda3zol BbICIIMX PAaCTEHHH Bce
elme OCTAeTCst HEJOCTATOUHO ornpenesieHHOW. ECTeCTBEHHO, UTO B 3THX
YCJIOBHSIX CJIOXHO OLEHHTb BO3MOXHBIA BKJIAA AaHHOW (epMEHTHO
CHCTEMBI B 3JIEKTPOr€HE3 PACTHTEJILHOM KJIETKH. TPYAHOCTb M3yueHus
3TOro BOMPOCA COCTONT B TOM, UTC HEU3BECTHbI OCOBEHHOCTH YHKLIHO-
HupoBaHus Na* K*-ATdass pacTeHuit, B UaCTHOCTH CTEXHOMETPHUSA nepe-
Hoca noHoB Na* u K*, koTopasi, kak M3BECTHO, Y XWBOTHBIX OGBLEKTOB
MOXET BapbUPOBATDb BMNJIOTh 4O 3JIEKTPOHEATPAJILHOIO pexnma [248, 345].
Mo uMmelommmcs HabmofeHnsMm [96, 642], Nat K*-ATdasa nnaamaieMMsi
KJIETOK BBICHIMX PACTEHHH SIBJSIETCS 3JIEKTPOr€HHOW CHCTEMOM W BHOCHT

BKJIaJ B reHepaLnio E;, OAHaKo, COrJIACHO APYTMM [aHHbIM, 3Ta OCO-
GeHHOCTB He O6HapyXxHBaeTcsi [128). C yUEeTOM H3INIOXEHHBIX PEe3yIbTaATOB
TakHe PAcXOXJEHWst BNOJIHE MOTYT ObiTh OOBSCHEHB!I KaK YCJIOBHSIMH
OMbLITOB, TAK ¥ PA3HbIMK OGBEKTAMH.

Bce Cka3zaHHO€ NO3BOJISET 3aKJIIOUHMTDh, UTO BOMPOC O BKJIALE B 3JIE€K-
TDOreHe3 KJIETKH Bbicmero pacteHns Nat,K*-ATdaanl ocTaeTcss mnoka
OTKPbiTHIM,
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PHC. 9. dnexTpodH3iHoNOrHUeckas MoAeNb

Cpena MnasMuteMMa UMTOtN IMa rnia3maTtHyeckol MemGparb pacTeHHR ¢ Tpe-
M$t HHTETPHPOBAHHLIMH B JIKITH AHBIA GHCIION
== = TPaHCMOPTHWMH BenkaMu [306]
== 3 AT Benok: A — H*-ATda3a; B — K*-xaHan;
=== == u* C — nepeHOCUYHK, OCYIMECTBARIOMHA CHMITOPT
A H* ¢ HeATpanbHbLIM cy6cTpaToM S. YuacTHe
o= =0 TPAHCMOPTHON cHCTeMM C B GOPMHPOBAHHH
o 0
=2 An0+p, E,, NpH yrnpomeHHmX pacueTax obbluHO He
== YUHTBHIBAETCH
= =<0
o 0

T

Cpeav APYTrHX BO3MOXHDBIX 3JIEKTPOIr€HHbIX CHCTEM paCTHTENbHOH
KJIETKH OfpegesieHHOe BHUMAHHE MPHBJIEKAET TaK Ha3biBAEMbIH XJOPHbLIK
Hacoc, KOTOPbIA CBSI3BIBAIOT HEPEAKO CO CnELHabHON ATda3Hon cucrte-
Mo#. Takast CHCTeMa MO pPsily NPH3HAKOB UMEETCSt Y BOJOPOCJIH aueTa-
Gysisipyn [402]. BbICKa3biBaIUCh MPEATNONIOXEHHA O €€ HaJIHUHH Y BbICIINX
pacTenuii 1291, 566]. OAHAKO 3HAUEHHE 3TOH CHCTEMBI B 3JIEKTPOTEHE3e
rocJjeAHNUX OCTAETCS HESICHBIM.

DKBUBAJICHTHAS 3JICKTPUYCCKAS LENb ILUIa3MaJIEMMbI.
YpaBueHue s NOTCHIMANA TOKOS

Haunbosee yAoBNeTBOPUTENbHBIM 3JIEKTPHUECKHM aHAJIOrOM MJNa3MaTH-
yecko# MeMOpaHbl paCTEHHH SIBJISETCS 3KBHBAJIEHTHas LEMNb, B KOTOPOH
3JIEMEHTH, COOTBETCTBYIOIME CHCTEMAM MACCHBHOIO W AKTUBHOT'O MEM-
GpaHHOro TPAHCMOPTa, COeqUHEHM! MapasiiesbHo [306, 347, 645. 646]. OgnH
M3 BO3MOXHBIX YIPOWEHHbIX BAPUAHTOB TAaKOW LENMH npeACTaBJieH
Ha pucC. 9. ‘

B 3TOA CBSI3H NPEACTABJIAETCS BaXHbIM OLEHHMTb, Kak COOTHOCHTCS
MexJay cobowt BesnunHbl JAC KaHaJOB MacCHUBHOW Anddy3uH H
37IEKTPOreHHOr 0 HACOCA, C OAHOM CTOPOHM, K BeNHUHHb Ep W E, — C Apy-
ron. AHaJJn3 JaHHOro BOMpPOCa NOKa3biBaeT, UTO €cyHu 3/1C kaHaJIOB rnac-
cHBHOH andPy3HH NMPHUMEPHO 3KBHBANEHTHA BeJIMUNHE Ep, pacCUuMTaH-
HOTr'O Mo ypaBHeHHI0 "'oJibAMaHa (4), To Mex A4y 3JAC HacoCa H IJIEKTPOreH-

r
HOM KOMNOHEHTOW E ,,, T.€. E,, aHaIoOrHYHOro COOTBETCTBHSA HeT [525, 646,

E,, noHHMaeMsIA kak MPONOPLHOHAILHBIA AKTHBHOCTH HACOCA MOTEHI{HA,
MOXET GbiTb OfTUCaH C YYETOM MNapaiNIeIbHOTO COEIUHEHHUS 3JIEMEHTOB
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3KBHBAJIEHTHON 3JIEKTPHUUECKON LIEMH NJia3MaJieMMbl ypaBHEHWEM BHAA

8 , ,
E,=—L—(E, —Ep), 9
gp +8p
rae E;, E'D — 3AC 3NeKTPOreHHOro Hacoca W KaHaJioB MaCCHBHOH

anddysnn CoOTBETCTBEHHO; g,, gp — MPOBOAHMMOCTb HACOCA W KAHAJIOB
naccUBHOHU Anddy3nu cooTBeTcTBeHHO [306, 525, 646].
OTClola ¢ ONpenENEHHOCTbIO BBITEKAET, UTO B COOTBETCTBHH C H3JIO-

r
XEHHbLIMM HaMH B pa3jienie 3 npe/ICTaBJIEHH SIMM O HaJIMUMH B cocTase E

KJIETOK BBICIIMX PACTEHHH ABYX OCHOBHBIX COCTABJISAIOUWWX — MMACCHBHOMN

(Ep) n axTHBHOH (E,) BrOJSiHE O6OCHOBAHHO paccMaTpHBaTh E ,’,, B BHJe

anre6panyeckoi CyMMBbl YKa3aHHbIX COCTaBJISIOIMX :
E,=Ep+E,. (10)

Ep npy 3TOM MOXET ObITh PaCCUMTAH NO ypaBHeHUIo (4), a E, — rno ypaBHe-
Huio (9). B cinydyae, koraga npexnrosiaraéMbix 3JIEKTPOIr'eHHbIX HaCOCOB
HeckoJIbkO, E, NMeeT KOMMNJIEKCHYIO MPHPOAY M, B CBOIO OUepesb, COCTOUT
W3 psija koMrnoHeHT. HanpuMep, B pa6oTe UnaM3Ha ¥ coaBTOpPOB [348] E‘a
paccMaTpHBaeTCs kak cyMMa JILIKA-uyBcTBUTENBHOR W ALK -HEUYBCTBH-
TENBHON COCTABJISIIOUHX .

6. PAKTOPBI, MOOHUPULINPYIOUIUE JJIEKTPOTEHE3
KJIETOK BBICIIMX PACTEHH! B IIOKOE

JJIEKTPOTEHE3 KJIETOK BLICIIMX PACTEHHH B MOKOe BecbMa JiabuieH H
YYTKO pearupyeTt Ha JeAcCTBHE (HaKTOPOB Kak IK3OreHHOro (TeMnepaTypa,
CBET K AP.), TaK H IHAOr€HHOro (GUTOropMOHB U AP.) MPOHUCXOXAEHHUS.

Bo3HHKawOIUe MPH 3ITOM H3MEHEHHs E:, AOCTAaTOYHO MHOroobpa3Hbl H
MOr'YT PaCCMaTPHBATHCS KaK PEryJATOPHbIE H MPHCIOCOBHTEIbHBIE PEeaK-
UK. AHaJIM3 X OCOGEHHOCTEN W MPUPOABI COCTABASIET 3a4auy HacCTON-
eH raaBnl.

TemnepaTypubiit pakTop

TemriepaTypHbld pakTOp 3aHUMaEeT, OUEBHAHO, OAHO H3 BEQYNIHX MECT
cpeaH MHOTHX APYTHX 3K3OTEHHbIX (JakTOPOB, OKa3blBAIOMHUX CYIMECTBEH -
Ho€ MoAWdHULMpYIollee BIIMSIHHE HAa >KU3HEAEATEJbHOCTb BbLICIIMX pac-
TeHWA. ITO OOYCIIOBJIEHO TEM, UTO PACTEHHsI OTHOCSTCS K UHCNy opra-
HW3MOB, COOCTBEHHast TeMIEpaTypa KOTOPbIX B MofgasJsiomem 60Jb-
IMHCTBE CJYUYAEB ONPEAENIiETCA YCIOBUSIMH BHEIHEN CPELbl.
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$OpMbI BO3JEACTBHSA TEMIEPATYPHOTO (akTOpa Ha PaCTEHHUSt MOTYT
ObiTb BECbMa Pa3ayIMYHbIMA. [NO-BHAHMOMY, Hanbosiee NPOCTON H3 HHX.
SIBJIAETCS JOCTaTOUHO pEe3KOE H3IMEHEHUE TEMIEPATYpPH B CTOPOHY

r
OXJIaXAEHN N WJIK HarpeBaHUs. Peakuus E,, KNETOK BHCIUX PAaCTEHHIA Ha
TaKO€e TeMIEPATypHOE BO3AEACTBHE, KAK NPABNJIO, OTUETJIHBO BhIPAXEHA.
r
Ee BaxHOW OCOGEHHOCTbIO SABASIETCH TO, UTO M3MeHeHus E, BO BpemeHM

pPa3BHBaOTCH (aKTHUECKH CTOJIb Xe€ OLiCTPO, Kak W H3IMEHEHHS

TeMriepaTypsi, T.¢. 6e3 3aMeTHOroO JNar-repuoga [468, 517, 533, 534]. 3to ¢
OTUETJIMBOCTHIO CBHAETENBCTRYET O TOM, UTO MEXAHH3MbI, GOpMHUpYIIIHE
KJIETOUHBIA 3JIEKTPOreHe3, OTJIMUAIOTCA 3HAUHTEJIbHOH TeMriepaTypHoO#
UYBCTBHTEJIBHOCTHIO H BBICOKOH @ YHKLIMOHAIBHOH MO IBHXHOCTHIO,

r
OTBeTHas peakuusi E, KJNETOk BHICIIMX PAaCTEHHIA Ha pE3KOE BO3-

AEeACTBHE TeMNEPATyph O6HaPYXMBAET CHJIbHYIO 3aBUCHMOCTb OT TaKHX
€ro napaMeTpoB, Kak aMIJIMTyAa, CKOPOCTb H HalpaBneHHEe H3IMEHEHH S
(oxJiaxJeHHe HJIH HarpeBative). B yacTHOCTH, aMITJINTYAOA H CKOPOCTHIO

r
TeMIEPATYPHOrO BO3AEACTBHUS ONpeAesisieTCR BEJIMUHHA peakuunH E,: oHa

TeM GoJibme, YeM 3HAUWTEJNIbHEE aMITJIMTyZa M CKOPOCTb CTHUMYyJia [468,

517, 533, 534]. HanpoTuB, aganTHBHBIE H3MeHeHNs E :, B YCJIOBHUSIX Pe3KO

U3MEHEHHON TeMnepaTypnl Cpenbl, CyAst MO npoueccy aJarTHBHOM

PEMONSIPH3ALMH TIPH OXJIAXJEHWH, Pa3BMBAIOTCHA CHJIBHEE TaMm, rje

TeMnepaTypHbIi Mepenajg okassiBaeTcsi MeHee riy6okuM [468, 517, 534].
HaripaBJieHHWe pe3Kkoro TeMrepaTypHOro BO3AEACTBUS BJIUSICT, NMO-BH-

r
aMMoMY, Ha hopMy OTBeTHOH peakuum E . Tak, Mo gaHHBIM JJISt KJIETOK

r
KOJIEOTITHNIS KYKYpPY3hi (533, 534], nameHenne E,, Npyu pe3koM NOHHXKEHVH
TeMmrepaTypst Ha 16° OT MCXOAHON 22°HEe SMBJSIIOCH 3€PKaJIbHBIM
r
oTpaxeHHeM peakunwd E, Ha conocTaBAMoe MO BeJiMunHe ObicTpoe

HarpeBaHHe. B cJiydae OXJaxJEeHHsi peakUUsi HMesa XapakTep
CTYMEHUATOro Nepexoa Ha HOBbIH, MEHEE 3HEPrH30BaHHBIA ypoaeHbE:,,
a B C/lyyae HarpeBaHMst — XapakTep ABYX(a3HOro HmmyJibca

r
AJATENILHOCTBIO OKOJIo 10 MUH ¢ nocnegywmuMm BeixogoM E, Ha cra-

LIHOHApHbLIA YPOBEHDb, [MOUYTH HE OTJIMUABUHHCA MO BEJIMYHNHE OT HC-
XoJgHoro.

v ‘4
BpeMeHHOE noJioXKeHne MUHUMyMa £, kneTok KykKypysbl B npegenax

AByx$a3HOM peakUWH Ha HMNYJbCOOGPa3HOe HarpeBaHHWe M CKOPOCTb
BOCCTAHOBJIEHMS NMOTEHIHANA O CTALHWOHAPHOTO YPOBHS, MPH Bapbu-
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POBaHHM MCXOQHOW TEMMEpPAaTypsl OMBITOB OGHAPYXHWBAJIM OTUETJIHBYIO
3aBUCHMOCTb OT BEJIHUMHBI MocnenHed. UeM oHa Guisia Bbilne, TeM GricTpee
r
Pa3BUBaJINCh H3aMeHerUa E,,[S33].
r
TakuM o6pa3oM, OUEBHAHO, UTO peakUuHs E,, k€eTOK BbICIIMX paCTEHHH

Ha pe3akoe H3MEHEHHe TeMnepaTypml caMa no cebe TeMrepaTypHO-
3aBHCHMa. 3TO NPOSBJASIETCA B TOM, UTO aMIJIMTYAa, hopMa H BPEMEHHbIE
0COGEHHOCTH peakLHH, A Takxe ee o6paTHMOCTb BO MHOroM ofipene-
JNSIOTCA MapaMeTPaMH PE3KOTro TEMIIEPATYPHOIO BO3AEHCTBHS.

r
AHasnH3 npupoas peakuuit E, KJI€TOK BBHICIIMX PACTEHHH Ha pe3kue

TeMrepaTypHbie BO3JEACTBHA MMOKa3nBa€T, UTO 3TH peakuHH obycJioB-
JIEHBI TIPEX 1€ BCErO H3IMEHEHHEM BEJIHUEHbBI Ep. 06 3TOM CBHAETENLCTBYET,

r
HanpuMep, cxoAcTBo 3ddekToB BaHAHKWA Ha E,, GeicTporo ray6okoro

OXJIAXJEHHA W HHrHGUTOPOB KJIeTOUHOr O MertabGonnama [468, 534]. B To
X€ BPEMSl YCTAHOBJIEHO, UTO 3JIEKTPHUECKHE HMMYJIbChi, BOHHKABIIHE B
KJeTKax KOpHs orypua [517] B kauecTBe OTBETHOH peEaKLHH E:,, Ha UM-
nyiscoofpa3Hoe oxsaxzaeHHe, yrHeranuch GiokaropoM Ca?t-kaHanon
LaCl,, a Taxxe yaaneinem CaZ* u3 oMbiBalomleR KNETKH cpeas U, HaoGopoT,
CTHMYJIHPOBAJIUCh BBICOKMMH KOHUeHTpauusmeH Ca?* B cpese. 3to faer

r
OCHOBAaHHA CUHTATh, UTO BO3HHKHOBEHHE DpEaAKLHH Em KJIETOK BbICHIKUX

pacTEHHMH B OTBET Ha GLICTPOE OXJaxAeHHe MoXeT ObiTh CBA3aHO He
TONBKO C MOAYNSLMEA aKTHUBHOCTH 3JIEKTPOr€HHOr0 Hacoca, HO M C
W3MEHEHHEM MMAaCCHBHOM MPOHHLAEMOCTH MNJa3MaJieMMbl Mpexze BcCero
ansCa?*, ,

HecMoTpsi Ha To, UTo peakuHH E, Ha pe3kHe TeMNepaTypHbie BO3-

NeACTBUA o6najaloT PSAOM PacCMOTPEHHBIX Bbille OCOGEHHOCTENH, UX
HHOOPMATHBHOCTb ANsi NMOHHWMAHWSA TIDHPOAL W XapakTepa TeMMepa-

TYPHOH 3aBHCHMOCTH E:,, B TOM HJITH HHOM JIHarna3oHe IBHO HEOCTAaTOUHa.
Zns aToro HEO6X0AHM aHAJM3 TEMMNEPATYPHBIX KPUBLIX Ep U E,
Nockoabky BO3HHKHOBEHHE Ep NpeacTaBasieT cOG0H THNMHUHBIA y3n-
YEeCKHH MPOLECC, CKOPOCTbh KOTOPOI'O MaJio 3aBHCHT OT TEMIEpPATyphl,
anpHOPH MOXHO OXHAATh, UTO TEMMNEPATYpHas 3aBUCUMOCTb Ep fokHa
6LiTh CPAaBHHTEJNILHO CcNabGon. JIeACTBHTENBHO, KOPPUUMEHT KPYTH3HBI

r
TeMMepaTypPHLIX KPHUBLIX E,, KNI€TOK BhICWHX PACTEHHH B YCJIOBUSX, KOT1a
E’,,1 61M30K HJIH paBeH Ep, OueHb HEBEJIUK U COCTABJIAET MeHee 2 MB/rpaj
[211, 215, 514, 534]. TIipy 3TOM BeJIHUMHA Ep C NMOBLIIEHHWEM TEMMNEPATYPHI
HECKOJIbKO BO3pAaCTaeT, a C MOHHXEHHEM — yMEHbIIAeTCH.

XapakTep TemlepaTypHOH 3aBMCHMOCTH Ej TecHo cBf3aH ¢ ocobeH-
HOCTSIMM BJIMSIHHS TEMIMEPATYPh! Ha MACCHBHYIO NPOHHULAEMOCTb TJ1a3Ma-
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THUeCKHX MeMOpaH. K COXaJIEHHI0, KOMIJIEKCHOE HCCJIEJOBAHHE BJHAHHA
Temnepatypsl Ha Ep, conpoTHBieHne MeMOpaHnl Rm ¥ ko3bdHUMEHT
NMPOHHLIAEMOCTH AJIsi HOHOB MPOBEAEHO K HACTOAMEMY BPEMEHH JIHIIL HA
HU3IMKX PACTEHHAX W B OCHOBHOM JJIA HHTEpBana 25—2° [212, 277]. Pe-
3yJibTaThl TAKOrO WCCJIEAOBAHHS TIOKa3bIBAIOT, YTO IHEPTHA aKTHBALHH
npouecca aHbbdy3nM HOHOB Yepe3 NMiasMaTHueckylo MemlpaHy B npe-
AieNaxX KCCJEJOBAHHOTO TEMIMEPATYPHOIO AHAMNA30HA OCTAETCH HENU3IMEH-
HOW Jlaneko He Bcerjga, UTo BO MHOI'OM OMOCPEJOBAHO MPOTEKAHHEM B
MeMOpaHe TepMOTPOMHBIX CTPYKTYpPHbIX mnepecTpoek. ‘KpHTHueckas”
TeMrnepaTypa, NpH KOTOPOH 3HEPrHA aKTHBAUHHW AHDGYy3HOHHOrO npo-
L{ecca pe3KO W3MEHSIET CBOI0 BEJIMUMHY, O0ObIUHO COBMajJaeT C Temrepa-

Typo# neperuba Ha TemnepaTypHbix kpuBbix Ep v R, [212, 277]. CnieanyeT B
TO X€ BpeMSl 3aMETHUTb, UTO KO3DPULMEHT KPYTH3HBI TEMIEPATYPHOH
3aBHcHMocTh E; B obsacTH neperuba uameHsieTc o6blUHO He OU€Hb
cymecTBeEHHO [278, 431, 435, 534].

HeBbicokasi creneHb 3aBHCHMOCTH E; 0T TemnepaTypbl BO MHOIOM
-O6BLACHAET TOT (JaKT, UTO TeMMePaTypHaA 3aBUCHMOCTb GHO3NEKTPH-~

UEeCKOH aKTHBHOCTH KJIETOK, E; KOTOPLIX BKJIOYaeT, noMuMo Ep, 3Ha-
UKHTEIbHYI0 MeTa00JIMUECKYI0 COCTARSAIIYI0, 00yC/IOBJI€HA NpeX e BCe-
ro BIMSIHUEM TeMMepaTypbl Ha E,,

Ha puc. 10 npeacrassieHa nojsiydeHHast B XOZ1€ OMbITOB C NOCTENEHHBIM

HarpeBaHHeM (5—40°) TeMnepaTypHas KpUBas E;, NapeHXHWMHOH KJIETKH
cTe6aa ThikBbl [215], HarAAgHO WTIOCTPHUPYIOIMAA BKJIag H3MEHEHHA Ep B
E, B ee opmHpoBarKe. /Iswb B npesenax oT 5 4o 12° 3Ta KpHBas HMeeT
HH3KHH KO3 PHUHEHT KPYTH3HBI (~0,5 MB/rpajg), utTo XapakTepHO ANRA
TeMIlepaTypHO#H 3aBucuMocTH Ep. Boiwe 12°0CO6EHHOCTH KPHBOH MOTYT
6uiTh OGbACHEHH rNaBHBIM O6pa3oM BIMSIHHEM TemrepaTtypsl Ha E,.

OTUETNIMBO BHAHO, UTO TEMIIEpPATYpHAs 3aBHCHMOCTh E:, B JHana3oHe
12—40° pe3ko HeJIMHHEMHAa, UTO CBS3aHO C HaJMuMeM neperubos,
PacIoJIoXeHHBIX B 06/1aCTH 16—18 ¥ 22—23° (MocJieAHKA MeHee BhipaX eH)
K MakCMMyma Tnpu 32—33°. HauGosiee 3HauMTENbHBIH Ko3hPULHEHT
KDYTH3HBI, paBHBIH ~ 15 MB/rpajl, COOTBETCTBYET HHTEPBAaY OT 12—13 n0
16—18". .

TeMnepaTypHass 3aBUCHMoCTb E, KJIETKH BhICHIETO PaCTEHHS,

NpeACTaBJIEHHA% Ha pHC. 10, NosyyeHa NpH U3MEHEHHH TEMITEPaTyphl B
OAHOM HamnpasjieHHH. [loNMosHUTENIbHAA HHPOPMALIHA O XapaKkTepe TeM-

r
nepaTypHo# 3aBUCHMOCTH E, MoxeT ObiTh BbifiBJIEHA B cjlyyae, Korja

TEMINepaTypHOE BO3JEACTEHE Ha OGBEKT OCYMECTBIIAETCA LUHKJIHUECKH,
T.€. IO THMNY OXJAXAEHHEe-HarpesaHWe WJIW HarpeBaHHe-oxJax/jeHHe. B

r
3THX YCAOBHUSIX OCOBEHHOCThIO TEMNEPATYPHOW 3aBHCMMOCTH E,, kneTok
BBICIIHX PACTEHHH ABJIAETCA IHCTEpe3kc (211, S514].
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Puc. 10. TeMriepaTypHas 3aBHCHMOCTb E; KNETKH NMaPEHXHMEI cTe6NA THIKBH [215]
CTpeskH YyKalbiBaloT Ha MONOXKEHHE Nepert6oB H MaKCHMYMa KpHBOR
Puc. 11, THCTepe3Hc TeMnepaTypHOH 3aBHCHMOCTH E :n NMBINLIIEBOA TpYOKH 3HOTEPH,

MOAYUEHHBIA NMPH LIHKIHYECKOM HIMEHEHHH TeMMepaTyphl [514]
CTpenKH NMoKa3LBalT HanpabjleHHE HAMEHEHH 1 TeMrepaTyphl

r
NosiBJieHHe : THCTEPE3nCa TEMNEpaTypHoW 3aBHCHMoCTh E, MoXHO

OXM/aTh TOrAa, KOTAa TeMrepaTypHbie kpHBbie GHOIIEKTPHUYECKOH aK-
TUBHOCTH KJIETOK HEJTMHEAHDBI M UX XOJ Ha 3ITarax OoxJiaXJ€HHS u Harpe-
BaHHA HE CORMajgaeT (puc. 11),

'OCHOBHAS TPHUHHA HECOBMNA/ZIEH WA KPHUBBIX COCTOHT OOBIUHO B TOM, UTO

r
CXO/IHbI€ MO XapaKkTepy pe3kue WaMeHeHMA E, Ha aTanmax OxJIaXAeHUS U

HarpeBaHU A MPOHCXOAAT NPH Pa3HbiX “KPHTHUECKHX" TeMnepaTypax. Tak,
€CJIM UMKJHUECKOE TEMMEPATYPHOE BO3AEHCTBHE OCYMECTBAAETCA M0

r
THMY OXJaXA€eHHe-HarpeBaHWe, TO pe3kHe u3MeHennss E, 1pH
HarpeBaHHH, KaK MPABHJIO, UMEIT MECTO B 60JI€€. BICOKOTEMITEPATYPHON

o0nacTH, ueM MpH OxJiaXJAeHWH. HanpuMmep, Mo AaHHLIM IS KJETOK
cTebsisi ThIKBB [211], pe3kHe H3IMEHEHU A KPYTH3HB TEMIIEPATYPHOH KPHBOH

Ef,, B HHTepBaJie 23— 11° NpHU oxJaxaeHWHU Habmoganucs BOM3U 17°, NpH
HarpeBaHWHW — BGJiH3H 18°.
Jlpyras npryxHa rucTepe3uca TeMnepaTypHOH 3aBHCHMOCTH E:, MOXET

6biTb cBfizaHa C 6oJiee CJIOXHBLIMH pa3lIHUHAMH B XapaKTepe TeM-
nepaTypHuIX KPHBLIX, COOTBETCTBYIOMHKX 3ITanaM OXJAXJAE€HHH W Harpe-
BaHHA, Tak, y NbUIbUEBbIX TPYOok 3HOTepH! [S14] Ha 3Tane oOXJiaXAEHHUSA
(26—4°) MOXHO BbIIENNHTh TPH, a HAa 3Tal€ HarPEBAHHA — TOJILKO ABE 06-

JIACTH PE3KOTO H3MEHEHH Al E',,l (cM. pHc. 1),

r
~Paanvumsa B noeeneHud E, noa BAHMAHWEM TeMmepaTypbl y Pa3HbIX

pacTuTeNbHbIX OGBEKTOB TMPHBOAAT K TOMY, uTO (opMa THCTepe3nca
MOXeT 6biTb BeCbMa HEOQHO3HAUHON. Hanpumep, y KneTok CTe6Ns ThIKBbI
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[211]) ofpa3ylomMe THCTEPEIHC TeMrepaTypHbIE KDHUBblE E:, (HHTEpBaa

23—11°) OTYETNMBO CUIMOMAHB. CXOAHLIA MO (OpME T'UCTEPEIHC TEM-

nepaTypHoO# 3aBUCHMOCTH E:, ofHapyxeH B HHTepBane 20—2° Ha KJIeTKax

MOPCKO# BOAOPOCIH alueTabyisapuu [47]. HanpoTue, y NsijislieBOH TPYOkH
sHoTepsl [S14] rucTepe3nc B HHTepBaJie 26—4° WMeJ BHO LH(PPHI BOCEMD,
MOCKOJIbKY COCTAaBJIAIOIHE €ro KPHUBHE NEPECEKANTHCh B 061aCTH 17° (CM.
pHC. 11).

r
AHanu3 npHvpoas THCTEpe3Wca TeMIEPaTypHOR 3aBHCHMOCTH E

KJIETOK BBICIUMX PACTEHHWH MOKAa3bIBAET, UTO OH O0YC/NIOBJIEH NpexAae BCEro
M3MEHEHHEM aKTHBHOM COCTaBJfOWEN NMoTeHUHana, T.e. E, [211, S14]. B
CBOI0 ouepejb, H3MeHeHHs E, MoryT OuITb OGbSICHEHB! BJIHSIHHEM TEMIE-
paTypsl Ha paboTy 3JIEKTPOreHHOro NMPOTOHHOr0 HACOCA MJIa3MaJIEMMBI
[212, 215]. 3TO BJIHAHHE MOXET OCYIECTBJIATHCA PA3NTHUHBIMH IMYTAMH.

Cpean HAX BaXXHOE MECTO 3aHHWMAET MyTb, CBA3aHHbIA C TpOTEKAHHEM B
MJia3MaTHUeCkol MeMOpaHe TEPMOTPOMHBIX CTPYKTYPHbIX W3MEHEHHH,
KOTOpbl€ MOT'YT HMETb PA3JIHUHYIO TPHPOAY (CM. pasaen 7).

BinsiHHe TeMnepaTypsl Ha paloTy 3JIEKTPOr€HHOro Hacoca MoOXeT
MPOABJATLCA TaKXKE Uepe3 MOAYJSILHIO NPOLIECCOB AbIXaHHA K HOTOCHH-
Te3a, CJyXalHX OCHOBHBIM HCTOUHHKOM KJIETOUHOH 3HEPrHH. B yacTHoC-
TH, Mo MHEHHWIO U.H. l'yHapa M JLA. MaHHukKHa [71], o6HapY>XXEHHLIA UMH

CHJIbHBIA HEJTHHEHHBIA XapakTep H3IMEHEHHA E,',, KJIETOK KOPHSA TBIKBBI MIpH

OXJIaXXAEHHWHW B HHTepBajie 22—2° Oblg OOYCJOBJEH YTHETEHHEM
aKTUBHOrO TPAHCIIOPTa HOHOB B pe3yJbTaTe€ MOJABJIECHWS MHTOXOHJ-
pHaNbHOrO AbIXaHHWA. [IpefiCTaBJIEHH A, CBA3LIBAOIHE BJIMsSIHWE TeEMNepa-

TYPHbIX BO3JAEACTBHA Ha E,',l PacTHTENIbHLIX KJIETOK (Ha TmpuMepe

NPECHOBOAHON BOJAOPOCJH HHTEJUIB) € MoAayJisilined (oTocHHTe3a,
pa3BHBalOTCA B pa6oTax XaHCeHa u coaBTopoB [390, 647]. Kak ogHO M3
OCHOBHbIX NOATBEPXAEHHUA CBOEH TOUKKH 3PEHHS aBTOPHI paCCMAaTPHBAIOT
HaJIHUKE 3aBHCHMOCTH PacCUHTaHHON MMH "6bICTPOH" KOHCTaHTHI BpeMe-
HH (3—30 C) TeMnepaTypHOro BJMSIHMS Ha 3JsiekTporeHHnit H*-Hacoc

MJa3MaJieMMbl OT HHTEHCUBHOCTH CBeTa [647].

r
B TO %€ BpPEMA MCCNEJOBaHHE CBA3M BEJMNUHHB E , smupepmaibHbIX

KJIETOK KOPHA KYKYpY3bi [319] ¢ MUTOXOHAPHANBLHLIM AbIXaHHEM ITOKa3a-
JIO, UTO NMPSMOA KOPPENIAILIMK MEXAY TEMNEPATYPHbIMH 3aBHCHMOCTSIMH

E, W AbiXaHHWsi HET W BenHunHa E,, nPH HH3KHX MONOXHTENbHbIX

TeMrepaTypax, no-BHAHMOMY, HE IKMHTHPOBaHA HAJIMUHON AKTHBHOCTBIO
AbiXxaHH A, CXOoHbIe JAHHbIE GbUTH MOJTYU€EHB PH HCCIEOBAHHH BIHAHKUSA
TEMIEpaTyphbl B HHTEPBaJi€ 25—S’ Ha HOHHBI COCTAB, HOHHbIE MOTOKH H
MeTa60JIn3M NPECHOBOAHON BoZopocsu Xapbl [S89]. Ha ocHOBaHMHM 3THX
ZAaHHBbIX ObUT CAeJ1aH BbIBOJ, UTO aKTHBHBIA TPAHCNOPT HMOHOB NPH HH3KUX
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NOJIOXHTEJIbHBIX TEMNEpATypPax He JHMHTHPYETCA CKOPOCTHIO €ro 3Hep-
roofecneueHus 3a CHeT MPOLECCOB AbIXAaHHUSA HJH HPOTOCUHTE3A.

Ha Haw B3r s, 3aMeTHasi HECXOXECTb B OL[EHKaX MEXAHH3MOB BJIUSIHUA
TEMMnepaTypbl Ha paloTy 3NIEKTPOre€HHOro Hacoca IMJa3MaiEMMbl K Kak
creAcTBHE Ep PACTHUTEJIbHBIX KJETOK SABJSIETCA pE3yJNIbTaTOM HEJAOoCTa-
TOUHOWM Ha CErOQHSAIHKA J1eHb H3YUEHHOCTH JaHHOH NMpobaeMbl. MOXHO B
3TOH CBA3W NPEArOJIOXHTh, UTO HanboJsiee NAIOAOTEBOPHBIM 31€Ch JOJDKEH
OKa3aTbCA  TMOAXO4, OCHOBaHHLBIA Ha  OJHOBPEMEHHOM  yueTe
oCoBeHHOCTER palIHYHBIX MYTEH BAUAHHS TeMrnepaTypbl Ha paboTy
3/IeKTPOr€HHOTr0 Hacoca, a Takxe Ha anddepenumainn cnetmduku Toro
WM WHOTO pacTHTeNbHOro ofbexTa (CTEMEHb YCTOMUHBOCTH K JEACTBHIO
HH3KHX H BBICOKHX TEMMEpaTyp, CNOCOOHOCTb KNETOK K GOTOCHHTE3Y H
T.4). '

Cser

CeeToBOA (QakTOp HApSAAY C TEMIEPATYPHBIM OTHOCHTCA K UHCHY
OCHOBHBIX 3K30I'€HHbIX MOAYJSATOPOB 3JIEKTPHUECKOH AKTHBHOCTH BbIC-

r
KX pacTeHWH. Mo BIHWSIHHWEM OCBemeHHA E,, 3eN€HbIX KIETOK OObIUHO

nepexoAHT Ha HOBbIA, 6oJiee 3HEPrH3OBaHHLIA CTAUMOHAPHBIA YPOBEHb,
r
UTO CBA3aHO C BO3paCTaHHEM MeTafoJHueckoil koMrnoHeHTnl E, Ha

BEJIHUHHY (DOTOMHAYUMPOBAHHOTO E,, BO3HHKAMErO MPH YYaCTHH
anektporeHHoro H*-Hacoca nJsasManeMmsl [3, 169, 170, 361, 362, 567, 673I.

" r

Hepexon E, oT TeMHOBOTO CTaUMOHAPHOTO COCTOSIHMA K (OTOMH-
AYUHPOBAHHOMY MMEET Pl 3aKOHOMEPHOCTEH, o0mHUX A KJIETOK 6O Nb-
IMHHCTBA HWCCNEQOBAHHBIX BH/IOB BBLICIUHX PpacTeHHWA. B yaCTHOCTH, fipH
BKJIIOUEHHH CBEeTa MPOLIECC THMNEPIOJAPHU3ALIAH PAa3BHBAETCS, KaK Mpa-
BUJIO, HE Cpa3y, a CMNYyCTA 3Tall KPaTKOBPEMEHHOH JernoJisipH3auuH,

aMIUIHTYAa KOTOPOM BapbHPYET OT HECKOJbKHX MHJUIHBOJBLT [0
HECKOJIbKHX JEeCATKOB MHJUIMBOMBLT (3, 90, 169, 349, 673]. CxoaHbiM

r
obpa3om pearupyeT E,, ¥ Ha cTyneHuaToolpa3Hoe yBenHUEeHHE YPOBHS

OCBEmMEHHOCTH KJIETOK [680]. TIpH BBIKIOUEHHH AEeACTBYIOmEro CBeTa

r
MOCNeNOBaTELHOCTL W3MeHEHHA E, OKa3biBa€TCS, KaK [MpaBHIO,
ofpaTHOH: 3Tall KpPaTKOBPDEMEHHOH TUMEPNOJNAPH3ALHK CMEHNAETCH

AENoJIAPU3aLIHEN, B pPe3yibTaTe KOTOPOH E,',, BO3BpamaeTCs HaA TEMHOBOH
ypoBeHb [90, 349, 361, 567, 673I.

TlloMHMO PAaCCMOTPEHHOR BbiE BECbMA TRIIHYHOW KHHETHKH QOTOUHY-
LIHPOBAHHBIX W3MEHEHUH E:, KJIETOK BBICIIKX pPAacCTEHHil, B JIMTepaType

OIMMHCaHM Ciyyan H UHOT'O pearHPOBaHK A NMOTEHLHAJIA HA NEACTBHE CBeTa.
B 4aCTHOCTH, Ha MOTOPHBIX KJIETKaX JIMCTOBBIX noaymeuek dacosn (538]
6biJio MOKa3aHO Pa3BHTHE B OTBET Ha OCBeumleHHE CHHHM CBETOM (461 HM)
CTOWKOA JENnOoJiApH3alLMK, a4 TMPH BHIKJIIOUEHHWH CBETa — THIEpnosif-

PH3aLHK JIO HCXOJHOrO TEMHOBOTO YPOBHSA. lIpH 3TOM X0x H3MeHeHu#H E,
COMPOBOX1aJiCH BO3HHKH OBEHHEM OCLIHJIJIALHA.
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r
O npuuMHax BO3MOXHBIX Da3NMuMiA B oTBeTax E, KJI€TOK BBICWHX

PAaCTEHHA Ha JEACTBHE CBETAa CYAHTh C JOCTAaTOUHON ONpPEAETIEHHOCTbIO
foka BeECbMa TPYAHO. Te€M He MeHee yXe ceAuac NPeACTaBAAETCH ACHBIM,

. r
UTO Xapakrep (POTOMHAYLUHPOBaHHOW peakuHW E , MoXeT 3aBHCETb OT

WHTEHCHBHOCTH JeACTBYyloero ceeTa [668], ero crniekTpasibHOro cocraBa
[537, 581], a Takxke HyHKLMOHAJNILHON MPHHAAIEXHOCTH kieTok [90, 537,
538, S81]. B 3Toil CBA3KM HEN3BEXHO BO3HHKAET BOMPOC O MEXaHHU3IMax

AEACTBHSI CBeTaHA E 7 pacTHTENbHBIX KETOK.

IlpY OTBETE Ha 3TOT BOMPOC CJIeAYyeET NPEX/Ae BCEro OTMETHTD, UTO MO
CBoe# npHpoae POTOHHAYLIHPOBaAHHLIE W3IMEHEHH I E,',, KJIETOK BbICIHX

pacTteHHR oOHapyXHBalOT TeCHylo cBA3b C (oTocHHTe3oM. Ha aTo
yKa3sBaeT, B UaCTHOCTH, HaJinuue yrHeTaiomero 3@dekta Ha BbI3BaHHbIE

CBETOM peaxkuHu Em’ CO CTOpOHH HHTHGHTOPOB POTOCHHTETHUECKOH ITI]

(anypoH W ap.) [33, 170, 361, 567, 668, 673] u pazobGumurenen ¢oTo-
dochopHIHpOBAHUA (TEHTOKCHH) [362]. JIpyruM yGeauTesibHbIM CBHjE-~
TEJIbCTBOM B M0JIb3y CBA3H MEXy HPOTOHHAYLIHPOBAHHBIMH H3MEHEHH IMH

E:,, H dpoTOCHHTE3OM MOXET BbiThb CXOACTBO WX CNEKTPOB AEHCTBUA [663,

668).
B paMkax npeAcTaByieHHA O CBA3K (POTONHAYLUHPOBAHHBIX H3MEHEHHHA

E,, c OTOCHHTE30OM OQHHM M3 HaHGoJiee BEPOSITHLIX HCTOUHMKOB 3HEPTHH
L} - r
AJIA reHepauuH (GOTOMHAYLUHWPOBAHHON "HaACTpoHkH® E, MOXeT OhiTh

Ha3BaHO HeuwkiHueckoe oTodochopHanpoBaHrHe [673]. O6 3ToM
CBHZETENBLCTBYIOT pe3yJibTaThl HHrHOWTOpPHOro aHanM3a. Yto kacaercs
3Tana KPaTKOBPEMEHHOW JEMNOJISPHJIM3ALHH Cpa3y [OCJe BKJIIOUEHU S
CBETa WJIM MOCJIE€ CTYMeH4YaTooOpa3sHOro YBEJHMUEHHS €ro WHTEHCHB-
HOCTH, TO €€ BO3HHKHOBEHHE MOXET OuiTb YAOBJIETBOPHTENLHO O6bsC-
HEHO Ha OCHOBE MOJEJIH, CBA3MBAOMEA MOTEHLHAN MJIa3MaiEeMMbl H
toTtocunTe3 [415]. CorsacHo 3ToM MOAJENH, CBET HHAYLMPYET NOrJomeHne
fIPOTOHOB BO BHYTPEHHEM MPOCTPAHCTBE THJIAKOMWIOB, KyAa MPOTOHbI
MEPEXOAAT 4yepe3 THIAKOHAHYI0 MeMOpPaHY H3 CTPOMBLI XJIOPOMJNACTOB.
Y6uisib MPOTOHOB B CTPOME TMPHUBOJHT, B CBOIO OYEPEAb, K UX HMIMOPTY
yepe3 06oJTIouKy XJoporacTa M yeesunuennio pH untonnasmel. GoTOUH-
AyuMpoBaHHoOe yBeJsinueHne pH uMTOoMnJIa3Mbl kak MPOMEXYTOUHOE 3BEHO
paccMaTpHBaeMOH TOCJIENOBATENLHOCTH COOLITMRA ObiJI0O 3KCTIEpUMEH-
TaJIbHO MPOJEMOHCTPHPOBAHO C NOMOMbI0 PH-UYBCTBUTENBHBIX MHKPO-
3NIEKTPOJZIOB Ha KJIETKaX PAJZia BhiCIUMX pacTeHui [385, 597]. lloamenaunpa-
HHWE LIMTONJIa3Mbl BbI3bIBA€T, OUEBHHO, CHHKEHHE AKTHBHOCTH 3JIEKTPO-
reHHoro H*-Hacoca mnjiasManeMmbl, UTO PEANIMIYETCA B AEMNONAPH3IALINHK
MeMGpaHbl.

HU3noxeHHOE Bbille IOKA3bIBAET, kakuM ofpa3om mnpoTexanne poto-
CHHTE3a B XJIOpOMNJacCTax CMOCOGHO uepe3 MOAYJisiLHI0O aKTHBHOCTH
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anextporenHoro H*- Hacoca nia3MasieMmbl BAWATE Ha E ., KJIETKH,

ofycnoesivBas ero GoTOMHAYLHPOBAHHBIE H3MEHEHHA. CJIeIYET, OAHAKO,
YUMTBIBaTb, UTO 3TO, CYAS 10 BCEMY, HE €JUHCTBEHHO BO3MOXHbBIA NYTh

. r
cBsi3d HOTOMHAYLUHMPOBAHHBIX H3MEHEHUR E, ¢ doTocuHTe3oM. Tak, Ha

NpHUMepe KJIETOK XapOBOit BOJJOPOCIIH HHTENJIONCHC GbUJIO YCTaHORJIEHO,
uyto (OTOINEKTPHUECKHIA CHIHaNA (YHKUHOHANLHBIX MeMGpaH XJio-
pomnJiacToB, reHepMpyemblid 3TL, BHOCUT HENOCPEACTBEHHBIA BkJAJQ B
$oTOHHAYIWPOBAHHBIA OTBET MOTEHLHAJIA NJaa3ManieMMbl [412]. BeicTpbiA
oTO3IEXTPHUECKHA CHUTHAJl "XJIOPOTJIACTHOTO" MPOXOXAEHHA YAANOCh
OTUYETJINBO 3aPETHCTPHPOBATDH Ha MNJa3MaJIEMME B OMTbiTaX C TEHTOKCHHOM,
C noMompbi0 KOTOPOro ObuIM yCTPaHEHB ropa3fio 0oJiee MeJIEeHHBIE H

3HAUMTENbHBIE (OTOMHAYLUNPOBaHHLE H3MeHeHMst E,, B CTOpOHY

THIEPTONIAPH3ALHH. 3apEerHCTPHUPOBAHHLIA CHTHAA WMEN KHHETHKY H
thopMy HOTO3/IEKTPHUECKOTO OTBETA OAHHOUHOI'O XJIOPOIMNACTa, YTHE-
Tancs AWYPOHOM H BOCCTAHABJIMBAJICSi MPH MOCNEAYIOWEM BHECEHHH B
cpeay xogakropa porocucrtemsl I — MOMC, npruueM CO 3HAUHUTENBHBIM
YBEJIMUEHHEM AMIUIKTYAb, KAK M B CJlyyae OMBTOB Ha OJMHOUYHOM
xjoponJacTe [337]. Bce 3TO OAHO3HAYHO CBHAETENLCTBOBAJIO O TOM, UTO
CHI'HaJl Ha MJia3MasieMMe oTpaxas $HoTo3IeKTPHUecKyo peakinio GyHk-
LHOHaJIbHBIX MeMOpaH XJIOpPOMJacTa. JTO siBJieHHe, ob6HapyxXeHHOoe Y
BOJIOPOCJIH, MO-BHAKWMOMY, JOJXKHO HMETb MECTO M Y BLICIIHX PACTEHHH.
o HEXOTOPLIM JaHHBLIM, TaKXe€ TMOJIYYEHHbIM Ha KJIETKaAX psia xapo-

duToB [80, 413], onmpeneneHHLIA BKJAg B E,',,. U3MEPAEMBIA MEXAY

LIHTOMJIAa3MOA KJIETKH M BHEWHENA CpefoH, n ero PoToHHAYLUHpPOBaHHBIE
W3MEHEHHSA MOXET BHOCHTb, NMOMHMO [1Jia3MaJieMMbl, TaK Ha3blBaeMas
xJiopoJieMMa — HemnpepbiBHaA MeMmMGpaHa, pacrnosioXXeHHas, BEPOSiTHO,
MeXAy HMMOOHJIN3OBAHHBIM CJIOEM XJIOPONJIACTOB H IBMXYIEACS LIHTOM-
Jiasmo. TeM He MEHee, MOCKOJIbKY CBEIEHHA O HAJIHUHH XJIOPOJIEMMDbI
NPOAOJNKAT OCTABATLCH, CYAS MO BCEMY, BECbMA JJHCKYCCHOHHBIMHM JjaXe
AJif BOAQOPOCJEA, aKTYaJIbHOCTbh YU€Ta BO3MOXHOI'O YYaCTHA 3TOH I'Mno-

TETHUECKOH MeMOpaHbl B (POTOMHAYUHPOBAHHBIX WH3IMEHEHHAX E;, y

BLICIUMX PACTEHHH CEroAHSA, OUEBH/IHO, HEREJTHKA.
TecHasi cBs3b HOTOWHAYUHPOBAHHBIX M3MEHEHHHA E,',, KJIETOK BBICIIHX

pacTeHHWit ¢ (OTOCHHTE3OM HE HCKJIIOUAET KOHTPOJIA Hag HHUMM CO
CTOPOHB APYTHX BO3MOXHBIX MexaHu3MOB. Tak, OTOMHAYLMPOBAHHBIE

H3MEHEHH A E‘;, 3anyckaeMbie B KPaCHOH M cHHel obnacTax crnekTpa [450,

537, 538, 581], MoryT ObiTb ONMOCPEAOBAHBI PEAKLHAMH C YYACTHEM TAKHX
KJIETOYHBIX MUIMEHTOB, KaKk QUTOXPOM K1 QJIaBONIPOTEHA.

GHTOXPOM — OHJIMITPOTEMHOBBIA MHIMEHT, JIOKaJIH3OBaHHBIA, MO-
BHANMOMY, BO MHOTHX MECTaX KJIETKH, B TOM UHCHE H B T11a3Manemme [77].
CTtabujbHas B TeMHOTE (opMa PUTOXpPOMA MOTNOMAET KPACHBIA CBET C
ONHHON BOJIHBI 660 HM M cnmocofHa NepexoUTh B pe3yNbTaTe 3TOr'0 aKTa B
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PHC. 12, ®HTOXPOM-KOHTPONHPYEMBIE HIMEHEHH S E:' MOTOPHOH KJIETKH JIHCTOUKA CaMaHa
[581]
K — xpacHbift caeT (660 HM); [IK — AanbHHA KPACHWA CBET (730 HM)

Puc. 13, Peakuus E; KNETKH KONEONTHAS OBCA Ha meAcTRHe 1075 M AYKCHHA H 105 M

dy3nxoxynHal295]
A — aYKCHH; @ — QYIHKOKIIHH

apyryw $opMy — C OJHMHOW BOJIHB noryomeHuss 730 HM. 3Tta Gonee
AJIHHHOBOJNHOBaA ¢opMa ¢uToxpoma sBifercs (PH3HOJOrHUECKH
4KTHBHOHW W KOHTPOJIMPYET 3HauHTeJbHOe unucyo thotomopdoreHeTn-
UeckHX peakuMi. Bulio moka3aHo [450, S81), uTo npu nocregoBaTENLHOM
OCBEmEHWH KJIETOK CBETOM 660 W 730 HM MXx OHO3JNIEKTPHUECKAA AKTHB-~
HOCTb TNpEeTePrieBaeT 3aMeTHble U3IMeHeHHA. Kak BHAHO M3 pMC. 12, rae

npuBesileHa (OTOMHAYUHWPOBAHHAN peakius E. MOTODHOH KJNETKHM

JUCTOUKa caMaHa [S81], nmpu 660 HM HMMeET MECTO THMEPNOJAPH3IALIUA
KJIETKH, a npu 730 HM — aenosasipu3auus. ITOBTOpHOE HCMOJIL3OBaHHE
cBeTa 660 HM BHOBb BbI3bIBAJIO THMEPMONAPHIALHIO, IPHUEM C ropas3io
6osice 3HAUMTEJILHOR CKOPOCTBbIO, UEM B MeEpBoM cayuyae. To obcrosn-

TEeNbCTBO, UTO YKa3aHHbl€ N3IMEHEHH A E; npoTeKaJsi¥ NMpH ANHHAX BOJIH

forJyiomeHns ceeta GUTOXPOMOM, Ja€T OCHOBAHUA PACCMATPHBATD HX KakK
pHTOXpOM-KOHTpPONIHpYeMbIe [581].

MMnrMeHT hraBonpoTen ], Kak MoJiaraior, Hapsay ¢ PHTOXPOMOM TaKXe
peryinpyerT ornpeaesieHHbie hoToMopPhoMeTpHUECKHE peakLIMK PAaCTEHHH,
HO NpH AEACTBHU cCHHEro ceeTa [77]). BnoJHe MpaBOMEPHO B 3TOH CBA3N

r
CUMTaTh, UTO W3MeHeHHUA E ,, HabmojaeMbie 1o/] BIMSIHHEM CHHEro CBETa,

HanpuMep B MOTOPHbIX KJIETKaX JIUCTOBuX Moaymeuek ¢acosn H
NnpeAwecTBYIOWHE [TO BpEMEHHW ABHraTeJIbHBIM akTaM [537, 538], aBnsiioTCA
3BEHOM B LIETTH peakLHH, 3aNyCkaeMbix (aaBornpoTed1oM. Henb3n, ogHako,
MCKJI0UATh 371eCb U BO3MOXHoe yuacTHe huToxpomMa, Tak kak ofe ero
topMsl crnocobHBI NorjiomaTb NOMHUMO KPacHOro B oNnpeeNieHHOH Mepe U
CHHUH cBeT [77].

HTak, pOTOMHAYLUMPOBAHHbIE HIMEHEHN A1 E,',I KJIETOK BbICHIMX PaCTEHHHA
BeCbMa HeOJHO3HauHbI 10 CBOEH NMpHpoOAE U Kak crneacTeue — tdopme. B
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3HAUMTEJSIBHON CTelNeHH 3TH H3MEHEHHUS CBSi3aHbBl C MoAyaAUHeHR
aKTHBHOCTH 3JiekToporeHHoro H*-Hacoca nuaaManeMMsl MPH y4yacTHH
toTOCHHTE3a. B TO X€ BpeMa (HOTOINIEXTPHUECKHA OTBET MJIa3MaNEMMBI
MOXeET 6bTb ONMOCPEAOBAH U HHBIMH MEXAHH3IMAMH. ITO CNEAYET YUHTHI-
BaTh NpH aHanu3de GOTOINEKTPHUECKHX PEAKLMA, BbI3BAHHBIX KOMIJIEKC-
HbIM GeJibIM CBETOM.

PacTtutenbHble TOPMOHBDI

B oT/IMUHE OT TEMIEPATYPHOr'O K CBETOBOr0o HakKTOPOB, PACTHTEJIbHbLIE
FOPMOHBI ABJIAOTCS IHAOTEHHBIMH MOAYJIATOPAMH 3JIEKTPUUECKON aKTHB-~

r
HOCTH KJIETOK. Bui3biBaeMble HMH H3MEHEHH A E,,, cieanyeT pacCMaTpUBaTh

KakK 3B€HO B L|€MH PEryJIATOPHBIX peakLH#H, 3aMyCKaeMbIX FOPMOHaMH Ha
KJIETOUHOM YPOBHE,
K HacTosimeMy BpeMEHH, No-BHAKMOMY, HanboJiee HCCIEAOBAHO BN~

r
HHe Ha E,, kneTok BHICHIMX pacTeHHH Takoro PUTOrOPMOHA, KaK ayKCHH,
KOHTPOJIHPYIOMIEr0 CKOPOCTb PACTSXEHHA KJNETOK W HanpaBJieHHe pocCTa
(77, 200, 202). CrenyeTr OTMETHTb, YTO UCCJIEJOBaHHUSA MO BAUSAHHHUIO Ha Erm

ayKCHHA HepeaKo TMPOBOAWJHCD W TMPOBOAATCA MNapanjielbHO C
HCMoNb3OBaHHEM (hy3HKOKLIMHA — rPHOHOIO TOKCHHA, NPEACTABJIAIOWErO
co6ofl JUTEPNEHOBLIt MITHKO3WA, AEACTBHE KOTOPOro Ha PacTHTENbHbIE
KJIETKH BO MHOTI'OM aHaJIOTHUYHO JEACTBHI0 aYKCHHA, HO SIBJISETCA ropas3jio
Gonee chbHBIM (202, 295, 353, 365, 506, S08, 622]. YuHThIBas TOT $aKkT, UTo
NMPHUCYTCTBHE (Py3HKOKLMHA OblJI0O HEJABHO MOKAa3aHO B TKaHSAX BLICIIKX
pacTeHHH# [165]), ero TakXe MOXHO PacCMaTpHBATL Kak MPHPOAHBIA
puTOrOpMOH.

THNHUHAA KMHETHKA M3MeHeHWs1 E, KJIETKH BHICIIErO PaCTEHHS (Ha

MPHMEPE OBCA) NOA BIIMSHHEM AYKCHHA H (DY3HKOKLIMHA NPEACTaBJIEHA Ha
pHC. 13. OTYETNHBO BMAHO, YTO HauaJNbHbM OTBeTOM E, Ha nefcTBue

ayKCHHa (10“5 M) sBnseTCs penonsipusauva Ha 20—25 MB, ainaumasica
OKOJIO 10 MHMH. -Jlanee MpoLEecC AENONSpH3aLMB CMEHSAETCA Ppernosin-

pH3aUMeR, B pe3ysbTaTe KOTOpoH E, He TOJBKO JOCTHTaeT MCXOLHOTO

YPOBHS, HO H CTAHOBHUTCA GoJiee 3IeKTPOOTPHLATENBHBIM Ha 22 + 2,5 MB
[295]. B npOTHROMONOXHOCTb aYKCHHY, DY3HKOKLIMH (10~> M) BbI3bIBaET
TOJNIbKO GBICTPYIO THNEPMTOJIAPHIALIHIO KJIETKH Ha 35—40 MB (cM. puc. 13).
Mpu 3TOM NATEHTHLIA nNEeproa AERCTBUR QY3HKOKLIMHA, COOTBETCTBYIOMHMA
BpPEMEHH A0 Hauana THNEPNnoJisiPH3aLIMK (B CJlyyae ayKCHHa — JIO Havana
pENONIAPH3ALNK), ABNISIETCA Ha MOpAROoK 6onee HU3IKHM, UEM TaKOBOH st
ayKCHHa.

Npo#OJ/KHTENLHOCTb JIATEHTHOrO NEpHoaa AEHCTBUA ayKCHHA Ha Ef,,

MOX€ET ObiTb YyMEHbIIEHAa TNYTEM YBEJIHUUYEHHS HCIOJb3YEMOH KOH-
LEeHTPaLlMKh ropMoHa [295, 444]. To faHHBIM AJIS BUrHBI [444], yBeJIMueHHe
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KOHUEHTpaUKH ayKCHHa OT 106 fo 103 M MPHBOJHUJIO K COKPAMEHHIo
JIATEHTHOr O NMepHoJa MPUMEPHO B 2 pa3a.
Crenyetr OTMETHTb, UTO OT KOHLUEHTPALMH AYKCHHA 3aBHCHT W BpPEMA

BuxoaaE:n Ha MaKCHMaNbHbiA YypOBeHb [444]. B HHTepBaJie KOHLUEHTpPALIUA

ot 106 10 1073 M oHo YMEHBINAETCSH Y BUIHbl COOTBETCTBEHHO OT S0—40
Ao 30—20 MHH. UTO KacaeTCs 3aBHCHMOCTH J103a —3ddexT, To, 10 OAHHUM
AaHHBIM [444], BeJIMUMHA TMIIEPTOJIAPH3IALMH 3aBHCHT OT KOHLEHTpAaLHH
4YKCHHa, a Mo APYTuM [295]—HeT.

B psine paboT (276, 407] moka3aHo BiMsiHMe aykcuHa Ha E ., kieTok

BBICWWHX PACTEHHH, OTJIMUHOE OT [PEJACTABJIEHHOTO Ha pHC. 13 H
BhipaXaBmeEeCs! B NPOSIBJIEHKH MEAIEHHbIX OCLMJJIALIMA MOTEHLKHANA CO
CPElHHM TIEPHOJIOM BpeMeHH 14,5 MHH (pHC. 14). ITO [KaNO OCHOBaHHA
HEKOTOPBIM aBTOpaM [202] cunTaTh, UTO MeIJIEHHbIE KOJIe6aHUA SBJIAIOTCH

6osiee YHHBEPCANBHOMN, KOMILJIEKCHON peakunei E ; Ha JeACTBHEe AyKCHHa,

a4 H3MEHEHHUS E,',,. nodo0Hble MpeACTaBJIEHHbIM Ha PpHUC. 13, creayer

paccMaTpHBaTh kak PparMEHT HJIH UYACTHHIA CAyual TakuX KosebaHWH.
[lo-BH ANMOMY, B PYCJI€ 3TOH TOUKH 3PEHHUSI HAXOAKUTCS W NPEATNoJIoXeHHE
.T. Kasapsna u "H. XauatpsHa [98] 0 TOM, UTO aykCMH W ApYyTHe
th¥ TOrOpMOHBI CBOHMM JIEHCTBHEM JIMTIb BO3MYIAOT MEMGPaHHYI0 CHCTEMY,
Bbi3biBasi B HeH ObICTPO peJakCHpyWlHe mNepexogHble MPOLIECCHI,

r
3akaHUYMBAWMKUECH BO3BpameHneM E,, B HCXOQHOE COCTOsiHHE. B TO Xe

BpeMsi B paGoTax ApYrHX aBTOpOBR [295, 365, 444, 492, 622] obcyxaaeman
TOUKa 3pEHU A MOATBEPX AEHH S HE HAXOJIHT.

CpaBHenHe NEACTBHA ayKCcHHA Ha E., KJIETOK BBICWIHX pacTEHWH ¢

AEACTBMEM LIWTOKHHMHOB (Ha MPHMEPE KHHETHHA) M THO6epes/IMHOB (Ha
npuMepe rubbepessinia Aj) O0HAPYXHBAET 3aMETHOE CXOJCTBO BO3HH-
KaloumMX OTBETHBIX peakuni. B UaCTHOCTH, MHOTHE aBTOPbI YKa3blBalOT Ha
Hanvurve 3fdekTa TIMNeprnosApH3aLHY, BbI3LIBAEMOIrO KHHETHHOM H
rnB6epesinuioM As [9, 96, 98, 99, 284, 532, 650] XOTs 3TOT 3PpPeKT OGBLIUHO
MeHbllle, YEM B CTyyae aykCHHa. Tak, o JaHHbIM [Jist KJIETOK KOJIEONTHJISA
nieHnLb [650], HHTEHCHBHOCTD 3h(exTa, OKa3bIBAEMOro PUTOrOPMOHAMH

Ha E,',, YMEHDBIIAETCA B MOCNEAOBATENbHOCTH aYKCHH — IHO6epesyinH A,
— KHMHETHH. AHAJIOTHUHAN NnoCJIeOBATENILHOCTb AJIA KJIETOK KOPHS
XyKypYyast [99] UMeeT BHJ: KWHETHH — ayKCHH — ru66epesyiny A; Ha knet-

KaX KOPHS KYKYpY3nl G6BUIO, KpOME TOro, MPOAEMOHCTPHPOBAHO, UTO NpPH
YBEJIMYEHHH KOHLIEHTPALMH GHTOrOPMOHOB O ONPEENIEHHOTO "KPUTH-

YECKOro" YPOBHSI MX CTHMYyJHpylomufi 3pdext Ha E, CMeHsieTCA Ha

yrHetaonm# [99].
OLleHHBasl B L{I€JIOM CHTYALMIO MO BJIHSIHHIO JIOGOro M3 ynOMSAHYTHIX

r
Beime $HUTOropMoHoBR Ha E, KJETOK BLICIUMX pacTEHWH, HeJsb3st He
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PHc. 14, HaMeHeHHe E KJIETOK KOJNEONTHAR KYKYPY3sl MOA BAHSAHHEM AYKCHHA  (S- 1073 M)
{407]

OTMETHTb TOro (akTa, UTO BO3HHKAOIHE OTBETHBIE PEAKLIHM MOLYT .
XapakTepH30BaTbhCs kak OBmMHOCTBIO, Tak U pa3Hoolpa3zueM dopM. Moc-
JeqHee OGCTOMTENLCTBO OMNpEAENAETCHA, CyAA MO BCEMY, Pa3yIMUHbIMM
NpMUMHAMHK, OJHOW M3 HHX, KaK YyXe OTMEYasoCh Bbille, SIBJIAETCH,
BEPOATHO, KOHLEHTpauus ¢utoropMoHa [99]. MoMuMO 3TOro, €CThb

JaHHble, UTO Ha XapakTep peakuvu E. BJMSIET HMOHHBIA COCTaB

3KCMEPUMEHTAJBHON Cpefbl. B YUaCTHOCTH, BOJIHB TMIEPNOJIAPHU3ALINH,
ofycnosiuBalomue kosnebanusi E. 1pH AEACTBHM ayKCMHA, Jyume

BLIPAXEHBI, €CJIH 00BbeKT HAXOAMTCS B cpege ¢ 0,1 MM Ca?* [202]. MokazaHO
TaKXe, YTO AMIUIMTYAa BbI3BAHHOW ayKCHHOM peakumu E. 3aMETHO

moaupHuMpyeTcs npu M3MeHenum cozepxahns KCl B cpege [622]. Ipu
0,1 MM KCl 3Ta peakiMsi OTUETIMBO BHPAXEHA U UMEET THITHUHYIO POPMY,
npy 30 MM KCl — nouTH noJIHOCTbI0O yrHeTeHa. HakoHel, MO JaHHbIM
I''b. MakcumoBa [147], xapakTep peakLMH PacCTHMTEJIbHOA KJIETKHM Ha
aAeAcTBMe GUTOropMOHa onpeaensieTc ee (QYHKLUMOHAJbHbIM (TOUYHEE,
3JIEKTPO(PHU3HOJIOTHUECKUM) COCTOSSHHEM B MOMEHT, NPpeAmeCTBYIOIMHA
BO3/J€ACTBHIO. ITH JaHHbe GBJIM NOJIYyUEHH B OMbITAX C KHHETHHOM Ha
KJIETKaX NMpPEeCHOBOAHOH BOJOPOCJIM HUTE/UIb. JJoBaBjeHHe KMHETHHA B
Cpealy B KOHEUHON KOHLIEHTpALMH 5:-10-5 M BbI3NBaJIO GHICTPOE NajieHHe

E,, ¢ nNOCJIEAYOIWHM MEPEXOJOM KJIETOUHOW MeMOpaHbi B rHnep-
MNOJIAPHU3OBAHHOE, JENOJAPH3OBAHHOE MJIM HCXOAHOE COCTOSIHHME.
IpoBeAEHHBIA aHAJIM3 MOKa3aJ, UTO peaxkUus Ha (UTOrOpMOH onpe-
r
AeJsiAnacb HCXOAHOW BeHUMHOW E,, v Obiyla HanpasjieHa B CTOPOHY €ro
Pac4yeTHOr 0 MOJAJIbHOT'O 3HAYEHHMS.
HleiicTBHEe PUTOrOPMOHOB Ha E:, BO MHOTOM MOXE€T ObiTh CBSI3aHO C
MOAYJIAILIHER BEJTHUHMHBI €ro MeTaboIMueckon KOMIOHEHTHI [147, 202, 506,
507]. CBMAETEJILCTB B MMOJIb3y TAKOW TOUKH 3PEHUSA B JIMTEPATYPE HEMANO.

Mpex e BCEro 310 pe3yjbTaThl HHTMOMTOPHOTO aHAJIM3a, NOKa3biBalo-
mMe, YTO Tunepnousipuiyiommi ahpdekT GUTOropMOHOB CHUMAETCH MJIH
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3aMETHO YMEHbIIAETCA B MPUCYTCTBHHK, HanipuMep, yabanna, IH® n ALK
[3, 96, 98]. B cBoio ouepeab, PUTOrOPMOHBI “CMSArYaOT' yrueTaomee

neicreue Ha E,, co cTOpOHbl HHrHOGHTOpPOB [98, 361].

UHrHOMpYyIonee BNHAAHHE HA MHAYUHPOBAHHYI0 ayKCHHOM M y3HKOK-
LHHOM THIEPHONISAPH3AIIHI0 OKA3LIBAET TakXe aHOKCHA [365, 520]. Cpas-

HHTEJIbHbIA aHaNH3 BeIMUKH E, v Ep 10 K nocie BIUsiHNA Ha E r. AYKCHHa,

npoBeieHHbIA y BUTHbI [365] Ha OCHOBE HCNOJNIb30OBAHHS AHOKCHH, ITOKAa3aJT,
yto Ep B NPHUCYTCTBHH ayKCHHA [aXe HECKOJIbKO YMEHBIIAETCH. TakuM

o6pa3oM, BECb MPHPOCT E,',, NOJ BJIMSIHUEM ayKCHHA AOJKeH ObiTb OTHECEH

MCKJIOUYHTEJIbHO 33 CYEeT yBeNnuenus E,. Yposens E, fOCTHraeMbi npu
3TOM, BECbMa 3HauYHTEJIEH M COCTaBJjsieT 111X OT KOHTpPOJIA B Clyyae
ayKCHHa W 205X B ciryuae (y3HKOKLIMHa [365].

HakoHel, Ha npuMepe 3repuH [361] o6HapyxeHo, uTO geicTBne Qy3n-
KOKLIMHA B 3HAYMTEJIbHOH CTENeHH KOMIIEHCHPYET YMeHblleHHe MeTabo-

JIHUECKON KOMINOHEHThI E; , BI3BAHHOE BHIKJIIOUEHHEM CBETA.

MNockonbky BO3HHKHOBEHHE E, y BHICHX pacTeHHA 06yCNOBAEHO rNaB-
HbIM O0pa3oOM aKTHBHBIM TPaHcopToM H' uepe3 nJiaaMaTHUYECKYI0 MEM-
Gpany [306, 507, 646, 652], HANIOXEHHbIE BNIIE PE3yNAbTATH TPYAHO Ofb-
SICHUTb WHBIMH NPUUMHAMH, YEM CTUMYJIHDYIOMUM BJIIMSTHHEM CO CTOPOHbBI
M TOropMOHOB Ha OCYIECTBNAEHHE JAHHOrO TPpaHCNOPTa. YleanTesmbHbIM
AOKa3aTeNbCTBOM 3TOrO MOXET CJYXHTb NMOKa3aHHasi PAAOM aBTOPOB
[S08, 520] xoppensiunss BO BPEMEHH MEXAY AYKCHH-WUHAYUMPOBAHHbIMH

nameHeHnaMu E, v cexpeunen H* BO BHEKJIETOUHOE IPOCTPAHCTBO.

CTUMYANSILIMA aKTHBHOTO TpaHcnopTa H* noj BIMsiHHEM PUTOrOPMOHOB
MoXeT ObiTh ONOCpeOBaHa NpexXx e BCEro HX PEryASITOPHbIM JeACTBHEM
Ha pa6oTy anekTporeHHoro H*-Hacoca.

Tak, €CTb AOCTATOYHO BECOMBE OCHOBAHHA CUMTaTbh, uToO GQHUTO-
ropMOHbI cnoCoGHB CTHMYJIMPOBATbh aKTHBHBIA TpancnopTt H*, ocymecr-
pasieMbil H*-ATda3Hod cucTeMod nnamanemmnl, 06 3TOM CBHAETEJNb-
CTBYET, HanpHMep, NMPOAEMOHCTPHPOBAHHANA B OMbiTax Ha MeMOpaHHbIX
Be3WKyJiaX peryJsilusi akTHBHOCTH H*-ATda3n aykcMHOM M Gy3uKok-
LHHOM [314, 395, 586, 616].

Moa BaHMsiHHeM PUTOrOPMOHOB Hapsay ¢ H*- ATda3zoin (MM BMeCTO
Hee?) MOXET ObTb CTMMYJIHpOBaHa TaKXe€ CHCTEMA akKTHBHOro TpaHC-
nopta H*, HCTOUHHKOM 3HEPrUK ISt KOTOPOH He sBIsieTCA ATD. Takue
AaHHble ObiJIk MNOJNIyUEHN NPH HCCNIEJOBAHHH MOJIEKYNSIPHOIO MEXaHH3MA
NeACTBHSl (y3HKOKUMHA [17]). 3TOA CHCTEMOA SBASETCSH, OUYEBHAHO,
peaoKkc-Lenb nnasManemmbl, B 3TOA CBS3HM clelyeT OTMETHTb, YTO B
NAaaMaTHYecknx MemOpaHaX TIHNOKOTHAS COH TOKa3aHO HaJinuKe
aykCHH-cTUMYaupyemoro HATH-okchuagasHoro koMnekca [321].

PerynsiTopHoe BJHSIHHE Ha (hepMEHTHble CHCTEeMbl, OCYIECTBASIOMHE
aKTMBHbLIA TpaHcnopT H*, (PHTOrOpMOHBI OKa3bIBAIOT CKOpee BCEro He
HENOCPEACTBEHHO, a UePE3 CTPYKTYPHbIE "BO3MYLIEHHSA" B MeMOpaHe, HHH-
IIMMpOBaHHbIE€ CBA3biBaHHWEM (HTOropmMoHa ¢ Genkom-penentopom [116,



133, 229]. Takue Genkn-peLenTopbl o6HapyXeHbi B NAa3MaTHUECKHX MeMG-
PaHax BRICIIHX PACTEeHHH, MO CYWMECTBY, AN BCEX H3BECTHBIX B HACTONAMEE
BpeMsa prTOropmMoHoB [229]. He HCKJIOUEHO, OLHAKO, YTO CTHMYJIMDYIOMHA
addexT aykcHHa n Qy3MKOKLMHA Ha anekTporeHHwA H*-Hacoc obyciioB-
JIEH TakXe B TOH WJH HHOR Mepe NOAKHCIEHHUEM LIMTOMNNA3MbI, Bbi3biBae-
MbiM 3THMH rOPpMOHaMH [335, 385).

MpeACTaBNEHNS O CTUMYJSALIMH (PHTOrOPMOHAMM 3/IEKTPOTEHHOR Cek-
peunn H* uepes moaysisiuuio akTuBHOCTH H*-Hacoca nnasMmasieMMbl He
HCKJNIOYAIOT aJIbTEPHATHBHBIX MOAXOLOB K HHTEPINpETalUHH MeXaHH3IMa
ropMoHaibHoro 3pdexra Ha akTuBHbIA TpaHcnopT H*. B uacTHoCTH,
KPHTHUECKHE B3rasigbl Ha (y3uMKOKIHH kak cTuMynaTop H*-Hacoca pas-
BuBaeT BaaTT [313]. B onbiTax Ha KJieTKax 3NHAEPMHCA BHKH WM Gbinio
OGHAPYXEHO, UTO QPY3MKOKLIMH YMEHbIAET NPOXOXAEHHE TOKA MO NYTAM
BTOPHMUYHOI'O AaKTMBHOI'O TPAHCNOPTAa, OCYMECTBASIOMErOCA 3a CYeT
3JleKTpOXuMHUUeckoro rpanaueHTa H*. Mlo MHeHHIO aBTOpa, “UMCTHA" BH-
xox H* B pe3ynbTaTte yBennunBaeTcs gaxe 6e3 CTHMyAHPYOmMEero AeACT-
Bus Py3nkokumiia Ha H*-Hacoc.

NomMuMo MoaMHUMpYIOIErO JEACTBUA Ha AKTUBHBIA TPAHCNOPT yepe3
Nnja3MaTHYECKyl0 MeMOpaHy W BeJHUMHY E, (GHTOrOpMOHb CrOCOGHBI
MOAH(DULIMPOBATH NACCHBHYIO NPOHMIIAEMOCTD M Kak cyiecTBHe Ep.

Tak, no MHeHHio [295], yBesMueHHEM MNACCMBHOA MNPOHHLLAEMOCTH
meMOpann gna CI- oTHocuTeNibHO K* o6bsicHsieTCA HauyasibHasi Aernons-
pH3auus B oTBeTe E,, Ha eACTBHE ayKCHHA. CHHXeHHe Ep Kak pe3ynbTat

BJMSIHAS ayKCHMHA COXDaHSIETCS MpH mocheayomem obmeM pocTe E., 3a

cueT yBenndenus E, [365].

CymecTBeHHOE BNKHSIHHE Ha NACCHBHYI0 NMPOHHLIAEMOCTb NJ1a3MaJIEMMbl
OKa3biBaeT, Mo-BHAUMOMY, ru60epennuy A, B onmTax Ha KJIETKaX KONeo-
NTUISA KYKYpy3bl [532] 6mn0 06Hapy»X€eHO, UTO Bbi3BaHHbIE W3MEHEHHEM
koHUeHTpauuu K 8o BHemHeNn cpene cCOOTBeTCTBylomMe H3MeHEHHS Ep B
TIPUCYTCTBHH rHO6epensiMHa 3aMETHO Bbillle, UEM NPH AEACTBHH AYKCHHA
HJIM B KOHTpONeE.

HTak, BausiHKe qm‘roropmonos Ccroco6HO NPHBOAHTH K 3HAUHTENbHBM
H3MEHEHH M Gnoanenporeneaa KJIETOK BLICHIMX PAaCTEHHHA, UTO CBSA3AHO C
MOAYNSALHENA KaK AKTHBHOI'O, TaK U MaCCHBHOTO Meuﬁpaﬂﬂoro TpaHcnop-

Ta. OYHKUHOHANbLHANA 3HAYHMOCTb H3MEHEHHWH E,,. BM3biBaeMbix ¢pHTO-

FOPDMOHaMM, CyZsl MO BCEMY, BEJIMKA. B YaCTHOCTH, CErofHs €CTh OCHOBA-
HHS TIOJIaTaTh, YTO AYKCHH-HHAYLHPOBAHHAS THIEPNONAPHIALMS SIBJISI-
€TCSl MEPBHUYHBIM 3BEHOM B LIENK NPOLECCOB, NPHBOASMHX K YCKOPEHHKI0
POCTa pacTEHHHA NoA BJIHSIHUEM 3TONO rOPMOHA. 3Ta FHNEPIIONAAPA3ALMA,

OKa3biBasl BJIMSIHHE Ha TPaHCMNOPTHbi€ MPOLECCH H KJIETOUYHbI MeTabo-
JIM3M, MOXET BbICTYTIaTh, MO-BH AMMOMY, kak 6oJiee cymecTBEHHbIA dakTop
B CTUMYJISILHM POCTa ayKCHHOM, UE€M MNOAKHMCIIEHHE KNETOUHOH CTEeHKH
[335, 336]. B cBere 3THUX NpEeACTABNEHHA, Ha Ham B3rAsSg, BecbMa
npUMeYaTeNeH YCTAHOBJIEHHBIA B ONbiTaxX Ha BUrHe [492] heHoMeH MHOr O-

KPaTHOrO YCKOPEHHMS B NPHCYTCTBHH ayKCHHA NMpoLiecca pereHepaun E,,
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H3IMEPEHHOr0 Ha TPaHMLE KCHJEMa/CHMILIACT, MoCJe Npoueayphl
OTpE3aHHUS CErMEHTA rHIMOKOTHJIA, MOXHO NOJIaraTh, 4TO MOJ BJIMSIHHEM
ayKCHHa B JaHHOA CHTYyallH HAET YCKOPEHHOE BOCCTaHOBJIEHHE NpeX e
BCEro TOro 3BeHa B MéXaHHW3Me OCYIECTBJIEHHS FOPMOHAJILHOTO KOHTPO-
JIsi 32 POCTOBBIMH NMPOLIECCAMH, KOTOPOE HrpaeT Hanbosee CyleCTBEHHYIO
POJib. :

IIpoune ¢axkTOpbI

MIOMMMO PAaCCMOTPEHHbIX Bhilleé OCHOBHBIX 3K3OTeHHMX (aKTOpPOB,
MOMPHMIIHDYIOIMX 3JIEKTPOreHe3 KJIETOK BHLICIIMX pPaCTEHHMA B MOKOE,
MOXHO Ha3BaThb elle PSi BO3AEHCTBHA Pa3IMuHOi NPUPOALI, KOTOPhIE, NO

r
AaHHbIM IMTEPATYPHI, CIOCOBHB!I OKa3biBATh BIAMSAHHE Ha E ,. B MX 4uucso

BXOANAT IPAaBUCTHMYJISILMA [296], MeXxaHHUeckoe BO3JEHCTBHE, BKIIOYAS
nospexaenue [477, 574), naBnerHue [554], 3anaxu [157], anekTpoMarHMTHoe
MHJLJIMMETPOBOE M3syueHHe [199], yibTpadHosieToBoe H3yueHHe [261,
4581w Ap.

Peakumun E., Ha yka3aHHblE BO3JEACTBHSA JOCTATOUHO MHOTFOOGpa3Hbl. K

COXAJIEHHIO, YCJIOBHS 3KCIMEPUMEHTOB [JaJIeKO He BCerAa Nno3BoJISOT B
NMOJIHOW Mepe OLLEHHTb XapaKTep 3THX peakuni U CYyAHTb 00 HX npUpoJe.
Hanpumep, u3meHeHnss E7 B oTBeT Ha JEACTBHe AABNEHHS ObisiH
3aperMcTpUpOBaHbl B ONbiTaX HE Ha MHTAKTHBIX KJE€TKaX, a Ha npoTon-
JIaCTax, H30JMPOBAHHBIX U3 ME3OHIINA U NN JEPMHCA KOMMEJTHHDI [554], U
NMO3TOMY OKa3aJMCb crieundPuuHbiMH. [IpoTONJIACTH MPH HYJIEBOM [JaB-

JIEHWH B MHKPOMHIETKe-NPHCOCKE HMEJTH E,’,l oT 0 o 5 MB. YBennueHne

naBNeHHS B MHUKPOMHMETKE MPHBOAMJIIO K NMOSABJEHHI0O OTPHLIATEJbHbIX
3HaUeHHA E,’n c rpagveHToM 14,3 M 10,5 MB/klla ans npoTorjiacToB

Me3obHNANa W 3INHMOEPMHCA COOTBETCTBEHHO. JTH JaHHbie ObisH
HCNONb3OBAHbI ABTOPAMH ANsi OObSACHEHHS MPOTHBOPEUHMA B OLIEHKAX

3HaxaE; B 3JIEKTPOPHIHONTOrHUECKHX HCCNEAOBAHUAX Ha MPOTONNACTAX.
JAns Hac nonyuyeHHble pe3ysibTaThi MHTEPECHbI NpeXae BCEro TeM, 4UTO
OHH HIJNIOCTPHPYIOT BO3IMOXHOCTb MOAYJISAUHH E,’n KJIETOK BbICIIETO

pacTeHHs EeACTBHEM TaKoro GakTopa, kak JaBJIEeHHeE.

HiMeHeHHe NOTEHUMaNA NNa3MaTHUECKWX MEMOpaH KJETOK JIMCTa B
OTBET Ha 3JIEKTPOMATHKTHOE MHJIJIMMETPOBOE OB yueHne ObiNIO NOKa3aHo
B onbiTax Ha Ganb3lamuHyce [199). 3necr ofpamaeT Ha ce6s BHHMaHHWe
KaUECTBEHHOE COBMNaJE€HHE MEePEXOAHbIX XapaKTEPHCTHK 3aperHcTpu-
POB2HHOH pEakii¥H TNMOTEHLHANA C TAKOBbIMH AJiA OTBETA Ha (POTOCHH-
TETHUECKH aKTHMBHOE HIJIyueHHE, a Takke MNOJABJNIEHHE PeaKilMu TNpH
obpa6oTke Jsmncra palobmutensmu doTodochopuaHpoBaHus, ITO JaeT
OCHOBaHMWSl CUHTaTh, UTO 3JIEKTPOMATHHTHOE MHANMMETPOBOE HiNyue-
HHE BJMMET Ha NOTEHUMAJN nNJsa3MasieMMbli yepel axTuBaumio GOTOCHH-
TeTHUEeCKkOH ITL] THNAKOM OB XJIOPOINJIACTOB.
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B oTaAnuHe OT MHJINKMETPOBOro, YbTpadHoneToBoe HasyueHue (390,
1170 1 3900 x-M2) C ANIMHOA BONH 253,7 HM BH3bIBANIO AENOJNAPHIALHIO
KJIETOK KOJIEOT THJIA KyKypY3bl [458], kOTOpasi MPH BbIKJIIOUEHHH HITTyUe-
HUS JMmb B caydyae 390 JIx-M2 Oba TONHOCTbI0 OBPATHMON M

cocTaBisizia 25X OT HCXOQHOTO YPOBHS E',,, BoJsiee cuJIbHOE M3JTyueHHE

(1170, 3900 Ix-M2) NpPUBOAMUJIO COOTBETCTBEHHO Kk BoJiee 3HAUMTEJILHOH
nenosispu3aund (4o S0X HCXOQHOro E,’,,), KOTOPas TOJIbKO YaCTHYHO
ofpamanach 3a BpeMs 3KCl1epHMeHTa (3 ).

HeckoJibkO HHblE JaHHbIE€ O BJIMAHUM YJIbTPAPHOJIETOBOrO U3JTyUEHH S

r

Ha E, nmonyuyeHbl B ONBITaX Ha KAETKAaX 3N0A€H H BannHCHepuH [261].
MoMHUMO MeRJIEHHO Pa3BMBAIIEACA JENOJIAPDH3AUHH, HENpepbiBHOE
ofnyueHHe Bbi3bBaJIO nosiBjeHHe OmCTporo (MeHee 1|  MHH)
MMNYJbCOOGPA3IHOrO 3NEKTPHUUECKOro OTBETA, NPEAmECTRYIOWEro Aeno-
NApH3aUHH. CXOAHBIA No PopMe GbICTPHI OTBET BO3HHKAJ NPH KPATKO-

BpPeMEHHOM (15 ¢) o6nyueHuH. HayueHHe crnekTpa JEHCTBHA MEAJIEHHON
AenoJIsipH3al{HHM 1oKa3aJo, UTO ee MAKCHMYM JIeXHT npu 280 HM. CnexkTp

ReACTBHA BbICTPOro OTBETA E,',, Obil OrpaHHYEH MHTEPBAJIOM ANMH BOJIH
289—312HM.

ToT ¢akT, 4TO yIbTPAdHONETOBOE HANYUEHHE NOAABIIAET aYKCHHHH-
AYLUHMPOBAHHYI0 TMIEPNOJISAPHU3alMi0 U yrHeTaeT cekpelunio H* u3 kietok

r
458}, no3BonseT cRRA3ATHL BIMAHHE HINTYUEHHA Ha E,, ¢ MHrHOHMpOBaHHEM
aKTHBHOCTH 3nekTporedHoro H*-Hacoca nna3majiemmsl. He MckmoueHo,

4YTO (YHKLHMI0O TAaKOTO HACOCa BbIMOJIHAET WYBCTBHUTENbHAA K AEACTBHIO
ynbTpadHoNeToBOro HanydeHus ATdasa [261). :

r
PacnpocTpaHeHHOH peakuuen E, KJIE€TOK PaCTHTENbHOA TKaHH Ha ee

MeXaHWUeCckoe MOBPeXAeHHE SBJIAETCS, MNO-BMAWMOMY, TIMMepnosisi-
puaauus [477, 574]. HanpuMep, y KJIETOK NMPOPACTaOMEed CEMALOJIM COM

(4771 nocne npoueaypbl NPUrOTOBJIEHHWSA Cpe3a MOBbIEHHE .E,’,,

pa3sHBayiocb npWMepHo OT -31 o0 —80 MB B TeyeHHe MNepBbiX 3 4
perucTpaumd. MMnNepnonsAspuiOBaHHOE COCTOAHHE KJIETOUHbIX MeMOpaH

r
COXPAHSANOCh HANeE HECKONbKO UaCOB HEH3MEeHHbIM, nociyie uero E,,

NOCTENEHHO BO3BpAWaNCA K HCXOHOMY YPOBHI0. MCXOAs M3 XapakTepa
PEaKLIMH, MOXHO 110J1araTh, YTO H3aMeHeHHe E,, B JaHHON CHTYaLIMH HMEJIO
CKOp€e BCErO aKTHBHYIO NPHPOAY.

HHTepecHble AaHHBE, CBHAETEJIbCTBYOUME O6 YyUacTHH GHO3NEKTpM-
YECKON aKTHMBHOCTH B TPONH3aMax, ObiJIH MOJiyueHbl NMPH MCCJieJOBAHHMM

r
BbI3BAHHBIX IDABHCTHUMYNSIIHEA OTBETOB E, NaTepasibHBIX CTaTOLMTOB

KOpHSA JiennauyMa [296], CTaTOUMTH BEPTHKAIBHO PACTYWHX KOPHER
HMeJM CTaBHNBHBIA, 6e3 CTOHTAHHBIX QUIYKTYyallMA YPOBeHb E,',,, PaBHBIA
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A, B — rpaBH3NieKTPHYECKHE OTBETH CTATOLIHTOB COOTBETCTBEHHO HHXHER (8) H BepXHeR
(6) CTOpOH KODHA (foCJie OTKIOHEHHA HA 45°0T BREPTHKANBHOTO NOJNOXEHHS). MOMEHT
OTKJIOHEHHR KOPH S Ha 45°0T BEPTHKANBHOTO MOJIOXEHH st OKA3AH CTPENKOH

-1181 5,9 MB. lpn OTKJIOHEHHH MOJIOXEHHS KOPHS Ha 45° OT BEPTHKAJIH B
HEM pa3BMBAJIaCh INEKTPHUECKAs] aCUMMETPHS (pHC. 15). CTaTOUMTH Ha
dranueckn HHXKHEH CTOPOHE KOpHS CHauana JAeNnoJIsIpH3OBAIIMCh Ha ~25
MB. 3Ta fenosisspu3anMs BO3HHKAJa CYCTSA HEGOJIBION JIaTEPHBIA NEPHO
(8 ¢) ¥ JocTHrana MMHMMYyMa (npuMepHo —933 MB) 3a 170 c. o 3aBepmeHHH
AENOJIAPH3ALIMM KJI€TOUHasi MeMOpaHa B TedeHHe 60 C penoJissipu3oBanach
AO YpPOBHS Ha ~10 MB GoJsiee TMOJNOXHMTENBHOIO, 4YE€M MCXOAHbIA

r
noTeHumnas. HHOW XxapakTep M3MeHeHWA E, MMes MeCTO B CTaTOLMTaX
BEpXHeA  CTOPOHB  HAKJIOHEHHOro  KOpHsi. OHM  MeaneHHOo

THIEPNONSAPH3IOBAJINCL (BpeMsl noJyriepexoda 168 ¢) 10 cTaBHABHOrO
YPOBHS, Ha ~10 MB Sonee HeraTHBHOI'O, UeM HCXOHBIA.

3aperuCTpvpoOBaHHbBE  PeaKkLMH E,',,, npexcrasysiomue cobon

TPaBUIJIEKTPHUYECKHHA OTBET, OKa3aJIMCh NPHUCYHMMH TOJIBKO CTaTEHXHUMeE
r
KOpHSi. B KJIeTKaX KOPbl M PH30OEPMbl aHAJIOTHMUHbie M3MeHeHHs E,,

obHapyxeHbnt He ObltM. CilegyeT TakXe OTMETHTb, UTO [paBHIJIEK-
TpU4YECKHe OTBETH YJAJIOCh 3aperMHCTPHPOBATb B CTaTOUMTaX AHmb 25X
BCEX NOJBEPrHYTHIX TECTHPOBAHHIO KOPHEA. KOPDHH, B KOTOPbIX rpaBHa-
JIEKTPHUECKHE OTBETH HE BO3HHMKJIM, XapaKTEPH3OBAJIMCh PeAYUHPOBAH-
HbIM MPOAOJbHMM POCTOM. IpeaCTaBAsieTCs B 3TOA CBS3H OUEBHAHDIM,
UTO ACHMMETPHS B IPaBH3JIEKTPHUECKOM OTBETE CTATOLIMTOB HIpaeT BaX-
HYI0 POJib B OCYIIECTBJIEHHH reOTPONHU3Ma.

r

HakoHel, BeCbMa nioGONMbITHON ABASiETCA WHPOPMaLMsi O TOM, uTo E

KJIETOK pacTeHHHA cnocoleH peardpoBaTh Ha 3anaxwu [157]. HcnbiTaHHA €

TakOH neybio OblM MpOBefeHbl HAa PacCTEHHAX Gonee 20 BUAOB.
r

YcraHoBsieHo, 4yTO E, XOpOmoO pearnpyer, B UacCTHOCTH, Ha 3anax
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dopmanbgerna (runepnonsipMlauMa Ha 5—10 MB), 3aTuiMepkanTaHa
(ObiCTpPasi ryunepnonsipH3alvs, CMEHSIOWASICH JIMHEWHON Jenonsipuaa-

uven) 1 Ap. B uesom peakums E rm Ha 3arnaxv, no-BMAMMOMY, CHAbBHO

3aBUCeNla OT BOCMNPHHMUMBOCTH TOr0 HAM HMHOTO DACTEHMSI K 3anaxy
Kakoro-au6o BemecTna.

7. POJIb CTPYKTYPHOU JTABUJIBHOCTH

KIIETOYHBIX MEMBPAH

B PEI'YJISILUUU TMOTEHIIHAIIA TIOKOHA |,

KneTouHbie MeMOpaHbl MPEACTABASIIOT COGOR BhCOKOOPraHW3OBaHHbIE
6esIkOBO-NHNMAHbIe O0pa3oBaHMSA, KOTOPbie M3-3a 0COBEHHOCTEA CBOEN
CTPYKTYpPbl MOT'YT ObiTb OXapakTepW3OBaHbl Kak XHIKHE KPHCTaJJIbl
cMekTHyeckoro Tuma [31, 91, 268l. UMEHHO XHAKOKPHCTAJJIMYHOCTb
MeMOpaH — OCHOBHO€ YCJIOBHE OCYWMECTBJIEHHS TaKHX KJIIOUEBbIX
MeMOpaHHbIX QYHKUMA, Kak PepMEHTaTHBHASA aAKTHBHOCTb H CeNeKTHBHasM
npoHuuaemMocTh [13, 92, 268, 579, 612].

CTPYKTYype KJIETOUHbMX MeMGpaH npHCym BbICOKHWA YPOBEHb Ja-
6MILHOCTH, NOA KOTOPOA MOAPAa3yMEBaETCs CnoCoB6HOCTb MeMOpaH
npeTepneBaTbh paljIMUHOrO poja CTPYKTYpPHbI€ MEePECTPOAKH, BbI3BAHHBIE
"BO3MYMAIOMUM" ACACTBHEM 3KIOTEHHMX HJIK 3HAOreHHuX (pakTOpOoB [116,
117, 119). Takne nepeCcTPOAKH, OXBaThiBass CHEPOA CBOEIrO BAWUSIHUS MEM-
OpaHHble CHCTEMbl, OTBETCTBEHHbi€ 3a OCYHWIECTBJIEHHE MMACCHBHOIO H
AKTMBHOroO TpPAHCNOPTa MOHOB, NMPUMBOASAT B TOA HJIH HHOA Mepe K
Moauduraumm ux GyHkUMA [13, 28]. 3TO, B CBOW0 Oouepeab, HEM3BEXHO
AOJXKHO OTPAXAThCS Ha 3NIeKTPHUECKOA aKTHBHOCTH KJIETOK.

TeMm He meHee B GHOJIOrHYECKON JIWTEPATYpE O CHX MOP CyHEeCTBYET
3aMeTHHA neduUHT HWHPOpPMALIMM 1O BOMPOCY O POJM CTPYKTYPHBIX
nepectpoek MeMO0paH B PEryysiiud pa3nHUHbIX GOPM 3INEKTPHUUECKOR

AKTHBHOCTH KJIETOK, H Mpexge BCero Erm. 10T neq)uum', Ha Halm B3rJaspg,

MOXeT ObiThb OGbACHEH HECKOJbKHMHM NMPHUMHAMM. B X UHCNO BXOAAT H
HEeAOCTaTOUHA H3Yy4YEHHOCTb NPHUPOAbl CTPYKTYPHbIX “BO3MYIEHHMHA",
Bbi3bBAEMbIX B MeMOpaHax MAEACTBHEM TOr0 HAH HHOro MOAH(H-
LMpYylomero anexTporexe3 ¢pakTopa, H OrPaHHUYEHHOCTb NPEACTABJIIEHHA O
NPUYHHHO-CNEJCTBEHHMX OTHOMEHHWAX MEXAY BO3HHKAIOIMHMH B MeMO-
PaHax CTPYKTYPHbIMH H @yHKLIHOHAJIBHBIMH M3MEHEHH SIMHM, M HEMOJIHOTA

3HaHWA O XapakTepHbIX OCOBEHHOCTSIX OTBETHON pEaKuUHH E, m Ha TO HJIH

HHOE BO3eACTBHE.

B 3TOA CBSI3W BECbMAa aKTYaJIbHbIM SIBJISETCS KOMIMJIEKCHbIA NMOAXON K
PacCMaTpHBaEMOMY BOMPOCY, COCTOSIMMA B HM3YyUEHHH BAMSAHHSA 3K30-
FEHHBIX MJM 3HAOTeHHbIX (aKkTOPOB Ha GHO3NEKTPHUECKYI0 aKTHBHOCTb
KJIETOK, JieXalHe B €e OCHOBE MEXAHH3Mbl U CTPYKTYPHOE COCTOSIHHE
KJIETOUHbIX MeMOpaH. TakOH KOMIJIEKCHBIA MOAXO4 B ONbITaX HA BbICIMHX
pacTeHHsx Obll npHMEHEH B HameHd naGopaTopuu B paboTax C.C.MATHIrHHA
A coaBTopoB [190, 211, 215], rae ObiNna NPOAEMOHCTPHPOBaHaA PpOJib
CTPYKTYPHbIX MEPECTPOEK, NMPOUCXOASMMX B NJIA3MATHUYECKHX MeMG-
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r
paHax, B perynsiunu E, xnetok crebsisi ThiKkBb NPH NOCTENEHHOM

H3MEHEeHHH TeMIEepaTyphl B npeJesax oT 5 o 40°,
TeMnepaTypHasi kpuBas E, m Y THiKBN B [Hana3oHe 5—40° umena

CJIOXHbIA HeIMHeHHbIA xapakTep (CM. PHUC.10), KOTOPHIA B NMpegenax ot 12
A0 40° Bt 0ByCJIOBNIEH BAHSHMEM TEMNEPaTYPH rNaBHbiM o6pa3oM Ha E,,.
06 3TOM CBHJETENbCTBOBAJIM 3HAUMTEJIbHAR BEJIHUMHA KO3pPHUHeHTa
KPYTH3HbI KPMBOH B YKa3aHHBIX MpeAesiax B Pe3ysbTaThl HHrHGUTOPHOTO
aHanM3a ¢ ucnoJibaonaHueM NaN;, KLXer u UK [215].

r
BaXHbIMH OCOBEHHOCTSIMH TEMINeEpaTypHOH 3aBUCHMOCTH E,, KNeTok

THIKBW B npefenax oT 12 fo 40° ABASAIOTCS OTYETAHBO BHPaXKEHHLIA
neperu, pacnonoxeHHbln B 06sacTy 16—18° , 1 MaKCHMYM npu 32—33°,
ECiH nosiBiieHHe MakCHMyMa CBHAETENIbCTBYET, BEPOSITHO, O TOM, 4UTO
3JIEKTPOreHHbIA Hacoc npu 32—33° pa6oTaeT B HanbGonee ONTHMaJILHOM
pexnMe, TO MO HAJIMUMIO pe3koro nepernba B o6nacTn 16—18° MOXHO
CYAMTb O CYMECTBEHHOW nepecTpodke pexnMa (YHKIIMOHMPOBAHHSA
Hacoca, CBSI3aHHOR C W3MEHEHHEM ero TeMrnepaTypHOA YYBCTBHTEJNb-
HocTH. TlocnegHee nNOATBEPXAAETCSH MNOCTPOEHHEM TeEMMEPaTypHOH

3aBHCHMOCTH 15’,,l B KOOpAHHaTax AppeHuyca (prc.16). BennunHa sHepruu

aKTHBALUMH NPOLECCAa M3MEHEeHWS E, Ha JMHEAHOM yuacTke appeHHy-
COBCKOH KpHBO# Bbiie nepern6a npu 16—18° coctaBnna ~19 xIx-Moap—! ,
HuXe nepernba —~122 kJIx-Monb—1[211].

NockoIbKY B BOSHHKHOBEHHH E, y BHICIIMX DaCTEHHH, BKJIOUas ThikBY,
BaXHYI0 POJIb HrpaeT anekTporeHHsin HY-nacoc, npeacrannennmin HY-
ATdason nnasmanemmsl [196, 202, 215, 507, 624, 646, 652}, ecTeCTBEHHO

r
ObisI0 MpeAnonaraTh, YTO XapakTep TeMNepPaTypHOH 3aBMCHMOCTH E, y

ThikBbI, O6yCJIOBJIEHHON B pemalolie CTeneHn HaMeHeHneM E,, BO MHOTOM
AOJKEH NOBTOPATb XapaKkTep TeMIepaTypHOR 3aBUCHMOCTH aKTHBHOCTH
H*-AT®aasl. B 105163y 060CHOBaHHOCTH TaKOr'0 NPEANONIOKEHHS ANIPHOPH
CBHAETENIBCTBOBAJNO 60JLINOE CXOACTBO BENMUHH 3HEPrHH aKTHBALKWH NS
npouLecca H3MeHeHHs E, y THKBbI, C TAKOBbIMH 1151 NPOLIECCa THAPOSIH3a
AT® TpaHcnopTHbiMM ATda3zamMM nsa3MaTHYeCKHX MeMBpaH Kak
PACTHTEJIbHOT'O, TaK K XHBOTHOI'O NPOMCXOXAeHHs [211, 212].
Kak oOka3anoch, TeMmnepaTypHasi KpuBasi akTHBHOCTH H*t-ATdaswi

M30JIMPOBAHHbIX MNAa3MaTHYeCKkMX MeMOpaH cTeGJisi ThiKBb, NMPEACTaB-
JIeHHas Ha pMC. 17, 1eACTBUTEJIbHO BO MHOIOM COBINaJa€eT Nno XapakTepy ¢

TeMnepaTypHOHA KpHBOH E, m MHTAKTHBIX KJIETOK B AHanasoHe 5—40° (cM.
puc. 10). B wvacTHoctH, H*-ATda3Hasi aKTHBHOCTh MeMOpaH, npea-
BapPHTENbHO OXJIaXAEHHbIX A0 5°, HAXOAHUTCH B COCTOSIHHM HHM3KOTEM-
NepaTypHOro YrHeTeHHMs BIUIOTb A0 12°, rae HauanbHasi CKOpoCTb V)

peaxuyn rujposin3da ATd HauMHaeT AOCTATOYHO KPYTO HapacTaTb. 3TO
COBMajaeT C AAHMHIMH O TOM, UTO E, HauMHaeT BHOCHTb CBO#H BKJIaJ B

TeMMnepaTypHYI0 3aBUCHMOCTh E, m TaKXe BOJIM3K 12° (cM. puc. 10).
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PHC. 16. AppeHHYCOBCKHE KpHasie :l KJIETKH MapeHXHMB CTEBNA THKBL MPH OXJNaXAEHHH (1)
N MOCNEAYIOMEM HarpesanHh (2) [211]

MyHKTHPOM TNMOKA3AH YYaCTOK, CRAI3aHHBA C BAHSAHHEM TemmnepaTypu Ha Ep Ctpenku
YXa3biBaloT Ha NMOJOXEHHE NepernGoB KPHBLIX

Puc. 17. TemnepaTypHas 3asHcHMocTb HY - ATda3HOA axTHBHOCTH MAAIMATHUECKHX MeMOpaH

KeTox cTebnas ThxBb [215]
Vo — HauasbHasi CKOPOCTb peakiiHH THAPONH3a AT®. CTPEsIKH YKa3uRBaloT Ha NMONOXEHHE

neperH6oB H MAKCHMYMa TEMNepaTYPHOH KpHBOR

Puc. 18. TemnepaTypHas 3aBHCHMOCTb HHTEHCHBHOCTH (nyopecleHUMH NMHpEHa, CBRdaH-
HOT'O C NNa3MaTHYECKHMH MEMOpaHAMH KJIETOK NapeHXHMB cTe6ns ThikBu [215]

Fyn I, —HHTEHCHBHOCTH (JyopeciieHUHH MOHOMEDHOH H IXCHMEPHOA HOPM mHpeHa
COOTBETCTBEHHO. CTPENKH YKA3BBAIOT Ha IMONIOXEHHE NeperHBoB TeMnepaTYPHOH KpHROA

Poct V|, kak u yBennueHne Erm 3a cueT E, , npOMCXOANT HEJIMHERHO C
OTYETJIMBO BbipaXeHHbIM Nepern6omM B obacTu 16—18°. [Io AOCTUXEHHH
16—18° KpyTH3Ha TeMnepaTypHOR KpHBOW V, peakumH rHaposinM3a AT
3aMETHO MNafgaeT, a nocJye 23° BHOBb HECKOJBbKO BO3pacTaeT. Temme-
pPaTYpPHHA ONTMMYM JAHHOR peakiH, KOTOPOMY COOTBETCTBYET Hau-
Gosbmasi V;,, coBnagaeT ¢ TeMnepaTypHbIM ONTHMYMOM E; , pacnonara-
Sicb NpHY 32—33°. Boime TeMriepaTypnl OoNnTHMYMa V, peakM1 ruApoJH3a
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AT noaobHo E" m» HEJIMHEAHO CHHXaeTcs. TakuM o6pa3oM, NpeacTaBJisie-

TCSl OUEBHMAHBIM, UTO Y THIKBbl MMEHHO TEMIEPAaTypHas 3aBHCKHMOCTb HY-
AT®a3HOA aKTHMBHOCTH TMJIa3MAaTMUYECKMX MeMOpaH JIeXHMT B OCHOBeE

r X
TemnepaTypHOA 3aBucuMocTH E,_ . 3Ta CBS3b peasn3yeTcsi 4depes

noteHuman E, H3IMEHEHHSI KOTOPOro, kak OTMEYasioChb Bbill€, BHOCHAT
pPemanMi BKJag B UIAMEHEHHUSA E; noA BJIMSAHHEM TEMITEPATYPhI.

Bo3HMKaeT BONpPOC O NPHUUHMHAX HEJIMHEHNHOCTH TeMNEPATYPHOH KpH-
BOA akTHBHOCTH H*-ATda3sn B pguanasoHe 5—40°, B 4aCTHOCTH, O
npupose nepern6a npu 16—18°. Hasmmume nogobHoro nepernfa Ha
rpagMkax TemrnepaTypHOH 3aBHCHMOCTH (EepMEHTATHBHBLIX NPOLIECCOB
paccMaTpUMBAeTCs  Kak pe3ynbTaT kOHQOpMaUMOHHOro nepexoaa
(bepMEHTHOH CHCTEMBI B COCTOSIHHE COOTBETCTBEHHO C HH3KOH MJIM
BbICOKOA KaTaJIMTHUECKOW aKkTHBHOCTbIO [28, 116, 583]. Mpu 3TOM
TPUITEPOM  TakOoro KkKOHPOPMALIMOHHOro mnepexoja B  ciyuyae
MeMOpPaHOCBSA3aHHBIX  (EPDMEHTHBIX CMCTEM HEpPeAKO  BBICTYMAIOT
TEPMOTPOMNHBbIE HIMEHEHUSI B CTPYKTYPE HX JIMMTHAHOrO OKpPYXeHns [116,
612]. Mockonbky TpancnopTHas HY-ATda3a nnaamaneMMsl BHICIHUX pac-
TeHHA SIBNisieTCA MeMOpPaHOCBA3aAHHOW (EpPMEHTHOA CHCTEMOH, NMpHUYEM
BE€CbMa YYBCTBHTEJNIbHOA K COCTOSIHHMIO JJUTMHOrO OKPYXeHHUS [196, 342,
460, 511, 513, 617], MOxHO 6biNIO NpeanoJiaraTb, YTO NPHYHHOA nepernba
npu 16—18° Ha TeMNepaTypPHOA KPHBOHA €€ aKTUBHOCTH Y ThIKBbl ABASETCSH
KOHQOPMALIHOHHBIA Nepexol, HHHUIIWHPOBAHHbLIA CTPYKTYPHOA mnepecT-
poikod MeMOpaHHbIX JIKMKAOB. B NoJb3y Takoro ,nNpeAnonoXeHns Koc-
BEHHO CBHAETEJIbCTBOBAN MOKA3aHHBIA B ONbITAX C MOCTENEHHbIM OXNaX-
AeHHeM M MOCJIeRYIOIUM HarpeBaHHeM B MHTepBaJsie 23— 11° ructepesunc
TeMNepaTyYPHOH 3aBHCHMOCTH E, KNETOK CTe6Ns Thiksbl [211], CONPOBOX-
AaBITMACSH HeCOBNageHWeM TeMnepaTyp nepernfa Ha KpMBbIX ANSA 3TanoB
OXJNIaXAEHHS B HarpeBaHHUsi (CM. PHC. 16).

HMeHHO ISt NUNHAOB CBOACTBEH PeHOMEH NOLOGHOro HeCOBMNaJeHns -
TEPMOTPOIHBIX HIMEHEHWHA B CTPYKTYpPE NPH NOCTENEHHOM NOHHXEHHHU H
nocJieylomeM NoBLIMEHHH TEMNEepaTypbl: Ha 3Tane HarpeBaHWsl CTPYK-
TypHble MNEPECTPOAKH MNPOMCXOAAT B OGonee BHICOKOTEMNEPATYPHOH
o6naCTH, uUeM Ha 3Tane npeAmeCTBYOmMEro oxyaxaeHus [392, 513].
HapecTHO Takxke, YTO MeMOBpaHbl XOJIOQOUYYBCTBHTEbHbIX BbICHIMX pac-
TEHHMA, B U4MCJIO KOTOPHIX BXOAMT TbikBa, COJAEPXAT HachiMeHHbiEe
dochonunuan, KOTOpbHiE (NpeXAe Bcero, no-sHaguMomy, docdaruann-
TJIMUEPHHDbI) NpeTepneBaloT TepMOTponHule (alosbie nepexogbnl Tuna
XHAKHA KPHCTAJT-KBA3UKPHUCTAJIN NPH NOJIOXKHUTENIbHBIX, NPHYeM JOCTa-
TOYHO BbICOKMX TemrnepaTtypax [528, 584].

C yueTOM CKa3aHHOrO Bbille, C ToMombio G1yopecLieHTHhX 30H40B MBA
M NUpeHa ObiNa HCCNegOBaHa BO3IMOXHOCTL NMPOTEKAHUA TeMIepaTypHO-
3aBHCHMOA (a3oBO-CTPYKTYPHOH MNEpPECTPOAKH JIMMHIOB B H30JHPO-
BaHHBIX MJIa3MaTHUECkMX MeMOpaHax KJIeTOK CTe6Jis ThiKkBbi NpH 16—18°
[190, 215]. O6a MCNOJIb3OBAHHbBIX 30HAA BLICOKOrHAPOPOOBHH M
JIOKaJIM3YI0TCA B AMNHULHOM Bucrioe B 06J1aCTH CIMLIEPHHOBBIX OCTATKOB
(MBA) U XHPHOKHCJIOTHBIX LieneA (MUpeH) Monekyna docdosmnuzgos [38).



Npu 3TOM NHpEH cnocobeH HaXOAMTbCA B GHCJIOE OAHOBPEMEHHO B
MOHOMEpDHOH MU 3KCHMEPHOA opMax, COOTHOMEHHE MEXAY KOTOPhIMH
H3IMEHAETCHA B 3ABHCHMOCTH OT MHKPOBSA3KOCTH JIMITHAHOTO OKPYXEHHA.

Cyas no mnpeacTraBlieHHOW Ha pHC.18 KpHBOH, XapakTepH3yiomen
H3MEHEHHE CTENEHH 3KCHMEPH3ALMH MHPEHa B NJa3MaTHUECKHX MeM-
6paHax THIKBM B JjHanaloHe S5—40°, ee BeJIMUWHA C MOBMLMEHHEM TEM-
nepaTyput CymeCTBEHHO HapacTaeT, T. €. BA3IKOCTb JIMMWAHOIO MaTPHKCA
MeMOpaH BCJEACTBHE Ppa’lkHXKEHHA 3aMETHO CHHxaeTcs. IIpH 3ToM B
o6nactv 16—18° Ha KpHBOH UMEET MECTO Nepernb, CBUAETENLCTBYIONMHA O
NMPOTEKaHHH B JIMMTHaX PE3KOH CTPYKTYPHOH NepecTpoiKH, KOTOpas, kak
MOXHO OXHMJaTb, NOCPEACTBOM JIMTTHA-0ENKOBBIX CBSI3€A BOBJIEKAET 3JI€K-
TporeHunth HY-Hacoc B chepy cBoero BiusiHMA. Ha peasibHOCTb Npo-
TE€KaHHWSI TakOA CTPYKTYPHOH mNepecTpOoAKkH InWNHAOB npu 16—18°
YKa3biBaOT H AaHHbIE, MOJyyeHHble B onbiTax ¢ MBA [190]. U3 xapakTepa
npeacTaBleHHON Ha pHC.18 KpHBOA TakXe CJEeAyeT, 4YTO pedkne
TEPMOTPOIHbIE H3MEHEHHSI B MeMOpPaHHBIX JIMMIMAAX [MPOUCXOAAT H
B6nM3n 32°. BrioJsIHE BEPOSTHO, UTO CTPYKTYpPHas MepecTpofkKa JIMIH OB
npH 32°COOTBETCTBYET TOH CTaJMH CHHXEHHWA BAKOCTH JIHIMAHOTO
okpyxeHusi HY-ATdaapt npy MOBBLIMEHHH TEMINEPATYPHi, KOTOPasi SIBJISA-
€TCA HeGJIATONPHATHOA NS MOAAECPXKAHNSA BBHICOKOH KaTaJIMTHUECKOH
AKTHBHOCTH ({)epMEHTA M NMPHBOAUT K €ro NPOrpeCCHBHO HapacTaloueH
WHaKTHBALHH,

PaccMoTpeHHbIe Bhime JaHHBbIE, MOJYYEHHblE HA HHTAKTHBIX KNETKaX M
H30JIMPOBaHHBIX MJa3MaTHUECKMX MemOpaHax CTeBJA ThiKBbI, HArNSAAHO
MOKa3biBalOT, KAKUM O6pa3OM BbI3BaHHbIE 3K3OT€HHBIM (HAaKTOPOM (Hampu-
MEP, rpafilyaibHbiM TeMNEPATYPHLIM BO3GENCTBHEM) CTPYKTYPHbIE H3Me-
HEHHA B MEMOGPAHHBIX JIMTIMAaX CrIOCOBHLI Uepe3 MOAYNSALHI0 aKTHBHOCTH

r
3JIEKTPOr€HHOr0 Hacoca 0Ka3aTh pEryJIATOpHoe BiusHHME Ha E, . Ha

OCHOBAaHHWH 3THX JIaHHBIX, pa3yMeeTcs, He clieyeT AeNaTb BLIBOJ O TOM,
YTO "JIMMIHAHBIE" NMEPECTPOAKH HIpalOT pOJib HEKOErO YHHBEPCAJIbBHOro
TPWUITEpa B LMW COOLTHA, NPOTEKAMMUX B KJIETOUHBIX MeMOGpaHax npu
AEACTBHH TEMITEPATYPHOro MW JApYrHX (hakropoB W TMPHBOARMHUX B

r r
KOHEYHOM HTOre K HaMEHEHHI0 Em. B 4aCTHOCTH, N3MEHEHHE Em KNeTokK

PacTEHHAA TIOA BJIWAHWEM JOCTATOUHO BHICOKHX TOJIOXKHTENbHBIX
TemnepaTtyp (Bbime 30°) MOXET GbiTh CBA3aHO CO 3HAUYHTEJIbHLIMH Tepe-
cTpoikamMm (06paTUMBIMM ‘M HEOGPaTHMbBIMM) HETIOCPEACTBEHHO B GeJiko-
BOH CTPYKTYPE 3JIEKTPOr€HHbIX HaCOCOB M KaHaJIOB MacCHBHOA aud-
dyaun (7, 212).

"CaMOCTOSITEJIbHbie" TEPMOTPOIHLIE NMEPECTPOAKH B CTPYKTYPE MeM-
GpaHHbix §eNKOB, NMPHUYACTHBIX K OCYMECTBJIEHHI0O HOHHOTO TPaHCNOpTa,
MOTYT TakX€ WrpaThb CYHWECTBEHHYIO POJIb B MOAYJISIUMHM INIEKTPHUECKORN
aKTHBHOCTH KJIETOK IMPH M3MEHEHHH TeMrepaTypbi B (H3HOJIOTHUECKOM
ANana3oHe y TeX BbICMIHX PAaCTEHHA, JIMMHAb KOTOPHIX NpeTeprneBanT
tha3oBbie nepexoabl M3 XHAKOKPHCTANIIMUECKOTO COCTOAHHA B KBa3HKPH-
CTaJlJINUECKOE TMPH HHU3KHX TMOJIOKHTENbHBIX H OTPHLATEJNbHMX TEM-
neparypax [579, 584, 695].
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HaxkoHel, HeNb3si HE OTMETHTb, UTO ONPEAENIEHHYIO POJib B PETYNSALHH

MeMOpaHHON NPOHHULIAEMOCTH H E:,, PacTHUTENbHBIX KJIETOK MOTYT HrpaTh,
BEPOSATHO, U HIMEHEHUS CTPYKTYPbl BULIHHAJIbHOA BOJZIbI, MTPOHUCXOASHIHE
B ()H3HOJIOrHUECKOM [HalaloHe TemnepaTyp B6ian3n 15 u 30°. Takue faH-
Hbie GblJIN MONTyUEeHbl B OMbITaX Ha NMPECHOBOAHOR BOJOPOCIH Xape [287,
288].

TaknMm o6pa3oM, MPpUpoJa TEPMOTPOMHLIX CTPYKTYPHbIX MEpECTPOeK,

NpoTekalomUX B MeMOpaHax KJETOK PpacTEHHMR M TIPHUBOAANMX K

H3MEHEHHI0 E;, MOXET ObiTb BeCbMa pa3HOOGpa3HO#.

3TOT BbLIBOJ, MO-BHAWMOMY, B DPAaBHOR Mepe KacaeTCH H CTPYKTYPHbIX
nepecTpoek, HHAYLMPpYEMBIX B MeMOpaHax APYTHMH akTOpaMH, Halphu-
Mep uiMeHeHHeM pH cpenni, puToropmonamu u 1.4. [116, 117, 119, 133,
134].

B YaCTHOCTH, MMOKa3aHO, UTO PUTOrOpPMOHbBI CIOCOGHLI HEMOCPEACTBEH -
HO CBS3bIBATbCH C MeMOpaHHbIMH GeJikaMH, BLIMOJHAIMHUMH (HYHKIIHIO
peluenTopoB, H BH3biBaTb Jlajieé CTPYKTYPHYW TMEPECTPOAKY 3HAUM-
TeJIbHbIX pErHOHOB MeMOpaHbi [133, 134, 229]. XapaktepHO# 0COBEHHOCTbIO
TOPMOHHHAYLIHPOBAHHbLIX CTPYKTYPHbIX TME€pPECTPOEK SBJIAETCHA, Kak
otMeyaeT C.B. Kones [116], ux 3anyck OT O4YE€Hb OrpPaHHUYEHHOTO UHCJIa
peLenToOpOB, COCTaBASAIOMHUX HHUTOXHO MAJTYI0 AOJI0 KJIETOUHBIX GEJIKOR.
ABTOp BbICKa3biBaeT jlaJiee MPEANONOKEHHNE, COTJIACHO KOTOPOMY BO3HH -
Kalomjasi M pacrnpoCcTpaHsomMasics Mo MeMOpaHe BOJIHA CTPYKTYPHOTO
"BO3MYIIEHN " BOBNEKAET B Cthepy CBOErO BAHAHUA Apyrue GesKOBble
MOJIEKYJIbl M HIMEHSIET HX COCTOSIHHE. B POJIM aKUENTOPOB NPH 3TOM
MOTYT, B YHaCTHOCTH, BbICTYMNaTb ePMEHTHBIE CHCTEMbI, HOHHDBIE KaHaJIbi H
Ap. Hactynalomue B pelynbTaTe MIMEHEHHS B MPOLIECCAX aKTHBHOI'O H
MacCHBHOTO TPAHCIMOpTAa 3aMETHO OTPaXaoTCA Ha KJIETOUHOM 3Je-
KTporeHe3se [98, 133, 622].

K cymecTBeHHOR MOAH(PHKALIMH CTPYKTYPHOR OPraHH3auHH xJie-
TOUYHBIX MeMOpaH, BkJioyass ob6pa3oBaHME TpaHCMeMOpPaHHLIX HOHHBIX
KaHaJIOB, MPHUBOJUT TaKX€e ROIJEACTBHE TepOSHULMIOB ¥ NMeCTHUHAOB [12,
S7]. P M3 HUX, yBeJIMUHUBas MPOTOHHYIO MPOBOJUMOCTD IJ1a3MaJieMMBbl,

, .
cnocobeH CHMXaTb METab0JIHUECKYIO KOMITOHEHTY E,, nyTeM WyHTHpOBa-

HUS paboTh 3nexTporenHoro Ht-Hacoca [694]. Ha HaMeHeHHe MacCHBHOM
NMPOHHI{aEMOCTH MeMGpaHK MpH AEACTBHH 3THX areHTOB, HECOMHEHHO,
pearupyeTH Ep .

Ina Ttoro utobbi OKalaThb peryJiHpyioniee AEHCTBHE Ha KJETOUHbBIA
37IEKTPOTEHE3, CTPYKTYPHOE “BO3MYIIeHHE" B MeMOpaHe He 06S3aTENbHO
JOJKHO ObiTb 3HAUHTENbHHM, H3BECTHO, HanpHMep, UTO B (ha30BbIX
nepexofax MO THIY XHAKHI KPHCTajji-KBa3UKPHUCTaNN B (HHU3IHOJIO-
THUECKOM JHAMa3oHe TEMIEpaTyp Yy BBICIIHX PACTEHHWA yuacTBYET He
Gosnee 10X obmero koJsimuecTBa MeMBpaHHBIX JIMMKHAOB (513, 584]. TeM He
MEHEE, Kak MOKa3bBalT Hamu JAaHHbie [190, 211, 215] u naHHbie pAga
APYTHX aBTOpOB [166, 514], 3TH “JMnNNAHBIE" NEPECTPORKH MOTYT ObTh
peasibHOR TMPHUMHOH HM3IJIOMOB M THCTEpPE3HCA TEMIEPATYPHBIX KPHBbIX

,
MeTabonMYeckoA KOMIMOHEHTH E,,. HecooTBeTCTBHE MEXAY CpaB-
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HHUTEJIbHO HEBOJIbMON BEJIHUMHOA (ha30BO-CTPYKTYPHOTO "BO3MYIIEHH A" B
meMGpaHe H NOCNEAYIOIMM 3HAUYHTENbHBIM (PYHKUHOHAJIbHBIM OTBETOM,
BbIPaXaOMMMCSi B H3IMEHEHHWH KOHCTaHTbl CKOPOCTH (epMeHTaTHMBHORM
peaki{HH, B XOJ€ KOTOpOA BO3HHKAET E,, HEe HaXOAHT OOBSACHEHHA B
paMkax KNacCHUYECKOH TEOpHM KHHETHKH XMMHUECKHX peakiiMA. OgHako,
€CJIH TIPEANOJNIOKHTb, UTO B3AMMOAEACTBHE 3IJIEKTPOreHHOro Hacoca c
cy6cTpaTOM BKJNOYaeT B celsi CTafMio, NpefcTaBisionylo co6oh npowecc
KOHTHHYaNbHOH Avddy3uu (T.e. HMEET He CTaTUCTHUECKHR, a [AMHa-
MHUECKHH XapakTep, YUHTHIBaOHHA KOH(POpPMALMOHHBIE MpPEBPALEHHSA
Makpomonexysn epMeHTa) [259], BOIMOXHOCTb TakOro HeCOOTBETCTBHS
CTAHOBHUTCS JONMYCTHMOH. O6 3TOM CBHAETENbCTBYET YyCnemHoe
HUCNONb3OBAaHHE AHAJIOTHUHOrO NMOAXOAAa K aHaJKuly XMMHUECKHX peak-
UMH, MpoTeKaIMX B YCJIOBHSX MOJHMMEpHBIX MaTpul [259]). Ha ocHoBe
METOZIOJIOFMKA ypaBHeHHWSI dokkepa—IlnaHka aBTOpbl Yy6GeAHTENbHO
MOKa3aJiM MPOTEKaHHWE B MOJINMEPHBIX MAaTPHLIAX TAKHX PEAKLMA, Y KOTO-
pbiX 3aBUCHMOCTb KOHCTaHTbi CKOPOCTH OT NMOABHXHOCTH PEareHTOB SAB-
JsieTCA HEJTMHEHHOA M OMYCKAaEeT CyIECTBOBAHHE "KPUTHUECKUX" sABJE-
HHH, BbipaxawiUXCs B HEMPONOPILIHOHANIBHO GONbMUX HIMEHEHHSIX CKO-
POCTH peakiiMH TIpH CpaBHHUTEJIbHO MaJioM H3MEHEHHH MOABHXHOCTH
peareHToB.

NMoaBoast HTOT H3JIOKEHHOMY Bbime, ciefyeT OTMETHTb, UTO aMILJIH-

TyZla M XapakTep H3IMEHEHHA E e BbI3bIBaEMbix MoaudukanHed memGpaH-

HOA CTPYKTYpH NOA BJMSIHHEM TEX HWJIM HHBIX MPHUHH, AAJIEKO He
OHO3HauHH. TEM HE MEHEE MOXHO MONaraTh, YTO, NMOCkoNbky Aons E, B

dopMupoBaHHHE., m Y BHICIINX PACTEHHRA, Kak NpaBuJio, 6osniee BesiHkKa, YEM

ponsa  Ep, CTPYKTYDHBIE HM3MEHEHHS B MeMGpaHaX, MOy JMpYIOmHE
aKTHBHBH TPAHCTIOPT, AOJHKHLI MMPEHMYILECTBEHHBIM O6pa3OM CKa3biBaTh-

r
csl Ha Bestnumne E,, M onpenensitb xapakTep ero WMEHEHHS B HErOMO-
TEHHBIX YCNOBHSAX.

8. POJIb MOTEHIIUAJIA TTOKOS )
B XHU3HEAEATEIBHOCTH KJIETOK BBICHIMX PACTEHHMH

HecMOTp S Ha TO, YTO H3MepeHHs MEMOBPaHHBIX MOTEHIL{HAJIOB Y BHCIMHX
pacTeHuA MPOBOAATCHA [JaBHO, aHAJIM3 HX POJIH B (PYHKLIHOHHPOBAHHH
PACTHTENbLHONA KJIETKH MOXHO, MO-BHANMOMY, OTHECTH K UHCITY BCE elle

r
cnabo nm3yueHHbIX Bonpocos. flonroe Bpems E,, paccMaTpHBainCbh Kak

HenabexxHOe CJIEICTBHE TIACCHBHBIX H AKTHBHbIX TPaHCMOPTHbIX
MPOLIECCOB, KOTOPbi€ HEPEAKO HMMEIOT 3JNIEKTPOreHHbIA XapakTep. B HHX
3a4acTylo He BHAENH (aKTopa, KOTOPHA MOXET MMETb BIOJIHE Ofpe-
ZleJIeHHOE CaMOCTOMITENIbHOE 3HAUEHHE B MPOTEKaHHMH psAfla BaXHbBIX
fAIBNIEHWA Ha MeMGpaHe.

Jluwb B nocnegHHe rogbi B 3TOM HarfpaBlEHHHW HAMETHJIMCb OMpeje-
NEHHbIE TIO3UTHBHbBIE CIBUTH. X B 3HAUMTENILHOA Mepe CieAyeT CBA3ATh C
61aroTBOPHLIM BJIMSHHEM KOHLENLHMH MHTUENA, COrJTaCHO KOTOpoH AY
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(BMECTO 3ITOr0 BeCbMa MHPOKO TPHHATOTO MPH aHaJM3E 3NEKTpo-
XHMHYECKHX COOTHOmMEHWA Ha MeMOpaHax 0603HauUEHHS pa3HOCTH 3JieKk-
TPHUECKUX MOTEHLHAJIOB Mbl B faJibHEHIEM , B LeJiAX €AHHOOOpalus, a
TakXke HCXOAsi W3 HMEIOMHUXCHA pekoMeHaaumna [494), 6yaeM ynoTpebiiaThb
cumBon E,) AIBASETCA CTOJNb %€ BaXHOAW COCTaBHOW YacCTbi0 3JIEKTPO-
XHMHUECKOT'0O MOTEHIiHaJla HOHOB, Kak U ero XHMMHUYECKOTO KOMIIOHEHTa.
CrtaHoBHTCS Bce Gosyiee sicHbIM, uTO E, npeacraBiseTr co60R OAHY M3
YHHBEPCAJIbHBIX KOHBEPTHPYEMbIX POpM 3HEprum B kiieTke. [IpH 3TOM OHa
MMeeT pSAA CYmMECTBEHHBIX OCOOGEHHOCTEH: 1) 3Ta (opma 3SHEPruu
HEMOCPEACTBEHHO CBsi3aHa ¢ MeMOpaHOM; 2) HOCHT He CKaJIpHbIl, a
BEKTOPHbIA XxapakTep; 3) B HW3BECTHOH CTENEHH [JeJIOKaJIM30BaHa Mo
MeMGpaHe [247], XOTA MOXeET B ONpPEAEJIEHHbIX CJIyuasix WMeTb, IMO-
BHAHMOMY, W CTPOro JiOKaJibHyi0 OpHeHTauHio [125); 4) umeer B cBOeh
OCHOBE HECKOJIbKO MEXaHM3MOB, OOECMEeUWBAaIOIMMX €€ TeHepalHio; S)
BeCbMa UYBCTBHTEJIbHA K AERCTBHI0O BHEMHHUX M BHYTPEHHHUX (axTOpOB.
Bce 3TH 0COGEHHOCTH co3falwT 6GOJibmyl0 3HAUAMOCTh AaHHOH (POPMBI
3HEPrH3aLMH KJIETKH B €€ XHW3HEACATE/IbBHOCTH. 3Ta 3HAUMMOCTb, Oouye-
BHAHO, onpeaensercs AByMsi 06CTOATENbCTBAMH. C OAHOR CTOpPOHK, E,,
HECOMHEHHO MIpaeT OPraHM3yoNylo, CTalHIM3NPYIyl0 POJiIb B CTPYK-
TYpHbIX KW () YHKLIHOHAJIbHBIX CBORCTBaX 6nomMeMOpaH. C Apyroi CTOPOHHBI,
E,, npnHMUMAET HEMOCPEACTBEHHOE YUYACTHE B PETYJSILHHA 3THX CBOHCTB.
BaxHas ponb E,, B QyHKLIHOHHPOBAHHH KJIETKH CTAHOBHTCH OCOGEHHO
OUEBHHOH, €CJIM MPHHSATbL BO BHHMaHHE 3HAUEHHSA HAMpPSHKEHHOCTEH
3JIEKTPHUECKOro noJifi Ha OuoMeMGpaHax. fpH TonmmMHe MeMGpaHb B
cpeaHeM ~10 HM W BeJIMUMHe ee MEMOpPaHHOro noTeHuwana 0,1 B Hanps-
XEHHOCTb 3JIEKTPHUECKOTO NoJs uepe3 MeMOpaHy cocTaBdT 105 B/cMm.
Oco6eHHO GoJibmHe Hanp K EHHOCTH HMET MECTO, MO-BHIHMOMY, B KJIET-

KaX BbICHIMX PaCTEHHH, Y KOTOPbIX E m MOTYT flocTHraTh —250+—300 MB.

TakHe OrpOMHbBbI€ HANPSXEHHOCTH IJIEKTPHUECKOTO MOJISi OKa3biBaOT

'CHJIbHOE BJIMSIHHE MPEXJE BCEro Ha CTPYKTYPHYI0 OpraHnh3aiuHio GHo-
meMGpaH. [oCKkOoNbKY MOJIEKYJIbI HITH OTAEJIbHLIE UACTH MOJIEKY 1 6EJIKOB H
JIMMMAOB MOTYT HWMETh AMINOJNbHbLIA MOMEHT, TO 3JIEKTPHUECKOE TMOJle
6yieT HENOCPEACTBEHHO BIMATHL HA X CTPYKTYPHOE COCTORHHE B 6nome-
mGpaHax. CymecTByomas Ha cerogHAMHUA feHb HHOpMaLIMA NMO3BOJIAET
cunTaTb, uTO E, Nnogaepxmnsaer MeMOpaHy B TEPMOAHHAMHUECKH HEpaB-
HOBECHOM HAarnpsbKE€HHOM COCTOAHHWM [121]). [IpUHUNNHAJILHO BAXHO, YTO
Hapsaay ¢ ApyrnMu dpaxropamu E,, no npuHumMny o6paTHOA cBA3W ofecne-
UMBaET OTHOCHTEJIbHYI0 YCTOAUHBOCTb COXHOH JJHCCHNIATUBHON CTPYK-
Typbi 6HOMeMOpaHBbl.

HMmelotca criegyomme nyTH BausaHuA E, Ha cTpykTypy GuomemOpaH
(116, 120]: npsiMoOe BIMAIHKWE Ha MeMOpaHHble BEJIKH WIITH JIMNMAHLA GHCNoA
M OrnocpefoBaHHOE BJIMSIHME Ha Genkn M Gesiok-0€JIKOBbiE B3aHMO-
AECACTBUSA Yepe3 MOAHPHKALIHIO JTMITHAHOr O GHCHONA.

NMpsmoe BansiHue E, Ha MemGpaHHbie 6eJikH NpOSBNSAETCS YEPE3 HIMe-
HEHHE HX OpMEHTaUMH, a TaKkXe NYTeM CJABHroB B KOHQHrypauuu
(YHKLIMOHAJIbHO 3HAYMMBIX LLeHTPOB [56, 120, 599, 670).

Bausinue E, Ha IunuaHeid GMCJIOA WCKYCCTBEHHBIX M NMPHPOIHLIX
meMOpaH OCYIECTBJIAETCS ABYMS NYTAMH. BO-mepBbiX, MOXET HMETb
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MECTO H3MEHEHHE MHKDOBA3IKOCTH MeMOpaHHbIX JHNHAOB [14, 256, 550,
5511.MHKpOBA3KOCTb NHIMHAOB 3aBHCHT OT E, HennHeAHO. 3TO Bbipa-
XaeTcs B TOM, UTO C yBesinueHneM E, (ocobeHHo 3a npegesamMun 120 MB)
KpPYTH3Ha JaHHOK 3aBHCHMOCTH NpPOrpecCHBHO pacTteT [S50, SS1]. Ha Haw
BIrJAZ, yueT 3TOro OOGCTOATENbCTBa NpPH PacCMOTPEHHH COOBITHH,
npoTexamiMx Ha MeMOpaHHOM YPOBHE, JUISl BHICIIMX PaCTeHHA OCOGEHHO
BaXEH, MOCKOJIbKY E,, NX KJIETOK XaPaKTEPH3YIOTCS, KaK Y€ OTMEUasocCh,
BbHICOKO aBCONMIOTHOR BeNHWUMHOR (o6wbiuHO Gosiee 120 MB). Bo-BTOpRIX,
NMOA BJIMSIHHEM TpaHCMEMOGPaHHOro 3JIEKTpHUECKOro NnoJsisi HabmoaaeTcs
ABJIEHHE 3JIEKTPOCTPHKLHH (3JIEKTPOMEXAHNUECKOTO CKATHSA JIMIMTHIHOTO
6ucnos), o6Hapyx€eHHOe, B HaCTHOCTH, H Ha PacCTHUTEJIbHbIX MeMGpaHax
[91, 141, 197, 298, 300]. CTeneHb INEKTPOCTPHUKLIMH, KakK BGbiJIO MOKa3aHO Ha
nJja3masyieMMe xapbl [298, 300], pacTeT C yBeJIMUEHHEM TEMITEPATYPHbI.

HHHUMHDOBAaHHBIE MOTEHLIHAJIOM HAMEHEHH S MHKPOBA3KOCTH MeM6paH-
HbIX JIMIHAOB CMOCOGHB BOBNEKAaTb B chepy CBOEro BIUSAHHA MEMOpaH-
Hbie 6eJikn. B 4aCTHOCTH, HMEHHO 3THUM MOXET 6biTb OGbACHEHO HaANMUHNE
MOTEHLMAN3ABUCUMOCTH BCTPauBaHH S NaTPOTOKCHHA B GHCNOHHYI0 doc-
donunuaHyl0 MemOpaHy, [10Ka3aHHoe B ofnbiTax A.HYaHTypus ¢
B.K.Jlnwko [266]. UTo kacaeTcs BJMSHHS MOTEHUHAJIMHAYLHPOBaHHBIX
M3MEHEHHA B THNTHAHOM GHCIioe Ha GeJlok-6eNKoBbie B3aMMOJERCTBHSA, TO,
no MHeHHi C.B Konesa u I'B. Kanepa [120], E,, uepe3 perynsimio
YMOPAAOUEHHOCTH GHcyIos cnocofeH MoBbillaTh HPPEXKTHBHOCTD TaKHX
B3aMMOJIERCTBHA.

Bnusinue E,, Ha cTpykTypy MeMGpaHbi NpEAICTaBJIARET OIHH U3 Hanbosee
BaXHBIX MYTEH, KOTOPbIM 3JIEKTpHUECKAas TOJSAPHQCTb MOXET peryJiH-
poBaTh NpoTekaHne MHOrMX MemOpaHHbIX npoueccoB. Hanboryee oTueT-
JIMBO 3TO BbLISIBJIAETCA B OTHOIUEHHH NpOLleCCOB MeMOpaHHOro TpaHcC-
noprta. KOHEUHO, €C/IM TOBOPHTb O TPAHCIMOPTE 3apsXKEHHBIX BEMeCTB
(MOHOB), TO 3JIEKTPHUECKOE MOJIE MOXEeT HeMmOoCpeACTBEHHO NEACTBOBAThH
Ha Hero uepe3l 3J71eKTPOPOPETHUECKYIO KOMIOHEHTY TpaHCMeMGpaHHOro
nepeHoca. OJHAaKO MOCKOJIbKY TakOH TEPEHOC OCYIECTBJISIETCA B
KOHKPETHbIX CTPYKTYPHBIX YCJIOBHSX, TO H B 3TOM ciiyyae BiHsHue E,, Ha
CTPYKTYpY OKa3biBa€TCAl HHOT1a pemalomuM.

Npy naccMuBHOM MeMGpaHHOM TPAHCTIOpTE CTPYKTYPHas ornocpejo-
BaHHOCTb eACTBHS E,, MOXET NMPOABIATLCS, NO-BHAHMOMY, MO-Pa3HOMY
JAJIA pa3HbiX €ro THMOB. Tak, KaHaJibHblA TPaHCMOPT, KaK M3BECTHO, B
CHJIbHOM CTEMEHH 3aBUCHT OT 3HEpreTHyeckoro npoHis kaHana, KOTo-
PbiA, B CBOI OuUEpeflb, ONPENENAETCA €ro CTPYKTYPHbIMH OCOGeH-
HOCTSAIMH. U3MEHEHHE CTPYKTYPHOTO COCTOAHHS KaHAJIbHBIX GEJIKOB MOJ
BJIsiHKEM E,, Ha MeMOpaHe (Np AMbIM HJIH KOCBEHHbIM) JOJIXHO APHBECTH
K H3MEHEHWI0 €ero 3HepreTHyeckoro npoduns. B pelynbTaTé MOXET
YBEJIHUHUTBCA HJIH YMEHbMMTbBCA HMHTEHCHBHOCTb TPaHCMOpTa Yepes
KaHaJi. UHTepeCcHO, UTO NpH 3TOM CHEeIYET OXHAATbh TAKKE WHBIX YCIOBHHA
M NS HenocpeACTBEHHOTrO 3nekTpodopeThueckoro BaUAHKA E,, Ha ne-
PEABHXEHHE 3apsXEHHbIX YaCTHL{ B kaHane [231].

He noanexHT COMHEHHI0 BEPOSATHOCTb AEUCTBHA CTPYKTYPHBIX H3Me-
HEHHA B MemGpaHe noA BJHsiHHEM E, Ha TakHe cnocolbi MacCHBHOTO
TpaHCNoOpTa, Kak KHHKOBAas MPOBOAWMOCTb W MNEPEHOC C YUaCTHEM
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NMepeHocUnKkoB (obneryeHHass Avddy3Ins). OgHAKO 3KCMIEpHMEHTaJIbHbie
[laHHbIE B 3TOM HanpaBJIEeHWH MPaKTHUYECKH OTCYTCTBYIOT.

OCoGeHHO BaXxeH aHaiu3 BJHSHMA E, Ha NpouUecch MEepBHUHOrO
AKTMBHOTO TPAaHCMOPTA, KOTOPLIE HI'PAIOT PEMAIOIYI0 POJib B 3HEPrU3aLIMH
MeMOpaH MNYTEM CO3JAHWS COOTBETCTBYIOUIHX 3JIEKTPOXMMHUYECKHX
rpafineHToB. U3 IByX OCHOBHBIX CHCTeEM, ObecreuHBaKIMX TMPOTEKAHHE
3THX nNpOLlECCOB — TpaHCNOpPTHeiIXx ATdai W ITU, onpeaeneHHbie
CBE/JEHUSI MO JIaHHOMY BOMNpOCY HMeIOTCH OTHOCHTENIbHO TEPBO#H
cucTeMbl. HZless O TOM, UTO TPaHCMOPTHHEe ATda3bi, ABNAACH INEKTPO-
FeHHbIMH MOJIEKYNSPHBIMH MamMHWHAMKM, MO MPHHUMNY O6paTHOH CBS3H
AOJIXHbI HAXOAHTLCA MOJ KOHTpOJieM MeMOPaHHOIoO MOTEHLHaNa, ycne-
WHO pa3pabaTbiBaeTCA B MocyieHHe roAbl [367]. OgHako OHa eule He
MoJIyynJia AOCTaTOUHO NMOJIHOTO 060CHOBaHHA.

Bnnsanune E, Ha paboTy TpaHCNopHbiX ATda3 BOIMOXHO, C O{HON CTO-
POHBI, uepe3 H3MEHEHHE COCTOAHWA JunHAHOM adbl MeMOpaHh,
MOCKOJIbKY JIHINIHOE OKPY>KEHHE HTPAeT HCKIIIOUNTENIbHO BaXxHY0 pOJib
B paboTe aTHX (pepMEHTOB [27, 81, 416], B TOM UHCJIE H Y BLICIIHX PaCTEHHH
[553). B TO e BpeMsi HeOGXOQNMO HUMETb B BHAY BEPOATHOCTb HEMO-
CPEACTBEHHOTr0 JeACTBMS MEeMOpaHHOro mnoOTeHUWana Ha kon(opMma-
LHOHHYIO MOJIBUXHOCTb TPAHCMOPTHLIX ATdaa.

NMOTEHLHAN3ABHCHMOCTb  TpaHCMOpTHBIX ATdal noATBEpXAAETCA
Npexjae BCEro B 3KCMEPHMEHTAaX MO BJIMSAHHIO BHEMHHUX 3IJIEKTPHUECKHX
nosien. Tak, Hanpumep, Na*, KT-ATda3a noa BAMSHHEM 3JIEKTPHUECKOTO
MOJIA MOXET OCYMECTBJATbL KOH(POPMALIMOHHBIR Mepexoa H3 KaJIMEBOW
dopMel B HaTpHeByw [S87] n Hcnosb3oBaTb 3HEPrHI0 NoJs ANA
TPaHcnopTa MOHOB faxe 6e3 yuactusi AT [290]. B cBsian ¢ 3THM Obln
BBe/IeH TEPMHH — "3JleKTPOKOH(pOpMaiin OHHOE conpsixenne” [290, 6701,

OoHakoO HE TOJIbKO BHEMHHE 3NEeKTPUUYECKHE MOJIS, HO MW TMOJS,
co3gaBaemble E, camoii MemOpaHbi, MOT'YyT BIHSATb Ha paloTy TpaHc-
nopTHbix ATda3. [ins Nat, KY-ATdbaan 3asucumocts ot E,, HOCHT Jin-
HEAHBIR XxapakTep, UTO CBHACTEJILCTBYET O HaJIHUHH B pEakKL|HOHHOM
LEeHTpe AaHHOro gepMeHTa OJHOMN, CBA3AHHOW C NMOTEHLUHAJIOM CTajHH
[367). Ha dpocosmnnaHbix Beankynax co scrpoerHon Nat, K*-ATdason
NpH BapbHpPOBAaHWH MeMOPaHHOro MOTEHLHaNla C MOMOIblo IpajiHeHTa
noroB Kt B nmpHcyTCTBHM BaJIMHOMHIMHA TOKAa3aHO, YTO TaKOR MOTEH-
11HaN3aBUCUMONA cTaguel SIBJIAETCS, MO-BUAMMOMY, KOH(POPMALHOHHMIHA
nepexoa E,P(3Nat)—E,P(3Nat), cea3aHHbI# ¢ TepeHOCOM Tpex HoHoB Nat
yepe3a MmemGpaHy [403, 599).

CyWeCTBEHHO, UTO 3aBHCHMOCTb paboThl TpaHCHOpTHbIX ATda3 oT
MeMBpaHHOrO MOTEHIHAJIa UMEET HIRECTHBIE NMpeaesibl. Buime onpeaeneH-
HO#M BeJInunHbl E,, KOTOpasi MOXET GbiThb pPa3HOR y pa3Hbix OOBLEKTOB,
paBoTa nommnut npekpamaercs {367, 518). Hapsaay ¢ ApyruMu dakTopamm
3Ta 0COBGEHHOCTb PpaGoTnl TpaHCMOpPTHHIXx ATdaia obecrneynBaer, Mo-
BMIMMOMY, NPEAYIPEXJEHHE UPEIMEPHOA THMEpHoNispH3alMn memOpa-
Hbi. [IOTEHL{MaN3aBUCHMOCTb TPAHCTIOPTHBIX ATda3 pacTHTEJNIbHBIX KJie-
TOK, MO CYHECTBY, HE MCCJIe[IJOBaHa, XOTSH OTAEJNibHbIE MONOXHUTENbHLIE
YKa3aHHSl Ha 3TOT CUET MMEIOTCH Kak [JIS BLICHHX pacTeHHA [S09], Tak M
ansi xapoguros (305, 470].
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Ecan perynstophas ponb E, B paboTe MepBHUHBIX 3JIEKTPOTEHHbIX
CHCTEM aKTHBHOI'O TPAHCIOPTa OCYI[ECTBJSIETCS CKOPEE BCEro Mo MPHH-
uMny "o6paTHOrO KOHTpONSA", TO ANA NPOLECCOB BTOPHUHOI0O aKTHBHOTO
TPaHCNopTa cheAyeT, NO-BUAKMOMY, NpH3iHaTh NpsaMoi addext E, OH
COCTOMT B TOM, UTO BTOPHUHBIE CHCTEMbI JIMIb PEASTHIYIOT INEKTPHUECKOE
nose, reHepupyemMoe NpeUMyIECTBEHO NEPRHUHBIMA CHCTEMAMH. Y CJIOB-
HO cyie/lyeT pa3yiHyaTh /IBa aCleKTa TakOH peasiM3alHH. [lepBbiit SIBJIAETCH
TEPMOANHAMHUYECKHM H COCTOMT B TOM, UTO 3HEPTHSA 3IJIEKTPHUECKOTO
NMOJS WCMONB3YEeTCA [JJIA J[BHXEHHS uepes MeMOpaHy 3apsixkeRHbIX
KOMIIJIEKCOB B COOTBETCTBHH C KOMMNOHeHTON e¢~E7FRT BTOpOM acriekT
SAIBNIIETCA CKOPEe KUHETHUECKHUM U CBA32H C BJIHIHHEM 3JIEKTPHUYECKOTO
nons Ha koHdopMaiHio NepeHOCsIeil CHCTEMBI, UTO OTpaXaeTCHA Ha ee
CPOACTBE K MEPEHOCHMbIM BEMIECTBAM W COOTBETCTBEHHO CKOPOCTH
NepeHoca HxX uepe3 MeMOpaHy.

Yuyactve E,, BO BTOpHUYHOM aKTHBHOM TPaHCNOPTE BelECTB uepe3l
MeMOGpaHy mnoOATBepXAaeTcs OOJIbIIMM KOJMYECTBOM HCCJIEAOBAHHHA,
BbITIOJIHEHHbIX pa3HbIMH ABTOPAMH M Ha CaMbix pa3HbiX oGbekTax. OJHaKO
OCOGEHHO TMNEPCNEKTHBHBIM B 3TOM TMJIAHE OKa3aJIoOCh HCMNOJIb30BaHHE
BE3WKYJl HM3ONUPOBaHHbIX MeMOpaH. CHTyaUHs B [aHHOW CHCTeMe
3HaUMTEJIbHO MpOIIE, UEM B LIEJIOR KJIETKE, H, KPDOME TOr'o, OHa MO3BOASAET
HCKYCCTBEHHO MEHATb YCJIOBUA TMEPEHOCA — BEJIMUHHY 3JJIEKTPOXH-
MHUYECKHX TPAAHEHTOB T€X HJIH HHbBIX HOHOB, COOTHOWEHHE BHEWHHWX H
BHYTPEHHHUX KOHLIEHTPALHA TPAHCMOPTHPYEMbIX BEIECTB, HAJIMUHE HITH
OTCYTCTBHE 3HEPTOJal0INX CUCTEM U T.A.

BbiJIO TOKa3aHO, UTO B TMPHHLHUNE (B MOAENbHbIX YCJIOBHAX) BO
BTOPHUYHOM aKTHBHOM MEPEHOCE MOXET YUaCTBOBATb Kak MAaCCHBHAS, TaK
WM aKTHMBHa$l KOMIIOHEHTA MeMOpPaHHOr0 NMOTEHLHaJa. Tak, B OMbiTaX HalEN
nabopaTtopnn [101] BTOpHUHBIA aKTHBHbBIA TPaHCNOPT Caxapo3sl B
Be3NKyNiaX T[Ja3MaTHUECKMX MemOpaH kJeTok noamsl GopieBuka,
OLIEHHBAaEMbIH MO W3MEHEHMIO CBETOIMPOMYCKAHHH CYCMEH3IUH BEIHKYJI,
Habmogancss B OTCYTCTBHe ATd noA BiHAHHEM AHDOYIHOHHOrO
KaJIMeBOro noTeHLWaa, CO3JaBaEMOro Ha MeM6paHe rpPaIHEHTOM HOHOB
K* B npucyTCTBHH BaJMHOMHMLIKHA (PHC.19). 3TH IKCMEPHUMEHTH MPAMO
CBHIETEJILCTBYOT 06 yuacTHH E, BO BTOPHYHOM aKTHBHOM TPaHCropTe.
PeayJibTaThl B M0Jib3y TAKOTO 3aKJIIOUEHHS MOJIyYEeHbl HEJaBHO U B APYTHX
nabopatopusax [484].

OaHako B LieJIOR KineTke, korga MemMGpaHa “moAxJnoyeHa” Kk COOTBET-
CTBYIOIHWM CHCTeMaM, OGCTaHOBKA 3HaUMTEJIbHO CJIOXHEE. B 3THX yCio-
BHSAX pemaionjee 3HaUEHHE BO BTOPHUHOM aKTHBHOM NEpPEHOCE HMEET, Mo~

BHHMOMY, MeTaboJIHUECKas COCTaBJISIOMAs E’m. co3aBaeMasi NPpOTOHHOM
noMno#n [595). Tpu 3TOM B LieMb COBLITHA BKIIOUAETCS PAA PETYNSATOPHbIX

3BEHbEB, MO3BOJIAOLMX, C OAHON CTOPOHM, NOAAEpXHBaTb £ :n BO BpEMSA
TpaHCNOpTa Ha ONpeAesIeHHOM YPOBHE, & C IPYroA — OTKJII0YaTb TpaHC-
MOPT NMpH HEGNAaronpUATHOM OTKJIOHEHHH CHCTEMbI OT CTaL{HOHAPHbIX
YCJIOBHA.

ECJIM TOBOPHTDb O MJa3MaJieMMe, TO HeO6XOANMOCTb NOAAEpXaHHUS Ha
Hen E,, BO BpeMsi BTOPHYHOro TpaHcriopra OGYyCJIOBJieHa TE€M, 4TO
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Puc. 19. HamMeHEeHHE CBETONPONMYCKAHHS BE3HKYJ NMaa3Ma-
THUECKHX MeMOpaH, BuAENEeHHBIX H3 GIo3Mb SopmesHka, C

K2S04. KonuenTpausns caxapo3si, K2SO4 u 3HaueHu s no-
TEHIMAJIa COOTBETCTREHHO paBHL: | — 242,54 5 MM, 0 MB:
2 — 212,51 25 MM, 41 MB; 3 — 25 u 150 MM, 87 MB; pH
BHYTPH Be3aukyn 6,0, xonueHtpaums K3S804.— 5 MM

mw  lar2Y, caxapo3of mpH reHepaumu K*-auddysmoHnoro mnoten-
\ ° umana(101]
m 1 TmMun Cpesia uHKYGALHH: 25 MM MIC-TpHc, pH 6,0; caxapo3a
¥

g

-3
-
S
-

Y8enuvenue clemonponycxanus

2
T . CTPEJIKH MOKA3LIBAIOT MOMEHT BBEAECHH S B CPeAly PpakiHH
¥ 3 Be3Hkyn (MM), BanrnHoMHUHWHA (Ban) H TpHTOHA X-100 (Tp)
To
3 A 5
c: AT® Yoy :[207'
3 a ¥ — o
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3 “;’:\/ 3
S| "ol
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§_ AT +\
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Puc. 20 Biusiive nohos K* ma AT®-3amucuMoe HaMeHenHe (yopecileHLHH S-aMHHO-
aKpPHAWHA NPH reHepauin ApH B Beankyax naasMaTHUECKHX MeMOpaH K1eTox ¢toamut 6op-
mesHKa (A) v xuneTHka K* H3 Beankys npu aobaske AT® U B NPHCYTCTBHH HHIHOHTOB (5)
[100] .

4 — QHANHIOBaHHbBIE BEIUKY B, cpeaa nHkyBaunu: 25 MM tpuc-HCI, pH 6, 0; 3 MM MgCly;
50 MM KCl, 5-10°6 M S-aMHHOAKDHAMH; 6 — JHANTHIOBAHHLIE BEIYKY IbI, CPEAA HHKYCAHHH Ta
Xe, YTo ¥ B 2,+0,1 MKM BaTHHOMHLIMHA; B — K*-0BoramenHuie peanxy s (50 MM KCl), cpena
MHKYGALIMH Ta K€, UTO U B 3, 6e3 KC1. 1 —AT®, 2 MM; 2 — KOHTPOIb; 3 — ATO+IUKA (1074M;
4— ATO+TIA (5:1073).

MpakTHYECKH AJIS BCEX BEWECTB OH NMPOTEKAET C YYACTHEM KOMIJIEKCA
BemiecTBO—rnepeHocurk (ES), MMeiomero, kak NpaBHNo, MOJIOXHTENbHBIA
3apsaa. focjiedHMA BO3HHMKAET B pe3yJibTaTeé NpoTOHHpoBaHns ES u
obpalosannsi ESH' HckioueHHe COCTaBASIOT JHmMb HEKOTOPbiE
COEIMHEHUS, HAMPUMEP OCHOBHBLIE AMHWHOKHMCIIOTH, NMEPEHOC KOTOPbIX
OCYHECTBJISIETCA B BHJE MOJIOXKHTENbHO 3apsixeHHoro kowmrnnekca ESt
6e3 cnMopTa C MPOTOHOM H HOCHT YHHMOPTHbIA xapakTep [451, 467].
TaxuM o6pa3oM, BO BpeMsi BTOPHUYHOTO TPAHCNOpTAa YEpE3 IJIa3MaAIEMMY
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pacTeHHA  TMPOMUCXOAMT  Auccunauua E,. 31O BbipaxaeTcAa B
AENOoJNIApN3aLHH MeMOpaHbi. :

GdakT AenoJIAPH3aUMH MJa3MaJyieMMbl TIPH BTOPHYHOM TpaHCHOpTe
CaxapoB W ApPYrMX BemIECTB HEOJHOKPATHO MOKa3aH Ha CaMbiX pa3HbiX
pacTHTENbHbIX O6bexTax M pa3HbiMH MeToAaMH [393, 468, 489, 491, 595].
OgHakO CYMECTBEHHO, YTO JCMNOJNSAPH3ALMA HOCHT, Kak [paBHJO,
KPaTKOBPEMEHHbIR XapaKTep U CMEHSIETCH penonsipulauven. B peaynb-
TaTe E,, BLIXOAHUT Ha ypoBeHb, GJIM3KHA K NMepBOHauaJibHOMY. NIpuunHa
pernonsipnlallyd He TMpPeACTaBASETCA OKOHYATENbHO BbISICHEHHON.
HanGonee nMpocToA nyTk CUMTaTh, YTO MO MPHHUMUNY OGpPaTHOA CBSA3N
3aKHCJIEHH € LUHTOMJIa3Mbl B PE3yJsibTaTe€ CAMITOPTHOTO NEPEHOCA NPOTOHA
aKTUBHPYET TMpPOTOHHYK TNOMINY, uTO TPHBOAHUT K YCTPaHEHHIO
AemnoJIApn3aliHh. OQHAKO, KaK MOKa3aJin 3KCMEPHMEHTHI, PETONSAPHU3ALHUA
HauWHaeTcs paHblle, YyeM TMpexpan@aeTcs 3allelauMBaHHE HAPYXHOTO
pacTBopa. 3TO HaBOAHMT Ha MbICJb, YTO KPOME NMPOTOHHOH TOMIIbH B
npoLecc peryJiHpoBaHus E, npH BTOPUYHOM TPAHCMOPTE BOBJIEYEHBI H
ApYTHE, BO3MOXHO, Bonee saGuiibHble Mpollecch. K YUHCNY NOCAEAHUX
cJelyeT OTHECTH TMpexXAe BCEro KOMIMNEHCAUHOHHBIA AHDPY3IHOHHBIA
Boixoy Kt M3 xseTkn. He noAneXxHT COMHEHHIO, UYTO 3TOT MPOLIECC AONXKEH
MPOTEKaTh 3HAUHTENLHO OLICTpPEE, UEM aKTHBALMA GEPMEHTHBIX CHUCTEM,
BXO/SIIMX B COCTaB NPOTOHHOI'O HaCOCA.

B CBSI3H C 3TUM HEOBXOAMMO OTMETHTb, UTO ponb K+ B mMeMGpaHHOM
TPaHCNOPTE BemEeCTB, B YAaCTHOCTH CaxapoOB, faBHO oOcyxJanacb B
JnTepatype [595], HO He Hama MOKa YETKOA HHTEeprpeTaunH. XOTs 3Ha-
uenne K+ kak MOHa, KOMNEHCHDYIOMEro HM3MEHEHWE 3apsifla TOBEPX-
HOCTHO# MeMOpaHbl MPH BTOPHUUHOM TPAHCMOPTE, MPH3HAETCA PAAOM
aBTOpOB [316, 366], xapakTep COMPSAXKEHHSA MOTOKA 3ITOr0 HOHA € paboToA
MPOTOHHOMA NOMITEl U BTOPHUYHBIX CUCTEM TPAHCIIOPTa BEMECTB HeJOCTa-
TouHo siceH. Mo HamMM AaHHbIM, posib K* B 3THX npoueccax BecbMa
HEOTHO3HAUHA.

C opHor cTopoub, KT MoxeT BXOAWTb BHYTpb KJieTkH no E,,,
cO3jaBa€MOMY NPOTOHHOR NMOMNOA. B pe3yJibTaTe MPOUCXOAHT KOHBEP-
cus E, Ha MeMmGpaHe B ApH, onpesesieHHasi BEJIMUHHA KOTOPOro HEobxo-
A¥Ma [N HOPMAaJIbHOro ()yHKI{THOHHPOBAHHU 1 BTOPHUHLIX TPaHCIIOPTHBIX
CHCTEM. 3TO MOATBEPXJaETCA IKCNEPHMEHTAMH, B KOTOPBIX B ITPUCYTCT-
sun K+ ¥ BanMHOMMIIMHA Ha BednkyJsax MNJNa3MaTHUECKHX MemOpaH
hJy1o3Mbl GOpuIEBMKa reHEepHMpOBaJICH IHAUMTENIbHO SonbmHu# ATSD, 3aBH-
CHMBbIA I'PaAfiHEHT pH, uem B kOHTpOJIE ( Kt 6e3 BasMHOMHIIHHA), & BBIXOA
K* u3 Beaukyn (coorBeTcTByeT BxoAy K* B kileTKy, Tak Kak BE3WUKYJibl
BbiBEPHYThI) 3HAUHTEJNILHO YCKOPSJICS B NPUCYTCTBHH AT®, npuuem JUKA
CHMXan 3ToT 3ddexT (prc.20)[100, 101, 184].

C apyro# croponsi, Kt MoOXer BbIXOAWTb M3 KJIETOK MpH 3JieK-
TPOr€HHOM BTOPHUHOM AaKTUBHOM TpaHCMopTe, of6ecrieuHBast KOM-
TMEHCALHOHHbIA BbIHOC 3apsifla U YCTPaHSAS BO3HHUKIMYK AETOJSAPH3ALIHIO.
371a ponb Kt 0TUETIMBO NpOCAEXHBAETCS B IKCIIEPUMEHTAX MO BTOPHU-
HOMY TpaHCTIOpTy caxapo3nt U3 Be3UKyJ (pioaMul 6opmenuka [101]. Boixon
caxapo3bi W3 BE3HKyJl (COOTBETCTBYET BXOAY B KJIETKY) NPOHCXOAHUT
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3HAUYHTEJIBHO HHTEHCKBHEE B YCJIOBHUSIX, KOTAd MOXET OCYHECTBJIATHCA
KOMneHCaUMOoHHbIA TpancniopT Kt . M HaoBopoT, eCsm co3natb  ycioBUst
AN BTOPHUYHOTO TPaHCNOpTa Caxapo3bl M3 BE3UKYJN (COOTBETCTBYET
BXOAY B KJIETKY), 2 HMEHHO BBECTH B CpeAy ATd ans reHepaumu ApHY
MEPBHYHOA CHCTEMOR, UTO HabJoflaeTCs yResTHUeHHe KOHLeHTpalnn K*
BHYTPH BE3HKYJI.

lNMpHHUMNHANBHO BaXHbI BOMPOC COCTOMT B TOM, SABNSETCH JIH
conpsixeHne notoka K* ¢ nepBMYHOA ¥ BTOPHUHOR TPaHCIIOPTHBIMH
CHCTEMaMH NP AMbBIM HJTH KOCBEHHBIM. ECJIM CYIMTh NO HalIMM AAHHBIM, 3TO
CONpPSsXEHUE MOXET HOCHTb KOCBEHRHbIA XapakTep. B ONMWCaHHbIX Bbille
ombiTax KOMMeHcauHoHHbie MoTokd Kt 3HaunTtensHo BroxnpoBaMCh
6noxaTOpOM KasHeBbiX KaHasoB TIA (CM. pHC. 20). 3TO MO3BOJIAET
FOBOpPHTb O HAaJIMUHWH Ha nJia3MaNieMMe KOMIEHCaUuHOHHOTO aHpdy-
3MOHHOr'O KaJIMEBOTO pycJia, obmero kak AJIA NPOTOHHOMW IOMIbl, TaK H
AN BTOPHUHBIX TPAHCMOPTHLIX CHCTEM. TakMM o0pa3soM, MHTErPaJibHbIN
KaJIHEBbLIA MOTOK Uepe3 3Ty MeMOpaHy €CTb OTpaxXeHHe B3aUMOJEACTBUSA
NEPBHYHbIX U BTOPHUUHBIX TPAHCMOPTHBIX CCTEM. CYIECTBOBAHHE TaKOro
B3aUMOAEACTBHSA TOATBEPXJAOT PE3yibTaThi ONBITOB HameHd nabopa-
TOPHH, B KOTOPHIX TPH HAJIMUHMKH AaKTHBHOTO BTOPHUHOTO TPAaHCMOpTa
caxapo3bl Habioflanacb CTHMYJSIUMA akTUBHOCTH HY-ATdaab niaima-
THUecknXx MeMbpaH ¢o3Mbl GopiieBHKa 1O CPaBHEHHIO C KOHTpOJiEM (Ge3
BTOPHYHOTO TpaHCMOPTa Caxapo3bl) HJIM C BApHAHTOM, r'Jl€ BMECTE C
Caxapo3o# Haxoaunscs GpopHA3NH [273].

Bce cka3aHHOe COOTBETCTBYET IOJIOXEHHI0 0 ToM, uTo KT sBasieTca
BLICOKO NMOJABHXHbBIM HOHOM B KJIETKE M BbINIOJHAET BaXHYI0 JJIEKTPOXH-
MHUECKY!0 POJib. Hapsiiy C 3TKWM BBICKa3biBaloTCsA coobpaxenns o Bosee
KOHKpETHOM 3HaueHHH K+t BO BTOPHYHOM TpaHCnopTe BelecTB YEpe3
ryiasmajseMMy. B yacTHoctH, npeanonaraercs, uto ApK* moxer urpatb
CaMOCTOSATEJIbHYI0 POJib B TPAHCNMOPTE CaXapoB U aMHWHOKMCJOT, OCO-
GeHHo npH Bhicoknx pH cHapyx#, korga nod K+ HauvHaeT, Kak noJiarair,
KOHKYPHPOBaTb C TIPOTOHOM 3a MECTa CBH3bIBAHMS Ha TMEPEHOCUHKE.
OnHako 3Ta THIOTE3A HE TMOJIYUHJIA IKCTIEPUMEHTANILHOTO Pa3BUTHA [S9S].

loBops o poJin E,, BO BTOpHUHOM TPAaHCIOpPTE Uepe3 nja3Manemmy,
cJielyeT YUHUTHIBaTb, YTO 3Ta KOMMNOHEHTa SIBJIAETCH COCTABHOW YaCTblo
3JIEKTPOXMMHUECKHX TPaJHEHTOB HOHOB Ha MeMbpaHe, H B NepBYi0 Oue-
peab ApH', coanasaemoro nmpoToHHHMH Hacocamu. Tockosbky ApH*
Hapsily c anekrpuyeckoi (E,) BKJIOYae€T XHMMHWUECKYI COCTABJIAIOMYIO
(ApH), TO BCTaeT OTAeNbHbIH BONPOC O COOTHOCHTEJNIBHON POJIH 3THX
KOMIMOHEHT BO BTOPHUHOM akKTHBHOM TpaHCNopTe.

C TepMOAHWHAMHUECKON TOUKH 3pEeHHS 00e 3TH KOMITOHEHTbl AOJIXKHbI
6biTb paBHOLIEHHBL. 3TO HE TOJIbKO BHITEKAET H3 KOHLUEMNLUKH MHTUENA, HO U
TMOATBEpPXAAETCA 3KCNIEPUMEHTaNbHO. Tak, €CIH MCKYCCTBEHHO CO3aTh
Ha MeMOpaHe Be3HKYJ H3 Ma3ManieMmbl roambl Gopuiesuka E,, nnn ApH,
TPUMEPHO paBHbie B 3HEPreTHUECKOM OTHOMEHHH, TO B 06OMX Ciyyaax
HaOJNIOAaETCH CXOHbIM BbIXOZ caxapo3bl H3 Beaukyn [101, 457].

OnHaxko AaHHO€ o6CTOATENbCTBO HE O3HauaeT, uTo E, u ApH urpaior
OJTMHAKOBYIO KOHKPETHYIO POJib BO BTOPHUHOM TpaHcriopTte. B aToM cny-
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yae peyb LOJKHA, OYEBHAHO, WATH HE CTOJIbkO 00 3HEpPreTHUECKOM
(CHJIOBOM), CKOJIbKO O KHHETHUUECKOM aCneKkTe X AEeHCTBUSA, T. €. O BJIUA-
HHMH Ha T€ KOHKPETHbI€ MEXaHW3Mbl, KOTOPbIE JIEXaT B OCHOBE BTOPHUYHOIO
fiepeHoca M KOTOPhI€ NPeXe BCEro CBA3aHbW CO CTPYKTYPHBIM COCTOA-
HHUEM KaK CaMO# MeMOpaHbl, Tak U TPAHCTIOPTHPYIOMEH CUCTEMBL

dta cneunduueckas poisb kak E,, Tak u ApH nposBnsieTcs B psage
NMPHU3HAKOB. Tak, BO-NEPBbIX, OAHO H TO X€ B 3HEPTETUUECKOM OTHOWIEHHUH
3Hau€HHE KaXJOTrO M3 O0OHUX TPAAHEHTOB NPH Pa3JIMYHBIX YCJIOBHUSIX
MOXET UMETb Pa3JIMUHOE BJIMSIHAE Ha BTOPHUHBA TpaHCcnopT. HanpuMmep,
N0 HAIWM AAHHBIM, NOJYYEHHBIM Ha BE3WKYJIaX NJjlaaMaTHUYeCkuXx MeMGpaH
¢sioambl GopmeBuka [101], npy 3HaueHun ApH 1,5 BTOpHUUHBIA TpaHCNOPT
caxapo3m oOka3biBaeTcsi 0oJiblIMM, Korga BHyTpH Beaukyn pH 6,0, a
CHapyXH 7,5, yeM korjia BHyTpH Beaukys pH 7,5, a cHapyxu 9,0.

BO-BTOpPHX, B 3aBUCHMMOCTH OT KOHKPETHOH OGCTaHOBKH, B KOTOPOH
NpoTeKaeT BTOPUYHLIA TPAHCNOPT, Hanpumep npu pa3ubx pH cpeaw,
AOMHUHHUpYIOIEE 3HAUEHHE MOXET UMETb AJIEKTPUUECKAA HITH XUMHYECKast
xoMnoHenTa ALH* [101, 656].

HakoHen, B-TpeTbuX, W3iMeHeHWe E, niu ApH MoXeT npuBecTH K
HEaJE€KBATHBIM H3MEHEHHSIM BTOPHUHOTO TPAHCMOpPTa C 3HEPreTHUEcKOn
TOUKH 3peHus. Tak, NO AaHHBIM [294), NpU JEACTBHUM HA KJIETKH PHACKH
NPOHHUKAOWMX CIa6biX KUCJIOT HabJlloJaeTCSA TUNEPNONSPH3ALUMSA NAa3Ma-

TUUECKON MEMOPaHBbI, T. €. yBEJIMYEHHE E m» OAHAKO NPOLIECCH BTOPHUYHOTO

TPaHCMoOpTa ajlaHWHa U (pocdaTa yMeHbUAWTCSA. ABTOPbl CBSA3bIBAIOT 3TOT
hakT Cc 3aKMCIIEeHWEM LM TOrIIa3MaTHueckoro pH.

NMocnegHee o6CTOSATENLCTBO Hapsily C JaHHbIMM [595) HaBoAMT Ha
MBICJIb O TOM, YTO POJib 3HEPreTHYECKUX IPagHEHTOB BO BTOPHUHOM
TPaHCMopTe ONPEAENAETCS HE TOJIbKO MX aBCOJIOTHBIMU 3HAYEHHSIMH, HO
M TIOPOTOBBIMM BEJIMUHHAMK COOTBETCTBYIOMMX noka3aTtenei (E,, nim pH).
Mo3ToMy, HanpUmep, CIOp O TOM, UTO BaXHee AJIA BTOPUYHOIO TpaH-
cnopta —ApH usin abconoTHbie 3HaueHWss pH BHYTPH WM CHapyXH
KJIETKHM [251, 294], B HABECTHOM OTHOIWEHUWH JIMIIEH CMbICJsa. BaXkHbl Mo-
BUAWMOMY, o006a YCJOBHS, HO TMPOSBAAITCA OHH B KOHKPETHbIX
coueTaHusx. Tak, BMNOJIHE JOCTaTOUHbIE B 3HEPreTUUECKOM TIJIaHE
rpagvweHTsl pH MOryT He BbI3bBaTh BTOPUYHOT'O TPAHCNOPTa, €CJIK NPH
3TOM uuTOonaamaTiueckuin pH Gyaet Huxe 6,0 [S95]. MOXHO AOMYCTHUTD,
UTO OIpefieJIEHHbIE MOPOTrOBblE€ 3HAUEHH Sl CYIECTBYIOT M 4JIs1 BJIUSIHUSA Ha
BTOPHYHbIE TPAHCNOPTHbIE CHUCTEMBbI 3JIEKTPUUECKHUX TPAAHUEHTOB Ha
MeMOpaHe. KapTHHa CTaHOBUTCH elle 6osiee CI0XHOM, €CITH YUECTb HaJlo-
weHHe 3PPEKTOB INEKTPHUYECKON U XUMHUeckol kommoHeHT AfiH*. Mo
AaHHbIM [656], naMeHeHnue E,, BIUSAET Ha BTOPHUHBIA TPAHCNOPT CaXapoB B
WeJIOUHbIX Cpefax, HO He BJIMSIET B KUCJbIX. HasiHuue noporoBbiX 3Ha-
yeHuit E,, » pH noABOANT K KOHKPETHBIM MeXaHH3MaM geAcTBus E,, u ApH
Ha BTOPUUYHbIA TPAHCMOPT.

MoCKOJIbKy BTOPHUHbBIA aKTUBHBIA TPAHCMOPT BELIECTB uepe3 nja3ma-
JIEMMY BBICIIHX PACTEHHI OCYMECTBISIETCSH Ha 6eJIKOBbIX NEPEeHOCUYHKaxX B

cumnopte ¢ HY, To mexanuam geicteua xomnoneHT ALHY Ha BTOpHUHBIRA
TPAHCNOPT BEUIECTB CHEAYET, BEPORTHO, YBS3mEaTh CO CTPOEHUEM M
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NPHUHUHKNAaMH paboThl 3THX NEPEHOCUYHUKOB. K COXaJicHHI0, UMEMUECS B
3TOM OTHOWEHHH J1aHHblE [Jisi BHICIIMX PACTEHHI CKYAHBI. JIMIIb B nocyex-
Hee BpeMsi B HalieH JlabopaTOpHUM YAaJiOCh BbiZIENTUTb U3 IMTNa3MaTUUYECKHX
MemOpaH $ao3Mbl GOPIMEBHKA NTOJMIIENTHAL C MOJIEKYJISIPHON Maccoi 42
K 116 x/1, koTOpHIE ABJSAIOTCH, MO-BUAUMOMY, KOMITOHEHTAMH COOTBETCT-
BEHHO NEPEHOCUYHUKOB CaXapo3bl U I'JiiokOo3bl [272). [IpuMeyaTeNbHO, 4YTO
NoJIMNENTUL C MOJIEKYJISIPHOA Maccou 42 k]I, BXOASILUA B COCTaB nepe-
HOCUHMKA CaxXapo3bl, BbiJE€JIEH HEJABHO TaKX€ M3 NJIa3MaTHUECKHX MeMG-
paH KOHCKUX Go0oB {568]. HaBecTHa BHICOKast CneLU(PUUHOCTb NEPEHOCUH-
KOB Y PaCTeHuMH, KOTOpasi MOXET JOXOAUTb 10 YPOBHS cTepeocneundHy-
HOCTH [382], a Takxe BaxHas posb SH-rpyrnmn B oCymecTBIEHHH CBA3M Te-
PEHOCYHKA C NEPEHOCUMBIM BeleCTBOM [366, 475, 489].

MMpeaBapyUTENbHbBIE PE3YNbTaThl, NMOJIyYEeHHbIE B Hamwel saGopaTOPHH
B.A KasmHuHBIM U .M 11IBeL, Ja10T OCHOBAHM A NMOJAraTh, YTO YUYACTKH Ne-
PEHOCYHKA, KOMIIAEMEHTAPHbIE TEPEHOCHMOMY BelleCTBY, BkJiloyaloT SH-
TPYMNMbl, a CaM NEPEHOC BEMECTBa CBsA3aH C H3MEHEHHEM KOHPOPMALHOH -
HOT'O COCTOSIHHU S MEPEHOCAMEN CNCTEMB. B COOTBETCTBHH C 3THM MOXHO
AONYCTHTb, YTO KWHETHUECKHE acnekThi AeWCTBUM E,, Ha BTOpPHUHBINA
TPaHCNOPT OGYCJIOBJIEHbl NPEeXJ€e BCErO €ro BJMSIHHEM Ha KOHopma-
UHOHHOE COCTOSIHHE MEPEHOCUHKA MJIH ETO AKTHBHBIX YUaCTKOB. O TOM,
YTO TaKO€ BAMSIHHE B NPHHLMANE BO3IMOXHO, CBUAETEJILCTBYIOT JaHHBIE,
NoJIy4eHHbi€ Ha nepeHocuuke JyakTo3s E, coli [683]. BcTpoeHHbld B oc-
dosmnuaHyw membpaHy, OH MOT yMeHblaTb K, A1 N1akTO3sl B7—10 pa3
NMPH COOTBETCTBYIOMEM H3MEHEHHH E, . Ha meMOpaHe. [1J1s BbICHIHX pacTe-
HHHA aHAJTOTUYHBIX JAHHBIX IMTOKA HET.

Biusinue E,, Ha KOHHOPMALHOHHOE COCTOSIHHE NEPEHOCUHKA UK €ro
aKTUBHBIX YUAaCTKOB OOBSICHSIET HaJJHuMe NOPOTOBbIX 3Haue€HWNW E, ans
BTONUYHOT'O TPAHCIIOPTAa. MOXHO AONYCTUTb, UTO TOJIbKO B OnpegesieH-
HOM WHTepBaJie 3HaueHui E, xoHpOpMalLHOHHOE COCTOSIHHE MEPEHOCH~
men cucreMbl ofecrnieunBaeT PyHKLMIO NepeHOca.

B paccMaTpuBaeMOM aCnekTe OCTaeTCH, OAHAKO, HE COBCEM SICHOW pOJib
NPpOTOHHPOBAHHSA —AENPOTOHUPOBAHUA MEPEHOCUMKA MPH OCYIEeCTBJIE-
HWH BTOPHUHOTrO TPaHCNOpTa. BEpOSATHO, 3TH npoLecchl 06eCreunBaoT He
TOJIbKO CMEHY 3apsifa NepeHOCUMKa, UTO BaXHO JJ1S ajiekTpodopeTnuec-
KOro nepeHoca, Ho, kak W E,, oka3biBaloT BJIMSiIHHE Ha ero koHdopma-
LIUOHHOE COCTOsiHHE, Tlo-BUAWMOMY, MPOTOHHPOBAHWE — J[ENPOTOHHPO-
BaHHWe Ha Pa3HbIX CTOpOHax mebpaHsl Hapsaay ¢ E,, sByisieTcs (akTopoM, -
pETYANPYIOIIHM HIMEHEHWE CPOACTBA TEPEHOCUMKA K TPAHCMOPTUPyEMO-
MY BeweCTsy. [IpH 3TOM CYMECTBEHHO OTMETUTb, UTO BTOPHYHBIA TpaHC-
nopT, kaK ObIJIO YyKa3aHO BbIlIE, MOXET HATH TOJIbKO MO/ BIHSHUEM E,, HIH
ApH [101]. TpebyloTCcs aanbHeWmMUe UCCIEAOBaHUA, UTOOb YCTAaHOBUTD, B

KakOW Mepe 3TH HaHHbIE, MOJIYUEHHbIE Ha BE3UKYJaX MJIa3MaTHUYECKHX
MeMOpaH, NMPUMEHHUMBI K HaTHBHbBIM MemOpaHam, ¥ B kakoi Mepe obe

KOMNOHEHThi Al H* siB/is110TCA B3anMO3aMEHUMbBIMH . )
PaHee yXe OTMEYaJioCb, UTO NOHWUMaHHUE KOHKpETHON posn E,, a Tak-



Anonnacr (pH cnaBoxncnasn)

————— Ay + ApH ———~
!
2H* K* H* ®
out A ApH* J 3SH
(+) * < |
| NH} Ry COOH= NH;R;CO0™ «—"" NH,R,(00"
| |
} 3s1(Y) ISHQ®)
[ 3 4
|
I 3SH
| NI RCOOH <=5 NILR/CO0" —~—5 NILR;C00"
(=) K* [ —l ] —w
m | 2 3su @ l 3su@)
z Tk ®
ApK
ATO AllD + P,

20 {luronnasmy (pht cnaGomesionnan)

Puc. 21. CxeMa koTpaHcriopTacaxapo3w H HY uepes niasmaiemmy KJIETOX BHCIIMX PacTe-
HHAt Ha NEPEHOCUHKE C H3IMEHSIOMHMCS! 3aPAAOM NOBEPXHOCTHRIX AMHHHBIX H XKaPGOKCHIb-
HuIX rpynn [B.A. KanHHHH — HeonyGJIHKOBaHHbIE JaHHbIE]

1 — 3anextporennas H' - nomna; 2 — anexrpodopeTHuecknit nepedoc K* uepea xaHar;
3 — TpaHcnokauus caxapoast (Y) B KOMIJIEKCE € NONOXHTENBHO 3aPSAKEHHBIM NPOTOHHPO-
BaHHBIM NEPEHOCUHKOM B DE3YJIbTaTE €ro TPaHCMEMOPaHHOrO NEpeMemeHHR HIIH KOHQOD-
MalyHOHHOR NepecTpoftxu 3a cueT ALH*; 4 — TpaHcIOKaUuH A CBOBOAHOTO OTPHUATENBHO 3a-
PSXEHHOro nepeHocuuka 3a cuetk,; k', R", — pasHuHbe xoH(popMaHOHHBE GOPMBI

NEPEHOCYHKA CaXapo3si HA BHEHER CTOPOHE IiaManemMmui; R',R",— pasnnunnie xoudop-
MayHOHHKE POPMBI NEPEHOCYHKA HA BHYTPEHHEA CTOPOHE NNa3MaieMMbl

%e ApH BO BTOpPHUHOM TpaHCMOpPTEe B CHJIBHOH CTENEHH CBS3aHO ¢
PackpbiTHEM OCHOBHbIX MPUHLMNOB paloThi BTOPHUUHbBIX TPAHCMOPTHLIX
cucteM. LlMpoko pacnpocTpaHEHHOE NpPEACTaBJIEHHE O MHUIPHPYIOMUX
BHYTPH MeMOpaHbl 3apsk€E€HHbIX NEPEHOCUHKAX NPHU GJMkadmeM aHaInae
BCTPETHUT, BEPOATHO, pAJ CYIMECTBEHHbIX OCJIOXHEHHUH, CBA3aHHbIX Kak CO
CKOPOCTbIO NEPEHOCa, TaK U €ro TEPMOAHHAMHUECKHMH OTPAHUUEHHSIMH,
Mo3ToMy BeCbMa NEPCNEKTUBEH aHAJIN3 MOJIEJeH, B KOTOPHX MEPEHOCUHK
— MHTErpaJyibHHHA GeJIOK, NOJMNENTHAHANA LENb KOTOPOTO HECKOJILKO pa3
nepecekaeT MeMOpaHy. Pl CETMEHTOB 3TOM Lienn o06pa3yeT THAPOPHJIb-
HbIA KaHan. HekoTopbie CerMeHTH BbICTYMalwT Haag meMOpaHoi cC ee
HapyXHOH KW BHYTPEHHEA CTOPOHbI. [lepeHOCUMK MOXET HaXOAUTbCH B
Pa3HbiX KOH(OPMALIMOHHBIX COCTOSHHUSIX, NEPEXOAbl MEXAY KOTOPbIMM
COMPOBOX/al0TCA aKLENTUPOBaAHUEM BEW(ECTBA C OQHOW CTOPOHB MeMO-
PaHbl, MEPEHOCOM €ro B rHApo(dHUIIBHOM KaHasie U AecopbuUHEn C APYTroi
CTOpOHbBI. MToJOGHBIA NMpUHLIMN paBoThl ONUCaH, HANPUMEpP, HEQABHO ANSA
NEepPEHOCUHKA INI0KO3bl B MeMOGpaHaX 3pUTPOLIMTOB yesioBeka [686).
He npegonpenenisisi A€TaNHU NPHHLUHUITA Pa6OThl BTOPHYHBIX CHCTEM aKk-
. THBHOT'O TPAHCNOPTa, NMPUBEEM CXEMY, yumuaalomwb HEKOTOPbI€ H3JIO-
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XEeHHbI€ Bblille 0COGEHHOCTH UX paBoThi (pUC. 21). ITa CXEMA OTHOCHTCS K
TPaHCNOPTY BEHmECTB (B YACTHOCTH, Caxapoa3bl) uepe3 nnadmMasieMMmy. [lns
TOHOMJIaCTa OHa 6YAET UMETb HEKOTOPhI€ OTAHUHS B CBSI3U C HHOHN CUTYya-
uMed Ha MeM6paHe U aHTHTOPTHbBIM MO OTHOMEHHIO K MPOTOHY XapakTe-
POM NEpEHOCa psijia BEUIECTB.

MoBops o posu E, Ha MemGpaHe B TPAaHCMOPTHBIX MPOLIECCAX, HEJIb3S
HE OTMETHTb UX BO3IMOXHYIO POJib B NE€PEJIBHXEHHH BEUIECTB Ha JaJieKue
paccTosHus BO (hJi03Me BbICIIWX PACTEHHA W B CBA3U C 3TWUM O SBJIEHHUAX
3JIEKTPOOCMOCa. MbICJIb O TOM, YTO B NEPEABHUXKEHHH ACCHMHJISITOB H
APYTHUX BEMECTB BaXHYI0 POJib MOTYT UTpaTh Pa3HOCTH 3JIEKTPHUECKHX
MOTEHUHANIOB Ha MeMGpaHaX NMPOBOASIWMX TKAHEH, HEOJHOKPATHO BBICKA-
3bIBaNach B JIHTEPAType. OHa OTUACTH KOCBEHHO MOATBEPX aJ1aCh MHOTO-
YHUCJIEHHBIMH OMbITAMH C NMPONYCKaHHWEM CNabbiX 3JIEKTPHUECKHUX TOKOB, a
TakXe C MPUMEHEHUEM Nnpuema WyHTUpoBaHusi. NocnegHuit Guin pa3pa-
60TaH U O6OCHOBaH HaMH [183, 545] U COCTOMT B NMPHJIOXEHHH K MOBEPX-
HOCTH TKaHW WHAW(DDEPEHTHOrO MaTepHasna, CMOUEHHOTO cJyiabbiM cBa-
JJAHCHPOBAHHbIM PACTBOPOM 3JIEKTPOJIUTOB. YeTkas NpAMa sl 3aBUCHMOCTb
WHTEHCHBHOCTH NEPEABHUXEHUS BEUECTB U PA3HOCTH MOTEHUHAJIOB B LIyH-
THPYEMOM YUACTKE OT 3JIEKTPONPOBOJHOCTH MPHIIOXKEHHOr O WYHTA CBHU-
AEeTeNbCTBOBAJIA B MOJIb3Y YUAaCTHS GHUOMOTEHLHANIOB B [aJIbHEM TPAHC-
nopTe. BpiCka3blBaJUCb Pa3djIMuHble COOOPaXEHUS O KOHKPETHbIX Mexa-
HHM3Max ydacTusi GHONOTEHHAJIOB B NEPEABHXEHUH BEWECTB BO (JIO3MeE.
HaubGosee mupoko o6CyxAaJICsi B CBOE BPEMS 3JIEKTPOOCMOTHUECKUA Me-
XaHH3M, KOTOPbIH, KAK U3BECTHO, OMUCbIBAETCSH yPaBHEHUEM

e AY

=—_ =7, (11
4mn Ax

A
rae V. — CKOpPOCTb 3JIEKTPOOCMOCA; A FPAAMEHT BHellHero 3je-
x

KTPHUYECKOTO MNOJSA; €— QUIJIEKTPUUECKAs MPOHHULIAEMOCTb Cpeabl; 1 —
BSAI3KOCTh Cpeabl; [ — 3JIeKTPOKHHETHUECKHA mnoTeHUMas. [peanonara-
JIOCb, UTO B COOTBETCTBHH C 3THM YypaBHEHHEM BO tJio3Me UMeTCH HEOB-
XOZHUMBIE YCJIOBUS AJISA €0 OCYIECTBIIEHHUS: 1) KaNUIIISIpHbIE CTPYKTYPHI
B CHTOBUAHBIX TpYyOKax, KOTOpbi€ MpPEeACTaBJIEHbl MHKPODUOPHIIIIAMH H
MukpoguiaMeHTaMu [519]; 2) cymlecTBOBaHHE Ha NOBEPXHOCTH Kanui-
JISPHbIX CTPYKTYP 3IJTIEKTPOKHHETHUECKOTO MOTEHUHaJNa, KOTOPBIA Ccor-
JJACHO MMEIIUMCSH JAHHBIM AJISi MUKPODHOPHIIT U MUKPOGHIIAMEHTOB CH-
TOBUAHBIX TPYOOK JONKEH HMETH OTPULIATENbHBIA 3Hak [696]; 3) rpagnenT
3JIEKTPHUUECKOIO NMOTEHLHANA MO JJIMHE KanWJISpHbIX o6pa3oBaHui. Ero,
Kak IoJiaraloT, MOTYT CO3JaBaTb MeMOPaHHbIE NTOTEHLMaJIbl Ha CHTOBHA-
HbIX TIJACTWHKAX, KCTaTH 3aMepPEHHbIE 3KCNEPHUMEHTAJIbHO € TNMOMOLbIO
MHKkpoasiekTpoaos [317]. lpeanosiaraioch, 4To B reHepalHHU 3TUX MeMO-

PaHHBIX MOTEHLMAJIOB BaXXHYIO POJib HTPaeT UMPKYJsLmMs noHos K [644].
J/1EXTPOOCMOTHYECKAA KOHLENUMA PNIOIMHOIO TPaHCNnopTa NOABEpPr-
J1aCb Zj€eTaJibHOMY OBCYX/IEHMIO H OCHOBATENbHOH KpuTHke [499, 671]. Bbi-
JIA cAENaHbl AOBOJIbHO YCNENHbIE NOMbITKH YCOBEPHIEHCTBOBATh €€ [387,
422]. OqHaxo B JaJibHEAEM 3Ta KOHLETTUM S HE NOJTyUHJia CEPbE3HOTo pa3-
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BHTHS, UTO MOXHO CB53aTh B NepBYI0 ouepeab ¢ 60bILHMHU TP YAHOCTSIMH,
BO3HHUKIIMMH NMPH HIYUEHHH MEXAHH3MOB (JI03MHOTO TpaHCNopTa. TeM He
MeHee ecTb Ha/JeXAa, YTo HoBbie (akThi, YCTaHOBJIEHHble B NOCJieHEE
BpeMsi, B YaCTHOCTH OBHapyXe€eHHE B NJia3MaTHUECKMX MeMOpaHaX CHTO-
BUAHBIX TPYOGOK BBICOKOAKTUBHOH 3JIEKTPOTE€HHOW ITPOTOHHOH MOMNBI
(693], NO3BOJIMT C HOBLIX NO3WLIHA NTOJOATH K OLIEHKE BO3MOXHOCTH CY-
HECTBOBAHHU S 3JIEKTPOOCMOTHUECKOH KOMIMOHEHTH (JIO3MHOTO TPaHCNOp-
Ta.

To-BUANMOMY, 60Jie€ NPOCTa s CUTYalnsA CKIIAbBAETCHA OTHOCHTEJIbHO
POJIH 3JIEKTPOOCMOCA B TPAHCNIOPTE BOAbl H PaCTBOPEHHbIX BeilleCTB HE B
CneLHaJu3UPOBAHHBIX CUTOBUAHBIX TPyOkax, a Uepe3 INopsl KJIETOUHBIX
MeMOpaH. HECOMHEHHOCTb CYIIECTBOBAHHSA 3TOrO0 MEXaHW3Ma B KJIETKaX
pacTeHWd yTBepXAanach [.A.CaGuHUHBIM [232) W BriocneacTBuu o6oc-
HOBbIBaNlaChb JPYrHMH HCCliejoBaTeNsiMH [677]. OQHAKO KOHKPETHBIA
BKJIaZ, KOTOPbHI# MOXET BHOCHTb IJIEKTPOOCMOC B NMpoLeccs MeEMGPaHHO-
o TPaHCNOPTa, OCTAETCSH NOKa HESACHBLIM.

B 3akJi0ueHHe 3TOH I'JlaBbl HAMETHM €IE HEKOTOPbLIE ACMEKThl YYaCTHS
E, B ®yHKUHOHHPOBAHHUM KJIETOK BbICWIMX pacTeHWit. Cioga ciegyer OT-
HECTH BiMsiHWE E, Ha akTHBHOCTb MeMOGpPaHOCBS3aHHBIX (pepMeHTOB. B
CBSI3W C BOTMPOCaMH aKTMBHOTO TPaHCNOpTa Bbllie O0CYXAaJOCh Takoe
BJIMSIHWE Ha TpaHCNOpTHble ATdPaabl. OHAKO CreyeT OXHAaTh, UTO H
ApYyrue depMeHTHbIE CUCTEMBI MOT'YT peryJupoBaTbhecs E,. K coxaneHnuio,
B 3TOM HamnpaBJIEHWH UMEKTCS JIHMb eAMHUUHBbIE HabmoneHns. Tak, Han-
pyMep, Ha MeMOpaHHbIX BE3WKYJiaX, MOJYUYEHHBIX W3 PA3BUBAIOUHUXCHA BO-
JIOKOH XJIOMNKa, YCTAHOBJIEHO BO3PaCTaHHE AKTUBHOCTH B-TJII0KAHCHHTa3bl
B 4-12 pa3 npH NOBHILEHHH BeNHWUHHBI E,, NyTeM yBesHUEHUS rpagHeHTa
K* B npucyTCcTBHHM BaiMHOMMLMHA [292). B cBsian ¢ 3TUM obpamaeT Ha cebs
BHHUMaHHE TOT JakT, UTO aKTUBHOCTh JaHHOTO hepmeHTa B MeMOpaHe kJie-
TOK BbICIIHX PACTEHHA B CHJIbHOH CTENeHH peryyupyeTcsi COCTOSIHHEM
GanXxanimero JJMNUAHOIO OKPYXeEHHUA [688]. B TO xe BpeMs UeTKO noka-
3aHa 3aBUCHMOCTb MHKPOBSI3KOCTH JUNHAOB BOH3N GeJIKOBbIX CyGbeaHn-
HUL B MeMOpaHe OT BeJIWUHHbI E,, [256]. ,

Hesib3si HE YNOMSIHYTbH eme OAWH BaXHBIA acnekT QPyHKUHUOHANbHOWH
3HauyuMocTH E_. Peub HJAET O MeXaHH3IME AEHCTBHUSI (PUTOTOPMOHOB.
B/MsiHHe (QUTOTOPMOHOB Ha 3IJIEKTPHUUECKYI0 MNOJIAPHOCTL MeMOpaH
KJIETOK PaCTEHWH XOPOMmO H3IBECTHO (CM. pa3ge 6). OHO CBSI3aHO npexAae
BCEro C UX AEACTBUEM Ha CUCTEMBI MEPBHUYHOTO aKTUBHOI'O TPAHCNOPTa, B
YyacTHOCTH, Ha H*-ATdaay [202, 507]. [TOCkONIbKY TOUKOH MPHIIOKEHHUSA
$HUTOrOPMOHOB SBJISIIOTCSI COOTBETCTBYIOUHE pelenTopHbie 6eJikn, TO, Kak
yXe OTMEUAJIOCH Bblll€ (pa3fien 6), M3MEHEHHe akTHBHOCTH H*-ATdasbl nog
BJIMSAHUEM 3THX COEAMHEHHWA HOCHUT HE€ MPSAMOA, a OMNoOCpeAOBaHHbBIH
XapakTep. TeM He MEHEee WMEHHO cABHI BesimuuHbl ALH* Ha MemOpane

COCTaBJISieT BaXXHOe 3B€HO B MeXaHH3Me HUX AEACTBHSA. [[pHueM ecsu fo
HeJaBHEro BpeMeHH OCHOBHOE BHHMAHHE 3AE€Ch YAEJISAJIOCh XHMHUECKOH

koMnoHente ALH* T.e. ApH (“Teopust kucioro pocra”), TO B nocsnenHee
BpeMsi Bce Bosibllee BHUMaHHE HAaUMHAET MPHBJIEKATb 3JIEKTPHUYECKAR

83



komnoHeHTa (E,). Boicka3biBaeTcs coofpaxeHue, uto B psjie cayudaes E,,

MOXeET NpHHagJsiexaTb BeAymasi pojb B (PUTOropMOHanbHOM 3pdekTe
[375, 444]. 3TO HeyAMBHTENbHO, €CJIH YUECTb H3JIOXKEHHYI0 Bbllle
MHOrooGpa3Hye W BaXHYyl0 pOJb, KOTOPYI0 HWIPaeT 3JIeKTpHUEcKas
NMOJSAPHOCTb B NPOTEKAHHH MHOIM'MX MeMOpaHHBIX MPOLIECCOB, a TakXe B
nepegaue HRPOpPMALMK OT NOBEPXHOCTH MeMOBpaHbl BHYTPb KJIETKH [483].
BMeCTe C TEM CYIIECTBEHHO, UTO BEJIMUHHA IJIEKTPHUECKOH NOJISSPHOCTH
meMOpaHbl, B CBOI0 OYepeab, MOXET B CHJIbHOW CTENEHHW OnpenessiTh
Xapaktep aeictsus dutoropmoHoB. Tak, no gaHHbIM [147], BAusiHWe
KHHETUHa Ha E, HUTenbl MOXeT GbiTbh MPOTHUBOMOJIOXHbIM B 3BUCHMOCTH
OT €ro HCXOJHOHR BEJIMYHHH. [I0O-BHAHMOMY, 3TOT (PEHOMEH CBfi3aH C
Pa3HbiIM HCXOAHBIM COCTOSIHHEM 3JIEKTPOr€HHbIX MEMOPaHHBIX CHUCTEM,
YTO OTPAXKAETCH HAa XapaKTEPE UX PEryJIATOPHBIX OTBETHBIX PE€akUHA NPH
AeACTBHH PUTOrOPMOHa.

r
HakoHnen, cyenyer oTMETHTb BeCbMa WHTEPECHbIA acnekT posu E ,, B

XH3HEeAESITEJIbHOCTH PAaCTHTENIbHOHN KJIETKH, CBSI3aHHBIA C OpraHuayouei
pOJibI0 CO3jaBaeMbiX MMM 3IJIEKTPHUECKHX NOJieH. Hasnune TakuxX noJeH
BOKPYI OTZAEJIbHbBIX OPraHOB U TKaHEA paCTeHHsi — XOpOmO HM3BECTHbIA
taxT [204]. Ux perucTpauMs NpPOBOAWJIACb pa3HbiIMH criocobamMu, B TOM
uHcsie U 6ECKOHTAKTHBIM [275, 621]. HecMOTPS Ha TO, UTO HanpsAXEHHOCTb
MX OGbIUHO OUEHb HEBEJIMKA, BbICKA3bIBAJIMCh COOBPAaXEHU S O TOM, UTO 3TH
TOJisi MOTYT CO3Z1aBaTh CBO€OOPa3Hyio CHIIOBYIO MATPHIlY, B COOTBETCTBHH
C KOTOpPOH OCYWECTBJISIETCSA POCT MU Pa3BUTHE OTHAEJSLHBIX OPraHOB H
TKaHe pacTeHHA. 3JTa 3aMaHYMBAR HMAOER T[OJyuusia HEKOTOpoe
IKCINIEPUMEHTAJIbHOE NOATBEpXACHHE B onbiTax no BJINAHHIO
IJIEKTPUYECKMX MOoJiel OAHMX pacTUTENbHbIX OOBLEKTOB (HANpuMeEp,
ceMsiH) Ha MopdgoreHes agpyrux [20S). Hcnosb3ayeTcss 3TOT NOAXOA M NpH
H3y4yeHHH MopdoreHesa XHBOTHbIX OpraHuamoB [204]. OgHako B ueJIOM
AaHHBIA BONpoc TpebyeT B AasbHedmeM Gosiee ray6okoi npopaboTkH ¢
MPHUBJIEUEHUEM COOTBETCTBYIOUMX METOAOB UCCJIEJOBAHHUSA.



IIOTEHLIANIB! TEVICTBUS
Y BBICHIMX PACTEHUU

9. TUTIBI UMITYJILCHOU
SJIEKTPUYECKON AKTHUBHOCTU
Y BBICUIMX PACTEHUU

HMNyJsibCHas 3JIeKTpU4YECKkas aKTUBHOCTb SABJISIETCS OAHUM M3
XapakTEpPHbIX CBOWCTB XWBOH TKAaHHW. YCJIOBUS, KOTOPbI€ H3IMEHSIOT
HU3HOJIOTHUECKOE COCTOSSHUE NOCTeAHEN, CNOCOGHBI BbI3BaTh HE TOJIBKO
W3MEHEHUS YPOBHS CTaLlMOHApHOTO MEMOPAHHOro MNOTEHLMaNa, HO W
nepexonHbie peJsakcaMOHHble fipouecchl. Kak npaBuino, dopMa
konebGannih E,, BO3HWKAOMMX [PH 3TOM, PEe3KO OTJIHYAETCHA OT
TapMOHHYECKHX KosieGaHuM. OTcoaa TEepMHH "UMnNyJIbCHaS
3NIeKTpUYECcKasi aKTHBHOCTb".

BbyayuH B onpeaesieHHOH CTEnE€HW CBSI3aHHOW € (PU3MOSIOTHUECKHUMH
TipoueccaMH, MMNYJbCHasi 3JIEKTPUUECKash aKTHUBHOCTb PAaCTEHHH He
SIBJISETCS TEM HE MEHee MAaCCHUBHBIM UX OTpaxeHueM. HanpoTHUB, OHa
UrpaeT CaMOCTOSITEJIbHYIO POJib, NE€peZlaBasi CUTHaJbl 06 W3MEHEHHUSAX B
Cpe/ie ¥ Bbi3biBas OTBET Ha 3TH H3MEHEHH .

CreAyeT OTMETUTb, UTO BaXHasi pPOJib B XU3IHEAEATEJIbHOCTH BbICIIUX
pacTeHWH JOJKHA, NO-BUAWMOMY, NMPUHALAJIEXATh H CAMONPOHU3BOJIbHBIM
OTKJIOHEHUSIM OHOMOTEHUHANIOB OT CPegHEro YpoBHSA. TeOopeTHYeckH
OGOCHOBBIBAE€TCSl, UTO TakOro THMNa MHUKPOGIYKTYallUH SIBIAIOTCS
TPpUITEPAMH CaMOOPpTraHHU3aLMH, onpeaensioLuMH rnoBefeHHe
MaKpOCHCTEM npH BbifOpe BO3MOXHbBIX CTallHOHapHbIX COCTOSIHWA [149].
MOXHO JAyMaTb, UTO B 3JIEKTPO(H3IUOJIOrHUECKUX HCCIEAOBAHUSX Ha
BbICHIMX  PAaCTEHUSIX CNOHTAHHOW  MUMMYJIbCHOA  3JIEKTPUUECKON
AKTUBHOCTH OYyAET YAENATHCHA JQOJDKHOE BHHUMaHWE. OnpedeneHHas
TEeHAEHLUS B 3TOM HanpaBJIEHUH YK€ HaMETHUJ1aCb.

lNoka He CYmeCTBYET UETKOW W MOJIHOW kJIacCCUPHKALMK UMNYJIbCHOWH
3JIEKTPUYECKOH AKTUBHOCTH B TKAHSX M KJIETKAX BBICIIHX PaCTEHUH.
MOXHO YyBEpEHHO BbLIAEJHMTb TNO KpalHEA Mepe TPH THNa 3ITOM
aKTHUBHOCTH,

MoTeHuWasbl AEACTBUST — HUMIYJIbCHbIE 3JIEKTPHUECKHE OTBETHI Ha
HaANoOporoBoe pa3gpaxeHHe. Cioa e BkIoUYaloTcss puTMHueckue NMA. NN
BbICHIHX PaCTEHHH MOXHO pa3fieJIMTh Ha PacnpoCTpPaHSIOUHECS, T.€.
nepejalmMecss C KJIETKM Ha KJIeTKY B npeAesiax OpraHa MJIM TKaHH, Y
MECTHbie, Nnepefamrecss B npejesax TOJIbKO Pa3fipaxaeMbiX KJIETOK.
Bsm3ok k M nokanbHbBIA NOTEeHUHaN. OH oTJyHuyaeTcs OT [/l TeM, uTo
SIBJISIETCA MECTHOW WM ObICTPO 3aTyxawmed NpU PpacnpoCTPaHEHHH
HUMINYJbCHOA 3JIEKTPHUECKOW peaklMeHd, rpaayajbHO 3AaBUCHMOHW OT
WHTEHCHBHOCTH BHEIIHEr 0 BO3AEACTBUS.

BapuabeJsibHble NOTEHLUMaNbl — crneuuguueckue OUO3JIEKTPHUECKHE
peakiHH BbICIIMX pacCTEeHHWH Ha NOBpeXAJawuHe BO3AEHCTBHSA,
pPacnpoCcTpaHEHHE KOTOpPbIX FMOAAEPXHUBACTCS, MO KpadHEHA Mepe
yacTHuHO, Anddy3uen Hekoen Bowy}(naromen “paHeBoi” cyb6cTaHLMHM. [To
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dopMe BapuabesibHbIi IOTEHUWan oOTaAWYaeTcst oT M1 ANMTENbHOH
HeperynsipHoA HUCXOASINEA BETBbIO UMITYJIbCA.

MHUKpOPHTMBI — PHTMHYECKAs! 3JIEKTPHUECKasi AaKTHBHOCTb B
MHKPOBOJIbTOBOM (AECATKH-COTHH MHKPOBOJIbT) IHANa3OHe aMIJINTYA.

H3 uHBIXx $OPM HMIYJIBCHOH 3INIEKTPHUUECKOH aKTHBHOCTH BBICIIKX
pacTeHHA, OTHOCHTEJIbHO MaJI0 H3YUEHHBIX, HO KOTOpBE, MOXHO
fi0J1araTh, He BXOAAT B TPHU YKa3aHHbIX THIa, C/IEyET OTMETHTD “ObiICTPYIO
BOJIHY", OOGHapYX€HHYI0 Y MWMO3bl, U PaCrnpPOCTPAHSIOWMUECS "CHTHAJbI
THIEPNOJIAPU3ALIMK ", HAWAeHHbIE Y TPaJleCKaH LMK,

ITorewmuan pedicTBUS

NMoag noTeHuMas oM JeAcTBUA OOBIYHO TMNOHUMAKT H3IMEHEHHE
MeMOpaHHOro NOTEHUHana crieyudpruueckoi GopMbl, BO3HUKAIOHWEE NPH
BO30YXAEHHUM KIJIETOK.
dulmueckt cMeicn M1 3akoouaercss B caepyoueM. [Ipy BbI3BaHHOM

Yy
KakUM-JMGO BO3AENCTBUEM U3MEHEHUK E,, B OTpHLIATEILHYIO CTOPOHY HJTH

NnpU ero cnaloM CMELEHHH B MOJIOXHUTENbHYIO CTOpoHYy E, cHauasa

MOHOTOHHO MEPEXOAHT Ha HOBBIYi YPOBEHb, a 3aTEM, NOCJI€ YCTPAHEHH S
BO3/IEACTBHUS, TaKXX€ MOHOTOHHO BO3BpallaeTCs K HCXOQHOMY 3HAUEHHIO
(pHC. 22, A). ITO Tak Ha3biBaeMble IIEKTPOTOHHUECKHE, WIIH MACCUBHBIE,
naMeHeHus E,,. Koraa caBur E, B NOJIOXHWUTENbHYI0O CTOPOHY NMPEBBICUT

HEKOTOPbIA NMOPOTOBLIA NMOTEHUMAN Vjy,, TO HAUMHAETCHA pe3Kas COHTaH-
Hasl JErOJNSpU3ALMA BXOASIMM B KJIETKY HOHHBIM TOKOM. [Ipu 3Tom E
MOXET CTAaHOBHTBLCSH NMOJIOXHKUTEJbHBIM ("MJHOC" BHYTPH), T.€. NPOUCXOAUT
nepenoJyisipulayusa MeMGpaHbl (B TAKOM cJiyudae TOBOpST o0 "oBepuyTe”).

*

CmemenHe E, JOCTHraeT onpefiesieHHON Besnuntbl E . Jinmb 3aTteM E,, 3a
CUET BbHIXOAAMErO HOHHOTO TOKa BO3BpAaHaeTCs K HCXOQHOMY YPOBHIO

Er,,,ﬂoaBneHue HOHHBIX TOKOB [JEACTBUSI OMNpe/esIsieTCA axKTHUBaLUMUEHR

IPOBOJMMOCTH, T.€. OTKPHIBAHHEM BO3BYIHMEBIX HOHHBIX KaHAJIOB (PHC. 22,
B), yepe3 koTopbie MO CYMECTBYWOIHM B KJIETKE TI'PAJHEHTaM 3JIEKT-
POXHMHUECKHX MOTEHUHANIOB UAYT NaccuBHbie AU y3noHHbIE NMOTOKH
3apsHK €HHBIX HaCTHUL — KATUOHOB WJIH AHHOHOB. 3Ta NOCJIEAOBATELHOCTb
COGBITHA C HEKOTOPBIM 3aNa3gbiBAHHEM NOBTOPSIETCA B COCEAHEM YyuacTke
meMOpaHhi, MOCKOJIbKY 3JIEKTPOTOHUUECKHH MOTEHUHAJ pacripeAefAeTCs
BAOJb KJIETKH (HEPBHOI'O BOJIOKHA, Harpumep) kax BAOJb O6Jsafalomero
yTeuko# kafens. 3a cCueT 3TOr0 MPOMUCXOAMT cMmemeHue E, Bbime
MOPOTOBOT'0 YPOBHSA H Kak CAEACTBHE — aKTUBALUSA BO3IGYAHMBIX MOHHBIX
KaHaNOB Ha yAaNieHHH OT MECTa BO3ACHCTBUS. B HanbBonee oGuien dopme
PacnpoCTpaHEHHEe UMITYJIbCA ONMHUCBHIBAETCS C NMOMOLUbIO TaK Ha3bIBAEMOTO
KabesILHOTO YPaBHEHH S, ONpPeEAEsAIOIEro pacnpeesieHue 3JIeKTPOTOHH-
YeCKOro fIOTEHHaNa MO AJIMHE KJIETKH:

PV(xt) _V(xt)  Tn V(x1)
ax A o

, (12)
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Puc. 22, CxemMa TreHEpaUWH HMIYJIbCa
) A BOIBYXJECHH S HA YUacTKE MEMOPaH
E A — naMeHeHHe MEMOPAaHHOrO MOTeH-
E. —_— a UHaNa H HOHHOro TOK2 Ha YyuyacTke
m . A BO3ByauMOn meMBpaHb: a — MOTeHUHAN
0 T AEACTBHS,, 6 —  3NEKTPOTOHHUECKOE
cMellleHHe MOTEHUHANA B CTOPOHY rMnep-
2 MOASIPHIALMH, B — 3INEXTPOTOHHUECKOE
e cMemenHe MOTEHIHAna B CTOPOHY A€no-
R i 4 Yin JIAPDHIALUMH, I' — NOKANbLHLIA OTBET, 4 —
Em pP~— ANl Nl L HOHHBIft TOK MOCJIE TOro, Kak HaMeHeHHe
| | | noTenuwana gocmrio Bemmuuum Vi, an-
| MPOKCHMHPOBaH AByMst NPSMOYTOJbHHMH
| | *CToNHKaMH" [155], JM, — AENONAPHIYIOMH A
J . "!i TOK, an — penonsipHaylomuft Tok; B —
7 L cXeMa nepeHoca 3apsifia ueped memOpany
"5 ________ | Bo Bpemenn NA: d — “BopoTa® kaHana
t AeNoJisp3alMu, r — "BOpPOTa” KaHaa peno-
ASDH3ALHH;, B — 3KBHBaNEHTHAR CXeMma
[ - yuacTka MeMOpaHsl: g4 2, E4 E, — npoBoau-
" MOCTH H J/IC COOTBETCTBYIOMHX HOHHBIX
KaHANOB
il B
®
m - - -- 4 ] + oo
ot + o+ + o+ 4+ - + +
®
rae V(x,!) — meMOpaHHBIA MOTEHWHAJ, OTCYWTAHHLIA OT MOTEHUHWana
nokosi (OCb X HanpaBJieHa BAOJIb KJIETKH); { — BpemMsi; A — kabeJibHasi
NMOCTOSSHHasA, HWJIM XapakTepHCTHuYeCKasas JAJIMHa; T, — TMNOCTOSAHHas
BpemeHH MeMGBpaHbl. [IpH 3ToM A2=R_/(R,+R;), rae R,, — cCONpOTHBJIEHHE
m o ]
meMBpansl; (Rg+R;) — CyMMa CONpPOTHBJIEHWA BHEWHEro pacTBOpa M

BHYTPEHHEH cpeabl KJIETKH, NPUXOQSMUXCA HA €AUHULY AJIUMHBI KJIETKH;
Tm=CmRn TOE C, — €MKOCTb MeMOpaHbl. B COOTBETCTBHH ¢ kabesibHON
MOJENbI0 3JIEKTPHUECKHH HMMMNYJbC PacnpPOCTPAHAETCSH HE TOJbKO B
HEPBHBIX WJIK MBIIIEUHBIX KJIE€TKaX, HO M B KJIETKaX XapOBbIX BOAOpoOCHeEH
(684).

llpeacraBnenust o ToM, yto M ABAAETCS YHUBEPCATbHbIM CUTHAJIOM Y
BCEX XHBbIX OPraHHM3MOB, B TOM UWCJi€ M Y BbICIIUX pacTeHWH, chop-
MHPOBAJIMCb JOCTATOYHO AABHO. OHH COOTBETCTBYIOT MAEAM, BhICKA3aH-
HbIM JlapBuHbIM [78], OTCcTauBaiucb U o6OCHOBHIBaJMCh B paboTax Boca
[29,30], BecbMa KOHKPETHO HOPMYJIMPOBAJIUCh K MOATBEPXAAJIUCh KCNE-
pYMeHTaJIbHO XOyBHHKOM (436], Jloy-UeHb-Xo (143], YMpaToMm [676]. Co
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CPaBHMTEJIbHO-3BONIOLIHOHHbIX NOIUWLIMA OUEHb YETKO BbIPA3nuJ MbICIb 06
yHuBepcaibHOCTH N[ X.C.KowrosiHy [126].

B HacTOosimee BpeMsi MHOIHE€ HCCJIEQOBATEJIM TNOJiaraiT, 4yTo BCe
PacTEeHHUS B ONPEAEJIEHHbIX YCJIOBUSIX CNOCOGHb reHepHpoBaTh M. EcTb
U GoJsiee OCTOpPOXHbie OLEeHkH. llo MHeHuio [Mukkapa [570], xots N[
pacnpocTpaHeHbl B PaCTHTEJIbHOM MHpPE, OHH MOryT OTCYTCTBOBRAaTb Y
HEKOTOpbIX BMAOB. /laHHbie, CBUAETENbCTBYIOIME O WIHPOTE pacnpocTpa-
HeHna [ y BbICWIMX DacCTEHH#, NpUBEAEHb B psige o63opos [175, 240]. B
HHUX OTMeuaeTcs, uTto [I1 3aperucCTpupoBaHbl y TbhikBbi, $acoJH, NnoJO-
POXHHKA, JIUMNbI, KYKYPY3bl, FOPOXa, NOJCOJIHEYHHUKA, CBEKJIbI, a TaKXe Y
APYrHX PacTeHWH — npeacTaBUTened ceMeACTB G0GOBBIX, BbIOHKOBBIX,
MOJIOUaRHbIX, NaCJIEHOBBIX, TPEUMUIIHBIX ¥ AP. CHCTEMAaTHUECKOTO aHainaa
CrnocoBHOCTH k TeHepauuu T B pa3/iMuHbIX CeMeHCTBaX HHUKEM, K CO-
XaJIEHWI0, 1O CUX IOP HE NPOBEAEHO.

OTmMeuass YyHuBepcaJsibHOCTb [1/l, Heob6xoauMo TeM He MeEHee
MOAYEPKHYTH, YTO /] BHCIIMX PaCTEHHA NPOSIBJSIIOTCHA BCE X€ BECbMa
cBOeoOpa3HO. OHH HMMEWT OUEHb PaCTAHYTbi€ BpPEMEHHbIE€ MapaMeTphl,
3a4acTyl0 OCJIOXKHAITCS APYTHMH 3IJIEKTPUUECKUMH SABJIEHUSIMH. Y
GosiblIMHCTBA pacTeHuid TI/I He COMpPOBOXAAIOTCS BUANMBIMH (H3HO-
noruyeckumu adpdexktaMu. B ogHux ciyuasax T[] pacnpoCTpaHSioTCA Ha
BECbMa 3HauWTENbHOE pAaCCTOSIHWE MO TKaHSIM PAacTEHHs, a B ApPYrux
pacripocTpaHeHue (akTHUECKH OrpaHH4YEeHO TpejeslaMH pa3jipaXxaembix
kneTok. [T03TOMY HAEeHTUDHULUPOBATb HX KaK HCTUHHbIE [1]] — fayeko He
TPpHUBHaJibHasA 3aZjayva.

MonbiTaeMcst 060CHOBaTh ANSI Hauajla NPUHLMIHIIbHYI0O BOMOXHOCTb
(M TNPaBOMOYHOCTb) MPHUMEHEHUS TMNOHATHSA ‘TNOTEHLHAN JEACTBUA" K
BbICIIKM PACTEHHSAM. Cres1aeM 3TO, 110 BO3MOXHOCTH, Ha TPHUMEPE OAHOTO
PacTeHHsl, KOTOpPOE B HACTOS€E BPEMS NMPHHATO pPacCMaTpHUBaTb Kak
CTaHAapTHbIH na6OpaTOPHBIA OpraHW3M B OGJAaCTH MCCIIeJOBaHHUSA
BO36YAMMOCTH BHICIIHX pacTeHHA [601]. ITo Mimosa pudica — Mumo3a
CThIJITUBas!, IMPOKO BBEAEHHAS B NPAKTHKY QHTOIJIEKTPHUECKHUX HCCIe-
OOBaHHH BbIZJAWUWWMCH WHAWWACKUM 3yiekTpodH3nosorom Bocom (1858-
1937)[29,301.

CorsacHO 0600mEeHHOMY oOnpefeJsieHulo, Haubosiee XapaKkTepHble
CBOWCTBA, B COOTBETCTBUM C KOTOPbIMH OBICTpbI€ pEreHepaTHBHbIE
xoseBaHnst E,, MOXHO paccMaTpHUBaTh kak HacTosimui N, cneaywouHe: 1)
CNOCOGHOCTb K 3JIEKTPUUECKOMY PpacnpoOCTPaHEHHI0; 2) BO3MOXHOCTb
JIEKTPHYECKON CTHMYJISIIMHK; 3) NOAUHHEHHE NPABHIY "BCE HJIH HHUETO";
4) peppaKTepHOCTh; 5) CyMMALIHsl OT/AEJIbHbIX MOAMOPOTrOBHX CTHMYJIOB
AJIS 3amyCKa NPOLECCa; 6) BOIMOXHOCTb OCLIMIJIALMA [409).

HcuepnbiBaolUMX  [OKA3aTE€NLCTB  3JIEKTPUYECKOTO  MeXaHW3Ma
pacnpocTpaHeHus 11 y MMMO3bl nOoKa HET, HO NMOka3aHO, HanmpHMeEp, B
[631]), uTO CKOpPOCTb NPOBEAEHHUS UMNYJILCOB NPSMO NPONOPUMOHaNbLHA
3JIeKTPONMPOBOAHOCTH BHEKJIETOUHOH cpeabl (//Ry). 3TO NMOJNHOCTBIO
COTJIaCyEeTCSs C YPaBHEHHEM 12.

B 3kCnepMMeHTax Ha uepemke MUMO3bl (puc. 23) /] BO3HHUKAET (NpPH
pa3gpaxeHUH 3JIEKTPUUYECKHUM TOKOM) MO MpaBUJIy "BCE WJIM HHUero".
MHorve pApyrue CTHMYJIbl TakXe Bbi3biBAlOT PacrpOCTpPaHSIoLyloCs
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sn

10 1S asun

Anextprueckue  Oxor
CTHMYL

Puc. 23. BHo3teKTpHUYECKHE PeakilHH B tUepemkax MHMO3b (A) H ToOMaTa (5), PErHCTPHpyeMbie
Pa3IMUHLIMH THIMaMH anekTpoaoB[603]

3JIEKTPHYECKYIO0 PEAKIIHIO B COOTBETCTBHH C 3THM MPABHJIOM [601], Ho npu
co06104€HHH OAHOTO YCJIOBHA. Pa3gpaxawiqHe CTHMYJIbl HE JOJDKHH G Th
NOBpeXAaWHMH. OcoGeHHOCTH 60Jiee CJIOXHOW KOMIUJIEKCHOW B3P Ha
noBpexawiiHe BOIJeHCTBH A 6YAYT PACCMOTPEHBI HHXE,

litekkenb u Mupm [648] A€TanbHO NPOAHATHIUPOBAH pedpakTepHOe
COCTOSIHHE MHMO3bl nocJie T1/] U YCTAHOBHJIM, UTO H B 3TOM OTHOWEHHH
NMPOCMATPHUBAETCH AHAJIOTHR C HEPBHBIM WMMNYJbCOM. Cpa3dy nocJjie npo-
XoXAeHHs Ml HEBO3MOXHO BbI3BaTh NMOBTOPHBIA WMNYJIbC (a6COJMOTHBIA
pedpakTepHbi ITEPHUOA). 32 HUM, KaK W B HEPBE, CJieyeT NEPHO OTHOCH-
TeNbHOW pedpakTeprOCTH, koraa [1/1 uMeeT MeHbIIYI0 AMIJIMTYAY H CKO-
POCTb PacnpOCTPaHEHUSI.

fiBJIEHHE CyMMAlHH [IOANOPOroBbIX Pa3JPpaKEHHA TAKKE HMEET MECTO
y MruMo3bl. Boc [29] noagpo6HoO onvcan stoT 3ddekT eme B 1913 1.

061aJa10T KJIETKH BBICHIMX PACTEHWA H NMOTEHIHAJIBHOH CNIOCOGHOCTBIO
K OCLHJIJIATOPHOMY BO3HHKHOBeHHI0 [T/]. 3Ta cnoco6HOCTD, KaK CliefyeT
M3 pH3HUECKUX TPE/ICTABIEHHHA, MOXET NPOSABJIATLCS B YCJIOBHAX NOJI-
HO¥ KOMINEHCAUHH NOTePb AN KosebaTenbHOro npouecca. [I[pHMeHUTEN b
Ho k 1/ pacTeHHH yka3aHHOE siBJIeHHE TaKe BrnepBbie OTKpbiJ Boc, npas-
Jla, He Ha MMMO3€, a Ha JIPYTOM JIOKOMOTOPHOM pPacTeHHH — GHOPHTYMe.
Mpw 35°, koraa, no cnosaM Boca (29], "MMeeT MecTO NOrJIomEeHHE H3BhITKA
3HEPruH”, B JIMCTOBOW TJIACTHHKE GHOPHMTYMa DETHCTPHPYIOTCS CEPHH
3JIEKTPHUYECKHU X UMITYJIbCOB B OTBET Ha TAKOH pa3/ipaXxHTeJib, KOTOPbIA 4O
aToro npu 6osiee HUIKOH TEMMEPATYypEe BbI3biBAJI OOBIUHBIA OJHHOUHBIMA
OTBeT.

HTaK, MOXHO CUMTATh, YTO IJIEKTPHUECKHE UMITYJIbChI, BO3HHUKAIOWHE Y
BBICHIHX PACTE€HHW, B YACTHOCTH Y MMMO3bI, MOT'YyT O6s1aflaTb BCEMH HJIH
MOUTH BCEMM, XapakTEPHCTHKaMH THnuuHoro IJ. Tlpu 3TOM MNPHHLK-
NMAAbHOE OTIHUHE MHMO3bl H JIPYTHX "UYBCTBHTEJbHBIX" pacTEHHH OT
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8-1¢° Oxor

PHc. 24. BHo3anexTpHUeckHe DeakilHH B THIMOKOTHJIE MPOPOCTKA THKBL B OTBET Ha

yMepeHHoe oXJaxAeHHe BOAOA H MOCAERYIOUIHA OXOr, PerMCTPHPYEMBIE ABYMS XJOp-
cepeOPAHBLIMH INIEKTPOSIAMH (3, H 3y, [192)
3p — 3NEKTPOR CPABHEHH S

O6LIYHBIX PACTEHHH He Ob6najarlmuX GLICTPbIMH JIOKOMOTOPHBIMH peak-
LIKSIMH, 3aKJTIOUAETCS, NO-BUAHMOMY, JIHillb B UX COCOGHOCTH K COBEpIIE-
HHI0 ABMraTeJIbHOTO akTa, @ He B CNOCOGHOCTH K reHepalyH U NpoBefe-
HH10 BO30yxaeHHsi B popme M. TIpoHIMOCTPHPYEM MOCTEAHEE MOJIOXKE-
HHE HEKOTOPbIMH 3KCMEPHMEHTANIbHBIMH JaHHBIMH.

Ha pvc. 24 npvBeaeHa 3anucb BIP, Bo3HHWKalomWed H pacnpoOCTPaHSsio-
WENCs B rHMOKOTHIIE TPOPOCTKA THIKBbI B OTBET HA YMEPEHHOE JIOKaJIbHOE
oxJiaxJieHHe BOJIOW (8—11°) M nocyeyiolHA OXOr MNJAMEHEM, OCYIECTB-
JIEHHbIN B pedpakTepHbIA TNEepHOA MOCJe pa3apaXxeHHWs OXJaxAE€HHeM
[192]). HHTEepeCHO CONOCTABHTb €€ C 3anuchbio B3P uepenrka MMMO3bt B 61H3-
KOM M0 3aMbICNTy 3KCriepuMeHTe Pob6ieHa [603], nao6paxeHHOM Ha puc. 23.
3a MCKJTIOUEHHEM Xapakrepa BhOpaHHOrO yMEPEHHOro pa3ZpaxHTesNsi U
HEKOTOpbIX [€TaJieHd, kacawmrxcs napaMeTpoB (/1 ¥ peaki Ui, BO3HUKAIO-
MHUX Ha NoBpeXJaiomee BO3AEACTBHE (BapHabeIbHOro NOTeHLHasNa), CXOA-
CTBO YCJIOBHW H, IJIABHOE, PE3YyJIbTATOB ABYX 3KCIIEPHUMEHTOB HAJHLIO.

MOXHO 3aKJIIOUMTh, UTO BO3HHKAONME B OTBET Ha (H3MONOrHuecku
yMepeHHbI€ HETTIOBpEX/alomHe BHEIWTHHE BO3JEHCTBHS HMITYJIbCHBIE 3JIEKT -
pHUYECKHE peakiiiH Yy BbICHIHX PAaCTEHHH, B TOM UHMCJE H Y OBGbIUHBIX pac-
TEeHHUH, NEACTBHUTEJIbHO MOXHO OXapakTepH3oBaTh kKak [1[]. OHako 3tH 11/,
KaK y)X€& OTMEUanoCh, HMEIOT CBOH OTJIMUHTENbHBIE OCOBEHHOCTH, KOTO-
pbie HeOGXOAHWMO CrELHaJIbHO HcciieJoBaTh. [/l XHBOTHBIX — OJHO H3
Hau6oJiee H3YUEHHBIX GHOIOrHUECKHX siBJIeHHA. [10 psigy NPHUKMH COBEp-
IIEHHO HHOE nosioxeHHue aAnsi [ pacTeHni. Uckmouas, noxanyi, TONbKO
TMFaHTCKHE KJIETKA XapOBbIX BOJOPOCJ/iEH, MEXAHHW3M I€HEPALHH U Oaxe
teHOMeHONOrHueckue ocobeHHOoCTH TJ1 pa3sMuHBIX BHICIWIKHX PACTEHHH
HccnenoBaHbl cnabo.
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BapuabenbHblit mOTEHIMAN

B ¢H3HMos0orMH BO3IGYAUMBIX CHCTEM Y XHBOTHBIX OGbEKTOB pa3JiMyaioT
JABa cnoco6a nepefauyv BO3BYXAEHHSN: IJEKTPHUECKHH H XHMHUECKHH.
Nepebid ocywecTByiseTcs B dopme M1, BTopoit — B dopMe NOCTCHHAI-
THUECKOro noTeHUHasa 3a cuer AMddysMn cneuupruuecknx BeWECTB —
meanaTopoB. 1], kak GbiJI0 yKa3aHO, MPHCYWH W BHICIIHM PACTEHHSM.
MHOrouMcJieHHble 31eKTpodHU3HOIOrHUECKH e JAHHbIE, NOJTYUEHHbIE nep-
BOHAuUaJbHO B OCHOBHOM Ha MHMO3€, MO3BOJISIOT MoJaraTtb, YTo XUMHUeE-
CKHA cnoco6 mnepeflaud BO3GYXAEHHS TAKXE HMEET MECTO Y BBICHIHMX
pacTeHHin. OH NposiBJisieTCs B (OpPME Tak HalbiBaeMoOro BapHabesbHOro
NoTeHLHaNa.

BN oTnMuaeTrcs oT N[ W3aMeHUHBOH OpMON U aMNJIMTYAOW, criocol-
HOCTbI0 BO3HWKATb B nepuoAd abcoyoTHon pedpakTepHoCcTH nocne MJ,
CcnocofOHOCTbI0O NPOXOAHUTH UEpE3 JIMCTOBYIO MOAYyWeuky (Y MHUMO3b) H
MEHbLIEA CKOPOCTbLIO pacnpocTpaHeHnsi. OH BO3HHKaeT B OTBET Ha MOB-
pPeXalouMHe CTUMYJbi: pa3pe3bl, pa3pbiBbl, pa3MHHAHHE, OXOIH XHMH-
UYECKHE U TepMHUECKHe H T.M. JAauTesbHOCTb BIT COCTaBJIsiET AECHTKH
MHHYT. Ero aMnsiMTy1a ¥ AJIH reIbHOCTb B ONPEeJi€IEHHbIX NPeaesax rpa-
AyasnbHO 3aBHCHAT OT HHTEHCHBHOCTH (MJIOMAaAH) NOBPEXAEHUA. Y JIOKO-
MOTOPHbIX pacTeHHu# BIl, kak npaBuJio, couetaercs cJ][601, 629, 632].

B cneurasbHO nocesimeHHoN Bl pa6oTe (603] noka3aHo, UTO B uepelke
MHMO3bl, HaxXOoARAWEMCS B pedpakTEPHOM COCTOSIHHH MnocJie NMPoOBeAEHHU S
T B OTBET HAa HEMOBpEXAAIOMEE 3JIEKTPHUECKOE pa3paXeHHe (CM. PHC.
23), MaK B SIMCTOBOM Uepemke ToMara (6e3 npeaBapHTENbHON HEMOBPEX-
Aawmen GUIHONIOrHUeCKH YMEPEHHOR CTUMYNSILIMH) (PHC. 23) BO3HHKAIO-
WA Ha oxor Bll HMeeT ABE KOMMNOHEHTHL: CNanKOBOW GOPMbl KOMMOHEHTY
A M HeperysisipHOH $opMbl KOMNOHEHTY B. HeCMOTpsi Ha TO, UTO OTMe-
YAEeTCSH psAA CXORHbIX IJNIEMEHTOR MexAy Pazon A u T[], aBTOp CuMTaer,
UTO KOMMOHEHTA A BCe %€ He MOXET ObITh OXapakTepH3OBaHa kak N[, 6o
€e AMIUJIMTY/la BO3pacCTa€eT C YBeJTHUEHHEM HHTEHCHBHOCTH CTUMYJISILIHH K
MO3TOMY MOX€T GbiTb HHTEPNIPETHPOBAHA TOJIbKO KaK NMOANOPOroBLIA 1Mo-
TeHLHaJI, CBR3aHHBbIA C NepBOHAUAJIbHLIM JeACTBHEM BO36yx Jaloen cy6-
CTaHLHH, OCBOBOX 1aEMOM NpH NOBPEX ACHHH

B HawMXx 3KCMEepHMEHTaxX Ha MPOPOCTKAX THIKBbl (CM. pHC. 24) Takxe
UETKO BUAEH JIBYXKOMIIOHEHTHbi# xapakTep BIP, pacnpocTpaHsAowencs
OT MECTa OXOra, HaHEeCEHHOI'O, Kak M B ONnbiTe PobJsieHa (CM. pHc. 23), B
pedpaxkTepHblia nepyox noce M.

HanbGosiee XxapakTEPHOE KaueCcTBO BIT — cnoco6HOCTb MNPOXOAHTDb UEPE3
yOHThie TKAHH H JJaX€e UEPE3 BOAHBIA PACTBOP, COEANHSIOMMHH MOJIHOCThIO
nepepe3aHnbiil cTebesb, ITo siByieHHe O6HapyXHJ Prkka [600], kOoTOpbIA
NPEANOJIOXHJI, UTO PACNPOCTPaAHsioleecs BO3GYXJEHHE Y BbICIIMX pacTe-
HHUA UMEET XHMHUECKYIO NPpHPOAY, CBA3aHHYI0 € Anddy3nen paHeBO#H cy6—
CTaHUHH (paxTOpa PHKKa).

B cBOEH OCHOBE TEOpPHS “PaHEBOro BeuweCTBA" He NHlleHa NPOTHBOpE-
uHMi. CUMTaEeTCs, UTO paHeBo€e BewecTBO ofpa3lyeTcsi B MECTe PAHEHHS H
JABHXETCS C TPAHCMHPAUWOHHBIM TOKOM. Of1HakO 6a3nneTajibHas NMPOBO-
JAUMOCTb BIT (kak Ha pHcC. 23 U 24) TakXe HMeeT MeCTO. MOXXHO JJONMYCTHTb,
UTO paHEBOE BEIECTBO NEPEJIBUIa€TCS B pycJie AaJIbHEro TPaHCropTa B
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ofe CTOpOHbI, HO TPYAHO CBSi3aTbh CO CTAaLUHOHAPHBIMH TPAHCMOPTHBIMH
MpoLeCCaMH I'palyasibHYI0 3aBHCHMOCTb CKOPOCTH pacnpocTpaHeHns Bl
OT BEJIMUHHBI TOBPEXIEHH S

Bonpoc o nyTsax nposegeHrst BI1 TECHO CBsi3aH C BOMPOCOM O Pa3JIMUHH
BT v . B paGoTe, BHINONTHEHHON Ha cTelne TpaJdeckaHLvH [265], nokasa-
HO, UTO CKOPOCTb pacrnpocTpaHeHHs BT MOXeT ObiTb paCCYHTAHA, HCXOAR
M3 CIeYIOWEro YaCTHOrO pemeHHsi kabebHOro YpaBHEHHS:

e av/di i
T VAVC,(Ry+R:)’ )

rae AV — cMemeHHe NOTEHLHaNla B MOMEHT BpeMeHH, koraa dV/dt cta-
HOBHTCS MakCHMaJibHOW. TMIpH 3ToM AV cooTBeTcTBYyeET V), T.€. NOpPOry
BO3HHKHOBEHHA [1/]. ABTOpaMH CZ€/1aHO 3aKJII0UEHHE O6 3JIEKTPHUECKOM,
Kak W y /1, MexaH13Me pacnpocTpaHeHus Bl ’

C npvBEJEHHbIM Bbillle JJOKA3ATENBCTBOM TPYAHO HE COTJIACHTLCH, HO
OHO KaCa€eTCs, BO-NIEPBBIX, Wb nepeaHero ¢poHTa BIl W, BO-BTOPLIX, HE
O6bsACHSIET MPHUMH CYIECTREHRBIX pa3THuni Mexay N/ u BI1. Moka Gosee
060OCHOBAHROW sABAsAeTCH NO3vuMs [Tukkapa ¢ coasTopaM# [350, 570, 571,
679). CorsnacHo eyl norpexieHHe BbiCROGOX JaeT paHEBOE BEIWECTRO, KOTO-
PO€ JBHXETCSH MO COCYJaM MpOBOASAWMX TKaHeA H, AuPOyHaMpys no
anonyacTy K OKpyXaloWWM XHBbIM KJIETKaM, JIENONAPH3IYET HX B COOTBET-
CTBHH C MaclTabaMH MOBPEXAEHHSA, T.€. NPONOPLUHOHANBHO KOHLIEHTPA-
LMH PaHEBOI'O BEWECTBA B pYCJ€e JJasibHEro TpaHcnopTta. Takum o6pa3oM
reHepupyeTcs BIl. Korga paHeroe mellleCTBO nonajaeT B 3/IeKTpOBO30Yy-
AYMbl€é TKAHH, TO OHO BBI3LIBRET (€CJIH TaAKME TKAHH e€CTb) [1[1, pacnpocCT-
paHsioluencs snepeau BIl, HO HHOrga U CIMBAIOHHWACSH C TIOCJEAHWM TaK,
YTO pa3NIHUWM Jnwb nNepeaHHn dpoHT N4

ECcnv OCHOBRBIBATBCS HA TakOW MoJ€sNH BIl, TO MOXHO 3aKJIIOUHUTb, YTO
INIEKTPHUECKAS peaklMs HAa TIOBPEXAEHHE, OUEBMJHO, HHKOTZa He SB-
NSAETCA XMMHUECKH HWHAYLUHMpPOBaHHBIM BIl B uMCTOM BHJAE, a Bcerja
npeAcTaBasieT co60oi KOMGHHALKIO 3JIEKTPHUECKOTO H XHMHUECKOro BO3-
6yXxJeHHs. B Tex pacTeHHsiX, OpraHax MJIH TKaHSiX, KOTOpPbl€ HE MOT'YT B
cHy cnaboi MeXKJIETOUHOW CBSi3W nepefaraTs [1]] ¢ KJIeTKH Ha KJeTKY (O
npoBeeHHH /] cM pasfien 13), umnynbenl M TEM HE MEHEE MOTYT BO3HH -
KaTb B OTAEJIbHBIX KJIETKAaX 3a CUET AENOJIAPHU3YIEro pa3paxalouero
OEACTBHA NEPBBIX NMOpUHA AW yHaUDYolero paHeRoro BenecTrea. [103-
TOMY MeCTHbBI€e [1[] UM NnokaNbHble OTBETHl B TEX CJyyasiX, KOrja Maciu-
Talbl MOBPEXIEHH A HEBENTHKH, JOJIXHbI ONPEeAENSTb GOPMHPOBAHHE KOM-
NMOHEeHTh A BapHaGesrbHOro NOTeHUHaNa (O TEPMHHOJOrHH PobreHa
[603]). 3Ta KOMNOHEHRTA reREPHPYETCS paHbile KOMIIOHEHTHI B, T.e. cobcT-
Be€HHO BIl, BbI3bIBAEMOrO0 HEMNOCPEACTBEHHO XHMHUECKHM BO3JEACTBHEM,
HO HE MOXET "OTOpBaTbCHi" H YHTH BMNepe]l, 1MOCKOJNbKY He crocolHa k
CaMOCTOSITEJIbHOMY PaCnpOCTpPAHEHHIO Ha [laJIeKHe PACCTOSIHUS. AHaJo-
rMYHas CHTyalHsi Ra6MmofaeTCA H Yy CIIOCOGHBIX K MEXKJIETOUHON nepe-
Hdaue [1]1 pacTHTENbHbIX OGBEKTOB, HO HaXOASAWHXCS B pedpakTepHOM
COCTOSIHUH (KaK B NMPpHUBREJEHHBIX Ha pHUC. 23 U 24 npUuMepax ¢ MMMO3OHA H
TbIKBOW).
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YTo KacaeTcs XHMHUECKON NPHPO/Ibl BEMECTBA (BEHECTB), Bbi3bIBAIOIEr0
BIl, To B o630pe Mukkaph [570] rOBOPUTCS, UTO 3TO COeJHHEHHE OUEHb
HECTOUKOE M OHO €me He UaeHTudHUHpoBaHO. TeM HE MEHEE OHA OTMe-
YaeT, YTO HEKOTOPHIE ABTOPH OTHOCHAT 3TO COEAMHEHHE K ME3OMHO3UTONY.
B HenasHeM o630pe [lasvca [364] BHOBb NOATBEPKAAETCHA HEYTEMHUTENb-
HBbIA BBIBOJ O HEM3BECTHOM NOKA XHMHUECKOW NpHpoae BI1, HO NnpUBOAAT-
CSi CBEJEHHSA H O TOM, YTO “pakTop PHKKA", BOZMOXHO, CBSI3aH C OJIMroca-
XapvJlaMH, TakWMMH, kaK (akTop, HHAYLUMPYIOMHA HWHrMOGMTOPH NpoTEa3’
(PIIF), wsv ¢ ApyruMu parMeHTaMH KAETOUHBIX CTEHOK, HJIK C (hakTOpoM
JABHXEHHRA JINICTbEB — TYPrOpHHOM, WIEHTHPULUHPOBAHHBMM HEIABHO KaK
rJTIOKO3HACY Nb(haT 6EHIOWHOH KHCIOTHI.

TakuM 00paioM, Ha poJib MEAHATOPA B XHMHUECKOM MeXaHH3ME pacr -
pocTpaHeHH st BO30YXAEHHS Y BHICIIMX PACTEHHH NPETEHAYET pAJ COeH-
HeHWHN. KpoMe Toro, Kak yxe OTMEYasioch, CYIECTBYET U aNlbTEpHATHBHASA
TMMoTEe3a 0 UHCTO INEKTPHUECKOM MEXAHU3ME pacnpocTpaneHns BII.

B cBsI3KM C 3THMM CJiefyeT OTMETHTb, UTO HaxMaH3oH [529, 530] cozgan
OpPHMIMHANIbHYI0 FHNOTE3y "LUMKJIA ALETHIIXOJIHHA", OGbEAHHSIOWYIO 3JIEKT-
pHUECKMA Y XHMHUYECKHA MEXAHH3MBbl PacnpoCTpaHeHHs BO36YXAEHHs B
HEPBHON cHcTeMe. HHTEpECHO, UTO ALETHAIXOJHH H XOJIMH3CTEpala npu-
CYTCTBYIOT ¥ B DACTHTENbHbIX TKaRSAX. CUNTAETCH, UTO ALETHIIXOJIHH Y
pPacTeHHWN, KaK U Y XHBOTHBIX, BLICTYTIAET B POJIH peEryasitopa 6HO3NEKT-
PHUECKHX SIBJIEHHH, XOTS TOUHOE €ro JENCTBHE HA 3TH MPOLIECCH NTOKA HE
M3BeCTHO [230]. BO3MOXHO, rMrnoTe3a €JHHOro aueTHJIXOJMHOBOrO HJIH
HHOTO MeQHATOPHOrO LMKJIHYECKOrO MEXaHH3Ma BO30YXJEHHS CMOXET
HaWTH CBO€ NMOATBEPXKAEHHE MPH UIYUEHHH HMITYJIbCHOW 3JIEKTPHUECKOH
AKTHBHOCTH Y BBICHIHX pacTeHHH. [0 kpanHed Mepe npeAnosoxeHHe O
TOM, YTO AENOJIAPH3ALHA CaMa criocofHa NMPHBOAWTDL K BBICROGOXIEHHIO
BO30yxJawue#i paHeBOH cyGCTaHUMH NpH pacrpocTparieHun BIl, Beirsis-
AWT, Ha Haw B3rJis/l, BECbMa NpaBJonofo6Ho.

dYHKLMOHANBHOE 3HaueHHe BT Masio MccaeJOBAHO, €lll€ MEHbINE, UeM
. HexoTopbie aBTOpH CUMTaloT, yTO BIl — 3TO OCHOBHOW THII JaJibHeH
KOOP/AWHUDYIOWEH CBA3W MEXAY Pa3IMUHBIMH YAaCTAMH y OOBIUHBIX, He
obnafalouHXx MOTOPHON aKTHBHOCTBIO pacTeHHM [603, 604, 679]. JIapHc [364)
ofpamaer oco6oe BHUMaHMe Ha TO, uTO BIl MoXeT caM BhidbiBaTh [11. Mo
€ro MHEHHI0, HMEHHO 3TO OGCTOSITENLCTBO OfecreunBaeT “ropMOHaJILHO-
3JIEKTPUUECKYI0 MHTErpauMio” pacteHHs. HanoxeHHble NMPEACTaBIEHHS O
TOM, uTO []] siBNIsieTCA OAHHM H3 YHHUBEPCAJNIbHBIX MEXAHH3MOB pearu-
POBaHHWSA pACTEHHA HA BHEWHHE U BHYTPEHHHE H3IMEHEHHS, MO KPAWHENR
MEPE Ha KJIETOUHOM YPOBHE, COOTBETCTBYIOT 3TOMY MOJAOXEHHI0. TakHUM
o6pa3oM, MOXHO CUHMTaTb, uTO BIl AedcTByeT Ha MeTa6oONM3M KJIETOK B
nepryio ouepean uepes /.

MuxpopuTMBI

B HacTOsRmWEM pa3fiesie pACCMOTPHM TOJIbKO MWKPOPHTMHKY Kak OCOGbii
THM HUMIYJbCHOW 3JIEKTPHUECKON AKTHBHOCTH Y BBICIIMX PAaCTEHHHA, OT-
JIMUHBIA OT pPUTMHuUeckWx [/l, NTPOABAKIOMHUXCH B MHJIJIHBOJIbTOBOM (OT
€/IMHHL O OECATKOB MHJIJIMBOJBT) [JHANA3OHE AMIUIMTYA H HMEIoIHX
[TMTEJIbHBIE (NOPSiZIKa CEKYH) BPEMEHHBIE TApAMETPhI (CM. pa3fes 12).
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PHc. 25. CrioHTaHHbE NMOBTOPSIOMHE CNaAkH, PDErHCTPHpYeMble B CEMSAOJNBLHOM JIHCTE
HnoMeH [571]

No-BHAHMOMY, BiepBble MHKPOPHTMHKA KoJsiebaHui 61O3TeKTPHUECKHX
TIOTEHLIHANIOB Y BBICWIMX PACTEHHA, PErMHCTpHpyemasi 3JiekTpolHueha-
JsorpadowmM, 6bina o6HapyxeHa Mawencku [SSS]. Takke MPH NOMOIH INEKT-
po3Huedanorpata perHCTpHpOBaIH "INEKTPODHUTOrpaMMbl” (D) y MHU-
MO3bl, JIOTHKA, KJIEBEPA W APYI'HX BbICWIMX pacTeHu# [237, 238). Kak U npH
perucTpanuy anekTpoaHuedasorpamm, npH nexktpodpuTorpaduu nony-
UYATCH 3AMKHCH B BAJE CNOXHBIX KPHBbIX, COCTOSIMHX H3 HErapMOHHYE-
CKHX KOJIeGaHHWi PA3NTHUHBIX UACTOT (MEPHOJIOB) C MEHSAIOIHMHCS ¢a3oBbi-
MW OTHOWEHHSMH H AMIVTMTYJAMH. [[Hana3oH aMIJIMTYA MHKPOHMIY Jib-
COB 3PI" — ECATKH MHKPORBOJIBT, JJIHTEJILHOCTH HMITYJIBCOB — OT AECHAT-
KOB JI0 COTE€H MHJIJIMCEKYHA.

Pe3ynbTaThl OMBITOB C YEPEAYIOIMHMCSI CBETOBbIM BO3JEACTBHEM (6, 22
') Ha pacTeHH st MUMO3bl [236] noka3anu, uTo Ha 3P NPH 3TOM BOIHHKAIOT
"BbI3BaHHBIE TIOTEHMAJB" AMMIMTYA0M 150—200 MKB, CHHXPOHH3HPOBAH-
Hbl€ C UepPEJOBAHHEM CBETOBBIX UACTOT. POHOBasi PHTMHKA HCye3aeT. [Tloc-
Jie TIpeKpameHrsi CBETOBOH CTUMYJISILUMH PACTEHHS NMPOJOJIXKAIOT BOCMPO-
H3BOJMTb HOBBIA PHTM. AHAJIOTHUHBIE PE3YyJIbTATh MOJYU€Hbl U Ha O0biU-
HbIX PACTEHHSIX. ABTOp MHTEPNPETHPYET HX Kak NpOSsiBJIE€HHE "KPaTKO-
BPEMEHHON TNaMATH" PAaCTE€HHH, OCHOBAHHOW Ha 3/eKTPOQH3HOJIOTHUE-
CKHX SIBJIEHHSAX.

B ONMHCaHHBIX IKCMIEPUMEHTAX PETHCTPHUPOBAJIA CBETO3ABHCHMYIO MHK-
POBOJIbTOBYI0 aKTHBHOCTb, OTBOJAMMYIO OT JJOBOJIbHO 3HAUYHTENILHONW NO-
BEPXHOCTH JIMCTbEB PACTEHHH, T.€, CYMMAPHYI0 AKTHBHOCTb GOJbIIOro
KONWuecTBa KyeTok. MMkkapA (570, 571] onvchiBaeT CIIOHTAHHBIE MUKPO-
BOJIbTOBBIE INIEKTPHUECKHE (PNYKTyal[HH PA3JNIMUHBIX PAaCTEHHH [POCTOH
dopMbl (pHC. 25), KOTOpbIE, IO €€ MHEHHIO, TPEZICTABSIIOT COGOM 3JIEKTPH -
UYECKYH0 aKTHBHOCTb OT/J€JIbHBIX KJIETOK. 3TH HMMYJIbCbl O6beAHHSAIOTCS B
CepHH, AnsiHecs OoT 1 ¢ A0 2 u. XOTs aMIUJIMTyZa NHKOB MaJja, uX pacri-
POCTpaHeHH st He HaGJioJaeTCs U BpEMEHHBIE TTapaMeTPbl HAMHOT'O KOpO-
ye, UEM Yy BBI3BAHHBIX pa3/IpaXXeHHEM CMAWKOB. IHkKapA CKJIOHSIETCH K
MBICJIH, UTO 3TO Bce Xxe [1]1.

Bav3kve no ynopsiou€eHHOMY XapakTepy, YACTOTHLIM XapakTepHCTH -
KaM ¥ AMIUTMTY/le CTIOHTaHHbIE MYJIbCALMH HanpsikeHnsi HaGmogan Kap-
COH [459] Ha KAYYYKOBOM JlEpeBe C NMOMOIIbIO BXXHWBJIEHHBIX B TKaHb JIMCTA
TOHKHX 30JIOThIX 3JJIEKTPOJOB. AMIUINTY/Za MMMNyJbCOB — oT 10 jo
200 MxB. Camasi BBICOKAast YaCTOTa NMyJbCALHMH — OkoJs0o 200 nmn/MHH. Hx
reHepalMs HE 3aBMCHT OT YPOBHS$ OCBEHEHHOCTH W 6iIM3KA K UHPKAAHbIM
pHTMaM, KapICOHR OTMEUAET, UTO JJaHHasi pa6oTa — "nepBbIA War" Ha NyTH
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K PH3HOIOrHUECKOH HHTEPTNIPETALUMU SABJIEHHUS, HO 3TH HCCJIE/JOBAHH A, Ka-
WETCH, HE OblJTH NMPOJOJIKEHDI.

MMKKapA TakXX€ NPHOCTAHOBHWJIA CBOH pPaBGOThl MO CMOHTAHHOW MHKpPO-
pHYTMHKE. OHAKO Kk cepeMHe 1980-X rogOB HHTEPEC K MHKPOBOJbTOBBIM
KkoJe6aHHSM Y BBHICHIMX PACTEHHI BO3OGHOBHJICHA, XOTS U B HECKOJILKO
HHOM KauecTBe. BbJIO ycTaHOBJIeHO [573], UTO BpeMeHHOE OXJIaXAEHHE
{60 c, 4°) cTefnel NPOPOCTKOB rOPOXa BHIBLIBAET B HUX PEIKOE YREJIHUEHHE
UYACTOThI MOSABJIEHH A KPATKOBPEMEHHBIX UMITYJILCOB. AMILJIMTYZ1a UMITYJIb-
coB — OT 20 Ao 600 MkB, ANMHUTENBHOCTbL BOCXOJSIUIEH BETBH — OKOJIO
200 Mc. PaHee ObIO MOKa3aHO, UTO TNOSIBIEHHE TAKWX 3JIEKTPHUUECKHX
DNYKTYaLHN KOPPEJIHPYET CO CTUMYNALHEN OOPA3OBAHH S 3THIIEHA U YTO
3TH QNYKTyalHH BO3HHMKAIOT TAKXKE MPH PE3KOM YBEJIHUEHHH KOHL[EHT-
paLMHy aykcuHa [S72). Harpesanue (4O 50°) He TOJIbKO He CroCOGCTBYET 00-
PAa30BaHHI0 TAKHX CMAAKOB, HO W BbI3bIBAET WX MNMOJIHOE NpeKpalleHHe.
BO3HMKHOBEHHE, BEPHEE, YYamE€HHE MHKPOPHTMHKH TPH OXJAXAEHHH
CBSi3aHO MPEANOJIOXHTENIbHO C YBEJHUEHHWEM KaJibL(MEBOH MpPOHHLae-
MOCTH IJIa3MaJieMMbl M BO3HMKHOBEHMeM noToka Ca?* M3 anonJsacTa
BHYTPb KJIETOK.

Yrto kacaeTcA HyHKUHMOHANILHOIO 3HAUEHUSI MUKPOPHUTMHUECKHX ayk-
TyauHu# HanpsXeHUA, TO BHICKA3bIBAETCA MHEHHE, UTO OHHM (Tak Xe, kak N1
¥ BIT) NpHBOAST K GLICTPOMY YBEJHMUEHHI0 KOHLIEHTPALUHH LIMTO3OJBHOTO
Ca2*, KOTOpHIA, B CBOI0 OUu€pEe/lb, ABJISETCA MEXKJIETOUHBIM CHTHAJIOM,
3aNyCKawIHM CTPECCOBYI0 PeaKi{HIo [364], B UaCTHOCTH CTUMYJIHPYET Bbi-
paloTKy 3THIEHA.

JIpyrue Busibl UMIYJIBCHOU JJIEKTPUUYCCKONR aKTUBHOCTH

Kpome 11 ¥ BI, y MHMO3bl H Y HEKOTOPbIX AP YIHX JIOKOMOTOPHbBIX pac-
TeHHH OGHAPYXHBAETCA €We W TpeTHH, caMblii GbICTPLIA BHA pPacnpocT-
PaHSOIHXCH INNEKTPHUECKHX peakiHi. B o63ope PobreHa [601] oTMeuaeT-
CS$i, UTO peakLHsi IPOSABJIAETCSA B ClIEHPHUECKHX YCIIOBHSAX, "€CJIH pacTe-
HHE MOJIOJIOE€ M pACTeT BO BJaXHOW cpeae’. HecMOTpst HA TO, UTO 3Ta
peaxL s BOZHUKAET TOJIbKO Ha nepepe3aHre cTe6s, HHOra Ha OXOr W He
BO30YXJAETCH 3IJIEKTPHUECKON CTUMYJISILIMEN, OHH U3 €€ NEPBOOTKPbI-
BaTesed, YMpaT, Ha3biBaeT ee [1/], yTOUHSS, UTO 3TO "MOTEHUHAN AEHCTBHSA
BBICOKOCKOPOCTHOM NPOBOAUMOCTH" [678]. IENCTBHTENBHO, CKOPOCTb pac-
npocTpaHeHHs 3TOW B3P B uepemke MUMO3bl Ha MOPSALOK BbIIE, UEM CKO-
pocTtb pacnpocTpaHeHHUs [1: ~ 17 cM/c. B TO %e BpeMsi aMNIKUTyZla U JJIH -
TENbHOCTb WMITYJIbCa NPHMEpPHO Ha NOPSAOK MeHbule, ueM y 1/ npH
TAKOM Xe€ crnocole OTBeAEHHUS (~ S MB U ~ 1 ¢). Hcxo 15t U3 HEBO3MOXHOCTH
3JIEKTPHUECKON CTUMYJISIL[HH, IPEANIOJIAraeTCsA, UTO NPOBEAEHHE HMNTYJIb-
ca JOJIXHO OfGecrneuyHBaTbCs NPOAYUHPOBAHHEM H PacnpOCTpPaHEHHEM
Bo36yXJalomen XMMHUECKOW cyO6CTaHuUWH, T.e. dakTopa Puka, obecne-
YHBAWIWEro TakKXke "MEIJIEHHYI0 MPOBOJAMMOCTb”. JKCNIEpHMEHTAJIbHOE
NOATBEPXJEHHE ITOro BIrjsila, CUMTaOT YMpaT U KactGeprep [678], no-
JIyueHO B pa6oTe [675). B HEH NOKa3aHO, UTO BbICOKOCKOPOCTHOE BO3BY X -
JeHWe nepeslaeTcsi C NepePE3aHHbIX JJUCTOUKOB NOJgUEpPEIIKa MHMO3bl TEM
Aanbme, yeM Gosiblle TMCTOUKOB OblIO nepepe3aHo. OgHAaKO TPYAHO Mo-
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HSTb, KaK C TAKOH BBHICOKOH CKOPOCTbI0 MOXET pacCnpOCTPAHATHCH XHMH -
yeckvh pakTop.

Euwle ogHON YHHKAJIbHON UMITYJIbCHOW 3JIEKTPHUECKON peakiHen, obHa-
PYX€HHOH Y BbICIIMX PACTEHHH, ABJSAETCHA PACNPOCTPAHSAIOWMHACS "CUrHAN
runepnoJsisipu3audu” [87). OH BO3HHKaeT B cTelsie TPaJeCKaHIMH B OTBET
Ha 3JIEKTPHUECKOE Pa3ZpaxXerHHe, a Takke, Kak OTMEUYaloT aBTOPbI, MOXET
BO3HHKATb Ha NepepelaHHe LEHTPAJIbHON XHWJIKH JHCTa. CpeHee 3Haue-
HHE aMNIKMTYAbl HMMyJbca — OkOJIO 30 MB (NMpH 3KCTPakJIeTOHHOM OTRe-
AeHuH). KpyTHaHa nepeaHero ¢gpoHta — 1,5 mB/c, 3agHero — 0,5 MB/c.
CKOpOCTb pacnpoOCTpaHEHHST — OKOJIO 8 MM/C. OTIHUWTENIbHAS OCOOEH -
HOCTb 3TOI'O CHrHaJjia, KpOME€ WHBEPTHPOBAHHOH NOJSIPHOCTH, — 3ITO TO,
YTO NOCJIE €ro NPOXOXAEHHS PACTEHHE NMEPEXOAUT B "CEHCHOHIHIUPO-
BaHHO€ COCTOSIHHE", KOrJla [aXe JIerkoe NPHKOCHOBEHHE K PaCTEHHIO
NMPHBOHT K BO3HHKHOBEHHIO THNHUHOro Bfl, Takoro xe no ¢gopme, kak H
OTBET Ha oxor. [IpeinosaraeTcs, UTO PacnpoCTPAHSAIHECS UMITYIIbChI
THNEPNOJIAPH3ALMH (aBTOPbI HMX Ha3biBAOT WHOraa Takxe M) uWMmelwoT
He3aBHCHMBIA OT BIl kaHas npoBeAEHHSI — "BHYTPEHHIOO NMPOBOAANYIO
cucTeMy”. MexaHH3M BO3HHKHOBEHHS H PYHKIIMOHAJIbHOE 3HAUEHHE CHUI-
HaJIOB rHNEPNOJNAPHIALMH MOKA HHKEM HE UCCIIEJOBAJTHCD.

10. KPATKHM HMCTOPHMYECKHMM OYEPK H3YYEHMS
MOTEHLYAAJIOB NEUCTBUS Y BBICIIMX PACTEHUU

NepBble WCCIEAOBAHHA 3IJIEKTPHUECKHX SIBJIEHHA, CONPOBOXJAOMHX
BO3HHKHOBEHHE W PacnpOCTpaHeHHe BO3OYXKJEHHA Y BLICIIHX PACTEHHH,
6blJIM BBLINOJIHEHH BO BTOpOW nosoBuHe XIX B. nox BiusiHMem GypHO
Pa3BHBAOWEACH 3NEKTPOPHIHOJIOTHH XHBOTHbIX. OCHOBATEJIAIMH HOBOI'O
HanpaBJieHHSI HAYKH O PaCTEHHWSIX MOXHO Ha3biBaThb TPEX HCCNEAOBaTE-
Jiel: AEWUCTBHTENbHOro uneHa BpuTaHckoro KoposeBckoro ofumecTBa
BepoH-CaHAEPCOHA, HEMELIKOIO eCTECTBOMCIIbITaTENSt MYyHKA H PYCCKO-
ro 6oranvka H. JieBakoBckoro. Ux HccieJoBaHUS MPOBOAUJIUCH HA JIOKO-
MOTOPHBIX PAaCTEHHNAX: MUMO3€e [137] U BeHepHHOW MyxosoBke [339, 527
Bce oHM B TOW HJIM MHOW CTEMEHH 3KCNEPHMEHTANbHO OOGOCHOBBIBAJH
HIE O TOM, UTO Nepeaaua BO30YXAEHHS Y "UYBCTBHTENbHBIX ™ paCTEHHNA
OCYIECTBISIETCS C TOMOIbIO 3/IEKTPHUECKOro CHTHaza, Kak H B BO3byan-
MBIX TKaH$IX )XHBOTHBIX (B HEPBHO-MbilIEUHOM npenapaTe). Pa6oTbl 3TH 6bi-
JIH C 3HTY3HAa3MOM BCTpeUeHbl HAYUHOW OGIECTBEHHOCTbIO TOTO BPEMEHH.
[apeHH B cBOeM TpyZe "HacekOMOsIHbIE pACTEHHS" NHUCAN: ... UIYMHTE-
JIbHOE OTKPBITHE, cieélaHHOE -pOM BepoH-CaHIePCOHOM, TEnepb BCEM
HM3BECTHO, 3 HMEHHO UTO B NJIACTHHKE H Uepelke HOPMAJIbHO CYIECTBYET
3JIEKTPHUECKHH TOK W UTO NpH pa3Ipax EHHH JIMCTbEB 3TOT TOK Hapyma-
€TCSi COBEPIIEHHO TAaKXe€, KaK TNPH COKpAMEHHH MYCKYJsa >XHBOTHOro"
[78. c. 507]. Heo6x0aWMO OTMETHTH, UTO HcenenoBanHs BepaoH-CaHaep-
coHa [339, 340] He OrpaHHUHWBAJIMCh YCTAHOBJIEHHEM TPOCTOH aHaJIOrHH
INIEKTPHUECKHX SBJIEHHA B MbIlUIle WU “JIOBUEH" MAACTHHKE BEHEPHHOM
MYXOJIOBKH. OH JOBOJIbHO TOUHO ONPEAEJIHJI CKOPOCTb ABHXEHHS HMITY-
Jibca, MOKa3aB, UTO JBMraTesibHas peakuWsi HauyHMHAaeTCR 3HAUHMTEJIbHO
No3JHee TOro, KaK MMnyJibC JJOCTHra€eT JIUCTA.
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Crenyomui 3HaUHUTEJIbHBIM WAr B 3JiEKTPOYH3IHOJIOTHUECKHX HCCNENO0-
BaHHWAX Pa3pax MMOCTH BBICHIMX PacCTeHHH Owin ciaenaH Bocom. 3ToT
BbIJAIOIMHACA yueHbn U3 HHAWH, nonyurBIIHMA ob6pa3oraHHe Ha kadenpe
pr3nku KeMOpHAXCKOro YHHBEPCHTETA, Gbin G1eCTAMMUM 3KCNEepHUMEHTA-
TopoM. Ero MmeToanueckre pa3paboTKH W CreuHa bHbIE BbICOKOUYBCTBH -
TeNbHbIE NPUGOPHI AN 3NEKTPOPHIHONIOrMHY paCTEHHA HE YCTyNadu Jyu-
WHM MeToaM "XXHBOTHOW" 31eKTPOPHIHOJIOrHH TOrO BPEMEHH, a NoJy-
UEHHbIE pedyJibTaThl HE YTPATHJIM CBOErO ECTECTBEHHOHAaYUHOr O, MPAaKTH-
YECKOro H MHPOBO33PEHUECKOT O 3HAUEHHSI IO CHX MOP.

Kak ¢pr3rMk Boc He TOJIbKO HCNOJIb3OBAN hH3IHUECKHE METOAL B PHU3HO-
JIOTHUECKHX MCCJIE€/IOBAHHAX, HO M K HHTEPIPETALHH H3yUaeMbIX SABJIEHHH
NoAXoAH s ¢ PHU3IMUECKUX TNO3ULHHA, CTABS BO TJIABY YIJla MOWCK €AWHBIX
OTBETOB, OGIWMX KAK JIs1 dXXMBOTHbIX, TakK H JJIA PACTEHHH, KAK J1JIS1 XHBBIX
TKaHEWN, Tak U )11 HEOpPraHMUYeCKHX BEWECTB. B TO e BpeMsi OH nocaeno-
BaTEJIbHO BbLICTYIAJ TPOTHBR MEXAHUCTHUECKUX NMO3HUHHA. OJHO U3 OCHOB-
HbIX JOCTHXEHHH €ro MCCJIEJOBAHHIA 3aKJIIOUAETCS B TOM, UTO OH ONpo-
BEPr rHjpoMexaHHueckie Teopun Fopmenwrepa, AioTpowe, Cakca, lMope-
ddepa o nepejlaue pasgpaxeHHs Y MHMO3bl H Y APYTHX JIOKOMOTOPHBIX
PacTeHHWH 3a CUET UIMEHEHHS Z1aBJIEHHS BOABI B MOBPEXOAEMON KCHIIEME
W TeopHio Fabepsiania 0 CXOJHOM NMACCHBHOM Crioco6e nepefaud pas3gpa-
X EHUS B CHCTEME CHTOBHHBIX TPYOBOK. OH HaleJ)], UTO CYHIECTBYET CIeLH-
aJIbHbIA KaHaJ MPOBEJEHHS BO30YXAEHHSA, JIOKAJIM3OBAHHBIH T 1aBHbBIM 06-
pPa3oM B MPOBOASMMUX NMYyYKAX (MEJIKHE KJIETKM HApPYXHOH W BHYTPEHHe#H
n103MbI); UTO HMITYJILC, BbI3BAHHbIA PHUIHOJIOrHUECKH YMEPEHHbIMH  pa3fa-
PaXHUTENISIMH, HE MEPENAETCA YEPE3 OXJAXAEHHBIA MM OOpaBoTaHHBIA
AZIOM Y4acTOK; UTO BO3HHKHOBEHHE 3TOrO MMNYJibCca MOAUHHSETCH npa-
BHJIY “BCE MJIM HHUEro"; uTo cnafoe eAUHHUHOE pa3fipaXeHue, caMo Mo
cebe HeahhekTHBHOE, CTAHOBHTCS 3(hPEKTHBHBIM NMPH YaCTOM MOBTOPEHHH
¥ T.A. Boc BnepBbie 3KCNTEPUMEHTaIbHO OGOCHOBAJT IOJIOKEHHE O TOM, UTO
B NMPOBOASANMX TKAHAX BbICHIErO PACTEHHH MOTr'YT BO3HHKATb U pacrnpocT-
paHsTbes 1] noA06HO TOMY, KaK 3TO OCYHECTBJIETCS B HEPBHBIX BOJIOK-
Hax [29, 30].

OZIHaKO MPHMEPHO B 3TO X€ BpeMsi PHkka [600] npoAeMOHRCTpHPOBAn
CYymEeCTBOBaHHE HHOrO cnoco6a nepeaayd BO30yXJEHHS B PaCTHTENbHBIX
TKaHSiX. B onbiTax Ha MHMO3e MM ObJIO YCTAHOBJIEHO, UTO TIPH OXore
HHUXHEA NOJIOBUHB cTebnst (akTOp, BbI3bIBAOIMHA OMYCKAHHE JIMCTHEB,
NMPOXOJMT BBEPX UEPE3 3aNOJIHEHHYIO BOJOH TpyObouky. PMKKa npeaAnoJso
XKHJI, UTO BO36YX 1EHHE Y PACTEHHH NEPENAETCA MO KCHIEME HEKUM XHMH-
UECKHM BEleCTBOM (TaK Ha3biBa€MbIM "hakTOpOM PHkka"). 3To npeanosno-
X€HHE NOATBEPAHIIH IKCNEPHMEHTDI, BHINOJHEHHBIE CHOY [643]. InekTpo-
}pH3HOIIOrHUECKHX HCCNIEJOBAHHI 3TH ABTOPbI HE MpoBoAWAH. Boc [30] oT-
HeCCSi K TMIoTe3e PHKKa pe3ko OTPHLIATENIbHO, XOTS W 3aMETHJI, UTO JJIEK-
TPHUECKHHA OTBET Ha CHJIbHOE BO3JIEACTBHE, NENCTBHUTEJIBHO, pacnpocTpa-
HSETCS MHaue, UEM NpH "HOpMasbHbIX" cnocobax pa3ipaXeHHWs (C TaKUM
MOHATHEM HOPMbI BPSiJl JIM MOXHO COTrJIACHTbCSH, HOO pa3pyiieHHE W OT-
TOpX€HHE OPraHOB M TKAHEHW — BECbMA YACTHI U €CTECTBEHHBIH CIOCO6
pa3ipaxeHHsi pACTEHHH B NIPHUPOAHBIX YCJIOBHSAX).

CrnipaBeJIMBOCTH paZiH HY>XHO OTMETHTb, UTO He TOJIbko Boc, HO M Apy-
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rue ¢putodpuanosiord Hauana XX B. JOGUIMCb 3HAUMTEIBHBIX YCMIEXOB B
H3yUEeHHH 3JIeKTPHUECKHX SBJIEHHA Y BBICWIHX pacTeHHH. Tak, KyHKkeJsb
[478] nepBbiit OGHAPYXHJ, UTO aMIIMTYAA T[] B IHCTOBOM U€pEKE MUMO-
3bl COCTaBNIA€T OKOJIO 100 MB, T.€. 61M3Ka K TAKOBOW Y HEPBHOT'O MMINYJib-
ca. ITOT MccieAoBaTe b HaboJajl MECTHBIE AJIEKTPUYECKHE PEaKLIMH NIPH
NoBpeXAeHHH H cri6anuu y o6biuHbIX pacTeHHH. MesleHHO pacnpocTpa-
HRAIOIWHECH 3TEKTPHUECKHE PIYKTyaUUH Y OGBIUHBIX BBICIIHX PACTE€RHH, HE
obs1afjaloIHX MOTOPHOW AKTHBHOCTBIO, OMMUCHIBAJI Takke MOHTEMapTHHH
[S21]. OH BBI3BIBAJT HX NTYTEM PA3JaBJIMBAHHM S, Pa3pe3aHHsA WJIH OXOra JIHC-
Ta U PETHCTPHPOBaJ C NOMOIbIO 3JIEKTPOJIOB, KOHTAKTHPYIOIHUX C XKHJIIKOH
JIMCTA Ha PACCTOSAHHH OT MECTA NMOBpPEXJAEHHSi. MOXHO AyMaTb, UTO OH
HaGmoAan raaBHbIM O6pa3oM GIyKTyalLHH, CBSI3aHHbIE C XHMHUECKHM BO3-
6yxaeHvem, T.€. ¢ ‘bakTOpoM PHkka", a HE C 3JIEKTPUUECKHM HMITYIbCOM
BO36YXn€HHSA O THY TT/1.

CywecTROBaAHHE JBYX THNIOB PACNPOCTPAHAIOWHXCSH GHOINIEKTPHUECKHX
peakuui, CBA3aHHbIX C JBYMS crioco6aMy npoBeleHHs BO3GYXJAEHHS Y
BBICIIMX PACTEHHN — 3IJIEKTPHUECKHM H XHMHUECKHM, NTOCTYyJIMpoBan Xoy-
BHHK [43S]. OH BBex moHsiTHe Bl Ans MensleHHO pacCrpOCTPaAHSIOIHWXCH
3JIEKTPHUUECKHX DyKTyal A, BOIHHMKaomUxX Bese 3a [1/1 npy nospexaao-
MHX BO3ZIEMCTBHAX Y MHUMO3bl. XOYBHHK, Kak M Boc, cuHTaJ, uTo BCE pac-
TeHH st o6nafalT Bo30yaAMMOCTbI0 M uTo M1 1 BIT BO3HHKAIOT ¥ TPOBOASATCS
B noBerax OOBIUHBLIX HEJIOKOMOTOPHBIX pacTeHwi. OH YCTaHOBHJ (436,
437], uTo pacnpocTtpaHsiomrecs [1[] reHepHpyloTcsi B cTe6aX BHHOrpaja
M O0CcOo6EeHHO XOpOmO B CErMEHTAax Jio3bl. /] rnepenarajinch B npegenax
MEXJIOY3JIHSA U B OTJAHYHME OT MHMO3bl MOIJIH HE3aBMCHMO pacnpocTpa-
HATbCS BAOJIb OTAENbHBIX MYUYKOR (‘cyGMakcHMabHble" [11).

OcHoBornosarawim1e BbIBOAbI XOyBAHKA O HasMuWK N 1 BIl y BeicmMx
PacTeHWi OMHPAIMCh rNaBHBIM O6pPa3oM Ha ero TWaTeJsbHble INEKTPOdH-
3MOJIOrHUECKHE IKCTIEPHMEHTH C MHMO301. HO CBOEro COBEpPIIEHCTBA HG-
cnenoBaHus M 1 Bl aToro MoaenbHOro Asst GH3HOJIOTHHA BO3BYXAEHHUSA
BBICIIMX PacTeHHH 06bekTa JOCTHIJIM B paboTax Cnbaoka [629, 630], koTO-
POMY yZa/10Chb OKOHUATENBHO PEUINTh BOMPOC O NYTHAX npoBeaeHus 11 y
3TOro pacTeHHsi. Hcnosb3ysi BHYTPHUKJIETOUHOE OTBEAEHHE, OH YCTa-
HOBHJI, UTO NYTH NpoBeneHHs ] JeACTBHTEJNIbHO NOKaJH3OBaHbl B NPO-
BOASAIMX Ty4YKax, & UMEHHO BO (JIOIMHOH H KCHJIEMHOH MapeHXxHMme,
KJIETKH KOTOPOH B OTJIMUHE OT JPYTHX TKaHeH HUMeloT BeicokHh E,, — 6o-
nee —150MB [630].

3HAUMTENBHBIA BKJ1aJ B 3JIEKTPOPHIHONIOTHUI0 BO3GYXIEHUSI BBICIIMX
pacTeHHiH BHeC YMpaT, HauaBIIHA aKTHBHLIE HCCJIEJOBaHHM S B 3TOW obyac-
TH eme B 1930-e roanl [674-676]. OH He TONbLKO H3yuas IIEKTPUUECKHE
OTBETH, B TOM uHcse “T1J1 BEICOKOCKOPOCTHOI'O MpOBEJEHHN" (CM. pa3-
Aen9y JIOKOMOTOPHBIX PACTEHHH, HO Takxe o6HapYXHJ pacnpocTpa-
HwmMecs GUO3NEKTPHUECKHE DEaKLMU Y OOGBIUHBIX BBICWUMX PACTEHHA.
MonaraloT, UTO 3aPErMCTPUPOBAHHBIE UM GHO3JIEKTPHUECKHE peEAKUUH,
BbI3bIRAEMBIE TIJIABHBIM O6pa3oM NOBpEXJaomHMH BO3ZEACTBHSIMH,
npeacraBnasiny cobon kak /], Tak ¥ BIl, XOTA OUEHHTb BO3MOXHBIA BKJIA[]
B HMX MOTEHLIHAJIOB AEACTBHSA U BapHaGesibHbIX MOTEHIHAJIOB 3aTPYyAHH-
TenbHO [570].
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JNloy-Yenb-Xo [143] o6Hap yxHn pacnipocTpansiomuecs [] y HeKoTopsix
JIMaHONOAO6GHBIX MpeACTaBUTENIEH CEMEACTB HEJIOKOMOTOPHBIX BBICUIMX
pacTeHHi. Tosbko BIl 3aperucTpupoBaHbi KM B JINCTbAX T'MHKIO H HaCTyp-
unu. TakWe 3JieKTpUUeckHe KosiebaHHWSA BO3HHKaJIW Ha NOBPEeXAEHHE
(0XOr), HO, K&K CUHTaJ 3TOT HCCieAOBaTeJib, CKOPOCTb HX pacnpocTpaHe-
HUSA, XOTH U MEHbIIE, YEM y [, HO BCe Xe CTOJIb BE€JIUKA, UTO HE MOXET
6bITb O6bSAICHEHA NMEepPEMEEHH ASMH KaKoro-yin6o “paHeBoro” daktopa. OH
npuuwes K 3akJioueHulo, yto BIT oTanyaeTcs ot I1/] TeM, uTo sABAsieTCH
CYMMOW 3JIEKTPUUYECKOTO pearMpoOBaHUS pa3/IMUHbBIX TKaHEH, UMEIOIUXCH,
Mo MHeHHIo Jloy-UYeHb-XO, Miib Y “UYBCTBUTEJIbHbIX " PaCTEHHU.

HaunGoJsiee NoJsiHbie fOKa3aTeNnbCTBa TOro, uTo I/l NpUCymM He TOJbKO
JIOKOMOTOPHBIM PACTEHHSAM, HO M He OfJiaJalolliM MOTOPHOW aKTHBHO-
CTbI0 BLICIIMM PaCTEHHUSAM, ObiIH NOAyueHbl B 60 — 70-e rogbt TEKyIero
croneTus. Hauano 3TWM MCCReJOBaHHAM BLIJIO MOJIOXEHO paBoTamMu Co-
BETCKHMX yueHbix [59, 72, 73, 75, 245, 638]. [lo csioBaM M3BECTHOTO ABTOPH-
TeTa B 005aCTH 3JiekTPOH3HOJIOrUHM BHICWIKMX pacTeHHi Mukkapg [570),
pa6oThl MMEHHO 3THX ABTOPOB OTKPbIJIK HOBLIA 3Taml B UccregoBaHuu NMJ
BBICIIMX DAaCTEHHH. MOXHO, OUEBHAHO, CUHUTATh 3TO HayaJIOM COBPEMEH -
HOrO 3Tana U3yuyeHus JaHHOTo Bonpoca. B 1960 — 1970-e roapl Oblyio HE
TOJIbKO 060CHOBaHO CymecTBOBaHHe M1 y 06bIUHbIX paCTEHHHA, HO H Ompe-
AEeNNJINCh OCHOBHbBIE 3aJaUH JaNIbHEAIHWX WCCIeJOBaHWA: BbISICHEHHUE HX
$YHKLUHMOHANIBHOW POJIH, MeXaHM3MOB reHepaliud U NyTeA NpoOBEeAEHUS B
pacTHTENbHbIX TKAaHAX. HeCMOTpSA Ha 3HauuTesbHble JOCTHXEHHS B JaH-
HOM HanpaBJieHUH, BCE 3TH 3aJlauH B HaCTOsllee BpeMs TpebyloT JasibHER-
wero yrsy6ieHHOro HCCIeJOBAHHUSA,

11. METOOUYECKHUE MMOOaXOoabl K AHAJIN3Y )
MOTEHLMAJIOB JENCTBHUSA Y BBICIIUX PACTEHUI

[IpUMEHSAIOT KaK BHYTPHKJIETOYHYIO, TaK H BHEKJIETOUHYI0 PErHCTpaLi1io
NA. BHyTpHUKIETOUYHAS PErMCTpaLMs A0 CHX MOP BCTpeyaeT 3HaUUTesib-
Hble TPYAHOCTH. Bo-nepBbiX, BO3BYyAHUMbiE KJNETKH BbICWIHX DPaCTEHW#
OoUeHb MaJibBi H MHKPO3JIEKTPOL MOXET MOBPEANTb MX. BO-BTOPBIX, 3TH
KJIETKM OOBIYHO MOrpyXeHbl B TOuyy CT€GJIA M CKPHThl NMOA APYrHMH
kieTkaMu. OTnpenapupoBaTh BO30yaAMMbIE KJIETKH C COXpaHEHHEM HX
cnocoBHOCTH K reHepalmH H Tem GoJiee Kk poBeaeHHio [1]] (T.e. ero nepe-
Aaue C KJ€TKH Ha KNeTKY) He BCerjja ygaeTcs.

Bosiee pacnpocTpaHeHa BHEKJIETOYHAS perHcTpaumns I OHa He CBS3a-
Ha C MOBpPEeXAalowHdM BO3LAEACTBHEM H JaeT BO3MOXHOCTb MPOH3BOANTDH
ANNTENbHbIA 3KCIIEpUMEHT, KpoMe TOoro, 3ToT cnocol perncTpauny nos-
BOJIAET OXapakTepH3oBaTb CBORCTBa He OJHOA KOHKPETHON KJIETKH, a On-
peAesieHHOH MX COBOKYIMHOCTH, T.€. BbISBUTb UHTErpaJsibHbie AWHaMHuyeC-
KH € MOoKa3aTeJiH.

HanboJsiee nosiHaAA XapakTepHCTHKa [1/] JaHHOTO PaCTEHH St MOXET ObIThb
nosiyueHa NMpH COYETAHHH KaK BHEKJIETOUHOW, TaK MW BHYTPHUKJIETOUHOM
perncTpaumn. [Ans KONHUECTBEHHOW XapakKTepHUCTHKH T[] KpoMe CUCTEMbI
perucTpaumm M1 Heo6xoAHMMa TakXke CUCTEMA Pa3apaxalomero Bo3gencT-
BHS Ha pacTeHHMs, BbidbiBalomas [1/]. PACCMOTPHM 3TH [iBa ME€TOAHWYECKHX

acriekTa aHayin3a [1]] Beicinx pacTeHHi 6osiee nogpoGHO.
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Perucrpanus NOTCHIUANIOB AEUCTBUS

CncteMa perucCTpaumy IJ1 COCTOHT H3 3JIEKTPOAOB, YCHJHTENSA H
cOBCTREHHO PEeruCTPATOPA (KaK M PH perucTpaunu E,).

AnexkTpogsl. BHyTpHKJIeTOUHOE oTBegeHHe [1/] (pUC.26) oCymecTBiaseT-
Csl OGbIUHBIMH CTEKJISHHbIMM MHKPO3NEKTPOJaMH, BBOAHMBIMH B KJIETKY
nsis pernctpaumu E,, (cM. pasgen 1),

BoccTaHoBJIEHHE CMOCOGHOCTH K reHepaluu [1/] mocne KpaTKOBPEMEH -
HOro rnoBpex/jalomero Uil gaxe pHaHONOrHUE€CKH yMEpeHHOro Hajgmno-
POroBOro pa3gpaxeHus TpebyeT 3HauMTENBHOIO BpEMEHH, & MOCTOSAHHOE
BO3eACTBUEe faxe cnaaboro pa3gpaxuTesia NPUBOAUT K NMOJIHOW noTepe
BO3GYAMMOCTH. JTH 0OCTOATENLCTBA OCOBGEHHO HEOGXOAHMO YUMTHIBATD
NpU MUKPO3JIEKTPOAHOM OTBegeHHH [[1, CBA3aHHOM 3a4acTylo C npegsa-
pHUTEeNIbHO#A NMpenapoBKoOi PACTEHHN AJNisi HaGMoJdeHns 3a BBEAEHHEM 3Jie-
KTpoZAa. HHOrZja KOHTPOJib 32 BBE4EHHEM MHKPO3JIEKTPOAA MOXHO OCylle-
CTBJSITb M 3JIEKTPOPHINONIOrHUECKH, T.€. 10 BEJIMUHHE PErHCTPHUPYEMOrO
E,. Y Bo3ByAUMBIX KJIETOK OH, KaK [PaBHJIO, Bhillle, 4EM Y HEBO3OBY/THMbIX
(82, 239, 630].

Pa3mepbl BO30YAHMbBIX KJIETOK BHICWHX PACTEHHA COCTABASIOT HECKO Jib-
KO MMKPOMETPOB B JnaMeTpe. CieJOBaTeNbHO, JHAMETP KOHYHMKa MUKPO-
anekTpoga Arns naMepeHus IN]1 gosxeH OuTb Kak MOXHO MEHbIIE (MEHEe
1 MKM). CTEKJISTHHBIE MUKPO3JIeKTPOAb C AHAMETPOM KOHUHKa Bosiee | MKM
MOT'YT UCMOJIb30BATLCA TOJILKO [JiA BHEKJIETOUHOro oTBeAeHus [1/1.

JAns BHEKJIETOYHOTO 0TBeeHu s [/l NPUMEHSAIOT Yame BCEro HEMoOJISIpH-
3yloMecs MakpoasiekTpoasl. HHorda AJia perucTpaumy M1 ucnosib3ywTcA
NOJNIAPH3YIOWHECH METAJIJIHUECKHe 3INEKTPOoAbl (305I0Thie, MJATHHOBbLIE,
NJIaTHHOBO-HPHANEBKE, BONbHpaMoBbie U T.1.). OHH MOTYT NPHUMEHATLCS
H Kak MHKPO3JieKTpoAbl. [lJisi 3TOro MX 3JIEKTPOJIMTHUECKH 3aTaunBaloOT M
MOKPbIBAT JIaKOM. [JuaMeTp uX KOHUMKa COCTABJISieT OOBIUHO HECKOJIbKO
MHKPOMETPOB. TakHe MHUKPO3JIEKTPOAB! JIEFKO NOTrPyXaloTCsA BHYTPb pac-
TUTENbHOW TKAHH Ha Jo6yio ray6uHy. HX KOHTAKT BHYTPH TKaHH, Kak npa-
BHJTO, 3KCTPAKJIETOUHbINA.

Mo xapakTepy PpacnosioXeHWsi 3JIeKTPOZOB pa3JjinualoT ABa crnocoba
otBegeHHn s [1]]: MOHODA3HbIA, HITH YHUTIOJIAPHBIA, H ABYX(a3HbIA, HJIH Oun-
nossiphbii. [Ipyn aByxda3Hom oTBefeHHH 062 n3MepUTENbHBIX 3JieKTpoaa
pacnosiaralTCsi Ha MNOBEPXHOCTH UJIM BHYTPH OPraHoB (KJIETOK), MPOBO-
Asumx NA. Mpn MoHoda3HOM OTBEJEHUH OAHH 3JIEKTPOL ABJIAETCSH U3ME-
pHUTEJIbHBIM (HHaY€e, aKTHBHBIM, AU PEPEHTHBIM), a APYTOA — 3INEXTPOAOM
CpPpaBHEHHS (NacCHBHbIM, pedepeHTHHM, HHAUGDEPEHTHbIM). 3NEKTPOA
CpaBHEHHWSA NMPH BHEKJETOYHOW perncTpauni I/] noMemawT Ha 3HaAYUTE-
JIbHOM yZ1aJIEHHH OT H3MEPpHTEJIbHOro, TaM, kyza I1/1 He JoXOAHT. Tako#
0o051acTbl0 MOTYT CHAYXWTb KOPHM WJHW JIUCTOBasi MJIaCTHHKA (KaKk Ha
pHc.27). [Ipy BHYTPHKIIETOUHOA pEernCTpalMy NpoOCTPpaHCTBEHHOrO pa3/ie-
JIEHHS 3JIEKTPOAOB He OCYHECTBSAIOT. IJIEKTPOA CPaBHEHHA HAXOAUTCSH B
KOHTaKTe€ C NOBEPXHOCThIO TOW X€ KJIETKHU, B KOTOPYIO BBeJeH U3MEDHTE-
JIbHBIA 3JIEKTPOA (CM. PUC.26). XKesaTeNbHO, UTOGB NyioWagb NOBEPXHO-
CTH, KOHTaKTHPYIOIEH C OGBEKTOM, Y 3JIEKTPOda CpaBHEHHSA Beerda Obisia
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PHC. 26. CxeMa pErHCTpaLiHK K MPHMEP 3anHCKH MOTEHI{HaNa AeACTBHS B BOIBYAHMOR KJieTke
Yepemka MAMO3n [630)

Y — YycHJAWTenb; P — perncrpatop (ocuunnorpad), @ — ¢QoTonpHcTaBka, M —
MHKpOCKOM; 3y — WNIMEPHTENbHBIA MHKPOINEKTPOA, MOTPYXEHHBIA B KJAETKY; Io —
3TeKTPOA CPABHEHMS , KOHTAKTHPYIOMMKA C Kanied BOAb Ha MOBEPXHOCTH KJIETKH

HaMHOTO 6oJiblue (o kKpaiHe#h Mepe B HECKOJIBKO Pa3), YEM Y H3MEPHTEIb-
HOT'O 3JieKTpoAa.

YcHantenas. Onpegesisia CBOACTBa YCHANUTENISA, HEOOXOAMMO MCXOAUTD
n3 ocobeHHocTel I/ naydaemMoro obbekTa. BpemeHHble napameTpsi M
pacTeHWH NO3BOJISAIOT MPUMEHATb TONbKO YCHJIUTENN MOCTOAHHOrO TOKA.
HHUXHAS rpaHHUa TPONYCKAHUSA YaCTOT 3THMH YCHJIUTENIAMH JOXOAMUT JO
HYJISI, MO3TOMY OHH MOTYT YCHJIHBATb CKOJIb YTOHO MeANI€HHbIE H3MEHE-
HUS Pa3HOCTH MOTEHLMAJIOB MEX Y 3JIEKTpoAaMH. BTopoe HeobxoguMoe
TpeboBaHHE K YCHANTENI0 — BLICOKOE BXOJHOE COMPOTHBJIEHHE, KOTOPOE
AONXHO COCTaBNATb 10! OM 1 Gosnee. ITO HEOBXOIMMO He TONILKO MpH pe-
rucTpauunu M, HO ¥ NpH OTBeAEHHH JIOGHX APYrHX GHONOTEHLHAJIOB B
PaCTUTEJNIbHbIX KJIETKAX U TKaHAX.

PernctpaTtop. HamepHTesbHbA NPUGOP Ha BBIXOAE CHCTEMBI PETHCT-
pauvd npeo6pa3yeT 3JieKTPHUECKHA CHMTrHaji B BUAUMBIA H, KaK NpaBHJIO,
AOKYMEHTAJNIbHO (PHKCHpYyeMbiii npouecc. [/ pacTeHni MOTYyT 6biTh 3aMu-
CaHbl H Ha MarHHTHYI0 JIEHTY (C MOMOMbBIO CrieLHaJibHbIX MPHCTABOK Yac-
TOTHOW HWJIH AMIJHTYAHOW MOAYJNSILMH), OZHAKO Takass HHpOpMauUHusA
HYXJaeTcs B faJsibHeAmeM npeobpa3oBaHiu B PopMy, AOCTYNHYIO BOCH-
pHATHIO. [IpaKTHUECKOE NPUMEHEHHE NIPH perHcTpaunu [/l pacTeHui no-
JYUHJIH CHieYIOIHE THNB PErHCTPHPYIOMHX NPHEOPOB.

1. ABTOMaTHUECKHE CaMoNMumylHe noTeHuHoMeTpoi. Hanbosee GbICTPO
MeHsolencs dason M ssnserca Pasa genosnspHiauud. Ee gnuTesibHOCTb
y GosbIIMHCTBA BHICIIMX pacTeHHi nopsigka 1 c. Takum o6pa3oM, OgHOKa-
HaJIbHbi€ CaMOMNHINYIIHE NOTEHLLHOMETPH C BpeMeHeM npobera wkanbl 1 ¢
YAOBJIETBOPUTENBHO pewalT npobieMy perucTpaumu. Utobbl JOCTHUL
6o Jiee BriCOKO# pa3pemaioieil CocOGHOCTH, MPHMEHSAIOT GbICTPOAEACTBY -
J0IMEe CAMONHUITYIIHE NOTEHLHOMETPHI,

B HEKOTOPBIX CJyuasXx BO3HHKAET HeOOXOAHMOCTb COrJiaCOBaHHA HC-
NOJIb3YEMbIX YCHJIUTEJIA M CaMOMUIyIEero noreHunomerpa. flipuMepHbie
CXeMbl YCTPOWCTB COI'JIACOBaHHA NpeACTaBsieHb B paboTe (193],

2. IneKTpOoHHbIE OCUHINOrpPadbi. ITH NpHBOPBI CMOCOOGHB PErHCTpPUPO-
BaTb W GLICTPbie, H MefJieHHbie npouecchl. HO OHW yZOGHB B OCHOBHOM
ANS BU3yaJIbHOrO KOHTPOJis. 3anMCb mpoiecca npd HeoGXOLWMOCTH

101



~Ho 5l1E ;

B -y
1.7 C
24 ey = 205
20 S
\\\
19 \\
\
18 2y7,2%
Kp A
17 O ] 25mB
\
16 ‘\\ e
AN La"
N
AUy o P/ | S—
1 MHH
AU; o [ !

e

PucC. 27, CHcTeMa JNOKaNbLHOTO JO3MPOBAHHOIO palfipakeHHA OXNaxAE€HHEM C KpaTkoh
CXEMOR pPercTPaiiiH GHOINEKTPHUECKOTO OTBETa (A) M 3aNHCh MOTEHI{HANA ACACTBH S,
BAIIBAHHOT'O TEMNEPATYPHbLIM PA3APaXEHHEM B THTOKOTHJIE MPOPOCTKA TRIKBI (B)

1 — mepewioyaTeNb; 2 — CeJIEHOBbA BLIMPsAMHTENb; 3 — aBToTpaHchopMaTop; 4 —
TepMOoOXNaxialomui CTonuk THMa TOC-2; 5 — ynsTpaTepMocTaT; 6 — XwoBeTa  ANS
pa3jipaxxeHns; 7 — MHHHATIODHbIA TEPMMCTOpP; 8 — MEPHCTaNbTHUeCKHA HACoC; 9 -
COCYR C HHEPTHHM QHIHONOTHUECKHM PACTBOPOM (OTCTOSIHHAA BOAOINpOBOAHAS BOJAR);

10 — MocT BuTcToHa; /1 — BONLTMETP; 12 — camormcen. AUy gn AUzg —  H3MeHeHHs
pasoctn noTeHunanos Ujgn Us o Mexay 3InexTpoAom  CpaBHeHHA 33 - H
H3IMEPHTENbHLIMH 3NEXTPOAAMH 3) M I COOTBETCTBEHHO; Al =5 cM — paccTosiHe OT

rPaHuLl KOHTaKTa 3; ~ 40 3p; At — BpeMst fIPOXOXAICHN 5 PpOHTOM AeftonspHaauny NI
paccTosuns Al t°,.x — MCXORHAR TemMlepaTypa B KioBeTe BO3NE CTEOMNs; L0

TeMNepaTypa B KIOBETE BoINE CTECN A B MOMEHT BO3HHKHOBEHHS  (a3nl fenonisipusauuk M1
B 30HE OXJAXAEHH A (H3MEeHeHNe I° TOXa3aHO MYHKTHPOM)

102



ocymuiectsasiercss potorpapuponsaHneM. CreJyeT NPUMEHATb OCLHAJNIOr-
padbl C MAMSATbIO HJIK C AJINTENbHBIM NOCAECBEUEHHEM 3KpaHa 3JIEKTPOH-
HOJIyYeBo# TPYOKH.

LenecooBpa3Ho 0 JHOBPEeMEHHOE NMOAKIOUEHHE K YCHITHTEITI0 CAMOITHC-
la ¥ ocunsnorpada. 3TO No3BOJIAET BKOYATh 3ANKMCh HA JHarpaMMHYI0
JIEHTY JHIb B HEOGXO AHMbIE BPEMEHHLIE HHTEDBAJIBL,

Crnoco6b1 pa3gpaxeHust

Cepbe3Hoe OTCTaBaHHE B H3yueHwWH [1/]] y paCTeHMA Mo CpaBHEHHIO C
COOTBETCTBYOUEA O0sACTbIO 3JIEKTPOPHIHOSIOrHH XKHBOTHBIX B 3HAUKTE-
JbHOW Mepe o0ycJiOBeHO HEAOCTATOYHOH pa3paboTkoi annapaTypbl H
NPHEMOB pa3fipaxeHusi. KoOHeuHo, pa3gpaxeHHe MOXHO OCYyIEeCTBJATh
6e3 cneuHasbHbiX pUGOPOB H HEJO3UPOBAHHO, UTO U AeNanoch B 60Jb-
wHHCTBe paGoT no /] BeiCWMX pacTeHHHA. OOHAKO MPH TakOM Mogxohe
HeJIb3s YCTAHOBHTb KOJIMUECTREHHbIE 3AKOHOMEPHOCTH MEX/Y NnapameT-
pPaMH pa3paxdTesns v oTBeTHOM BIP, Tak kak Bce HEJO3HPOBaHHBIE Pa3f-
PaXHTENH ABAKIOTCSA HAANOPOroBbIMH, T.€. 3aBEJOMO [PEBLIMAIT MHHH-
MaJibHYI0 CHJIy pa3fipaxeHus, npuBoasmyio K /1. MTockosbky AEACTBHE
AO03MPOBAHHOIO Pa3PaxeHHs AOJIKHO G6iTe O6paTHMO, TO HAHGOJLIIK A
WHTEpeC NpeACTABJISIET HCMOJIb3OBAHHE C 3TOH Liesblo PU3nueckuX PakTo-
poB, OCOGEHHO TakHX, Kak 3JIeKTPHUUYECKHH TOK H TeMnepaTypHoe Bo3jei -
CTBHE.

JNIeKTpHYECKOEe pa3jipaxeHHe. B akcnepuMeHTax Ha JIOKOMOTOPHbBIX
pacTeHHsX HanboJsiee YACTO UCNOJIL3YIOT B Ka4ECTBE JO3HPOBAHHOIO pa3-
APAXHTENNA 3NIEKTPHUECKUA TOK. Y OOBUHBIX PaCTEHHH 3JIeKTPHUECKH#
TOK He Bcerga siBnsieTCA 3QPEeKTHBHHM H OBpPaTHMBIM pa3fipaxkHTeJIEM,
No-BHAHWMOMY, BCJIE4CTBHE WYHTHPYIONEro JeACTBUA He npoBoaAsimux A
TKaHEH KW MEXKJIETHHKOB. OJHaKO €CTb H NMOJIOXHTEJIbHbIE MPUMEPH NC-
MONb30OBAHHA 3NIEKTPOCTHMYJISILUHH. HMNYJIbCH TOKA uepe3 3a0CTPEHHbIE
cepebpsiHble 3JIEKTPO/bl JHAMETPOM 0.4 MM (paccTosiHHE MeXAY 3NEKTPO-
AamMu 30 MM), NOrpyxeHHbie B CTebesib MoNHHA, NpHBOAWJIM K pacnpocrtpa-
HeHHIo B HeM [ [S60). MMocsegHHe BO3HMKANIM YX€ MPH NJIOTHOCTH TOKA
0,4 A-M2, (4TO COOTBETCTBYET YCTAHOBJIEHHOMY Ha 3JIEKTPOCTUMYNATOPE
Hanp sXeHHI0 MeXAY 3JleKTpoaaMH 1,2 B u Bo3HHKaolleMy TOKY 1,2 MKA). K
HeoGpPaTHMOMY MOBPEX AEHHI0 TKaHH NPHBOAUT Tok 20 A-M~2, T.e. B 50 pa3
GoJiee CHJIbHBIA, UEM NTOPOrOBasi BeJIWUWHA CTHMYJIALMH. Heo6xogHMO OT-
METHTb, YTO B ONTMCAHHOM MpHUMEPE CTHMYJIMPYIOMHE 3JIeKTPOo bl Npoka-
JIbIBAIOT cTeGesib paCTEHHU S, T.€. B ONIPEgESIEHHOM CMbICTIE BO3AEACTBHE BCE
X€ SIBJISETCA NMOBpeXalomuM.,

TeMnepaTypHOe JO3HPOBaHHOE pa3sjpaxeHHe. [lepCneKTHBHbIM Npejc-
TaBJISIETCS HCMOJIb30OBAHWE B KAUYECTBE LO3IMPOBAHHBIX pa3gpaxHTeJsien
hHU3noJIOrnuecKkn yMepeHHbIX OGpPATHUMLIX TEMIEpPATYPHBIX BO3AEACTBHNA,
KOTOpbi€ OKa3biBalOT BJIMSAHHE HAa PACTEHHA B E€CTECTBEHHBIX YCJIOBH-
fAX.TakHe pa3sipaxHTEsIH N0 aHAJIOTHH ¢ JO3IMPOBAHHBIM 3JIEKTPHUECKHM
BO3JE€ACTBHEM CJIEYET Ha3BaTh TEMIEPATYPHBIM HMITYILCOM. Kak H 3Jyiek-
TPHUECKHA MMNYJIbC, TEMNEPATYPHbIE BO3JENCTBHSA MOTYT BapbHpOBaTh
no “cuyie" (B JaHHOM CJiyuyae MO BEJHYHHE TEMIEPATyPHOro nepenajga
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At°), gnMTenbHOCTH At M CKOPOCTH HapacCTaHHWSI WJM rpafHeHTy dt°/dt.
MpeHMYMECTBOM TEMIIEPATYPHOr'0 JO3HPOBAHHOTIO BO3AEHCTBHS NO CPaB-
HEHHI0 C IIEKTPUUECKHUM SIBJISIETCSA TO, UTO B 3TOM Ciiyuae yJaeTcCs MoJi-
HOCTBIO H36eXaTh apTedakTOB NMPH 3ANHCH INEKTPUUECKOTO OTBETA, AaXE
B 30HE Pa3gpaxeHH .

AHQJIOTHSE MeXJY 3NIEKTPHUECKHM HMIYJIbCOM H TEpMOHMITYJIbCOM
NPOCNEXHBAETCA H B XapakTepe HX BO3LEACTBHS HA 3/IEKTPUUECKYIO MO-
JISPHOCTb KJIETOK, OXJIaXIEHHE, TaK € Kak KATOAHBA TOK, 6hICTPO gerno-

JIAPHU3yeT KJeTKy, cHuxasi E, 4O NOpPOroBOro YpoBHS M NMPHBOAS K

reHepaunu M. HarpeBaHne B pH3HONOrHUECKOM JHana3oHe, Kak H aHo -
HbIA TOK, YBEJIHUHBaAET E,',,. Bo3aHnkHoBeHHe T1/1 NPpOMCXOANT, BEPOSATHO,

NMpyW HarpeBaHUH yxe CBepX PHU3anOJIOrHUYECKOro fHana3oHa, T.€. CBSA3aHoO,
Nno-BUAWMOMY, B TOW HJM HHOA CTENEeHH C MpoueccaMH TEMNJIOBOIro
noBpexgeHnsi. HHorga [/ nocne HarpeBaHUss BO3HHKAET MU B
$H3HOSIOrHUECKOM AManal3oHe TEMIEPATYP, HO He NPH MOBLIEHHH, & NPH
MOHHXEHHH TeMnepaTypbl K HCXOAHOMY YPOBHI0 [69]). ITO MPOMCXOAMT
rnoJo6HO TOMY, KaK NOA aHOAOM BO30YyX/€HHE NPOSIBAAETCA B MOMEHT
Pa3MBIKAHHS 3JIEKTPHUYECKOro TOKa. TakuM 06pa3oM, oxJsiax J€HHe — 3TO
Gonee 3pPEeKTHBHLIA NPHEM BH3bIBAHHA [1]1 y BHICIIMX pACTEHHA, YeM
HarpeBaHue.

CneunanbHas annapaTtypa AJiA JO3HPOBAHHOTO pa3/jpaXe€HHS OXJIAX -
AeHWeM BbICIIMX PACTEeHHH Noka OTCYTCTByeT. OqHAaKO CymeCTBYIOT THIIO-
Bbie MHKPOXOJOAHJIbHBIE YCTPOWCTBA, KOTOPbIE€ MOXHO MPHCNOCOOHTHL
ANA Taxux yenen. HanpuMmep, MOXHO HUCIMOJIb30BATb MUKPOTOMHBIN 3aMO-
PaxHBaOMHA CTOJIHK (CM. pHC.27), Ha ero noBepxHOCTH MOHTHPYETCS KI0O-
BeTa C TOHKHM JHOM, KOTOPAas 3anoJIHAETCA paCTBOPOM, DH3HONOrHYECKH
WHEPTHbIM AJiA pPaCTeHHs. B KloBeTe AenaloTCs Npope3n U B HUX C MOMO-
b0 JIAHOJIHHA 3aKPEeNJIsIETCSl YyUYaCTOK CTelJis MWW JIMCTOBOI'O uepemka
pacteHHs. [IpH BKINOUEHHH HCTOYHHKA TOKA, MHTAIOHETO TEPMOCTOJIHK,
€ero NOBEPXHOCTb, PACTBOP B KIOBETE H, CJIeJOBATEJIbHO, YUACTOK TKaAHH
OXJiaxAalTCA. CKOPOCTb OX SiaX 1eH HS1 0BnuHO cocTaBiseT0:5—3,5°C/MHH
OGecneueHHe NpPOTOKA PACTBOPA B KIOBETE MEPHCTAIbTHUECKUM HAaCOCOM
WK nNEPEKJIIOUEHHE TONAPHOCTH NHTAHHSA ‘TEPMOCTOJIMKA TMO3BONASET
6bICTPO BOCCTAHOBHTb WCXOLHYIO TEMIEPATYpy, T.e. Harpe€Tb TKaHb.
KpoMme 6HO3IEKTPHUECKOrO MOTEHLHANA B NpeACTaBJEeHHONW CXeme (CM.
pHcC. 27, A) 3aNIHCBIBAETCSA H3MEHEHHE TEMIIEPATYPhi B 30HE OXJIAXAEHHSA.
B npuBEeJEHHOM Ha puc. 27,5 npuMepe 3anHcH GpoHT /] BOZHHKAET MpH
TeMneparype 17,2°. HcxoaHas TemMnepatypa — 20,5° T.e. nepenag Temne-
paTyp coctaBui 2,8°. 3TO CBHAETENIbCTBYET HE TOJIbKO O TOM, UTO XOJO-
HOBo€ pa3fipaxxeHHe AeACTBUTENLHO BbidbiBaeT [/] B o6nacTv gpuanosorq-
yeckH yMEpPEHHHIX TeMIEPATYP, HO H TO, UTO UYBCTBHTEJIBHOCTb OGbIUHBIX
BbICIIMX PACTEHHA K OXJIaXJEHHI0 MOXET ObiTb BECbMA BbICOKOW (CM. pa3-
aexn 12).
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12. XAPAKTEPUCTHUKA TIOTEHLIHMAJIOB OENCTBHUS
Y BBICHIMX PACTEHUM

BuisiBieHne ocolGeHnocTel 1], cBA3aHHLIX co cneyndukoh cTpyxTyp-
HOW W QYHKLUHMOHANbHOA OPraHH3alMH BLICIINX paCTEHHA, HE MeHee Bax-
HO, YeM yCTaHOBJIeHHe O0mMX NPHHLUHIOB UX reHepauHH, XapaKTEepHbIX
ANA PA3NIMUHBIX BO36YAHMBIX CHCTEM. OHO CIOCOGCTBYET JiyylleMy MOHH-
MaHHI0 3BOJIOLIMK PaCrpOCTPAHSAIOMEroCst BO3GYXAEHHS H HeobXoauMOo
ANA BbIICHEHH A PYHKLIHOHAJIBHOH 3HAUHMOCTH 3TOI'O SIBJIEHH A

Pa3npaxxutenu, BbI3BIBAFOINE NOTECHIMANBI IEACTBHS
y BBICIIHX PACTCHHH

HaunBosiee NOJiHbie CBOAKH, CHCTEMATHINPYIOIHE PAa3PAXHTENH N0 HUX
PH3HKO-XHMHUECKHM CBOACTBAM,MPHBOAATCA Ha OCHOBE HCCNENOBAHHA
JIOKOMOTOPHBIX pacTeHHA [391, 601). OGLUHO BLIAENAIOTCS YETHIPE THNA
pasapaxuresnel: MexaHHueckre, pu3nueckve, XHMHUECKHE H MOBpexXae-
HHUA. Takas knaccapukayus pa3apaxnTteneld nprunoxunma k M Bcex Bbic-
WHX PaCTEHHI. PACCMOTPHM 3TH THNH pa3gpaxHTesnei Gosee nogpoGHO,
yaensis 0co6oe BHHMaHHE HEJIOKOMOTOPHbBIM OObIUHBIM BbICIIHM PACTEHH -
SIM.

MexaHHUYeckoe pasfpaxeHue. PaiannduawT COTPSCEHHS, T.€. HEMOB-
pexaiomue JedopMauuH PACTEHMSI HJIM €ro YaCTH, W MPHKOCHOBEHHS,
T.€. MECTHOE€ ZaBreHue [304, 601]. JIokOMOTOPHbiE peakLMH Ha TakKHe afeK-
BAaTHbIE ME€XaHHUYeCkHe BO3JENCTBHUSA (COOTBETCTBEHHO CEACMOHACTMH H
TUIMOHACTHH) JOBOJIbHO XOPOWO H3yyeHbl. Bo3HnkHOBEHHE nNpu 3ToM [/,
npeaBapsomAX MOTOPHBIA OTBET, JOKA3aHO CO BCEA OMNpeAeJsieHHOCTbIo
A7 MHUMO3bt [540, 634). 5 HACEKOMOSIAHBIX PaCTEHH# (BEHEPHHON MYXO-
JIOBKH, POCSIHKH H Ap.) TaKXe JOKa3aHo yyacTtue I[1/] B 3anycke MOTOPHOWH
peakLMH NocJie yMEpEHHON MeXaHHUECKOW CTHMYNsiLMH [304].

H3BeCcTHO, uTO MecTHbie [1/]l npeaBapsIOT THTMOHACTHUECKHE ABUXEHHUSA
YCUKOB Jla3sifuXx pacTeHHH. HanbBosiee UyBCTBHUTEJNbHA BEPXHSAS UaCTb
ycvka. HHTepecHo, UTO YCHKH Jiyulle BOCMPHHHMAIOT B KAUCCTBE pa3fpa-
WHTENIA He Kakoe-TO PaBHOMEPHOE /[laBJIEHUE, a ero JIoKaJibHbie H3MeHe-
HHUS: TPEHHE WepCTAHONA HATKH, AaBJIeHHEe YaCTHI I'THHbI B CTpye BOAb!,
HO He CaMOH CTpyHM M T.A. [35]. ITO CBAZaHO C TeM, YTO BAOJb YCHKOB gHh-
{y3HO pacnosioxeHn 0Co00 UYBCTBHMTEJIbHBIE K aBJIEHHIO 3MHWLEPMAJib-
Hbi€ KJIETKH C OCSI3aTEJIbHbIMH [TOPaMH.

Mpopacraiomue yepe3 TOJIY MOUBbLI 3MUKOTHJIH I'OPOXA FEHEPHPYIOT
LIeJTYI0 CepHI0 HMMYJILCOB B OTBET HAa BO3HHKaomee paszgpaxeHue [569].
ABTOP TaKXe€ CUHMTAET, UTO 3TO MeCTHbie M/], Bhi3BaHHLIE HECHHXPOHHbIM
BO36YyX/JAE€HHEM UYBCTBHTEJbHMX K JABJIEHHIO OTJ€JIbHbIX KJIETOK cTE6 5.

JlocTaTOUHO AABHO yCTaHOBJEHO [29], uTo cnaboe MeCTHOE JaBJieHHe,
n3ruG, cnabuiih ygap U Apyrasi yMepeHHas gedpopmauns crebyiein MHOrHX
pacTeHuil NPpUBOAAT K NOABJIEHWI0O MECTHOA, HMNyYJibCHOA dopMmbl 3nek-
TPHUECKOH HEraTHBALMH (BHEKJIETOUHOE OTBEJE€HHUE). JHEPIHA CTUMYJIOB,
Bbi3bIBAOMHUX Y PACTEHHHA TaKYyl0 PEAaKLMIO, BMIOJIHE COMOCTABHMA C 3HEP-
rHen MexaHHYyeCKHX BO3JEHCTBHA OKPyXalomenh cpegbl (10X Ab, BeTep).
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Tak, ANs yAapa, HanpUMep, NOKa3aHo, UTO MOPOr BO3HUKHOBEHHS 3JIEK-
TPHYECKOr'O HMIYJLCA paBEH 104 Mr-MM Ha 1 MM? MOBEPXHOCTH PaCTEHHS
(T.e.~10~*/IX), B TO BpeMS Kak 3HEPrus najawomen Kanju JOXAA JHaMET-

poM S5 MM cocTaBinisieT okosio 0,1 /Ix [111]. OTcloga SICHO, YTO UyBCTBH-
TeJIbBHOCTb K MEXaHHUECKHM pa3ipaXeHUsIM y oOblUHBIX BBICIIHX pacTe-
HHUA He YCTynaeT UyBCTBHTENbHOCTH XHBOTHBX. MOXHO NPeAnOJiOXHTh,
UTO PErnCTpHpPyeMbie MakpPO3INEKTPOJaMH CyMMAapHbIE 3JIEKTPHYECKHE
OTBETH CTEDGNEH pacTeHUH NpH NOPOTOBOA CHJie HENOBpex Jaommx aedo-
pMalmii SIBJISIIOTCS MeCTHbIMH TT/1. O6 3TOM CBHAETENLCTBYET XapaKTepHast
WMnyJibCHasi opMa peakuHh, a Takxe To, YTO OHHU NMOJYHHSIOTCH Mpak-
THUYECKH BCEM OCHOBHBIM 3aKOHOMEPHOCTSM. NOANOPOroBOro M Hajmno-
POroBOro pa3ipaXKkeHusi, M3BECTHLIM /1718 BO36yAuMbIX CHCTeM [29, 30, 111,
114], xpoMe, noxanyH, cnocoGHOCTH K pacnpocTpaHeHdo. B onpeae-
JIEHHbIX ycnoBusix T/, Bo3HHKaONHE Ha TaKOro pojga BO3/IeACTBHSA, TeM
He MEHEeE MOT'YT H pacnpoCTpaHATLCA. Tak, NpH NPHKOCHOBEHHHW KHCTOU-
KOHA K HEKTApHHKaM JIMINb reHEPUPYIOTCS KaK MeCTHbi€ [1/] B CEKPETOPHBIX
KJIeTKaX, Tak H pacnpocTtpaHsionMecs I1/1 B odcnyxuaalomux HEKTapHHUKH
npoeogsimmx nyukax {164].

HecMOTpS Ha JOBOJIBHO ANHUTEJIBHYI0 HCTOPHIO usyqel-msl MexaHHuec-
KOrO pasapaXxeHHs pacTeHHi, OHO TpebyeT AanbHeRwero yray6GieHHOro
HCCIIeJOBAHU A.

duandeckoe pajgpaxeHue. Cpean ¢Guaduecknx pasapaxuTened
Kesiecoo0pa3HO BBLIACNHTD: 1) 3JIEKTPOCTUMYJSALIMIO; 2) TEMIIEPATYPHYIO
cTumynaun; 3) doTocTUMynAaLHo. MOXHO eme 0Co80 OTMETHTh
PagHOCTUMYJISIUHIO, T.e. BO34eACTBHE JMIOObIX 3JIEKTPOMArHUTHBIX
H3NIyUEHHH, YCAOBHO MCKJIIOUasi MPH 3TOM BO3/JI€ACTBHE BUAHMBIM CBETOM
xak Han6oJiee afeKBaTHbIA Cyuad JeACTBUA HANTyUEHHS Boobe.

INNEKTPOCTHMYNAUHSA. [INA JIOKOMOTOPHbIX PACTEHHA NPHMEHAETCSH CO
BpeMeH BeppoH-CaHgepcoHa [339]. Takoe pa3gpaxeHHe He SIBASieTCS
€CTEeCTBEHHbIM, HO OHO aZ1ekBaTHO npHupoae /], Tak kax HenoCcpeACTBEHHO
CBS13aHO C MEepPEeHOCOM 3apsiia, o6ecneunBaiollero cHuxeHre E,, Ha nopo-
rosywo BesivunHy. Hanbosee obume# Mepon BO3GYyaAHMOCTH NMPHHSATO CUH-
TaTb XPOHAKCHIO, OnpegeneHHe KOTOPo#i OCHOBBIBAETCH HMEHHO Ha 3JieK-
TPHUECKOM pa3fipaxeHHH [481]. JlanHk [481] He TOJIbKO BBEJI 3TY BEJIHUHHY
B PH3NOJIOTHI0 KHBOTHBIX H OGOCHOBAN e€e CBA3b C ) YHKUMOHAJILHON NO -
BHXXHOCTbIO, JIaGHJIbHOCTbIO (MO BBEJEHCKOMY), HO H U3MEPHJT €€ Y CaMbIX
pa3nHyHMX GHOJIOrHUECKHX OGBEKTOB, B TOM UHCJIE H Y MHUMO3bi (Ta0J1.2).

NoHsiTHE XPOHAKCHH TECHO CBS3aHO C MOHATHEM peola3sl, KOTOpOe
XapakTepHayeT Noporopyio (MHHHMaJIbHYI0) CHJlY 37IEKTPHUECKOI'O pa3fl-
PaXXeHHs1 MOCTOAHHBIM TOKOM OECKOHEUHOH AJIMTENIbHOCTH. XPOHAKCHS
npeacTaBsisneT cofoii TO MHHHMAJILHOE BPEMSA, B TEYEHHE KOTOPOro fOJi-
XK€eH eHCTBOBATbL TOK, PaBHbIi ABYM peofGa3aM, UuTOOb! Bb3BATh [TOPOTrOBOE
Bo30yxaeHne. 3 npeAcTaBNEHHBIX B TabJ. 2 JaHHLIX BUAHO, UTO XPOHAaK-
CH# JMCTa MUMO3B (30 MC) 613Ka K TAKOBOH AJifA BO3GYIHMBIX OPraHoB
6eCnO3BOHOUHBIX H HEKOTOPLIX OPraHOB MO3BOHOUHLIX XHBOTHMIX (Jisi-
C'YWKH).

Y10 KacaeTcsi HEJIOKOMOTOPHbIX PaCTeHH#, TO, OUEBHIHO, H3-3a TOrO,
uUTO NPUMEHEHHE 3JIEKTPHUECKOro crocoba pasgpaxeHus CONPAXEHO C
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Ta6auua 2

CPABHUTENLHBIE IAHHBIE O BETUYUHE XPOHAKCHH Y PA3ITAYHBIX OB’ BEKTOB
(wa ocHoBaHMH AaHbIX Jlanmka u ip. [126])

O6bexT necneaoBaHKM Ha3BaHne opraHa XPOHaKCH 5, MC
MurMo3a JincTbs 30
Menayaa MaHTHs 20
HoxaeBoh uepsb HepBHas enouka 20
NMusBska To xe 30
BuHOrpaaHas yinTka JIBHTraTenbHbie HepBbl 20
Kpa6 Mblmbl KJTEmHH 30
Jisrymxa JIBUraTeNbHbie HepBbl

HKPOHOXHOA MbIMI{bI 03—06
MBIML{BI XXENAYAXA 30 — 100

onpegesieHHbIMH METOAUUECKHMHU TPYAHOCTAMH, TakKUX HCCHEeZOBaHHUMN
KpawiHe MaJio.

PacnpoCTpaHSIOIHACS 3JIEKTPHUECKHI UMITYJibC OblJ1 3apEeruCTpUpPOBaH
NPpH 3JIEKTPUUYECKOW CTUMYJSILHU YCHKOB orypua B 1959—1860rr. B
nabopatoprn H.HU. T'yHapa [75]. Ero nepeaHuit GpOHT pacnpoOCTpaHSAJICA
Mo YCHKY BHE 30HbI pa3jpaXeHnsi C MPUMEPHO OJAHWHAKOBOW aMIJIMTYAOH
M CKOPOCTbI0. OAHAKO, Cyasi MO TEKCTY, aBTOPbI HE PelIMJIMCb Ha3BaTb 3TOT
MINYJIbC NOTEHUHANIOM AeACTBUSA. [IEACTBUTENIBHO, HECKOJIBKO HaCTOpa-
XHBaeT TOT $akKT, UTO HUCXOASIWAS BETBb UMMNYJsibCa WMeJia OueHb 6O-
JibWYI0 ANUTENIbHOCTh. BeposAAITHO, criegyeT AONYCTUTD, YTO NMPHUMEHSAIOCH
[IOCTaTOYHO CHJIbHOE 3IJIEKTPHUECKOE pa3fipdXeHHEe (YKaosslBa€TCS TOK
~ 50 MKA NpH Hanps>KeHUu Nopsifika OJHOTO — HECKOJIbKUX AECATKOB
BOJIbT). [ToBpeXx€HHe TakKUM TOKOM U NPUBOAHUT, OUEBHUAHO, K AJIMTENb-
HOHW CTOWKONW aenonsiprn3aunun nocsie nuka. XpoHakcHUs, onpesiesieHHasi B
3TOH paboTe, cocTaBnsieT 150—300Mc. HHTEpECHO, UTO B OMbITax
Z.T. KBacoBa [111] Ha cTeOsisIX U JIMCTOBbIX YepelikaX MHOTHMX BbICHIMX
pacTeHu, He obnajalmuX MOTOPHBIMM (YHKUMSIMA, NPH H3YUEHHH
MECTHOW UMNYJIbCHON peakL{MH BeJMUHMHa XpOHaKCHH Bbljia onpeaesieHa B
200 — 250 Mc. CocoBHOCTb HMIYJibCa K paCIPOCTPAaHEHHIO 3TOT aBTOP He
aHaJIM3UPOBAJi, HCXOAN M3 JIOXHOW NPEANOCHIJIKH, UTO Yy OOBYHBIX BbIC-
WHX paCTeHUA HUMNYJbCHOE Bo36yxaeHHe He MOXeT GbTb pacnpocTpa-
HAIOWMUMCSH.

HanBosiee 3HaUNTENbHBIX YCIIEXOB B 3JIEKTPHUECKOH CTUMYJISILMM [O-
O6MJINCh MOJIbCKHE 3niekTpoduanosioru [557, 560, 700, 702] B uccnenoBa-
HUSIX Ha JionHHe. COrsnacHO UX JaHHBIM, XpPOHaKCH I 3TOro o6bekTa paBHa
200 Mc. TakuMm 06pa3oM, pa3Hbie aBTOPbI Pa3HbIMH COCOBaAMH HaWJIH, UTO
XPOHAaKCHS OObIUHBIX BLICIIMX PAaCTEHHH BapbupyeT OoT 150 go 300 Mc. 1o
B 5—10 pa3 6oJiblile BEJIMUHHBI XPOHAKCHH JIOKOMOTOPHOI'O PaCTEHHUSA MH-
MO3bi, HO BeCbMa 6J1M3KO K XpPOHAKCHH, HaIPUMEP MBILIL] XeJyAKa JAryi-
KM (CM. Tabn. 2).

TemneparypHasa CTHMyAsUHA. TemMnepaTypHbid $akTop MoOXeT GbiTh
BeCbMa 3{PEeKTUBHBIM pa3gpaxHUTeJsieM BbICIIMX PAaCTeHHHA, YAOGHBIM s
NPpUMEHEHHUS B 371IeKTPOPHU3INOJIOTHUECKOM IKCITEepUMEHTE (He JaeT apTe-
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thakTOB NpH 3anHCH 3JIEKTPHUECKOTO OTBETa H MOXET AO3WPOBATHLCA),
TepMopa3gpaxeHne WHPOKO HCMOJb30oBan Boc, KOTOpbIA Hawen ero
NpHOHXAIMHUMCS K "HieasibHBIM CNocoGaM pasgpaxeHus”, MOHUMas NoA
3THM Takyw ¢opMy pa3apaxeHHs, KOTOPYIC MOXHO NMPUMEHATb B 3a-
AaHHBIX KOJIMUECTBAX M MOBTOPATb §e3 Kakoro-iub6o noBpexJeHusi
MHOro pa3 nogpsa [29). InekTprueckue peakundm THna I1/] ObiH nosrydeHb!
BoCOM B OTBET Ha Ciabbifi “TEeNsIOBOA yaap" He TONbKO Ha JIOKOMOTOPHBIX
pacTeHusIXx (MHMO3a H fp.), HO © Ha CpeAHeA XHJike JIHCTA HEJIOKOMO-
TOPHOro pacteHus [30].

Crioco6 A03MPOBAHHOrO “TENJIOBOro yjapa“, pa3paboTaHHmA Bocom
[29], HE MOAYUHS, K COXaJieHHI0, Pa3BUTHS. BeposATHO, 3TO Npou3owsio
NoTOMy, 4TO BCKOpe XoyBHHK [436] moka3as CnoCoGHOCTb TENJIOBOr'o

' BO3JIEHCTBHS BhI3bIBATb He TOJIbKO /], HO ¥ CBSI3aHHBLIA C MOBpPEXAEHHEM
KNETOUHbIX CTPYKTYP BIl. TeM He MeHee 3Ta BO3MOXHOCTb eme JOJro He
YUMTBIBaJIAChb 35ieKTPodH3nonoramMm pacteHH. Bosee Toro, H.H. 'yHap K
A.M.CuHioxuH [74], OCHOBbIBasSICb rfiaBHbIM OGpPa3oM Ha TOM, UTO topma
pacnpoCTPaHSIOMHXCA 3JIEKTPHUECKHX OTBETOB Y OObIUHBIX BBHICIIMX pac-
TEHWA, HanpHUMeEP TbIKBbi, BECbMA CHJIbHO OTJIMYAETCS OT HMIYJbCHOMN
NpH pa3fipaXxeHHH HarpeBaHMEM, NOCTYJIMPOBaJIK TE3UC O TOM, UTO "TOKH
AEHCTBUA" UMEIOT PA3siHUHYI0 HOPMY NPH AEHCTBHH Pa3sIMUHBLIX pa3fpa-
XHTEJIen.

B HacTosimee BpeMsi, NO-BUIHMOMY, CIAeAYET NPH3HaTh CPaBegJiIMBbIM
HHoe obbsicHeHue ocobeHHocTein BIP Ha TensoBoe pasfapaxeHue [570).
OHO OCHOBAHO, BO-NMEpPBbIX, HA NPHU3HaAHHK HeCcneuHPHUHOCTH /] BbICWIKUX
pacTeHH# NO OTHOWEHHIO K JOOLM pa3gpaXkalomuM BO3AEACTBHAM H, BO-~
BTOPBIX, HA TOM, UTO TEMNJIOBOE BO3J€ACTBHE MOXET BbI3BATh KOMIIJIEKC-
HYI0 3JIEKTPHUECKYI0 PeakLiHIo, Bkjloualomylo kpome I eme m BI1, Couerta-
Hue [/1 u pa3siMuHON BesinyuHbl BIl onpegensieT 0COGEHHOCTH pacnpocCT-
paHsnommMxcs BAP Ha TensiOBbiEe BO3JEACTBHS.

B03MOXHOCTb IreHepaliim 1171 6e3 BI1 B OTBET Ha TenJioBoe BO3AEACTBHE
He NpeACTaBAAETCA HNOCTAaTOUHO SACHOW. [I[poBe€HHbie B 3TOM Hanpas-
sieHnn onbiTel [69, 559] M3-3a OCOGEHHOCTEA WX MOCTaHOBKH HE AJawoT
OZHO3HAYHOI'O OTBETA Ha JaHHbIA BoNpoc. EcyiKH yuecTb, UTO NpH yMepeH-
HOM HarpeBaHHH NMPOUCXOAHT IHIIEPNONSIPHIALIHSA, & TIPH OXJAXAEHHH —
AENOJIIpH3aLUA KJIETOK 3a CUET H3MEHEHHSI AKTUBHOCTH 3JIEKTPOTE€HHbBIX
HOHHbIX HAaCOCOB MJia3MaTHUEeCKHX MeMOpaH (CM. pasjgen 6), TO CTaHO-
BUTCS OUEBHAHBIM, UTO HarpeBaHHe He MOXeT ObiTb 3dpdexTHBHBIM PakTO-
poM, obecneunBaloniiM NOPOroBYI0 AENONAPH3ALMIO NI BOSHHKHOBEHH A
NA B $1U3MONOrnyeCckoM JuanaoHe TeMnepaTyp.

BaXxHbli1 War B pa3BHTHH TEMNeEpaTypHOro cnocoba pa3gpaxeHus Gbin
caenaH Tukkapa [570, 571]. OHa He TONILKO 3KCIEPHMEHTaJIbHO 0BOCHO-
Bania 3PPEeKTHBHOCTb H L€N1eCO06PA3HOCTb HCIOJIb30BAHHA OXJIaXAEHHSA
Ans Bbi3biBaHUSA [M]1 y OOMUHBIX PaCTEHHMH, HO W MOKa3aJsia "(pH3HOSIOrHY -
HOCTb" 3TOro BuZa pa3gpaxeHHs, Tak Kak B ee onbitax [l B rHNOKOTHNIE
NPOPOCTKa ThiIKBbi HHAYLIHPOBAJICSI CMEHOA OMBbBIBAIOIIETO €ro PpacTBopa
(19°) APYIHM TaknM Xe pacTBOPOM (14°), T.e. oxJiaxA€HHbIM BCEro Ha 5°.

Creay0lUM 3TAMOM 3BOJIIOLIHH 3KCMEPHMEHTANIbHBIX IPHEMOB Temne-
PaTypHOro pa3gpaxeHus, BbidbiBalomero I1/] y BhiCIIMX paCTEHHH, ABHIACh
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pa3paboTka MpHeMa MMOCTENEHHOTO JIOKaJbHOTO (PU3HOJIOTHUECKH YyMe-
PEHHOTO OXJIaXAeHUA cTebs [180, 188]. [PUHLMITHAJIBHON OTJIUUHUTENb-
HOWM OCOGEHHOCTDBIO TaKOTO pa3ipaXeHHUs ABNSIETCA €ro rpagyasibHOCTb.
PacTenue kak Obl camMO "BhiGMpaeT” TemnepaTypHblA TIOPOT BO3HHK-
HoBeHMA /] npn 3alaHHOA CKOPOCTH OXJIaXAeHUS. UCNOJb3yA 3TOT NOA-
XOA, Mbl 110Ka3ajiM, UTO PACMpPOCTPAHAIWMACA T/ Y OObIUHBLIX BbICWIMX
PacCTeHHA (Ha MpuMepe NpOPOCTKa ThikBbi) MOXET HHOT/Ja BO3HMKATh NPH
CHUXEHHH TeMmrepaTypbi BCEro Ha 1—2° MpW CKOPOCTH OXJIaX/EHHS
okoJio 2'C/muH [188). MoCkOJIBKY TEMMEpaTypHbIE Mepernajbi ¢ TaKUMH
napaMeTpaMH HMEIOT MECTO B €CTECTBEHHBIX YCJIOBHSIX OBGHTaHHA pac-
TEHH A, TO 3TO NM03BOJIAET OGOCHOBAHHO CYAHUTh 00 aIeKBaTHOCTH YMEPEH-
HOI'O XOJIOAOBOTO pa3fpaXEHHUA.

dorocTHMyasaUuHsA, NaMeHeHne MHTEHCHBHOCTH BHAMMOIO CBeTa, 6e-
3YCJIOBHO, a/IEKBATHbIA pa3ApaxHTeNb A GOTOCHHTEIUPYIOUHX 3E€JTEHbIX
pacteHmin. OgHaxo N/ npu CBEeTOBOM pa3jpaX €HUH BO3IHUKAIOT JAaJIEeKO He
Bcerga. NIo3aToMy JIA MHMO3bl, HalpuMep, NpeAsiaraeTCA oTJiMYaTh §o-
TOCTUMYJISILMIO, TPHBOAAMYIO K TeHepauuu N/, oT "poToHacTHUECKOro”
pa3jpaxeHHA rpadyaJibHOro xapaktepa [391, 602]. MeHee onpegesieHHasd
CHTYalMsl CYIECTBYET B OTHOWEHHH OBbIUHBIX BLICIIMX PaCTEHHH. Bbicka-
3bIBAJIOC MHEHHE O HAJMUMH Y HHUX aJbTEPHATUBHbIX MEXAHHW3IMOB H
CHCTEM BO3OYXAECHNA: 1) BRI3BAHHOTO HECBETOBLIMM Pa3pPaXHUTENAMH H
2) BBI3BAHHOT'O CBETOM [156, 270, 580]. CorsacHO 3TOH NMO3ULMH, Bbi3BaHHbIE
CBETOBbLIM BO3/1eCTBMEM BIP y OOGBbIYUHBIX BBICIIMX PACTEHMHA MPHUHLM-
nUaJbHO OTaH4yaTca oT [1. [fo npegnosaraeMoMy MeXaHU3MY OHH
Gosiee 6J1M3KH K XHMHUECKOMY CTIocOo0y BO3BYXAECHHSA (CM. pa3est 9), XOTs
M He CBf3aHbl B 3TOM CJiyyae C paHeBbiM hakTOpoM PHkKa.

Tem He MeHee TepMHH"GOTOHMHAYLIMpOBaHHbIE NOTEHLKAJbl JEACTBUS"
HEKOTOPpBIE aBTOPH BCE XE MPUMEHAIOT NO OTHOWEHHUIO K oﬁuunZz BBIC-
MM pacTeHMusIM, Hanpumep k dacoim (561, 563, 649). d>o-roanek:?4meckue
OTBETbI Y 3TUX PACTEHHH pacrnpoCTpaHswTCcA B Ga3uneTasbHOM Harpas-
JIEHWH OT JIMCTA K KOPHIO U BbI3bIBAIOTCA G€JIbiIM CBETOM HJIM CBETOM Olpe-
[EJIEHHON OJMHOW BOJHbI (433—711 HM; 5—1350 BT - M%), Ux CnexkTp
AeACTBUA CXOAEH CO CMEKTPOM  AeHCTBUA POTOCHHTE3A, CJIEJOBATEJIbLHO,
OCHOBHOW IMTUIMEHTHOW CUCTEMOM, OTBETCTBEHHON 3a HX BO3HUKHOBEHHE,
SABJIAETCA XJNIOPOPHIIN, XOTH HE OTPHLIAETCHA U YYacTHE APYTHX MUIMEH-
TOB. OHM YrHETaWTCA AUYPOHOM W He NMOAUHUHSIOTCH NMPABUIY “BCE HUJIH
HUuero", T.e. "poTouHAyLUMpOBaHHbie [1/1" He ABRJATCA HacTOAWMMH T[] B
o6mwenpuHATOM MNOHUMAHHHU 3TOTO TEPMHHA.

3Ta TOuka 3PEHHUA MOATBEPXAAETCA TakXe, HalpUMep, U TEM, UTO
TOJIbKO CBETOMHAYLIMPOBaHHBIE CMalKH B KJIETKAX MXa aHTOLlEpOC, B OT-
JIMUHE OT BBHI3bIBAEMBIX IJIEKTPHUECKHM CTHMYJIOM UMNysibcos M1 y BoJ0-
POCJIM HHUTEJJIbI, CBA3aHbl C BPEMEHHHIM CHHXEHHEM (IyopeCLEHLHH
xnopoduisia a [168]. BbickasniBaeTCA NpeAnosoxeHue 06 0co6oM Mexa-
HHW3Me reHepal Uy "GoTOMHAYLHNpOBaHHbIX /1", ocymecTBisieMOM 3a cueT
CBETOBOM akTUBaLHH ATda3bt x10ponnacTos[34].

B TO xe BpeMA B UCCJIEAOBAHUAX Ha KJIeTKaX TaJlioMa MXa koHoueda-
ayma [669) yCTaHOBJIEHO, UTO BbidbiBaeMsie CBETOM [1/1, kak u T[], Bbi3BaH-
Hbi€ 3JIEKTPHUYECKHM CTHUMYJIOM, HMEIOT OAHY H Ty e GOopMy, NMoguu-
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HAOTCA 3AKOHY “BCe HIIM HMYero®, 0651aaloT cnocoGHOCTBIO K pacnpocT-
paHeHH0, pedpakTEepHOCTBIO, CNOCOGHOCTBIO K CyMMALIHH MOANOPOrOBbIX
CTHMYJIOB, T.€. 0651aJal0T BCEMH XapaKTEPHCTHKaMH THNHuHbIX T/]. Bui3-
BaHHble CBeTOM I1/1l HHAYLUHPYIOTCA CBETO3aBHCHMbIM F€HEPATOPHLIM MO~
TEHLHAJIOM, OCYMECTBJIAIOMMM MOPOTOBYK0 AenojiApH3auHio. HUMeHHO
reHepaToOpHeIf NoTeHUNnas, a He /], 6IOKHpYeTCs AHYPOHOM.

CornocTaBjieHHe 3THX AaHHbIX C JaHHbIMH 3IKCNEPHMMEHTOB Ha hacosin
[649] NO3BONSET CUHTATb, UTO BHI3LIBAEMBIE CBETOBbLIMH BO3JEHCTBHSMH
koJsie6aHHs GHOMOTEHLHANIOB Y BHICHIHX PACTEHMI HMEIOT CJIOXHYIO KOMIT-
JIEKCHYI0 TIPHPOLY ¥ HA KJIETOUHOM YPOBHE MOTYT ObiTb MpeACTaBjieHbI
Kak THMHYHbIMK [/l HAANOPOroBOro xapakTepa, Tak H TpagyasibHbiMH
GOTOIIEKTPHUECKHMH pPeakuHn siMH. Tpu 3ToM TJ] oKkaM30BaHbI Ha TJa3-
MaTHYeckHX MeMOpaHax KJIETOK, a 3amyckaeMsle CBETOM MOANOPOroBbie
3JIEKTPHUECKHE OTBETHI, 110 KpaHHEH Mepe Ha HayaJIbHbLIX 3Tanax CBOEro
Pa3BUTHA, NTPOTeKkalT B xjioponjacTtax. [1/1 BO3HHKAWOT TOJBKO B TeExX
cirydasix, korga (oToBO3GYXJEHHE TMHIMEHTOB Croco6HO OBecrneuHTb
NOPOTOBYW AENONAPH3aLIMI0 BOIGY/UMBIX MaaMaTHUYECknXx MemGpaH. B
3aBHCHMOCTH OT COCTOSIHWA MEXKJIETOUHBIX CBsided 3TH T[] MOryT ObiTh
pacrnpocTpaHAIIMUMHCA HIIM MECTHBIMH. [ToATBEpXAEHHEM 3ITOTO MNpeA-
MOJIOXEHHUA MOTYT CJIYXHTh JaHHble O BO3HMKHOBEHMH NOZOGHBIX T
MECTHBIX Cra#KoB, BO3HHKaOMHUX MO JOCTHXEHHH KPUTHUECKOTO YPOBHHA
AETNOJIAPDHIAALNH B XOA€ MEJJIEHHBIX CBETOMHAYLUMPOBAHHLIX W3MEHEHHN
E,, B Me3odu e iMcTheB ToMaTa [349].

PagnoctumynauHa. JleAicTBne HOHU3UPYIOUMX HM3ITTYUEHHA TaKXe MO-
XKET BbI3piBATh I1/] Y BBICIIMX pacTeHHiA. ITH pa3fipaxHUTesIH HCCNEOBAHD
ouyeHb cya6o. Moka3aTesibHB ONBITH HA MHMO3€ C HHAYKLMen T/ peHTre-
HOBCKHMM H3syuyeHueM. JlokasibHoe o6iydeHHe JIMCTa B TedeHHe 15 ¢ mom-
HOCTbI0 17 000 peHTreH/MHH Bbi3biBaeT CHauajla HeraTMBALHIO (BHeKJe-
TOUHOE OTBeAeHHe) 061yuyaeMoro uepeinika JIMCTa, a 3aTem reHepaumio TJ1.
MegsieHHass HeraTHBauMs u M1 B onpexeneHHOW CTENEeHH HE 3aBUCHAT
Apyr OT apyra. O6e peakuyuMH pacrpOCTPAHSIIOTCH, HO C Pa3HOH CKO-
pocTbio: N — 1 cM/C, HeraTuBauua — 0,01 cMm/c [438]. MOXHO 3aMETHTD,
UYTO 3TO BECbMa HaMOMHHAET NOCe0BaTEJIbHOCTb BO3HUKHOBEHH A HOTO-
HHAYUHpOBaHHMIX M Yy koHouedasiyma, ONMHCaHHYIO Bbile. OUEBHIHO,
HOHH3UDYWIIEE H3JIYUEHHUE, KaK U CBETOBOE BO3JelcTBUe, 3anyckaer I/
Py NMOMOmH “reHepaTOPHOTo" NMoTeHLHaNa, 0BecreunBalero noporo-
BYI0 IENOJIApH3aLMI0. HESICHO, SIBNsieTCA JIH 3Ta NOPOrosasi AenoJisspu3a-
UMA MJIa3MaTHYECKHX MEeMOpaH NMPAMBIM CIEACTBHEM AEHCTBHSA H3Nyue-
HUSA WJIH OHA MNepesaeTCA Ha Hee, Kak U NTpH GOTOCTUMYJISALIMH, OT BHYT-.
PHUKJIETOUHBIX ITMTMEHTHBIX cucTeM.lloclieiHeE NPEANOJIOXEHHE KOCBEH-
HO MOATBEpPXAaoT HabMoJeHHUA Tex xe aBTOpOR [377], MOKa3aBWHX, YTO
nameHeHne E,, KJIETKH HATEJIbi TPH PEHTreHOBCKOM OBJIyUeHHH 3aBHCHT
OT TOro, ObUTH JIH KJIETKH B TEMHOTE WJIM afalTHPOBAJIUCh K MEPHUOAU-
YeCKOMY OCBEIMEHHIO,

W3 Apyrux BHAOB H3JIyYeHHH WHTEpPECHO OTMETHUTb YJbTpaduosero-
Boe. BoaMOXHOCTb reHepauwnu 11 npu ynsTpadHONETOROR CTUMYNSIHH
BLICIUWX PAaCTEHHH eme He M3yueHa, HO JaHHbi€ O CHJIbHOM H PE3KOM

YTrHETEHHH 3TUM HU3IJTYUEHHEM  3IJIEKTPOTEHHOW KOMIMOHEHTHI E;
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doTOCHHTE3UpYIOMMX KJIETOK JIMCTbEB BHICIIMX pacTeHu# [261] nmo3sosisiioT
Npe/NOJIOXHUTh, UTO 3TOT pa3fpaXHTesib MOXET ObiTh BecbMa 3ddheKkTUB-
HbIM JJI OCYUECTBJIEHHUSI TMOPOroBo# nenonﬁpuaa.uuu B BO306YAHUMBIX
KJieTKaX BbICIHX PAacCTEHHA.

XHMHUeckoe pa3fipaxeHne. MOXHO BbICJIMTb HECKOJIbKO TPyl
XMMHUECKHX pa3gpaxuTelied, Bol3biBalonmx /1 y BoICIIMX PACTEHUA: HOH-
HYIO CTHUMYJIALMIO, THAPOCTHUMYJISLMI, pa3jpaxeHue (HHU3NOJIOTHUECKH
aKTHBHbIMH BENECTBAMH,

Honuas ctumynayusa. LIMpOKO pacnpOCTPaHEHHBIM H B ONPEAEJIEHHOM
MEPE 3TaJIOHHbIM pa3apaxuTeseM, Bu3bBalouHM T/ y OObIUHBIX BbICHIHX
pacTteHuh, sisnsetca pacteop KCL [axe npu AnuTesbHOM BO3LEACTBHH
OH Heé NMPHUBOLHT k reHepaLHy Bll, a BbI3bIBa€T CEPUH PUTMHUECKH TTOBTO-
‘psiomuxcA TI/1, pacripoCTpaHAIOMUXCA M3 MECTa TMPHJIOXEHWS pa3sjpa-
XHUTEJA (CM. pa3ge 12). CpaBHEHHE C OTBETOM, IMOJIyUEeHHbBIM HMEHHO TPH
3Tom criocobe pa3fpaXeHus, MPEAOUHTANT HCITONb3OBATh AJISA BbisiCHE-
HUSA Bomnpoca o ToM, T unn BIl reHepupyeTcsi NpH KaKOM-TO APYroMm
cnocolbe pa3paXxeHHA y OOBUHBIX BLICHIMX PaCTEHUH (M3-3a HEOCTATOU-
HOM pa3paboTkH 3JIEKTPHUECKOTr 0 cnocoba CTUMYJISILIMH),

Uaige BCEro MCIob3yeTCsi KOHUEeHTpUpoBaHHbik (~1 M) KCI1[150, 151},
Ho T1/] BO3HHMKAOT H NpH AeACTBHH 0,1 M n gaxe 0,01 M KCI (70, 73]. 3to
CBHETEJIbCTBYET O TOM, UTO NMOPOroBaf AENONsIipH3aLH A, MpHBOASAMAS K
reHepauuy /], MOXET OCYIECTBAATLCA MpH PHU3NOJIOrMYECKH YMEPEH-
HbIX M3MEHEHMAX KOHUeHTpauuu K* BHe kJeTOK, BepOSTHO, 3a CYeT

yMeHblleHH 1 AHQPY3INOHHON KOMIMOHEHTHI E",,,

Pesxe UCoNb3yIOT B KAUECTBE pasgpaXuTesned, MHIYLUHPYIOUMX Y BbiC-
WHX pacTedun TJI, Apyrye cosn. OHM Bbi3biBaloT T1/1 npu 6oJiee BLICOKHX
KOHUeHTpauusix. Tak, 0,5 — 1,0 M NaCl npu BO3eACTBHH Ha KOpEHb
(acosm npuBOANT K Bo3HHKHOBeHHIo /] B cTebae, 2 0,1 — 0,3 M NaCl k
BO3HMKHOREHHMIO T1[] yXe He npUBOAUT [68]. PernCTpUpyeMblA crnaik xa-
paKkTepHU3yeTCs KOMNAKTHbIMHM pa3Mepamy 1 6e3iekpeMeHTHBIM pacrpocT -
paHEHHEM C TOCTOSIHHOM CKOPOCTbIO (~ 2,5 MM - C™), HO H3-3a BBICOKOH
koHUeHTpaunn NaCl aBTops NpeANOYHTAOT Ha3mBaTh ero He 111, a "TokoM
NOoBpeXACHUA". [IENCTBHTENBHO, pa3fpaxawwee BIHAHHE KOHLEHTPHPO-
BaHHBIX PaCTBOPOB COJIEA CBA3aHO C MOBPEXAAOMHMM MJIa3MOJIMTHUECKUM
AEACTBHEM B 30HE UX MPHUIIOXKEHHUSA, HO MEXAHU3M PACIIPOCTPAHEHHUS HM-
nyJibCa BHE 30HB BO3AEACTBHS MNJIa3MOJINTHKA CKOpee BCEro NMpoTekaeT
no THny HopmasnbHoro I/1. o xpaAHe# mepe npu geicreun KCl napamer-
Pbl UMITYJIBCOB B CEPHH, T.€. [10 ME€pe Pa3BUTHA NMOBPEXIEHHSA, HE NpeTep-
ME€BAIOT CYMECTBEHHBIX H3MEHEHHH. 3TO, BEPOATHO, TOBOPUT O TOM, UTO
Nnpu HOHHON CTHMYJISAILLMH MbI BCer ja MeeM esro ¢ A, a ue c Bl

rnapoctHMyasiynsi. U3BeCTHO, UTO YBJIAXHEHHE CJierka MoJACOXWHX
KODHEH SIBJIAETCA YePe3BbiuanHO 3PPEKTHBHBIM CrTOCOG0M Bbi3biBaHHA T1]]
B cTebie [74, 246]. XapakTep BOSHUKHOBEHHSA T[] NPH 3TOM, N0-BHIHMOMY,
CXOAEH C TaKOBLIM MPH AEACTBHUH NMJIa3MOJTHTHUKOB.

PaagpaxenHe (PHIHOJNIOrHYECKH AKTHBHbBIMH BeljecTBaMH. Hmeetcs
oueHb pa3Hoobpa3Has rpyrna pa3gpaxHTesien Kak eCTECTBEHHOro, Tak M
MCKYCCTBEHHOrO MDPOHCKCYSEHUA, CMOCOOHbY NPHBOAUTL K TE€HEpPaLHUH
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MA. EcTecTBeHHBIM pa3fipaXHTesieM Takoro poAa cjegyeT CUHTaTh, oue-
BHIHO, HEMAEHTUPHLIMPOBAHHOE eme "paHeBOE" BEIECTRBO (BEmMECTBA) UJTH
"paxTop Pukka" (cM. pasges 9). CpeAH UCKYCCTBEHHBIX XUMHUUECKHX CTH-
MYJIOB MOXHO Ha3BaTb 2,4-/1 (10~! — 1072 M pacTBOp). OHa UCITIONIb30BaHa
Kak Bbi3sBalomui TJ] pakTop B psisie paHHUX paboT OTEUECTBEHHbBIX 3JIEKT-
PO(PH3HOIIOTOB Ha OOBIUHBIX PAaCTEHHMSIX (B OCHOBHOM Ha Tbikse) [61, 76,
245). 2,4-]1 ABNsieTCA CHHTETHUECKHM aHAJIOTOM ayKkCHHa. CaM aykCHH (1%
pacTBOp) TakXe criocobeH Bui3nBaTh IJ] (HanpuMep, y 6aTaTa) [26] rpu
3K30r€HHOM BO3JENCTBHH,

HenoctaTkoM crnocoboB Bbi3biBaHMA T[] XMMMUECKUMHM BemecTBaMH
ABJISETCA MX MOUTH HeoBpaTUMBLIA xapakTep. [IpekpaTuTb BO3AEACTBUE
$HU3MONIOrMueckn aKTUBHOTO BemeCTBa IOCJ€ €ro arnrJiMkaluuKM Ha fo-
BEPXHOCTb PACTUTEJIbHOM TKAHH NMPaKTHUECKH HEBO3IMOXHO MJIH MO Kpan-
Hel Mepe oueHb TpYAHO. HapAay ¢ aTuM elie B paboTe [76] 6bi10 MOKa3aHo,
YTO MOANOPOroBbi€ KOHUEHTPALMH 2,4-[1 NpH AJIUTEJBHOM BO3AEHCTBHH
CHHUXalT BO36YyAMMOCTb BIJIOTh AO €€ NOJIHOTO 6J0kHpoBakHA. [To3ToOMy
B nocJyiegHee BpeMA XHMHYECKOE pa3dpakeHne GU3NOJIOrHYECKH akTHB-
HbIMM BEIMECTBAMH AJA Bbi3biBaHHA M[] y paCTEHHA MOYTH HE HCITOJIb3YIOT.
MpasAa, pacnpocTpaHsiouMecs “NoTeHUHa b AeAcTBUA" B cTebiie dacoiu,
BO3HHKAOIHE B OTBET HA AEACTBHE aTpa3uHa W TpediaHa, GblJIH OMTMCAHBI
CpaBHHUTEJIbHO HeAaBHO [S562]. OfHAKO OHH UMEJIU OTHOCUTEJNIbHO MaJylo
CKOPOCTb pacnpocTpaHeHus (0,12 — 0,35 MM - ¢!), Gosiblyl0 AJUTENb-
HOCTb (10 — 15 MHMH) U BO3HHKAJIH TPH OUEHb BbICOKMX KOHLIEHTpaLUHsX
(TpedpsiaHn — 26X, aTpa3uH — HacCbIlEHHbIA PaCTBOP) 3TUX ALOBHUTHIX Be-
mecTB. OTHOCHTb Takue peakuuu Kk [l euie 6osee MpoOGIEMATHURO, UEM
POTOMHAYLMPOBaHHBIE 3JIEKTPUUECKHE PEAKLIMH, ONMUCAHHbIE Bbllle AJISA
3TOro e ofbexTa.

NMospexaeHns. NoppexaamMUe BOIJEACTBUA KakK pa3fpaXHTesb Obi-
JIH paCCMOTpEHbI B pa3zesie 9. OTMETHM, UTO He BCerga MoBpexXxAEHUS
PAcCTHTEJIbHBIX TKaHEA M KJIETOK MPHBOAAT K rosiByieHnio BI, nau komn-
nekcHon BIP pacteHuin tAna M » caegywomero 3a HuM BIl, nan BIT u
Bbi3BaHHOrO MM I/J]. HHOrJa, kKak Y€ OTMEYAJIOCh BbIlE, MOBpEX Jalolee
BO3eACTBHE NPUBOAUT TOJNLKO k [N, HanNpUMeEP, NPH BO3AEACTBHUM Na3-
MOJIMTHKA Ha KOpPHH. YKOJIbl, TOPE3bl HJTH aXe nepepesanne cTebas ocT-
poit 6pUTBOM TakXe Bbi3biBalOT nosiieHue M1 [S70]. B.B. M'opuakos [60] B
UCCIIEJOBAHUSIX HA THIKBE OTMEUAaeT, UTO MEXaHWUECKOE MOBpEXAECHHE
pacTymux TkaHe# cTebysi MOXET NMPHUBOAUTD (~25% CJydaeR) K reHepauMH
cepvi puTMHUECKHX [1]] crieundrueckoro xapakrepa: cHadaja ¢ Bo3pac-
Tawumen, a MOTOM C 3aTyxawuen aMnJIuTy oA NMUKOB.

MOXHO AyMaThb, UTO COUYETaAHHE PACTIPOCTPAHSAIOIMXCH U MECTHBIX T,
MOAANOPOTrOBbIX JIOKAJIbHLIX OTBETOB U cOGCTBEHHO BI1 6yA€ET Pa3iHUHbIM B
Pa3JIMYHBbIX PACTHTEJIBHMX TKAHSAX M 3aBUCHT OT XapakTepa U MecCTa IOB-
PeXAEHUA. ITO CBHAETEJIbCTBYET O AOBOJIbHO WHPOKUX HWHEPOPMALIMOH-
HbIX BO3MOXHOCTHAX 3JIEKTPHUUECKOH CHUIrHaJIM3allMH Y paCTEHWA H O
epcnekTHBE HCITOJIb3OBAHHUA PAa3/IMUHbIX BUAOB MOBPEXAEHU A KaK pa3j-
paxxuTesien B 3IEKTPOPHUIHOJIOTHUECKHX HCCIEQOBAHHUSIX, MPOBOJUMBIX in
Situ, T.e. M2 YPOBHE LIEJIOr0 PACTEHHS.
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IToporoBeie yCcaOBUSI FeHEpaUK NOTECHIMATIOB NEHCTBUS

JIaATEeHTHHA nepHOA. JlaTEHTHbIA NepHOg MOXET ObiThb oOnpedesieH
Kak WHTEpBaJl BpEMEHH MeXAYy HauaJioM JeACTBUS CTHMYJa Ha BO3OYu-
Mbifi OOBEKT M BO3HHMKHOBeHHEM I1/1. BesiMuMHaA JNIAaTEHTHOI'O EPHOAA Y
BBICIUMX pPacTeHHH, MO oueHkaMm [104, 245, 560, 631, 698], BapbUpyeT OT
AoJsiel CeKyHAbl 4O COTeH CekKyHA. CTONbL CymMECTBEHHBIA pa3bpoc MOXET
ObiTb CBsi3aH B MEPBY ouepedb C HHAMBHAYANBHBIMH OCOGEHHOCTSAMH
HUCIbITyeMbix O6beKTOB. B 4aCTHOCTH, HaWMeHbIla A BEJIMUMHA JIATEHTHOTO
rnepUHoAa nokalaHa y JJOKOMOTOPHbIX BeICIIMX pacTeHum [631].

MpOAO/MKHUTENBHOCTb JIATEHTHOrO MnepHoda O6HapyXHBaeT TakXke 3a-
BUCHMOCTb OT crnocofa HaHeCEHWA pa3zpaXeHHWs M XapakTepa padq-
paxuTtens. o gaHHbIM A M. CuHIoxHMHA U B.B. N'opuakoBa [245], npu pa3fg-
paXeHUH KOPHEBOH CHUCTEMBb! ThiKBbl PAa3JIHUHBIMH XWUMHUECKMMH areH-
TaMH MHHHUMAJIbHBIA Mepuon [AJNA nosisneHus Tl B crebiye, paBHBIA
23,0 + 4,2 c, UMeJT MECTO TIpH Mcrnosb3oBatuu 1,0 M KCl, a MakcuManb-
HbiA, paBHbif 117,0 £ 40,0 c, — npu aedcTBUH 2,4-J1. Boisto Takxe o6Hapy-
XEHO, UTO JIATEHTHbIA MEPHOA NPH Pa3paxeHun 6a3abLHOro KOHLa cTe6-
JiA BCerja MeHbllie 10 BEJIMYMHE, YEM MpH pa3fjPaXeHHH arnukaJibHOro.
Uubekuus KCl HenocpeaCTBEHHO B MTPOBOAANMHA NMYUOK PACTEHUA COKpa-
maJa npoJOJKHUTEJILHOCTDb JIJATEHTHOr O nepuoAa B 10 pas.

H30xeHHOe Bblllle C O4HEBUAHOCTDIO [TOKA3bLIBAET, UTO U3MEPEHHASA MPO-
AOJKHUTENbHOCTh JIATEHTHOrO Mepuoda B CHJIbHOW CTENEHH ornpene-
JIAETCSl YCJIOBHUSIMH 3KCMEPUMEHTA U B 3TOM CMbICJIe JaJieKO He BCerja
SABNAETCSH JOCTAaTOUYHO OObEKTUBHOMN. C YYETOM 3TOTO HauboJiee KOPPEKT-
Hble, Ha Hall B3rJsifl, U3MEPEHHUSA TIPOLOJIKHUTENBHOCTH JIATEHTHOTO Iie-
pruoda ObUTM BLINTOJIHEHBI HAa MPOPOCTKAX JIIONIMHA MPH MCIIOJIb3OBAHHH
3JIEKTPUUECKOA CTUMYJsiLMK [S560, 698]. BbJIO NMOKa3aHo, YTO B Ciydae
CTUMYJIa MOPOrOBOM MWHTEHCUBHOCTH JIATEHTHBIA NepUuos HMEEeT MaKCH-
MaJibHYI0 BEJINUMHY M cocTaBJisieT 25 C. [[py yBeJIMUEHHH HHTEHCHUBHOCTH
3JIEKTPUUECKOTO CTHUMYJia JIAaTEHTHBLIA MEpHOL 3aMETHO YMEHbINAETCS,
AOCTHras B Cjiydyae OUeHb CHJIbHbIX BO3geACTBHA 1 — 3 C.

BesimunHa nopora Bo3GyxAeHHst. BodHukHoBeHue [1]] noa BAMA-
HHUEM pa3IpaXxalolero CTUMYyJia NMPpOUCXOAHUT, KOrja BbI3BaHHAasA UM Jero-
sspu3auus Bo36YyMMOA MeMOpaHbli OCTUTaeT YpOBHs nopora BO36YX-
OeHusA. NipeaCTaBIEHHE O BEJIMUKHE MOpOra BO30YXAEHUA AAET MOpOro-
Bbifi MOTEHLHaN Vy,, KOTOPBI MOXET GbiTh PACCUMTAH 1O YPABHEHHIO

Vin = Egy — Ep,. | (14)
rae E;, — KPWTHUECKMI YpOBEHb AENONSPHU3ALMH, MO AOCTHXEHHH
KoTOporo Bo3Hukaet M1, )_’5‘,)l — MCXOAHLIN ypOBeHb E,, kneTkH [262]. Tak,
HarpuMeEp, Mo HAKM JaHHbIM [190], E?,,Bowynnmux KJIETOK CT€6JIA ThIKBbI

WMEJ MpH 20° BEMUMHY — 160 + 2 MB, a E ., 0 ZOCTHXEHHH KOTOPOTO B

OTBET HA MOCTENEHHOS OXNax JeHKe Co CkopocTh 1,3 °C/MuH BOIHWKAN
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oanHouHbin [1/1, pasHsncs -101 + 3 MB. OTcioa, corsiacHo ypaBHeHHI0 14,
BeJiMuMHa V,, cocTaBisieT B JaHHOM CJiydae npuMepHo 60 MB. B uesiom V,
y BO3GYAHMBIX KIETOK CTeGNsi ThIKBLI BapbHpyeT B npegenax ot 10 Ao
60 MB, o6HapyXHBasi CHJIbHYI0 3aBHCHMOCTb OT TemnepaTtypw [190, 210,
213, 216, 226]. CxoHble BEJIHUHHBI V,;, UMET BO30Yy UMb KIIETKH psfa
APYIrUX BbICIIMX pacTeHHA [443, 697]. lpuMeUyaTeNnbHO B 3TOM CBSA3M, UTO
V4 Y XHBOTHBIX OOBEKTOB TaKXe COCTaBJsieT OOBLIUHO HECKOJIbKO
JECATKOB MHJLJIMBOJIBT [262, 541].

O BeJIHUMHE NMopora BO3BYXAEHHA Y BHICUWIMX PACTEHHHA MOXHO TaKXe
CYAWTb IO MOPOrOBOA CHJIE pa3fjpaXHTeNnsl, BbipaXeHHOW B COOTBET-
CTBYIOIMX eAHMHHLAX. TaKkoA NoAXOA X OLiEHKE BEJIMUMHBI NOpora CBOH-
CTBEH TpexJae BCEero AjsA Tex paboT Mo pacrpOCTPaHMOWEMYCA BO3-
6YX/AEHHIO Y BbICIIMX PACTEHHHA, B KOTOPbIX PErHCTPALU s NPOLIECCA TEHE~
paumu [1]1 ocymecTBJisseTCA BHEKJIETOUHO, UTO, €CTECTBEHHO, 3ATPYAHAET
WJIH fieJlaeT HEBO3MOXHOM onpeaesieHne BeIHUHHbE V. B uacTHOCTH, nog
TemrnepaTypHBIM NOPOroM Bo3byxgeHH s TOHMMAETCH lepenal Temrnepa-
TYp Af°, crioco6HbIN BbI3BATh Y BO3GYAMMBIX KJIETOK BbICHIErO PacTEHUS
reHepauuo pacnpoctpansiomerocs M/ [188, 209, 226]. Ero BesMumnHa, no
HEKOTODbLIM JaHHbIM [188], MOXET GbITh OUEHb HH3KOH M COCTaBJIATb BCE-
roi—2°.

BO3HHKAEeT BOMPOC, BCETAA JiK MPaBOMEPHO CYAHTb O MOporax Bo3Gyx-
AEHMS MO NOPOroBOA CHJIE TOT'O MJTH HHOTO Pa3ipaXUTeJisi H Kak OXapak-
TepU30BaHHbie MOZOOGHBIM OBpa3oM MOPOTH COOTHOCATCA ¢ V7 AHanH3
3TOrO0 BOMPOCa Ha MPUMEPE TEMIEpaTyPHOro NMopora Bo30yXAEHHUS MPH
WUCIOJIB3OBAHHM B KaUECTRE Pa3QPaXHTENSA MNOCTENEHHOro OXJaXAEHHUS
nposefeH B paboTe [216]. [foka3aHo, UTO UCMOIL3OBAHHE TEMITEPATYPHOTO
rmopora Bo30yXAEHHS AJIA OLUEHKH MOPOroBhIX YCJOBHA TeHepalnH [ y
BbICWIMX DacTEHHA NPABOMEPHO, €CJH HMCCeJOBaHHS NMPOBOAATCA Ha
006bekTax C NMPHUGIHUIUTENBHO OQUHAKOBON UYBCTBMTEJBHOCTbIO K €W -
CTBHMI0 JAHHOT'O pa3fpaxuTesns, oByC/IOBNIEHHON, HANPUMEpP, CTaHAApT-
HbIMH YCJIOBUSIMM BbipallMBaHU A [188, 209, 226]. TOJbKO TOTAA MOXHO
OXHMAATb, UTO H3MEHEHHU A MTOPOTOBOH CHJIH pa3JpaXXHTEJIs, SBJISAACH PO~
MOPLHOHANILHBIMH H3MEHEHHWsM V; , 6YAYT OCTOBEPHO OTpaxXxaTh NoBe-
ZeHue nopora Bo3byxaeHHsA. B mpOTHBHOM ciyyae MOnbiTKa CYyJHTb O
BEJIMUKHE Mopora Bo30yX/AeHHSA U V,, N0 BesiunHE Al° MOXET IPHUBECTH K
3aMETHBIM UCKaXEHHAMHU CYIIECTBA feJia. B 4uaCTHOCTH, kak 11OKa3aHO Ha

puc. 28, V,, >V, . xo18 At; < ALy,

U3 u3noxeHHOro Buiie clieqyeT, uto V), sisnsieTca Gosee aJieKBaTHOH
XapakTePUCTHKOH BEJMYHMHBI NMopora BO3BYXAEHHSs Y BbICHMX PACTEHHA,
yeM IMOPOrOBaf CHJIA pa3IPaXHUTENA.

AxxoMojauHs. SIBieHHE aKKOMOJALUHMH — 3aBUCHMOCTb BEJMYHHBI
nopora Bo30yX/€HHS OT CKOPOCTH HapaCTaHHS pa3fpaXalomero BO3en-
CTBUSi — HU3BECTHO B (JM3HOJIOTHHM XHUBOTHBIX W UEJIOBEKA [JABHO M H3Y-
UYEHO AOCTaTOUHO NoApobHo [135, 262]. AkkOMOAALMUS HIpaeT CYWeCT-
BEHHYIO pOJib B IPHCNIOCOBNIEHHH XHBOTO OPraHH3Ma K HOBHIM YCJIOBHSIM
CYHECTBOBaHUSA N faeT OOIMPHYI0 MHDOPMALIMIO /IS JAATHOCTHKH GyHX-
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Puc. 28. KHHeTHKa H3MeHeHHs E m BO3BYAHMBIX KJIETOK CTEOMS NMPOPOCTKOB THIKBM
He3sakaJieHHOH (1)H 3axaneHHOHR (2) rpyrirn roj BJHAHHEM MOCTENeHHOro OXiaXx AeHH s [216]

V,,ll,V,,,2 ~— MOPOroBule MoTeHUHaNB; A 1“. At z° — TeMnepaTypHbie MOPOrH BO30YXAEHHS

PHc. 29. AKKOMOJALIHOHHBIE KpHBHIE BO3BYAHMBIX CTPYKTYP NMPOPOCTKOB THIKBH [209]
Mo ocH abcuHce — BPEMS HAPACTAHHS CHJIb TeMitepaTypHOro BO3JAEHCTBHSA A0 NOpO-
rOBOA BEJIHUHMHLL, 110 OCH OPAHHAT — OTHOmEHHE fIOPOroBOro TEMIEPATYPHOro fepenasna
o
Af® x MrHOBEHHOMY MOPOroBOMY TemrepaTypHoMy nepemnagy Afg; 1.2 — KxpHBble
Pa3sMuHOro xapaxrepa

LIKOHAJIbHOT'O COCTOSIHU A ero Bo36yuMbIX CUCTEM KakK B o6iacTu nabopa-
TOPHOTO 3KCIIEPUMEHTA, TakK U Ha NnpakTuke (135].

06 aKKOMOAALIMOHHBIX CBOACTBaX BO30YAMMBIX CTPYKTYP Y BBICIIHX
pacTeHHH QO HEJAaBHEr0 BPEMEHH HHUEro He BblI0 M3BecTHO. [lepBbie M
1oka eJWHCTBEHHble paboThl 110 3TOMY BONpOCY ONySJIMKOBaHBI B KOHLE
1970-x — Hauase 1980-x rogos [209, 560, 701]. 'enepauuio M npu 3TOM
BbI3bIBAJTH C IOMOIBIO 3JIEKTPUUECKOH CTUMYNA LMK [S60, 701] U nocTenew-
HOTO oxJsaXxzaexus [209].

CKOpOCTH HapacTaHMA pa3jpaxalomux BO3AEACTBHA B OMNbiTax BapbH-
pOBaJIK B JOCTAaTOUHO WMPOKKX MNpeAesax. Hanpumep, B ciiyyae oxJiax-
JIEHUS [Hana3oH ckopocTed coctaesus oT 3.4 fo 0,6° C/muu [209). C
YMEHbIIEHUEM CKOPOCTH OXJIaXXAECHHS HMEJIO MECTO OTUETJINBOE MOBbI-
IeHHe MOpora Bo30yXAEHHUS, O BETHUHHE KOTOPOTO CYAXJIM 110 TeMepa-
TypHOMY Nepenay Af’, npuBoMBHIEMY Kk TeHepaunH [1/1.
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THUNUUHBIE aKKOMOAALIMOHHbIE KPHBbIE [IJIsi [TPOPOCTKOB ThHIKBbI B OTbi-
TaXxX C MOCTENEeHHbIM OXJIaXx AeHHEM [209], mOka3aHbt Ha pHUC. 29. Ux BaXHOM
OCOBGEHHOCTbI0 SIBJIAETCA JIMHEAHOCTb B JOCTATOYHO WHPOKHX Npege-
JIaX U3AMEHEHHUSI CKOPOCTH M CHJIbl BHEIIHErO BO3AEACTBHUSA, YTO YKa3biBa€T
Ha YCTOWUYMBOCTb MpOLIECCA aKKOMOJALMH Y 3TOoro obbekTa. KpuBas [
orpaHMueHa HaJuuueM (peHoMeEHa MHHHUMAJILHOTO IrpagueHTa: HauuHas
C HEKOTOpPOM HEGOJLIIOA CKOPOCTH OXJIaXA€HH A, T1/] Y MPOpPOCTKa He BO3-
HHUKaJM. HanpoTHB, MpH MOJIy4EHUHU KpUBOA 2 PEeHOMEH MHUHHUMANBHOTO
rpagMeHTa B HCCJIEQOBAHHOM HWHTEpBaJie CKOPOCTEH pa3jpaxalouero
BoagencTeus (0,6—3,4" C/MHH) OGHapyXeH He BbiJl, HO JIMHERHOCTb X04a
KPHMBOH, KaKk BUOHO M3 PUCYHKA, HApYyWAETCA NMpPH pa3f[pax EHUHU CTUMY-
JIAMHU MaJioi KPYTHU3Hbi. AHaJIOTHYHOE NMPOrpeCCHBHOE YMEHBIIEHHUE CKO-
POCTH aKKOMOZALMOHHOIo pOCTa rnopora BO30YXAEHHUS MOKa3laHO Y
nionuHa [701]. TakuM 06pa3oM, XapakTep akKOMOAALIMOHHBIX H3MEHEHUA Y
BbICIIMX pacCTE€HMA MOXET ObiTb pa3siMueH, NPHYEM JaXe B Mnpegenax
OAHOr0 TaKCOHOMHUECKOro BuAa. [0 xapakTepy akkOMo4aLH¥ BO30y-
OWMbI€ CTPYKTYPbl paCTEHHH, BUIUMO, MOI'YT BbITh OTHECEHBI K a6COMoT-
HO aKKOMOZAWP yioumeMy (puc. 29, 1) HJiM 4aCTHYHO aKKOMOAUPYIOWEro (pHUC.
29, 2)THnam 209.

KOHCTaHTa akkOMO4aLiuK \ JTA ThiKBbI, pACCYUMTAHHAA 10 KPUBLIM [ 1 2
(pUc. 29) xak BpeMSA HapaCTaHHA CHUJIbl Pa3fgpaxKUTesids 4O NMOPOTrOBOI0
YPOBHA, BABOE IIPEBLILIAIOIErO MOPOroBYI0 CHJIY MIHOBEHHO Hapac-
Talomero ctiMyna [135], oka3anach paBHOH COOTBETCTBEHHO 0,3 M 1,9 MHH.
B uUesiOM BeJIMUMHA AAaHHOrO fapaMeTpa y MPOPOCTKOB ThiKBb YKJia-
AbiBasiachk B MHTEpBaJie 0,2—2,1 MUH [209]. KOHCTaHTa aKKOMO/ALLHH, ONpe-
AeneHHasi gnA JyonuHa [701], coctaBuaa 1,0—1,2 MUH. TakuM o6pa3om,
HabJlo4aeTcs XOpollee COBMAAEHHE BEJHMUHMHBL N Y ABYX Pa3jHUHBIX
npeACTaBUTENIEH BbICIIMX PAacCTEHUA W €e npeBbilieHHe Ha 3—4 nopsaka
HaJ BEJUMUHMHAMH A\ BO3OYAMMDBIX CHUCTEM XHBOTHbIX [135, 262], uyTO,
O4YEBHAHO, OTpaxaeT creuudPuky AHHAMHUUECKMX CABHUIOB MOpoOra BO3-
6yXAEHUS Y BHICIIMX pACTEHUH.

OAns OUEeHKM PpoOJIM  AKKOMOJALMOHHBIX  HM3IMEHEHHH  Tmopora
BO36YXJEHHS B XH3HEAESATEJIbHOCTH PACTUTENBHOTO OpraHu3Ma BaxHoe
3Hau€HHe, Ha Haw B3rJA4, UMEET pacCMOTpEHHas Bbllle CIOCOGHOCTb
BO30YMMBIX CTPYKTYP BbICIIMX PACTEHHH (Ha NpUMepe NMPOPOCTKOB ThiK-
Bbl) K aKKOMO JaLIM U TNpH AEACTBHHU TeMnepaTypHOro pa3sapaxuTess [209],
OKa3blBAOWETO WHPOKOE BAUSAHUE HA BBHICIIME PACTEHUS B €CTECTBEHHbIX
yCJOBHUSIX. CTRHOBUTCS O4YE€BH JHbIM, UTO BCJIEACTBHE aKKOMOJALIHOHHOTIO
"yxoAa" OT OTBETa Ha MEAJIEHHO HapacCTalI{HA BO BPEMEHH MPUPOAHbIH
dakTOp BO3GYAUMBIE CTPYKTYPbi pacTeHUH, BEPOATHO, COXPAHSIOT BO3-
MOXHOCTb pearHpoBaHH s renepauuen N/l Ha geACTBHEe APYTHX pa3apa-
XUTeJsieH, buosiorndeckoe 3HaueH1e KOoTOpbiX 60Jiee BETHKO. TEM CaMbiM,
MO-BUAHMOMY, OCYMECTBJISIETCA O4HA U3 HOPM NpUCNOCOBiIeHUA pacTu-
TENLHOrO OpraHu3Ma K H3MEHEHHI0 YCIIOBHA BHEWIHEA Cpebl.
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ITapameTpsl NIOTEHIMANIOB ICHCTBYS

AMnnvryna. AMniumtyAa M y BBICWHX PAaCTEHMHA MpH OBBIUHO HC-
NONb3yeMOM BHEKJIETOYHOM OTBEAEHHH OT MNOBEPXHOCTH HEOApeBecC-
HEBHIMX TPaBAHHCTHLIX OpPraHOB BapbUpYeT B JOBOJIBHO WHPOKHX
npenenax: OT eAMHHUL A0 NECATKOB MUJIJIMBOJIbT. U3IMEHEHHU A MOTEHLHANA
NPpH reHepauMH clahka HanpaBJIEHH B CTOPOHY YBEJIMUEHHSA 3JIEKTPO-
OTPHLATENIbHOCTH (T.€. B CTOPOHY [EMoJIApU3aliMH KJIETOK) C TMocie-
AYIOIHM BOCCTAHOBJIEHHEM €r0 HCXOAHOIO YPOBHS. [10 3HaKy U NOpSAKY
BEJIMUMH OHH COBIIAJal0T C TEMH 3HAUEHHWAMH, KOTOphi€ MOXHO Habo-
AaTb npy PokanbHON (MOBEPpXHOCTHOM) perHcTpalMu MM y HU3MKX pac-
TeHW#, HanpUMeP Y BOJOPOCJIENR U Y XHBOTHBIX BO3BYAHUMBIX OGbEKTOB, B
TOM UHCJIe Y HEPBHbIX NTpenapaTos [29, 30, 114, 126, 240, 245).

Bbicka3biBaeTCA MHEHHE, UTO Yy BOAOPOCJEH, "UyBCTBHUTEJIbHBIX" H
HAaCeKOMOSIAHbIX pacTeHHWHA amriiMTyAa [ HEecKOJbKO Bbille, UEM Y
OCTaJIbHBIX BBICWIKX pacTeHWh [82]. OfHakO OGBEKTHBHYIO OLEHKY 3TOro
napaMeTpa MOXHO TIPOBECTH IMpHU aHaJIM3e PEe3yJIbTaTOB MHKpO3Jie-
KTPOAHBIX MCCJEJOBAaHHMA B TeX KA€TKax MW TkaHfAX, KoTopbie [
HEMOCPEACTBEHHO T€HEPHPYIOT H NPOBOAAT, a TaKHX HCCNEJOBaHHMA Ha
OObIUHBIX BbLICLIHX PACTEHHAX BHIMTOJIHEHO KpaWHE Mano (0 JIOKAJM3aL U4
BO30yAMMBIX KJIETOK H NyTeH nporegeHus /] B pacTeHuu cM. pasgen 13).

BHYTPHKNETOUHBIMH 3JIEKTpPOJaMM 3aperHcTpuposaxbl [/l B B030y-
AUMBIX KJIETKAX JIOKOMOTOPHBIX PaCTEHHA: MAMO3bl, BEHEPDHHOW MYXO-
JIOBKH, POCSIHKH H AD. [429, 430, 630, 631, 692]. HanGo sibitieH BETMUHHDBL Apy
AocTHraeT B BO3GYAMMON KJeTke uepemwka MMMO3M — 1o 180 MB. JTo
Gonbuwe, yeM OBbIUHO HabmofaeMble M3MEHEHH I E,, B HEpBHBIX BOJIOKHAX
nipu NN (~ 120 MB). [To kpaAHeh Mepe BHEMHAS TPUUHUHA Takoro peHomMeHa

r
oueBHAHaA. OHa 3aKJI04aeTCA B TOM, UTO Takke Besuk U E, BO3GyAHMBIX

KJIETOK MHMO3bi: MPHMEpHO -160 +-180 MB, uTO GoJbiie, UEM B
BO36YAMMBIX XHBOTHBIX KJIeTKaX. B BO3BYyAMMBIX KJIETKAX BEHEPHHOMN

r
MYXOJIOBKH W DOCSHKH A,; O6biuHO MeHblle. E, 3ITHX KJETOK TakXe

COOTBETCTBEHHO MEHbIIEH BEJIHUHHDI.

Y OObIUHBIX BbICHIMX pacTeHHA HanboJiee OCHOBaTENbHbIE MHKPO3JiEK-
TpoJHbie HccaefoBaHWs [1]] nmpoBeaeHbl Ha YAOOHBIX- NSl BHYTpMKJE-
TOYHOM PErHCTpalli¥ HEXHbIX TKaHAX TCE€HEPATHMBHBIX OpPraHOB.
[IpuMepHO TaKOR X€ aMIUJIMTY/bl, KaK Y POCAHKH (10 80—90 MB), perucT-
pUpYyeTcAa pacripocTpaHsiomuics M B crioco6HOM K JIOKOMOLIMH NMECTHKE
HHKapBuJieH [242, 639] nin BO dioaMHOM NMyuke HekTapHHUka JIMNb [164].
Heckobk0 MEHBIIYI0 aMITJIUTYAY MMET 3APErMCTPUPOBaHHbIE B 3TUX XE
paGoTax I B NECTHUKE JIMJIMA H CEKPETOPHLIX KJIETKaX HEKTAPHHKA JIUMbI
(30—60 MB). Mo gaHHeiM A.HU. [lyxoBHoro [82], amMniutyaa neproro M/,
HauboJiee 3HAUMTENBHOTO MO BEJIMUMHE M3 BO3HHKAIMX B MECTHKE
KYKYPY3bl TNpH TpOpPACTaHHH MbUIbLLI HA PbiJibLE (CM. pasfen 18), eme
MeHbwe, OHa B cpefHeM cocTaBisieT 26,5 + 7,6 MB. CymieCTREHHO OTMe-

r
THTb, uTO E, KJIETOK TEHEpAaTHBHBHX OPraHOB TaKkXe€, KakK [PaBHIO,
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HeBenuk. Tak, crnocobHbie nepegaBaTs Bo3byxzgeHne B suge M kneTkn

r .
fnecTuka KyKypyaut umeioT E, B pbuible U cTonbuke -72 + —83 MB, a B

3aBA34 OH paBHsercsa —77 + -84 MB [82). B kJieTkax BereTaTHBHbIX

OpraHoOB BHICIIMX PACTEHHA E:,, OBBIYHO 3HAUUTENILHO BhillE (CM. pa3jen 3).
B cTebsie HeJIOKOMOTOPHOTO BLICIIEr0 PACTEHHMS (Ha NMPHUMEPE ThIKBbI)
BriepBbie HccefoBas Il MUKPO3JIEKTPOAHBIM CrOcO6oM A.M. CHHIOXHH
(239]. OnAa 3TOrOo €My TMPHIWJIOCh OCYIMECTBHTH BeCbMa CJIOXHYIO
npoueaypy MpeABApHUTENLHON NIPENapOBKH A O6HaXXEHU A BO3GY/UMBIX
KJeTOK, cnocobHbiX k npoBeAeHuIo /1. Kak U y JIOKOMOTOPHbIX PaCTEHHH,
M uMesn BecbMa BLICOKYI0 aMIMIHTYARY (~90 MB). OHM OBGHapyX€EHbI B

MENKNX KJIETKaX (JIO3Mbl, UMEIOIMX U OTHOCHTENIBHO BHICOKHA El (-110
4
+ 30 MB), OgHako Gosiee nNo3gHUe U3aMepeHHUs E, (HIO3MHON MapeHXHUMbl

AaHHOTrO OO0bekTa, He comnpsiXeHHblie ¢ perucTpauved M u Gosee

CcTabuJIbHbIE, MOKA3aJM, UTO E:, 3THUX KJIETOK HAMHOTO Bhillle M paBeH —189

11,6 MB [66]. U.H. 'yHapy W cOTpyAHUKam [65] yAaJlOCh 3aperucTpupoBaTh
M BHYTPHUKJIETOUHO TOJIbKO B NMOBEPXHOCTHBIX KJIETKaX CTEGJNS ThIKBbI
(trabn. 3), Ho amrnuTyAa M1 B HUX Obiia 40—S0 MB, T.€. MEHbIlE, UEM B
MpOBOAAMMX BO3OYXK/AEHHE KNETKAX (HIIOIMBIL.

HccnegoraHus, NpoBEAEHHble HA  MHTAKTHBIX  T'HITOKOTHJSAX
MPOPOCTKOB  ThIKBbI, TOKasaJM, uTO0 amniautyga I, pacnpo-
CTpaHAKIMErocss BAOJIb TMNOKOTHJIA, MpHU €ro OTBEAEHHH OT KJIIETOK
hyi03MHOM MapeHXUMbl BEpTHKAJIbHO MOTPYXEHHbIM BHYTPb cTe6JIA TOH-
KMM BOJIbpaMOBLIM MHKPO3OHAOM (CM, pa3zen 11) MOXeT AOCTHraTh
BECbMa 3HAUYHTEJNIbHbIX BEJHUYUH (~ 150 MB), 4yTO B HECKOJIbKO pa3
npesbiwaeT A, NpH OTBEAEHWH OT MOBEPXHOCTH CTebas (~40 MB) B

cpeaieM A, BO (JIO3MHOM MapeHXHWMe cOocCTaBWJia 111 * 11,2 MB [223].

r
MapaJysienbHO TIpOBefl€HHbIE HM3MepeHHsA E, B KJeTkax 3TOA TKaHH

BHYTPHUKJIETOUHBIMH CTEKJISHHBIMH MHUKDPO3JIEKTPOAAMH [1aNiH 3HAUEHHUS B
cpenvem —181+4 mB [185, 222]. Yxa3zaHHbie BEJIMYHHbI BINOJIHE

COMOCTaBUMbI C BEJMUMHaMM A ¥ E, B BO3GYAMMBIX KJeTKax

UYBCTBUTEJIbHBIX JIOKOMOTOPHbBIX PACTEHHM.

r
MTak, aMNJIHMTyha MWMka B HMelOWMX BbICOKMA E, M CNOCOBHBIX K

reHepaluMu TIIJ KkJeTkax BbICLIHX PpacTeHHMA, B TOM UHCJIE H
HEJIOKOMOTOPHbIX, AEHCTBUTENIBHO HE YCTYMNAET, a HHOr4a W MNpeBbiaeT

. r
3TOT napaMeTp ans M1 XHUBOTHbIX KJyeTok. UeM Bmie E,, Tem, mno-

BHAHMOMY, Bblllle A, B KJIETKaX JAHHOTO BMJA HJIH THNA TKAHH PaCTEHUA.
OGpamaeT Ha ce6s BHUMaHHUE, UTO B BO36Y/THMBIX KJIETKaX BHICIIKX pac-
TEHHWN, Kak MPaBHJIO, HE MPOUCXOAHT M3MEHEHHUSA 3Haka E, B nuke NI
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Ta6nuua 3

IUTUTEJIBHOCTB ®A3 PACITPOCTPAHSIONEI'OCH I B CTEBJIE THIKBbI
ITPU PA3HBIX CITOCOBAX PETACTPALIAU

Cnocol perucTpaLHH W Bocxoasmas Hucxoasmas seten N, ¢ Jiutepatyp-
padpaxeHus Besb MA.c TuHennuin | Hennnennnp | Ha% cobinika
yuyacrox BLIXOJ Ha
mka NA CTaHOHap-
HbIAl yDOREHD
IKCTpAKNAETOUHO
MaxpO3INEKTPOAAMH OT No- 5608 16,3+2,8 44128 |191]
BEPXHOCTH CTeBA A (pa3apa-
XeHHe OXNIaXAeHH eM)
METANNIHUECKHMH MHKDPO- 46107 7.75+0,75 2625 [223]
3NEKTPOAAMH OT PJIO3IMHORA
napeHXHMbt (Pa3ipaxeHne
oxsax/ieHHEM)
BHY TPHKIETOUHO(CTEKJITHHMMH
MHKPO3NIEKTPOAAMH)
B 3NHAEPMANTBHBIX KJieTkaX 2,31+08 53409 OrpHuaTtenns- [65]
MOBEPXHOCTH CTebN s HbifAl Cle JOBbIA
(pa3fipaxxeHHe Cpe3aHHeM) MOTeHLHaN
B OCHOBHO# fTapeHXxHMe 167108 324+0,12 To xe [65]
cTebJis (pa3apaxeHHe
cpedaHneM)
BO 103MHOA NapeHXHUMe ~1-=2 ~3 ~7—8 |239]

OTNpEenapHpoOBAHHOI'O NMyuka
(pasapaxenHe 1 MKCh

NpuBOAHMBIE, B YACTHOCTH, AJIi MHMO3bl NpHMepbl “oBepmyTa” [610, 631],
BEPOSATHO, ABJIAIOTCA HCKJIOUEHHEM, NOCKOJIbKY B GOJILIIMHCTBE CJIyUuaes
E, B nuke M1 B BO30YyAHMbIX KJIETKAX MHMO3bl B CPEIHEM BCE X€ PaBEH
OTPHLATEJIbHOW BEJIMUHHE: okoJo —19 + 13 + 22 + 15 MB [630). MoxHo
AyMaTh, UTo o6e OTMEUEHHbIE€ 0COBGEHHOCTH T1]] BBICIUHX PACTEHHH, T.€.
BHICOKAS aMMJWTYAAa W OTCYTCTBHE OBEpllyTa, MOTYT ObiTb CBRA3AHB! C
paBoToi 3JIEKTPOr€HHOr0 HOHHOT'O Hacoca (CM. pa3fesbl 14 u 15).
BpeMeHHe XapaKTEPMCTHKH. MMoxanyh, HaMGOJNbLWHA HHTEpeC B
CPABHHTEJIbHO-3BOJIIOLLHOHHOM MJIaHEe BbI3LIBAET 3HAUYHTEJIbHASA ANHTEJb-
HocTh M BbicmHX pacTeHnd. ECiM B HepBax MJIEKOMHTaOMMX obmast
NnpoAoJIXHTENbHOCTL NHka [ coctaBnsier 0,2—2,0 MC, TO B KJIETKax
BbICHIHX PACTE€HHH OHa BapbHPYET OT 0,5 C y HaCEKOMOR/HOI0o PacTEHHRA
BEHEPHHON MYXOJIOBKM [O HECKOJNBKHX JECATKOB CEKYH/l Y OObIUHBIX
BHICIIMX PACTEHHA: THIKBbI, JHOMHHA, NOACONHEUHHKA M APp. [175, 245, 560).
JnwvtenbHocTth MN]] cknagbBaeTCA U3 HapacTawued BeTsH I (nepeaHHiA
dpouT, dasza genonsipnaaunn M) u HNCxoasien BeTBH N (3aaHUHA dpoHT,
tda3a penosisipuaauuu MJ1). B Taby. 3 npeacTaByiieHbl B KA4eCTBE NMpHMeEpa
BpPEMEHHBIE NapaMeTpsi nrka T/1, 3aperncTpHpoBaHHbIE B CTEOJIE ThIKBbI,
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Tabauya 4
TUIMTEJIbHOCTB ITEPENHET'O ®POHTA U CKOPOCTH PACITPOCTPAHEHHS I111

Y PACTEHUM U XXKMBOTHBIX
Homep*| OfbexT HccneAoBaHHA | ANMTENbHOCTD CKXopOCTb pacnpocTpa-
nepeaHero ppouTa NA, C Henu A NJ, cM/c**
1 AXCOH xanbmapa 0,0002 2000 (0.4
2 Heps oceMuHoOra 0,01 300 (3)
3 KoMuccypa Moaiocka 0,1 4,6 (0,46)
GeaayOxu
4 BeHepuHa MYXONOBKA 0.2 2,010.2D
S HuTtenna 1,2 2325
6 CTtebenb THIKBbL 1—5 0,5—-1,5(1,5—25)

* HoMep 1 no [155], Homepa 2—5 nio {126], Homep 6 10 [222, 223].
** B ckofXax npoH3BeieHHe JUTHTENBHOCTH nepefHero HhpoHTa H CKOPOCTH pactipo-
cTpaHeHus NA. '

T.€. Ha OZTHOM H TOM %€ OO0bEKTE, NPH pa3HbX cnocobax PEerMcTpalHH,
BCET/Ia OCYIECTBJIAEMON BHE 30HB AEACTBHA pa3fpaxHTeJiA (NPH 3TOM
BJIMSIHHE caMoro pasapaxuTesiss Ha napametpst [1 cBoanTcs fo
MHHHMYMa),

W3 faHHBIX Ta6n. 3 BAAHO, UTO AJINTEJIBHOCTD Nepe,JHero gpporHTa 1 no
CpaBHEHMIO ¢ 3a/ITHHM GPOHTOM B cTebJsIe THIKBB OTHOCHTEJIBHO HEBEJIHKA,
oco6EeHHO NMpH BHYTPHUKJIETOUHOH perucrtpauud. Bo drosmMHOA napeH-
XHMeE (T.€. B BO3BYAMMbIX KJIETKax) OHa MOYTH HE YCTYNaeT TakoBOH B
BO38yMMo# kJieTke GIJIO3IMHUNA MapeHXHUMbl MUMO3BbI (CM. pHC. 26).

O6pamaer Ha ce6s BHHMaHHE OCOBEHHO GoJibasi AJMMTENbHOCTb HHC-
xoagsumeid BeTBH Il 3a cueT BOJIHB OTPHUATEJILHOIO CJIEJOBOTO
NOTEHI{HaNa NITH 3a CYET AJIMTESIbBHOrO NJIABHOro BbIXOAa NOTEHLHA A Ha
CTAlIMOHAPHBIA  ypOBEHb, UTO TakKX€ MOXHO pacCMaTpHMBaTh Kak
OTPHLATENbHBIA NOCHENHKOBBIA NOTEHLINAJ, OHA, KaK [PaBHJIO, AJIUTCA A0
1 MHH ¥ GoJniee. AHaNM3 3TOH OCOBEHHOCTH MPHUBOAHT K 3aKJIOUYEHHIO
METO/JMUECKOT 0 XapakTepa, kacawilerocs AsyxdasHoi perucrpaunn M1
HU3-3a Gosboi AJIMTENIBHOCTH BEPOSATHOCTH 0 JHOBPEMEHHON pErucTpa-
LIMM HUCXO/ AU EHN BETBH [1]] BbicIIEro paCTeHHS OBEMMH HM3MEPHTEJbHBIMM
3JIeKTpO4aMH OuYeHb BesMka [191]. B 3ToM nnaHe uerkasA aByXdasHas
3anuco N B cTtebye monnHa [S60] ABJISETCA CUACTIMBBIM HCKJIIOUEHHEM
(6narofaps 60JbWOR AJIMHE CAMOTO CTEGNSA, MO3BOJSAWIEH MAKCHMANTBHO
YBEJIMUWTb PacCTORAHHE MEXAY 3ekTpoAamH). B palGorax no ¢nro-
3JIEKTPOPH3IHOTIOTHH, OCOBEHHO PaHHHMX, ropa3fo 6oJsibile MOXHO HaWTH
ofpaTHbIX nNpUMEpoB C “"HanoxeHuem" ¢a3 [ apyr Ha gpyra.
JunrenbHocTb 1] No TakKMM 3aNUCSAM ONPEAESIUTb NPaBHJIbHO HEJTb3S.

Bonbwasa pauTenbHOCTb [1/] y BBICIWAX PaCTEHHHA, MNO-BHINMOMY,
CBfi3aHa C TEM, UTO PETryJIMPOBKAa 3JIEKTPHUECKHM MNOJIeM BO3OYAHMbIX
KAaHAJIOB €mE He AOCTHrJla Y HHX TOH CTENEHH COBEpWEHCTBa, kak B
XHBOTHBIX 06bEKTaXx.
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CxopoCTb pacrnpocTpaHeHHus. [1]], kak yXe OTMEuasioCb, XapakTe-
PHIYETCS IJIEKTPHUECKHM CROCOGOM pacnpoCTpaHEHHS, B obiueM ciryuae
NOAUMHSAIMMCA kabesbHOMY YypaBHEHHWIO (CM. pa3fen 9). B Teopum
BO36YAHUMBIX CHCTEM “"(OpMAJIN3OBAHHBLIA" MNOAXOA K ONpEJESIEHHIO
ckopoctn [I1, T.e. BHe 3aBUCHMOCTH OT KOHKPETHOW OpraHu3alMH
BO36yanMMbix MeMOpaH, NpeaJioXeH [OCTaTOUHO JpaBHo [115]. OH
CBHAETENIbCTBYET O TOM, UTO CKOPOCTb PaCNpoOCTPaHEHHWS HEPBHOro
MMIYJIbCa ONPEREJIAIOT IrJIaBHbIM 06pa3oM NapaMeTpbl NepeaHero GpoHTa
NA. Ans HaXOXAEHUA CKOPOCTH pacnpocTpaHeHus 1 fjocTaTouHO 3HaATb
NMPON3BOAHYI0 H3MEHEHWS TNOTEHLHasla BO BpeMEHH dV/dt B MOMEHT
JOCTHXEHNA mnopora BO30OYXAEHWSA, T.€. B TMNEPBOM NPHOINXKEHHN
OTHOWEHNE Ay K AJTMTEJIbBHOCTH €r0 BOCXOASAMEHN BETBH [155].

Bhiwe MoOKa3aHo, UTO Apy BbICIIMX PAaCTEHHA HE MEHbLIIE MO BEJIMUHHE
aMIJTATY Il HEPBHOT'O MMITYJIbCa, 2 AJINTEJIBHOCTh BOCXOASAMER BETBH 1]
NpyM 3TOM B ThICAUM pa3 Gosibwe, ueM B HepBe. Ecam cuwmTtath, uTto
npoBegeHune /] y BbICIIAX paCTEHHH OCYIECTBJIAETCS B COOTBETCTBHH C
MX kabeJIbHbIMH CBOWMCTBAMHM, KakK 3TO MNPOWCXOAWT B BO3GYAHWMBIX
CTPYKTYpaX >XHMBOTHbIX, TO CKOpPOCTb pacnpocrtpaHeHuss TN y HHX
[OJIXHa 6biTh 3HaUMTEJIbHO MEHbBIIE, YEM Y HEPBHOTO UMMNyJibca. lpH 3TOM
B PAa3JIMUHbIX PaCTHTENIbHbIX HMJIA XHWBOTHBIX BO3OYAMMbIX TKaHAX
CKOPOCTb pacnpocTpaHeHnsi J1 goskHa NMPUMEPHO COOTBETCTBOBATH
ofpaTHOi BEJIMUMHE AJIMTEJIBHOCTH BocxoAsiied BeTBW [1[] (ypaBHEHHE
13). AHaJTM3 CPaBHATEJIbHO-PHUIHOJIOTHUECKHU X JAHHBIX MOATBEPXKAAET 3TO
MpeAnoJIOXEHHE.

U3 paHHbIX Taba. 4 BUWJHO, YTO COMPSIKEHNE MEXAY AJINTEJbHOCTbIO
rnepegHero ¢poHTa W CKOPOCTbIO pacnpocTpaHeHNS 1/l BeCbMa BEJINKO
Mpon3BegeHne NapaMeTpoB (AJIMTEJIBHOCTb X CKOPOCTb) BO BCEM pPAAY
YKa3aHHbIX 3BOJIIOL{MOHHO Pa3JIMUHbIX OGBEKTOB JIEXHT B TMNpegesax
NpUMEPHO OHOTO Nopsaka (0,4—4).

BHAHMO, JEACTBATEIILHO, Kak oTMeUasm eie A.M. CHHIOXHH ¥ B.B. Top-
yakoB [245] B pa6oTte no T y HEJOKOMOTOPHBIX BbICHIAX PAaCTEHHHA,
"...XapakTepHCTHKkH T[] paCTUTENIbHBIX W XHBOTHBIX KJIETOK HMEWT MHOIO
obIero, a KOJIMYECTBEHHBIE Pa3JIMUMS OTHOCHTEJIbHBL" (C, 845).

3TO CBHETEJIbCTBYET O TOM, UTO MEXAHH3M T€HEpalMH pacnpocrTpa-
HAmuxcs M U caMa opraHu3alns Bo3BYANMbLIX CTPYKTYpP Y BBICIIHX
PACTEHHI M Y XHMBOTHbIX HMEIOT 00IyI0 NPUPOAY, HECMOTPA Ha MHOTHE
BECbMa CNe(HUECKHE X PA3TTHUHS.

I'enepanusi pUTMUYECKH TOBTOPSFOILUXCSI
NOTCHUHAJIOB JEHCTBUSA

Crioco6HOCTb Fr€HEPHPOBaTh PUTMHUECKH NoBTOpsiomMecs 1171 B oTBeT
Ha pa3fjpaX€eHH€e yCTaHOBJIEHA K HACTOSIEMY BPEMEHH Y MHOTHX XHBbIX
OpPraHM3MOB. B UaCTHOCTH, €CTECTBEHHasi aKTUBHOCTb HEPBHOW H MblEY-
HOA TKaHEA XHWBOTHBIX OCYHIECTBJISIETCA HMEHHO B BHMAE PHTMHUYECKHX
HMINYJIbCOB BO30YXAEHHSA, a OMHOUHBIH T1/] IPH 3TOM MOXET paccMaTpH-
BaTbCA Kak cBoeobpa3Huiil dnanonoruuecknit apredakT [135].

- BbiCiHe pacTeHMs Takxe o6HapyXHBAaKT CNOCOGHOCTb F€HEPHUPOBATH
pnTMHueckn nosropswimnecs MA. JoctatouHo Nogpob6HO, B YaCTHOCTH,
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Puc. 30. KuHeTHka HaMeHeHHS E,, (1) KJI€TKH MYyykOBOA MapeHXHMbt CTEGIA ThIKBbE MPH

NMOCTENEHHOM MOHHXEHHH TeMMepaTypsbi (2), CONPOBOXAAIOMAACA BO3HHKHOBEHHEM CEPHH
PHTMHUECKH nosTopAomuxcs N [189)

NyHXTHPHOA NIHHHEA MOKA3AHO u:menenueE;

onucaH PeHOMEH HX NMOSIBJIEHNS B PENPOJYKTHBHOH CHCTEME PaCTEHHHA.
YCTaHOBJIEHO, HAanNpuMeEp, UTO TIONafaHWe TbUJIbLUbI Ha PbiJIbLE 1IBETKA
HHAYUHPYET BO3HHKHOBEHHE PHTMHUYECKH MOBTOPSIOUMXCA HMIYJIHCOB,
NepeMEACIUXCS K 3aBSA3d, UTO CBS3AHO, NO-BHAUMOMY, C NOACOTOBKOH
reHepaTHBHOTO OPraHa K ornJiofOTBOpPEHHIO [82).

FeHepauns pUTMHUECKH NoBTOpswmMxca M1 nokazaHa U NPH JIETKOM
MEXAHHUECKOM pa3paxeHHH (MATKOH KHCTOUKOM) BOJIOCKOB YalieJnc-
THKA W HEKTapHHKA BLICIIErO PACTEHHA (Ha nNpuMepe Junul) [164]. Cepnu
PENKO UEPEAYIOIUXCA WMIMYJIbCOB BO3HHKAIOT MPH 3TOM B NMPOBOAALEM
nyuke, o6CTyXHBAIONEM HEKTAPHHK.

NTOMMMO r€HEpPATHBHOI'O OpraHa pUTMHUECKH roBTopsounecs M Bo3-
HHMKAIOT B OTBET Ha pa3gpaX€eHMe BEr€TaTMBHLIX OPraHoOB, MpEXJe BCEero
crebns BbiCWMX pacTeHn# (puc. 30). B uncio pasgpaxuTesnei, npu aen-
CTBHH KOTOPbIX B BEr€TaTHBHLIX OpraHax Moka3aHO BO3HWKHOBEHHE
PHTMHUYECKN NMOBTOPSAIOHMXCSH HMITYJIbCOB BO30OYX JEHMU S, BXOAAT pacTBO-
pot cosneit (KCl, NaCl, LiCl) pa3nnuHoi, o6bluHO BBICOKOH, KOHUUEHTPALUH
[59, 109, 245, 430, 443), 2,4-1 (76, 245), aTpa3uH [245], cepHbi 3pup [556],
oxor [206, 679], nocTeneHHoe oxJyaxaeHue [189, 206, 210, 213, 548).

Bo3HHKaWOUas B OTBET Ha pa3jjpaXXeHne puTMHka o6pUHO NMeeT BoJiee
UM MEHee peryaspHbifl xapakTtep (109, 189, 206, 210, 213, 430, 443, 548],
HO MHOT/Ja NPOSMABJISAETCA B BUAE CJNEAYIOUWMX APYr 3a APYrom cBoeob-
Pa3HbiX “3aanoB”, KaXAbIH H3 KOTOPLIX XapaKTEPW3YETCH ONpefieNneHHbIM
COOTHOWEHHEM AMIJIMTY A COCTABJIAIOIMX HX MMITYJILCOB [59, 245].
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Mpouecc reHepallHl pUTMAUECKH NOBTOPAIOINXCA /] 3aBUCHT OT HH-
TEHCHBHOCTH pa3ipaxamwuero Bo3AeACTBHA 1 MOXET ObiTb BECbMa JJIM-
TesbHbIM. Tak, B onbiTax B.I". KapMaHoBa U coaBTopoB [109] HA oTpe3skax
cTelns THKBH JJIMTEJIbHAA F€HEPaLnsi PUTMHUECKH NoBTOpsiommuxcs M
(21 mMnyasC 3a 2 y 20 MHH) Halmogasach npH koHuneHTpauusx KClI,
MCMOJIb3YEMOIO Kak pa3ipaxxnTeJib, OT 0,5 MM H Bble. UHTepBasibl MEXAY
AMMNYJIbCAMH JO 13-TO COCTaBJSJIM OKOJIO 5,2 MHH, B KOHLE€ CEpHn —
15 MHH. HanpoTHB, AJIMTEJIbBHOCTbL UMM YJIbCOB B MpeAeJiaXx CEpHA yMEHb-
Wwayacb No Mepe UX NMOCJIEAOBATEJNIbHOTO BO3ZHHMKHOBEHHS OT 1 MHH /0
5—10 c. Menbune koHueHTpanun KCl (0,1 —0,3 MM) He BbI3bIBAJIA reHe-
pauuio puTMHUECKH noBTopsomuxcs MA.

3aBHCHMOCTb KOJIHUECTBA BO3HHKAIONMX PUTMHUECKH NOBTOPSIOUMXCH
MMA OT MHTEHCHBHOCTH pa3paxnTesisi noka3aHa Ttakxe C.C. [ATHITHHbIM
[206]. ToBpexnpawiee TeMnepaTypHoe Bo3geAcTtBMe B opme oxora
Bbi3bIBaJIO B CTE0JIE ThiKBbl T€HEPALIHIO 4—5 YEPEAYIOUNXCH UMIMYJILCOB C
MHTEepBaJlaMH BPEMEHN MEXAY HHMH oT 1,0 fo 2,5 MHH, B TO BpeMs Kkak
YMEPEHHOE TEMNEPATYPHOE BO3AEHACTBHE (MOCTENEHHOE OXJIAXAEHHE OT
23 go 11°) — nnmb 2, pexe 3 nocnegosaTesbHbIX T/,

Cnoco6HocTh BO3GYAHMMBIX KJIETOK BBICIIMX PACTEHHH T€HEpPHPOBaTb
prTMHuUeckn nosTopsiomnecs M1 o6HapyxHBaeT 3aBHCHMOCTb OT HCXOA-
HOW TeMnepaTypsl OMNbiTa. Tak, y ThikBbl [213] B 0TBET Ha NMOCTEMNEHHOE
OXJIaXJEHHE B Pa3JIMUHBIX TEMNEPATYPHbIX PEXHMaX Haubosibliee KOJIH-
yecTBO PUTMHUeCKkH noBTopsiiowUxcs M, gocTuraswee 10, BO3HUKAJO B
cTe6ie NpH OXJIaXAEHNH oT 35—32°. U3MEHEHHE NCXOLHON TEMIEepaTypbi
OrbiTa B CTOPOHY €€ NMOBHILEHNA HIIN MOHWXEHNA OTHOCHTEJIbHO 35—32°
COMPOBOXAAJIOCh YMEHBIEHHEM KOJIMUECTBA BO3HHKAOIHUX PHTMHUECKH
nosropsioumxcs M 1 MOrjo NPHUBOAMTbL K NMoTepe crnocob6HOCTH HX
FeHEepHpOBaTb. ITO MPOSABIAJIOCH B BO3HUKHOBEHHH TOJIBKO OLHMHOUHBIX
MMITYJIbCOB HJIH NNOJIHOM OTCYTCTBHH HMNYJIbCHOH ¢opMb!I OTBETA.

HecMOTpAA Ha CpPaBHHMTEJNIBHO GoJiblioe UHCJO paboT, NMOCBAWEHHBIX
BO3HHKHOBEHHIO PHTMHUYECKH NOBTOpsiouMxcs [M]1 y BbICWIAX PAaCTEHHA,
HanboJiee NoJIHOE NPEACTABJNIEHHE O NPHUNHAX TE€HEPALMH PUTMHK LalOT
JIMIIb T€ M3 HUX, B KOTOPBIX OCYWECTBARAJIACH BHYTPHUKIIETOUHAA PETrnCT-
pauMs 3JIEKTPHUECKOH aKTHBHOCTH B 30HE AEACTBHSA pa3apaxunTes [189,
210, 213, 430, 443, 548]. U3 pesynbraToB TakMx paboT cieayeT, uTo
OCHOBHBIM YCJIOBHEM BO3HHKHOBEHH S PHTMHUECKH NoBTOpswoumxca N4 y
BbICIIMX PACTEHHH SIBJISIETCA NMPOAOJIKAKIAACA NOCJe reHepaunH nep-
BOTO MMNYJbCa ENOJSAPH3ALNN KJIETOUHON MeMOpaHb!, o6ecneunBawiias
MHOrOKPATHOE AOCTHXEHHE (MJIH NPEBLIIEHNE) N3MEHSIOIETOCA YPOBHSA
nopora BO36YyxJ€HMA (cM. puc. 30). TIpu 3TOM SICHO, YTO CKOpOCTh
NOANOPOTrOBONA AEMONAPH3ALIMA JOJXHA ObiTh BbIIE CKOPOCTH H3MEHEHNS
nopora Bo30yXAeHH S, MOCKOJIbKY B NPOTHBHOM CJTy4ae NMoporoBbid ypo-
BEHb JOCTHIHYT He OyneT [135].

OnMCcaHHbBIA MEXaHW3M TFeHepauHH PHUTMHUECKH noBTopsiomuxcsa M4
peayn3ayeTcs o6blUHO, KOT4a MHTEHCHBHOCTb pa3jpaxaiomero Bo3gei-
CTBHSAl HAPACTAET NOCTENEHHO OT NOANOPOrOBbIX JO MMOPOrOBbIX BEJIMUHH.
B ciyuae pe3kHX BO3JEHCTBHA, BEJIMUHHA KOTOPHIX 3aBeJOMO Bbillle
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BEJIMUMHbBI Nopora BO30YXAEHHA, MOXHO MOJIaraTh, UTO PE3KO AENOJS-
pn3oBaHHas Bo3abyanMmasi MeMOpaHa MeEPEXOJHMT B HEYCTOHWUWBOE COC-
TOSAHNE NOBLIIEHHOA QYHKLUNOHAJNILHOA aKTHBHOCTH, KOTAa YyXe€ nopor
BO36YXXJEHHW S H3MEHAETCA BCJIE/ 34 NPEBbICHBIIEH €0 AENOJSAPH3ALMEN.
IF'eHepalins pHTMHUeckH nosTopsiomuxcs 1 npu atom 6yaeT ANKTHCA,
OUEBHIHO, IO TEX NMOP, NOKa YPOBEHB NOPOra HE JOCTHIHET YPOBHSA A€-
NoJIApN3aliMu MeMOpaHb! MO BJIMSAHUEM Pa3fipaxXHTENs.

Ha OCHOBaHHH H3JIOXEHHBbIX Bbille MPEACTABJACHHA O MEXAHH3ME I'eHe-
palnKi puTMHUEcKkn NoBTopAWUXCA M1 y BbICWIMX pacCTEHHA HETPYAHO
NOHATb, NOYEMY BEPOSITHOCTb MOABJIEHNA PUTMHUECKH NOBTOPSAIOINXCSA
HMIYJIbCOB BO3PAaCTaE€T C YBEJMUEHNEM HHTEHCHBHOCTH pa3fipaXxaiouero
Bo3ieACTBHSA. UTO X€ KacaeTcs NPHUUHAH CBA3W CNOCOGHOCTH BO36YAHMbIX
KJIETOK BBICWIMX PAaCTEHHWH reHepHpoBaTb PUTMHUYECKH NMOBTOPSAIHECS
MA ¢ ncxonHo# TemriepaTypor onsiTa [213), TO 3aech obpamaer Ha cebs
BHUMaHHe o06CTOATENbCTBO, UTO O6sacTb 32—35°, NMpH OXJIAXAEHHH OT
KOTOpPO#H KOJINUECTBO BO3HHKAI[HX PHTMHUECKH MOBTOpSOIUXCSH 11 B
crebsie ThikBbl ObiJI0 HaHGOBIINM (0 10 MMNYJILCOB), COBMNAaZgaeT ¢ Mak-

r
CcMMyMoM MeTabosiHueckod kOMMoHeHTH E, kiyieTok 3Toro o6bekra B

$n3noJIornueckoM auanasoHe Temrnepatyp [215]. MeraGonuueckasi KOM-

r
noHeHntak,, cornacHo koHUeNunN conpsikeHnst reHepauum N1 c paboron

3nekTporeHHoro H*-Hacoca Bo3a6yaumon MemOpaHbl (CM. pasgen 15),
HMIPaEeT BaXHYW poJib B CO34aHNH BbICOKHX 3JIEKTPOXHMHUECKHX MOHHbBIX
rpagNeHTOB, HEOOXOANMBIX OJISl TeHEepaUHH 3JIEKTPHUECKHNX MMIYJIbCOB
BO30YyX/IEHHS Yy BbICIIMX pacTeHHH. OTCI0O4a MOXHO NoJiaraTb, UTO NpH
32—35°, rge BeJIMUnHa E,, MakKCHMaJIbHa, HMEJIH MECTO U CaMbl€ BLICOKHE
HCXOAHbIE, 3INEKTPOXMMHUECKHE TrpaAneHTnl [1/1-o6pa3yimHXx HOHOB,
ofecneynBamMe TeM CaMbiM HanGoJsiee GlaronpruATHbie NOTEHLHAJIbHBIE
YCJIOBHRA [IJisi TEHEPALIHH PUTMHUYECKH NOBTOpslomMxcs 1/]. 3aBHCsLAA OT
TeMnepaTypbl BEJIHUAHA MNOPOra Bo3GYX IEHHA Y ThikBbi BGJIH3H 30° Takxe
BecbMa HeBeJsinka [21 3],

3aBepmas paccMmoTpeHne deHomMeHa reHepauMu pHUTMHUECKHA MOBTO-
psommnxcs TMJ1 y BBICIHX pacTE€HHA B OTBET Ha AEACTBHE Pa3JIMUHbIX
3K30TE€HHBIX (PAaKTOPOB, MOXHO MPEANOJIOXHTb, UTO OH TNPOSBAAETCH
npexXxjae BCEro y Tex HHANBHAYaJIbHO Hanbosiee “peakTHBHBIX" OGBEKTOB,
NopOroBbii ypoBeHb BO3CYAMMBIX CTPYKTYP KOTOPBIX HCXOAHO Ou€Hb
HH30K U B pe3yJibTaTe JIETKO JOCTUTraeM. ANIPHOPH NPEACTABJIIAETCA Oue-
BHJHBIM, UTO TaKHE "BBICOKOPEAKTHBHbBIE" paCTEHNs cpean obuWero uucna
NOABEPrHYTHIX HCNBITAHWI® B paMkKax OMNbITa LOJKHbB COCTaBJIATb
MEHBIIMHCTBO. UMEHHO 3THM OOBCTOMTEJNILCTBOM, MO-BHAHMOMY, MOXET
ObiTb OGBACHEH TOT aKT, UTO BO3HHKHOBEHHE DPHTMHUECKH IMOBTOPSA-
ouxca M1 B OTBET Ha NOCTENEHHOE YMEPEHHOE OXJIaxAE€HHE (OT 23 fo
11°) cre6nn ThikBb Obinio OGHapyXeHO He 6oJiee ueM y OAHOW TpeTH
HCMBITAHHBIX NMPOPOCTKOB [210). OCTa/IbHBIE MPOPOCTKH, YCJIOBHO MEHEE
"peakTHBHbIE", OTBEYAJIN Ha CTOJIb YMEPEHHOE BHEIIHEE BO3AEHCTBHE
reHepauned ognHouHoro IMA.
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ToT dakT, UTO reHepalMs pHTMHUYECKH noBTop siiomuxcs M1 y Beicnx
DAacTeHHH, B OTJIMUHE OT XHBOTHbIX, HMEET MECTO B OTBET Ha pasjpa-
XEHHE JJaJIeko HE BCETJa, CBHAETEJILCTBYET, CyAS MO BCEMY, O TOM, UTO
PHUTMHKH T1]] ABJIAIOTCA JIMIIb YACTHBIM BAPHAHTOM €CTECTBEHHON HYHKUH-
OHAJIbHOW aKTHBHOCTH BO30Y/JHMBIX CTPYKTYP PacCTHTENbBHOIO OpPraHHW3-
Ma. Briarofjaps puTMHUeckH nosropswimMcs M1 ofecrieunBaeTcs, oue-
BHHO, BO3MOXHOCTb JOCTATOUHO MAJIHTEJIBHOTO BJIHSIHHA HMITYJIbCHOH
dopMbt BO3GYxACHHSA Ha PH3IHOJIOTHUECKOE COCTOSIHNE TKAHEA PACTEHHA.

13. PELIENIIHWA PA3JPAXEHHA.

IMMYTU PACIIPOCTPAHEHHUSA TOTEHIIUAJIA OEVICTBUS
U Er'O TPAHC®OPMAIIUA

B ®U3NOJIOTMYECKUN OTBET

Bocnpusitne passipaXxeHusi, reHepaLHs HMIYJIbCa, €ro pacnpocrpaHe-
HHE 10 TOr0 NJIM HHOTO opraHa H TpaHchopMaLHs B GyKIIHOHANIbHLIA OT-
BET COCTABJISIIOT L{€MNb B3AHMOCBSA3aHHbIX MPOLIECCOB, OCYIMECTBJIEHHE KO-
TOPbIX MO3BOJIAET B KOHEYHOM HTOI€ PEaJIM30BaTh TY POJib, KOTOPYIO Bbi-
nosHReT 1] B paCTEHHH.

Peuenuust pa3sgpaxesus

Peuenuusi pasgpaXeHHsl HCCReOBaAHA Yy BHICIUMX PACTEHHW KkpanHe
cnabo, XOTA Y HEKOTOPBIX M3 HUX, B OCHOBHOM JIBHTaTEJIbHbIX, 3JIEKTPHO -
d13noNIornuecknM crnocofoM TOUHO YCTAaHOBJIEH 3Tam peLENiHH W BO3-
HHKHOBEHHME PELIETTITOPHOTO MOTEHI[HANA, NPHBOLSIErO 3ATEM K reHepa-
umu MM [689, 690]. C onpeneseHHON fONIeH YBEPEHHOCTH MOXHO CUHTATh,
UTO Y BbICIUIMX PAaCTEHHA OTCYTCTBYIOT TaAKHE BbHICOKOCMELHAJIM3HPOBaH-
Hble PELENTOPHbIE 06PA30BaAHH A, KAKHE HMEIOTCH Y XXMBOTHBIX (MEXaHope-
LIENTOPbI, CBETOBLIE PELENTOPH W T.Nn.). ClegyeT, oueBHAHO, TOBOPHTH
JMIib O HEKOTOP O CNELHAJIM3AIIMHM pALJA KJIETOK, HalpaBJIEHHON Ha BOCI -
PHUSTHE BHENHErO pasfpPaxeHHA U BbipaxaweACcs HJIH B HEKOTOPOM H3-
MEHEHHH MOP(ONIOTHH, HATPHMEP MOSBJIEHHH OCS3aTeJIbHbIX MOP (CM.
pasgen 12), Han B HECKOJIbKO GONblied UYBCTBUTEJBHOCTH K AEWUCTBHIO
AaHHoro dakropa. TaknM o6pa3om, NO KpaihHEA Mepe Ha CETOAHSIWHHA
AEHb, Mbl MOXEM CUHTaTb, UTO pELENUHWA pa3apaxeHHi y BbICIIMX pacTe-
HHA MopdoJiornueckH ciabo odpopMiieHa H peub, MO-BUAHMOMY, CIIeQyeT
BECTH O TEX MOJIEKYJISIPHBIX NPEo6pa3oBaTENAX, KOTOPbIE CYIIECTBYIOT B
PacTHTEJILHON KJIETKE H KOTOPBIE MOTYT ObiThb NOJKJTIOUEHB K BOCTIPHATHIO
pa3gpaxeHHs.

Mpy Tako# MOCTaHOBKE BOMPOCA, OUEBHAHO, HEOOXOANMO NONBTATLCS
ONPEAESIUTb 3TH MOJIEKYJIAPHbIE 3BEHbS Ha MEPBbLIX 3Tanax peuenuynn ais
KaX/{OTO THNa pa3apaxHTeJisl, HMES B BUAY, OOHAKO, UuTo B JIoGOM Cnyuae
Henb COGBMTHA JOJIXKHAZ 3akaHUMBAaTbCH H3MEHEHHeM E f,. a HMEHHO
AOCTHXEHHEM MM NOPOTrOBOro 3HAUEHHS.

HamnbBoJiee npocTasi CHTYalUHA, OUEBHAHO, CKJIAABBAETCS NPH JEACTBHN
Takux anekTposnToB, kak KCl n NaCl, koTopble cogepxaT noTeHunaon-
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peAesfAlune HOHbl U JEACTBHE KOTOPHIX HanpaBJI€HO HENMOCPEACTBEHHO

Ha Ef,, NyTeM H3MEHEHH S HOHHBIX 3JIEKTPOXHMHUECKUX IPAHEHTOB.

3HAYHTEJIbHO CJOXKHEE, NO-BUAUMOMY, PeLENLUHS HcOPraHMUECKHX CO-
JIeH, Y KOTOPBIX MOHBI HE CBSI3aHbl HAMPSAMYIO C 3JIEKTPOrE€HE30M. 34eCh
MOXET BKJIIOYATBHCSA 11€JIas raMMa SIBJIEHHA, TAKHX, KaK JEACTBHE Ha COC-
TOSIHNE JIMNHOHOTO MAaTpHKCA, a uepe3 Hero Ha paboTy INEeKTPOreHHbIX
HaCOCOB 1 HOHHBIX KAHAJIOB;, HENOCPEACTBEHHOE fEeHCTBHE HAa COCTOSHHE
HOHHBIX KaHAJIOB; BJIMSAHHE Ha COCTOSIHHNE 3JIEKTPOTEHHLIX CHCTEM MeMB-
paHbl MYTEM €€ PacTAXEHNSA U CXKATHHA BCIIEJCTBUE UIMEHEHHA OCMOTHUE-
CKHX CBOHCTB KJIETKH; N3AMEHEHHE COCTOAHN A MEMOPaHbl M €€ 3JIEKTPOTreH-
HbiX CHCTEM MNYTEM H3IMEHEHNA NOBEPXHOCTHOI'O 3apsAja U T.A.

OcoG6bift HHTEpPEC B CMbICJIE PELIENLIMH Pa3paXeHHUs NPeACTaBJISAIOT OC-
MOTHUECKHE SIBJIEHMS. Y pacTEHHin OHH HrpawT cBoeobpa3Hyw poJib
BCJIEACTBHE HAJIMUHUA KJIETOUHOU 060OJIOUKH, ABNSAIOUEACA BECbMa MJIOT-
HbIM KapkacoM. MaMeHeHHe oObeMa KJIETKH 3aCTaBJISIET NJIa3MaTHUECKYIO
MeMOpaHy NMPHUXHMATbCS K KJIETOUHOA CTEHKE WJIM OTXOAHUTb OT Hee. Ipu
3TOM B PE3yJIbTATE H3IMEHEHN A MEXAHNYUYECKOTO JaBJIEHHA MEHSAETCH KOH-
dopMaLM A 3NEKTPOrEeHHbIX HACOCOB (B YaCTHOCTH, H*-ATda3s!), U 3TO Npu-
BOJAMT K OCJaBJIEHNIO HITH YCHJIEHHIO X AeATesbHOoCTH [596]. Tako# cno-
€06 BOCTNIpHATHSA pa3ipaXeHHUsl, OUEBHIHO, HMEET MECTO M MPH UHCTO Me-
XaHHUECKHUX BO3AEACTBMAX Ha PACTUTEJIBHYIO TKaHb (faBjieHHe, fedopma-
UHH K Op.)

BecbMa ueTKO NMpPOCHIEXHNBAIOTCA B HACTOSIIEE BpPEMS MOJIEKYJISIPHblIE
OCHOBbl BOCTIPHSITHA TEMIIEpPAaTYPHOr'o Pa3paXxeHHSA Y PACTEHHMA (CM.
pa3znen 16). Uto xacaeTcs cBeToBoro GakTopa, TO €ro Bo3feiACTBHE CBS-
3aHO NpexJe BCEro C MATMEHTHLIMH CHCTEMaMH KJIETKH (PUTOXpoM, do-
TOCHHTETHUYECKHE THIMEHTHI), OJHAKO LENb MPOLECCOB, MPHUBOASAMWMUX K
NOpPOroBOH AenoJsApHU3alld NOBEPXHOCTHOW MeMOpaHbi, OCTAeTCH MNoka
HEAOCTATOUHO SICHOM.

Bce cka3aHHOe BbIIIE HE O3HAUAET, OJHAKO, UTO BOCNPHUATHE pa3gpaxe-
HHH Yy BBICIIMX PACTEHHA JIHIIEHO kakOW-NMbo cnielmdHuHOCTH. Tak, Han-
puMep, resepaums M/ nponcxoguT NpH NonajgaHMM Ha PbUJIbLE LBETKA
NuJIbLbl. OZIHAKO BO3HMKHOBEHHE 3JIEKTPHUECKNX NMITYJIbCOB, JOCTHI a0~
WMX 3aBA3N, Kak NpaBHJIo, HE HalJHOQAETCH, €CJIN Ha PbiJbLE NMOAEHCT-
BOBAaTb TaKHM X€ MO CHJIE, HO HE aJEKBAaTHBIM MEXaHHUECKHM pa3gpaxe-
HHEM (MPHKOCHOBEHHE KHCTOUKOMH, MOMafgaHNEe MEXaHHYECKHX YacTHL)
[242].

lNo xpaitHe# mMepe KBE NMPHUHHBLI MOXHO BbIAEJIMTb B KAUECTBE OCHOBbI
Tako# cneunasn3dalmi. Bo-nepeuix, 3T0 HEKOTOpPaA sl KOMITJIEKCHOCTb pa3f-
paxurensi. Hanpumep, NMpH nonagaHnH TMbUIbLbI MEXaHHUECKHA dakTop,
OUEBHAHO, TIORKPETJIAETCA onpeAesIeHHBIMH XHMHUECKHMH CTHMYJIAMH.
Bo-BTOPBIX, crieypHUeckan HaCTPoeHHOCTb JaHHONW MOJIEKYJIIPHOW CHC-
TEMbl K BOCIIPHATHIO JAHHOI'O pa3gpaxHTesis. Tak, NpH XOJIOJOBOH 3aKaJ-
K& PacTeHHA JIMNHAHLIA cocTaB GHoMEMOpaH MEHSETCA TakHM obpa3oM,
uTo TEMNepaTypa $ha3oBoro nepexosa CABHraeTcsi B CTOpOHy GoJiee HN3-
KAX 3Ha4€HHHA. B cooTBETCTBHM C 3ThM [1]1 BO3HMKa€ET B OTBET Ha AEACTBHE
Gosiee rory6oxoro oxJjaxaeHus (CM paszen 16).

OuéeHb CymecTBEHHas poJib B BOCMPHATHH pa3IMUHOro pojaa pasgpa-
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XWTEJIEH B BbICIINX PACTEHHHA NPHHALJIEXHT, NO-BHAWMOMY, HOHaM Ca?,
NMocnegHHne, kak N3BECTHO, HaXOAATCA B MeMOpaHe B CBA3AHHOM COCTOS-
HHH ¢ dochosmnuaamu  ocobeHHO Gesikamu [359]. BoageficTere BHemHe-
ro dakropa MOXET HapymaTh 3Ty CBA3b H NPHBOAHTb K OCBOGOXAECHHIO
Ca?*. HanHwii >DhekT Noka3aH, HANPHMEP, NMpH AeACTBuH 2, 4-]1 [86),
reoTpONHUECKON CTUMYJNAUNK [S77] 1 psiie ApYTHX pasApaxxnuTesel [423].
MockoJibKy CBSA3aHHBbIA C MeMOGpaHoit Ca HrpaeT BaXxHYI0 POJib B NOSAEP-
XaHHH ee onpeReNIeHHOro kKoHpopMaLMOHHOTO COCTORHHS [608], TO ero
ocBoBOXAeHHE H3 MeMOpaHbl MOXET MPHBECTH K YBEJIMUEHHIO €€ NPOHH-
HaeMOCTH [360] W xaK CneCTBHE — TMOSBJIEHHI0 PELENTOPHOrO MOTEH-
LHaJia, KOTOPbi#, B CBOIO OUEPEab, MOXET NPH ONPEAESEHHBIX YCIIOBUAX
BbI3BaTh reHepaumio M4, Kcratu, Heo6X0AMMO OTMETHTb, UTO NMOKa HEAC-
HO, B KaKHX CJIy4yasix BO3HMKAIOT y paCTE€HHA pelienTOpHbIE MOTEHIHaMbL, a
TaM, I'le OHH BO3HHKAIOT, OCTAE€TCHA HEBLIACHEHHOH MX TPpaHCchopMaLHA B
HMNYJILCHLIA OTBET.

H3 Cka3aHHOro BBIIE HETPYAHO 3AMETHTb, UTO BOCNPHATHE Pa3HbIX
pasipaxHTesef OCYMECTBINSIETCA Y BbIC'IHX PAaCTEHUA YaCTO C UCMOJIb30-
BaHHEM OLHHUX M TEX XE€ MOJIEKYJISAPHbLIX MEXAHM3MOB, XOTS HHOTAA U B
Pa3HBIX COUETAHUSAX. Takasi YHHBEPCAJIbHOCTb, MO-BHANMOMY, BMOJIHE
uenecoofpasHa, €CJIM YUECTb YCITOBHA CYIECTBOBAHNWSA 3THX OPraHH3MOB,
BEAYIHX HEMOABHXHBIA 06pa3 XH3HH H BOCHPHHMMAIOWHNX NMOCTOSIHHO
caMble pa3HooGpa3Hbie BO3AEACTBMA MOUTH BCEA CBOEH MOBEPXHOCTHIO.
MpH 3TOM o6pamaeT Ha ce6s1 BHUMaHHe HEPEAKO OUeHb BbICOKasi YUyBCTBH -
TENIBHOCTb PELENITOPHOrO BOCMPHATHA, MO3BOJISIOMARA PA3IMUaTh, HaNpH-
Mep, nepenag Temneparyp B 1—2° 4 OTBeUaTh Ha Hero resHepauuen MA
[188]. OTCyTCTBHE y BBICIIMX PACTEHHH CNELIHAJIbHBIX PELIENTOPOB pa3gpa-
WEHHA HE NMPOTHBOPEUHT, OOHAKO, TOMY (aKTy, UuTO B X MeMOpaHax
HMEITCA ocobble pelenTopHble GeJikM AN BOCNPHATHS PakTOpoB rop-
MOHaJILHOA NPHPOJIbi H HEKOTOPKIX APYTHX JIMTAHAOB, MOCKOJIbKY TaKast
peuenuusi O6bluHO HE NPHBOAWT K BOHHKHOBEHHIO BOJIHB BO30YX ICHUS,
conpoBoxaawieics reuepauneit NAa.

IIyTu pacnpocrpaHesusi NOTCHIMANA AEHCTBUS

OpraHoM, B KOTOPOM HPOHCXOAHT NMPEHMYIIECTBEHHOE pacnpocrpa-
HeHHe T[] y BHICHIMX pacTEHnH, ABasieTcs crebesb. [To MMEIMNUMCA aaH-
HbIM, KOPHH H JINCTBA He 00Js1agaT 31o# cnocolHocTbio [150, 699]. Habmo-
AEHHUA O ToM, uTo [/l MOryT pacnpoOCTpaHsATbCS W MO JIMCTY [625], HOCAT
€AWHHYHbBIA XapakTep M HE NMOJIYUHNITH NOKa YBEPEHHOTrO NOAKPENJIEHHA. B
TO X€& BpeMA reHepalns I NpOHCXOAHT NPH HAHECEHHH Pa3ZIpaKeHHA
He TOJIbKO Ha CcTebeJsib, HO TakXKe Ha KOPEHbD, JIMCT H IPYrHe 4acTH pacre-
HuA[175, 5701,

Bonpoc o ToM, N0 KakMM TKaHSIM OCYWECTBJIAETCA PACrpoCTpaHeHHe
NA B cTebre, crielinasibHo 06CYXAAJICA B JINTEPATYPE. 31€6Cb MOXHO Bbige-
JIUNTH ABE TOUKH 3peHHA. CorjracHo oAHO#H, B pacnpocTpaHeHuH I MoryT
YYACTBOBaTh Bce TKaHH cTelns {65, 108). ITOT BIrNsAg oCHOBbLIBaAETCS Ha
TOM, UTO 3JIEKTPHUECKHE OTBETHI THUNA [/l pErHCTPHUPYIOTCHA B MECTE pa3f-
paxeHWsi BO BCEX kJieTkax ctebss [129]. B psige cayyaeB yJaercs 3ape-
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rucTpnpoBaTh [1/] HEGOTBIIOH AMIINIMTYZIb B HEMYYKOBBIX KJI€TKax crelns
M Ha pacCTOSIHHH OT pa3apaxaeMoro yuacrka {(65).

B COOTBETCTBHH C APYroil TOUKOH 3PEHUS KaHAJIOM pacnpoCTpaHEHHs
NA B crebye BLICWHMX PpaCTEHHI ABJIAIOTCA NPOBOASAIHE TKaHH, H3BeCTHO,
UTO NMOSIBJIGHHE B XOJ€ 3BOJIIOLIMH KaHANOB NPEHUMYIIECTBEHHOTO pacr-
POCTpaHEHHSA BO30YXXOEHHS SIBHJIOCh MOIUHBIM (JakTOpOM B HCTOpHUE-
CKOM Pa3BHUTHH XHBBIX 00beKTOB. [T03TOMY BONPOC O HAJIMUNH Y BBICITHX
pacTeHHA CcreLMaJM3MpoBaHHbIX TKAHEH, YUACTBYIOIMX B NpoBegeHHH N[,
nmeeT 60JIbmoE NPpHHUHMNHAJIBHOE 3HaueHne. K.A. Tumupsaes [255] B cBA3N
C 3THM OTMEYaJl, YTo "...eCJIH Y pPaCTEHHA NOATBEPANTCS (Npeanosarae-
MO€ HEKOTOPBIMH YUEHBIMH) CYIIECTBOBAHHE H3BECTHBIX NYTEH, MO KOTO-
PbIM pa3gpaxkeHne cooliaeTcs GbICTpee, UeM Mo APYTrHM, TO B HUX NpH-
[ETCS NMPH3HATb HEUTO, MO KpahHEH Mepe PHU3HOJIOTMUECKH COOTBETCT-
Byloniee HepBaM” (C. 226),

MNoATBEPpXEHNE BaXHOW DOJIN NMPOBOASAIMX NMYYKOB B pacrnpocTpa-
HeHHH [1]] ocymeCTBAANIOCH C MOMOIIbIO HECKOJIbKHX NOAX0AO0B. [IpoBoAH-
Jiacb NnpenapoBka NPOBOASAIMNX TKaHEA, B Pa3HON CTErNEHH 3aTparnsaoias
HX LEeJIOCTHOCTb [151, 627, 675). IpON3BOANIIOCH HAJIOXEHHE Ha cTebenb
MexaHHueckoro 6Jioka, NMO3BOJIAMEr0 JO3HPOBAHHO HAPYyWAaTbh OCHOB-
HYI0 NapEeHXHUMY H NpoBoAANME TKaHM [702]. HakoHel, nmelnTcsi paboTsi, B
KOTOPBIX POJIb MPOBOASNMX MYUKOB B pacnpocTpaHeHHH [1]] y BbiCcMx
PacTEHHHA BbISICHAJACh C MOMOIbIO 3NIEKTPOPH3IHOJIOTHUECKON METOAHUKH
(30, 239, 630].

Bce 3TH UCCNI€JOBAHNUA C HECOMHEHHOCTbIO MPHBOAAT K 3aKJIIOUEHHIO O
BaXXHOH poJIM MPOBOASAIMX MYUKOB B pacnpocTpaHeHnu T/1. B CBSA3HN C
3THUM BCTAE€T BONMPOC O TOM, KaK CJIEAYET OTHECTHCH K YKa3aHHbIM Bbillie
HabJIIOIEHH SIM, MMOKa3biBaOLUMM Y4YaCTHE B 3TOM MPOLECCE W APYTHX Tka-
He# cTelns. HaM NPEeACTaBSETCS, UTO OTBET Ha 3TOT BONPOC MOXET ObiTh
[aH TOJIbBKO Ha OCHOBE aHaJin3a kabesIbHbIX CBOWCTB TKaHe# cTebiis, noc-
KOJIbKY HMEHHO kaBesibHasi MOCTOSAHHASA A B MEPBYI0 OUEpEAb XapaKTe-
pH3yeT cnocoBHOCTb TON MJIH HHOW BMOJTIOrMUECKON CTPYKTYpPH Nnepeaa-
BaTb 3JIEKTPHUECKHH WUMNYJLC. Mo kabesbHOW MOCTOSHHOW TOHWMAIOT,
KaK H3BECTHO, TO PaCCTOSIHHE, Ha KOTOPOM HMMYJIbC 3aTyXa€T B € pas3.

B Hawel nabopaTopnn GblI0 MPOBEAEHO onpeaeserne kabesbHOoM noc-
TOSIHHOH TKaHe# CTe0JIs ThIKBbI MYTEM H3YUEHHSI CTEMNEHH 3aTyXaHHs OHo-
3JIEKTPHUECKHX PEAKLMIA HAa TECTHPYIOLIEE XOJOLO0BOE BO3AECACTBHE MpH
HX 3JIEKTPOTOHHUECKOM paclnpocTpaHeHHMu B pedpakTepHblA NMepuon (T.€.
koraa M/ pacnpocTpaHATLCA HE MOryT) [223]. Ha puc. 31, A npeacraBsieHO
3aTyxaHne GpoOHTa AEMNOJISIPH3ALIMA, IJIEKTPOTOHHYUECKH PaCIIPOCTPaH sio-
HIEroCs BJJONb CTECNIA. ITO 3aTYXaHHE HOCHT MOHOTOHHBIA XapakTep H Ha-
NOMHHAET TAaKOBOE NpH ONPEAENIEHHH A B cTebse TpageckaHuuun [88].
Ecad, oiHako, H300pa3uTh MOJIyUEHHBIE PE3YJIbTATh B NOJYJIOTapHUPpMH-
yeckoM Macmtale, To Mbl OJTyUaeM HE NPAMYIO JTMHHIO, @ 60JI€€ CITOXHYI0
3aBICHMOCTB (pHC. 31, B). 3Ta 3aBUCHMOCTbD, Bbipakaolasacs KpUBo# 1, Mo-
XeT OblTh pa3JIOXEHA HAa ABE NMPSAMbIE — a M b, M3 KOTOpbIX NpsiMasi b npo-
XOZNT UEepe3 HauaJio KoopAHHaT. CIe40BaTEIbHO, 3aBUCHMOCTb, OMNHCHI-
BawImMas 3aTyXaHHE IJIEKTPOTOHHUECKOIo MOTEHUHasa B cTelJie ThIKBHI,
BbipaxaeTtcs 60Jiee KOPPEKTHO HE B BUAE OQHON 3KCMOHEHTH C YCPEQHEH-
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PHc. 31. 3aTyxaHHe (POHTA AENOAAPHIALHH, INEKTPOTOHNUECKH PaCMpPOCTPaHAmMEro
BAOAL cTebns [223]

A — 32BHCHMOCTL OT PACCTOAHH S OTHOMEHH S AMNJIHTY ALl 31EKTPOTOHHUECKH PaCnpo-
cTpaHsiiomeACcs! AeNOJNAPDHIALHH, OTBOAHMOR OT MOBEPXHOCTH cTelNs 14-qHEBHOTO
MPOPOCTKA THKBH, K AMNAHTYAE ACMONADHIAUHH B 30HE JIOKANLHOIO OXJaXAECHHA; B —
3aBHCHMOCTb OT DPACCTOSIHHA JIorapHPMa OTHOWMEHHA AMIJIHTYR 3JIEKTPOTOHHUECKH
pacnpoCTpaHsiomeACs AENONAPHIALMH NPH TOBEPXHOCTHOM (1) H BHYTPHITYUKOBOM (2)
cnocofax OTBEACHHS K AMIIHTYAE ACMOAAPHIALHH B 30HE OXNAXKACHHA: 8 — JHHEHAHLIA
Y4acToK XpHBOR 1, b — npsAiMas, NocTpoeHHas kak PasHOCTb AHTUNOrapH(PMOB OpAWHAT
xpHBof 1 H NpAMOH &

HOW KOHCTaHTO#A A B NMOKa3aTesye CTENEHH, a B BUJE CYMMBbi BYX 3KC-
NOHEHT:

AUTE | AUTY =exp(—Al/ A,)+ exp(—Al [ Ay). (15)

YcraHoBJIeHHbIA (akT Aajyi OCHOBaHWE MoJlaratb, UTO B WHTAKTHOM
cTebJie ThIKBLEI MBI HMEEM HE OJ[HY, a ABe xabesbHbie CTPYKTYPhI C Pa3HbIMH
3HaueHUsiMHA A. OOHOM U3 HMX Ha pHcC. 31, B COOTBETCTBYET NpsiMasid, a B
APYro#n — npsMas b. '

. ax ax.

LlefCTBMTENLHO, 3aBUCUMOCTb .In (AU‘;_'O /AU',"l o )=f(A), nonydeHHas
npy oTBeficHMH B3P MeTannuuecknM MHKPO3JIEKTPOAOM, MOTPyxkaeMbiM B
nepudeprueckyio 30HY HapyXHOM (hJ1I03Mbl TYYKOEB, M TaKXe OTEEUalolas
KPHTEpHIO INEKTPOTOHHUECKH pacnpocTpaHsiomencs B3P (oaHOBpEMeH-
HOCTb H3MeHeHHH pa3HocTeR noTeHuHanos AUs g u AU, ), B rpaduyeckoM
BU/IE BLIPaXajiach MPAMOH 2, BUIXOASIEA H3 HaUaJia KOOPAMHAT K napas-
JleNIbHOM MpAMOH d. TakuM 06pa3oM, MpsiMasi g,04eBHIHO, OTPAXKaeT Ka-
GenbHble CBONCTBA NPOBOASIMX TkaHed cTebuist. UTo kacaeTcsi npsiMoR b,
TO OHA COOTBETCTBEHHO AOJIXHA OTPaxaTh kabesibHbie CEONCTBA OCTAJb-
HBIX TKaHe# cTebJIA, T.e. BHEITYUKOBbIX KJIETOK.

onpeaeneHue KaGesbHBIX MOCTOAHHBIX O0EHX KabenbHbIX JHUHHH AaJI0
aHaueHusi: A= 3,4 MM, A, = 0,6 MM. 06e BETMUMHBI MPEBLILIAIOT Pa3MepPh
OOHOW KJIETKH M OTHOCSITC COOTBETCTEEHHO: MEpBaAf — K CUMIJIACTY
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PHc. 32, BHO3aleXTPHUECKHE PeakunH, BOIHHKAMHE B CTe6/le MPOPOCTKa THKBM B OTBET Ha
€ro yMepeHHOe JIOKaNIbHOe oXJaxgeHHe [223]

MHXDO3JIEXTPO A MOTPYXEH: A — B nnepHPepHUECKYI0 06JaCTb HAPYXHOR PIO3MBI B 30HE
JIOKaNbHOrO oOXJaXJAeHHA cTebafA, B — B MEXNyukoByio TkaHb B 3TOH 30He, B — B
nepHpepHUecKyY® 061aCTh HAPYXKHOR QO3IMB HA DACCTOSHHH 50 MM OT 30HBI OXJAXAEHHS,
I’ — B MeXNYUKOBYIO TKaHb Ha TOM XK€ PaCCTOAHHH OT 30HM OXJIaXJeHHSA

MYUKOBBIX KJIETOK, 3 BTOpasi — K CHMIIJIACTY BHEMYUKOBEBIX KJIETOK CTEG-
TS,

TOCKOJIBKY B CHMILJIACTE CTEG/S THIKEBI UMEIT MECTO ABE kabesnnHbie
CTPYKTYPB C PA3JIMUHLIMH 3HAUEHUSIMU A, TO CJEQYET OXKHIAATh, UYTO 3TH
CTPYKTYPBI [10-pPa3HOMY YUYACTEYIOT B paCnpoCTpaHeHuu M.

Kak BUgHO M3 pHcC. 32, amriiintyAa porTa N/ B 30He OXNaXAEHUS MOT -
na gocturath 150 MB ¥ NpU MHUKPO3IJIEKTPOAHOM OTBEACHHH HMeJ1a OM-
HAKOBYI0 BEJIMUMHY KaK B KJIETKaX NPOBOASAIIErO Myyka, Tak H BO BHENMyY-
KOBBIX KJieTKaxX. OTClo/Ia MOXHO 3aKJIIOUHTHL, UTO MEHEPHPOEBATL HpoHT MM
B OTBET Ha HEMOCPEACTEEHHOE AEACTBHE Pa3ApPaXHUTENIA MOTYT Kak NMyuy-
KOBBIE, TaKk M BHEMYUKOBhIe KJIETKU. UTO KacaeTcsi CriocOGHOCTH NMPOBO-
AWTL BO3HUKWHA /], TO, kak BUAHO U3 pUC. 32, HE3ABMCHMO OT pPacCTOs-
HUS [0 30HBI pa3[ipaxeHUs BHYTPH NMyuyka PErHCTPHPOBAJINCE UMITYJL-
CHble H3IMEHEHHS PAa3HOCTH NMOTEHLHAJIOE TPUMEPHO TAKON X€ AMILJIUTY-
Abl, UTO W B 3TON 30HE. B TO e BpeMA NPH NOBEPXHOCTHOM OTBeAeHHUH T1/]
Ha PacCTOSHHUM 25 MM OT 30HbI OXJIAXAEHUS €ro aMnJMTya Guisia 3HauUn-
TEJALHO MEHbIIE, YEM Y Criaika, paCripoCTPaHAI0mWEroCss BHYTPH Nyuka.

Takum obpasom, GeanekpeMmeHTHoe pacnpocTtpaHeHue T/l B crebne
OCYIECTBNAETCH B NPOBOAAIMX NyUukaX. BHENMYUKOBbIE€ KJIETKH OCHOBHOH
napeHXHuMbt ¥ 3aNMHAEPMHUCA, NMO-BUAMMOMY, MIPUHHUMAIOT aAKTHBHOE YUYaCTHE
B BOCMPUSATHU pa3apaxeHu s, BO3BYXAasiCh W reHepupys GpoHT M camu,
HO CNOCOGHOCTLIO k 0e3leKPEMEHTHOMY pacnpocTpaHeHuio T/l OHH, B
OTJIHUME OT NMYUYKOBLIX KJIETOK, He 00safawT. 3TO, OUEBHMIHO, CEA3aHO C
6oJiee BBICOKOH 3NIEKTPONPOEOAHOCTBLI0 CHMILJIACTA BHYTPH NMYyUkoB. Econ
MPEANONIOKHTL, YTO CONPOTHUBJEHHE H3ONSALMH MYUYKOBOW M BHEMyU-
KOBOWM KabeNbHBIX JMHWHA, T.€6. MeMOGpaHHOE CONPOTHENEHHE R,y KJIETOK
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cTebisi OfHHAKORO, TO, NICXOAA W3 ypaBHEHWA KabesbHON NOCTOAHHOM
[155]

A2=R, /(Ry +R), (16)

rae (R, + R;) — cyMMa BHeWHEro ¥ BHYTPEHHETO CONMPOTUBIIEHH Kabenst
Ha €IMHHLUY €ro AJIMHLI, H OCHOBLIBASICb HA TOM, UTO NOJIYy4EHHOE 3Haue-
Hue A, Gosbme Ay B 5,6 pa3a, MOXHO 3aKJIIOUMTb, UTO CyMMa (Rg + Ry AJs
CUMIIJIacTa BHYTPUNYUKOBEBIX KJIETOK MPUMEPHO B 32 pa3a MEHblle, YeM
ONA BHenydykoBbIX. [IOCKOJIbKY BHEIIHEE COMPOTHUBJIEHHUE R, T.€. conpo-
TUBJIEHHE anornJjacTa, ANs Ka6eNbHbIX JIMHUHA, COCTABJEHHBIX MYUYKOBbIMH
Y BHEMYUKOBBIMH KJIETKAMH, TaKXe, OUEBMIHO, MOXHO CUATATb OJWHAKO -
BbIM, TO 3TO 3HAUHUT, UTO COGCTBEHHAR 3JIEKTPONPOBOAHOCTL CHMNJIACTa
NyUKOB JOJIxHa BoJiee ueM B 32 pa3a NPEBOCXOAWTb 3JIEKTPOINPOBOL-
HOCTb CUMILJIACTA BHE NyUKOB. OTCio/la CPERHAS MJIOTHOCTb NJa3MOAECM B
npoeogsiux M/ napeHXUMHbIX KJIETKaX MPOBOASIMX MYUYKOB JOJXKHA
ObiTb 3HAUYUTENBHO BbIllE, UEM B KJIETKAX OCHOBHOM MapeHXWMbl W 3MH-.
AepMHca cTebsist (MPAMBIX aHATOMMUECKHX JaHHBIX TakOro XapakTepa B
JuTEpATYype He NpUuBOAMTCS) [S3].

Hcxoas M3 NoNy4yeHHbIX JAaHHLIX O KaGesIbHbIX CBOACTBaX CTe6IA, MOX-
HO O6GBSICHMTb, NoueMy aMruMTyza I/1, OTEBOAWMOTrO BHE 30HbI pa3apa-
XEHHS OT €ro TIOBEPXHOCTH, B HECKOJILKO Pa3 MEHbIIE COOTBETCTBRYIOWEN
BEJTMUMHbBI, ONPEAENIEHHOM HAMH TPH BHYTPHUITYUYKOBOM OTEEAEHHH.

B nepeoM NMPHEIHXKEHWH MOXHO NPHHATb, UTO BHEMYUYKOBbIE KJIETKH
COBEPUIEHHO HE BO3OYXJAKTCH MPH PACHpOCTPAHEHUW CIaika BHYTDH
NnyuKa, MOCKOJIbKY JIOKAJbHbIE TOKH, 3aMbIKalOWMECH B HWX, HE MOTYT
obecreunTb NMOPOroBOM AENOJIApWH3alUMH WX BO3GYAWMBIX B MPHHUHINE
MeM6paH. KabesbHasi MOCTOSIHHAN A, AN BHEMYUKOBBIX KJIETOK paBHa
0,6 MM. ITpoBoasAIHE NMYUYKH B CTEGIAX NCMOJb3YEMBIX B IKCIIEPUMEHTAX
NMPOPOCTKOB yJasieHbl OT MOBEPXHOCTHU Ha ray6uHy 0,5—0.6 MMm. CriefoBa-
TeNIbHO, pacnpoOCTPAHSIOUMICS NACCHBHO OT Nyuka K NOBEPXHOCTH UM-
NyJibC JOJIXEH 3aTyXaThb Ha 3TOM PACCTOSHUHN NIPUMEPHO B € pa3, T.€. B 2,7
pa3a. AMIMTYAb 1111, 3apernCTpUpoOBaHHbIX ITPH NOBEPXHOCTHOM ¥ BHYT-
PHITYUKOBOM criocobax OTEEJEHW A BHE 30HB! Pa3APAXEHUA, OTJIMYAOTCH B
3,6 paza (31 £4u 111+ 11 MB cooTBeTCTEEHHO). OTCl0/la peasinHOE 3aTy-
XaHue wMmnynsca M npu ero pacripoCTpaHEHHH BHE nyyka Jaxe Hec-
KOJNIbKO 0OJblIIE, YeM TMOKa3biBAET PACUET HAa OCHOBAHWH KabesbHBIX
CEONCTB BHEMYUYKOBLIX TKaHEH. [I03TOMY MOSABJIEHUE UMIYIIHCA AMITJIUTY-
Aon 20—40 MB Ha NMOBEPXHOCTH CTE6JIA BNOJIHE MOXET GbITH OGbACHEHO
TONbKO €ro 3JIEKTPOTOHUUYECKUM PACIIPOCTPAHEHHWEM OT BHYTPHUITYUKO-
BbIX TKaHeH. [0 nNocieHUM UMNYNbC PACMPOCTPAHSAETCS aKTMBHO Kak
BOJIHA HaANOPOIrOBOro 3JEKTPUUECKOro BO3BYXACHHUS MMapEHXHUMHBIX
KJIETOK MPOBOAAMMX T1YUKOB.

BecbMa mnpuMeuaTenbHa CMOCOGHOCTb MPOBOAANMX [MYUKOB B3aHMO-
JAEeACTBOBaTH Mexay coloA B XoJe pacnpOCTPaHEHHSI BOJIHbI BO3OYX-
AE€HUS. ITO BBIPAXKAETCH B TOM, UTO BOJIHA BO36YXAEHHUS MPH ONpeesieH-
HbIX YCJIOEUSX MOXET TEPEAABaTLCS B MOMNECPEUYHOM HaANpaBJIEHUH OT
OAHOT'0 NMPOBOASAMErO rNyuka K ApYroMy, [JaHHOE SIBJIEHHE 3aBUCHT OT

_yucna Bo30yAUMBIX 3JIEMEHTOB B [TY4YKeE, T.€. OT "MOIMHOCTH" BO36Y X AEHHU .
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MoaToMy, HanpuMep, No HabmogeHnsim Cubaoka [631], B TMCTOBOM yepell-
Ke MUMO3bi [1]] lerko nepeaaeTcs OT TOJICTOrO NyUKa K TOHKOMY, HO B 06-
PaTHOM HanpasJICHHH 3TOT MPOLIECC HE IPOUCXOAMT.

B OCHOBE ME@XIYUYKOBbIX B3aWMOJEACTEUM JIeXaT, NO-BUIUMOMY, dJIeK-
TpoToHHueckue srJieHUA [631). MoaobHLIM TN Nepeaud, Ha3biBAEMOW
aanTUyeckom, JOCTaTOUHO NOAPOBHO UCCAEQOBAH AJiS MYUKOB HEPBHbIX
BOJIOKOH [152, 154].

Hannune MexmnyukoBbIX B3aWMOJEHCTEUA MOXET, BEPOSITHO, NPUBECTH
K BO3HUKHOBEHHIO Y PACTEHHI Tak Ha3blBAEMbIX KOJINIEKTUBHBIX COCTOS-
HUA, KOTOpPbi€ TaKXE€ UMEIOT CBOI0 AHAJIOTHI® B JE€ATENBHOCTH HEPBHbIX
BOJIOKOH [153]. KX CYTb COCTOMT B TOM, UTO NPH OJHOBPEMEHHOM BO30Y X-
AeHHH ABYX UM GoJiee MyUKOB reHEPHUPYEMbIE UMITYJIbChi MOT'YT Kak Obl
"3alenuTLCH” APYT 3a ApYra v o6pa3osaTh O6WHA HMIYJIBC. IKCTIEPUMEH -
TaJibHble JOBOAB B NMOJIb3y TaKOrO KOOMEPHPOBAHUA NMOJyUEHb CO CcTEb-
JIAMH THIKBEI [109]. CTeneHb O6bEAMHEHNST UMITYJIECOB, BEPOATHO, 3aBHCHT
OT WHTEHCHMEHOCTH pa3fjpaxeHHs. MomHas koonepauusi NpoUCXOANT
JIMWb MPH OUeHb CHJIbHBIX BO3geAcTBHAX. [Toa BAHSHHEM €CTEeCTBEHHBIX
pa3apaxuTtesied M1 MOXeT pacnpOCTPaHATBCHA B JaHHOM MPOBOAALIEM
My4ykKe He3aBUCHMO OT COCEHHUX. ITO OTUETJIMEO MPOCNIEXHUBAETCH Ha Ue-
pelkax JMUCTbeB MHMO3bi U GLIJIO BriepBbieé NPOAEMOHCTPUpOBaHO Bocom
[30].

MockoJIbKy NMPOBOAAWMIA NYUYOK SBJISAETCHA CHAOXHBIM O6pa3oBaHHEM,
COCTOSI[HM H3 PAa3HOrO THNA KJIETOK, TO BaXHO 3HaTb, KAKHE K3 HHX
OTBETCTBEHHMI 32 pacnpocTpaHenue [l [TyTeM Xxupypruueckoro yapase-
HHMSA PalIMUHBIX TKaHEN UYepellka MUMO3bi HEKOTOPBLIM AETOPaM YAaJioCh
MoKa3aTh, YTO BaXHYI0 POJIb B 3TOM OTHOLIEHUHW UFPAIOT 3NIEMEHTH G103~
Mbi [424, 627, 643, 675]. OqHako BrnepBbie NIPAMOA OTBET Ha JAHHbIA BOMPOC
6w gaH Bocom [30], paspaboTaBWKMM METOAUKY 3JIEKTPHUECKOTO 30HAM-
POBaHYA NpPOBOAAIMX TKaHEH. OH YCTAHOBHJI, UTO B MPOEOASUEM NyUke
MHUMO3bl pacripocTpaHeHue . l1[] MpOUCXOAWT 1O HapyxHo# ¢rosme
NpOTOKCHJIEME, KOTOPYI0 BOC Ha3Bas BHYTpEeHHEN GJIOIMOMN. 3TH PEIYIb-
TaTH HawjW4 NMOATBepX/JeHWe B nocaeaywmux paborax, npuueM Obisia
AOTIOJIHUTENILHO BLISIBJIEHA JOJIA YYACTHUA Pa3HbIX KJIETOK 3THX TKaHEN B
pacrnpocTpaHeHuH BO36YXAECHHUS.

MyreM MHUKXPO3JIEKTPOAHLIX HCCJIEAOBaHHA YAaNOCh NOKa3aTh, YTO B
NPOBOAAIMUX TyYKaX MUMO3bI, 2 TAKXe PACTEHHU I, HE MPOSIBJIAIOMUX ObICT-

PbIX JBMraTENbHBIX PEAKLIMA, TAKHX, KaK THIKBA M GOPIEBHK, BHICOKUM E,, 1

CrocoBHOCTLIO reHepupoBaTh /] 0671aJaI0T Wik OTHOCHTEJILHO MEJIKHE
YAJIMHEHHbIE NAPEHXUMHBIE KJIETKH (BJI03MBI M TIPOTOKCHIEeMBI [239, 630]. Y
MHUMO3bl OHH uMeT ~10 MkM B aAnameTpe U 120 MKM B AJMHY. BecbMa
NpUMeYATEeNILHO, UYTO 3TH KJIETKH 06pa3yloT MHOTOUHCTIEHHBIE PAAbI BAOJb
NMpoOAOJLHOR OCH 1nposoAsmero ryyka. CpaBHHUTENIbHbIA aHaJM3
INEKTPOXHMHUUECKM X CBONCTE ITAPEHXHUMHBIX KJIETOK MPOBOASAIMNX ITYUKOB
NoKas3saJl, UTo OHW XOPOWO NpUCTocobsieHbl I/ FreHEPALIMM W TIPOBEAEHU S
MA (cM. pa3aen 14).

0Oco60 crnelyeT OTMETHTb CAMOCTOSTE/IbHOCTD MMYTEN NPOBEAECHU S BO3-
OyXJeHUs U NepeasHXEHUs BeeCTB B TMPOBOAAUMX nyukax. [psiMmble
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ANeKTpOPHU3IHOIOr HUEeCKHEe HIMEDECHHUA NOKa3biBawT, UTo M He pacnpocTt-
paHsieTCH MO CHTOBHAHLIM TpyOkaM [630]. 06 3TOM e CBUAETENLCTBYET H
TOT aKT, UTO MPOTOKCHJIEMA YCIIEMHO OCYIECTRIIAET Nepejadyy UMNyJib-
€a, XOTH B HEH OTCYTCTBYIOT CHTOBHAHBIE 3/ileMeHThI [631]. TakuM o6pa3om,
Mbl MPHUXOAHUM K 3aKJIIOUEHHI0 O HAJIMUMUH Y BHICIIMX PACTEHHM CrieyMasb-
HOTO KaHaJa, o6ecneunBalomero GoICTPoOE NnepeMeljeHne BOJIHB BO3BYx-
aeHvsA. Kak yxe 0TMeuaJioch, OH NpeACTaBlieH YAJIHHEHHBIMH MapeHX M-
HbIMH KJIeTKaMH (JIO3MBI H NIPOTOKCHJIEMBI. BrioJiHe BO3MOXHO, UTO CloJa
cnelyeT OTHECTH TakX€ M HEKOTOPBIE KJIE€TKH MeTakcuiiemsl [631], xoTsa
3TOT BONPOC €ie OKOHYATEJIbHO HE pellleH.

TpanchopMmanust moTeHuHana aeiucTBus
B (pyHKIMOHAJBHBIA OTBET

Nocne focTuXeHuns M1 TOro MU MHOTro OpraHa pacTeHus (JIMCTA, KOp-
HSA, 3aBSI3U U T.A.) Yepe3 ONnpeAes/ICcHHbI JTaTEHTHLIA NEPUOA HACTyMaeT
dyHKUHMOHaNbLHbIA OTBET. [TOCKOJNIBKY Y BbICIIMX pacTeHui M He HeCyT,
No-BUANMOMY, KaKOA-TO KOHKPETHON HHMOPMaAIlMK, & CITYXKaT B OCHOB-
HOM CHTHAJIOM O BHElHEM BO3JAeNCTBHH, TO QYHKUHOHAJILHbIK OTBET AaH-
HOT'O OpraHa NpPOSiBJIRETCH ITYTEM BPEMEHHOr0 nepexojia CEOACTBEHHBIX
eMy HH3N0JIOrHUECKMX NPOLIECCOB Ha HHOM YpoBeHb. Kak 6yieT noka3aHo
HUX€E (CM. pa3fen 18), 3TOT Nepexoa HOCHT koJsie6aTeNbHbIM XapakTep H
ABJISETCH HecrnieunUUeCckuM, T.€. pa3Hble Pa3paXuTEJU B Pa3HbiX opra-
Hax BbI3bIBAIOT OJHOTHUIHBIE MO KWHETUKE PYHKUHOHANIbHBIE OTBETHI: B
Jucte — poTocuHTE3a [174], B KOpHe — norjoueHus BeuecTs [182] u 1.4.
OnHako, kak KOHKPETHO NpOTeKaeT yKa3aHHas TpaHCcHopMaLIMA, OCTAETCHA
MPaKTUUECKH HEBBISICHEHHBIM, '

flo-BU AMMOMY, HaUAJILHbIM €€ 3TANIOM ABJISIETCH BO3HUKHOBEHHE B J1aH-
HOM opraHe 1noJ BinsHueM I1/] MECTHON 3/1eKTPHUECKOA PEeakUHH, Bbipa-

r
xawuencsa B cMeweHun E,, knetok. C roMoubi0 MHKPOJTEXTPOAOB 3Ta

peakuusi He (UKCHpOBaJiaCh, OAHAKO [1yTeM MaKpOJIJIEKTPOAHON pe-
FACTpaUMH OHAa YCTaHOBJIEHA BMOJIHE OTUYETJIMBO B JIUCTbSAX [74], KOpHSX
(182] u Apyrux opraHax.

Cmemenne E,, noa BausiHueM [l MOXET HMETb B CBOEA OCHOBE pa3Hbie

npuyuHbl. [lockosibky reHepaunsa 11 y BbICIIMX pAacTeHHWA CBs3aHa C
BO3HWKHOBEHHEM GOJIBILINX CYMMapPHbBIX HOHHBIX TTOTOKOB, MPUBOAAUMX K
3HaYMTEJIbHBIM MOHHBIM CABUraM B MPHMbIKAIOMEM K BO3BYAHMBIM KJleT-
KaM NpOCTPAHCTEE (CM. pPa3fen 14), TO 3TO BIOJHE MOXET OTPA3UTbLCH Ha

BennumHe E, KNE€TOK JAHHOT'O OpraHa. OQHaKo €CNIH AOMYCTHTb, KaK 3TO

aenawT psg asropos [150, 699], uto /1 He paCrIpOCTPAHAETCS B JIMCTE H
KOpHe, TO 3TOT NYTb HEJb3s MPH3IHATh AOCTAaTOYHO 3PDEKTUBHBIM, NOC-
KOJIbKY JIATEHTHbIM MEePHOA MEXAY NpHXoAoM I/l B AaHHBIA OpraH (JIKCT,
KOPEHb U AP.) U HIMEHEHHEM Eﬁ, €ro KJIETOK BECbMa HEBEJIMK M MO JaHHbIM

AN NTMCTa TbiIKBbI COCTaBssieT OT 4 0 20 c [74]. 3a Takoh KOPOTKHMH
NMPOMEXYTOK EPEMEHH WOHHBIE CABMIH (MJIM NEPEMEWEHHE KAKOTO-TUGO
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dakTOpa XWMHUECKOH INDPHPOAbI) BPAA JiM B COCTOSIHHH OXBaTHUTb
BJIMSIHUEM BECH OpraH. [103ToMy §oJiee peaibHbBIM NPEACTABJISETCH INEKT~
poToHHnyeckoe aewcTeue I1/1, koTopoe 6rarogaps WMEWHUMCH KJIETOUY-
HbIM KOMMYHHKaLHsIM MOXeT 6biTb BecbMa apdeKTUBHBIM. B peaynpTaTe

'4
NPOMUCXOANT cMeleHne E, KIeTOK, uTO CYMMAapHO BbIpAXaeTCs B W3-

MEHEHHWH 3JIEKTPUUECKOI TIONAPHOCTH JaHHOr O OpraHa.
y
HameHeHwue E,, nog snuannemM M1 HeM3BexXHO JOJIXHO OTPa3UThCH Ha

r
GYHKUMOHANIBHON AKTUBHOCTH KJIETOK, TMOCKOJIbKY OT BEJIWUMHB E,

3aBMCHT paboTa MHOrMX MeMOpaHOCBS3aHHBIX CHCTeM (CM. paszen 8). B
KOpHE, HaNpuMep, BCIEd 3a CMEIEeHHEM ero 3JIeKTPUUECKOH Mo-
JIAPHOCTH, Bbl3BaHHbIM [1/], HabJ1I0JaI0TCA KOHDOPMALHOHHbIE H3MEHEHHS
6€eJIKOB B MNOBEPXHOCTHBIX MeMBpaHax anuJepMasibHbIX KJIETOK, UTO UETKO
YCTaHOBJIEHO MO Aecopbuud KpacuTeNisi GupHO30BOrO MPSIMOrO CBETO-
npouHoro [127]. 3Tu namMeHeHus 3aTparuBaiT ATda3ubie 6esiku MeMOpaH
[181], a TAKxe, MO-BUAMMOMY, BTOPHUHBIE CHCTEMbI AKTUBHOI'O TPAHCNOP-
Ta, pa6oTaiomMe B OCHOBHOM 3a cueT 3Hepruu AlLH*-B pesynnTaTte nog
BJIUAHMEM [1/] NPOUCXOAAT CABMrH B TNOTJIOTHTEJILHON [JESATENbHOCTH
KOPHEN, B UaCTHOCTH, B nornoweHnn H,PO,~ [182]. [oka3aTeNibHO, UTO KH-
HeTHka uameHeHu noraomeduss H,PO,~ KOPDHAMH C HEKOTOPBIM 3ana3fbi-
BaHHMEM XOPOLIO NOBTOPHET KHHETHKY U3MEHEHNN ATPa3HOH aKTUBHOCTH
[181).

Be3ycnoBHO, UTO ANA APYTMX OPraHOB (JIMCTbS, 3aBSi3b, BEPXYylka pac-
TEHUS ¥ AP.), HAPAAY C HEKOTOPHIMH O6LMMH MOMEHTaMH JOJIKHBI UMETh
MECTO CreHUUECKHE ABJIEHHUA B LIEMH COGBITHI, MPUBOAAIMX K HIMEHE-
HUI0 HYHKUHHA, CBONCTBEHHBIX JaHHOMY OpraHy. Tak, MOXET BO3HHKHYTb
npo6neMa nepejlaun CHrHajia OT MOEEPXHOCTHOH MeMGpaHbl K BHYTPH-
KJIETOUHBIM CHCTEMaM. BecbMa TepCneKTHBHBIM 3eCb TIPEACTABJIAETCS
TIpUBJIEYEHHE HJIEH MECCEHK EPOB. ONPENENIEHHO POJIb TAKOIO MECCEH/ -
xepa rpu ieAcTeuH T1]] Mor 6bi urpaTh Ca?*, KOTOPHIA JIETKO BLIXOAUT U3
MNOBEPXHOCTHON MeMOpPaHbl PACTUTENILHOA KJIETKH U, BO3MOXHO, APYTHX
BHYTPHKJIETOUHBIX €110 ITOr0 HOHA INMPH PaIIMUHBIX BO3JEACTBUAX. [laH-
Has uaes ceiuac pa3puBaeTcs [l3BucoM (363, 364]. TToCKOJIBKY BHYTPH-
KJIETOUHAN KOHUEHTpaumus coboaHoro Ca2* y BbICIIMX PACTEH W MOAAEP-
XHUBAETCH Ha OUEHb HUIKOM YPOBHE — 1076 — 108 M [576], TO yBenuueHnve
€ro coepxaHusi MOXeT Uepe3 Ty MJIH HHYI0 CHCTeMY (Hanpumep, doc-
HOHHOIMTHAHYI0) OKa3aTh PEryAsiTOPHOE JEACTBHE HA NPOTEKAHHE psAaa
dbnavonoruyeckux MpouUeccos. B 3TOM CBSA3M cieqyeT OTMETHTb, UTO
APUHUMKITHANIBHAA BO3MOXHOCTb OcBoboxaeHHsi Ca u3 CBA3aHHOTO COC-
TOSIHWS M NEepPeXoa ero B MOHM3UPOBaHHYIO GOpMYy 1o BiHsiHWeM 1]
rnokasaHa B Hawe# na6opaTopuu B.A. KaIMHUHBIM C NOMOILbIO MHANWKATOPA
Ca?* afim3apMHOBOroO KpacHoro cynbdoHaTta [176].
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14. MOHHBIE MEXAHHU3MbI TEHEPALIUU
MOTEHILIMATIA NEUCTBHSA Y BBICIIUX PACTEHHUN

HecMOTPS Ha TO YTO B HaCTOSI€E BPEMS HAKOIMNEH JOCTATOUHO 60JIb-
won pakTHUECKHA MaTepHalti, CBHAETENLCTBYIONMA 0 TOM, uTo [1]] y BbiC-
WHMX pACTEHHWA — MHPOKO PACNpOCTPaHEeHHAN N BaXxHas QyHKLHMSA, MeXa-
HW3MBbl €70 TEHEPALIMHK OCTAIOTCA CNabo H3yueHHbLIMH. JlaHHbie O Tipupoje
TPaHCMEeMOPaHHLIX HOHHLIX TOKOB (J;) WM HeTTO-mOTOKOB d = Jj/ZjF )
conpoBoxgaowux M, nosyyeHn NPEHAMYIECTBEHHO HAa T'MTAHTCKHX
KJIeTKaX XapoOBbiX BOAOPOCJEN N B FOPa3io MeHbIlleA CTeneHn — Ha KJeT-
KaX BBICWIMX pacTeHHH. [locreqHHEe UMEIOT CJIOXHYI0O CTPYKTYPY MpOBO-
ASWUX BO30YXIEHHE TKaAHEN B MEJIKHE KJIETKH, NO3TOMY AJISi HHX NOKa He
OCYIUIECTBJIEHBI HCCNEJOBAHUA HOHHBIX TOKOB NPH BO3GYXAeHHH obiie-
NMPHHSATHIM B 3JIEKTPODH3MOJIOrHH METOAOM (PHUKCALIMM HaMpsikeHUs. Oc-
HOBHbIM TMPHEMOM TMPH H3YUEHHH 3ITOrO BOMPOCA Y BEbICUIUX PACTEHHA
FABJIAETCSH aHAJIN3 HOHHBIX CABMI OB, BO3HUKAIIHX BO BpEMSA reHepauun 4
pacnpocTtpaHeHHA 4.

HoHHEBIE CABUTH NP BO36YXICHUU

Ins BHiCUX pacTeHnin HauboJiee onpeaesieHHble JOKa3aTeJIbCTBA BO3-
HUKHOBEHHUS HOHHBIX HETTO-MOTOKOB NpHU reHepauunu M/ (Ha oCHOBE H3y-
UYEHUSA HOHHBIX CABHTOB) BiepBbie OLINH NosyuyeHsl TopusimMa [666]. Tpume-
HAS TMCTOXMMHUECKYI0 METOAWKY, OH YCTAHOBMJI, UTO B MPOBOASWMX
TKaHAX yepemka MUMO3bl 6e3 BO3BYX/IEHUS (B 3TOM BapHaHTe PaCTEHHUS
ANs npenoTepalleHHs BO3IGYXAEHUS TMpeABapUMTENbHO "HapKOTH3WPO-
BaJIM" napamMu 3pHPa) HOHBI KaJIMAl JIOKAJIM3OBaHBLI T'JIaBHLIM 0o6pa3oM B
MMaAPEHXHUMHBIX kJieTKaX (bJIO3Mbl U MPOTOKCHJIEMBI, T.€. B TeX KJeTKax,
koTopbie CnBaoka [630] Ha3Bay BO3GYAHMbBIMH, TaK KaK MMEHHO OHH MpO-
soasAaT TA. Cpa3y nocne pasgpaxeHusi K* o6HapyXHWBaJNCsi B MEXKJIET-
HHKaX, CHTOBHAHbIX TpYy6GKkaXx u cocyaax. OTCloda MOXHO CAeNlaTh BaXXHbik
BBIBOJ, UTO B XO/I€ pacrpocTpaHeHus /] 1o rpoBOAAIMM TKaHAM MPOUC-
XOAMWT BBLIXOA 3HAUHTENbHLIX koJHuecTB K* 13 reHepupylomux 11 napeH-
XHMMHBIX KJIETOK MPOBOASIMMX TKAHEN B ariorJiacT ¥ B CHTOBHUAHbIE TPYOKH,

C 3TUM BBIBOJOM B OnpeAesIeHHOW CTeNeHH COrJlaCyloTCs pe3yJibTaTbl
paboTel H.H. C'yHapa u JL.A. MaHWukuHa [69]. B HeW yxa3nlBaeTCs, UTO KOH-
ueHTpauuss K* B nacoke, BbiTekawlleii W3 JeKanMTHUPOBAHHOIoO cTebns
MOACOJIHEYHHKA, HAaYHUHAET YBEJIMUMBATbCA Cpaldy NMPH perucTpauvv b
ctebJie pacrpoCTpaH AVIErocs 3JIEKTPHUECKOro UMM yJikca. [ipasaa, aBTo-
Pbi CBA3bIBAIOT 3TO SIBJIEHHE T'JIaBHBIM 06pa3oM ¢ BbibpocoM K* u3 kopHe-
BOW cUCTeMbl. OJHAKO MPEACTABJISIETCA peasibHbiM, YTO [IEPBOHAUAJIbHOE
yBeJIMueHHe KOHUEHTpauun K* B macoke orpeaesisieTCs ero BbiX040M U3
reHepupyioux N rapeHXWMHBIX KJETOK B MpHJIEraioimue Cocynbl, Tak
Kak OMO3NeKTpHUECKAA PeakLusi PACIPOCTPAHSAETCA MO CTeONI0 3HauM-
TeJBHO ObICTpee, YeM TOTOK PaCTBOpa OT KOPHEH MO KCUJIEME. ABTODBI
OTMEUalT Takxe, 4YTO KOHueHTpauus Ca?* B nacoke CHWUXaeTCs MpH
pernctpauuy M/ B cTebse. 3TO NMO3BOJIAET NMPEANOJIaraTb BO3HUKHOBEHHE
npu redepauuu 11 notoka Ca?*, sxoasiero B BO36yaUMbie KJIETKH NPO-
BOASAUMX TKaHEHN,
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Ewe paHee, uccreqysi MOHHblE TTIOTOKH B KODHEBOH CHUCTEME TpH pa3g-
paxeHHH, U, IN'yHap ¥ COTPYAHHKM [67] OBHAPYXHJIM 3epPKaNbHYIO ne-
PHOAMUHOCTbL B MOrJoweHud W Buigenenun K* u Ca?* xopHsmu. Buuto
BLICKa3aHO MHeHHe, uTO Napa noHos Ca?*/K* urpaeT B npoueccax Bo3byx-
JeHHSA Yy pacTeHHA Ty Xe poJib, uto K napa Na*/K* B HepBax XHBOTHBIX.
3TO MHEHHEe NOATBEPXKAAJIOCh U IpYTHMH HCclleqoBaHUsAMM [49, 61, 62), B
KOTOPBIX OTMEUaNoCh UeTKoe yBesinueHWe Bbixoga K* B cpeay u Bxoaa
Ca?* u3 cpeabi, OMbIBaIOWEN KOPHH, NPH Pa3ApPaXxeHUH HaJA3EMHOM UaCTH
pacTeHust. O[HaKO MpsSIMbIM CBHAETENLCTBOM yuactusi Ca?* u K* B reve-
pauvm M3 3T paboThl BCE X€ He SBJSUMCh, 160 M3 HaJ3€MHONA 4acTH B
kopHH N[l He pacnpoCTPAHSAITCH W WX TMOKPOBHBIMHM KJIETKAMH HE re-
HepHupYyioTcA [150]. OHH NO3BONSAIOT OBOPHTH JIHLIL O MPEANOJIOKHUTENb-
HOM yuacTuu notoka K* B penonsipusaumm, a notoka Ca?* — B genons-
pu3auny Bo3byauMon MeMOpaHsl npu reHepauHH M1 y BbICIIMX paCTEHHI.

MOXHO cuMTaTh REPOSATHLIM B HOpMHPOBaHHH [1]] y BbICUHIHX paCTEHHA
W BBIXOASIErO rMoToka aHuoHoB Cl- ,cosgalomero BXOASAWMA 3JIEKTpUUEC-
KMA TOK (1O HanpaBJIEHHIO JBHXEHUSA NOJIOXKHUTEINBHBIX 3apRAO0B). YBeJH-
yeHHe koHueHTpauun Cl-oT 10 o 80 MM 3aperuCTpUpOBaHO B arfo-
nJjacTe JMCTOBOM NOAYWeUYkH MUMO3bi BO Bpems /] [609). lNpeanosiaraeT-
CSl, UTO 3TO yBeJIMueHHE BbI3BaHO NOTOKOM Cl- M3 BO30BYyAMMBIX KJIETOK.
ABTOpbI BHauyajie cuyuTanu, uto Bbixod Cl-npu BO3GYyXAEHWUH CBs3aH
TOJBKO C JBUraTEJIbHbIM aKTOM JINCTOBOM NOAYIEUKH KaK MOTOPHOTO Op-
raHa. OAHaKO UX JanbHENNHE 3NeKTPOPHUINONOrHUECKHE UCCIENOBAHUS
nokKasasu, uTo amriynMTyaa M B He ob6JlafalommX MOTOPHOR aKTHUBHOCTBIO
BO30YyAMMBIX KJIeTKaX Yepeulka MUMO3bl OUEHb CHJIBHO 3aBUCHT OT H3MeE-
HeHus koHueHTpaumn Cl- BO BHeksieTOUHOM cpefe [610]. 3TO NOATEEPX-
ZlaeT "XJIOpHYI0 NpUpOAY" reHepauuu nuka /], XoTs U3BECTHO, UTO Y He-
KOTOPbIX BbICUIHX PACTEHHM, HalpUMep Y aNbApOBaHAbl [443] U BeHepuHOM
MyxonoBku [429], amnynTyaa 11 nouTH Hen3MeHHa NpPH BapbUPOBaHHH
Cl- B cpene ¥ pe3xo BO3pacCTaeT NpHU yBeJMUEHHH BHEKJIETOUHOM KOH-
ueHTpaunm Ca?*-

TakuM o6pa3oM, UMEIOTCH OTAeNbHble HabJllo JeHH A, OKa3blBaloWHe, YTO
HeTTO-ToToku HOoHOB K*, Ca?* u Cl- MOryT BO3HHKATh B r€HEPUP YIOIHX H
nposoAAmMX [/ kneTkax M TKaHAX BBICHIMX pacTeHu#r. OHaxo, 4TOGB!
YBEPEHHO CYHTh O MPHUPOJE 3TUX MOHHBIX TTOTOKOB U O XapakTepe HMX
yuacTtusi B reHepauuH [1/1, Heo6XOAMMO B NEPBYI0 OUEpPENb UMETh KOJH -
YEeCTBEHHbIE Pe3yJNbTaThi O TOM, CKOJIBKO H KaKMX HMOHOB ME€pPeHOCHTCS
yepe3 eIMHULY KJIeTOUHON MOBEpPXHOCTH 3a onpejesieHHbie $adbl pa3BH-
Thsi M nnu xoTs 661 B 6oJiee rpy6oM NpUBIHKEHHH 3a BCE BpEMS TeHe-
pauuu criaika. Takoh noaxoxn 6bis peaji3oBaH B Hamei JJabOpaTOpHH NpH
uccregoBanuy I/]-MHAYUHPOBAHHBIX HOHHBLIX CABMIOE B CTe6nsiX mnpo-
POCTKOB ThikBbi [176, 192, 220, 225, 549).

Jlns pacTeHni THIKBbI CYHIECTBYET OTPabOTaHHa A HECJIOXHAA METOIMKA
6GLICTPOro (CPaBHMMOTIO MO BpeMeHH ¢ AuTenbHOCTbio M) nonyuyeHus
npo6 (yioaMHOro akcypata [387], ABASAIOMErocs COAEPXHUMbIM CHTOBH I-
HbIX 371eMeHTOB. MeM6paHbl NocyieHUX He YJacTBYIOT B reHepauuu I]]
1630], HO kNeTkH GJITO3IMHON MapeHXUMsi, repefava 1] Mo KOTOpPbIM NO-
Ka3aHa HeOJHOKPaTHO, PacnojiaralTcs napajiielbHO CHTOBUAHLIM TPYyG6-
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Tabnuua S

BJIUSTHUE OJUHOYHOTIO NI HA CONEPXAHHWE HOHOB
BO ®JIOBMHOM 3KCYJIATE U3 THIIOKOTWIEA NMPOPOCTKOB TbLIKBLI, MM

BapHaHT K* Na* Cl- Ca (HoHH3HpO-
BaMHBIA +
CBA3AHHBIA)
B noxoe 724141 08101 156+13 25104
Npu npoxox- 1025187 1,702 213114 44108
aennu N
Ta6auua 6

HUOHHBIE TIOTOKH, HAIIPABJIEHHBIE B CHTOBHUITHLIE TPYBKH,
TNPU TEHEPALIMH PACITPOCTPAHSIOIEIOCS I B ITPOBOJSIINX TKAHSAX
THIIOKOTHUIIS TNPOPOCTKA TbHIKBBI

Hon BesHunHA noToxa, TMAOTHOCTL MOTOKA,
MOJIb- eM ™% - M MOJIb- cM 2 - ¢~
K* 05+1.2-1078 ~0,85-1079
cr 0,1+02-1078 ~0,15-1079
Na* 02+0,3-107° ~0.25-10710
Ca?t 04+06-10°% ~05-10-10

Mp#uMeyanu e Hetto-noTtoi ansi K*, CI- u Na* paccyHTaHb Mo HOHHBWM CABHTaM
BO (hIO3MHOM 3KCyfiaTe, Ana CaZ* — No cABMraM KOHUEHTpauuu ofmero Ca (HOBH3HPO-
BAHHOTO H CBA3AHHOTrO).

KaM ¥ TECHO TIpUXaThi K HHUM cBOuMMM OBosIOUKaMH. MOXHO GbiJIO
OXHAaTh, YTO HOHHBIE NOTOKH, BO3HWKAWIIKE NPH redepaumu M B npak-
THUECKH HEJJOCTYMNHBIX A NPAMOTrO aHa/1M3a BHYTPHKJIETOUHOTO Coaep-
XUMOTrO BO30YAHMBIX MapeHXHUMHBIX KJIETKaX ThIKBBI, JOCTUTHYT W CHTO-
BUAHBIX TpY6oK. laHHbie TopusiMa [666] o Bbixoae K* y MMMO3bl H3 dioam-
HBIX NaPEHXHMHBIX KJIETOK B CHTOBHHbI€ TPYOKH NPy BO3GYX IEHUH NP Si-
MO NOATBEPXAAIOT TaKylo BO3MOXHOCTb.

B Tabn. S npefCTaBIEHH Pe3ysibTaThl H3MEPEHHS COQEPXAHWHA MOHOB
BO hJIO3MHOM 3KCYyAaTe MMPOPOCTKOB THIKEbI METOJIOM [1JIJAMEHHOW oOTO-
METPUH U paJHOAKTHUBHBIX HHIUKATOPOB (3Cl). BugHo, uTO 3KCyAaarT, no-
JIYUEHHBIH M3 PAacCTEHHM, 10 KOTOPBIM NMpoxoauT I/, oTiuuaeTcs Gonee
EBICOKHM COJEPXaHHEM BCEX HCCJIEJOBAHHBIX HMOHOB 110 CPAaBHEHHIO C
3KCYQAaTOM HEBO30YXIEHHBIX PaCTEHHUH.

HaGnogaemble caeuru B cofepxaHun K* (~30 MM) cooTaeTcTBYlOT
BXOAY B CHTOBMJHBIE 3JIEMEHTHI, UMewue anameTp 10 — 15 MkM, (0,S +
1,2)- 1078 Monb K* Ha 1 cM? Bx 60KOBO¥ roBepXHOCTH. [TOTOK pa3BUBaeTCH
3a BpeM# retHepauunu oauHouHoro I/1, pasHoe 10 + 20 ¢ (puc. 33). Orcioaa
CpeAHSs NMJOTHOCTb HeTTo-ntoToka K* coctasnsier 1079 MoJsib - M2 ¢l
PaccuMTaHHas aHaJIOrHYHbIM O6pa3oM Ha OCHOBE HOHHBIX CBHIOB NJIOT-
HOCTb HeTTO-nMoToka Cl- mpuMepHO B S pa3 MeHbIlE, UEM Y HETTO-NOTO-
ka K*, HoHHBIE CABMIH M, CleIOBAaTENIbHO, HETTO-NoTOkM Na* u Ca?* no
KpaiHeW Mepe Ha NOPp siJOK MEHbIIE, YEM HETTO-TTOTOKH K* (Tab. 6).
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PHc. 33. CxeMa NOCTAHOBKH OMNBITA MO BHISBJIEHHIO HOHHBIX CABHI'OB BO (JIO3MHOM 3KCyJaTe
npw n;ioxo;mennn MA Mo rinokKoTHIIO MPOPOCTKA ThiKBbI

MyHkTHPOM 06O3HAYEHO MECTO HAHECEHHS paipe3a JJA c6opa skcyaaTa. CTpeskaMH:
5~8 CM — pacCTofiHHe OT MECTa Pa3pe3a AC 3OHH OXJAXAEHHA CTe6IA BOAOH (8—11°)
10—15 ¢ — BpeMs BRAEIEHHS IKCYAATa, coBHPaeMoro xanHuanspom; U; 2 — caMonHcetl, pe-
THCTPHPYIOIHA H3MEHEHHE PAIHOCTH NOTEHUHATIOB MEXAY 3NeKTPOAaMU Ey # Ey | — 3anuch
AU| 2 Y KOHTPONBLHOTO pacTeHHs; Il — 3anwch AU, 2 Y ONHITHOro pacTeHus; K — KOHTPOJIb-

HOe pacTeHHe, NpeJBaPHTEIbHO "HAPKOTHIHPYeMoe™ B apax 3pHpa 20 MHH. HoJlb Ha OcH a6-
CLIMCC — Hauyasio Pa3fipakeHHA XOHTPOJILHOTO H ONBITHOTO PACTEHHHA OXNaX JeHHeM

BeChMa MHTEPECHO COMOCTABWThL BEAWUYMHBI W TIJIOTHOCTH HOHHBIX
HETTO-TIOTOKOB, BO3HHKAWOUMX TIpH reHepauun I1/1 B npoBOASAIHX
TKaHSAX,C COOTBETCTBYIOIUMH XapakTEPUCTHKAMHU HOHHBIX TIOTOKOB, BO3-
HUKaWKUX Tipu reHepauuu [/l B n3BeCcTHbIX BO3Byaumbix obbekTax. Ha
FMTaHTCKOM aKCOHE KaJibMapa OblJI0 MOKa3aHO, UTO 332 BPEMS reHepaumum
ogHoro T uucTein BXxox Na*t B akCOH M UMCTHIA Bbixod K* M3 Hero
COCTaBASA0T (3 +4) - 1072 MoJib - cM2 - uMIT! [465]. B kneTke xapoBO# BO-
JIOPOCJIM MpH reHepauru OJAWHOYHOrO [1]] NEPEHOCHUTCH MOHOB 3HAUM-
TesnbHO GoJbuwie:; Cl- = (0,2 +1,6) - 108 Monb - M2 :.umMn~ ' u K* - (2,0 + 4,2) -
-10-8 monb - cM2 umn! [396]. B paGoTe [23] yka3biBaeTCs, UTO “TPHHLMK-
MUaJbHbIM OTJHUYHEM” HOHHBIX TOKOB Y XapOBbIX BOJOPOCJIEH OT TOKOB B
aKCOHE KaJibMapa SIBJISETCS MEPEHOC BO BpeMs BO3BYX JEHHUSI B COTHH pa3
GoJsibuiero 3apsiga. ITOT BbLIBOL, OUEBHJHO, OTHOCHTCH W K NMPOBOASAIMUM
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TKAHSIM BbICIIMX PACTEHHH, rie, KaKk BUAHO M3 TabJ. 6, TakXe NepeHOCHTCS
WOHOB 3a BpeMsi [1/1 B COTHHU-THICAUM pa3 6oJiblie, UEM B aKCOHE,

OAaHako, No HalleMy MHEHHIO, HOHHBIE MOTOKH, BO3HHKAIOWME TIPHU reHe-
pauuH /1 BO BCeEX 3ITHX IBOJIIOLIHOHHO PA3JIMUHBIX BO36YAHUMbIX 06pa3oBa-
HHUSIX, HMEIOT U onpeJesieHHOe CXOACTBRO. Tak, ANMHTENbHOCTD [1/]1 B aKCOHEe
okosio 1 Mc. OTcioa cpeaHss NAOTHOCTb M/]-o6pa3yioniero notoxka K* naun
Na* 3a BpeMst reHepalHi HEPBHOTO UMITYJIbCA COCTABJIAET BEJIHUMHY 110~
psaka 1078 Mok - cM72 - ¢”L, inuTenbHOCTb /1 B KJIETKE XapOBO#H BOAOPO-
cnu ~10 c. Otcoaa naoTHoCTb M]-06pa3yomMX NOTOKOB y HEE B COOTBET-
CTBHH C NPHBEAEHHBIMH BbiIE JaHHbIMH [396] Takxe 109 Monb « cmM2 - ¢l
Haxoneu, nyoTHocTH norokos K* i Cl-, BO3HHKAIOMHX B KJETKAX MPOBO-
AAWMX TKaHeA ThIKBBI MNPH reHepauuwu [, TOxe WMEWT MNOPSAOK
107 MoJtb - M2 - ¢! (cM. Tab . 6).

Takoe COBnageHHe, No-BUIMMOMY, HE CJIyUanHO. OHO NMO3IBOJISET NPEL-
NONOXHTb, uTo NMOTOKH K* # Cl- urpaioT Hanbosiee BaxHYi0 poJib B reHe-
pauuu INJ1 y BHICIIHX PaCTeHHA, a MEHbIIHE IO BeJiHuHHe noTokn Ca?* n Nat
(cM. Ta6JL. 6), BHAHMMO, BHOCSIT 3HAUMTEJIbHO MEHbUIHA BKJIA B 3TOT MNpO-
tecc. MTockosbky MEXAHHM3M ydaCTH A B reHepauuu I/] y pacteHH# gocra-
TOYHO OCHOBATEJIbHO HAYUEH JIMIIb Ha F'MIaHTCKUX KJIETKaX BOJOPOCEn,
TO AJIA AaJibHeAEro aHaJyiu3a BONpoca 1esecoo6pa3Ho paCCMOTPETH CBE-
AeHHA O MeXaHH3Me reHepaiuu M1 y aTHX "MoAesibHBIX " 0GbEKTOB.

SJIEKTPOXUMHIECKHE MOJCIM TEHEpaUuH NOTEHIHMana
NCHCTBUS B PACTHUTENBLHBIX 06 bEKTAX

TeopeTHUECKYI0 OCHOBY NpOLECCa BOIBYXAEHHWS B KJIETKAX XapOBbiX
BOZIOPOCJIEA, TaK X€ KaK M B KJIETKAX XHBOTHHX OOBEKTOB, COCTABNSAET
KJIACCHUECKast 3JIEKTPOXHMMHUECKast MOJeNb XOAKKHHA M XaKCJIH, Moka-
3aBIMHX, UTO CJIOXHANA KHHETHKA H3MeHeHH s E,, npH reHepaunw 1] MoxeT
ObiTb O6bSICHEHA CPABHHUTEJIBHO NMPOCTHIMH H3MEHEHH tMH AN Y3nOHHOMN
HOHHOW TMPOHHIIAEMOCTH BO3BYAHWMbIX MeMOpaH. XOAXKHH H Xakc-
JIH 3KCMEPHMEHTAJIbHO O6OCHOBAJIH, UTO MEXAY BEJHUHHOA HOHHOrO
TOKa J; MOHOB COPTa j, yUACTBYIOWMX B FeHEPALIHH HEPBHOTO HMIYJIbCA, H
3J71IeKTPOXHUMHUECKHUM IpaJHEHTOM AJIS j HAa MeMOpaHe CyWlECTBYET JINHEH -
Hasi 3aBHCHMOCTb

J (o) = 8;(EuE, (1) — Ey ], (17

rae xo3dpduumeHT nponopuroHanbHoctH gi(E,, 1) — npoBoaHMOCTb
MeMOpaH AN j, 3aBHCAmMAN OT BPEMEHH { M BEJNHUHHBI MEMOPAHHOrO
noreHuuana E, (1) B JaHHbIA MOMEHT BPEMEHH ¢, a Ey — 3HaueHHE paBHO-
BECHOTO MOTEHLHMaNa, OnpenesiieMOe B COOTBETCTBHH C YPABHEHHEM
HepHcTa Kak lorapv ™ OTHOLWIEHH 1 KOHLIEHTpALIMMA j BHE [j1% n BHYTpH [j]in
KJIETKH:

_RT 1™

=——In——. (18)
z;F e

N
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YpaBHeHHe 17 COCTABJIEHO Ha OCHOBE 3KBHBAaJIEHTHOM CXEMbi BO36YAH -
Mon MeMBpaHbi C MapasJieNlbHbiM coeanHeHHeM JJIC s NOTeHL Ao pe-
AENAIOWNX HOHOB. HamoMHMM, UTO BENIMUHMHE g; B YPABHEHHSX 3KBHBA-
JIEHTHBIX CXE€M COOTBETCTBYET 6JIH3Kas MO CMbICKY BETHUHHA — KO3(-
PULUHEHT NOHHOA NPOHHLIAEMOCTH P; B yPaBHEHHAX "TIOCTOSAHHOrO nons”
(ypaBHEHHSA 41 S).

Umnynsc M1 npd BO3GYXAEHHH XapodHUTOB TrEHEPHPYIOT OAHOBpE-
MEHHO W MJia3MasieMMa W TOHOIMJACT KJIeTKH. B o6enx meMmOpaHax H3-
MEHEHH A MOTEHI[HANIA Ha Bocxoanuen dase 1] MOJOXUTENbHLI, T.€. NAYT
B HamnpaBJIEHHH HMelollero 3Hak "nmoc” paBHOBECHOrO mnoTeHuMnana Ey

r
-(ypaBHeHue 18). E,, ToHonnacra cam no ce6e NMoJIOXHUTENEH, MO3ITOMY B

OTJIMUHE OT Mia3MajieMMbl Ha HEM QOPMHPYETCS HMIYJIbC I'HIEPMNON -
PH3aLMH, HO 3HAUWTEJNIbHO MEHBIIEA AMIUJIMTYAbl, UEM HMIYJILC AEMOJIS-
pH3aiMH na3maremmst [52,389, 466]. Takum o6pa3oM, M MHTAKTHOM KNET-
KA XapoOBOH BOJOPOCJH, BCErJa Pa3BHMBAIOUMHCA B CTOPOHY AEMNOJNN-
PH3aiH, — 3TO riaBHbIM o6pa3om /] niasMareMmbl. JJaHHBIA BHIBOJ, MO~
BHAWMOMY, CIPABEJIMB U AJISl L6ICIHX PACTEHHH.

Axeddu u Myanuxc [395], HCMONBb3ysa pa3nnuyHbie MeUeHbie aTOMbI (K*,
Na*, Ca?*, CIN), yCTaHOSHIH, UTO TONBKO Pey (WK gcy) PE3KO (B COTHH pa3)
BO3pacTaeT npy reHepauuu M y xapsi. OTcloja MOXHO 3aKJIIOYHTh, YTO B
jpopmupoBaHud [/l y XapoBbiX BOAOPOCNEA OCHOBHYIO POJIb MOXET
WrpaTh JIMb OQAWH THIT CENIEKTHBHOH MeMOGPAHHOW MPOHHLAEMOCTH, a
HMEHHO YBeNIHUHMBAWOUAACA NpH BO30YXJAeHHN AHPDY3nOHHAR XIJIOPHAS
MPOHHLIAEMOCTb.

Pe3ynbTaTbl HEKOTOPbIX IKCIIEPHMEHTOB B YCJOBHAX (PHUKCALINN HANPA-
XEHHS Ha MNJa3MaNeMMe H TOHOIJIACTE NOATBEPAHIIH BLIBOA O TOM, UTO
da3zy genonspuiauuu M y xapodputon onpenensietr Hounoii Toxk Cl- —
Jci [23]. ABTOpbI nokasasy, uTo JoBaBJieHHe B HapYXHYI0 Cpedy 3KBHMBaA-
neHTHbX konnuects CaCl, nan NaCl cMewano noTeHMar peBEPCHHU BXO-
ASEro (AEMONNAPHIYIONEro) TOKa HA OJHY W TY X€ BEJIMUHHY B COOT-
BETCTBHH C YyMEHbIIEHHEM PaBHOBECHOr O noTeHiHana Ey ais annona Cl-
(ans xkatonon Na* u Ca?* paBHOBECHBIH MOTEHUHAN NTPH BBEAEHWHN 106a-
BOK BO BHEMHIOO CPpeAY JOJIKEH HE YMEHBIIATHCS, 4 YBEJINUHBATLCSA).

B TO Xe BpeMs paHee GbiJIO YCTAHOBJIEHO, YUTO N3IMEHEHNE BHEKJIETOU-
HOW KOHLeHTpaunn Ca2* Takke MOXET U3MEHSTh AMIUJTUTYAY BXOASHEro
TOKa y MHOIrHX XapoBbix Bogopocrnen [388, 434]. B pabote [39] 6nisio
of6HAPYXEHO Cyl[ECTBOBAHHE elle OJHOH, XOTA U MEHbIIEH, UEM XJIOPHASA,
KOMITOHEHTbl BXOASIIErO TOKAa Yy XapOBOH BOAOPOCJIM HHTENNb. Brnoc-
JNIeICTBUH [6] yCTAHOBJIEHO, UTO OHA CBsI3aHa C moTokoM CaZt. Yanoch He
TOJIbKO WAEHTHHHUMPOBATH 3TY KOMIIOHEHTY BXOJSIIErO TOKA, HO WU, pe-
KOHCTDYMPOBaB B HCKYCCTBEHHOH OGHUIMNHAHOW MeMOpaHe OJWHOUHBIA
Ca?*-xaHan, M3yunTb XMMHUECKHA COCTAB KaHAJO6pa3yioupX KOMIIJieK-
coB [5,41]. MonaraioT, YTO 3TOT KaHaJ MpPeACTaBNAET COGON KJjiacTep, COC-
TOSIMA W3 HECKOJIbKHX AECSTKOB 3JIEMEHTAPHbIX KaHanoB [20], koTopbie
BKJIIOUAIOTCA M BHIKJIIOYAIOTCS O JHOBPEMEHHO.

BOJIBIMHCTBO 3KCTMEPHUMEHTANIbHBX JAaHHBIX, XapPaKTEPH3YIOWHX HMOH-
HbIA MEXAHH3M reHepauuu M/ B kJieTKaX XapOBbiX BOJOPOCJEH, YKIadbi-
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BaeTCA B CXEMY, NMpeaJsiokeHHYylo B pabotax " H. BepecToBckoro v coas-
TopoB [21, 461, 495]. Mpn genonsipu3aunn MemMGpaH JO MOPOrOBOrO YpPOB-
HS MPOMCXOJNT AKTHBALMA 3/eKTpHUueckuM nosieM Ca?*-xananor. Ca?t,
BXOAS B LIUTOMNJIa3MYy, aAKTHBHPYET XJIOPHbIE KAHAJIbl NJ1a3MaJIEMMbl H TO-
Homuacta. Cl- BBIXOAWUT M3 KJIETKH H B HTOre GOPMHUPYETCH CyMMapHbIH
dpouT M. TakuMm obpa3oM, a3y Aenonsipu3aiuu M B kneTkax Xapo-
HTOB 06ecrneynBaloT BO30yJUMblE MOTEHUMAN3aBUCHMbIe CaZ*-KaHasbl U
Bo36yanMste Ca?*-akTuBMpYyeMsie Cl--kaHa bl

B3in6u n Koctep [301] noka3ayii, UTO KHHETHKA M3MEHEHHS TTPOBO/IH -
mocTH Ca?*-n Cl--kaHaJ10B MOXET BbiThb OMHCAHA YPABHEHH AIMHU THIIA

g =g;m’h, (19)

rAe g; — MakCHMMaJibHasl NPOBOAMMOCTb MEMOpaHbl, a m M h — napameTpsl
aKTUBALlMKU W UHAKTHBAUMH, aHAJOrHUHbie BBeJeHHbIM Ana Nat*-kaHana
akCcoHa. OTcloAa fOJiA BO3OYOUMbBIX AEMONSAPH3YIOUIMX KAHAJIOB B KJIeTOU-
HOI MeMOpPaHE PACTHUTEJIbHOW KJIETKH, HAXOASAUMXCA B JaHHbIA MOMEHT
npouecca Bo3BYXAEHHSI B OTKPbITOM COCTOSIHUM (O;), K&K U B HEPBHOH
KJIETKE, AOJIXHAa GbITh NPOMNOPLHOHAJIbHA MTPOBOAHUMOCTH MeMOpaHbl A4S
JAHHOTO HOHa:

g =M;g;0;, (20)

. *
rae M; — UMCNO j-KaHAJIOB HAa €AMHMLUY Nyomagn MemGBpaHbl; gi=const —

NPOBOANMOCTb OJHHOYHOI O OTKPHTOr0 BO36YX JEHHOTO j-KaHasa.

da3a penonapusaimu M y xapodpuToB o6eCrieUHBAETCH BbIXOSWHM
notokoM K* uepe3 K*-kaHanbi, koTOpbie PYHKIIHOHHPYIOT B MOKOE (CM.
pa3zesi 4), HO, BEPOSITHO, HECKOJIbKO aKTHBHPYIOTCS MPH BO3OYyX AeHHH. O
MOTEHUHAN3ABUCUMOCTH K*-KkaHAJIOB MOKOA Y XapOBbIX BOOOPOCHEH yXe
rOBOPHJIOCH B pa3fesie 4. B nociegHee BpeMsi NOJiyueHbl JOKa3aTeNbCTBA,
yTo akTHBauna K*-kaHanoB BakyoJsipHbX MemMOpaH xapodHToB IMpH
ZIETIOJISIPH3ALMH 3ABHCHT elle OT KoHueHTpauuu Ca?* B uutonnaame [203].
OaHako Axeddn n MysnHc [396] nogcunuTas U, UTO JOCTATOUHOE A1 pe-
NMOJIAPH3ALUNK YBEJIMUEHHE KAaJIMEBOTO TOKA M3 KJIETKH XapOBOA BOJO-
POCJIH MOXET NMPOUCXOANTb U 6€3 CYIMECTBEHHOr0 YBEJIHUEHH A gk MK Py
a TOJIbKO B pe3yJNbTaTe MAaCCHBHOI'O ABHXEHHS, BbI3BAHHOIO yMeHbile-
HHeM E,, XJIOPHBIM TOKOM, T.€. 32 CUET NIMEHEHHUA gc|. ITO OTPAXEHO Ha
3KBUBAJIECHTHOW cxeMe reHepauui N y HUTessbl (pUc. 34, A), npuBedeH-
Hon B 0o63ope [304]. 3gech %€ NpeacTaBjieHAa W "aJibTEPHATHBHAR" CXeMa
reHepayun M1 (puc. 34, 6) y ApPyroro "MOAEJIbHOTO" PACTHTEJIbHOIO
06bEKTA, TAKXE BECbMA AETANIbHO H3YUEHHOT 0, — alE€TA6CYyJIAPHUH.

NA y auetabynsipuu [394, 402, 408, 409, 526], a Takxe y HEAPOCIOPb
[640] oT/mMuaeTcs OT "kylaccHueckoro” /] B HEPBHbIX BOJIOKHAX W KJIETKAX
XapOBBX BOJOPOCJiEH TEM, UTO €ro reHepallMsl HE CBSi3aHa C yBeJHue-
HueM auddy3HOHHOA HOHHOH MPOHHUAEMOCTH MeMGpaHbi. HanpoTwHs,
"MeTabonnueckni” M aueTabyIAPHA XapaKTepH3yeTCs BpEMEHHbBIM CHH-
XeHWeM MeMOpaHHOH MPOBOAUMOCTH g, Ha da3e genosiapusauuu NA. 3to
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PHC. 34. dopMa rMoTeHUHaNa JeACTBHSA H IKBHBATEHT 1A A CXeMA A1 BO3ICYAHMON MeMOBpaHbl
HHTEH (A) 1 aueTabyasapHH (5)1304]
CTpenxaMH OTMEYEHbL! BEPOSATHLIE BOIG Y IHMbIE HOHHBIE KaHAN b

06yCJiIOBJIEHO MOTEHLHAJI3ABHCHMBIMH CKauKOOOPa3HbIMH H3MEHEHH SIMH
MPOBOAUMOCTH (BBIKJIOUEHNUEM-BKJIIOHEHHEM) 3JIEKTPOr€HHOI'0 XJIOPHOI'O
Hacoca, 3akauuBaioumero Cl™ B KJIETKM W co3galollero BbiICOKHH E,, Ha
KJIeTOUHO W MeMOpaHe B MoKoe (CM. pHucC. 34, B).

E, aueTabyjisipu¥ MMEET [Ba CTALIMOHAPHBIX YPOBHS: ED =-170mMB Hn

m

*
El,,, = -80MB, a Tak)Xe OHH HEYCTOWUNBLIA YPOBEHDb (B MakcCHMyMe [T E, =
* 1 0
= — 60 MB. Bo3mMoxeH nepexon:E(,),‘ - E,.— E, —E, Tllpeanonaraercs,

L]
UTO Tepexon E(,),,—)E,,, W npeacrapiyifneT coboin daly AenonsprUlalMUHU

MeTabosnueckoro TIM/I. OHa OCYHECTBJASETCA NPH  BbIKJOYEHHH
L
0
3JieKTPOTEHHOro Hacoca, Nlepexon E,, > Em‘ — E, ocymecTBisieTcs npu

BKJIOUEHHHN Hacoca [228]. MeTabonndeckue [1]] NpeANosioXHTENbHO PETY-
JIMPYIOT BHYTPHKJIETOUHYI0 KOHUeHTpauuio K* M conpsikeHb ¢ nyJsioM,
AT® B kyieTkax [306, 526].

TakuM o6pa3oM, B HacCTosiliee BPEMSI CYuleCTBYWT ABe AOCTATOYHO
Xopouwo OBOCHOBAHHbIE KOHLIEMUMH reHepaudu [ B pacTHTENbHBIX
KJeTkax: 1) "knaccnuyeckoro” MJ], Bo3HMKaOLEro B TaKOM CHCTEMe, rAe
CYUIeCTBYET XOTSl 6bi OAHH BUJ HOHHBIX KaHAJIOB, PE3KO YBEJMUHBAIOWHX
NacCHBHYIO CEJIEKTUBHYIO MPOHHLIAEMOCTb MeMOpaH P; 111 HOHOB COpTa |
B OTBET HA U3MEHEHHE IJIEKTPHUECKOTO M0oJiA Ha MeMBpaHe; 2) "MeTabou -
yeckoro” ]I, OCyHWECTBIAEMOro 3a CHET MOTEHLHAJI3ABUCHMOTO BbIKJIIO-
UEHNSI-BKJIIOUEHN A 3JIEKTPOr€HHOI0 HACOCA, MPH 3TOM PE3IKOI'0 U3IMEHE-
HH S MACCHBHOH HOHHOW NMPOHHULIAEMOCTH MeMOpaH HE NPOUCXOUT.
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PeasibHbie 3JIEKTPOXHMHUECKHE TIPOLIECCH, omnpegesisfioimne 6MO3NeKT-
poreHe3 MeMGpaH-PaCTHTEJIbHBIX KJIETOK MMPH BO36YyXAEHHH, MMO-BUAUMO-
MY, He yKJIa/JbiBalOTCS MOJIHOCTbIO HH B MEPBYI0, HU BO BTOPYIO cxeMy. Taxk,
OTMEUAETCA, UTO B WHTAKTHBIX KJIETKaxX aueTabynspnu Bo Bpems [
HaGmozaeTca 6oJsiee MOWHBLIA, yeM B nokoe, Bhixogsuwui norok Cl-, ko-
TOPbIA HEBO3MOXHO O6BLACHUTb TOJILKO BhikJilouenneM Cl--nomnwi. Tipea-
MOJIATAETCA, UTO BE3WKYJIbi, COAEPXAWMHECH B ([UTOMJia3Me, MEPEHOCAT
yacTb CI~ npyn Bo36yXJeHHH B 3/1IEKTPOHERTpaIbHOM BHAe [409]. CornacHo
OPYrod TOUKe 3peHus, npu renepauuu M y auetabynsipun B 4—6 pa3
YBEJIMUNBAETCA MaccuBHbii NMoToK Cl- Hapyxy uepe3 KaHaJibi, peryJsm-
pyéeMble BEJIHUHHHOH OCMOTHUECKOrO f1aBJIeHUA [689).

HeoaHo3HauHO pewaeTcst B JAHHOE BPEMS BOIMPOC K O POJIH CHCTEM
AKTHBHOrO TPpaHCropTa NMpu reHepauuu M y XapoBbiX BOAOPOCJIEA.
KnuwmMoTo ¢ coaBTopamMn [471], aHanM3Mpys AWHAMWAKY HW3MEHEHUS
AKTHBHOH U MACCHBHOW NMPOBOANUMOCTH, 3[IC N HACOCHOTrO TOKA B NMEPHOJ]
reHepauui MM y xapsi, Hames, uto 3ZIC Hacoca OCTAeTCA NMOCTOHHOMA, HO
HapsaAy CO 3HAUNTENbHbIM YBEJIMUEHHEM NMACCHBHOW NMPOBOAWMOCTH MNMpH
NA (o6ecneunBaiomMM obuEE YBEJHUEHHE g,) OTMEUAETCA ABYKPaTHOE
yMeHbmeHne nposogumoctr H*-Hacoca.

TakuM 06pa3oM, [axe y OTHOCHTEJNIbHO XOPOWO M3YyUEHHBX I'MIaHTC-
KMX KJIETOK BOZOPOCJIEH COOTHOLUIEHHWE AKTHUBHBIX (MOJABJIEHHE HACOC-
HOI'O TOKA) ¥ MACCHBHBIX (YBEJIMUEHHE MACCHBHOHW MPOBOAUMOCTH) MeXa-
HH3MoB [1]] enje OKOHUATEJIbHO HE YCTAHOBJIEHO. UTO KacaeTcs 3/1eKTpo-
XHMHUECKHUX MEXAHW3MOB renepauun 1 y BeICHAX PACTEHHH, TO OHHW B
ropa3zio 6oJsibLieR CTEreHN HEACHB. TEM HE MEHEE HHOT A OTMEYAIOT, UTO
Mozesnb “kyaccuyecckoro” INJ] ¢ yBeJITnyeHHeM NMAaCCHBHON MPOBOJHMOCTH,
pa3palaThiBaeMas AN KJETOK XapPOBBIX BOJOPOCJEN, xaxetcs 6GoJiee
6iM3KOH K peasbHOMY MeXaHW3My reHepauuu [/l B xseTkax BBICHHX
pacTeHH# [304]. IkcrepHMEHTaNIbHO 3TO O0biYHO MOATBEPXAAT TEM, UTO
Ha ¢a3e genonspu3auxn M y "“UyBCTBHTEJIbHBX" PAacTEHHHA (MHMO3a,
anbAPOBaHAA M T.M.) OTMEYAETCA Pe3koe CHUXeHHE R, MX BO3GYAHMBIX
KyeTok [283, 443, 609, 610], UTO TakXXe MPOUCXOANT H NMpPH renepauun NMNas
KJIeTKaX XapoBbiXx BogopocseH [358]. MosaraioT, 4TO 3ITO CBUAETENIBCTBYET
O PE3KOM BO3PACTaAHHH CEJIEKTMBHOH MeMOGPaHHOM MPOHHWLAEMOCTH (P
WK Pc,) NPY JOCTHXEHNH NMOPOTra BO36yxAeHHU st [443].

Yka3aHHbie B Tabn. 6 naoTHOCTH HeTTO-NMOoTokoB Cl- m K* 6y1n3ku K
TAKOBBIM y XapOHTOB. 3TO TAKXE MO3BOJIAET CUATATh, UTO BO3HHKAOWMHUE
npy redHepauny M HOHHbIE MOTOKH B MPOBOAAWMNX TKAHAX BbICIMX pac-
TEHUN UMEIOT CXOAHYI0 NMpupoAay ¢ M/1-06pa3yioiiiMH MOTOKAMH XapOBbiIX
BOJOPOCJIEH, T.€. MAYT NPH BO3GYXAEHHN MACCHBHO MO rPAANEHTAM 3JIEK-
TPOXHUMHUYECKHAX MOTEHI(HAJIOB H BO3HHKAIOT B peE3yJibTaTeé YBEJHUEHHS
A1ddy3HOHHON NMPOHNLAEMOCTH MeMOpaH BO3GYJHMMBIX KJIETOK MO Kpan-
HeH Mepe AJIs 0JHOTO Aenonspn3yiouero noxa (Cl-).

Y6eauTesbHbie JOKAa3aTENbCTBA 3TOTO NMPEATOJIOXEHUSA ObisIn MONyue-
Hbl MPH aHAJIU3E 3JIEKTPOXHUMHUECKHX XAPAKTEPHCTHK KJIETOK MPOBOAS-
WHX TKaHeH cTe6Jist THIKBbI B MOKOE W NMPH BO36YXAEHHH,
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DNEKTPOXMMHUYECKHE XaPAaKTEPUCTHKH KIIETOK
IPOBOASUIMX TKAHEH B MOKOE M IMPH BO3OYXKICHUU

TPaHANMEHTH 3/EKTPOXHMHUECKOrO TMOTEHLMaNa Allj AJit HOHOB j B
KJIETKaX NMPOBOASIMX TKaHEN onpeaensiym [222, 549] kak CyMMY 3JiEKTPH-
YEeCKOH M KOHLIEHTPALIHOHHOH COCTaBASAIOWMX B (KJ{X-MOJb™):

a ?

sqin
Afij = z,FE,, + RTIn [[” @1
J

rze [j1° — KOHLIEHTpaLH A HOHA B COCYZIaX KCHJIEMBI, T.€. B AMONNACTE, a [j]i*
— €ro KOHL{EHTPALIUSt BHYTPH XHBBX KJIETOK, a HMEHHO B COEPXHUMOM
CHTOBHAHLIX Tpybok — [fI", T.e. BO (}yiO3IMHOM 3KCydaTe, U B
NMapeHXHMHBIX KaeTKax—[/[j]™ [apeHXHMHBIE€ KJIETKH NPOBOASANUMX TKAHEA
B JAHHOM CJiyyae TMpEeACTaBNAT COGOA BCI0 MyYKOBYI0 IMapeHXHMY
CTEGNA U BKJTIOYAIOT KJIETKH (GJI03MBI, KCHIIEMBI K HEAH D dEepeHLH POBaHHbIE
KJIETKW KamOBHasibHOW 30Hbi. [0 kpadWHeA Mepe YacTb 3TUX KJIETOK,
COI'JIACHO JaHHbIM 3JIEKTPOHHU3NOJIOTHUECKHX HCCIIEAOBAHNHA, YUACTBYET
B ipoBeseHun N1, T. e. ABNsieTCsi BO3GYABMON [222, 223].

Pe3ynbTaThinamepenni [j18, [j1°7 u [[jI™ npuBeneHb B Ta6J. 7.

U3 paHueix Tabuauubi BMAHO, uTO KoHueHTpauun Cl-, K* u Na* B
NMapeHXHUMHBIX KJIETKAX 3HAUMTEJNIBHO Bbille, yeM B anoracre. [lo-
BAANMOMY, B MAPEHXUMHbBIX KJIETKaX OHH TAKXE Bhillle, YEM B CHTOBHAHBIX
Tpy6kax. B oTHomeHnn K* 3TO noka3zaHo W ructoxumuueckn [194]. Kak
BUAHO M3 puc. 35, K* o6HapyxHBaeT HMEHHO B TeX YydacTkax
NMPOBOASIIEr0 NMyyka, r4e COCPEAOTOUEHbI NMAPEHXHUMHBIE KJIETKH, T.€. Ha
nepudepun HapyxHOH ¢Jio3Mbi (1), B kaMBHaNbHOW 30HE (3), MEXAY
cocylaMH (4) N B HECKOJTbKO MEHBIIEH CTENEHN BO BHYTpPEHHER diioame (6).
B ueHTpasbHOW 30HE HapyXHoW GJIO3IMB (2), KOTOpas COCTOHWT B
OCHOBHOM H3 CHTOBHAHBIX 3JIEMEHTOB C KJIETKAMH-CITYTHHKAMH, W B
cocyziax (5) MNOTHOCTb OCaAKa 3HAUHTEJIbHO HHXeE, UEM B NMEPEYHCIIEHHBIX
Bbille y4acTKaX. TaknM o6pa3oM, NMpsMbl€ THCTOX UMHUECKHE H3MEPEHH A
MOATBEPXAAIOT, UTO B CTeGJIe ThikKBbl MAPEHXHMHBIE KJIETKH MPOBOASUHX
TKaHe# OTJMYaIoTCs HanboJiee BLICOKHMM CoflepxaHreM K*.

Ha ocHOBe HaWmAEHHBIX KOHLIEHTPALHA MOHOB C YUETOM BeJIMUuH E :,

HaXOAMJIM 3HAYEHHSI TPAJHEHTOB 3INEKTPOXMMHUECKHX MOTEHLHANIOB
AUK, A{iNa, u ATiICl. H3 Tabn. 7 BUAHO, YTO TPAAHEHTHI. INEKTPOXH-
MHUECKHX MMOTEHLINAJIOB, ABMAIOWNECH ABHXYUHUMH CHJIAMH MAaCCHBHOIO
HOHHOIO TPAHCMOPTA, HAMpaBJ€Hbl [AJIA KATHOHOB KaJIMi ¥ HAaTpHA
BHYTpPb CHTOBMAHbIX TPYGOK U MapeHXHWMHbIX KJIETOK, a ANS aHWOHa
xJjiopa — Hapyxy. CrengomaTesbHO, HeTTo-nmoTok K* M, oueBngHo,
COMYTCTBYIOIMA €My He3HauuTesNbHbH NMoTok Na* He MoryT cpaldy npu
BO30YX/AEHHH BBIXOJAHTb M3 BO3GYAMMBIX MAPEHXHMHBIX KJIETOK, XOTS
COOTBETCTBYIOWHA I'PAJHEHT KOHUEHTPAUHWH AJis 3TOrO CYWECTBYET. N
obecnieuenust Bbhixoga K+ (Na*) Heobxoanma Aenosspn3auns
NapeHXxuMHBiX KJneTok. He coscem sacha cutyauus ¢ Ca?*. B
3KCMEPHUMEHTAX, pe3yJibTaThi KOTOPbIX TMNpeAcCTaBsieHsl B Taba. 7,
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Tabnuna 7

KOHIIEHTPALIMA MOHOB (mM) H TPAJQHEHTHI DJEKTPOXMUMHYECKHX
TTOTEHLIMAIIOB (xx-wmons~1) B PAIMYHBIX JIEMEHTAX IIPOBOAAIMX TKAHEH
THTIOKOTHIIS THIKBbI B [IOKOE

CpenHeeconep-
Honj XaAHHE B H3OJIH- | Cocyan | CHTOBHAHME TPYOKH NapeHXHMHbIE KTETKH
POBaHHBIX YU~ | KCHJIEMH
Kax, MMOJIb/KTI
CHPOA Macchl

)
u v uer AT | ™ | AR @)
Kt 578+35 35+09 98,0%11,2 06 1648297 -8,0
Nat 36109 04102 7.0ta1 -16 33+46 -9,6
carr 93+1,9 27110 167143 +13,1 207+84 +223
Ca o6 34103 41403 38+04 — 15+1,4 -

fMpumMeuann s 1) Konentpaghio (j1"€ paccuuTuiBami NPHOIHXEHHO, HCXOAS M3
KOHUEHTPAI{HH j B TOMOreHaTe NPOBOAAMHX TkaHeA [i]"". 3KCYAATE H3 CHTOBHAHMX TPyGok
/1T # coxe H3 COCYAOB KCHieMHl (12, C YUETOM MHKPOMETPHUECKHX HIMEPEHHA NMONEPEUHbIX
CPe30B KJIETOK NPOBOASMUX TKaHeA no Gopmyie

. [ .]E —0,6[ .]a —O,IS[j]CT
™ = 025

’

rae 0,6 — OTHOCHTEAbHMHA OCbEM almoONJNIACTA HA €AHHHLY AJHHLI nyuka (0,35 — npocaeTH
coCcys10B H 0,25 — BCe KNETOUHME CTEeHKH); 0,15 — OTHOCHTENbHBIA 06beM CHTOBHAHMX TPY-
G0k BMECTE C CONMPOBOXAAOMHUMH KNETKAMH; OCTABMANACH A0 0,25 — OTHOCHTENbHbIA 00b-
€M MAPEHXHMHRIX KAETOoK Myuka; 2) 3HAK "MHHYC" COOTBETCTBYET HalpaBeHHIo BEKTOpa Apj

BHYTpb KNETOK, 3/MIeKTPHUECKas koMroHeHTa Afij (E ;) paBHa -0,181 * 0,004 B ans na-

PEHXHMHRIX KJIEToK H —0,088 + 0,007 B 418 cHTOBHAHUIX TPYOOK.

M3MEPAJIACh KOHLIEHTpauus OBWEro KasibUusl, T.€. HOHH3UPDOBAHHOIO H
CBSI3aHHOTO. /IOCTOBEPHBIX PA3JIMUHA MO JAaHHOMY TMOKa3aTeNo Mexay
pPa3IHUHBIMH KOMNAPTMEHTAMH He OGHapyX€eHO. [103TOMYy MOXHO JIHmb
npegnonarats, uto Ca?* npu Bo3ByXAEHHH CriocobeH BXOOWTb KaK B
NapeHXUMHbIE KJIETKH, TAK U B CHTOBHJHbie TPYOKH M3 arorjiacra Mo
HCXOAHO CYUWECTBYIOUHM 3JIEKTPHYECKHUM rpaJHeHTaM. UTo kacaeTcs
noHor Cl°, TO OHM BrioJIHE OMpPeAENIEHHO JOJIXHb HWATH HE TOJIbKO B
anonnacT, HO M B CHTOBHAHbIE TPYOKM M3 MAPEHXUMHBLIX KJIETOK MO
rpajHeHTaM 3JIeKTPOXMMHUEckoro rnorenunana ALCI™u ALCI™ —
ApCI®". B nociegHeM Ciy4yae Mbi KMEEM AEJI0 C Pa3HOCTBIO BbIXOASULHX
3NIEKTPOXHMHUUECKHX TPAAHEHTOB H3 MaPEHXHMHBIX KJIETOK W H3 CHTO-
BUAHBIX TPYGok (ALCI™A{LCIe = -9, 2k Tk /MOB). OHAKO AN peaH3a-
LMH ITHX QBHXYIMHMX CHJI HEOGXOAKMO HJIH BHIKJTIOUEHHE aKTHBHOTO TPaH-
criopta CI” BHYTPb NAPEHXHUMHRIX KJIETOK (KaK Yy aueTabynsapHu) uim ype-
JIMYEHNE XJIOPHOH MPOHHLIAEMOCTH MeMOpaH (KaK Yy XapoBhIX BOAOPOC~
Jien). _

Pe3ysibTaThi KOMIaPTMEHTANIbHOr'O aHAJIW3a, MPOBEJEHHOrO HA M30JH-
10. 3ax, 1401 145



AD, oti. ent

Puc. 35. FHCTOXHMHYeckoe Bhisienenne K™ B kneTkax npoBoasimero nyuxa THMOKOTHAA

TNPOPOCTKA ThikBbLI [194}]

D — offTHueckas NMJOTHOCTb OCajKa COJNEH KATHA B KJE€TkaX MPOBOASIMErc MNyuka,
06paBoTaHHOro rekCakoGanbTHHTPHTOM HAaTPHS; | — TiepHGEPHA HADYXHOH PNOIMBI; 2
— LEeHTPaNbHAS 30Ha HapyXHOH ¢oaMbl; 3 — xamMOHanbHAA 30H2; 4 — KCHJIEMHas
MapeEHXHMa; 5 — cocyabl KCHAeMbl; 6 — BHYTPEHHMA dtoamma. CTpenkod oB03HAYEHO
HafpasieHHe ABHXEHHA ONTHUECKOA mesiH MukpodoToMeTpa

pOBaHHBIX NMy4ykax crebnei ThikBbi [549], MPHBENH K 3aKJTIOUEHHIO, YTO CTa-
LHOHApHAsA OTHOCHTEJNIbHANA MpOHHUaeMocTbh Pc/Pg, paccunTaHHas Nno
KOHCTAaHTaM BbLiXO4a PaJMOaKTHBHLIX nOHOB YCI- n 86Rb* (ananor K*) n3
LI TOMNJIa3Mbi ITYUKOB, BeCbMa HU3Ka: P/ Pk ry, = 0,07. IIOTHOCTb OAHOHATI -
PaBJIEHHbIX CTALMOHAPHBIX BLIXOAAMX MOTOKOB MPH 3TOM COCTABJIAET ~3
1 ~9 nMouib-cM2-c-!sia CI~  K* COOTBETCTBEHHO. .PACUET MO ypaBHEHHIO
TonbaAMaHa—XoXxKHHa—KaTua (ypaBHeHWE 4) MMO3BOJMJ YCTAHOBHTb
[222], uTo agna oGecneueHns nepeHoca 3a Bpemsi NI 5—6 MM Cl- u3
NapeHXHUMHBIX KJIETOK B CHTOBHAHbIE TPY6KH HEOOXOJUM NOTOK 3TOr'O HO-
Ha ~200 nMonb-cM 2.¢c~, [IpK 3TOM KO3 M LIMEHT X TOPHOHA NPOHHULIAEMOCTH
P nna3mMaTHueckux MeMGpaH KJIETOK NMPOBOASAMWX TKAHEN [JOJDKEH BO3-
pacTyh npumMepHo B 300 pa3. CONOCTABUMbIE HIMEHEHHSA MPOHULIAEMOCTH
AN AENONAPH3YIOUETO0 HOHA BO3HMKAIOT B aKCOHE [136] u kneTkax xapo-
BbIX BOJOpOCyeH [396] npu renepaunn M. ,
TakuM obpa3oM, nMpH BO3CYXJEHHH B NMPOBOASAWMX TKAHAX BbICHHX
pacTeHHH TPONCXOAHWT pE3Koe YBEJHUEHHE MAaCCHBHOW HOHHOWA TMpo-
HHLaeMOCTH Pcy M peakoe yBesHUeHHe BHIXOAAIEr O W3 BO3BYAHMMBIX nape-
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HXHMHbBIX KJETOK A dy3noHHoro notoka Cl- “Hapyxy”, T.e. B anonjacT
¥ B CHTOBHAHbBIE TPYGKH, MO CYWECTBYIOMMM I'PagHEHTAM 3/IEKTPOXUMH-
yeckux noterHuuanon APCLI™ u AECl7™ - AjiCI€". 3TOT NOTOK MOXET Hr-
paTh pPOJib AENONAPHIYIOWEr0 MOTOKA [N BO36Y/IHMBIX MapeHXHMHbIX
KJIETOK, MOCKOJIbKY CO3Ja€eT BXOASAUMHMA TOK J.

B pe3ynbTaTe AENONSIPHU3ALMK AaxXe NMpH HEM3MEHHOM Pgx NiOTHOCTb
BbIXOAAWMEro NOToKa K* 3 MapeHXHMHBIX KJIETOK CTEe6NA ThikAbi Ha MaK-
cuMyMme [I]1 foJixHa BO3pacTH B COOTBETCTBHH C ypaBHeHHeM [osibjg-
MaHa—Xo/knHa—KaTia npuMepHo B 90 pa3 (o ~800 nmonb-cM-2-c) 3a
cueT obpamenns ALK Hapyxy. [10-BUAHMOMY, BHXOASAMKH TOK Jx cnoco-
6GeH penoJispr30BaTh BO30yAUMbie MaPEHXHMHBIE KJIETKH [222].

Ponp nonnsix notokos K+, Cl-, Ca* B reHepaliun
9JIEKTPHYECKOTO UMIIYJIhCa B MPOBOASILIUX TKAHIX

J.H. BeickpebeHueBo# W AM. CHHIOXHHBM [49] 6bi/10 MOKa3aHO, YTO
AJMTENbHOCTb (a3nl penosapulaund M y K*-gepuuntHoiXx pacTeHni
ThIKBbI 3HAYHTENILHO yBEJIMUHNBAaETCA. BocneAcTBHH B HaweHd nabopaTo-
PHH YCTAHOBJIEHO, UTO KPYTH3Ha ¢a3mi Jgenossipn3aguu B 30HE pa3-
LPaXEHH S PE3KO CHHXAETCHA Y BbipameHHbX 6e3 Cl™ npopoCcTKoB ThIKBbI
[221). Takxum o6pa3oM, onbiTei ¢ uckioueHneM Cl- n K* na cpegw
BbiPAIIMBAHH A MOATBEPX JAIOT yYAaCTHE 3THX HOHOR B MpOLIECCAX AEMOJis-
PH3ALNH Y PENOJIAPHU3ALINH NTPH reHepauny 1 B TPOROAAIMX TKAHSIX.

OAHAKO CymECTBEHHBIM HEJOCTATKOM TaKHX 3KCNEPHMEHTOB SBJIAETCSA
BIMOJIHE BEPOSITHOE W3MEHEHHWE (H3NOJIOrHUECKOrO0 COCTOSIHUS “Aedu-
LUHTHBIX" MO KaKOMY-JIMGO 3JIeMEHTY PACTEHHH MO CPABHEHMIO C KOHTPO-
JieM, a TAKXE TO, UTO M3MEHEHHE COOTHomeHHU S [fI/[f]2 Npu 3TOM Hesb3s
TOYHO OMNpPEeAEesSIHTb U MPOrHO3NPOBATb, 3HAUHTENMbHO yCremHee WIEHTH -
dukaumns Cl- kak genonspnayiouero, a K* xak penossipuayiomero moHa
MOXET ObiTb NMpoBegeHa Ha YACTHUHO H3OJIMPOBAHHBIX (T.€. COXPAHHBIIMX
CBA3b CO cTebsIeM) NMPOBOASIMMX MyUKAX THIKBbi, OMbIBAEMBIX MTPOTOUHLIM
pacTBopoM. [lpH 3TOM MOXHO KOHTPOJIMPOBATb HOH.ibIH COCTaB Mo
KpanHeHh Mepe C BHEMHEN CTOPOHbI KJIETOK (B aMOrJiacTe).

Kak noka3saHo B Hame#n JlaGopaTopuH, nmnysscHas B3P B 30He pasgpa-

- XXEHHA TMOCTEMEHHBIM OXJIAXJEHHEM Y TakuUX MyUKOB BO3HHUKAET OUYEHb
cTabunbHO [227]. 3Ty BAP MOXHO HHTEPITPETHPOBATh Kak NepeaHHHA GpOHT
MO, XoTs ¥ He cNOCOOHLIA B JAaHHBMX YCJHOBHSIX K PAaCpOCTPAHEHHIO
(MecTHBi# TI/T). TIpn 3aMeHE HOHHO¥M OMBIBAIOUEH MYyUOK cpeabl (2MM K+,
{MM Ca?*, IMM Na*, 1MM NH}, 2MM CI-, 1MM H,PO;, 1MM NO3, IMM SO2), B
KOTOPO#A OH NpEJBAPHTEJNIBHO WHKYSMPOBAJICS B TEUEHHE CYTOK MOCHE
NMpenapoBkH, Ha AWCTHJUJINPOBaAHHYIO BOAy aMmrumMTtyna B3P pe3ko
BO3PACTAET. ITO MOXHO OOBACHHUTb YBEJIHUEHHEM HAIPABJIEHHOrO M3
BO30YAHMMBIX KJIETOK 3JIEKTPOXMMHUECKOrO TpajgdeHTa Anst [Jerno-
nspu3anu noHa Cl- (HO, BO3MOXHO, W AJist APYTHX aHHOHOB). CHHXXEHHE
KOHLEeTpalHoHHoro rpaHguenta K* 6e3 nameneHus AjiTCl (go6asneHue B

OMBIBAIOIMYI0 JEHOHW3HPOBaHHYIO cpeay coneit K*, He coxepxamux Cl)
MOYTH HE CKa3biBAETCA HAa AaMIUIMTYE€ OTBETa, HO 3aMETHO
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yMeHbmaeT ero ¢aay penonsipusdauns. Cuuxenne AQLCI 3a cuer gobaB-
nenns Cl- B oMbiBalomHA GE3HOHHBIA PACTBOP PE3KO YMEHbLIMAET aMITJIH-
TYAY M CKOPOCTb AENOyspH3auuny, a ysesmuenne AfiCl 3a cuer nekmoue-
HUa coaepxamux Cl- cosrefi M3 HCXOAHOA OMBbIBalOIEH HOHHOM Cpejbi
NPHBOAUT K TaKOMY X€ YBEJIHUEHHI0 aMIUIMTYZAW B3P, kak v 3aMeHa
HCXOQHOM Cpefbl HA JEHOHU3OBAHHYIO BoAY [217). PeayibTaTht 3THX ONbi-
TOB CBUAETEJNBLCTBYIOT O TOM, UTO HanNpaBJIEHHBIA W3 NMYUKOBbIX MapeH-
XHMHBIX KJIETOK 3JIeTPOXHMHUecku# rpaanenT ans Cl- apnsiercst Henoc-
PEACTBEHHOA ABHXYUIEN CHJIOH, OBECNIEUNBAIOWENA JENTONAPHIYIOUNHA TOK
Jei npu reHepauud T B npoBoAsimMX TKaHsX. HanpasneHHbli B Ty Xe
CTOPOHY KOHLEHTPaUHOHHbIA rpagueHT ans K* obecneunBaer nocre
AENOJIAPH3ALMHY PENONAPH YoM TOK Jk-

B 3xcriepMMeEHTaX Ha YACTHUHO HM3OJIMPOBAHHBIX IMPOBOASAUMX MyuKax
THIKBb MCCJIEZOBaNach Takxe posb Ca?* B renepaunn M7 [217, 227]. Hame-
HeHHe KOHLeHTpanHu Ca2t B oMbIBaloleM NTYYOK PACTBOPE, B OTJIHUHE OT
H3MeHeHN A koHueHTpauuu Cl°, mouTH He CKa3lbiBAETCS Ha MapaMeTpax
B3P. Numb BBegeHH e koMILtekcoHa ANst Ca?t JJITA B pacTBOp WJIH NMOJIHOE
yaanenune Ca?* 43 KNETOUHBIX CTEHOK AJIMTENIBHBIM OTMBIBAHMEM JIHIIAET
MYUKH CNOCOBGHOCTH k BO3BYx ieHHII0. loGasneHrne | MM Ca?* m oMsipalo-
IMHA pacTBOP MOJIHOCTHIO BOCCTaHABJIMBAET CIIOCOGHOCTb K HMITYJIbCHOMY
BO30YXAeHHI0. ITOT (eHOMEH MOXHO OOBACHHTL TEM, YTO HaNHuHue
HE3HAUMTEJIbHBLIX KonnuecTB Ca?* (< 1MM) BO BHEKJIETOUHO#H cpeae Heol-
XOAHMO ANt OCYIECTBJIEHHSI HMIYJIbCHOH AEMOJISIPH3aLHHA B ITPOBOAA-
MMX TKaHAX, HO POJIb BXOAAUEro Toka Jg B MpoLecce CaMOi AENOApH-
3aUuH, MO-BUIUMOMY, HE3HAUHTEJIbHA,

CXOAHOTO XapakTepa JaHHbLIE MOJIyU€eHbl H Ha BO36YAHMBIX MapEHXHM-
HbIX KJI€TKaX (JI03Mbi JIMCTOBOTO Uepemka MUMO3bl [160]. Bbito nokasaHo,
uTo amnaHTyAa /1 yepemka MMMO3B PE3KO BO3BpacTaeT Ha ~40 MB npn
HCKJTIOUEHHH U3 BHEKJIETOUHOM cpeabl Ca?* u Cl-. 3T0 06 BACHSIOT CIBUTOM
PaBHOBECHOTO NMOTeHLMaNa ToNbKo ANs Cl- kak JenoJIApPH3yIoMeEro HOHa B
CTOPOHY 60JIEE MTOJIOXKHTENBHBIX 3HaUEHHA (YPABHEHKE 18).

TakuM 06pa3oM, Ha OCHOBAHMH KOMIIJIEKCHBIX HCCJIEJOBaHHHA, NMpoOBe-
JAEHHBIX B HameH JJaGopATOPHH, MOXHO 3aKJIIOUMTb, UTO reHepaussi N B
BO30YANMBLIX KJETKAX BLICHHX PACTEHUH (Ha NMPHUMEPE NMPOBOASUMX TKa-
He# cTelJsifl ThiKBbi) OCYUECTBJISIETCSt B OCHOBHOM MMaCCHBHBIMH HETTO-
NMOTOKaMH TPEX MOHOB: BXOASIETO B KJETKH HeTTo-noroka Ca?* (geno-
JIAPKH3YIOUIEr0 BXOASIErO TOKa), BhixoAsuero Herro-noroka Cl- (geno-
JISIPH3YI0IEr0 BXOAALETO TOKA) ¥ BbiIxoAsilero HeTTo-noTtoka K* (peno-
JIAPH3YIOLEro BbLIXOAAUEro TOKa), [Ipy 3TOM BKJAaJg XJIOPHOro Toka Je B
dopmHupoBaHHne ¢a3bi genonsipyulaurn I1J], Mo BCEA BEPOATHOCTH, HaM-
Horo 6oJibIe, 4EM KaJibLIMEBOIO Toka J,.

Heo6xogMMO MOAYEPKHYTb, UTO NpH reHepauuHd [l B npoBoAsiUx
TKAHSX THIKBbI, KaK, BIIPOUEM, BEPOSITHO, U B BO3GY/IMMbIX KJIETKAX MUMO-
3bi [605] ¥ xapoBbIX BOZOpOCJied [396], aylekTpHUECKU 3apsifl, nepeHe-
ceHbil Cl-, HE MOXET CKOMITEHCHPOBATb B HECKOJIbKO pa3 6oJibmni 3a-
pAA, nepeHeceHHbiH HAMpaBJEHHbBIM B TY X€& CTOPOHY MoTtokom K*. Y
xapodHTOB JOMYCKAETCS B CBSI3N C 3THM, UTO B X0/l€ reHepauuu M naet
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NacCHUBHBII TpaHCMeMOpaHHbIA mepeHoc He Tosbko Cl-, HO M Apyrux
aHHOHOB [626). B NPOBOARIMX TKaHAX BbICIIMX PACTEHHI APYTHE aHUOHBDI,
B OCHOBHOM OpraHHUeckHne (MaJjiaT), noasepxueaT sMecTe ¢ CI- HOHHBIM
GasaHc B nokoe [414], Tpu TYPropHeIX YCTbHUHBIX ABHXEHHUSIX [112], npu
CEefiCMOHAaCTHUECKUX, TPABUTPONMUECKHX W APYTHX MOTOPHBIX PEAKLHAX
[233, 605]. OHK fOXHBI OGECTIeUHBaTh 6aJIaHC B MEPEHOCE IJIEKTPHUUECKHX
3apsjoB W npu redHepauud NIA. OgHAKO MOXHO TIPEATNOJIOXHMTb, UYTO
BO3HHKAI0OMKeE NPH BO36GYXAEHHUH HETTO-TIOTOKH HEMAEHTUPHULIMPOBAHHBIX
aHMOHOB BO3HHKAIOT MO3XE, UEM XJIOPHBIE, [IO3TOMY OHH HE Y4aCTBYIOT B
nepe3apsjke MeMOpaH BO3OYAUMBIX KJIETOK PACTEHHH M 3JIeKTPHUECKH
HEATPAIM3YIOTCH, B OTJIHUME OT Gosiee paHHero noroka Cl-, ogHOBpe-
MEHHBIM MPOTHUBOTOJIOXHO HanpaBJIeHHbBM NMOTOKOM KaTHOHOB K* (1 Na*).
310 AokasbiBaeTcs TeM, 4To MeHHO ALLCI, kak GbiJIO NOKa3aHO Bbille, ON-
peaesisieT aMIIMTYAY U CKOPOCTh AENOJIAPU3ALIMY MPOBOASMMX TKaHEH.

EcJIM HCXOZIMTb M3 NOJIOXEHHS O TOM, UTO BOZHUKHOBeHHE Jo,, Jo M Jx B
KJIeTKaX TPOBOAKIMX TKaHeh ofecreunBaeT, Kak U B KJIETKaAX XaPOBBIX
BOJIOPOCJIEei, TeHepalLHI0 JTIEKTPUUECKOr0 MMIYJIbCa, TO Heobxoanmoe
npu 3TOM pasjiesieHne HOHHBIX TOKOB BO BpemeHH (4, J,,,) MOXET OCy-
MECTBJISITbCH JMIIb MPH HaJIMUMH B KJIETOUHBIX MEMOpaHaX CeJIeKTUBHBIX
Cl--, Ca?*- n K*-kaHaJioB.

Y4yacrue HOHHBIX KaHAJIOB B reHEpanuu
NOTEHNHMAaNa AEUCTBHS B IPOBOJSIIMX TKAHIX

OAMH HM3 MOAXOZOB B BLISIBJIEHUMH pPaboOThl MOHHBIX KaHAaJIOB B KJe-
TOUHBIX MeMOpaHaXx CBS3aH C IPUMeHeHHeM crieHdruUeckux 6J1I0KaTOPOB.
B Haweit s1a6opaTOpUKM 3KCTIEPUMEHTaNbHOe OGOCHOBaHHE YYaCTHH Ka-
JIMEBLIX, XJIOPHBIX U KaJIBLIMEBBIX HOHHBIX KaHANOR B reHepaluu 11 B BO3-
GYyAMMBIX KJIETKaX TPORBOASMMUX TKaHEH BbICHIHX PACTEeHHH ObUTO TakXke
NMPOBEAEHO C HCINOJb3OBAHHEM HM3BECTHBIX 6s0kaTOpOB TIA, 3K H
BEPanamMHuJIOBOro npouasoaHoro 1-600.

Ilnist KAETOK XapPOBBIX BOAOPOCIIEH YCTAHOBJIEHO, UTO IK MHTHOUpYeT
BO36yAMMBIE XJIOpHbE€ KaHasmsl [144]. TOA OnOKMPYET Yy4aCTBYIOMHE B
PENOJIAPH3ALHH NJIA3MATHUECKHX MEMOPaH XapOBLIX BOJOPOCJIEH KaJiHe-
Bble KaHaJinl [52]. BepanaMuJ, Kak M3BECTHO, GJIOKHPYET KaJibLiMEBbIE
KaHansl OnomemOpaH [124], B TOM 4HuC/ie W DEKOHCTPYMpPOBaHHbie B
JIMNIHHOM GHCJTOE KaJIbL{HEeBble KaHabl XapodHuTOR [S]. Cneyyudpuyecku oH
CBA3bIBAETCH, kak noJaraioT [289], M ¢ KasbLUWEBbBIMH KaHaJaMH
H30JIMPOBAHHOM TIJIa3MaJieMMbl KJIETOK BBICIIMX PacCTEHHH (B YaCTHOCTH,
TMIOKOTHJIEH NPOPOCTKOB ThikBbl). HccoeioBaHuit [/ BoiCIIMX PacTEeHHH C
npuMeHeHHeM 6JI0KaTOPOB HOHHBIX KaHAJIOB PaHee He NpoBOAHIIOCH. ECTh
TOJIbKO JaHHbie, YTO TIA (102 M) yrHeTaeT MNA-uHAYyLHpPYeMOe ObiCTpOE
CEeACMOHACTHUECKOEe [BHXEeHHe Yy MHMO3bl [605], HO mnpu 3TOM He
cBsi3aHHoe ¢ M1 MeasieHHOE€ IpaBUTPONHUUECKOe JABUXeHHe TIA He
yrHeTaer.

3Kcnepumeﬂ'ru Ha LeJbiX TUNOKOTHJIAX TbIKBb TNPpH BBEAEHHH
PacTBOpPOB GJIOKATOPOB C TPAHCMHMPALHOHHBIM TOKOM HJIM NYTEM HX
nepdysuu B BO3AYIHYI NOJOCTb cTe6ns [192, 549] n 3KCNIEPUMEHTDI Ha
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YACTHUHO H30JIMPOBAHHLIX MPOBOASMMUX Nyukax [217, 227] noka3ayM, UTO
BBEZeHHe 2 MM 3K yrHertaet cnocoBHoCTb K npoBegeHuio M. K Takxe
NMOCTENEHHO (B TeueHHe 2 4) YMeHbUWAET aMIJIMTYAdy W CKOPOCThb
(KpPYTH3HY) PE3KOH UMIYJIbCHOR AEMOJNSIpU3ALIMKM B 30HE pa3ipakeHH sl Kak
B LEJOM cTebJsie, Tak MU B YaCTHYHO H3OJIMPOBAHHBIX TPOBOASAIIHX
nyuykax. O4yeBHAHO, 3TO TMPOUCXOAWT B pe3yJsbTaTe OJIOKHPOBaAHUA
ofecneurBalOUMX AENOJISPH3YIOMHA BXOAAMUA TOK XJIOPHBIX KaHAJIOB.
TIA B KOHLEHTpaLuu 6 MM yBeJIMUMBAET B HECKOJIbKO pa3 AJIMTEJbHOCTDb
NI B 3kCepUMEHTaX Ha LI€JIOM CTelJsie U JOCTOBEPHO NOBBIMIAET AMIJIH -
TYAY AENOJNISAPH3ALMHM B 30HE Pa3ipaXeHHsi, 0COGeHHO Y YACTHUHO H30JIH-
POBaHHBIX MPOBOAAMHUX MYyUKOB. MOXHO NMoJsaratb, Uto TIA yMeHbumlaeT
ZIOJTI0 (T;) OTKPHIThIX KaJIMEBBbIX KAHAJIOB (ypaBHeHHe 20) U TPOBOJHT TakHM
06pa3oM k GoJiee NIUTeJIbHOMY NpPERbIMIEHHIO BXOASIIEr0 TOKA HajJl BBIXO-
OSALWUM W COOTBETCTBEHHO K YBEJHUEHMI0 JJTUTEJIbHOCTH M aMTUIMTYZbI
umMnysbca. 2:10°5 M pactsop J-600 oueHb pe3ko CHHXAET Y MPOBOASIMHX

MYYKOB aMNJIMTYAY ¥ KPYTH3HY AENOJSAPH3aHUH. ITO, OUEBHAHO, CBA3AHO
c 610okuposatneM CaZ*-noToka, BXOASIMEro B KIETKH NMPOBOAAMNX TKaHEN
M3 anornJiacta. Jenossipyu3yomMi XJIOpHBA MOTOK NMPHU 3TOM TakXe He
BO3HMKaeT. OTCIoja MOXHO MosiaraTh, YTo HeTTo-noTok Ca?* B BO36YyaH-
Mbi€ KJIETKU TIPOBOASIMMX TKaHEHA M3 BHEKJIETOUHOR Cpefbl Yepe3 creum-
uuecku 6TOKMpYEMBIE BEPATIAMHIIOM KaJbLiEBbIE€ KAHaJb 3aMYCKAET BECh
pereHepaTUBHbBIA NPOLIECC UMITYJILCHOH AEMOJNIAPHIALMY B ITUX KJIE€TKAX.

UTak, onMcaHHOe AEHCTBHE GJIOKATOPOB HMOHHLIX KAaHAJIOB XOpOMO
O6GDbSICHSIETCS B CBETE KOHLIEHTPALHH O CYMECTBOBAaHUH B MJIa3MaTHUECKH X
MeMOpaHax BO30YAMMBIX MNapeHXHWMHBIX KJIETOK MPOBOANAMHX TKaHEl
KaJIbLIHEBLIX, XJIOPHBIX M KaJIMEBBIX KaHAaJIOB, aHAJIOTMUHLIX TaKOBLIM B
BO36YyMMBbIX MEMOpaHaX XapOBbIX BOJOPOCJIEH.

BO3MOXHOCTb GoJiee€ MPSIMOrO 3JIEKTPOPHUIMOJIOTHUECKOrO JiOKa3a-
TEJIbCTBa CYMECTBOBAHMS B KJIETKAX BLICIIMX PaCTEHWH BO3GYAMMBIX HOH-
HbIX KaHAJIOB MOSIBUJIACh TOJIbKO B NocJyeHee BpeMsA Giaronaps paipa-
60Tke MeToAa TMITY-KJIAMIM, T.€. PUKCALMH MOTEHLHAJIAa U PETrHCTpPaLiUH
TOKa Ha OTAENbHOM MHKPOYYACTKE KJIETOYHO! MeMOpaHsl 1—15 MKMZ,
3TOT METOA AAE€T BO3IMOXHOCTb MWAEHTHHULMPOBATb OAWHOUHBIE HOH-~
crneuudUyHble KaHaJIbl B KJIeTKaX CKOJIb YrOIHO MaJibiX pa3MepoB JoGbIX
pacTUTeNIbHbIX TkaHen [421, 655]. HecOMHEHHO, Takue MCCIEJOBaHHUS
NO3BOJIAT AETaJlbHO H3YYHTh HOHHBIE TOKH B BO3OYAUMBIX MeMOpaHax (B
nJja3MajeMMe U TOHOMJACTE OTAEJNIbHO) KJIETOK TNPOBOASMMMX TKaHeH
BBICIIMX paCTEeHHUH NMpH resepauuu B Hux f1J1. K coxaneHuio, 3ITOT MeToxn
noka eme He TOJIyYHWJ MOJXKHOIrO pa3BUTHUSL B 3ITEeKTPOPHIMOIIOIHH
BBICIUMX pacTeHHuA. Mo-npexHeMy 66Jbias YaCTb UCCIIEJOBAHHA HOHHBIX
KaHaJIOB B pexuMe pukcalMu NMOTEHLHANIA BHIMOJIHAETCA Ha THFaHTCKUX
KJeTkax Boaopocseit [145], XOTA B mnepcriekTUBe “NpPOCMaTpUBaeTCs
NOJIHasl WHBEHTApPHU3aLMA MOHHLIX KaHAJIOB PACTUTEJNIbHBIX KJIETOK OT
OZIMHOYHBIX JIO BbICHIMX pacTeHHi" [22].

B L{eJTOM Ha OCHOBaHHH W 3JIOXKEHHOT'O BhilIE MaTEPHaJIa HOHHBI MEeXa~
HH3M reHepauuu N B BO36YAUMbBIX MAPEHXUMHBIX KJIETKAX NMPOBOASIIMX
TKaHeil MOXHO NPeACTaABUTh, XOTHA U B JOCTaTOUHO O0meM BHAE, CJieaylo-
mMM o6pa3om (puc. 36). Kak M y XapoBuix Bogopocieit, Boabyaumeie Ca?t-
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% N I,

ClI” An’K*

PHC. 36. CXeMa HOHHMX NOTOKOB B XOA€ OAHHOUYHOI'O WHXNA BOICYXAEHHS Y BHICIIHX
pacTeHun

3aBUCHMbIE XJIOPHbIE KaHaJibl aKTUBUPYIOTCS HOHAMM KaJbLIMS, BXOAS -
¥MHA Yyepea Bo3ByAHUMbIE TIOTEHLIMAJI3ABUCHMbBIE KaJibL{HEBbiE KaHaJIbl U3
BHEKJIETOUHOMN cpezibl. BHXOASIMUIt MOTOK aHUOHOB XJIOPA, T.€. BXOAAMMA
3JIeKTPUUECKHUA TOK, TMPUBOAMT K AEMOJIAPHIALMM. [lenossipu3auus, B
CBOIO Ou€epe/lb, MPUBOAUT K BOZHHKHOBEHHIO PETIOJIAPHIYIOMErO BbIXO -
mero notoka K* uepes xanueBpie kaHas bl (MOKOAT). JIIA noagepX aHH st xa-
THMOH-aHMOHHOrO 6asiaHca, T.€. AJIst KOMINEHCALWH 3apsijia, NepeHOCHMOro
K*, M3 nmapeHXHMHBIX KJIETOK MpH BO3BYXAEHHWH MOJNXKHBI BLIXOAWTb H
aApyrue aHMOHb. BO3MOXHO, 3TOT NOTOK aHUOHOB MIET Uepe3 Hecrneuu-

r
(ryeckre aHHOHHBIE KaHaNbl, [IOCKOJIbKY 3HaAUMTENIbHANA YacCTb E , KJIETOK

NMPOBOAAMMUX TKAHEH CO3JaeTCHA IJJIeKTPOreHHOH TIOMIIOH, TO e€e
ZNONOJIHUTENIbHOE BJIMSIHWE Ha KHHETHUKY M3MEHEHHS TIoTeHLMaJia TpH
BO30YXJAeHUH, 6e3yCIOBHO, HMEET MECTO (CM. pa3stes 15). OgHaKkO yrHe-
TeHHUe 3JIEKTPOreHHO! NMOMIIbl, KOTOPOE JIEXHT B OCHOBE reHepauuu N y
aueTabyJIsipyuy, PH 3TOM He MOXET MrpaTh onpeaessiomei poJiv. B npo-
TUBHOM CJy4yae NJIOTHOCTb Bhixoasimero HeTTo-notoka Cl- U3 napeHxum-
HBIX KJIETOK B CHTOBHIHBIE TPYOKH (CM. TalJ1. 6) He NpeBumaa 6bi B JeCAT-
KM pa3 CTal4 OHapHblit BeixoAsmuit noTok Cl- (3 NMoJib-cM2.¢c7Y).

TakuM o6pa3oM, B OCHOBE HOHHOT'O MEXaHW3Ma reHepauuu 1] B BOaGy-
NUMBIX MapeHXHUMHBIX KJETKAX NMPOBOASAMKX TKAHEA BHICWEro PaCTeHHS,
Kak U B BO3GYJUMBIX KJIETKaX XapOBbIX BOJIOPOCJIER, JIEXXUT pe3koe yBe-
JiMueHHne MacCHBHOrO BhIXOAMMEro NOTOKa aHHoHOB Cl- uepea akTHBUPY-
eMeie NpH BO36YxX 1eHnH kaTuoHamu Ca?* BO3BYAHMBIE X JIOPHBIE KAHAJTHI,
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Oco6eHHOCTH HOHHOTO MEXAaHMU3MA TEeHEPaNHH
NMOTEHI{MAaNa CUCTBHS Y BBICHIMX PACTCHHIA

Hrak, cymecTByeT oOnpenesieHHOe CXOACTBO B xapakTtepe [1[J-o6pa-
3yIOmUX HOHHBIX MOTOKOB B NMPOBOASMMX TKAHSX BHICIIMX PACTEHHIA W B
APYTrX BO3GYAHMBIX CHCTEMAX (HEPBE M KJIETKE X POBO# BOJOPOCIH). Bee
OHHU MMEIOT NPUMEPHO ONUHAKOBYIO NJIOTHOCTb, UTO MOXET CBHJETEJb-
CTBOBaTbh O OJIM3KOH MPONMYCKHOH CIOCOGHOCTH COOTBETCTBYIOMMX HOH-
HbIX KaHaJIOB (OCOGEHHO KaJIHEBBIX). ITO BECbMa HHTEPECHBIA JIJISi CPABHH-
TeJIbHOH H3HoNoruv (QakT, KOTOPbIt Hapsiny € APYTHMH OOmWMMH
yepTamu M (cM. pa3gen 12) yka3siBa€T Ha €JMHCTBO HOHHBIX MEXaHH3MOB
PacnpoCTpPaHAIOMErocst BO30YXAEHHUA Y XHBOTHBIX U PacCTeHHi. OqHOB-
peMeHHO HMOHHBbI MeéXaHW3M redepaumu [ y pacTeHui obragaer M
PAAOM XapakTepHbix ocoGeHHOCTel. KONMuecTBO HOHOB (N;), nepeHoCH-
MbIX TIPU reHepauuu 111 uepe3 NOBEpPXHOCTb KJIETKM XapPOBOH BOAOPOCJH
HJIH KJIETKH MPOBOAAMMUX TKaHe#H CTeGJIs ThikBbi, KAK OTMEYAJIOCh, B COT-
HU—TbICSIYH Pa3 GoJiblie, UEM NMEPEHOCUTCS HOHOR MpH reHepauuu T B
aKCOHe., JTO KOJIMYECTBO (CM. TaGJ. 6) Takxke MPHMEPHO B THICAUM pa3
GoJiblue, UeM HYXHO. /IS TIepe3apsifKi MeMOpaHl:

N=JyuAt|F=],,At|F=C,AU/F=10"2Monbcm2umnt , (22)

rae N — KOJMUECTBO OJHOBAJIEHTHBIX HOHOB, HEOOXOAMMBIX s
nepedapsaku MemGpatnsl; AU — cpeaisisi ammuitya mo6oro M/ (~0,1 B);
C,, — CpenHsisi eMKOCTb JoGeix 6uoMeMOpaH (~1 MKE ~M~2),

Bo spemsi N1 U3 HEPBHOrO BOJIOKHA BLIXOAMT HOHOB K* Heckosbko
Gosnbwe, yeM crefyeT M3 Takoro pacyeta(N; > N). OnHako 3TO pa3jynuue
BCEro JUINb 3—4-KpaTHoe, a He 103—10%-kpaTHoe, Kak NpH reHepauuu MQ
B MPOBOASMMUX TKAHAX CTEGJIS THIKBBI HITH Y XapODHTOB.

B ueM npHuMHa 3TOM O6mei ocoGeHHocTH /1 pacTeHUn? OUEBHAHO, UTO
rnaBHbIM O6pa3oM He B GoJibimeir eMKOCTH MEMOPaH, XOTSI €CTb HElaBHHE
JAaHHble [307], YTO KaXylWasiCsi EMKOCTb PACTHTENbHbIX MEMOPaH, B OTJIH-
yue oT MeMOpaH XHBOTHBIX, MOXeET B 10 pa3 nperbimaTh OObIUHYIO FeOME-
TPUYECKYI0 €MKOCTb (~1MK®) 3a cueT colepXamuXxcs B HEA MOABHKHbBIX
3apsaoB. Bosibmas eMKOCTb C,, AENCTBUTENBHO MOXET YBEJIHUUTD KOJTH-
UeCTBO NMePeHOCHMBIX HOHOB N U JJIHTENbHOCTD npouecca At (CM. JieByio
yacTb ypaBHeHust 22). Ho T[] pacTeHu# (M BOROPOCJEH, U BbICWIUX) B
THICAYM Pa3, a He Ha NOPAAOK NMPEBLILAIOT MO AJMTEIbHOCTH HEPBHBIA HM-
nyJbC. OUEBHAHO, UTO Y KJIETOK pacTeHHit 60sibasi YacCThb NapLUaIbHbIX
MOHHBIX TOKOB J;, UMEIOMHUX TPUMEPHO TY Xe NJIIOTHOCTD, UTO H Y XHBOT-
HbIX, He YYaCTBYeT B CO3/JaHMH CyMMapHOTO 3JIEKTPUUECKOTO ToKa Jy,, H
Jrep, IEPE3APSKAIOMETO EMKOCTb MEMOPaHBI. 3TO, MO-BHAHUMOMY, CBSI3AHO C
TeM, YTO TIPOTHBOMNOJIQXHO HaNpPaBJIEHHbIE TOKH B3AUMHO nepekpbmalo-r H
HEeATPaJNIM3YyIoT APYr ApYyra.

TakuM oOpa3om, Gosbliasi AMUTENLHOCTb [/ M Gosibmias BETUYHHA
HOHHBIX TOKOB (MOTOKOB), O0ECMEUHBAIHX €r0 eHEPALMI0 Y BBICIIHUX
PacTeHHUH, KaK H Y XOpOWO HM3YUEHHBIX XapOBbIX BOJOPOCNEH, — HEH3-
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GeXHOE CJIeJCTBUE HEAOCTATOUHOH Pa3obmMEeHHOCTH BO BPEMEHH MOTOKORB
N-o6pa3yommX HOHOB.

OTMeueHHble YepThl CXOJACTBA MOHHBIX MEXaHH3MOB reHepauuy M B
KJIeTKaX MpOBOAAWMX TKAHEH BLICHIENO PAcTEHHS U KJIETKAX XapOBHX
BOJIOPOCJIER FOBOPSAT O TOM, UTO HCMOJIb3OBaHHE MOCNEAHUX B KaUeCTBe
3KCMEepPUMEHTAIbHON MOJEeJIbHOM ‘cHCTeMbl  JUiS H3yuyeHHUs SBJIEHHH
BO36YAHMOCTH M MOHHOro TpaHcnopra B MeMOpaHax "pPacTHMTENIbHOMN
KJIETKH BOOOmE" 1{e/1eCO06pa3Ho He TOJIbKO H3 coolbpaxeHunit ynobcTsa, HO
W BBHUAY OOBEKTUBHOTO MO JOOHS HCCIIeJYEMBIX SIBJIEHHH,

BmecTe ¢ TeM HOHHbIe MeXaHHU3Mbl reHepaumu M1 y xapoduToB M B
NMPOBOASAMMX TKAHSAX BLICHIMX PaCTEeHHA Hapsay CO CXOACTBOM HMENT
CyIECTBEHHbIE PAJIHUKUSA. Y XaPOBBIX BOAOpOCTEH OqUuHOUHBIH 1] OTHO-
CHTEJIbHO MAaJIO HapyIlaeT HOHHBIA roMeocTa3 KJieTku [52], a y BblICHX
pacTeHHh 3HauUMTESbHASl UAaCTh TIOTEHLHAJIONIPEAEISIOIMX HOHOB BbIXO-
OWMT TIPH PACTIPOCTPAHEHHH 3IJIEKTPHUECKOTO HMMYJIbCa M3 BO36YAHMMbIX
KJIETOK TPOBOASAMHWX TKaHeH B anonjacT W MpHJieraiomme CHTOBHAHbLIE
TpyOkd, BbI3bIBas CYMECTBEHHOE HapylleHHe HOHHOIO IroMeoCTa’a B
MPOBOAAIMMX TKAHMX. I3TO OOGBACHAETCA TEM, UTO MeJikhe NapeHXUMHBIe
KJIETKH MPOBOAAMMX TKaAHEH HMEIOT B JECATKH pa3 66,burylo NOBEPXHOCTh
(nyomab Bo30yauMoi MeMOpaHL), MPUXOANAMYIOCH HAa eAHHHIlY O6GbeMa
HOHHOW cpezbl, YeM BO36YIMMBIE KJIETKH XaPOBbIX BOJOPOCIEN.

Takasi OTJIMUMTENIbHasA OCOGEHHOCTb BO3GYAMMBIX CTPYKTYDP BbICIIHX
pacTeHHH HaXOAWT CBOE€ OTpaxeHue B OOJbIIMX HOHHBIX CHBHrax,
Ha0mojaeMbiX TIpK pacnpocTpaHeHuy M1/ B 3akcyAaTe CUTOBUAHBIX TPYBGOK
cTe6/iA THIKBB (MCC/IeJOBaHHSA HaweH sabopaToOpWM), B Macoke, BbiTe-
Kalomen H3 COCYNIOB KCHJIeMBl JEKANUTHPOBaHHBIX cTebGsiell MOACONHEeY -
Huka [69], B MeXKJIETHHKaX, COCY/JaX KCHJIEMB U CHTOBHMAHbIX TpyOkax
JIMCTOBOrO uepemka MHMO3b [666]. Noka, k coXasieHuio, He yAaeTcs
3aperucTpvMpoBaTb MOHHbIE MOTOKH, BO3HHKaIHE NpH reHepauusu I]]
HENOCPECTREHHO B BO3BYAMMBIX KJIE€TKAX, OAHAKO aHaJIM3 JIEKTPOXH-
MHUECKUX IpPaZMEHTOB, TIDUBEAEHHbIA B 3TOM pasfesie, ybeanTeNbHO
. CBUAETEJIbCTBYET O TOM, UTO B OCHOBE BCEX 3KCNIEPHUMEHTAJNIbHO OOHAapYy-
XHBaeMbiX CABHroB (kpome Ca?*) fOJKHB JieXaTbh MaCCHBHBIE WOHHbBIE
NMOTOKH, fepymHe CBOE€ HAyaJsio M3 NaPEHXMMHBIX KIIETOK npoaonsmmx
TKaHeH.

15. CONPAXEHUE TEHEPALINU

[TIOTEHLIMANIA NEWCTBUA Y BBICIIUX PACTEHUH
C PABOTOM 3JIEKTPOTEHHOIO HOHHOT'O HACOCA
BO3BYIMMOW MEMBPAHEI

Bbiwe (cM. pa3gen 14) OblJIO MOKa3aHO, YTO reHepauus M B kjeTkax
BO30YAMMBIX TKaHEA BBICIIMX PACTEHH I, TaK X€ Kak U B HEPBHBIX BOJIOKHAX
XHUBOTHBIX, CBA3aHA C MACCHUBHBIM TpaHcnopToM M/1-oGpa3ylommMX HOHOB,
KOTOPbIii OCYMECTBJIIIETCA 3a CUET CBOGOAHON 3HEPrHM CO3NAHHBIX Ha
BO36YAMMBIX MeMOpaHaX 3JIEKTPOXMMHUYECKUX FPagueHTOoB [195, 222, 541].
BOCCTAHOBJIEGHHE HMOHHOT'O T'OMEOCTa3a HEepBHbIX BOJIOKOH [oOcJe
NPOXOX/JEHUsI MMMYJbCa OGECNEUUBAETCH 3JIEKTPOTEHHBIM HOHHBIM
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HacocoMm — Na*, K*-ATda3oit. OaHako, NOCKOJbLKY B reHepaluu OqHHOU-
Horo MN/] HepBHBIMH BOJIOKHAMH YUaCTBYET OUEHb HEGOJIbIIOE KOJIMUECTBO
Na* u K* (okosno 10-¢ M), oHM OKa3bIBAIOTCH CIIOCOGHBLIMH FeHEPHPOBATD M
NMPOBOAWTDb 3HAUHTEJIbHOE YHCJIO UMIYJIbCOB JlaXe B MPUCYTCTBUH WHTH-
6MTOpPOB, NMOAABRNAIOMUX AKTHBHOCTb HAacoOCa, T.€. 3a CUET CO3JJaHHBIX
paHee 3JIEKTPOXMMHUECKHX TPaAHEHTOB 3TUX HOHOB [94]. Y BeICIIMX
PAacTEHHH, B OTJIMYHE OT XHUBOTHBIX, TEHEPALUMUS OJUHOUHOI'O 3IJIEKTPH-
YecKkOro HMNyJibca BO30GYXIAEHHUS COMpPSiXEHA CO 3HAUMTEJIbHbIM
HU3MEHEHHEM IJIEKTPOXUMHUUYECKHX rPaAMEHTOB  OCHOBHBIX na-
obpaayiomux uoHoB Cl-u K+ [195, 222]. B yaCTHOCTH, 1O AaHHBIM /s
ThIKBbI [195, 222], 13 NapeHXHUMHBIX KJIETOK MPOBOASMUX TKaHeH cTebias
npu reHepauuu oguHoutoro N/ seixoguT okosio 30 MM K* u 5MM CI-. 310
CBSI3aHO He C BLICOKOH HHTEHCHBHOCTbIO HOHHBIX MOTOKOB, KOTOPas HMEET
Ty Xe€ BeJHYMHY, UYTO W B HEpPBHHX TPOBOAHHKAX, a C Gosbwoh
ANuTeNbHOCTbI0O T1I  BO3OYAWUMBIX  KJIETOK BbICHIMX  PACTEHHUH,
npeBbimalomend Ha 3—4 NopsAaka AJIUTENbHOCTb I1] HEPBHLIX BOJIOKOH [94,
192, 195, 222, 541]. TeM He MeHee, HECMOTPS Ha 6OJibIIME HOHHBIE CABHTH B
xoze M, Bo3byAUMbIE KJIETKH BLICITHX PACTEHH COCOBGHbB FEHEPHUPOBATD
HE TOJIbKO OJMHOUHBLIE, HO U PUTMHYECKH MOBTOPSIOUMECS HMIYJIbChl
BO30YXJI€HHSl C HHTEPBAaJIaMH BPEMEHH OKOJIO 1,5—2 MHH KM MeHee (CM.
puc. 30). 3TO HaBOANUT HAa MBICJb O TOM, UTO reHepauus NA y BeiClIMX
pacTeHMit OJKHA GbiTb pPe3KO cornpsikeHa C pabOTOi 3JIEKTPOreHHOro
HMOHHOTO Hacoca BO36yUMOit MeMGpaHbl. BriepBhie KOHLENLHUSA O HAJTHUHH
conpsixeHusi reHepauuu MN/] y BHICIIMX pacTeHWil ¢ paGoToi 3JIeKTPOreH-
Horo H*-Hacoca BO30yAMMO#M MJTa3aMaTHUYeCKoi MeMGpaHbl Gbsia npeano-
xeHa u obocHoBaHa B.A. OnpuTOBBIM C coaBTOpamu [187, 189, 213, 214,
546—548]. 3Ta KOHLIEMNLIM A BKJIOUAET B CE6S CeYIOMHE aCTIEKThI.

YuyacTHe 3J1eKTPOreHHOr0 Hacoca
B CO3JJaHHMH IIECKTPOXMMHYECKHX TPAJUEHTOB
ocHoBHbIX II]1-06pa3yroniux HOHOB

OuyeHb BBICOKast BETMUMHA E|, KJIETOK TYUKOBOR TMAPEHXHUMBI W PYTHX

TKaHeM, CTIOCOOHMX Y BBICIUMX PACTEHHI TeHEPUPOBATb U NPOBOAUTL N/,
naBHo ofpamaryia Ha ce6s BHUMaHHue ucciegosartesien (239, 282, 630, 631].
IlpuunHa 3Toro eHoMeHa, OAHAKO, OCTaBaJiaCh AJISt HUX HEM3IBECTHOH. B

3TOM CBSA3W Mbl [187, 213, 546—548] nNpeaAnoOJNIOXHIIH, UTO BLICOKHH E;

BO36YAUMBIX KJIETOK, TOUHEEe, €ro 3HauWTesNbHas MeTabosnueckas
KOMIMOHEHTa Ep, BO3HMKAOMANA NMPH yYaCTHH sTekTporeHHoro H*-Hacoca
NnJiaamMaJIEMMbl, UIPAaE€T BaXHY0 POJib B CO3JaHHM HEOOXOAMUMBIX AN
reHepaumu NJ y BbICIIMX PACTEHHH GOJIbLIMX 3IJIEKTPOXHMHUECKHUX Tpa-
IMEHTOB OCHOBHBIX T/I-o6pa3ylomux HoHos (Cl- n K*) U ux onepaTMBHOM
BOCCTAHOBJIEHUH NOCJIE MO SABJEHU S UMY JTbCA.

EC/in 3TO NpeanoJoXeHHe CrpaBelJIMBO, TO OCYleCTBJIEHHe criocob-
HOCTH BO36YJMMOM KJIETKH BBICHIEIO PACTEHUS reHEpUpOBaTh M1 AOJIXHO
HaXOJMTbCS B MNPAMOH 3aBUCHMOCTH OT BEJIMYHMHBI METABOJSIMUECKOH
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r
KOMIMOHEHTH E,. VYHHUKaJbHYI0O BO3MOXHOCTb AJsi aHaliM3a TakoW

3aBHCHMOCTH [1a€T HCCIIE[OBAHNE reHePALIM PUTMHUYECKH MMOBTOPSIIOMMX -
Csl HMNYJILCOB BO36YX/IEHHS B YCJIOBUSIX HANPABJIEHHOTrO CHUXEHHUA E .
dakTOpoM, 06ecneyunBalOmMM HanpasJieHHOEe CHUXeHHE E,, MOXeT ObiTb,
HarnpuMep, NOCTENEHHOE OXJNIaXAEHHUEe C 33JJaHHOH CKOPOCTbio [213, 548].
Mpu 3TOM 06 ypOBHE CIOCOGHOCTH BO36YAHMO# KJIETKH reHepHpoBaTh M/
MOXHO CYAMTb MO TaKUM MapaMeTpaM, KaK aMIlJIMTyAa U KOJIHYECTBO
BO3HHKAOMHUX PHTMHYECKH MOBTOPSIOMHUXCS UMITYJILCOB.

Ha puc. 30 noka3aHO, Kak MOCTENEHHOE OXJiaxaeHHe BO3GYAHUMOF
KJIETKH (MYUKOBasi MapeHXuMa) cTe6siA TeikBb OT 34 O 11° MPUBOAMT K

r
CHUIMOHHOMY CHUX€EHHMI0 E, (MyHKTUpHasi JIMHUSA), Ha (OHE KOTOPOro

BO3HMKAIOT PUTMHUUeckH noBTopsiomecs M (B kosuuectse 5). CTauno-
HapHbIH ypOBEHb E;l fipu 11°, JOCTUTaeMblil B pe3yJibTaTe OXJaXAeHH s,

CXOJZ1€H NO BEJIMUMHE C TAKOBLIM TPH AEHCTBUHM Ha KJIETKy 3 MM a3unpa
[548]. Mockosbky a3Wa B 3TOH KOHLIEHTPaLUMH TMOJHOCTLIO noAarnset E,

KJeTKH [211], MOXHO CUHMTATb, UTO YPOBEHb E,’,l npu 11° onpegensieTcs

ryiaBHbiM 06pa3oM AUBEPY3IHOHHBIMH MEXaHH3IMAMH W BBI3BAHHOE OXJIaAX-

AeHHeM CHIMOMAHOE cHuxeHue E,, OMNOCpeI0BAHO CHHUXeHHEM E,,
AMNINTYZJa pUTMHUUYECKkH nosTopsomuxcs 1, Bo3Hukaomux Ha poHe
cHuxawmerocsi E, 3aKOHOMEPHO YMEHbWAETCH (CM. puc. 30). 3TO Mno3-
BOJISIET lYMATb, YUTO HMEHHO BEJNIMYHHA E, B MOMEHT reHepauuu M onpe-
AEJISET B PEWAOMEA CTEMEHN aMIUUIMTYAY UMIyJibca. JIEACTBUTEINIbHO, KakK
BUAHO U3 PHC. 37, HOCTPOEHHOIO MO JAaHHLIM pUC. 30, MeX Ay BEJIMUHUHOWM
E,B MOMEHT BO3CYXJ€HHSl W AMIJIMTYAOH BO3HHMKAIOWMX MMIYJIbCOB
UMEEeT MECTO JIMHEHHAA 3aBUCUMOCTb. JIMHEHHO 3ABUCHT OT BEJIUUYHUHBI Ep
(B MOMEHT HauaJla pa3fipaxX€eHHUs KJIETOK OXJIAXAEHHEM) H KOJIMUECTBO

reHEpUPYEMBIX PUTMHUECKH NoBTOpsiomuxcst 111 [213]. CHuxeHue E,r,, ao

ypoBHsi Ep comnpoBoxaaeTcsi noAaBJieHHEM npoLlecca reHepauuu I17.

TakuM oO6pa3oM, HaNpamWBAETCs BBIBOJ, UTO HAJIHUME B COCTABE E,','
BbICOKOrO E, oGecrieunBalomero co3fianue GOJbIMX IEKTPOXHMHUECKHX
rpaagueHTos /1-o6pa3yommux HOHOB, ABNSAETCA HEOGXOAUMBIM YCJIOBHEM
[JIS1 OCYIECTBJIEHH S BO30YJMMOW KJIETKOHN BBICIIET'O PaCTEHHUSA CriocobHO-
cTu resepupoBaThb [1/]1.

CnenyeTr, OAHAKO, YYMTHIBATb, UTO, MMOCKOJIbKY PHTMHUECKH TMO-
BTOpsiouiecs ]l BO3HKMKAJIN B NPeesiaX CEPUMH, NOKa3aHHON Ha pHC.30,
NPpH PA3JIMUHBIX TEMMEPATYPAX, HIMEHEHHE WX aAMIUJIMTYZAbl MOLJIO GhITb
pe3ysibTaTOM He CTOJIbKO CHHXEHHUSI Ep, CKONIBKO BIIMSIHUA OXJIaXAECHHSA
Ha MOHHBI TPAHCMOPT uepe3 KaHasbl MeMOpaHbl TIpU BO3BYXAeHHUH [311,
454]. CymecTBEHHOE 3HAUEHHUE B 3TOM CBSI3W NPHUOOPETAET aHAJTN3 32aBUCH-
MOCTH aMIJIMTYAB 1 OT BesnunHbl E, npu reHepaunu MMnyJbcoB B
CXOAHbIX TEMIMEPATYPHBIX YCIOBHSX. Takoi aHasiu3 ObiJT BbIMOJHEH, KOria
B BO30OYAWMDIX kJieTKax CTeBJIA TbIKBb C MOMOIGLI0 MOCTENEHHOrO
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PHC. 37. 3aBHCHMOCTb AMIUJIHTYAL PHTMHUECKH NMOBTOPAOWHXCA [ OT BEAHUHHbI Em B
MOMEHT BO3BY X JEHHHA KJTETKH NMyUKOBOA NMaPEHXHMbI CTeG1A ThikBbI [548]

r
MyHXTHPHORA THHHEA MOKalaH yposeHs E,, COOTBETCTRYIOMHA Ep

PHC. 38. 3aBHCHMOCTD AMIUTHT YA oAMHOUHbIX T[] OT BeIHUHHLI E; KJNeTok CTel/iA THKBLI B
MOMEHT BO36YXIEHHSA B CXOAMMIX TeMiiepaTyPHbIX ycnoBHAX |548]

Ypomenb E; KJeTOX, CoOTBETCTRYIOMHA Epy, BapbHPYET OT -50 s10 ~80 MB

T e eTee o7
NS

RRRINHANS
$.0.9,9,0,9,9,9,9.9,

Puc. 39. MpeanonaraeMas cxeMa TPaHCNOPTA HOHOB Yepe3 MAA3MATHUECKYW0 MeMOpany
BO3BYAMMOR KJIETKH BRICHIENO PAaCTEHHS B COCTOANHK noko A [548|

OXJIaXZIeHUs1 OT 23° MHAYLUMPOBANH oAHHOUYHBIE [1[], BO3HHKAIOWHE TNPHU-
6JIM3UTEJIbHO MPH ONHOM U TON xe TeMnepaType (~18°) [548]. Ux aMNIUTY-
A3, Tak Xe Kak W aMIJIMTYyAa UMIYJIbCOB BHYTPH CEPHH B OMMCAHHBIX
BbillIe OMNbITaX (CM. puc. 30), Oka3asiacb MPONOPLHOHANLHOH BEJIHYHHE Ep B
MOMeHT reHepauuu N1 (prc.38). CieqoBaTesibHO, AMIJIMTYAA PUTMHUECKH
TMIOBRTOPSIOIMNXCHA HWMITYJIbCOB, BO3HUKAOMMUX B YCJIOBHSAX CHHXAIOMEHCH
TemnepaTypy, 612 AETEPMUHHPOBAHA NMpPeXAE BCErO BEJTHUHHON Ep,

TakuM 00pa3oM, y BbICHIMX PACTEHHHA, B OTJIMUHE OT XXHBOTHBIX O0bek-
TOB, CNOCOBHOCTb reHepHPpoBaTh M/l HAXOAUTCS B MPAMOH 3aBUCHMOCTH
OT BeJMYUHB MeTaboJIMueckol KOMINOHEHTW E ,',, 3Ta 3aBUCHMOCTb
CTAHOBHTCS] TIOHSITHOHW, €CJIM yuecTh OCOOEeHHOCTH reHepauun N1 y
BBICIIMX PaCTeHHi, CBA3aHHbie ¢ HEOOXOAUMOCThI0 (POPMHUPOBAHHS BBICO-
KHX 3JIEKTPOXHMMHUECKHX T'PAJHEHTOBR OCHOBHbIX [1/I-06pa3yiomux HOHOB
(Cl- n K*) nnsi BO3HMKHOBEHHS flaxe OJMHOYHBIX HMNYJIbCOB. ‘COrJiacCHO
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NpeACTaBJIEHHOW Ha pUC.39 cxeMe TpaHCNopTa MOHOB Yepe3 MJa3MaTH-
ueckylo Mem6paHy BO30YAMMON KJIETKH, HAXOASAMENCSH B COCTOSHHWH
MOKOSI, BBICOKWH Ep, reHepUpYEMbl MPOTOHHBM HAaCOCOM, C OIHOH
CTOpOHB, GJlaro/jlapsi KOHBEPCHH MOXET TpaHcpopmupoBaThes B ApH, ¢
aApyroi — ofecrneunBaeT 3HAUHTEJIbHYIO 3NIEKTPHUECKYI0 COCTARBJISIIOIMYIO
3/IEKTPOXHUMHUECKOTO T'PagHEHTa OCHOBHOIO JENONSAPH3YIOMEro HOHa,
kakuM siensieTcs Cl-. flpu 3TOM HanpaBJyieHHasi HapyXy 6oJibmas KOH-
LUEeHTPaLMOHHAS COCTABJISIOMAs 3JIeKTPOXHMHUECKOTO I'paiHeHTa 3TOro
HOHa CO3jjaeTCs, MO-BUAMMOMY, aKTHBHBIM nocTtynyieHneM Cl~ BHYTpb

kietku B cummnopte ¢ HY 3a cueT paGoThi nepeHOCUHKa NPH HAJHUHK
HHU3KOH XJIOPHOW NPOHMLIAEMOCTH TJla3aMasieMMbl [S507, 652]. BbiCOKHM
noteHunan E, obecrnieunBaeT Takke YC/IOBUSL 1JISl TIOSIBJIEHUS Hanpas-
JIEHHOT'O M3 KJIETKH B CpeAY 3HAUMTEJIbHOro KOHLEHTPaLMOHHOI'O rpaju-
€HTa OCHOBHOTIO PENOoJISIPUIYIOIWETO HOHA, KaknuM siBsisieTcsi K,
HanoxeHHOe Bhllie NOKa3biBaeT, yTo 6e3 yuacTus anekrporentoro Ht-
Hacoca BO30yaANMO# meMOpaHbl M NoTeHuHMaa Ep sHaunTe bHbie 31EKTPO-
XUMHYeckue rpaadeHTnl [1J-o0pa3yiomyXx HOHOB Yy BBICHIMX - paCTEHHH
chopMHUpPOBATLCS, OUEBHAHO, HE MOTYT, W, CJIEAOBAaTEJLHO, He MOryT
BO3HUKHYTb TIPH BO3OYXJAEHHH KJIETOK M TOTOKM 3ITHX HOHOB,
nocratouHbie Ay GOPMUPOBAHHUA KaK OAWHOUHBIX, TaK H PUTMHUYECKH
NOBTOPAOMMXCH MMNYJbCOB. Ha OCHOBe 3TOW TOUKH 3PEHUS JIErko
OObSAICHHUTb OTAEJIbHbIE CBEAEHHS O TOM, YTO PH3INOIIOTHUECKH aKTHBHbIE
COEIMHEHHS], YTHETAIOUWHE HITH CTUMYJIMP YIOIIM€E aKTHBHOCTb 3JIEKTPOreH-
HOrO MPOTOHHOrO HAcOCa NJa3aMaTHUECKHX MeMOpaH pacTeHuH, aHa-
JIOTHYHBIM 06Pa3oM BIHSIIOT K Ha NMpOLIECC renepaup'm NAl564, 641, 650].

Y4acTHe 3JIEKTPOreHHOro HAcoca
B popMHpOBanuH (Pasbl PEHONSIPU3A UM
NMOTeHIMAaNa qeiCTBUA

3HauyuTesIbHLIA BeiXOA M/-06pa3ylomux MOHOB W3 BO3BYAUMBIX KJIETOK
BbICHIErO paCTEHHUS NIpH reHepauud N/l npeanonaraer yuactue 3JieKTpo-
reHHOro Hacoca BO36yaAMMOIl MeMGpaHbl He TOJIbKO B CO3aHHH 3JTIEKTPO-
XHMHUECKUX rpagueHToB I/]-o6pa3ylomyMXx MOHOB M UX BOCCTaHOBJIEHWH
rnocJjie reHepatn UMNyJsbca, HoO U B POpMUPOBaHHHM KHHETHKH camoro T1.

Ins aHa/M3a 3TOro acnekra o6paTMMCs BHOBb Kk puc.30, rae npen-
CTaBJieHa CE€pUS pPUTMHUYECKH NOBTOpsiomuxcsi [1J], BO3HMKAWOMHUX B
BO36YAMMOM KJIeTke CTeBJIA ThikBbl Ha (OHEe HanpaBJIeHHOT'O CHHXKEHH S

r
3JIEKTPOreHHON KOMMOHEHTH E, Np¥ TNOCTENEHHOM  OXJaXJEHHH.

MpuBnekaeT BHUMaHHE TO OBCTOSATENILCTBO, UTO NEPBbIE JBA HMMYJibCa
CepHH, BO3HHUKAOMUE B YCJIOBHAX, KOT/]Ja CHHXEHHE TEeMMNEPATYPh Cpejibl
HE3HAUMTEJNIbHO CKa3pBa€TCSi Ha BesuunHe Ep, mouT cosnajaior mo
dopMe M UMEIOT OHHAKOBYI0 BEJIMUMHY aMIUTUTYZ (a3 Aenosisipu3aLyu
{AQ) M penonsipu3aumy (A,). OlHako TIPH JaNbHENEM NOHHWXEHHUH TEMIe-
paTypel, TpHBOASMEA K 3aMETHOMY yMeHblieHHI0 E,, MOSIBNSIOTCA WM-
MYJIbCh, Y KOTOPBIX Aj > A,, NPHUEM MO MePE OXJIaXJEHHUS 3Ta pasHHLA
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nce Gonee yBesMuMBaeTcs (puc. 40). Mpu 13—12°, koraa Ep MOYTH NMOJ-
HOCTbIO HCUE3aeT, BeJIMUnHa (Ag — A,) AOCTHraeT HanboJIbero 3HaUeHUs
u coctaBisieT 15—17 MB. Ecain yuecTb, 4TO ¢asa penossipulauuu GOpMH-
PYETCSK BBIXOZOM H3 KJIeTOK HOHOB K*, TO 3TOT pe3ysbTaT yka3niBaeT Ha
TO, YTO B XOJ€ reHEPaLHH HUMNYJIbCa ITEKTPOXUMHUECKH rpaaueHT K*
npu 13—12° yMeHbmaeTCs Ha ~17 MB W PENOJIAPUIYIOIMI TIOTOK 3THX HO-
HOB HE MOXET CKOMMNEHCHPOBATb CABHI E,., BH3BBaHHBIH ENONSAPHIYIOMHM
BoixogoM Cl- 1, BeposiTHO, APYTHX aHHOHOB.

JIeACTBUTENIbHO, €C/IH B COOTBETCTBHU C JaHHBIMH 06 HOHHOM TpPaHC-
nopTe npu Bo36YyXI€HHH Y ThikBbl [192, 195, 222] nosiaraTh, 4To 3a BpeMs
OAWHOUYHOrO M1[]1 U3 KJIETOK MYyUKOBOH NaAPEHXHUMbI BBIXOAUT OKOJIO 30 MM
K* (npy ncxoqHOM KOHUEHTPALMK 3TOrO HOHA 165 MM), a KOHLIEHTPaLU s
K* B KJETOUHBIX CTEHKaX COOTBETCTBYET €ro KOHLEHTpauuu B
OoMbIBalolleM pacTBope (IMM) U He HIMEHSIETCH, TO PenoJsAPU3YIOMHIA
notok K* npu 13—12° He "goTsHeT" 10 ypoBHs E ;, ¢ koTOoporo Bo3xuk I,
NPpHMEPHO S MB:

RT . [K*], 165

Ay — A, =AEx =—I1g———=571g—=5MB

TAe Agn Ay — amruumTyzna ¢a3 fe- U penosspulaunu uMnysbea, (K], u
[K*], — ucxoaHas W KOHeuyHass koHueHTpauuu K* B knerke, AEx —

u3MeHenmne K*-aupdysmonHoro noreHumania o BpemMs [1/]. BoiuncneHHas
BEJIMUKMHA (Ag — A,) MeHbllle, yeM BEJIMUHHA (A4 —A,) B 3KCTIEPUMEHTE.
O/lHaKO, TOCKOJIbKY TpH pacueTe He YUHTHLIBAETCS YBEJHUEHHE
KOHLIEHTpauuu K* B npuMeMGpaHHOM CJIO€ CHAPYXH BO36YAUMbIX KJIETOK
BO BpeMst TreHepauMu I/l BbIUMCIIEHHAas BeJMUMHa (A4 — A,)
NMPEACTABNSETCA ABHO 3aHWUXEHHON.

To, UTO B YCJIOBMAX KOMHAaTHOH TeMnepaTypbl 23—26°, KOrAa akTHUB-
HOCTb 3JIEKTPOTEHHOr'O HACOCa MNJ1a3MaJJIEMMbl CTEGJIA ThIKBbI BRICOKA [215],
tha3a penossipusauuu [1/I NOJHOCTbIO BOCCTAHABJIHMBAET MCXOJHbIMA

ypoBeHb E;, MOXeT GbiTb CBA3aHO, OUEBUIHO, TOJIbKO C TEM, UTO IJIEKTPO-
TEHHBbI HAcOoC “MOAKITIOYAETCH" K NPOLIECCY PENOJIAPH3aLMKM U “yCTpa-
HsieT" pa3nMune Mexay Agu A, NMNYJIbCOB. YTIpoueHHasi cxemMa Gopmu-
posanuus N[, yuuTbiBaOmas ‘NOAKJIOUEHHE" 3INEKTPOreHHOro Hacoca
BO36yAMMO# MeMOpaHB! K TIPOLIECCY PETIOJISIPH3ALINM, TTIOKA3AHA Ha PUC.41.
B COOTBETCTBHH C 3TOH CXeMOH npouecc fopmupoBaHus NJ] y BbiCIIEro
pacTeHHsi MOXET ObiTb pa3aesied Ha TPH CTaaAuM [214].

Ha ctaguu I BeixoAsAmmMi u3 BO3GYyaHUMOi kyeTku noTok oo Cl- (u,
BEPOSATHO, [APYruX aHWOHOB) dopMupyeT a3y aenoNsipH3aLdyn
uMnysbca. E,, KJIeTkun (CO 3HakoM "MUHYC" BHYTPH) NPHU 3TOM H3IMEHAETCA
B COOTBETCTBHHU C YPaABHEHHEM

* _ 10

E,=E,+A,;, .
rae E: — yposenb E,, B Maxcumyme MNJ; E?,, — ypoeeHsb E,,, ¢ koTOpOro
BO3HHWK 1.
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PHc. 40. TeMnepaTypHasi 3aBHCHMOCTb Ay (1) H A, (A N/[189]

NocTpoena ANs ceprH PHTMHUECKH NOBTOp AMKXCA /1, npeAcTaBAeHHOA Ha pHc. 30
Prc. 41. CxeMa ¢opmupoBaHHSs N/l Ha MiaMaTHUeCKOR MeMmOpaHe BO3CYAHMOH KJIETKH
BLICIIErO PACTEHHS, YUMTHBAOmMas yJYacTHe 3sekTporeHHoro H*-Hacoca B aToM npouecce
[214]

?
—ypoBeHb E,,.c koTOporo Bo3HHkaer NJ; E": — yposeHs E,, B MakcHMyMe NJ; E,,, -
yposens E,, noche reHepaunu NJ npu oTCyTcTBHK Binafa H*-Hacoca B dopMHpoBaHHe
a3 penoiApH3ALKH HMMYNbCa; Ay — aMMIHTYAa asbl aenonsipHaunk NM; A, Ay, —

amMnAHTy AN $a3kl peronsipulaluu N npH HaHUYHHK H OTCYTCTBHH BKJIaZla 31EKTPOreHHOro
Hacoca COOTBETCTBEHHO; [ /1 /1] — ctagun popmHpoBanus NN

PHc. 42. NpeanonaraeMbii Bkiag AHPOYIHOHHOA H INEKTPOreHHOH KOMMOHEHT B E,,
BO3CYAHMOR KJIETKH BBHICIIErO PACTEHHA A0 BO3HHKHOBEHHS N (/) H Mo 3aBepmeHHH
penonspu3aunu NQ I [214]

EP,E‘: — 3NieKTporeHHbie MOTEHIIHAML 10 H NocKe reHepautH NJ cootsercTeerto; Ep, E ;)
— anddy3HOHHBIE MNOTEHUHaNsl [0 H Moche TreHepauWn T/l COOTBETCTBEHHO;
AEx—ywMmeHbmwenne Ep no 3asepmennn NA; AEP — yBenuuenue £, no sapepmenun NJ



Cragus Il oxBaTbiBaeT npotiecc GopMHUpPOBaHUA Pa3bl PENOJIAPHIALMH
M/ BBIXOASAMUM M3 KJIETKH MaCCUBHBIM NOTOKOM HOHOB K*. U3meHeHue E,,
Ha 3TO# CTaJIMM MOXET GbITh OMMCAHO YPaBHEHHEM

E,=E,—Al, 25)

rje E',, — yposeHsb E;,, [OCTHraeMbiil B X0/l PETIOJIAPH3ALHH B YCJIOBH SIX
YMEHBIMEHUS MPH reHepauuu [1/] 3NeKTpOXUMHUECKkOro rpaaveHTa K*,
A, — amnautyaa dasel penonsipusauuu N1, GopMupyemasi BHXOLAMMUM
norokoM K*.

Ctaaus Il COOTBETCTBYET 3aKkJIOUHTENIBHOMY yYacTKy (a3sl penoJis-
pu3auum 1111, dopmupyeMoMy "roaxoueHneM"” k npotieccy reHepauuu M
anexTporeHHoro H*-Hacoca. MexaHH3M "NOAKJIIOUEHHSA" COCTOMT, Ha Ham
B3rJiIfiJl, B TOM, YTO B MOMEHT BPEMEHM, KOr/la 3aBepmaeTcsi MPOLIECC
peEnosisipu3aLMi BO3IGYyAUMOR MeMOpaHbl, O6YCJIOBJEHHBIA BHIXOAOM H3
kineTku HOoHOB K*, E, cTpeMHUTCS NPHHATH 3HaAaUEHHUE B COOTBETCTBHH C
reHepvpyeMbiM NMPOTOHHBIM HACOCOM MOTeHUMasoM. [Ipu 3aToM E, nocrie
MMITYJIbCA AOJIKEH MPEBHINATE HCXOAHbIA E, 10 BO3HHKHOBEHHS HMITYJIb-
ca Ha AE,, (pHC.42), KOMIEHCHPYIOIYI0 YOblJIb AH(EHY3HOHHOA KOMITOHEHTH
E,, Ha AEg (COrJlacHO ypaBHeHMIO 23). 3TO NpPe/CTaBISETCA BO3MOXHbIM
JIMIMb B YCJIOBUSIX aKTHBALIMM 3JIEKTPOT€HHOro Hacoca, MPHpoja KOTOPOR
OCTaeTCA NOKa HEHW3BECTHOA W TpebyeT CrelHaibHOr0O HCCAELOBaHMSL.
MOXHO TeM He MeHee MoJlaraTbh, UTO 3Ta aKTHMBALMA MMEET MECTO TOoA
BIUsIHWEM cHuxeHus E,, Ha ctagum | npouecca popmuposanus INA. B
MOJIb3y TaKOro NMPeAnoJIOKEHH S CBHETENBCTBYIOT HEJABHO IO MyUyeHHbie
JIaHHBIE O TOM, UTO JIENOJAPH3ALIMSA TJIA3MATUUECKOH MeMOPaHb KJIETOK
BBICIIEI'O PACTEHHS CNOcobHA NPHUBOAMTb K aKTHBALMU ATd-3aBUCHMMOro
H*-Hacoca [S09). HameHenue E,, Bo BpeMsi ctaaui 11, ¢ yueTom HanoxeH-
HOT'O BbIIIE, MOXET GHTbh ONMHCAHO YPABHEHHEM

Ep=En—(A;— A)=E, — AE,, (26)

rae AE, = AE,. TipeArnoslaraeMasi akTHBALMS 3JIEKTPOreHHOr 0 H* -Hacoca
B a3y aenosnsipusaumu NJ] uMeeT, OUEBUHO, BpPEMEHHBIA XapakKTep H
yCTpaHsieTcs nosbimeHueM E,, B a3y penosisipusayuy MMnysibca. OqHako
nepexojl Hacoca K HOPMaJIbtHOMY PeXHMy paGoTH H COOTBETCTBYylOMEE
3TOMY CHHXEHHe Ep Ha BeJIMuMHY AE, COBepmanTCsi, NO-BUANMOMY, He
cpa3y, a MO Mepe BOCCTAHOBJIEHHS MCXOQHOrO 3JIEKTPOXHMHUECKOI O
rpaHgueHTa K* 3a cueT noBbmeHHORA BEJIHUYHHB Ep- B Lies10M KHHETHKA H3-
menenus E,, Ha ctaguu Il uMeeT 3xcnoHeHUMaibHy10 GOpMY (CM. PHC. 41),
YTO CBORCTBEHHO AJNS fepMEHTATHBHBIX MPOLIECCOB.

Ponb 31€KTPOreHHOro Hacoca
B OCTHXCHHMM NOpOra BO36yxxieHust

NpeACTaBAsIETC OUEBHMAHBIM €mME OAWH ACMEKT YYaCTHUSi 3J1eKTPO-
FeHHOro MOHHOIr'0 Hacoca BO30yaAuMMOR MeMOpaHel B reHepauwu TN y
BbICILIMX PAaCTEHHH, KOTOPbIA COCTOMT B TOM, UTO CHHXEHHE €ro
aKTMBHOCTH M Kak cneAcTBue E,, o6yciiosneHHoe BiusinMem pakTopa, He
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OKa3blBAIOMEro CymMecTBEHHOro moauduuMpylomero JeACTBHSA  Ha
Ep.sAiBNisieTcS pemanomuM (MJIM JaXe eJHHCTBEHHO BO3MOXHbIM) YCJIOBHEM
ZOCTHXEHH 1 YPOBHS NMopora Bo36yXAEHHSL.

XapakTepHbIM TNPUMEPOM, HJUIIOCTPHPYIOWIMM 3TO, MOXET CJYXHTb
reHepanusi CBETOCTHMYJHPOBaHHbIX [1/] B keTkax Mxa koHouedhanyma
[669]. B ee OCHOBe JIEXHT TNOPOIOBasi JENOJIAPH3ALHS BO3GYAHWMOM
MeMOpaHb!, Bbi3BaHHast M3MEHEHHWEM aKTHBHOCTH HAcocCa B OTBET Ha
OCBemEHHe.

JApyruM yGeaAuTeJNbHbIM TNPUMEPOM POJIH HacoCa B JOCTHXEHHMH
YPOBHSI nMopora Bo30yXJE€HHUSI siBnsieTcs reHepauus M1 Bo3GyauMbiMu
KJ€TKaMH CTeGNsA ThikBbl B OTBET Ha TMOCTENEHHOE OXJaxJeHHe B
HHTepBaJie 11—23°[18S, 190, 211]. 3TO BeCbMa yMepEeHHOe TEMNEPATYpHOe
BOo3aeHCTBHE, PAaKTHUECKH HE BiMsiBoee Ha Ep BO3GYyAHUMBIX KJEeTOK [18S,
211], NpUBOAUIIO K CHHXEHHIO E,, KOTOpPOE Pa3BHBAJIOCh ObLICTPO H He-

nuHeriHo. E, nNpW 3TOM AOCTUraJl ypOBHS Ef,. TipuuuHONn GhICTPOIO

HEJIHHENHOT O CHUXeHMs Ep ABNSANACh TeMNepaTypHO-3aBHCHMAs CTPYK-
TyYpPHasi NepeCTpPoOika, NpOTEKABMAS B JIWITUAHOM MaTPHKCE NJia3MaTHYEC-
Ko MeMOGpaHb! MpH 18—20° XU OXBaThiBABMAS CBOMM BJIHSIHHEM 3JIEKTPO-
reHHHA Hacoc [190, 211, 215]. TNocnenoBaTeIBHOCTb H3MEHEHHA B
BO3IByAMMONM MJia3mMaTHYyeckoi MeMOpaHe npu 3TOM MMeEJNla BHJ: CTPYK-
TypPHasi NepecTPorkKa B JIMMHAAX — CHHUXEHHE aKTHBHOCTH 3JIEKTPOI€H-
HOTO Hacoca — AENOJISIpH3ALMSA IO MOPOrOBOr0 YPOBHSI — AKTHBALIHSA
MOHHBIX KaHaJioB — 111 [190].

HameHeHust, 06beqUHEHHbIE B paMKaX aHHOW MOCJieOBATENbHOCTH,
BECbMA HEOJMHAKOBH MO TOM POJIH, KOTOPYK OHH MIpaloT B Mpolecce
reHepauuu M. Tak, TepMOTPONHAS CTPYKTYpPHAS NEePECTPONKa B JIMIIHAL-
HOM MaTpHMKCe BO36yAHMOH MeMOPaHb! BHIMIOJHAET, NMO-BUANMOMY, POJIb
TpUrrepa nocJyeayoiuen LHenu naMeHeHUn. B TO ke BpeMsl 3JIeKTPOreHHbIA
Hacoc, npeacraByieHHbid H*-ATda3zon [215]), MOXHO pacCMaTpHBaTb KakK
npeo6pa3oBaTesb 3IHEPrdH TEPMOTPOMHBIX CTPYKTYPHBIX H3MEHEHHH
JMNUAOB MeMOpaHbl B 3JieKTpUueckylo ¢opMy — caBur E, 1O ypoBHS
rnopora Bo306yxAeHus1. TakuM o6pa3oM, 6arofapsi MMEHHO 3NIEKTPOTreH-
HOMY HAcCOCY OCYIIECTBASIETCA B JQAHHOM cJilyyae 3Tan MNOpPOIr'OBO#
AETOJISIPUIALINH.

UTak, MaTepHan, UINIOXKEHHBIM B HACTOSIEN TTlaBe, MO3BOJISIET C ONpe-
[EeJIEHHOCTBIO CUMTATh, YTO Y BHICIIUX PACTEHHA 3JIEKTPOreHHHA HOHHBIA
Hacoc (H*-Hacoc) BO3GyaWMoi MemOpaHM HWIpAaeT BaXHY0 poJib B
reHepauuu INMA. TecHoe conpsixeHue reHepauud IJ] ¢ pa6oToi anekTpo-
FEHHOI'0 HACOCa W BEJIMUMHOA OMOCPEJOBaHHOrO MM mnoTeHuwana E,
SIBJISIETCS, CYAS MO BCEMY, OCOBGEHHOCTBIO Mpolecca BO3GYX/JEHHSA Yy
BbICIMX PACTEHHMH B OTJIHYHUE, HANPHMEP, OT XHUBOTHBIX. B YACTHOCTH, Yy
TaKOrO KJIACCHUECKOTO B 3JIEKTPO(PH3IHOJIOTHUECKHX HCCIEeJOBaAHHAX
o0beKTa, KaKk akCOH KaJibMapa, meTtaboJsiHyeckass "HaAcTpownka"' Had Ep
oueHb HeBeJMKa (1,4 MB) [367) U, ciegoBaTeNbHO, POJIH B reHepaumu I/,
aHaJIOTHYHON OMHMCAHHON BbIIE, HT'PATh HE MOXET.

Posib Hacoca U E, B reHepaunn 7] y BBICIIHX PACTEHHA MPHHUMINAIIBHO
OTJIMUAETCH TaKXE OT TAKOBOWM Yy psi/la HH3MMX PACTEHHA, HANpUMeEp y
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auetabynspun u HeApocnopbl, /I KOTOPHIX SBASIIOTCS B OCHOBHOM
pe3yJibTaTOM KPaTKOBPEMEHHOTO "BBIKJIOUYEHHS" 3/IEKTPOrE€HHOTO Hacoca
M B CHJTY 3TOrO CUHTAITCS "MeTabonnueckumu " [408, 640].

B 3TOA CBSI3n MOXHO NPEANONaraTh, YTO MO YPOBHIO CONPSKEHUS C
PaGOTOR 3JIEKTPOr€HHOrO MOHHOrO Hacoca BO3GyAMMON MeMOpaHbl
npouecc reHepauuu N/l y BBICHHX pacTEHMA C 3IBOJIOLIMOHHOR TOUKHM
3pEeHHU Sl 3aHUMAeT NPOMEXYTOUHOE MOJIOXKEHHE MEXAY "MEeTabOIMUECKHM"
THNOM reHepauny N\ y psila Bogopociseh u rpuboB, kak, HanpuMmep, y
auneTabynsapHH [408], v “naccuBHbIM™ THNOM reHepauun I, CBOACTBEHHBIM
AN BO30yAUMBIX KJIETOK XHBOTHBIX, HAMMPHMEP aKCOHa KaJibMapa [541].

16. CTPYKTYPHAS JIABHUJILHOCTD
BO3EYIUMOM MEMBPAHBI
U TEHEPAUMS INMOTEHIHMAIOB AENCTBUSA

B pa3fene 7 Gbis10 MOKA3aHO, UTO 3JIEKTPOreHe3 KJIETOK BbICIIUX pacTe-
HHMA B Mokoe OBGHApYXHBAET TECHYI0 CBS3b CO CTPYKTYPHOH JNabuJib-
HOCTbI0 KJIETOUHBX MeMO6paH. Ha Ham B3rJisig, €CTb BCE OCHOBaHHSA
CYHTAThb, YTO AHAJIOTMUHOE YTBEpXAEHHE SIBJIIAETCA CrPABEAJIHBBIM H MO
OTHOMEHHIO K reHepauuH 1. B 4acTHOCTH, NMPEACTABJISIOTCA JOCTaTOYHO
OUEBMAHBIMM CJIEAYIOMHME OCHOBHBE aCMeKkThi CBA3W reHepauum M1 co
CTPYKTYPHOR J1JaBHUJIbHOCTBIO BO3GYAMMO# MeEMOPaHBI,

Ponb CTpyKTYpHBIX EPECTPOEK
B BO30yguMou MeMOpaHe

B IOCTU>KEHAH TTOpOra BO30yXKAeHAS

Kak yxe oTMeuaJioch Bpime (CM. pasgesn 12), OCHOBHLIM YCJIOBHEM
BO3HMKHOBeHHMs1 [1Jl nMOA BJMSIHHEM Ppa3gpaxuTrenss JioGoH NpUpOAbI
SAIBJIAETCS CHUXEHHE E, BO3OYAMMON KJIETKH O YPOBHS KPMTHUECKOM

AETIONSAPH3aLMH E.y (MJIH YPOBHS OpOra Bo3ByxaeHus). 1S TOro YTobhl

MPOLIECC MOPOrOBOA AEIOJISPH3IALIMH MOT OCYIlECTBHTHCS, B BO30YAHUMON
MemOpaHe TIpM  JEACTBHH  pa3paxHTeNisi. JONXHB  MPOW3ORTH
ornpejeNeHHbEe UIMEHEHHS. ITH M3MEHEHHS, NPUBOLASMHUE K JIENOJSAPH-
3a1MM MeMOpaHbl O MOPOTOBOIO YPOBHS, MPHHATO KJACCHPHMIIMPOBATHL
Kak nojnoporossie. HecMOTPsi Ha 6OJIbITYI0 BAXHOCTb MX M3YUEHHMS JJIS
NQHUMaHUS TOTO, KAKUM O6Pa3oM MPOUCXOAUT TpaHCHOPMALIUS SHEPT UM
pa3paxaiomero CTuMysia B 3HEPruvi0 PacrpOCTPAHSIOIIErOCSA 3JIEKTPH-
YEeCcKOro OTBETA, B 3JIEKTPOPH3IHOJIOrMH XHMBOTHBIX 3TOT BOMPOC AO CHUX
nop, NO CymeCTBY, OCTaeTCs OTKPbIThIM. B HeManoA cTemeHH, Ha Ham
B3rJIAl, 3TO OODbSCHAETCA METOQHMUECKMMHM TPYAHOCTSIMM H3y4eHHS
NOAMOPOroBbLIX M3MEHEHHH Y XHMBOTHBIX OOBEKTOB, MOCKOJIbKY MPOLIECC
reHepaium I1/1 y HUX BeCbMa CKOpOoTeueH. HanpoTus, y BbICIIMX PaCTEHHH
BpPEMEHHBIE MapaMeTpbl NMpoLEecca BO3OYXAEHAA Ha 3—4 nopsaka Bbime,
YeM Yy XHBOTHBIX [175, 560, S70], u 3TO OBCTOSATENBCTBO, 6€3YCJIOBHO,
OTKPbIBa€T XOPOMH e NEPCNEKTUBHI AJ1SI aHaJIH3a MPHUPOAH MOANOP OFOBBIX
H3MEHEHHMH B BO3GYAHMMBIX MeMOpPaHaX PACTHTEJIBHOTO MPOMCXOXAEHH A
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BrnepBbieé MOMHKTKA TAKOro aHayiM3a Oblla TNpeANpPHHATa NpPH  MC-
cneAoOBaHWH reHepalvu M1 B BO30yjUMBIX KJIETKAX CTE6JisA THIKBbI B OTBET
Ha NOCTeNneHHOe oxJiaxzaeHue (1,3°/mMMH) ot 20 1o 11° [190]. KuneTuka
nameHeHus E, BOIGYAHMON KIETKH B 3THX YCJIOBMX MOKa3aHa Ha pHC. 43.
OHa MMEET CJIOXHBIA XapakTep, KOTOPbI MOXET ObiTb O6bSICHEH B3aMMO-
NeAcTBHeM JABYX npoueccoB. TlepBeid M3 HHMX npejacTaBisier cobomn
HauMHaBImYOCA npH 18,8 £ 0,3° GbICTPYI0 HEJTHHERH Y10 AEMOJISIPH3ALIHIO, B
pe3yJsibTaTe KOTOpPOR E, mepexouJ ¢ MCXOAHOI'O CTALHOHAPHOI'O YPOBHSA

Ef‘ = — 160 * 2 MB Ha HOBbBI/ CTallHOHApHBIA YPOBEHb Ef,, = —49 + 2MB npn

13,8 + 0,2°. lanbHEAMEE CHUXEHHE TeMIepaTypsl o 11° Ha E,, He BJUsLIO.
BTOpOR NMPOLIECC — BO3HMKHOBEHHE OAMHOYHOrO [1]] no AocTuxeHuu E,
BeJIMUMHBI, paBHO# — 101 + 3 MB (15,6 £ 0,3°) ¥ COOTBETCTBOBABIIEN, OUE-

c
BM/AHO, 3HaueHH10 E, NPH JaHHOR CKOPOCTH AEACTBUS Pa3/IPaXHTENA.

TakuM o6pa3oM, Kk BO3HHMKHOBEHHIO [1/] IPH NOCTENEHHOM OXJIaXAEHHH
npuBousa 6bCTpasi, HEJJMHEAHO Pa3BHMBABMASICA JEMNOJIAPH3ALMA BO3-
6yaumon MeMOpaHbi, [IJIA ee HayaJla OKa3aJicsi JOCTAaTOYUHbIM Tepenaj
TeMrepaTyps ot 20 50 18,8+ 0,3°, T.e. Ha ~ 1°

MockoJIbKy Yy BLICIIMX pPacTeHuH E,, BkyoyaeT B cebsi Ep U E, (CM. pa3agen
3), €CTEeCTBEHHO ObiJIO NMPEANONOXHTb, UTO BBI3BAHHOE OXJaXAECHHEM

0
cHuxeHue E, Ha aTane E ,, —» E,,f O6GYCJIOBJIEHO BJIHSIHHEM TEMITEPATYPHI Ha

KaX /bR U3 3THX MOTEHLUHAJIOB. OJHAKO B COOTBETCTBHH C YPaBHEHHEM
NonbaMaHa (4) 3aBACMMOCTb Ep OT TeMNEPATYPhI HE ABNSIETCSH CHJIbHOM M
NMPH HAMEHEHHH TEMIEPATYPHI JJaxe Ha 10° COOTBETCTBYIOWEE H3MEHEHHE
Ep He [OJNMXHO MpeBHMATh HECKOJBKHX MHJJIMBOJILT. CleOBaTENbHO,
Hab/ogaeMasi TNIPH  TOCTENEHHOM  OXJIaXZIEHWH  MOANOPpOroBas

0 ¢
neronspudauust (E,, — E|), xapakTepH3yiomasici 3HaAUMTENbHBIM

K03 PHILIMEHTOM KPYTH3HBI U AMINJMTYAON, CBS3aHa NMPEMMYIECTBEHHO C
YMEHbIIEHHEM aKTUBHOCTH 3JIEKTPOreHHOI'0 HACOCAa, @ HE CO CHUXEHHEM
Ep. Mocnenywomue onbiTH € a3uA0M [185, 211] noaATBEPANIH 3TO.

C yUETOM TOrO UTO NPOLIECC HENTHHENHOR AENONAPH3ALIHH BO3BYIMMON
meMOpaHbl HaUWHaNCHA B O6J1aCTH PM3MOJIOTMUECKH YMEPEHHBIX TeMIle-
paTyp M TNPH BeCbMa HE3HAUMTEJIbHOM OXJIaXJEHHWHM, KPYT TIpEATO-
JlaraéMbiX MPHUHMH CTOJIb PE3KOro yMEHbMEHHSI AKTHBHOCTH 3JIEKTPO-
reHHOro Hacoca MOr OHTb 3HAUMTENBHO CYX€H. B YaCTHOCTH, B 3THX
YCJIOBHSIX HeE MNpeACTaBJSJIMCb BEPOATHbBIMH CYHECTBEHHOE JIMMHTH-
POBaHHE CKOPOCTH GMOXMMHUECKHX peakuHRA, WAymuX ¢ 06pa3oBaHHEM
AT® [319], v pasynopsigouMBaHue, JeHaTypauusi 6enKOBOA CTPYKTYPH
3JIeKTPOTeHHOro Hacoca [116, 118]. B TO e BpeMsi M3BECTHO, YTO NpH
18—20° MMeeT MEeCTO CTPYKTYPHasl NMePeCcTpoOiKa B JIMMHAHOA 06siacTH
MJia3MaTUYECKUX MeMOpPaH >XHBOTHOT'O MPOHMCXOX/EHHS, MPOTEKAIOMAS,
KaK TmoJlaraloT, no TUny o6paTuMoro ¢aszoBoro nepexoaa >XHAKHA
KPHMCTaJII—KBa3UKPUCTAJlJl M 3aTParMBaomasi CKOpee BCErO OTAENibHbE
rpynns JOMeHoB [113, 315, 311, 445].
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Puc. 43, BaMsHHE TOCTENEHHOTO YMEPEHHOTO oxnaxjaenus Ha E, po3byaumoR xieTkH
cTeBns Thikebl [190] )
E,on, E;l. — CTalUHOHApHbIE YPOBHH E,, Npu pasiHunbIX TeMnepaTypax; E fn — KPHTHUYECKHH

*
YpPOBEHb nenonnpu:auuu,Em — ypobeHb E,, B MakcuMyme INJ1. 1 — uaMenenne E m 2— W3-
MEHEHHE TeMrepaTypbl

PHC. 44, ADDEHHYCOBCKME XpuBhle [, /[, MUpeHa, CBAIAHHOTO C H3IOJNHPOBAHHBIMH

NAaIMATHUECKHMH MeMOpaHaMH cTe0as He3aKaNEHHBIX (A) H 3akaseHHbIX (5) MPOPOCTKOB
[B.A. Xyaskos, C.C. IATHIMH — HeonmyGJIHKOBAHHLIE JaHHbIE]
I, , I,y — MHTEHCHBHOCTH (IyopecUEeHUHH IXKCHMEDHOR H MOHOMepHoO# dopM MupeHa

PHC. 45. Cxema 3TanoB M3MeHenwsl E, po30yaWMOR KJETKH XOJOAOYYBCTBHTENLHOTO
BLICIIET'O PACTEHHUS MPH MOCTENEHHOM YMEPEHHOM oxaxaenny [207]

E; — YypoBeHb E,, TIPH TeMNepaType CTPYXTYPHOH TNepecTpoixH B JHMHAHOM
OKPYXEHHH 3N1eKTPOreHHLIX HaCOCOB; Ep-ED — 3nexTporeHHan U AHDOYIHOHHANA KOMIMO-
HeHTH E,, cooTBeTCTBEHHO. OCcTanbHble 0603HAUEHHS Te Xe, UTO H Ha DHC. 43
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HUcxoast U3 3TOro, MOXHO ObUIO MoJaraTe, Yto Habmozgaemoe NpH
eACTBHH TMOCTENEHHOrO OXJIAXAEHHA pe3koe HeJMHEAHOEe CHHXXKEHHE
aKTHBHOCTH 3JIEKTPOr€HHOrO HAcoca BO3GYAMMBIX MeMOpaH ThIKBHI,
HaunHaBmeecs B o6nacTh 18,8 + 0,3°, 6bUIO CBA3AHO C H3IMEHEHHEM YCJIO-
BUA QYyHKLIHOHHPOBAHHS HACOCRZ, BhI3BAHHLIM TEMNEPATYPHO-3aBHCHMOR
CTPYKTYPHON NEePeCTPORKO# JIMMHUAHOTO OKPYXEHMS.

llpoBeeHHBIE HA H30JIMPOBAHHBIX MEMOPaHHLIX BE3HKYJIAX C MTOMOIbIO
ruapodobHoro ¢uyopecueHTHOro 3oHga MBA HCCNeOBaHHUSA MOKa3aJH,
YTO B JIMMIHAHOR OGNACTH MJIA3MATHYECKHX MeMOpaH AEeACTBHTEJIbHO
HMEET MECTO CTPYKTypPHas mnepectpoika sGau3u 18° {190). llo3gHee aTa
CTPYKTYPHasi repecTpoika Gbijla 3aperHCTpMpOBaHa TakXke B OMbITaX ¢
JUNodHNbHBIM 30HIAOM NMUPEHOM [215] (CM. paagen 7).

TaxuM o0pa3oM, TEpMOTPOMNHAsA CTPYKTYPHasi NEPECTPOAKA B JIMNHA-
HOM OKP YXXEHHH 3JIEKTPOreHHOr0 HACOCa AOJIXKHA MrpaTh BaXHYI0 POJib B
e COGBITHA, NpOTEKaAmUX B BO3GYAMMBIX MeMOpaHax BHICIIErO
pacTeHUs] TP AEACTBHH IOCTENMEHHOI0 YMEPEHHOTO OXJIAXJEHUS W
MPpUBOAAMMX K BOIHMKHOBeHHI0 T1/].

3HaAUMMOCTb 3TOA pPOJIM OTUETJIMBO MOKA3aJM ONBITEI N0 HMCKYCCT-
BEHHOMY HCKJIIOYEHHI0 TEPMOTPONHOR CTPYKTYPHOHU NMEPECTPOHKH JIHITH -
[AOB M3 LENMHU NMOAMOPOTrOBbIX HM3MEHEHHMA, pPa3BHMBAOWMXCS B NJja3MaTH-
yeckux MeMOpaHax BO30YAHMBIX KJETOK T[POPOCTKOB ThikBH TIPH
AEACTBUH MOCTENEHHOrO OXJIAXAEHHA. JIA 3TOro C MOMOMmMbIY NpPO-
ueaypsl YMEPEHHOI'O XOJIOLOBOI'0 3aKaiMBaHUS TPOPOCTKOB, ONMMCaHHOA
HaMH paHee B pabore [216], cMemasu nNpPOTEKAHHE CTPYKTYp-
HOA NEPECTPOAKH B JIMITHAHOM MATPHKCE MJa3MATHUUECKUX MeMOpaH B
6oJice HH3KOTEMIIEPATYPHYI0O 06NacTh. O HaJIMUKMH CMEMEHNs MHTepBasa
NMepecTpoOrKM CYAMJIM TNO 3IKCMMEPH3alMM THUPEHa, CBSA3AHHOrO C
M30JIMPOBaHHBIMM MeMOPaHHbIMH Be3UKYJlaMH. Bbiio ycTaHOBJIEHO, UTO Y
3akaJieHHbIX NMPOPOCTKOB AIaHHAaA CTPYKTYpHasl nepecTpoika NnpoTekasa
npu 13—14°, B TO BpeMS KaK Y KOHTPOJIbHBX He3aKaJIeHHbX — NMpH 17—18°
(puc. 44). Ctosib HefOJNbMOE pa3siMyMe B TEPMOTPONHBIX CBOHCTBaX
JMNMIHOTO MaTPHKCA NJIa3MATHYECKMX MeMOGpaH CYmMeCTBEHHbM 00pa3om
CKa3biBaJIOCb HA KHHETHKE MOANOPOroBOro M3MEHEHHS E‘; .BO36YAHMBIX
KJIETOK NMPH NMOCTENEHHOM OXJIaXAEHUH OT ~ 23°. Ecnu moAnoporoBas
AEenoNAPH3ALMSA KJETOK KOHTPOJIbHBIX NPOPOCTKOB UMEJIa XapaKTepHH
HeJIMHENHBIA B1/ C nepern6om B 06s1acTH 18°, TO y GONBIMHCTBA 3aKaJleH -
HBIX TIPOPOCTKOB [eMNOJISPU3ALIMS pPa3BHBAJACh TOUTH JIMHERHO, CO
CPaBHHTEJILHO HEBBLICOKMM KOIPPHUHUEHTOM KPYTH3HB (CM. DHC. 28).
MezaneHHO€E Pa3BUTHE NMOAMOPOTOBORA AEMOJSIPH3aLMM, O6yCNOBJIEHHOE
MCKJIOUEHHEM PE3KOY TEPMOTPONHOA CTPYKTYPHOM NEPECTPORKH JIMNKU-
OB U3 MeXaHW3Ma NOATIOPOTOBHX H3MEHEHHH, CMoco6CTBOBANO TOMY,
yT0 reHepauns Il y BO30yAMMBIX KJIETOK 3aKaJIEHHBIX MPOPOCTKOB HMena
MECTO JIMIb MPH BECbMA 3HAYMTENTbLHOM TEMIEPaTYPHOM nepernaze.

Otcioaa CledyeT, UTO yuyaCTHe B LieNM MOANOPOroBbIX HAMEHEHHA
TEPMOTPOMHOA CTPYKTYPHOR NMEPECTPOAKH JIMITHAOB, MOAHDHUHMpPYIOMER
aKTMBHOCTb 3JIEKTPOr€HHOro Hacoca BO3GYyAHMMOA MemGpaHbl, CymecT-
BEHHBIM O6pa3oM Cxa3blBAETCH Ha XapakTepe NMoANOpOroBOA AENoJyiApH-
3a1[MH ITYTEM PEe3KOro YCKOpeHHs nocJiegHen. brarogapsi HMEHHO TakKOMY
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YYacCTHI0 Y THIKBbl CTAHOBHTCS BO3MOXHOW reHepaumsi 1/ B OTBET Ha
BeCbMa yMEPEHHOE MOCTeleHHoe OxJaxAeHHe ot 23—20° [190, 216]. B
3TO# CBSA3M YKa3aHHasi MEPECTPOAKAa MOXET PAaCCMATPHBATBCA Kak
TPUITEP MOATIOPOrOBBIX H3MEHEHHH, NMPHBOASMMX Kk reHepauuu MO y
BbICIIErO PACTEHUA B OTBET HA YMEPEHHOE OXJIaXXAEHHE.

C Yy4eTOM H3JIOXEHHOrO Bbime MOXET GbiTb MMPEAJIOXEHA CXEMA ITANOB
nameHeHusi E, BO3BGyAMMON KJIETKH BbiCIIEro PacCTE€HMs (Ha TIpUMepe
ThIKBH) ITPH JEACTBHH MOCTENEHHOrO OXJIAXAEHUSA (pHC. 45), HA KOTOPOHA
3Tan AEMNOJISIPHU3ALIHK A0 YPOBHSA ropora Bo30yXAEeHH s1 YTPOMEHHO npea-

6
CTaBJIEH COCTOSIMMM M3 JBYX JIMHEAHBIX yUacTkos: E,, — E, nE, — E;,
rae E‘m — I'MNOTETHUECKHA YPOBeHb E, NpH TeMnepaTtype CTPYKTYPHOM

nepecTpolkM B JIMITUAHOM OKP Y)KEHHH 3JIEKTPOreHHOI'O Hacoca.
0 s
B npemgenax yuvactka E, —» FE , CHHXEHHEe E, nporekaeT co

CPaBHHUTEJIbHO HEBBICOKUM KO3)PHLUHEHTOM KPYTH3HbBI H HECYIECTBEHHO
no BesH4HHe. [[PUUHH H3MEHEHHUS E, Ha 3TOM yuacTke, OYEBHHO, MOXET
6biTb HeckoJbkO [207, 212]. B MX UKUCJIO BXOAST, BEPOSATHO, rpajdyaibHOE
yMeHbmeHHe JIabWNAbHOCTH G0eJIKOBOA CTPYKTYPH  3JIEKTPOI€HHOTO
Hacoca, rpaayajlbHOE€ YyBEJMUEHHE BS3KOCTH JMIIHAHOIO MaTpPHKCa
MeMOpaHbl, yMEHbIIEHHE aKTHBHOCTH JbIXaHHsi. BO MHOroM CXOAHHI C
HUMH MPHUMHBI, OGYCJIOBJIMBAIOWHME YMEHbIIEHHE BEJTMUHHDI E, Ha yyacTke
E, — E‘, OQHako KPYTH3Ha MpOUECCa 34€Ch OYEHb 3HAUMTENbHA M
OMpEeAENIAETCA OHA TJIaBHbIM OOPa3oM TEM, UTO NMOA BJIMSIHHEM TeMre-
PaTypPHO-3aBUCUMOMN CTPYKTYPHOH NMEPECTPORKHU JIMITUAHOI'O OKPYXEHHUSA
3JIEKTPOTEHHBIA HAacoC, CO3AalmMHA E, coBepmHJ MPEANOJNIOXHTENbHO

KOHPOPMALIMOHHBIA Nepexo] B COCTOSIHHE C HH3KOR KaTaJIMTHYECKOW
aKTUBHOCTbIO, H B Pe3yJIbTaT€ UYBCTBUTEJIbHOCTb Ep, K IEACTBHIO OXJIaX-
JeHHUS Pe3Kko BO3pocCa (HUXE YPOBH S E",,,).

H3sioXEeHHBIA Bhille MaTEpHaJ, WIIIOCTPUPYIOUHA POJIb CTPYKTYPHBIX
H3MEHEHHA B B0O30yauMMOW MeMOGpaHe B [OCTHXEHHH YPOBHS Mopora
BO30YX/EHHUS TPH AEACTBHH TEMIIEPATYPHOTO DPa3fpakUTEJsi, Ha Ham
B3rJisi], Ha YaCTHOM TnpUMepe MO3BOJISIET AOCTATOUHO OMPEAESIEHHO
CyAMTb O COCTOSIHMM BOMNpOCa B LieJoM. Kak roka3aHO paHee (CM. pas3-
aen 7), MEXaHU3M AEACTBUSA CaMBIX PA3JTHUHBIX 3K30I€HHBIX M 3HJOreHHbIX
daxTopoB Ha E,, xJIETOK BBICIAX PacTeHHH TECHO CBSI3aH C TEMH HJIM
HHbIMM MOAMdHKALMSIMH MeMOpaHHOW CTPYKTYpH. Hcxoasi u3 3toro,
YHHBEPCAJIBHOCTb POJIM CTPYKTYPHBIX MEPECTPOEK B BO3OYAMMON MeMG-
PaHe B OCYmMECTBJIEHHH MpoLecca NMOANOPOroOBOA AENONISAPU3aL{HU, KakK
dparmenTa uameHeHus E ,',, BO30YAHMMOR KJIETKH MPE/CTABJISICTCS BIOJHE
OYeBHHON.
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Ponb CTPYKTYpHBIX NEPECTPOEK
B BO36ygEMOit MeMOpane

B re Hepallid MAKA NOTEHLUAANA AeHCTBHs

Hapsiy ¢ yuacTHEM B OgMOPOroOBbIX H3MEHEHHAX CTPYKTYPHbIE Nepe-
CTPO#KH B BO36yauMbix MeMOpaHax MrpalT, CyAs MO BCEMY, CyHECT-
BEHHYI0 POJIb B reHepaliun cobcTBeHHo nuka M/, T.e. Ha cTaaguM BOIBYX-
AeHusi MeMOpaH, Kkorga ypoBseHsn Mopora yxe JOCTHrHyT. Y6eAUTeNbHbIM
ApryMEHTOM B NOJb3y H3MEHEHHMSI CTPYKTYPh BO3GYAHMMONH MeMOpaHbl
npu reHepauud nuka [J] MOXET CHYXHTb H3IBECTHHA (eHoOMeH
ckauykoo6pa3Horo ymeHomeHus R, B a3y AenoNsipy3aliMd HUMIYJbCa,
O6HapyXEHHBIH KW HAa KJIeTKaX BBICIIHX pacTeHuR [283, 610]. Ilpu 3Tom
BO3HWKHOBeHHE T} Mo NMPHHLMNY "BCe MJIH HUUYETO" MOXET paccMart-
PHMBATBLCH KaK KPUTEPHA KOOMEPATUBHOIO XapakTepa Jiexalero B OCHOBE
3TOro NPOLECCA NPEATIOJIaTaEMOro CTPYKTYPHOro "BoaMyueHus" [116].

CnenyeT OTMETHTD, UTO NpobyieMa CBS3H reHepaLuHy nyka I co cTpyk-
TYPHBIMH TiepecTpOAKamMu B BO3GyauMoi MeMOpaHe AaBHO NMPHBJIEKAET
BHMMAaHHME HCCNeloBaTeNel. B 4acTHOCTH, NMPEACTABJIEHUS O TOM, UTO
BO3HMKHOBEHHE TPAHCMEMOpPaHHLIX HOHHBIX MOTOKOB, Popmupylommx T,
€CTb pe3yJsibTaT KOHGOPMALIMOHHBX HM3MEHEHHMA MAaKpPOMOJIEKYJ BO30y-
AMMON MeMOpaHbl, GBINTH H3JI0XEHB B pa6oTax Tacakv U COTPYAHHKOB yXe
C KOHIa 1960-x ronos [254, 448, 660, 661]. CornacHO MX KOHLEMLHH, TIPH
pa3ipaxeHHH HEPBHOR TKAHM XHWBOTHBIX ABYXBaJIEHTHbe MOHH (CaZ*) B
BO30yAMMOA MeMOpaHe 3aMEHSIOTCSA Ha OJHOBaJieHTHBie (K*). 3TOT HOHO-
OOMEHHLIA NMPOLECC BH3BIBAET H3IMEHEHHE KOHPOPMALIHM MeMOPaHHBIX
MaKpoOMOJIeKys, HabyxaHHe MeMOpaHBl M KaK CHEACTBHE YBEJIMUEHHE
nposoAMMOCTH 71 K* u Na* B noJibay peasibHOCTH NPOTEKAHHUS KOHPOP-
MaUMOHHBIX M3MEHEHHWA B MemOpaHe NpPH BO3OYXAEHWH CBHAECTENbCT-
BOBaJIM pe3yJibTaThl OMNbI. OB, MPOBEAEHHBIX C HCMIOJIb30OBaHHEM dryopec-
LeHTHBIX 30HA0B AHC n akpuauHopaHaxa [658, 659, 662]. B 3TUX onsiTax B
XO0Jie napaJyiyielsHOi perncrpaumm M H UHTEHCUBHOCTH PJTyOpeCcUEHLIHH
CBSI32HHBIX C MOBEPXHOCTbIO MeMOpaHB 30HAOB GHIJIO MOKA3aHO, YTO
ANIEKTPHUYECKHE U ONTHUYECKME NMapaMeTpbl HEPBHOW TKAHM M3MEHSIIOTCS
CHHXPOHHO.

CxonHbie pe3ysbTaThl ObJIW NOJIyueHbl MPH HCCJEOBaAHUM COPOLMH
AHHMOHHOTI'O KpacHuTeJIsA 6K PI030BOro NPSIMOIO CBETOMPOYHOro MeMGpaHOM
akcoHa kpafGa npu Bo3byxaeHWH [138—140]. B umcie Apyrux csuje-
TENbCTB HaJIHUMA KOHPOPMALMOHHBIX U3MEHEHHA B BO3OYOHMOA MEMO-
paHe, CBsi3aHHBIX C reHepauuen oauHouHoro I1/], creayeT yrnoMsHyTh
HW3MEHEHHE CBETOPACCEMBAOIMX CBOACTB M YMeHbmMEHHE [BOARHOIO
JIyUuenpenoMieHH A Mpu BO36GYX/IEHHH aKCOHOB PSZa XUBOTHBIX OGbEKTOB
[24, 25, 357].

HakonneHHbIA 3IKCTIEPUMEHTAJIbHBIA MaTEPHaJI JaJl BECOMbBIE OCHOBAHH A
paccMaTpHBaTh reHepaumio T/l Kak KOoNepaTHBHMA MpOLECC, B XoAe
KOTOPOrO  JIMMONPOTEHAHBE KOMILJIEKCH BO3OyAHUMOA MeMOpaHbl
npeTeprneBalwT ob6paTUMbie M TIEeHEPaJM3OBaAHHbIE KOHPOPMALMOHHBIE
nepectpoitki. B odopmiieHHOM BuAe MOAOOHLA MNOAXO[] BlEpBhIE
HaMeTHJIcA B paboTtax C.B.KoHeBa u coaBTopoB [117—119]. lTo UX MHEHHIO,
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npouecc reHepauud T cONpoOBOXKAAETCA TNOCNEAOBATENLHOA CMEHOMN
TPeX Ppa3/IM4YHbIX KOHPOPMALMOHHKIX COCTOSMHHIA MeMOpaHbi: MOKOS-
merocs, Bo30yX/IeHHOro U pedpaxkTtepHoro. Mem6paHa CTAHOBHTCS BHOBb
“NMONHOLIEHHO" BO30YyAHMMON NMOCJIE€ BOCCTAHOBJIEHUS HE TOJIbKO HCXOAHBIX
HOHHBIX I'PaIMEHTOB, HO M HCXOAHBIX CTPYKTYPHBIX NMapamMeTpoB. BaxHo
MPpH 3TOM OTMETHTb, YTO B paMkKaX CBOMX npexacraBacHuin C.B.KOHeB u
coaBTOpHI [118] yuH, YTO HapAAYy C HOHOOBGMEHHDBIM NPOLIECCOM CMele-
HUe E, MOXEeT "CaMOCTOATENbHO" MHHIIHMPOBATE KOHQOPMALIMOHHbIE H3-
MeHeHHSI B MeMOpaHe NpH BO30yXACHHH.

OonpeneseHHast CJHOXHOCTb [MIpH  aHAJM3E 3KCIIEPHMEHTAJILHOIO
MaTepHaZzia MO YYaCTHI0O CTPYKTYPHBIX “BO3MYmEHUA" BO3OYyJHMOH MeM-
GpaHbl B reHepaliium nuka [I/] cocToMT B TOM, 4TOGb HAEHTHHHLIMPOBATH,
KaKHMe H3 3apPEerHCTPUPOBAHHBIX NPH BO30YXAEHHH CTPYKTYPHBIX H3MeHe-
HHMA eAICTBHTENILHO ITPHHMMAIOT HETIOCPEACTBEHHOE YYACTHE B TIPOLiEcCe
reHepaiu [1/], a kaKHe SABJISII0TCSA Wb CEACTBMEM AAHHOTO npoiecca. C
YUYETOM 3TOTO B HAaCTOSsIliee BPEMS NOJ CTPYKTYPHBIMH M3MEHEHHSIMH B
BO30yMMOH MeMOpaHe NpH reHepauny nuka /1 nogpa3yMeBawT npexae
BCEro KOHGOPMaLMOHHBIA NePexo] HOHHBIX KaHAJIOB B aKTHBUPOBAHHOE
COCTOfIHWE B pe3ysbraTe cMelleHHsA E,, B CTOPOHY AENOJAPU3ALMHM A0
noporoBoro yposHs [22, 309, 614). MexaHu3M HHMUHAUMM KOHOP-
MALMOHHOI'O Mepexo/la MOHHbIX KAHAJIOB B AKTHBUPOBAHHOE COCTOSIHHE
MO/l BJIMSHHEM 3JIEKTPHUECKOTO MNOJIA MeMOpaHW TNpPH 3TOM MMHPOKO
ofcyx/aaeTcsl. B uaCTHOCTH, MPEACTABNSIETCHA BIOJIHE BEPOSTHBIM, UTO
H3MEHEHHE JIEKTPHUECKOTO NMOJI MOXET BJIHATH Ha 6EeJIKOBYIO CTPYKTYPY
MOHHbIX KaHaJIOB KaK HEMOCPEACTBEHHO, Tak M OMNOCPEAOBAHHO, uepel
WHHULHALMIO (Pa30BO-CTPYKTYPHOTO MEpexosia B UX JIHNHAHOM OKpYyXe-
HHUH. Ha mocneHI0l0 BO3MOXHOCTb YKa3hiBalOT, B HACTHOCTH, BXayMHk M
coaBTOpb [309].

HUTak, pacCMOTPEHHBIA Bhile MaTEPHANl MOKA3bIBAET, UTO CTPYKTYPHbIE
H3MEHEHM S, IPOTEKAIOMME B BO3OYAMMBIX MeMOpaHaX, CrioCOGHbBI NMPHUBO-
AUTb K reHepauuy [1]1 U gaxe cocTaBasiTe HEOTbEMJIEMYIO YAaCTb 3TOro
npoiiecca. Cneayer, oAHaKO, YUHTHIBaAThb, UTO CBA3b rexepaimuu IJ] co
CTPYKTYPHOM naGHJIbHOCTbIO BO3OYAHMBIX MeEMOPaH NPOSIBJASIETCA TaKXe
B TOM, YTO gaHHHIA MpouLecc ofHAPYXHWBAET CHAbHYI0 3aBHCHUMOCTb OT
COCTOSIHUA MeMOpaHHON CTPYKTYPB HEMOCPEACTBEHHO Mepea BO3GyxX-
JAeHueM,

Bnustane CTPYKTYPHOTO COCTOSHHS
BO30yuMoil MeMOpaHb!
Ha reHepauuio NMOTEHIUAalna AeUCTBUs

ToTr ¢akT, YTO CTPYKTYpPHOEe COCTOsiHMe BO3OyAMMON MeMGpaHb!
HEMOCPEACTBEHHO MepeA BO36YXJAEHHEM OKA3bIBAET 3HAUMTEILHOE BIINUSA-
HHMe Ha npolecc reHepauuu MNJ, akCnepuMEHTaJIbHO MPOAEMOHCTPHUPOBAH
K HACTOSMEMY BpeMEeHH MHOrMMHM aBTOpaMHM. B 4YHMCIJIO [OCTATOYHO
NPOCTHIX W YOeqHTENIbHBIX [1OKA3aTEJIbCTB HaJIMUUS TAaKOro BJIMSHHUSA, Ha
Ham B3rJsiJ, BXOAUT OMMcaHHbIA B MOHOrpaduu C.B. KoHeBa M COaBTOPOB
[118] deHOMEH HIMEHEHHUS 3INEKTPOPHIUOJOIHUYECKHX CBOWMCTB aKCO-
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HanbHOM MeMOpaHbl BCNEACTBHE €€ MEXaHHWYECKOh JedOopMallMH TNpH
PaCTSKEHHH.

HanGosiee MHOrOYHCJIEHHbIE CBUAETENLCTBA 3ABUCHMOCTH TEHEpalHH
A OT HCXOAHOTO CTPYKTYPHOTO COCTOSIHMSI BO3ByAHMOM MeMBpaHbi
MOXHO HaRTH B paboTax, OCHOBHOW 3ajayelt KOTOPbIX HBJSAJIOCH HCCJE-
AOBAHHE BJIHAHHSA TEMITEPATYPH Ha BO3HHKHOBEHHE H PACMIPOCTPAHEHHE
ANEKTPHUYECKHX HMITYJIbCOB BO3GYX A€HH S, [I7st HAC 3TH paGoTH NpeACTaB-
JISI0T OCOBbIA HHTEPEC, MOCKOJIbKY 3HAUMTENIbHAS HX YaCTh BHINMONHEHA Ha
pacTHTeNbHbIX obbekTax [79, 210, 213, 278, 299. 311, 454, 469].

Pe3ysbTaThl 3THX PaBoT MOKa3bIBAIOT, UTO CTPYKTYPHBIE H3MEHEHHSA B
BO30YAUMBIX MEMGpaHaX, HHAYLIHPOBAHHBIE BJIMTHHEM TEMNEPATYPhI, BO
MHOIOM ONpPEAENA0T XaPaKTep TEMNEPATyPHOA 3aBHCHMOCTH TakHX
NapaMeTpOB JIEKTPNUECKOA BOJHbI BOIBYXKACHHS, Kak €€ aMNJINTYAa Ang,
IJHTENIBHOCTb T H MOPOTOBLIA NOTEHUHAN V. UHTepnpeTauus ocobeH-
HOCTEA TeMNEePaTypHOH 3aBHCHMOCTH MNEPEYHCHEHHBIX MapaMeTpoOB €
no3uuuit  PaloBO-CTPYKTYPHOIO COCTOSHMA BO3BYAMMBIX MeMOpau
HENOCPEACTBEHHO Nepes BoaByx JEHHEM MOXET BHITh Crieylomen.

llocTeneHHOE€ NMOHMXEHHEe TEMMEpPATyph B npegenax ¢uanoso-
THUYECKOr'0 Juarna3OHa, OCYNECTBIAEMOE B X0/ 3KCIIEPHMEHTA JHCKPET-
HO MJIM HENPEPHIBHO, OKA3BiBAET Ha (PAa3OBO-CTPYKTYPHOE COCTOAHHME
JMIUOHOTO H 6EeJIKOBOrO KOMMOHEHTOB BO30YAHMON MeMOpalbi BJUSIHHE,
KOTOpOE B LEJIOM MOXET ObiTb OXapakTEpH3OBAHHO Kak CTabniMaH-
pywmee. MeMGpaHa CTaHOBHTCS Bce Sosniee YNOPSAOUEHHON, “MJIOTHOR",
pacter ee R,, [260, 278, 311], a NpOBOAHMOCTL HOHHBIX KaHAJIOB Nnajaer
{297, 432, 469). B peaysbTaTe cxopocTh Auddy3nn I1/1-o6pasyilux HOHOB
uepe3 MeMOpaHy Npu BO3IBYXJEHHH CHHXKAETCH, UTO NPHBOAHT K POCTY
NMPOJIOJDKMUTENBHOCTH a3 Je- H penossipu3auuy T ¥ THMNynbca B
nesioM (210, 213, 278, 297, 311]. lpu 3TOM NOTEHLHANLHBIA 3HEPTETHUECKHA
Gapbep AJiA NMPOHWKHOBEHMS HMOHOB uepe3 MeMOpaHY MOXET BeCbMa
CYIIECTBEHHO MEHSATBLCS M0 JOCTHXEHHH ONpeJeNIEHHbIX KPHTHUECKHX",
TemnepaTyp. Hanpumep, y xapsl [297] 3HTasbnnsa axTtuBauun (AH')
MPOHHKHOBEHHS HOHOB uepe3 MeMOpaHy NpH Bo36YXJeHHH BapbupoBana
B Npejeniax Avanasona 3,5—40° ot 7 k/I/MOJIb NPH TEMIMEPATYpPax Bhle
20° go 350 x[x/MOJNb NpH TeMnepaTypax HHxe 7°. Mexay 7 H 20°
BEJIMYHHA AH* cocTraBusa 24 k/[x/moJb, UameHenns T [T npu 3ToM GbUtn
OUEHb 3HAUMTENBHB — OT 1 ¢ nNpH 40° go 30 ¢ npu 3,5 [Moka3aTesnbHo
Takxe, uto AH* TPaHCNOPTa HOHOB NO BO3BYAHMBIM KAHAJIAM Y Xaphi NPH
HH3KHX TeMnepaTypax (MeHee 7°) Gbizia CONOCTaBMMa MO BennumHe ¢ AH
nerupataumMu Takux M[-o6pasyiomux HoHoB kak ClI- u K¥, a npw
BLICOKHX TeMmnepaTtypax (Gosnee 35°) — c AH* pudpdysnn HoHOB B
cBoBogHOM pacTeOpe [297). ITO HABOAWT Ha MbICJIb O TOM, UTO NPOXOXK-
neHHe [/1-oSpa3ylompX MOHOB MO BO3GYANMMBIM KaHAaJlaM NpPH HHU3KMX
TeMriepaTypax, OUEBHAHO, HACTOJILKO 3aTPYAHEHO, YTO OKa3biBAETCH
BO3MOXHBIM JIMIIL MPH OCBOBOXJEHHH HOHOB OT IHAPATHbIX OGOJIOUEK.

[IOMUMO 7, CYMECTBEHHbiE M3IMEHEHHSA MMOJ BJIHAHUEM TEMIEPATYpPhI
npetepnuBaoT V,, H Agp: App NPH OXJIaXACHHH YMeHbmAETCH, a Vy, yBe-
nMyHBaercA [79, 210, 213, 311, 469]. EciM yMeHbmieHHe Apg, Kak H pOCT
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T, B 3HAYHTEJNBHOW Mepe, NO-BHAHMOMY, CBS3aHO C YrHETEHHEM
TPAHCNIOPTa HOHOB 4Yepe3 BO3BYAHMYI0 MeMOpaHy, TO yBesunueHHe Vi
MOKAa3biBAET, UTO IOHHXEHHE TEMIEpATyphl, H3IMEHAS COCTOSHHE
MeMOpaHHON CTPYKTYpH, MOAUGHIHDYET AaKTHBAaLlMOHHBIE CBOHCTBa
BO30YAHMBIX kaHanoB. B 4aCTHOCTH, CYAS NO JaHHRIM JAS Xaps [299), ¢
NOHHXEHHUEM TEMIIEPATYPh 3AMETHO YJJIHHAETCA BPEMSA TpaHCHOPMALIHH
BO30yZAMMBIX KaHanoB, Takux xak Ca?* u Cl--xaHaJbl, M3 COCTOSHHS
MOKOS B aKTHBHPOBAHHOE COCTOSIHHE. 3TO BPEMS XapakTepH3yeT Tax
Ha3blBaEMYI0 33aJ€PXKy BO3DYXAEHHS M COOTBETCTBYET NpebbiBaHHIO
KaHaJjia B TpPOMEXYTOUHOM, TNPEAMECTBYIOMEM aKTHBHPOBAHHOMY
COCTOAHHH. MOXHO OTCIAa noJiaraTh, YTO pocT Vi, C NMOHHXEHHEM
TemnepaTyphbl 06ecrneyHBaeT HEOGXOAUMOCTh KOMIMEHCALMH YXYAMEHH A
AaKTHBALIHOHHBIX CBOWCTB IMMOTEHIMAJI3ABHCUMBIX BO30YyJMMBIX KaHaJIOB
NMPH OXJIAXJACHHH BCICACTBHE CHHXEHHUA KOHGOPMALMOHHON MOLBHXK -
HOCTH O6pa3ylomHuX KaHaJbi IMNONPOTEH/IOB.

BaxHO fanee OTMETHTb, YTO PAJIMUHBIE O XaPAKTEPY TEPMOTPOIHbHIE
"BO3MyIIEHHS" MeMOpaHHOA CTPYKTYpPH — pE€3KME (N0 THMY
KOOMEPATHBHON MNEPECTPOMKH) H rpafyasibHbie — OKa3biBaKT pa3dHoe
MoaudHuUHpYyOMEe AEACTBHE Ha reHepauuio M. B nepsoM ciyuae
H3MEHEHHS B TMNpPOLECCE TIEeHEPalHH COMPOBOXJAAWTCHA HINOMAMH Ha
TEMNEPaTYPHBIX KpHBLIX napaMeTpoR M/l no JOCTHXEHHH “KPUTHUECKHX "
TEMMEPATYP, COOTBETCTBYIOIMX HHTEPBAJiaM CTPYKTYPHBIX NMEPECTPOEK,
BO BTOPOM ~— HapaCTawT MOCTEMNEHHO, MNPOMOPUHOHANIBHO POCTY
BEJIHYMHBI TEMNEPATYPHOT'0 BO3AEACTBHSA. ITO ObIJIO OTUETIIMBO NOKA3AHO
B ONbiTaXx Ha ThikBe [213]. TepMOTPONHAA CTPYKTypHaAa NepecTpomka npH
~18' B JMMHAHOM MATPHKCE MJA3MATHUECKHX MeMOpaH, 3aperHcrpu-
poBaHHasi MeTOAOM PIYyOPECUEHTHBIX 30HAO0B [190, 215], oka3anacb NpH-
YACTHOMR K MOSMBJEHHI0 neperufa Ha TeMnepaTypHBIX KPHBRIX Dsja
napameTrpoB (V. , T) I]], BO3HUKaBIMX B JHana3oHe oT 26 Jo 13' B
BO3OYAMMBIX KJIeTKaX CTeO/NA DPACTEHHA B YCJIOBHAX MOCTENEHHOro
oxJaxJAeHHs. B cBOw ouepenb, rpajyaNbHOE H3IMEHEHHE BSA3KOCTH
JMIMMHAHOTO MaTpHkca MeMOpaH B HHTEpBasiax 13—18 u 18—26° [190, 215])
66710, CYASA NO BCEMY, peasIbHOH NPHUHHOA GopMHpOBaHMA GoJiee HIM
MeHee JIHHEAHBX YYaCTKOB KPHBBIX AHAJIH3HPDYEMBIX Napamerpos [
HHXE M BblE TEMNEPATYPhI NEPEruba (pHC. 46). [IpH 3ITOM reHEPaJIH3aLUA
TEepPMOTPOMNHbIX CTPYKTYPHbIX HM3IMEHEHHHA, HAUMHABIIUXCSH B JIHNHIHOM
MATDHKCE H OXBaThiBaBLMX CHepoit CBOEro BIHAHHSA JIMNONPOTEHAbI
HOHHBIX KAaHANOB, OCYMECTBJSNACH, OUEBHAHO, NO JHNHA-GENKOBOMY
THITY.

OCHOBHOE OTJIHUHE BJIHAHHA Ha reHepaiuo [ peakod CTpPyk-
TYPHOAR NEPECTPOAKH KOOMEPATHBHOrO THIA, MNPOHCXOAAMEA B
BO30YAMMOA MeMOpaHe MO MPHHLUMAY "BCE HJIH HHUETO", OT BIHSAHHA
rpagyaJibHOro CTpyKTYPHOI'O H3MEHEHHS COCTOHMT, MO-BHAUMOMY, B TOM,
YTO MEPECTpPOWKa CKaukooOpa3HO “nepexkymoyaet” BO3DYAHMLIE MOHHBIE
KaHaJibl Ha HOBBHIA pexXxuM (PyHKLIHOHHpOBaHMSA. Takoe "nepexsouyeHue”
noa BJHMSAHHEM TEPMOTDOMHOH MNEPECTPOAKH  COMPOBOXJAAETCH
YCHJIEHHEM 3aBUCHMOCTH reHepauuu I oT TeMnepaTypel. HMEHHO 3TO, HA
Hall B3rJISiJ, MOXET ABASITLCA OCHOBHOW NMPHYMHOWM TOrO, YTO Y TaKHX
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XOJIOJOUYBCTBHTE/ILHBIX PACTHTENbHBX OGBEKTOB, Kak SBHODHUTYM M THIK-
Ba, TEHEPALHA H pacnpocTpaHeHHe MN/] MOJMHOCTbI0 BIOKHPYIOTCA OXJIaX -
ACHUEM NPH eme CPaBHHUTENBHO BBICOKHX (HIHOJIOTHUYECKHX TEMIe-
paTtypax — 12—14°[213, 454].

CregyeT Takke O6pDaTHTbh BHHMAHHME Ha TO, UTO TEMNEPATYPHASA 3aBH-
CHMOCTb TreHepauHn [/l y OGBLEXKTOB pPACTHTENBHOIO H XHBOTHOI'O
NPOHCXOXAEHHA OGHapYXHBAET, CyAA MO HEKOTOPbIM JaHHBIM, Onpeje-
JIEHHbIE PA3JIMUMSA, KOTODhHIE, B CBOK OUEpE[b, MOTYT ObiThb CBSA3aHbl C

Ven ) m8 7,6
EUF -60

PHc. 46. TeMnepaTypHasi 3aBHCHMOCTb
Vi (1) M T (2) N BOIBYAUMOR KIETKH 40+

cTe6ns ThikBH [213]

H0
20

20

) L
™ 18 22 26 30°

Pa3/IHUNSAIMH B TEPMOTPOIMHBIX CBOACTBaX CTPYKTYPhl HX BO3GYAHMBIX
MeMmOpaH. HanpuMep, ecnu y PacTeHH? YMEHBUIEHHE App OTMEYaeTcs
O0BIYUHO B OTBET Ha oXJaxaeHHe [210, 311], TO y akCOHa kanbMapa [428]
yMeHblIEHHE Ap; NPOMCXOAHJNIO MO Mepe NOBLILEHHs TemnepaTyps. B
HHTEpBasnie 2—20° OHO 6biJIO BECbMA HE3IHAYHTEJILHBIM — OT 85 g0 80 MB,
OJHAKO 3aTEM YCKOPSAJOCb, CTAHOBACb OUEHb GLICTPbIM Mpu 35°. O6pa-
THMbIA “TenJsioso# 6s10k” reHepauuy M1 B aKkCOHE HMEJ MEeCTO MeXAy 35 H
40°,

17. OCOBEHHOCTH BOCCTAHOBHUTEIIBHOI'O TTEPHOJA
¥ BBICHIMX PACTEHUN

Kax n B moGo# Apyro# “@pyHkuHOHaNLHON cHcTeMe" [11], B BO3GYAHMBIX
KJIETKAX H TKAHSX BHICIWIHX PACTEHHHA OTKJIOHEHHE OT KOHCTAHTHOI'O YPOB-
H$ XW3HEHHBIX MAPAMETPOB CAYKHT TOJUKOM K MOGHJIH3ALMH aNMNapaToB,
BHOBb BOCCTAHABJHBAOM[HX HMX TMOCTOSIHHBIA . YPOBEHb., JTO KacCaeTcs
BCEro KOMIJIEKCA ABJIEHHA, COMPOBOXAAKIHMX MPOLECC BO3BYKAEHHA:
3JIEKTPUUECKHX, IJEKTPOXHMHUECKHX, METaGosMuecknX, PyHKIIMOHANb-
HBIX.

PedpakTepHOCTh NMPOBOASIINX TKAHEH

PedpakTepHOCTb, HJIH MOHUXEHHAaS CNOCOGHOCTb PEarHpPOBaTh reHe-
PaLHERA INEKTPHUECCKHX HMIYJILCOB Ha MOBTOPHBIE BHEMIHHE BO3AEACTBH A,
XapakTepHa Ans Bo30yauMBIX cucTeM. B nepnog abconoTHON pedpakTep-
HOCTH reHepaiMs H pacnpocTpaHeHHe [1J1 OTCYTCTBYIOT, a B NEPHOA
OTHOCHTEJNIbHOA pepakTEPHOCTH CMNOCOGHOCTb K HX OCYIIECTBJIEHHIO
MOHHXEHA, YTO BHPANKAETCH B YMEHBWEHHH Apyp HITH YBEJIHYEHHE NOPOTa
€ro BO3HUKHOBEHH A [135, 262].
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AnuTenbHOCTH abCOMMOTHOrO M OTHOCHTENLHOTO pedpakTepHhIX Ne-
PHOZOB [JiSi BOBYAHMBIX KJIETOK H TKaHEH HEKOTOPBIX JIOKOMOTOPHbIX
BbICIIMX PACTEHWH YCTAHOBJIEHB CPABHMTEJNIBHO AQAaBHO. Y BEHEPHHOWM
MYXOJIOBKH OHH COCTaBJIfIIOT COOTBETCTBEHHO 0,6 W 30 c [338], y
Guopuryma — 20—30 M 30—70 c [633], y MUMO3W — 75—90 C H HECKOJIBKO
MHHYT [648]. OTclo4a BMAHO, UTO OCOBEHHOCTbIO BHICIIHX PACTEHHA Ha
3TOM . 3aKJIOYHTENLHOM 3Tane uuksa BO3CYXIEHHMNA, Kak H Ha 3Tamne
reHepauuMu camoro I/l SBJSAETCA 3HauyMTeNbHAas [JHTENbHOCTb
BPEMEHHBIX XAPaKTEPHCTHK MPOLIECCa, NPHUEM YEM NPOJOJKHMTEJNIbHEE
caM nuk M/l y AaHHOrO pacCTeHHMs (CM. pa3gen 12), TeM Jojbmie AJHUTCHA
pedpakTepHoe COCTOAHHE NMOCKE Ero r'eHEPALIHH.

HeCMOTPA Ha 3HaAUHTENbHYI0 BapHabesbHOCTb, obneA YepTOA OTHOCH-
TeNbHBIX pedpakTePHLIX NEPHOLOB YKa3aHHMX PACTHTENbHMX OOBHEKTOB
SABJIAETCHA TO, YTO MX JQJHMTENIbHOCTb, KaK [MPaBHJO, 3HAUHTEJBHO
NPEBBIMIAET AMUTENBHOCTH CaMOTO I1]1. OCOGEHHO UETKO 3TO BbIPAXEHO Y
MHMO3bl. JlaHHO€ OGCTOSITENLCTBO MNO3BOJISET BNOJNHE OBOCHOBaAHHO
CUHMTaTb, YTO Yy BBICHIHX pacTe€HHH pedpakTepHOE COCTOSSHHE MOXET
Urpatb He TOJIBKO CHELHAJU3HPOBAHHYI® POJIb, TPHBOAAMYI K
BOCCTAHOBJIEHHI0 HMCXOJHOM BO30YAHMOCTH, HO CHOCOOHO OKa3bBaTh
3HaYMMOE€ BJIMSIHME Ha MeTaGoJHUEeCKYI0 H PYHKLIHOHAJIBHYI0 AKTHBHOCTh
BCEro PAaCTHTEJIBHOI'O OPraHW3Ma. 3TO BAXHO, MO-BHAHMOMY, Kak AJA
PacTeHNA ¢ GHICTPhIMA ABHIAaTENLHBIMH PDEAKLMAMM, TaK M [JIA OOBUHBIX
BbICIIMX pacTeHHi. OgqHaxko y nocneaHUuXx pedpakTepHOCTb MPOBOASIMMX
TKaHEeA, SBJAOIMMXCA MNPEUMYIIECTBEHHBIM KaHaJIOM TEHepalMH H
pacnpocrpadedns [I[], HayueHa HeocTaTouHO. CneunanbHble HCCIE[O-
BAHHSA B 3TOM HanpaBJIEHHH HOCAT Noka ¢parMeHTapHLIA XapakTep H
BbINOJIHEHB JIMWb Ha ABYX BHAAX PACTEHHMH: ThiKBE H JIOMTHHE.

HUcrnosib3ys B KaYECTBE PAAPAXKHMTENA IJNEKTPHUECKYI0 CTUMYJIALIHIO,
MaweBckH M COABTOPH [558,, 560] OGHAPYXHMIH, UTO NMOCJE NPOXOXKAEHHSA
nepsoro /] B cTebe NonuHa NPH MOBTOPHOM CTHMYJISILHH JI0GOH CHJIbI
3apErHCTPHPOBATh pacnpocTpaHsiounicsa 1] Ha pacCTOAHHH OT 30HM
pajapaxeHHs (1—1,5 CM) He YNAEeTCA B TedeHHe ~ 12 MHH. 3TOT HHTEpBan
BpPEMEHH 0603HauE€H ABTOPAMH Kak nepuol abCoJloTHOR pedpakTepHOCTH
(XOTH HEM3BECTHO, BO3HHKAET HJIH HET NMPH 3TOM IJIEKTPHUECKHA HMNTYIbC
BO30yXJEHHA B 30HE paagpaxeHHsi). 3aTeM B TeueHHe eme Oornee
3HAUYHTEJILHOIO MHTEPBaJia BpeMeHH (80—90 MHUH) OTMeEUaeTcs MocTe-
NEeHHOE BOCCTAHOBJIEHHE HCXOAHOM cnocoBHOCTH npoBoguTh N/1. BpeMs
oT 12-# 0 90-¥ MHHYTH 0603HaUYEHO KaKk OTHOCHTE/IbHbIH pedpakTepHBIf
nepHoj. PadjIMuHbl Ha4aJIbHaA U KOHEUHas da3b! 3TOro nepuosa. CHauasa
HaOMmofaloTCA HMMNYJIbCH, HCYE3a0IHe Ha PACCTOSHHUH HECKOJIbKHX
CaHTHMMETPOB OT MECTa CTHMYJSAUHH. Ueped ~60MHH cnocobHocTh MM
PaACnPOCTPAHATLCA BJOJIb BCETO CTEGJIS BOCCTAHABJIMBAETCS. B 3TO Xe
BDEMSA B OCHOMHOM BOCCTAaHARJIHBAETCH M HUCXOAHasi App B cpeaxem
BOCCTAHOBJIEHHE CNOCOOHOCTH npoBoAuThL [/l NPOHUCXOAWT NpH
BOCCTaHOBJIEHHM aMIJIHTYAbl BTOpOro cmnadka Ha 70—90X%. OpHako
CKOPOCTb pacnpocTpadeHnsi BToporo [/l npH 3TOM OCTaeTcs MeHbIER H
COCTaBJAAET OKOJIO 65X OT ckopocTH neproro I/1. Enje uepes 20—30 MHH
CKOPOCTb pacrnpoOCTPAaHEHHS M aMmnyiMTyga Broporo [ gocrturaiot
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HCXOQHOrO 3HauyeHHMs. Korga B KauyecTBe Pa3ZIPAXKHTENS HCMNOJIb3IYIOT
Gosee CHJAbHBIA 3JIEKTPHUECKHA CTHMYJ, Ap; H CMOCOGHOCTH K
PacnpoCTPaHEHHI0 BOCCTaHABJHBAWTCA GhiCTpee, a xorga Gosee cnabuiin
— MeaAJIeHHee.

TakxuM oOpa3oM, B MCCJIEAOBAHHAX Ha JIIOMMHE BHIABJIEHHN BEChbMa
BaXHbl€ XaPAKTEPHCTMKH NPOLIECCA BOCCTAHOBJIEHMSA CMOCOBHOCTH K
nposegerHnio M1 y Bbicmero pacreHHA. OfHAKO OCTA€TCs COBEPUIEHHO
HEACHLIM BONPOC © BOCCTAHOBJEHHH CrMOCOGHOCTH K TEHEPALHH
3JIEKTPHUECKOI'0 HMNYJNbCa BO3IGYXJEHHA HEMOCPEACTBEHHO B 30HE
pa3apaxeHus. TIpUMeHAEMbIA aBTOPaMH CNOCO8 CTHMYJISIUHH HE JaeT
BO3MOXHOCTH H3YUYHTb JIEKTPHUECKHH OTBET B 3TOMH 30HE, MO-BHAUMOMY,
HM3-32 HABOAKH, BO3HHKAIOMEN MEXJY OTBOLAIMMMH M CTHMYJIHPYIOIMMH
ajlekTpoAaMy. Mexay TeM AJs BHICIMX PAaCTEHHA BbISICHEHHE 3TOrO
BONPOCA MNPEACTABAAETCH OCOBEHHO aKTyaJibHbiM, Crnoco8HOCTb K
pacnpocTpareHHio [17] y HUX — 3TO CBOHCTBO BCEH COBOKYITHOCTH KJIETOK
NPOBOAAUMX TKaHeH., OHO 3dBUCHT, B YaCTHOCTH, OT COCTOSIHHSA
MEXKNETOUHOHA TMNPOBOAMMOCTH (CM. pazzgen 13). B TO xe BpeMs
CcnocoGHOCTb k TeHepaunH IJ] (MecTHbX /1) — 3TO CBOACTBO OTZENBHBIX
KJIETOK, OT COCTOSIHHS MEXKJIETOUHbBIX KOHTAKTOB, OUEBMAHO, He
3aBUcCsmee.

OueHnTb pedpakTEepHOCTb NPOBOASMMX TkaHEA CTebsA BbLICWErO
PaCTEHHS NO OTHOMEHHIO KaKk X MECTHOMY, Tak H PacnpoCcTpaHAMEMYCSA
BO30YXAEHHIO MO3BOJIUNHA HAIH HCCNEAOBAHUSA HA MPHMEPE IMINIOKOTHJIEH
NPOPOCTKOB ThikBbl [104, 188, 208, 226] ¢ HCNOJBLIOBAHHEM Pa3APAKHTEINA
HEINEKTPHUECKOH NMPHPOAb — KPATKOBPEMEHHOT'0 YMEPEHHOI'O JIOKaJb-
HOI'O OXJIAX JEHHU A (CM. pa3gen 11).

Mpn onpeneneHUH A[IUTENLHOCTH pedpakTEepHbLIX COCTOAHHUA Y
NMPOPOCTKOB THIKBH AHANM3HDOBAJIH MAaKPOINEKTPOAHBM CrOCcOGOM
cJefyOUHE nNapaMeTphbl: 1) BEJHUHHY TEMNEPATYPHOro ropora
BO3HUKHOBEHHMA BIP,1.e. dpoHTa /1 B 30HE pa3apaxeHHS; 2) aMIJIUTY Y
B3P, T.e. pacnpocrpadsionierocs M1 Ha pPacCTOSAHHH | OT 3TOA 30HBL;
3) ckopocTh pacrnpocTpacTpaHenn M v=I/At (puc. 47). PaccrosiHue
[=20 MM COCTaBJISAJIO OKOJIO 6 \, TZi€ A — KabesibHasi KOHCTaHTa NMPOBOASA-
MHX TKaHER CTE6SA ThikBbl (CM. pa3zien 13). 3To ofecneunBano HakTHUECKH
nojHoe (He MeHee 400-kpaTHOro) 3aTyXaHHME 3INEKTPOTOHHUECKOI'O
MOTEHUHaNa, NO3TOMY B3P, AEACTBUTEJBHO OTpPaXaJia TOJbKO AKTHBHO
PpacnpocCTpaHsA0MYIOCs BOJHY BO3ByxaAeHHUA, T.€. M.

YcTaHOBJIEHO, YTO pedpakTepHbiil NEpHOA AJA reHepauuu ¢ppoHTa N
B 30HE pPAa3IPaX€HUS, HIHU TNPOMEXYTOK BPEMEHH MEXAY MEPBbIM H
BTOPbIM BO3JIEACTBHEM, 3a NpenesiaMH KOTOPOIO NMOPOroBHHA nepenajg
TeMmMneparyp At°,p AN NOBTOpHOW B3Py HE BO3pacTaJ, COCTaBMSAJ OT S 4O
12 muH., MpHMEPHO B 3TOM XE€ HHTEPBAJNE BPEMEHH MNPOUCXOAUIIO
BOCCTAHOBJIEHHE HCXOAHOW aMNJAHTYAbl MNOBTOPHOH B3P; BHe 30HBI
pa3ipaxeHUs. ITO FOBOPHUT O TOM, UTO CITOCOBGHOCTD K PaCNPOCTPaHEHH IO
M x 3TOMY BPEMEHH TaKXE BOCCTAHABJIMBAETCH.

BMecTte ¢ TeM ouUeHka pedpakTepHOro riepuoaa MNpPH TeHEpPaLUH
PHTMHUYECKH NOBTOpsilomUXCs [1]] B MapeHXUMHbIX KJIETKaX NMPOBOAAILIETO
nyuka cTeGJyisi ThiKBb MOKa3aJla, YTO €ro MPOLAOJIKHTENBHOCTD MOXET
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Puc. 47. BHO3NEXTPHUECKHE PeAKIIHH B cTebjie MPODOCTKE THiKBbI, 3APErHCTPHPOBAHHLIE B
30HE pa3apaxkenus (B3Py H Ha paccTosnuK | oT Hee (BIP;) NpH pa3fipaXX€HHH yuacTKa cTel-
JIS OXJIaXAEHHEM B YKa3aHHOM pexume (1°,C) [220]

At‘,,p — Mepenaj TEMMepAaTYp, Bul3biBAOMUA reHepanuio MA: A1 — BpeMs NpoOXoxAeHH s
¢poHTOM lNJ paccTosHHs [ = 30 MM. HHAtekChl 1, 2 H 3 COOTBETCTBYIOT HOMEDY HMITYIhca

GbiTb MEHEE 5 MHH H COCTABJIATb B PAJE CJYJYaeB OkOJIO 1,5 MUH [226). ITO
JaeT OCHOBAHHE CUHTATh, UTO AJNIMTENBHOCTh pedpakTepHOro nepuoa B
3HAYHTEJIBHOA Mepe, BEPOSATHO, AETEPMHHHPOBAHA (PHIHONOrHUECKHM
COCTOSIHHEM oOfbbekTta. Ocofoe NOJIOXEHHE C 3TOR TOUKM 3PEHHSs
3aHHMAIOT, NMO-BHAHMOMY, I€HEPaTHBHbIE OpPraHbl PacTEHHH, HMeEIoMHE
BECbMa MHTEHCHUBHbIA OOMEH BEMECTB M 3HAUYHTEJbHO MEHBUYHO
aMMIXTYAY Crnarka, 4YeM B BEreTaTUBHBX OpraHax (cM. pasgexn 12).
NepHOAHYMHOCTD  CJIEQJOBAHHUA NPUOIHUIUTENBHO  OJMHAKOBBIX IO
aMNJIMTYyAE HMITYJIbCOB MOXET COCTaBJIATh B [ECTHKE KYKYPY3bi,
HaNPHMEP, BCErO HECKOJIbKO CEKYHA, YTO COMOCTaBHMO C AJIUTEJIBHOCTbIO
camoro N [82].

OQHAKO XapaKTEPHUCTHKA repHona pedpakTEepHOCTH Y BbICIIUX
pacTEHHA HE HUCYEPIbIBAETCHA TOJILKO OLEHKOH rnopora Bo3ByXAEHHS B
MECTe Da3ApaXeHHss H Apny Ha YAaNeHHWM OT 3TOro Mecra. Ecnm
OOBPATHTBLCH K DHC. 47, TO 3aCNYXXHMBAET BHHMAHHA TOT PaKkT, UTO, kKak U B
OMNHCAHHBIX BbilllEé IKCMEPHMeHTaX Ha JionuHe [558]), nNpn HHTepBaJax
MEXAY Ppa3fpaxeHHSIMH, OGECNEUYHBAIONHMH BOCCTAHOBJIEHHE CNOCOG-
HOCTH reHepupoBaTh GpoHT N[ B 30He pa3gpaxeHUA H BOCCTaHOBJIEHHE
Anp BHE €e, CKOPOCTb PacrpocTpaHeHHS NOBTOPHOTO HMIYJIbca Gbisa Bee
%€ 3HaYMUTEJIbHO MEHbIIE, UeM npeagmagymero. OHa cocraBssaa 7.5; 4,3 u
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2,1 MM-c™! JiA nepBOro, BTOPOro H TPETHErO HMMYJBCOB COOTBET-
CTBEHHO (MHTEpBaJ MEX Y BO3ACHCTBHAMH 18 MHH).

3TO 'OBOPHT O TOM, UTO €CJIH AJIA redepaiiiy M1 B MecTe pa3gpax eHHs
pedpakTepHHA NEpHOA YXE 3aKOHUMJNICA, TO ANS PACNpPOCTPAHEHHS
HMMNYJbCOB IT0 NPOBOAAMMM TKaHSIM OH €me UMEeT MeCTO. OnpeaencHne
NMPOAOJDKHTESILHOCTH MOCHEAHErO IOKAa3aJoO, YTO OH COCTaBaAsieT
26—40 MHH.

OCHOBbBIBAsICb Ha 3TUX AaHHBbIX, MOXHO 3aKJIIOUHTh, YTO MO KpanHER
Mepe y HEKOTOPbIX BbICIIMX PACTEHHUH ONA XaPaKTEPHCTHKH pedpakTep-
HOCTH NpPOBOASAMMX TKaHEA LEeNecOoBpa3HO ykalbiBaTh He O[HMH, a ABa
nepuosa pedpakTepHOCTH: MepuoA pedpakTEePHOCTH AN TI'EHEPALHH
¢ponTa JI1 B OTBET Ha HAAMOPOroBO€ pa3gpaxeHHe (5—12 MHUH QNS
CTe6snsi ThikBbl) U NMEPHOL PedPAKTEPHOCTH ANsi pacnpocTpaHeHus M
(26—40 MHH [JIA 3TOTO XE€ OObEKTa MU, OYEBHAHO, ~90 MHH LJIA cTEeBNA
JIIONTHHA).

Ecau oueHHBaTh pe)pakTEPHOCTb NMPOBOLAIUMX TKAHEHR AJIHTEIBHOC-
Thi0 €€ a6COJMIOTHOIO U OTHOCHTEJIbHOIO MEPHOAOB NO OTAENALHOCTH, TO
AN npouecca redepaunu M chpenatb 3T0O HA OCHOBAHHH HMMEIOMHXCH
AaHHbIX 3aTPYAHHUTEJLHO. MOXHO Jvmb NMPEANOJIOXHUTb, YTO, KaK U B
XHUBOTHBIX KJETKaX, MAJHUTEJbHOCTh a6COJMOTHOrO PpedpakTEPHOro
nepuona Ansi redepaunHu M B kneTkax NPOBOAANMMHX TKaHEA COOT-
BETCTBYET ANuUTEesbHOCTH camoro M. Ans npouecca nporeneHus I
Takasi oLeHKa, OuYEeBHAHO, OoJsiee ornpedesneHHa. IlepUog NOJHOro
HENpoBeJEHHUSA BO3HHKalonero ppoHta ogHHOUHOro [/ B cTebse ThiKBbi
AnuTcs oT 2 10 6 MUH. HMEHHO B 3TOM MHTEpPBaJie BPEMEHH MOBTOPHbIE
B3P; UHOTJa HE PErMCTPHPYIOTCA BOBCE, XOTHA B3P, n BO3HHMKaOT. [is
JIIOMKAHA 3TOT NEPHOA PaBEH NPUMEPHO 12 MHH.

BcTaer BONMpoOC 0 NpUUMHAX CYIMECTBOBAHUS Pa3nHyHbIX pedpakTep-
HbIX COCTOSIHH/ BBICIIHX PACTEHHHA.

A cnocoGHOCTH reHepHpoBath GPOHT [ B 30HE pa3fpaXeHHA
abcosoTHbMA pedpakTepHb NEpPHOL CBSA3aH B [1EPBYI0 Ouepeab C
HHAaKTHMBALHEH HOHHBLIX KaHanoB. HauyanbHas (Qasa OTHOCHTENbHOH
pedpakTepHOCTH OOYCJIOBJIEHA BO3BPALIEHHEM KAaHAJIOB B TNMOKOSIIEECH,
roTOBO€ K aKTHBAllMH COCTOAHHUE. [locieayIouyl0 POJib B OKOHYATEJIbHOM
BOCCTAHOBJIEHHH CrOCOBHOCTH reHepHpoBaTh QpOHT T B KkJleTKax
NpOBOAAIMX TKAHEA QOJKEH WUIrpaTh, MO HalleMy MHEHHIO, aKTHBHbBIA
HOHHBbIA TPAHCNOPT, BOCTAHABJIHUBAIOMMA Nocne reepauui N1 HCXOgHBIA
HOHHBIH roOMeocTal. UYto kacaercs pedpakTepHoro nepuopa nans
nposeaeHus I/, TO Ha pa3HbX €ro 3ranax TakXxe, MO-BUIHMOMY,
REACTBYIOT pa3lxHble MPHUYWHBL. B abCcONOTHLIA pedpakTepHbA MEPHOT
BO3HHMKAIOIEE MECTHOE BO30YXJECHHE U3-32 HU3KOH BEJIHUHHB H CKOPOCTH
HapacCTaHHA JAErOJIAPHU3aLIMH B 30HE Pa3jpaXeHU s HE MOXET NEPEXOAHTh
Ha COCEQHHE HEpa3gpaxaeMblé BHEIWHHM BO3JEACTBHEM KJIETKH,
MOCKOJIbKY JIOKAJIbHbie TOKH, 3aMbIKAOIHECA B HHX, BEPOATHO, He
o6ecneyuBaloT MOpPOroByio AENONSAPH3ALHIO.

B nepuon OTHOCHTENBHOA pedpakTepHOCTH ans nposeneHus NI
CKODOCTb PACMpOCTPaHEHWUA HMNYNbCa BO3CYXAEHHUSA MO NMPOBOASAUHM
nyukaM onpegenaserca dV/dtm AU, T.e. napaMerpamu M1 (ypaBHeHHe 13),
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BXOASILIMMH B YPABHEHHE, MPUMEHSEMOE AJIA PACUETA CKOPOCTH HEPBHO-
ro uMnysbca [1S5] H HCNOJBLIOBAHHOE TAaKXKE Uit pacyeTa CKOPOCTH
pacnpocrpadHeHus BIl [265]. Moka atu napamerpbl NOBTOPHOro MM He
BOCCTAHOBSAIT CBOETr0 HCXOQHOrO 3HAUEHHSA, Ha CTOCOGHOCTD K nepegave
BO30YX/AEHHA BJHMSAET MMOHUXKEHHAA CMOCOOHOCTL KMETOK TNydyka K
GHICTPON AEMOJNAPHIALMH, T.€. UX COGCTBEHHAA HH3KaA BO3BYAHMOCTD,

B 3akJouHTENbHYIO a3y rnepHosa OTHOCHTEJBLHOH PedpPaKkTEpHOCTH
ans nposefeHus [ napaMeTpsl NMOBTOPHOI'O HMMMNYJIbCA CTaHOBSATCS
MPUMEPHO TAKHMH €, UTO M MPEAbIAYIErO, H YMEHbLUIEHHE CKOPOCTH
PacnpoCcTpaHeHHs MOBTOPHOrO HMMYJILCA NMPH 3TOM YX€ HEMNb3sA OGbs-
CHHMTb H3MeHeHHeM dV/dt n AU*, a TOJIbKO BECbMa 3HAUHTEIbHBIM yBEJIH-
yeHHeM (Ro+R;), Tak kak B ypaBHeHHMH 13 CyMMapHOE€ CONPOTHBJIEHHE
(Rg+R) HaXOQMTCS NOJ 3HAKOM KODHS. Takoe YBEJHUEHUE CYMMbI CONPO-
THBJIEHHA anomnJacTa H CHMIJIACTa MOXET GhITh OBYCJIOBJIEHO, OUEBHHO,
JHWb YBEJHUEHHUEM CHMMNIACTHOI'O MEXKJIETOUHOI'O COMPOTHBJIEHHSA,
MOXET ObiTh, 32 CUET 3aKPbiBaHHSA NJIa3MOLECM [53] HJIH ke 3a CUET BHIXOJ1a
yuacTBylomux B reHepagun IJ] uoHoB K' nCl- w3 uuTonsaamsl
nnasMozecM. HasecTHo, uTo kOHUEHTpauus Cl- B nlaaMozecMax OUEHb
BeJsuka [681).

BoccTaHOBNIEHNE HOHHOTO rOMEOCTa3a

Boybmne HOHHBIE MOTOKH, BO3HHKAOIME NMPpHU reHepaunn NI, u oTpa-
XamwmHe 3TH TNOTOKH HOHHLIE CABMIrM (CM. pa3gesn 14) OAHO3HAUYHO
CBHAETENBCTBYIOT O TOM, UTO HMNYJIbCHOE BO3ByXxaeHHe TpeOYET BOCCTa-
HOBJIEHHS HAPYWEHHOro HOHHOro IrOMEOCTa’a B IMPOBOAAIMMUX TKaHAX
nocne reHepauuu M7,

ConepxaHHe OCHOBHMIX YUACTBYWIHX B BO3HHKHOBEHHH []] HOHOB
K*, CI- u Ca% BO $03MHOM 3KCYZaT€ NMPOPOCTKOB THIKBbI, YBEJHUHBA-
romeecn Bo BpeMs [1/], ueped 3—5 MHH nocsie HMIYJIbCa YMEHbIIAETCH H B
RaJbHERIeM He OTJIHUAETCSH OT yPOBHSA Nokos [176, 192, 225]. BeposTHo,
BbIXO/{ HOHOB M3 CHTOBHIHRIX TPYOOX CBA3aH C BOCCTAHOBJIEHHEM HCXOL-
HOI'O YPOBHS 3THX HOHOB BO BCEM KOHTHHYYME NMPOBOASAMMNX TKaHEH H B
NEPBYI0 OUEPEAD B BO3BYAHMBIX NMAPEHXHMHBIX KJAETKaX. Ha 3T0 KOCBEHHO
yKa3blBaeT TOT PaxT, YTO MHHMMANILHOE BPEMSA BOCCTAHOBJEHHS HCXOJ-
Horo nopora Bo3abyxeHUsi y NPOBOAANMX TKaHEH NMPOPOCTKOB ThIKBb H
NnepHoa NONHOIO HENMPOBEACHH S BO3HUKalomero dpoHTa M] y HHX He npe-
BbIIAIOT BPEMSI BOCCTAHOBJIEHMSI HCXOAHbLIX HOHHBX KOHLEHTPALHA B 3K-
cynare.

Jlnsi BOCCTaHOBJIEHHSI HOHHOT'O 'OMEOCTa3a NocJie reHepaumy N Heo6-
XOIMMa JONOJIHHTENIbHAA 3HEPTHA. TO, UTO redepauus oguHousoro M y
BbICIIMX PACTEHHUA CONPOBOXJAETCHA HHTEHCHUKALIMER IHEPIEeTUYECKHX
MPOLIECCOB B NPOBOASAMMX TKAHAX, OblJIO BrEPBbE YCTAHOBJEHO B MCCNE-
[OBAHMAX Ha yepemxax MHMO3bI K crexJsH [102, 103, 176] nyTem aHanu3a
MpOLIECCOB pajiHKaNoobpa3oBaHHA. KOHLUEHTpALMA CBOGOAHBIX pagHKa-
JIOB B KJIETKaX CBA3aHA, KdK M3BECTHO, C NPOTEKAHUEM IHEPIreTHUECKHUX
NMPOLIECCOB, B YACTHOCTH C THAPOJIHIOM AT®, ABNAOMEACA OCHOBHBIM
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SHEPreTHUYECKHM UCTOUHHKOM JUJisi paBOThl CHCTEM aKTHBHOI'O TpaHCNop-
Ta. BbLIO MOKAa3aHO, YTO BOJIHA YCHJIEHHS PafgHKaso06Gpa30OBaHHSA, COMYT-
CTByIOmMAA pacnpocTpaHeHHio [/, coBnagaer no BpeMeHH ¢ pedpakrep-
HbIM COCTOSHHEM, B OCHOBHOM NPHXOAACH Ha abcomoTHbiA pedpakTep-
HbiA MTEPHOA.

BnocsnegCTBMH B 3KCNIEPHUMEHTAX Ha ThiKBEe YAaJIOCb YCTAHOBHTb, UTO
conepxaHue AT B NpOBOAAIMMX TKAHAX NMPH NPOXOXAEHHH MO HUM N
YMEHBIMAETCH, JOCTHras MHHHMYyMa uepe3 | MHH NOCJIE crnaika M BOCCTa-
HaBJIMBASICh O HCXOAHOIO YPOBHS Yepe3 6 MHH riocsie Hero [177]. Kak
YCHJIEHHE PafHKaNOO6GPa30BaHHA, 3TH HIMEHEHUS TAKXE COBNALAKT Mo
BPEMEHH C JINTENBHOCThI0 abcomoTHOro pethpakTepHOro nepuona Ans
pacnpocTtpaHsiomuxcs N/ B cTrebne ThKBH (2—6 MHH).

ConocTaBUMbie H3IMEHEHH A HaBIIOAAI0TCA U NpHU uaMepeHuH pH diioam-
HOTO 3kcyfaTa ctebnsa ThikBul [219]. Ero 3Hauesue Takxke uepea | MHH
nocsie MJ] AJoCTHraeT MUHUMYMa (7,75 * 0,05), a uepe3 6 MMH CTAHOBUTCH
Aaxxe HECKOJIbKO Bbimie, YeM B nokoe (8,08 * 0,03), luHaMHKa HIMEHEHH S
pPH HCKYCCTBEHHOTO anonJacTHOro pacrBopa, nepPysMpoBaHHOIO B
BO3IYIHYI0 NOJIOCTb CTEGJIA, NOUTH 3EPKAbHO OTPAXAET UIMEHEHHS pH
3kCcypaTa [218]. OyeBHAHO, NPHMEPHO B TeueHHe | MHH nocsie I H' nac-
CHBHO NOCTYNAT B MEJIOYHYI0 CpEAY CHTOBHAHBIX TpYyBOK H3 anonsacra,
4 3aTeM aKTMBHO YAaNSIOTCA NMPOTHB rpaaueHTa AfLH* B Teuenue npu-
MEPHO 5 MHH. 3TO CBHJETENILCTBYET O TOM, UTO PACNPOCTPAHEHHE BO3-
Gyx/eHH s B NPOBOAAMEM NyUKe CONPOBOXAAETCH 3HAUHTENLHLIMH H3Me-
HEHHSIMH MPOTOHHOW NPOBOAHMOCTH H aKTHBHOCTH H*-HacOCOB, KOTOpbIE
3aXBaThIBAIOT CBOHM BJIMSASHHEM M KaHaN MepeBUXEeHHA OPTraHHUECKHUX BE-
mecTs. Noc/e10BaTENIBHOCTE CMEHB NpeobnazaMX HOHHBX TMOTOKOB,
BO3HHKAIOMMUX NOCJEe reHepauHH /1 B xoge BOCCTAaHOBHTEJIbHBIX NpoLec-
COB MexJy BO30YAHMBIMH NMapEHXHMHBIMH KJIETKAMH H TNPHJIETAI0MHMH
CHTOBUAHBIMH 3JIEMEHTaAMH, MOXHO MNPEANOJIOXHTENbHO MNPEACTABHUTH,
KaK 3TO CAeJIaHO Ha pHC. 48.

B naHHOM CXEeMe NpeanoJsIaraeTCs, YTO HACOCH,, BOCCTAHABJIMBAIOIMHE
HCXOZHBIM HOHHBIA TOMEOCTA3 B NPOBOAAMMKX TKaHAX noche I1]], apnsioT-
CA B OCHOBHOM H*-ATda3aMH napeHXHMHBX KJIETOK MPOBOASKMX TKaHEA.
3TO NOATBEPXAAET B ONPEAENEHHON CTENEHH YCT4HOBJIEHHLIA dakT yBe-
JMYeHHA ofmen ATda3HOHR AKTHBHOCTH 'OMOI'€HaTa NPOBOASAIHX TKAHEA
cTebns ThikBL uUepe3 1 —3 MHMH nocJse redepauns I/ [177]. Takon 3ddexT
H3BECTEH H AJIA PHTMHUECKH BO30YXAAEMBIX XHBOTHBIX TKAHEH (MbIIILA,
Hepn). OH MOXET GbiTh CBA3aH C BHOCHHTE30OM HOBBIX MOJIEKY.J (PepMEHTa
NOA BJIMSIHHEM BO3BYXJEHHS HJTH NEPEXOLOM HEAKTUBHBIX GOpPM depMeH-
Ta B akTMBHbIE [148].

BO3MOXHO, UTO OJHHM H3 NNYTEH CTOUKOTO YBEJIHUEHHSA ATda3HOM ak-
THBHOCTH B IPOBOASAIMHNX TKAHAX MPH IreHEPaUHH [1]] ABJAECTCA HIBECTHOE
SAIBJICHUE aAKTHBAUMH MEMODAHOCBSA3aHHBIX ATda3 BHCIIMX PACTEHHA KOM-
nsexcoM Ca2* ¢ kKaJIbMOAYJTHHOM [369, 504]. ITOT KOMNJEKC MOXET BO3HH-
KaTh B pe3ynbTaTe OTMEYaeMoro Bxoaa Ca2* u3 anonsacta no Bo3Byau-
MbIM KaJIbLIH€BbIM KaHaJ1aM (CM. pa3ien 14).

HUTak, BOCCTAaHOBJIEHHE HCXOJHOI'O MOHHOT'O paBHOBECHSA nocne M1 B
NPOBOASIHX TKAHAX COMPOBOXAAETCHA CYNECTBEHHBIMH MeTaGoNH-
1/2 12, 3ax. 1401 177
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PHc. 48. [HMNoTeTHUeckasw cCxeM2 BOIHHKHOBREHUS OCHOBHBLIX HOHWHBIX TOTOKOB B
MEXXNETOYHOM MPOCTPAHCTBE (A) MEXAY BO3BYAHMBIMH MAPEHXHMHbIMH KAETKAMH (JTK) U
NPHIEraloMKUMH CHTOBHAHEIMH TPYGkamH (CT) B TPOBOASMHX TKAHAX B BOCCTAHOBHTEbHLIA
nepHoa nmocae reHepauus N

1 — KATHOHHBIA (Ka/JMEBHA) KaHaJ; 2 — HOHHAS (MPOTOHHASN) MOMMA; 3 — AHWOHHBLIA
(XNIOpHLIA) TEpEeHOCUHK. M* — Bo3ByaHMan MeMOpaHa K, M — nmnasmMaTHUYeckan MemOGpana

CT. NynxTHpom H3o6paxeHO HecrmeuHpHUueckoe yBENHUEHHE HOHHOR MPONHUAEMOCTH M
nocne N

UECKMMH CABHIAMH (MHTEHCHMBHOCTb PagHKaJIOO0pPa3OBAHHA, YPOBEHb
AT, ATda3Hass akTHBHOCTb, PH) H AJIUTCA 3HAYMTENIBHBA MPOMEXYTOK
BpEMEHH. B 3TOM Xe MHTepBaJsie BpEMEHHM MOBTOPHO BbI3BATb PacrnpocT-
paHsiowuica M) Hesb3ss (aGCOMOTHBA pePPaKTEPHBIA nepuos AJA
nposeneHus M). B 61M3kOM MHTEPBAaNi€ BPEMEHH NMPOHUCXOAHT BOCCTA-
HOBJIEHHE CNOCOGHOCTH KJIETOK reHEpHpOBATh []] B 30HE pa3fpaK€HHS,
0003HAUEHHOE BHIIIE KaK OTHOCHTENbHbIA pefpakTepHbIA NEPHOL AN re-
HepauuH )], lIneAd HOHHBIX H METaBONHUECKHX H3IMEHEHHI NOCNE OH-
HOYHOro T]J], kakx BUAHUM, CYIMECTBYET LOCTATOUHO ANHUTENBLHOE BPEMS.
JT0 ewme OLHO MPHUHLIMMHKAJbBHOE OT/HuuMe [1]] npoBoASAIMX TKaHEH BbIC-
WHX PacTEHUMA OT APYrUX BO3BYAHMMBIX OBpa3oBaHHM.

18. POJIb ITOTEHIIUAJIOB OEUCTBUSA
B ®YHKIIMOHUPOBAHWHU BBICIIUX PACTEHUM

ITocranoBKa BOmpoca

Bonpoc 0 ¢yHKLUHOHANLHOA posH M]] sBNsiETCA OQHMM H3 Haubosee
BaXHbIX B rnpobsieMe HMMYJNbCHOA 3JEKTPHUECKOH AKTHBHOCTH BbICIIHX
pacTeHuA. B 3aBHCHMOCTH OT OTBETA Ha HEro uccyefgoBaHuA MM y 3THX
OpraHM3MOB NpHOOpETAIOT pa3Hoe 3HayeHHe, Ecnu M1 y GONbWMHCTBA
BbICIIUX PACTEHHN HEe HECYT KakOA-JMG0 PYHKUMOHAJIBHOA HATPY3KHU M
SIBJIAIOTCA CBOWCTBOM MJa3MaTHYECKMX MeMOpaH, He peanH30oBaHHHIM B
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XOA€E 3BOJIOLHH, TO HX CJiEAYEeT PaCCMaTPHUBATb KaK HHTEPECHBIA GHOJIO-
rMYeckHi peHOMeH, KOTOpPbIA HeO6XOAUMO H3yuaTb B CpaBHHUTELHO-H-
3HOJIOrHYECKOM IIJIaHE C L{eJIbI0 aHAJIH3a OCHOBHBLIX OCOBEHHOCTEA H Me-
X2HA3MOB MPOLIECCAa PaCNpOCTPaHSIIErocs Bo3byxieHHS, nofoTBOP-
HbLIA NpUMep Takoro NoaAXoana naer nccnegosaHue M1 y xapoBbiX BOJO-
pocJiei, AN KOTOPHX PYHKLHOHANbHOE 3HAYEHNE 3TUX NOTEHLHANOB JO
CHX Nnop He yCTaHOBJIEHO. Ecan xe N1 WrpawT onpenesieHHY0 poJsb B
NpoLECCaX XHIHEAEATEIbHOCTH BHCIMX PACTEHUN, TO CMOCOBHOCTb K MX
reHepauMH cieayeT paccMaTpPMBaATb KakK BaxHOe€ (M3NOJIOrHUEecKoe OT-
npasjieHHe HapsAy € AbiXxaHHEM, POTOCHHTE3IOM, POCTOM H T.A., & HCCJle-
nosaHue Tl y BbCIDHX PaCTeHHA MNpUOOBpPeTaeT XapakTep CaMOCTOS-
TeJIbHOH M BeCbMa BaXXHOA HayYHOW NpobiieMnl.

COBOKYNHOCTb JaHHbIX, NOJYYEHHMX K HACTOSIMEMY BPEMEHH, O3B0~
JisieT CKJIOHHTbCS B N10JIb3y BTOPOA TOUKH 3PEHHS.

NpUHUMNHATbHAS BO3MOXHOCTb GYHKLUMOHAIbHOA poJiH N1 y BHCHHX
pacTeHHA npexpae BCEero NOoATBEPXAAETCS CYIECTBOBAHHEM IPYMbl Tak
Ha3biBAEMbBIX "JABHraTeJIbHLIX"' PaCTEHHA: MHMO3b, POCSIHKH, BEHEPHHOWM
MYXOJIOBKH, KN CITHLb, aJTbAPOBAHAM U APYTHX, Y KOTOPLIX 3HadueHue N1 B
OCYIECTBJIEHHH XH3HEHHbIX OTMNpPaBJiEHHA MPOSABJASETCS BMOJIHE OTUET-
JIMBO. Y 3THX OPraHH3MOB NOJA BJAHSAHHEM MEXAHHUYECKOrO, 3 HHOTAA TaK-
%€ TeMNepaTypHOro, CBETOBOI'O U APYIrMX BO3eACTBUA BO3HHKAIOT pacn-
pocTpaHsiiomuecs 1], KoTopsie, KOCTHUrasi MOTOPHbIX KJIETOK, Bbi3bIBAIOT Y
HMX KOMIUIEKC U3IMEHEHHW, NPUBOASIIMX K MOTOPHOMY aKTY U OCYIECT-
BJIEHMIO COOTBETCTBYOMEN PyHKUHHU. st MMMO3bl CTHIAJIMBOA M HEKOTO-
PpHIX APYTHX BHAOB, NPOMCXOLSMMX M3 K0XHbBIX PAAOHOB, TAe Hepenko
ObIBAIOT CHJIbHBIE JIWBHH H yparaHHuie BeTpbl, MOTOPHBIA akT obecreum-
BaeT CBOEro POAa 3aMMTY HEXHbIX JIMCTbEB OT MOBPEX AAIOMETO BIMAHHSA
HeGJIaronpHATHLIX MEXaHHUECKHX Bo3feAcTBHA [167]. TpeanonaraeTcs
TaKxe, YTO Y MHUMO3bl OH CNYXHUT LJisl OTIYTHBAHHR BPEAHBIX HACEKOMbIX
{S70). Insi HaCEKOMORAHBX PACTEHHI, TaKHX, KaK BEHEPHHA MYXOJIOBKa,
PpOCSsiHKa, afbAPOBaHAa, ABHWIaTeJibHbiA aKT BaXE€H B KayeCTBe OCHOBbI
npouecca JOBJIH HaCEKOMOTO,

NMpuyacTHOCTb pacrnpocTpaHsnomuxcs M x yKa3aHHbLM OLICTPHIM ABH-
raTejbHbLIM PEAKLHSIM XOPOIO YCTaHOBJIEHA. Y MUMO3bl, HAaNpHMEP, BCJieR
3a MeXaHWUYEeCKHM pa3ipaXkeHHEeM JIMCTa BO3HHKaeT [1/1, koTopbii nepeme-
maeTcsi 6a3MMNeTaNbHO NO YEPEWKY H JOCTHUraeT JUCTOBON noaymeyky. B
HEA yepel onpeaesieHHbIA JTAaTEHTHLIA neproa (0, 2 €), B CBOIO Ouepen.,
reHepHpyeTCcs pacnpocTrpaHsiiomuics N4, nMelomMA HeCKObKO HHBbIE MNa-
paMeTpbt {628, 631, 674]. Ipy 3TOM NMPOHUCXOAQUT YMEHBIIEHHE COMpPO-
TUBJIEHHSI KJIETOUHBIX MeMOpaH nonymeukd {282, 610], BO3HHKHOBEHHE
HMOHHBIX NMOTOKOB (280, 281, 609], BIXO4 BOAbl ¥ YMEHblIEHHE TYPropHOro
AaBJieHUs TkaHH [667]. B pedyabTaTe cnycTs 0,1 ¢ nocsie BO3HHKHOBEHH S B
noagymeuke ] HACTynaeT MeXaH1M4Yeckni otBeT [372, 631].

AHaJNIOTHUHBIA aHAJIU3 MOCJIEAOBATENIBHOCTH COOLTHA UMEETCR U AN
HaCEKOMOSIAHMX pPaCTeHHN. Tak, Y BeHePHHOA MYXOJIOBKH MOCJI€ MEXAHU -
YECKOTrO, XHMHUYECKOTO MJIH INEKTPHYECKOTO Pa3fPaxCHHA OLHOrO W3
WEeCTH YYBCTBHTEJIbHBIX BOJIOCKOB, PaClOJIOXEHHbIX Ha BEPXHEA NoBepXx-
HOCTH JIOBYIIKH, B HEM MPOHCXOANUT H3IMEHEHHE 3JIEKTPHUYECKOro MOTEH -
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1HaNa, HaMOMHMHAOMEEe OTYACTH PELUEnTOPHBIN MOTEHUHANT MeXaHope-
HEeNTOPOB XHBOTHLIX [449]. Ecau 3TO H3MEHEHHE ROCTHraeT onpeneseH-
HOro YPOBHSi, TO Bo3HHKaeT I/, KOTOpHIA pacrnpoCTpPaHSIETCA BO BCeX
HanpaBJIEHH X, HO OOBIYHO He MPHBOAMT K HACTYMJIEHNIO MEXaAHHUYECKON
peakumny [340, 370, 631, 651]. i ee BO3HMKHOBEHHSI HYXeH BTOpPOH
CTHMYJI, HAaHECEHHDbIR Ha TOT Xe€ HJIM APYTOA BOJIOCOK HE Mo3JHee UeM ye-
pe3 20 ¢ nocrne nepsoro [370, 631). [IpK 3TOM reHepupyeTcsi BTopo# I]1 ¢
HECKOJIbKO 60Jibiiel CKOPOCTbIO PaClpOCTPAaHEHUS U MEHbUEeA ANHTENb-
HOCTbIO, BCJieq 3a KOTOpbIM uepe3 0,6 + 0,05 ¢ HacTynaeT 3axsionbBaHHe
JIOBYmkH [370]. TOJIbKO NPH JOCTATOYHO BLICOKOH TemnepaType (38—40°)
MEXaHMUYECKHA OTBET MPOMCXOANUT MNOCJE€ ORHOKPATHOro BO3ZENCT-
BHst[493].

MexaHn3M MOTOPHOW peakLHH Y BEHEPDUHOW MYXOJIOBKH MOKa HE COB-
ceM siceH. [losaraloT, YTO B €ro OCHOBE JIEXAT W3IMEHEHHUS! TYPropHOro
AaBJIEHHS B kyieTkax[293), XOTS CYMECTBYIOT M HHbIE TOYKH 3peHHus [430].
Bo BpeMsi nepeBapHBaHHSI HaCEKOMOTO B JIOBYIIKE AJIMTEJIbHO T€HEpH-
pYIOTCS cnoHTaHHble [1]1, 4TO, MNO-BUAMMOMY, NMOAAEPXKHUBAET €€ B 3aKpbl-
TOM COCTOSIHHH. [[puMeyaTeNbHO, YTO MEXAHHYECKHA OTBET BCerga Hac-
TyMaeT JHmb Mocae Bo3HnkHoBeHHs [T [293], B To BpeMs kak [1/] MOXeT H
He NMPHUBECTH K JBAraTeibHOMY akTy [651].

HiMewTcst paboThl, NOKa3bBAOMKUE NPUUYACTHOCTD TM]] K OBMXKEHUSI BO-
JIOCKOB HACEKOMOSITHOTO PACTEHHS POCSIHKH. 3€Chb, TaK X e Kak H y BEHe-
PHHOA MYXOJIOBKH, MNPH pa3gpax€HWU TOJIOBKM YYBCTBHTEJIBHOTO
BOJIOCKA MPOHCXOLUT H3MEHEHHUE PELENTOPHOro NMOTEHUHANa, KOTOPHIK
nocjse JOCTHXEHHSA ONpelesicHHOW BEJTMUMHBI BbI3LIBAET reHepauunio 6a-
3asbHO pacnpocTtpaHsimerocs M. CrubaHue Bosocka HablogaeTcs B pe-
3yJbTaTe BO3HMKHOBEHHS ABYX nmocjeoBaTeNbHbiX [1/] ¢ MHTEpBAJIOM He
Gosee 1,5—2,0 MuH [690, 691].

HakoHel, BecbMa UeTkO MokasaHa poJb [1]1 B ABUXEHHUH JionacTel Jo-
BYIIKH HACEKOMOSIIHOTO paCTeHHs aJbAPDOBaHAM. 3JeCb NpuU MeXaHH-
UECKOM pa3fpaxeHWH Takke BO3HHKkaeT [Jl, pacnpocTpaHsiomMiAcs B
JIONacTsiX ¥ NPHBOASIMMA K MX 3aKkphBaHMIO [440, 441]. [Toka3aTesbHO, YTO,
KaK ¥ Y BEHEpDHHO MYXOJIOBKH, MEXaHMUYECKHA OTBET Yy ajibJAPOBaH/b
HacTynaeT nocsie Bo3HHUKHOBeHHs /], Torha xak rMpu onpefesieHHHX yc-
JIOBUSIX (HanpHmep, B 20-MOJIAPHOM MaHHHTOJie) [1]] MOXET M He NPUBECTH
K ABHraTeJIbHOMY aKTYy [442].

TaxuMm o6pa3oM, PyHKUMOHaNbHAS posib [1]] y “ABMraTesibHHX" pacTe-
HMA HE BHI3bLIBAET COMHEHHH. 3TO 06CTOSITENBCTBO HMEET BaXHOE 3Haue-
Hue. OHO CBHAETENbCTBYET O BO3MOXHOCTHM Y4YacTusi T1 B mpoueccax
XH3HEAEATEIBHOCTH APYTHX BHICIIHX PaCTEHHA.

IleACTBUTENILHO, MEXAY "ABWraTEeNibHBMH" H OOLIYHBIMY PACTEHHSIMH
HET NPUHUHNMHUANbHBX Pa3JIMYMA HH B AHATOMHUYECKOM, HH B (pM3HOJIO-
THYECKOM MJIaHe, NO3TOMY PYHKLHOHATBHYIO 3HAYHMOCTb 1] Y MHMO3bI,
POCSIHKH W [PYIHX HEJIb3si CUHTATh OCOOGKM KaueCTBOM, CBOWCTBEHHBIM
TOJIbKO 3TOW rpyrne pacTUTeJibHbIX 06bekToB. Hepenko GpyHKUHOHATbHAS
posb TJ1 paccMaTpuBajiach Kak crneudHueckasi oCo6EHHOCTb “ABUTra-
TeJIbHBX" PaCTEHHA Ha TOM OCHOBaHHH, YTO OHA CBSA3aHA Y HHX C ObiCT-
PbHIMH MOTOPHBIMH PEAKLIHSIMH, KOTOPbIE OTCYTCTBYIOT Y OCTaJIbHbIX BbIC-
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WHX pacTeHHH. OgHAKO NMpH GaMaHmeM PaCCMOTPEHHHM 3TOT APryMEHT
HEeJIb3A NPH3HaThb JOCTATOYHO yOeAnTENbHbIM. MexAy “ABUraTeJbHLIMH"
H OObIYHBIMH PACTEHHMSIMH HET pe3kol rpaHuub. HMeeTcst psig BHAOB,
KOTOpbi€ MO MOTOPHOA aKTUBHOCTH 3aHWMAIOT NNPOMEXYTOYHOE NOJIOXKE-
HHe. KpoMe TOro, BO3HHKHOBEHHE ABHIaTEJIbHOrO akTa Nox BiausiHueM MM
BKJIlOUAET pAA 6HOPH3IHYECKHX NPOLECCOB, KOTOPHIE C TAKHM X€E YCNEXOM
MOTyT ornocpenoBaTb AeActBHe N/ Ha >kM3HEeHHble PYHKUMH OBBIUHBIX
pacTeHHA.

CymeCcTBEHHBM MOMEHTOM, NOAKPENJSIONMM BO3MOXHOCTb (YHKLIHO-
HasbHOW poisn N1 y pacTeHni, He obnagaomux OGLICTPbIMH ABMraTEJib-
HbLIMA PEaKLIUSIMH, SIBJISIETCS] YCTAHOBJIEHHE K HACTOSIIEMY BpEMEHH Y HHX
YETKO BbIPaXXE€HHON CrnocobHOoCTH Kk reHepauuu MA. Mockosibky 3Ta cno-
COGHOCTb MpeACTaBJieHa Y BHWAOB, NMPUHALJIEXAWUX K CaMbiM Pa3HbiM
ceMefcTBaM, TO BCe BoJsiee YTBEPXAAeTCR Touka 3peHUsi o reHepaumnn MJ
KaK yHHBEpCaJbHOM CBOHCTBE BCEX MJIM MO KpaihHER Mepe 60JibIMHCTBA
BHICIINX paCTEHHHA. BMECTe ¢ TeM reHepaums u pacnpocrtpaHenme N sis-
JISIOTCSH BECbMa CMNeuMaJIM3HPOBAHHBIMH TpoueccaMi, TpebyiomuMn s
CBOEro OCYMECTBJIEHHS COOTBETCTBYOMErO0 CTPYKTYPHOro M ¢pyHKUHO-
HaJibHOrO ofecneueHns (HanHuHe kabesIbHHX CBORCTB, HOHHMX KaHAJIOB,
nonkJioueHne metabonrama u ap.). TPYAHO ROMYCTHTb, YTOGH Takne
NMPOLIECCH MOTJIH COXPAHHTLCSH B XOAE 3IBOJIOLMH H MPHOOBPECTH YEPTHI
YHHBEPCAaIbHOCTH, HE HMeS PYyHKUHOHANBLHOA 3HAUHMOCTH.

Crnenyet, HakOHell, OTMETHUTD, UTO NIEKTPOXMMUUYECKHE NCCIIeAOBAHHS
MO3BOJIRIOT JOCTATOYHO OMNpPERENIEHHO MNPEACTaBUTb, KakuM oOpa3om
MOXET OCYIMECTBNAATLCS BAUsIHHE [1/] Ha MPOTEKaHHE PAIJTUUHBIX XH3HEH-
HblX GyHKUHA (CM. pa3gen 13). OCHOBHOW KaHaJi 3TOro BJIWSIHUS CBSI3aH C
MX 3JIEKTPOTOHHUYECKHM AEHCTBUEM, @ TAKXK € C U3IMEHEHHEM HOHHBIX COOT-
HOmIEHHWA B TKAHSX, M0 KOTOPBIM pacnpocTpausioTcs MMl nan xoTopbix
OHH [JOCTHTaloT. BO3HMKIIHA B KJIeTKaX Kackaj NPOLIECCOB MOXET NPHBEC-
TH B KOHEYHOM UTOre K H3MEHEeHWO Pnanosoruuecknx GyHkumi. Cxema
Takoro BJansiHuA M1 BecbMa feTasibHO npopaGoTaHa [13BHcOM [363, 364].

MonyueH 3HAYHTENIbHbIA IKCNEPHMEHTATbHBIA MaTEPHAJ, CBHAETENbLCT-
BYOIUA O BO3MOXHOCTH BJHSIHHSA [/ Ha npoTekaHHe Pa3JIMUHBIX PHU3IH-
OJIOTHUYECKHUX MPOLECCOB Y BHCIIHX pacTeHHA. OcOBEHHO OTUETINBO Ta-
KO€ BJHMSIHNE OGHAPYXHMBAETCH NPH CHJIbHBIX NOBPEXAAIONHX BO3LEACT-
BHSAX. B 3TOM ciyuae B JINCTbAX MHMO3bl, Hanpumep, Bo3HHkawT N/,
KOTOPbi€, ROCTUTHYB JIMCTOBBIX NMOAYIIEYEK, BbI3HBAKT ClafjlaHNe JIMCTOY-

KOB ¥ noauyepewkos [29, 30]. Pa3gpaxeHne KOPHEBOA CUCTEMBI  PAaCTEHHA
1 M NaCl, 0,5 M KNO,, 0,5 M KClI, Boicokoit TeMnepaTypoiA W APYTrHMH
areHTaMH NPHBOJMT K GLICTPOMY H3MeHeHHI0 GoTocnHTe3a (18, 19). InekT-
POPH3IHOSIOrHYECKHE HCCNEROBAHUR BbIABHJIM, YTO B OCHOBE 3TOTO siBJie-
HHSI NIEXUT reHepauus IJ1, koTopble, pacnpoCcTpPaHsisiCh aKpONETaJbHO,
AOCTHIralT JINCTa U Yepe3 OnpeAResieHHbIA JJATEHTHLIA NEPHOL BbI3bIBAIOT B
HEM CHauaJla H3MeHeHHEe MEeTaB0IMUECKOro NOTEHL[HANA, a 3aTEM HHTEH-
CHBHOCTH ra3oobMeHa [74, 244).

Mpn JOCTATOUHO CHJILHBIX H pe3KHX BO3AEACTBUSIX Ha BEPXYImKY pac-
TEHHS B MPOBOASANMMX NMyUYkax BO3HHWKaeT Ga3MneTasibHO pacnpocTpaHsi-
tomuiAcs M, XxOTOPHHA Bbl3bIBAET BPEMEHHOE YCHJIEHNE 3HEPTreTHUECKOro
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o6MeHa NPOBOASIMWX TKaHEA (YBeJIMYeHHe pafuKatoo6pa3oBaHNsR, MOBbI-
mweHne akTHBHOCTH ATda3)  HHTEHCH(HKALMIO AKPOMETAJbHOIO H 6a3u-
neTanbHOro TpaHcrnopTa BemecTs [176, 178, 179]. locTHrHyB kopHe#n, NN
BJINKIET HA HX CNIOCOBGHOCTD norjomaTb HoOHb opTodocdaTa [182]. ITOT 3dh-
dexT B 3HauHTENBHON CTENEHH CBA3aH C H3IMEHEHHEM COCTOSTHUS NOBEPX -
HOCTHHLIX MEMOPaH KOPHENR, B YaCTHOCTH HX ATda3Hbix Gesnkos [181).

BriosiHe 4eTko nposBnsercs aecrTaue M Ha PyHKLIHOHANBHYI0 aKTHB-
HOCTb OpPraHOB PacTEHHH NpH AEACTBHH yMEPEHHbIX pa3fpaxHTesien,
KOTOpbl€ NMOCTOSHHO BCTPEYAKTCHA B €CTECTBEHHOW W MCKYCCTBEHHOW
oGcTaHoBke. Cloaa cyieqyeT OTHECTH TakHe PaKTOpbl, kaKk CBET, OTHOCH-
TesIbHO HeGOJIbIIKE NMepenaan TeMnepaTyphl, ciabblie MexaHHueckHe pa3j-
paxeHns, AeACTBHE MHHepPaJIbHbIX cOJieA M T.4. HanpuMmep, xopomo H3-
BECTHbI CBSI3aHHbIE C FeHepaLlHed u pacnpocTpaHeHHeM 11 npucnocobu-
TeJibHbie MOTOPHbBIE OTBETHI MMMO3bi M KACJIHIb [1OZ BJAMSAHHEM CBETa pa3-
HOrO CMEKTPaNbHOTO COCTaBa, CNabhiX MEXAHWUYECKHX CTHMYJIOB U Temre-
paTypHbix Bo3geAcTBHA [29, 30, 398, 602). HacexoMOSsIfHbIE PACTEHHSA OCY-
IMECTBJIAIOT ABHraTesibHblii aKT, KOTOPOMY NpeAMECTBYET BOZHUKHOBEHHE
NA, npy He3HAYHTENBHOM MEXAaHHYECKOM Ppa3fipakeHHH HACEKOMbIM
YYBCTBHTEJIbHbIX BOJIOCKOB (370, 690]. MexaHHueckoe pa3fipakeHne BO-
JIOCKOB HEKTApPHHKOB Y JIHMbI, HMUTHPYKOIEE AeHACTBHE HACEKOMOTrO, Bbi-
3biBaET HEMEAJIEHHYW reHepauuio []1, xOTOpHE, PACNPOCTPAHSARCH OT
MECTa Pa3fPax eHHS MO XEJIeINCTHIM KJIETKaM H TsXaM NpoTonja3Mel Bo
$n03My NPOBOASIMMX MYYKOB, CTUMYJIHPYIOT HEKTapooBpa3oBaHHe W HEK-
TapoBbijeJiEeHHE. YBeJIHUeHHe HeKTapOBbI4EIEHN A TPOHCXOLHT NPHMEP-
HO Ha nuke [1J] ¥ NPOAOJIKAETCA HEKOTOPOE BpeMs nocJe Hero [164].

Y BCTpeUalmMnXCs CpeaH ryCTbiX 3apOCjied KYyCTapHUKOB PaCTEHHA MH-
MyJiyCa NpH JIErKOM MeXaHN4Y€eCKOM pa3fipPak €HMH 3aKPbIBAIOTCSH JIOMACTH
phisibLia, o6pa3ys BJAXHYI0 kaMepy, 6iaronpUsiTHYI0 AJiI NPOPacTaHHA
NbiJIbLIEBbLIX 3€PEH, MPHHECEHHMX HACEKOMbIMH [S5). ONbITH, NPOBEAEHHbIE
Ha o0s1aJalomKX TaKWMH XK€ CBOACTBaAMH pbLIIbLIAX HHKAPBHJIEH, MOKAa3aam,
YTO B OCHOBE 3TOH peakuHH JIeXHT reHepupoBaHHe [1], koTopuiA pac- -
NPOCTPAHRACH K MECTY COUJIEHEHHS JIONACTEH, BLI3LIBACT ABUTATENIbHBIA
akT (242]). YMepeHHOE MeXaHHUECKOE BO3JEACTBHE Ha IMUKOTHJIbL ropoxa
NPHBOAMT K BO3HMKHOBEHNIO [1/], KOTOPHIE MOTYT CIIYXHUTb CTUMYJIOM AJISA
BbIAEJIEHHS 3THJIEHA, KOHTPOJIMPYILErO POCT OpraHa B TOJIMHY. [laHHas
peakUuuns, BEPOSITHO, MIPOHUCXOANT B NOUBE MOJ BIMSIHNEM MEXaHHYECKOro
AaBJIEHWS YaCTHL Ha pacTymu#A 3MUKOTHIb [S69]. [Ipn REeACTBUH cBEeTa Ha
raMeTodHTH NanOpoTHHUKOB BO3HUKAKWT pacnpocTpaHswmuecs N/, koto-
phi€ BbI3LIBAIOT T'YTTalMI0, HEOBGXOAHMYIO AJIsi Npolecca OnJOAOTBOpe-
HUR [241]). YMepeHHOE OXJiaxeHHE BEepX YK/ NPOPOCTKOB ThiKBb MPHBO-
AMT K reHepauun 6a3uneTasibHO PacrpOCTPAHSIOMHUXCH nn KOTOpbie,

ROCTHrasli KopHe#, Crroco6CTBYIOT YCHIIEHHIO MOTJIOMEHHN A KH2 PO4 [263].
Mox BiMsHHEM CNaboro 3JIEKTPUUECKOro TOKa B BEPXHEM MEXAOY3IJHH
moddnt renepupyercs NI, nocyie uero HabnogaeTcsi BpeMEeHHOE (B
TeyeHWe 5 MHH) yMeHblIEHHE CKOPOCTH pocTa crebnsi B IivHY [62S].
Noka3aHo Takxe, yTo [1/], BO3HNKAIMA NOL BANUSIHUEM 3JIEKTPHUUECKOTO M
MEXAHNYECKOro CTHUMYJIOB, MOXET Bbi3biBaTh YCHJIEHHE AbIXaHHSA B TaJ-
NoMe KoHoledanyma [703).
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CymecTBeHHOE MeCTO CJieAYyeT OTBECTH (PYHKIIMOHANIBHOMY BJIHSHHIO
NA, Bo3HMKalOMUX B XOL4e €CTECTBEHHbIX PH3NOJIOrMUYECKHX NpOLECCOB.
Hanbonee nayuyeHa B 3TOM OTHOUIEHWH PENPOAYKTHBHASI CUCTEMaA pacTe-
HHUA. YCTAaHOBJIEHO, YTO MOMNaZlaHHE MbJbLbl Ha pbUJIbLE LBETKA UHAY-
LMpYET BO3HHKHOBeHue M]], nepeMemamUXCcsi O HaNpaBJiEHHIO K 3aBSi-
3H [82]. JocTHrHYB 3aBsian, [1]] BpEMEHHO YCHJIMBAKT €€ AbiXaHWe, YTo, No-
BHANMOMY, CBSI3aHO C MOATrOTOBKOMK FEHEPATHBHOrO OpraHa K BOCMpH-
SITHI0 TTbIJTbL{bE (242, 639).

H3noxeHHBA MaTepuas MNO3BOJIKET BeCbMa OMNpEAESEHHO MOoJaraTh,
yTo MJ1, reHepHpyeMble B BbiCIIEM PAaCT€HMM NOAR BIMSIHMEM pa3fpa-
XHUTEJIed CAMOA pa3HOX NPUPOAB, MOT'YT BJIASITb Ha MPOTEKaHHe pa3jinu-
HbIX (PU3NONIOrMUECcKHX mnpoueccos, [TOCKONbKY 3TO BIIMSIHUE HeCNeLH-
¢nuHO, T.e. ogHHOYHMNA N/], reHepHpyEMBIA MO BAHSIHHEM pa3Hbix ak-
TOpPOB, MOXET AEACTBOBATb B pa3HbIX OpPraHax pPaCT€HMS Ha CaMbie pa3-
Hple PHIHONIOTrHUECKHE NPOLECCH, H MOCKOJIbKY 3TO BJIHSIHHE KPaTKOBpe-
MEHHO, TO BO3HHKAET BOMPOC O TOM, KaKkylo poJib Hrpaet 1] BO Bcex 3Tux
OTBETHBLIX peakLHsiX. AHAJTH3 UMEIOIUXCH Pe3yJibTaTOB MO3BOJISIET C JOC-
TATOYHON RJOJNEH YBEpEHHOCTH CUMTaTh, YTO 3Ta POJib SIBJISIETCH CHUr-
HabHOA.

CursanbHasi poib NOTEHIMANIOB [CHCTBUS
y BBICIIMX PACTCHH

MO3XHO MOoJaraTh, YTO CBOKCTBO r€HEPHPOBATbL M NpoBoAnTh 11 npe-
Tepnesno B BHOCHCTEMaX onpefesieHHbie H3AMEHEHHUS B XO/1€ 3BOJIIOLMN HE
TOJIbKO B OTHOWEHHN MEXAHH3IMOB, JieXamMX B €ro OCHOBE, HO U B OT-
HOWEHHHN ero PyHKIIHOHAJILHON 3HAYMMOCTH. BbICKa3bIBAIOTCS NpPeRNnosio-
weHnsn [406], uTo Hanbosnee apeBHeN GyHkumen M/ B XMBOTHOM H PacTH-
TeJIbHOM MHpe Obljia ero 3amHTHas poJib MPH AEACTBUH palsIHUHbIX MOB-
pexpawmux $akTopoB, COCTOsimasi B KpaTKOBpeMeHHOM c6poce MeMG6-
P2HHOTO NOTEHIHaNa. ITO CNOoCcOBCTBOBAIO YCKOPEHHIO penapallydy nos-
pexaeHHbLX MEMOpaHHbBIX CTPYKTYP.

B pgasbHeRmleM BO3HMKJIA CHTHasbHasi poib [1]], koTopasi cocTosisia B
nepenaye coobmEHNst O AENCTBMN BHEIHETO UJIM BHYTpeHHero aktopa
Ha GHOJIOTHUYECKYI0 CHUCTEMY OT OLHOW €€ YacTh k Apyro#. Mockosbky
reHepauMs MJ1 NpoHCXOAMT MO NpUHUMNY “BCe MW Hudyero', To NA ¢
O/ZIMHAKOBLIMH NapaMeTpaMH BO3HMKAJIM B TAKOH CHCTEME NMOA BIHKHHEM
camMbix pa3Hnix pakTopoB. [lo3TOMYy curHass B BUje Il He MOTJiM HECTH
HHpopMaUMN O kauecTBe BO3ZEACTBHMS H BbI3bIBaTb cCneunPpruUeckHi
yHKLUMOHAJIbHBIA OTBET. OJHAKO OHW OCYIECTBJISININ IKCTPEHHYIO CHI-
HaJibHYl0 CBSi3b, KOTOpPas HMeJia 6osibwoe 3HaueHWe B ObICTPLIX MpHC-
NOCOOGHUTENIbHBIX PpeakiHsAX GMOoJIOrMueckol CMCTeMunl Ha AEHCTBHE BHe-
3aMHO H3MEHSIONHXCSH YCJIOBHA.

HakoHey, Ha 6oJsiee NO3AHHX 3Tanax 3BOJIIOUMH nepenaua M1 or ogHon
4acTH OHOJIOrMUYECKOH CHCTEeMbl K APYroA HayWMHAaeT HeCTH onpene-
JIEHHDbIA 3anac MHPOPMALMH, KOTOPast, KaK H3BECTHO, Y BbICIIHX XUBOTHHIX
3akoAWpOBaHAa B YaCTOTHHIX XapakTepHCTHkaxX [1[], BO3HMKaOWMX NPH
yudacTtnu cneundruecknx peuenTopos.
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Ecnn rosopnTb 0 dyHkuHOHaNbHON 3HauynMocTH [/ y BhiCHHMX pac-
TEHHA, TO, HE OTPHUASI BOIMOXHOCTH HX 3aMHTHOrO ACHCTBUS, CleqYyET
Ha OCHOBE MMEIOINETOCK IKCNEPHMEHTANIbBHOTO MaTepHaJia NMPH3HATh, YTO
OHH BHIMTOJIHSOT B OCHOBHOM CHTHaJibHYI0 poJib. Lesnecoobpa3HocTb Hanu-
YUA IKCTPEHHOW CHIrHaJIbHOW CBSi3H Y BLICHIMX PACTEHH# ¢ ydyactuem M
npocTynaeT Co BCEA OYEBHTHOCTDIO.

Boiciine paCTEHHK — CJIOXHASA, TOHKO AnddepeHI M poBaHHAA CUCTEMA.
Ee cymecTBOBaHHe KakK LEJIOTO MPH MOCTORHHO MEHSIVIMHXCS BHEWHHX
YCJIOBUSIX BO3MOXHO JIHWb 6/1arofapsi CTPOroA KOOpAHHAUNH HYHKIIHA
BCEX OpraHoB. Ha opraHW3MeHHOM YPOBHE 3Ta KOOpPAMHAUWSA OCYMECTB-
JISIETCA C NMOMOUBI0 AAJIbHHX CBSI3EN, OCHOBHBIM KAHAJIOM KOTOPBIX CJY-
XWT NMPpOBOAAMANA CHCTEMA. OAHH THN gaJIbHER CBSI3N CO3/JaETCS nepemMe-
meHneM GHTOTOPMOHOB, APYroA — TPaHCNOPTOM pa3JiH4yHbLIX MeTabo-
JIHTOB. OJIHaKO 3TH THIb CBSA3H He MOTYT obecneunTh BbICTPOA KOOPAH-
HauuH dyHKIBA pacTeHHA. [IOTOK aCCHMMJISTOB NepeMemaeTcs no hio-
3Me cO cpeAHeR cxopocTbio 100 cMm/u {132, 499] 1 B COCTOSIHHH OCYIECT-
BUTb Nepenadyy HHoOpMauuMy O BHEWIHEM BO3JEACTBHH CPaBHHUTEJNILHO
MeaJieHHo. Tak, AJis paCTeHHA BICOTOR 2 M OHa 3aimMeT okoJio 2 U. lpas-
Aa, B IKTEpAaType HMEKTCS YKa3aHNS Ha BO3MOXHOCTb "6pOCKOB” aCCHMH-
JISITOB B MPOBOASMEA CUCTEME CO CKOPOCTbIO S0—70 M/u [163, 387, S3S].
OOHAKO MX MPHPOAA, 3HAUEHHE W YHHBEPCAJIBHOCTb PaCnpPOCTPaHEHHUSR
OCTaTCR HESICHHMU. He ObicTpee AOoMkHa pa6oTaTbh CBsiab, OCHOBaHHAN
Ha TpaHcnopTe PUTOropMOHOB. 3T0 TeM Gosiee CrIpaBeAIMBO, YTO HEKO-
TOphi€ U3 HHUX, HarNpuMep ayKCHH, MOTYT ABMraTbCsi 0a3HmneTasbHO CO
ckopocTbio 11=—17 mm/u [200].

BosiHa BO36YXA€EHHS, PaCl1POCTPAHSAIONANACH M0 NPOBOASIIMM TKaHAM C
BBLICOKOM CKOpPOCTbio (O 4000—6000 cM/u4),B COCTOSIHHH BrOJIHe obecne-
UHTB GLICTPYI0 MEPBOHAYANIBHYIO CBA3b MEXAY OpraHamMu. TakHM o6pa3oM,
pacnpocTpaHeHHe [1]] MOXHO pacCMaTpHBaTb Kak THMN CMeLHasIbHOA 3KCT-
PEHHON CHrHAaNIbHON CBSI3H B PaCTHTEJIbHOM OpraHuiMe,

DUIHOJIOTHUECKOE 3HAUEHHE 3TON CBSA3W ObIJIO YCTAHOBJIEHO B OMBITAX
MO W3YUEHHI® KHHETHKH (YHKUWOHAIBLHOrO OTBeTa Moj BiMsiHHem [
[182]. BbiJiO NOKA3aHO, YTO BHeMHWA dakTop (4 - 103M 2,4-]1), HaHeCeHHbIA
Ha BepXYHKY MPOPOCTKOB BAKH, BHI3LIBAET B HA/[3EMHON UaCTH MOSBJIEHHE
fa3uneTansHO pacnpocTtpaHsiomerocs M1, Benen 3a nocrynsaennem M1 8
KOPHH, UTO KOHTPOJIHPOBAJIOCh MO CMEMEHHIO UX 3JIEKTPHYECKOro NoTeH-
uMaia, Ha6AaNoch GHCTpoe HameHeHNe NoromeHnsi KH,3?PO, M3 nuTa-
TeJIbHOro pacTrRopa. HaMeHeHHe NOTrJIOTHTENIbHOA $YyHKIHA KOPDHER HO-
CHJIO KoJiefaTeJIbHBA XapakTep ¥ Npyu KpaTKOBPEMEHHOM (1 MWH) feACT-
BHH pa3ZjpaXHTeJIsi Ha BepXyImKY NpOPOCTKOB 3aTyXaJyo k 8—10-A MHHYTE
onuTa (puc. 49, A). MpuuactHoCTh MO kK OOGHapyXEHHBIM SIBJIEHUSM
A0Ka3biBasiaCb HeCrneyHPnUYHOCTbI0 H OLICTPOTON OTBETA. AHAJIOTHUHbIE
koJsieGanus norsomeHnsi KH,32P0, kKOpHsiMH HaGmoganuch NPy AeRCTBUH
4.10°M 2, 4, 5-T, 1 MKCl n gpyrux $axTopoB, a 6LICTPOTA HACTYTIJIEHUS
OTBeTa KOppeJIHpOBasia TOJIbKO CO CKOPOCTbIO pacnpocTpaHeHus [1]] u He
MorJia 6LTe OGbsicCHEHA NepeMenieHHEeM Kakoro-iu60o xuMuueckoro dak-
TOpa, B TOM YHCJie H CAMOr'O pa3fipaxHKTesns. BaxHO OTMETHTb, UTO aHa-
JIOrHYHMLA xosiefaTesbHBA XapakTep naMeHeHHA HabJl0gaCs Nog BANUSI-
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Puc. 49. HaMeHeHHe CKOPOCTH MOINOMEHHS H22m4 KODHSIMH TDOPOCTKOB BHKH TpH
KPaTKOBPEMEHHOM (1 MHH) (A) H MOCTeNEHHOM (B) AeACTBHH Ha BepPX YIIKH 410°5M 2,4-711182]

HueM ] ¥ ans Apyrux gpuanoNorHuecknx GpyHkuni, Hanpumep GOTOCHH-
Te3a, Npy JEACTBHH pa3fipaxHTEJIs Ha KOpHH [174).

BuicTppe KoJsiebaTesibHbie TPOLECCH NPH AEHCTBHH BO3MYIAIOMErO
thakTopa xapaxTepHb!, KaK H3BECTHO, AN CAMOPETYJIATOPHBIX CHCTEM.
NoatoMy PYHKLUHOHa/bHLIE H3IMEHEHHS OpraHa pACTEHHMS, BO3HWKAKOMHE
noj BJMsiHWeM npumenuwero M1, cienyet paccMaTpnsaTh Kak HecneuHpn -
YECKyl0 CAMODPETYJISTOPHYI0 OTBETHYKW peakuuipo. Ee 3HaueHue, no-BU-
[IMMOMY, COCTOHMT B TOM, uTOOb OBLICTPO MepeBeCTH HaHHLIA OpraH B
COCTOSHHE MOBHIEHHOA PHUIHOJIOrHUECKOA AaKTUBHOCTH H NOATOTOBHTH
€ro K BO3MOXHBIM NocJeaY10mMM GYHKLIHOHAJIbHBIM MTEPECTPORKAM, ECITH
ZeACTBME BHEIHErO pa3ipaxunTeif 6yfeT MPOROIKEHO.

AeACTBATENbHO, NPH HEMNPEPLIBHOM AREACTBMM BHeWHOro daxkropa
(prc. 49, B) HauanbHbIe GYHKIIHOHAJIbHBIE CABMTM HOCAT TakoO# e KoJe-
GatesibHBA XapakTep, Kak H TPH KPATKOBPEMEHHOM BO3REACTBHH
(pHc. 49, A). 3TO eme pa3 noATBEPXAaeT HecneUnPHUUHOCTbL JaHHOTO 3Tana
OTBETHON peakiHH. OHAKO B JaJibHeAmeM (nocye 10 MrH) PyHKIHOHANIb-
Hasi aKTUBHOCTD (B YACTHOCTH, norsomeHne KH,32P0, KOpHSIMM) BHIXOAUT
Ha onpefesieHHbI YPOBEHb H NMPHOGPETAET BeCbMa YCTOMUHBBIA Xapak-
Tep. PacyeTsl MOKa3biBaiOT, YTO KHMEHHO C 3TOTO MOMEHTA Y OMNbITHbIX pac-
TEHUA MOXET BCTYMHTb B IEACTBHE XHMUUYECKAS CBA3b (MTPH CPEAHEN CKO-
poctH 100 cMm/4).

Takum o6pa3om, oguHouHBIA M[], BO3HHKWWA NOA BJIMSIHUEM BHEMHETrO
Pa3npaxuTeNsi H BHIMOJIHSIONMA PoJib CHMTHaJjia, AOCTHTHYB TOrO HJIH
MHOro OpraHa, MOXET Bbl3BaTh KPATKOBpPEMEHHbBIE KOJiebaTeNbHbIE N3ME-
HEHUS1 TOH WM MHOW GYHKUHH, HOCSIIME NMOATOTOBUTEIbHBIA XapaKTep.
Mexannam TparcdopmauuH MM B yHKLUUHOHAJIbHbIA OTBET SIBJISETCS, MO~
BAAHMOMY, MHOrOCTYyMNeH4YaThiM (pUC. S0). B Tex opraHax, no kotTopsiM M
PacrnpoCcTPaHSAETCR H KOTOPbIX OH JOCTHUIra€eT, OH 3/IeKTPOTOHHYECKH Bbl-
3biBaeT H3MeHeHHe MeMOPaHHOTO NOTEHLHaNa KJIETOK. ITO, B CBOK Oye-
peab, HEMOCPEACTBEHHO BJAMSIET Ha CTPYKTYPHOE COCTOsiHME MeMOpaH-
HBIX CHCTEM, OTBETCTBEHHbLIX 32 MAaCCHBHBIA M aKTUBHBIR MeMOpaHHBIA
TPAaHCNOPT (kaHanbl, TpaHCNOPTHbe ATdaanl). B pedysbTrate MEeHSKWTCSH
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B OpraHax "oObiUHLIX" BLICHIHX PAaCTeHHA NOA BausuueM M) |188)

UOHHBIE COOTHOWEHHUS B KJiETKaX, UTO MPHUBOAMT K MIMEHEHHUI0 aKTHB-
HOCTH psifia EepMEHTHBX CHCTEM H HHTEHCHBHOCTH NpPOTekaHus punino-
JIOTHUYECKUX npoueccos. CaeayeT Takke OTMETHTD, UTO reHepalumrs H pac-
npocTpaHeHue [1/] y BuICIIMX PaCTEHHA HENOCPEACTBEHHO CBS3aHb! C BO3-
HAKHOBEHHEM BECbMA CYIECTBEHHbLIX HOHHBIX NOTOKOB, KOTOPHIE B COCTO-
SIHYH BbI3BATb 3AMETHLIE CABHIH OGMEHHLIX NPOLIECCOB B kKJIeTKaX, HEMoc-
PEACTBEHHO NMPUMBIK2IOIMMX K KaHay NpoBeZieHN 1 BO36YX AeHHS. ITa BO3-
MOXHOCTb A€TaJIbHO aHAN3HPYETCA B paboTe (3641,

KpaTkoBpeMeHHbie $YHKLIHOHANbHBIE CABHIH, Bbi3BaHHbie M1, MOryT,
OLHaKO, faTb Hauyaso GoJsiee YCTOWUWBBLIM M3MEHEHHMSIM, €CJIN BJIHSHHE
pasapaxawpouero ¢aktTopa 6yaeT NpPogosikeHO. MexaHW3M Takoro npo-
JIOHrHPpOBAaHHOI'O AEHCTBUS BHemHero pakTopa, NO-BHAUMOMY, PA3JIHHUEH
B 3aBICHMOCTH OT €ro npupoasl. [IpH CHJIbHLIX NOBPEX JaloMHUX BO3IREACT-
BHUSIX (MOpPaHEHHe, OXOT, JERCTBHE HEKOTOPHIX XHMHYECKHX COEAUHEHHN)
BCJIeA 3a MepBOHauyaNbHOW KoJsieBaTenbHOM peakiuWen, BboiaBaHHOM [17,
BKJIIOUAETCS XHMHUecKas CBS3b. [IpHpoAa 3TOA CBSI3M OKOHYATEJIbHO He
BbISICHEHA, HO MOJIAralT, UTO B €€ OCHOBE MOXET JIeXaTb NePEMEMEHHE OT
MecTa noBpexXxJeHns1 ocobbix BemecTs [678]. KpoMe TOro, npH HEKOTOPBIX
BHJaX MOBPeXAAmMX BO3geACTBUA (HanpuMep, 1 M KCI) mecTo pa3apa-
XEHHS1 CTAaHOBHTCS reHepaTopoM cepuit M1, T.e. [1], CNOHTaHHO NOBTOPS-
IOMUXCH C OMpeAesiecHHOR 4acToTOA. B 3tom ciyuyae nepexon duano-
Jornyeckon pyHKUHHM AAHHOI'O OpraHa Ha HOBBIK CTALlMOHAPHBKIA YPOBEHD
MOXHO OTYACTH CBS3aTb C NPOLOJIXKAIMHUMCH BO3AEACTBHEM MMOCTyNao-
mHUx B opraH IA4.
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B ciiyyae eRCTBUSt yMEPEHHBIX pa3ipaXxKMTesiel (CBEeT, He6OJIbLIWON ne-
penag TeMnepatypnl B (H3IMOJIOTHUECKOM HHTEpBaJjie, MeXaHHUYECKHE
CTUMYJIBl A T.A1.), @ Takxe NMPH €CTECTBEHHBLIX MpoLeccax (HarnpuMmep, Npu
nonagaHMu nNblJbLUL HAa Pbijiblie NECTHKA) BO3IHMKHOBEHME BCJER 3a
Ha4yaJibHbIMHU Kk0Jie6aTeIbHLIMN H3MEHEHHSIMY BECbMa YCTOMYHBOIrO nepe-
xoaa (U3anosorHyeckoin PyHKUMM Ha HOBbIH ypPOBeHb, BEPOSATHO, O6yC-
JIOBJIEHO Kak reHepaimen cepuit M, TaKk 1 BKIIOYEHHEM XUMUYECKOR CBSI-
31, OCHOBaHHOM Ha TpaHCNOPTe PUTOropMOHOB ¥ MeTabOINTOB.

NMoHnMaHWe cHrHasibHON posd M1 y BeicmMX pacTeHun OByaeT, no-
BUIHMOMY, HE NMOJHBIM, €CJIH HE YUYECTb €ll€ OJUH acnekT. YCTaHOBJIEHO,
YTO Y HEKOTOPbLIX PAaCTEHHH (HanpHMEpP, ThikBbl) 1]] MOryT NOSKBJISATLCS B
OTBET Ha LEACTBHWE oueHb Caalbix BHEWHHMX pa3dgpaxuTenedn. Tak, MA,
nMelolHe obbuHYI0 POpMY H HOPMaJIbHbIE MapaMeTphbl, BO3HMKAJHN B CTE0-
JISIX MPOPOCTKOB THIKBh MPH JIOKAJILHOM CHMXEHHH TEMIEpaTyphl OKOJIO
BEPXYIIKH JiHIb Ha HECKOJIbKO rpaJycoB (B psife ciayyaeB Ha 1—2°)[188].
CTosib HE3HAYHTEJNIbHLA nepenaj TeMNepaTyp AJis PacTeHUSI He SIBAS-
€TCS, oueBHAHO, G YHKIIMOHAJBHO 3HAUHMbIM. [TO3TOMY BO3HMKaET BONpPOC,
Kak OOBSICHHTH 1ieJiecoobpa3sioCcTb reHepauqy M B 3TOM ciiydyae ¢ TOUKH
3peHMSst BHIOJIHEHNSI UM CHIHasbHOW pOJIM. AHasn3 JaHHOro BoOMpoca
[188] NO3BOJIUJI BHSIBUTH HOBYIO, paHee HEM3BECTHYI0O CTOPOHY CHUrHaJib-
HOro 3HaueHH s [N B xn3HEREATENbHOCTH BHICIIMX PACTEHHRA.

H3BeCTHO, YTO Y BHCIIMX XWUBOTHBIX reHepauus /1 B OTBET Ha cyiabbie 1
$YHKUMOHAJIbHO HE3HAYHMbIE BHEIIHHE CTUMYJIbl (IOPOX M T.[.) COCTaBASA-
€T 3BEHO MpoLlecca onepexanmero OTPaxeHnst BHEHEro Mupa B popme
YYBCTBHTEJILHOCTH. [Tog nocsiegHeA Mbl MOHUMaeM pa3fipax MMOCTb 6oJiee
BBICOKOI'O MOPALKA MO CPABHEHMS C IIEMEHTAPHON Pa3ipaxMMOCThIO, T.€.
“...peaxkLHIo OPraHu3Ma Ha TakHe BO3J€ACTBHS BHEWIHETO MUPa, KOTOPbIE
CTAHOBSATCH CHUrHaJlaMM BO3MOXHOCTH HACTYIJIEHHSt APYTHMX BO3AENCT-
BHHA, HMEINX HenocpeAcTBeHHOe Guosiornuyeckoe 3naueHune” [249. C. 96].
Baarogapsi HyBCTBUTEJIbHOCTH XHBOTHbIH OPraHW3M B COCTOSIHHH BBICTPO
M aZjexBaTHO pearvpoBaTh Ha BHEWHWE Pa3fIpaxMTeNH, 4To ofecneynBaeT
€ro NpUcrnocobaAsieMOCTb K H3MEHEHHIO YCJIOBHI MPUPOAHONR cpeabl.

B OTHOmMEHWH BHICHIMX PACTEHHH MoOJiarajM, YTO y HUX, Kak U y npoc-
TeAmmMX, onepexawmee OTPaAXEHHE NPOTEKAET B PopMe 3/eMEHTaApHOR
Pa3gpaxvMOCTH, MaTEpHAJIBHYI0 OCHOBY KOTOPO# COCTAaBJISIIOT BHYTpEeH-
HUe BMOXHMHUECKYE PEaKLiHH, HEMOCPEACTBEHHO CBSI3aHHbIE C NPOLLECCOM
B3aUMOAEACTBHUS OpraHH3aMa ¢ o0bekTaMH BHeEmHero Mupa [54]. Mpexgcras-
JIeHHble Bbllle pe3yJibTaThl O3BOJISIIOT YCOMHHUTLCS B NMPABUJIBHOCTH 3TON
TOUKH 3peHWSsi. B cBeTe NPHHATHIX NpeacTaByieHnA [249] reHepauns NNA y
OObIUHBIX BHICHIHX PAacTE€HHA B OTBET Ha OUYEHb HeBOJibIHE W XW3HEHHO
HE3HAUHMbIE TeMNepaTypHbie nepenagsl UMEET TOJIbKO OAHO Ppa3yMHoOe
TOJIKOBAHHE: OHA SIBJISIETCH 3BEHOM LeJiecoo0pa3Hoi BHOIOrHueCKON pe-
aKUMH, 3aKJouaomencst B HecnepHueckon nepecTponke opraHuamMa v
€ro NoAroTOBKe K BO3MOXHOMY TMNOCJIEAYOIMEMY >XHW3HEHHO BaXHOMY
BO3AeACTBHI0. CiIeJOBATEJIbHO, Ml MOXEM I'OBOPHUTb O MPHUHLUNNAAILHON
BO3MOXHOCTH HaNHuHsi y OObIUHBX BHICHIHX pacTeHui Gojiee BHICOKOM
HOPMBI OTIEPEK AOIMETO OTPAXKEHH S, KOTOPYIO Liesiecoobpa3 .0 0603HaUHTb
Kak npocTefmasi HeguppepeHUNPOBAHHASE YYBCTBUTENbHOCTb. Posb I B
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OCYMECTBJIEHHH TaKOW 4YBCTBHTEJIbHOCTH BMOJIHE O4HO3HauYHa. OH ocCy-
IECTBJISIET Nepefjady CHrHajla O BHEHEM BO3JEACTBHH TEM HJIH HHbLIM
opraHaMm pacTeHusl. B pedysibTaTe BO3HUKaIOT kKoJieBaTesibHbie H3IMEHEHU S
HX GyHKUHA H OBeCeUHBAETCR NOATOTOBKA K BOCIIPUSITHIO BO3MOXHOIO
XH3IHEHHO 3HaUHWMOTro akTopa, B NEPBYIO OUepeab B CMbICJIE MOBbIEHHS
¢ yHKLIMOHaNBHON NG NIBHOCTH.

$OpMHPOBaHHE YYBCTBHTENILHOCTH B XOAE 3BOJIOLHH CBSI3aHO C BO3-
HHKHOBEHHEM CIELHAM3HPOBAHHBLIX CTPYKTYPHBIX 3JIEMEHTOB. MOXHO
noJjiaraTh, YTO B MX YHCJIO Y BbICHIMX PACTEHHA BXOAST NapeHXHUMHbIE
KJIETKH (§JI03Mbl ¥ NPOTOKCHJIEMB MPOBOASAIMX NYYKOB, YUaCTByWOIHE B
pacnpocTtpaHeHuH MJ]. OqHAKO NMOYTH HUUETO HEUIBECTHO O PELIENTOPHLIX
MeXaHH3MaX, OTBETCTBEHHbIX 32 BOCNIPHATHE cNalbiX BHEMHNX CTUMYJIOB.
Ecnn roBopuTb 0 TemMnepaTypHoM daxTope, TO BNoOJiHE BEPOSITHO, UTO B
€ro BOCMPHUSITHA pemaiomylo POJb AOJKHB HrpaTh fa3oBbie HIMEHEHNS B
JIMNIBOHOM MaTpukce. OHM MOTYT MpoOTekaThb NPH BECbMa BBHICOKHX
NOJIOXNTENbHBX TEMIEPATYPaX B PH3INOJIOrMUECKH 3HAUHMOM [JHAMa30He
[212]. MIpn TemnepaType HHxe $a3oBOro HaMeHEHHS B JIKMHAHOM OKpyXe-
HHHW 3JIEKTPOTr€HHBLIX HACOCOB 3aBHCHMOCTb MX aKTHBHOCTH OT Temrnepa-
Typbl pe3ko Bo3pacraeT. B pedysbTaTe faxe HeGobWON nepenaj Temne-
pPaTyp, 3aTparvBalmuA 3Ty O6J1aCTb, MOXET NPUBECTH K PEIKOMY Ocab-
JIEHHIO 3IEKTPOTEHHHIX CBOACTB MEMOpaHbl, CHHXEHHI0 F,, IO KpUTHUEC-
KOro ypOBHS H reHepaumm 1.

He NMOANEXNT COMHEHHIO, YTO aHaNN3 ObICTPbLIX CHrHAJIbHBIX CBS3EH,
OCYHECTBJISIEMbIX B BLICITHX PaCTEHH X € nomMomeio /1, npeAcTaBsisieT Co-
Goi BecbMa nepcnekTHBHYW obnacTbh ¢nanosiornn M 6nodpuankn pacre-
HHAA, KOTOPasi MOXET AaTb CYNECTBEHHLIA BKJIaJ HE TOJILKO B MIOHHMAHHE
$YHKLUIHOHNDOBaHHSI PACTHTEJbHONO OpraHHW3Ma, HO M B pa3paboTky
NMPakTAYECKNX MPHEMOB AHArHOCTHKH M PETYJIMPOBAHHMS MPOLECCOB €ro
XHN3IHEREATENLHOCTH.



3AKIIOYEHHUE

BCS COBOKYTIHOCTh HMEIOIHXCS B HaCTOSIMEE BPEMS JaHHLIX ybexnaaer
B TOM, UTO GHO3JIEKTPOrE€HE3 Yy BHICIIMX PACTEHHA SIBJISIETCRK CTOJIb X€
BaXXHbIM (PH3HOJIOTHUECKHM OTIPABJIEHHEM, KaK H Y XHBOTHBHIX, UeM riy6-
€ Mbl TIO3HAEM OCOBEHHOCTH TreHEepaLMH MOTEHLHAJIOB NMOKOS M NOTEH-
L{HaJIOB IEACTBHS B PACTHTEJIbHOM OpPraHH3Me, TEM SICHEE CTAHOBHTCS HX
3HauMTeJIbHAS POJib B OCYIECTBJIEHHH MHOTHX NMPOLECCOB, MPOTEKAIIMHX
Ha MeMOpaHHOM, KJIETOUHOM H TKAaHEBOM YPOBHSIX, — pa6oTe memOGpaHo-
CBSI3aHHbIX (PEPMEHTOB, HOHHOM H MOJIEKYJIAPDHOM MeMOpaHHOM TpaHC-
MOpTe, OCYMECTBIEHHH PETYIATOPHLIX CBSA3eH H Ap. [[03TOMY pacKpbiTHE
MEXaHH3MOB GHOJIEKTPOreHe3a HECOMHEHHO CYMECTBEHHO /ISl MO3HAHHSA
TaKHX BaXHbIX KOMIJIEKCHBIX (PH3HOJIOrHUECKHX CBOACTB BLICHIHX pacTe-
HHHA, KaKk YCTOWUHBOCTb K HEGJIarONMPHSATHHIM BHEWHHM (hakTOpaM, ajan-
TalHS K MEHSIIOMMMCS YCJIOBHSIM CpeAbl, COCOGHOCTh aCCHMHJINPOBATh
NATaTEbHbIE BEMECTBa U T. /.

MpoBeAeHHbIH B HACTOAMEN pa6oTe aHAJIH3 MEXAHH3MOB BHO3JIEKTPO-
reHe3a y BbiCIIMX PaCTEHHH NPHBOAHT K NPHHLMITHAJIBHO BaXKHOMY 3aKJIio-
UEHHIO O TOM, UTO 3TH MEXAHH3Mbl HMEIOT 60JIbIIOE CXOACTBO C TAKOBBLIMH

r
y Apyrux 6HOJIoTHUECKHX cucTeM. MeHepauns E,, Ha MemGBpaHax KJI€TOK

BBICHIHX PaCTEHHH, Kak H Ha MeMOpaHaX KJIETOK XHBOTHBIX H XapO(HTOB,
BkJylouaer ¢opmMHpoBaHHe AHPPYIHOHHON KOMIOHEHTH, CBA3aHHOW C
3/IEKTPOXHMHUYECKHMH TpaJHeHTaMH NOTEeHUHanobpal3yiomHuX HOHOB H
HOHHOM NMpPOHHLIAEMOCTbi0 6HOMEMOpaH, a Takxe MeTaBoJIMUecKkOn CoC-
TaBJIAIOMEN, KOTOpas CO3Jae€TCR paGoTON HOHHBIX HacocoB. "eHepalLHs
Ay 3Thx 06bekTOB 06yCIIOBJIEHa PE3KHM H3MEHEHHEM HOHHOW NMPOHHLA-
€MOCTH BO36yHMbIX MeMOpaH, B OCHOBE KOTOPOTO JIEXHT paboTa pery-
JIMPYEMBIX 3JIEKTPHUYECKHM N0 JIEM HOHHBIX KaHaJIOB.

Takoe CXOACTBO MPEACTABJIAETCR BaXHbIM B CPABHHTEJIbHO 3BOJIOLH-
OHHOM MJIaHe, TOCKOJIbKY CBHAETENbCTBYET OG606mMHOCTH NpOLECCOB
6Ho3sekTporeHe3a y 6HOJIOTHUECKHX OO bEKTOB, HAXOAAMHUXCS Ha Pa3HbiX
3Tanax 3BOJIOLHOHHOTO Pa3BHTHS.

OpHako HanbGoJsiee CYmECTBEHHBIM NPEICTABJISIETCSH BLISIBJIEHHE OCOBEH-
HOCTeN GHO3JIEKTPOTeHE3a Y BbICIIHX PaCTEHHI N0 CPaBHEHHIO C APYTHMH
OpraHHaMaMH, UTO HeOOXOAHMO ANS NMOHHMAHHUA CNEHPHKA HUX (YHK-
L{HOHHPOBAaHHSA. .

B 3TOM naHe Han6oJiee CymeCTBEHHON uepToi reHepauuu E,, y Bbic-

IIMX PacCTEHHHA cienyeT NpH3HaTbh GOPMHUPOBaAHHE OUEHb 3HAUHTEJIbHOW
MeTa60JInUeCKOH KOMIIOHEHTHI Ep,. /laHHasi OCO0EHHOCTbCBSA3aHa, TO-BH/H -
MOMY, C HaJIHUHEM JOCTATOUHO MOMHBIX HOHHbLIX HACOCOB, OCYIMECTBJISA-
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IOUMX 3JIEKTpOTeHHb TpaHcnopT H*. [[pH 37OM BeCbMa XapaKTepHbIM SIB-
JIAETCHA NPHHLMIN HX KOMOHHHPOBaHHSA. Tak, Ha MJia3ManeMMme Hapsiy C
nna3mMasieMMHOA H*-ATda3oi onpesiesieHHbIA BKJaJ B TPAHCNOPT NPOTO-
Ha ¥ reHepauHio E‘, BHOCHT 3TIl, a Ha BakyoJsipHOW MemOpaHe GyHKLHO-
HUPYIOT BakyosnsipHast H*-ATda3a v H*-nnpodocgarasa. [Tpu 3ToM cneay-
€T HMETb B BHAY, UTO reHepalHu Bricokoro E, cnocobecTmyeT Takke, no-
BHIMMOMY, MaJiasi MPOHHIAEMOCTb MeMOpaH BbICIIHX pacTEHHH AN NpoO-
TOHa. '
Bbicokasi BesIHUMHA E, y BBICIIMX PaCTEHHA MMeeT, OUEBHAHO, BMNOJIHE
ornpegeneHHoe 3HaueHHe 41K HX QYHKIUHOHHPOBAHH K. HECOMHEHHO, UTO B
oTsune oT Ep noteHunan E, 6onee nabnyieH H OT3bIBUXB Ha JEACTBHE
Pa3/IMUHbIX BHEWHHWX (a4 TakXe BHYTPEHHHX) akTOpOB. 3TOMY CrNocobCT-
BYET HaJIHUHe B MeMOpaHe MEXaHH3MOB, BLIMOJIHSIIOWHWX TPUTTEPHY POJb

r
no oTHoweHHI0 k H*-HacocaM. B pesysbtaTte E,, KIETKH BHICIIErO paCTEHH A

MOXET BECbMa TOHKO pearHpoBaTb Ha H3IMEHEHHE YyCJIOBHA H TEM CaMbiM
BbIMOJIHATD POJib OAHOT'O H3 NEPBHUYHBX 3BEHbEB B OTBETHBIX peakLHAAX
PacTeHHH Ha BHemHHe Bo3gecTBHSA. Takasi ocobas posib E, y BeICIMX pac-
TeHHH BNOJIHe Lesecoobpa3Ha, MOCKOJIbKY 3HaUHTE NIbHAR UaCTb HX Opra-
HOB HaXOQHTCS B BO3AYIHOW Cpejle W MOoJABEpXeHa AEeACTBHIO pa3HOO0-
Pa3HbIX MPHPOAHBIX YCJIOBHA.

3HauMTeJsibHast CBSI3b C METa60IH3MOM OBHAPYXHBAETCH Y BLICIIMX pac-

TEHHHA NPH TeHepaUuHH He TOJIbKO E’,,,, Ha n [1]]. B faHHOM cJiyyae 3Ta CBS3b

ABJIeTCA ABOSIKON. C OQHOH CTOPOHBI, OHAa BbIPaXA€TCH B NOAKJIIOUEHHH
HOHHBIX HacOCOB, pafoTa KOTOPLIX HEOOXOAHMaA AJISl CO3AAHHSA YCJIOBHA
reHepauHH ] (BO3HHKHOBEHHE BLICOKHX 3JIETPOXHMHUECKHX I'PaIHEHTOB
NA-o6pa3yomMx HOHOB, JOCTHXEHHE Mopora) H obecrieueHn st GOpMHpPO-
BaHHA CaMOro HMNyJibca. C APYroA CTOPOHBbI, 3HAUHTEJIbHBIE HOHHbIE
CABHIH, MPOUCXOANUMKE JaXe NPH reHepaunn oguHouHoro [, Moryr
OKa3blBaTb CyIleCTBEHHOE BJIHSSHHE Ha MeTab0JIM3M Tex TKaHeW, No KOTo-
pbiM M1 pacnpoCTpaHAETCH H KOTOPHIX OH JOCTHIaEeT.

YeTkoe yCTaHOBJIeHHE OCOBGEHHOCTEA CBSI3H reHepaunu M1 ¢ MeTabo-
JIN3MOM Y BHICIIHX paCTEHHIA NO3BOJISiET JOCTaTOUHO OnpeAesIeHHO Nnpea-
CTaBHTb HX MECTO B O0IEA CHCTEME 3BOJIIOLIHH BO30YX/JEHHS XXHBOTHHX H
PaCTHTEJIbHLIX OGBEKTOB.

[To-BHAKMOMY, NEpBOHaYaNbHON H HaHnboJiee 3JIeMEHTapHON peakLHen
KJIIETKH Ha BHEWHHE BO3AEACTBHS SABJIAJIOCH O6paTHMOE H3MEHEHHWE €€
MeMOpaHHOrO MOTEHLHAJA, CBSAI3AHHOE C H3MEHEHHEM peXxHMa paGoThi
HOHHBIX HACOCOB. OHO MOTJIO NPOHCXOAHWTb B CTOPOHY Kak ' JAeMNoJisiph3a-
LIHH, Tak H THIEPNOJIAPH3ALHH B 3aBHCHMOCTH OT 0COBEHHOCTEH BHEWHE-
ro ¢gakropa. OgHakO B KauecTBe HeCneuHpHueCKON OTBETHOW PpeakLiHH
3aKpenuJacb, OUEBHAHO, pEaKL U AENOJIAPH3ALIHKA, B OCHOBE KOTOPOH Jie-
XHT cOpoc E,, B pe3ysibTaTe YMEHbIWEHHS paboThi NOMIIL. Tako# THI pea-
THPOBAHHKA AJIN KNETKH GoJiee BLIrOAEH, T.K. CBS3aH C MOBLIIEHHEM €€ yC-
TOAUHBOCTH K BHEMHHM BO3JEHCTBHAM 6naronapﬂ nepeBoAy MOBEpPX-
HOCTHOW MemOpaHbl B MeHee 3HEprH3OBaHHOE COCTOsIHHE. BpeMeHHas
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AEenoJiApU3aLns HOCHJIA BHauaJie B OCHOBHOM MeCTHBI XapakTep, O{HakKoO
Mo Mepée COBEPIIEHCTBOBAHH A KabeJibHbIX CBOMCTB pPAZla KJIETOK H TKaHEH
OHa npHobpesia CNOCOGHOCTb paCNPOCTPAHATLCH Ha PACCTOSHHE H B3siJia
Ha ce6s TakuM O6pa3oM poOJib CHrHala O BHEMHEM BO3AEACTBHH. Takoi
"MeTa60NHUECKHA" THI reHepalHH BO3OYXJEHHSA, XOTA H He B "uucTroM”
BWJE, COXpPAHHJICR 4O HACTOSLErOo BPEMEHH Yy HEKOTOPHIX OOBEKTOB. Y
paCTEHHH K YHCJIYy NMOCJIEAHHX MOXHO OTHECTH BOAOPOCJb auetabyinsi-
pHIO.

HeCOMHEHHBIM WAroM Briepe] ABHJIOCh BO3HHKHOBEHHE B XO[e€ 3BOJIO-
UHH cnieqHPHUYECKHX KaHAJIbHBIX CHCTEM, paboTa KOTOPLIX yNpaBisiiacbh
noJieM Ha MeMOpaHe. 3To NO3Bo IO reHepauHio [l "nepesecTh” ¢ npeu-
MyIleCTBEHHO MeTaboJIMUECKOTO THINA Ha THI "KOMGHHHPOBaHHBIA", KOrAa
KpoMe MeTaboJIMuecKkoi MOMIb B FE€HEPALHH 3JIEKTPHUECKOTO HMITYyJibCa
BaXKHYI0 poJib HrpaioT H AX(}Y3HOHHBIE TPOLECCHI, CBSI3AHHDBIE C pEe3KHM
YBEJIMUEHHEM NPOHHLAEMOCTH MeMOpaH anst T1/1-o6pa3ylompMXx HOHOB.
Mpouecc aenonsipu3alHH npwm reHepaunu M1 craHoBHTCA 6osiee coBep-
WEHHBIM, O6YCJIOBJIEHHbIM PE3KHM YBEJIMUEHHEM KaHaJIbHOH HOHHOH npo-
BOAMMOCTH. 3TO O6ECNEUHBAET UETKOCTb H GLICTPOTY AENOJIAPHIALMOH -
HOT'O OTBETA H €ro 66nbmylo HaZeXHOCTb. Bxogsuni 3niexTpHuyeckHi Tok
NpH AENOJAPHIaLHH WWYHTHPYET TOK, TEHEPHPYEMBIA NMOMIIONA, H Ha 3TONA
CTajiHH HIrpaeT OMNpeAesIfiomyIo poJyib B HIMEHEHHH NOTEHUHaJa Ha MeMG-
paHe.

OAHaKO HECOBEpIEHCTBO PaboThl KaHAJIbHBIX CHCTEM, NPOSBiAONEeCH
npexae BCEro B OTCYTCTBHH UeTKOA AW PepeHUHauHH "genonsipuayno-
uHx" 1 "penosifpH3yiomMx” KaHaJIoB MO OTHOIEHHIO K NOJIIo Ha MeMOpaHe,
co371aBaJio 60JIbIIOE MEPEKPHITHE BXOASILIETO H BHXOASMETO 3/1IEKTPHUEC-
KOT'O TOKa. 3TO HEH36eXHO COMPOBOXAANOCH GOJILWIOA AJIMTENLHOCTHIO
AEeNOJIAPHIYOIErO H PENOJIAPHIYIOIErO0 HOHHBIX NMOTOKOB H Kak CNeACT-
BHe 6oJbwOA ANMMTeNbHOCTHIO 111, B peaysibTaTe BO36yAHMas CHCTEMA Ja-
XK€ Ha reHepaunio ogHHoYHoro [1/] 3aTpaynBasia 3HaYHTEJIbHBIE 3J1EKTPO-
XHMHUECKHE IpaHEHThl COOTBETCTBYIOIHX HOHOB. B CHJY 3TOTO KaHaJb-
HbIH BBIXOARIHI PENOJISIPHIYIOMHA TOK HE MOT "BLITSIHYTb" MeMOGpaHHbIA
NOTEHUHaJ 10 HCXOAHOrO YPOBHS H Ha 3aBepIlaioleM 3Tane penoyisipH-
331K 1O Mepe ocylabneHnst NP Y3IHOHHOTO BHIXOASIIErO TOKA BCE 66 1b-
myio pOJib HAUHHAET HrpaTh TOK MOMIILI, KOTOPas CBOeH paboTon "noaTsi-

r
ruBaet” E,, 10 ypoBHS E,,. COXpaHSAETCS MOJHOCTbIO H BaXHAaR POJib NOM-

Nbi B JENOJIAPH3ALHMA MeMOPaHH [0 YPOBHS Nopora BoabyxaeHHs. HMeH-
HO TakOW "KOMOGHHHPOBAaHHBIA" THN redHepauuH [J], corjacHoO NMpeacTaB-
JIEeHHLIM B JaHHOW pafoTe pe3ysibTaTaM, HMEET MECTO B BO3OYJHMBIX
KJIETKaX BbICIIUX PACTEHHH.

HakoHel, COBEepiIEHCTBOBAHHE MEXaHH3MOB reHepaunH [1/1 nprusesio K
AOCTATOUHO UETKOMY pa3ZieJIeHHIo MOTEHUHAJI3aBHCHMOCTH KaHaJIOB BXO-
ARUEro W BbIXOARMEr0 HOHHLIX TOKOB W K MPAKTHUYECKH NMOJHOMY pa3-
PLIBY HENOCPEACTBEHHONW CBSI3an ¢ paforoi nommbi, dopmHpoBaHune M1
CTaJI0O OCYMECTBJISATLCH NOJHOCTbI0 N0 AWPDYIHOHHOMY MEXaHH3MYy H
3HEepreTHYeCckH 3IKOHOMHO (OYeHb HE3HAUHTEJIbHAA pa3pAaka 3JIEKTPOXH-~
MHUECKHX IpaJHEHTOB). POJib MoMIMbl NpHOGpETaeT XxapakTep He "Hemnoc-
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PEACTBEHHOTO yUaCTHHKAa COOMTHA", & JIMlIb CpeACTBA BOCCTAHOBJIEHHS B
NepHOJ NOKOS YACTHUHO HapyWeEHHbIX HOHHBLIX rpaHEHTOB. B Haubosiee
COBEPUWIEHHOM BHJE TaKOH THN reHepauyy 1] NnposABASIETCS B HEpBaxX XH-
BOTHBIX. :

HTak, nogBoasi o6mmit HTOT, MOXHO OTMETHTb, UTO Hanbosee OTJIH-
UHTENbHOA 0COBEHHOCTbIO GHO3JIEKTPOreHe3a BLICIIMX PaCTEHHI SBJIAET-
CS €ro BeCbMa TecHast CBA3b ¢ MeTaB0JIM3MOM, a TOUHee, C pabOTON 3J1eKT-
POreHHOW HOHHOA MOMIK. KOHEUHO, MOXHO (W JOCTaTOUHO OBOCHOBaH-
HO) CUHTaTb 3Ty 0COBEHHOCTb Kak NMPOSBJIEHHE ONpeAeIEHHOrO HECOBEp-
WEHCTBA 3/IeKTPOreHHbiX CHCTEM JaHHBIX OPraHH3MOB. BMecTe ¢ TeM ecam
MPHHATb BO BHHMAHHE CeUHPHKY GYHKLHOHHPOBAHHWSA BBICIIMX pacTe-
HHW, U Opexae Bcero Heo6XOAHMOCTb MOCTOSHHO AAANTHPOBATLCH K
BEeCbMa PE3KHM nepenajiaM yCJIOBHA OKpYXaloIeA cpelibl, H B TO X€ BpeMS
YUECTb, UTO: 1) H3IMEHEHHE 3JIEKTPHUYECKOTO COCTOAHHA MOBEPXHOCTHbIX
MeMOpaH siBJisieTcst HanboNee paHHEN H CYMECTBEHHOW OTBETHOHM peak-
HEA PACTHTEJIbHBHX KJIETOK Ha BHEWHHE BO3LEACTBHN H 2) MeTaboJsn-
ueckasi KOMIOHEHTa BHO3JIEKTpOreHe3a Hanbonee NabuyibHa K NoBEpXKE-
Ha BECbMa TOHKOW PETYyJIMPOBKE C MOMOWbIO PSAAa TPHITEPHBIX MEXaHH3-
MOB, TO BO3HHKAET MBICJIb 0 GOJILIIONA 11€/1eCO06Pa3HOCTH 3HAUHTEJIBHOH
CBS3H GHO3JIEKTPOTE€HE3a Y BBICIIHX PACTEHHH ¢ METa60JIH3IMOM.

B 3akJsnoueHue NpHBEAEM CXeMY (PHC. S1), KOTOpasi HIIIOCTPHPYET BaX-
HOCTb MOCTaBJIEHHOW B fJaHHOW paboTe NpobyieMbl H Kak HaM KaXeTcs, B
obuein popMe HaMeuaeT MEPCIEKTUBHBIE TYTH €€ JaJibHEAmEro H3yueHH .



JIUTEPATYPA

1. A6ytansiboB MI'., Am-3afne BM., Ianue B.M. //0oxs. AH CCCP. 1982. T. 256, N4,
C. 1020—1022.

2. AGytanpnfoB M.I., MeabtukoB M.B., AxyHgoBa T.C. //®HIHONOTHR PACTEHHA. 1979.
T. 26, N3 C. 568—578.

3. Agure3anoB B.®., I'ycefiH-3age ®.P. //M3s.AH A3CCP. Cep. OuoJ. Hayx. 1986. Ne3
C. 109—112,

4. Asumos P.P., lenetiox B.H., Bepecroscinft I’ H. //Buoduanxa. 1987. T. 32, Ne1. C. 79—84.

5. AnexcarapoB A.A., Anexcangpoba JLA., BepecrosckHA I'H //0aMHouHble WOHHbiE
XxaHaJ B GHosornueckHx MembpaHax: Bcecows. cumod.: Tes. aoxn. NymuHo, 1989. C. 3.

6. AexcaHapoB A.A., Bepectoscxua I''H, Boaxosa C.I1. n Ap. //[joxn. AH CCCP. 1976.
T. 227, N3, C. .723—726.

7. AnexcaHapoB B.S. Peak THRHOCTb KJIeToK H Benxwu. J1.: Hayxa, 1985. 318 ¢,

8. Ames [l A., AquresanoB B.®., Mareppamo M.I". //[joka. AH A3CCP. 1982. T, 38, N9
C.39—42,

9. Asm-3aqe BM., Axynaosa T.C., AnmueBa & K. //OU3HONOMUA pacTeHHR. 1988. T. 35, N4,
C. 653—664.

10. AHgpeeB H M., KopeHbkos B 1., Monotxosckust 10.I'. //Bron. MemOpansi. 1989, T.6, Ne2,

-C. 153—158 .

11. AHOXHH T1.K. Y3noskie BONMPOCH TEOPHH GYMXIIMOHAJNILHOR CHCTEeMu. M.: Hayxa, 1980.
197 c.

12. AHTOHEHKO 10.M. //BHon. MembBpannl. 1989, T.6, Ne1. C. 85—89.

13. AHTOHOB B.®. JIUNHAKW U HOHHAA NPOHHLAEMOCTb MeMOpaH. M.: Hayxa, 1982. 151 ¢

14. AHToHOB B.®., CmMMpHoBa E 0., llesueHxo EB. //Buoguiuxa. 1989. T.34, N4
C. 584—588.

15. AxmegoB HH., Axmegos H.C., /s 0.0, AnueB J1A. //OUIHONOTHSA PacTeHHA. 1986,
T. 33, \6. C. 1045—1049.

16. AxmegoB HH., Jisaun 0.0. //H3B. AH A3CCP. Cep. 6HoJ. Hayk. 1987. Ne2, C. 128—132,

17. aGaxoB A.B., Bunymu C.B., AGpamwyeBa H.10., Mypomues I''.C. //Buon. mMeMOpaHbl,
1987. T. 4, \e3. C. 238—242,

18. BemixoB I.C., Moropuna M.B., KypkoBa E.B. // N3B. THMHpR3EB. C.-X. akaAl. 1962
Burt. 1. C. 47—60.

19. BesmxoB I1.C., MoToputa M.B., HeBckast P.H. //Tam xe. 1964. Bur. 6. C. 28—38.

20. BepectoBckua I'.H., Anexcanapos A.A. / /Brodusnxa. 1983, T. 28, \e5S. C. 816—820.

21. BepecroBcxuit IH., BoctpuxoB H.A., Xepenopa O.M. JlyHeBcku#A B.3. //WoHHMRA
TpaHcnopT 8 pacTeHHax: Tp. II Bececowa. cuMmno3s. Kues: Hayk. Aymka, 1979. C. 8—10.

22. BepecroBckHt I'H, Xepenosa O.M., Karaes A.A. //Buoduiuxa. 1987. T. 32, N6,
C. 1011—1027,

23. BepecroBcku#t I''H, Xepenona OM., JlyHeBcku#t B.3. //XapORHE BOAOPOCTH H HX
HCTIONBb3OBAHHE B HCCNEAOBAHHH OHONOIHYECKHX MpPOLIECCOB KJETKH. BHabHioc, 1973.
C. 260—293.

24. BepecrosckuRt I''H., /m6epmatt E.A., JTyHesckuH B.3., dpark I'M. / /Buodu3nka. 1970.
T. 15,N1. C. 62—68.

25. Bepectonckunt I'H, JlyHeBckut B.3., PaxuH B.J., MycueHxo B.C. //foxn. AH CCCP.
1969. T. 189, Ne1. C. 203—206.

26. Eeppadsipca P., Cutioxut A.M. //Tam xe. 1966. T. 169, Nei. C. 219—222,

27. Bongupe A.A. //Buon. nayxu. 1979. N3. C. 5—17.

28. Boagsiper A.A. BHoNorHueckHe MeMOpaHsl U TPAHCMOPT HOHOB. M.: H3a-BO MrYy,
1985. 208 c.

194



29. Boc J1Y. U3bpaHHble NTPOHIBEAEHHA NO PA3APAXHMOCTH pacTeHHR. M.. Hayxa, 1964,
T. 1. 427 c.

30. boc 4 Y. HabpaHHbe NMPOHIBEAEHHSA NO PAIAPAXHMOCTH pacTeHHA. M.. Hayka, 1964.
T.2.395c.

31. Bpayu I'., Yonken [ XHAKHE XKDHCTaNNbi H OCHONOrHYEcKHe CTPYKTYDH. M.. Mup,
1982. 200 c.

32. Bysnyes A.A. //AoHHuRt TPDAHCMOPT ® pacTeHHsx. UTOrH HaykH H TEXHHKH.
DHIHONIOMH A pacTeHHA. M.: BHHUTH, 1980.T. 4. C. 126—174,

33. Byawues A.A., AHapuanoB BK., Kypeanarl A, /lutBut &.®. / /OUIHOJIOTHA PACTEHHA.
1971. T. 18, Ne2. C. 248—256.

34. Bynuues A.A., Kypenna A, Typoseuxu#t B.5. //Hoxn. AH CCCP. 1983. T. 271, NS,
C. 1277—1280.

35. BaAHap P. IBHXeHHA Y PACTEHHA. M.: 3nanue, 1987. 174 c.

36. BaxmmcTpoB J5., BopoSses J1LH, MensHukos I1.B. //[oxn. AH CCCP 1974, T, 215, \e6.
C. 1501—1504. .

37. BaxmuctpoB [ 5., KypkoBa EB., 3n0THHKkOBa H.®. //DUIHONOTHA DacTeHHH. 1981,
T.28,\e6. C. 1142—1150.

38. BragummpoB 10.A., [fobperos TI'E. dnyopecueHTHWE 30HAM B HCCACAOBAHHH
Guonornueckux Mmem6pan. M.: Hayka, 1980. 320 c.

39. Bosxos I.A., IlnatoHoBa J1B., Cxofencsa O.B. //XapoBne BOAOPOC/M H HX
HCIMOTb3OBAHHE B HCCNAEAOBAHHH GHONOTHUECKHX MPOLECCOB KJETKH. BunbHioc, 1973,
C. 225—228.

40. Bosxos I A., NMnarornosa J1.B.. Cxobenena O.B. //Roxn. AH CCCP. 1979. T. 245, N4,
C. 984—987.

4). Boaxona C.I, /lynesckin B.3., CnupuaoHo HA. v ap. // Buoguanuxa. 1980. T. 25, N3,
C. 537—542.

42. BopobseB J1.H. //Tp. MOHIL. 1970. T. 45, C. 30—38.

43, Bopobbes J1H //NpuGoph H METOAM AN MHKPO3INIEKTPOAHOrO HCCNERAOBAHHA
xnerok, NymuHo, 197S.C. 171—184.

44, Bopofbes JIH. //VOHHBA TPAHCMOPT B PACTEHHSX. HUTOrH HAayKH H TEXHHKH.
dHIHOJIOTHA PacTenuit. M.: BAHHTH, 1980. T. 4. C. 5—77.

45. Bopofbes JIH. PerynupoBaHHe HOHHOTO TPAHCMOPTAa: TEOPETHUECKHE H
MpaKTHUECKHE ACNEeXTH MHHEPANLHOTO NHTAHHA DPACTEHHH. UTOrH HaykH H TEXHHKH.
dHanoOTHA pacTeHHR. M.: BHHHTH, 1988.T. 5, 179 c.

46. Bopobses J/1.H., PageHoBHd Y H, XutpoB I0.A., Sirnosa J1.I'. //Buoduanxa. 1967. T. 12,
6. C. 1016—1021.

47. Bopobbes JILH, Porateix HII, SicuHoBckuft B.I. //Uutonorus. 1975. T. 17, N7
C. 768—775.

48. BuckpeBeHuyena I H, KpacaBHHa M.C. // MeEXaHH3IMK MTOTIOMEHUA BEMECTE PACTH-
TEMLHORN KAETKH. HPKyTCk, 1971. C. 35—39.

49. BuckpefeHueBa 3.H, CHHioXHH AM. //dulnonorHs pacrenwf. 1967. T. 14, NeS.
C. 823—832.

50. BwckpefcHuera 3.H., CuHioxuH A.M., KpacasuHa M.C. //TaM xe. 1970. T. 17, N5,
C. 1612—16189.

51. ransopoHckas JIM., TpogumoBa M.C., Monrorkosckuit 10.I. //foxn. AH CCCP. 1987.
T. 292, \e3. C. 759—762.

S2. ranaxtuoros C.I'., IOpuH B.M., HBaHuyeHxo B.M. Perynsiuus OQyHkuHn MemOpaH
PACTHTENBHMX kNeToK. MHHCK: Hayxa M TexHHxa, 1979. 199 C.

53. Famaned 10.B. //du3nonorna pacrenuin, 1985, T. 32, Ne1. C. 176—190.

54. F'eopruesckuit A.5., NMernenko B.I1., CaxHo A.B., Llaperopogues I'H. dunocodcxue
npo6ieMu TEODHH afanTaLMH. M.: Muicab, 1975, 277 c.

55. M13e A. SUIHONOTHA KIETKH. M.: H31-BO HHOCTP. JIHT., 1959. 455 c.

56. r'nagumena T.B., Xogxaes E 0., YepHsax B.B. //BHon. MemGpannl. 1989. T. 6, Ne2.
C. 159—166.

S7. Fonybes B.H, Kourym A.C. //C.-X. 6uonorus. 1989. N3. C. 18—24.

S8. F'opaon J1.X., Buuypura A A. //Joxa. AHCCP. 1971. T. 197, N6. C. 1438—1440.

59. F'opwaxos B.B. //Joxn. THMHDSA3EB. C.-X. akaA. 1961. Bun. 70. C. 101—105.

60. F'opyaxos B.B. //®U3IHKO-XHMHUECKHE OCHOBM MPOHCXOXAECHUA GHONOTEHIHANOB.
M.: Hayxa, 1964. C. 155—158.

195



61. F'opyaxoB B.B. //Tp. Yn-Ta Apy%Oun HapoaoB uMm. 1. JlymymOu. 1968. T. 35, N2,
C. 127—138.

62. F'opyaxoB B.B. //Bonpochl TPONHUYECKOTO H CYGTPOMHUECKOrO CEILCKOrO XO3ANCTRA.
M., 1971. C. 14—22.

63. NpogantcxuR [AM., Aguresanos B.®. //OU3NONOTHA U CHOXHMHS KXYJIbT. PACTEHHHA.
1977.T.9, N1, C. 26—31.

64. F'yHap H.H., 3n0THHKOBA H. ., NTauuuxun J1L.A, //du3nonorus pactewun. 1975 T, 22,
N4, C. 810—813.

6S. 'yHap H.H., Kamenckass K.H., NManuuxun J1A. //A38. TUMHDA3EB. C.-X. axan. 1977.
Buin. 4.C. 10—13.

66. N'ynap H.H., Kamerckasn K.H., Manuuiu J1 A, Coxonosa HIl. //Tam xe. 1977. Bun, 2.
C. 209—213,

67. r'yHap H.H., KpactHHa E.E., NetpoB-CripujoHoB A.B. //Tam xe. 1959. Bumn. 1.
C. 15—35.

68. r'ynap H.H., Nannuxun JL.A. //TaM xe. 1967, Bun. 1. C. 15—31.

69. N'yHap H.H., Narmykut J1A. //Tam xe. 1969. Bun. 4. C. 3—13.

70. F'yHap H.H., Tanvukut J1A. //TaM xe. 1970, Bumn. 5. C. 3—9.

71. I'ynap H.H., Mauvyuxut J1A. //Tam xe. 1975, Bun. 2. C. 3—6.

72. F'yHap H.H., CuHioxuH A.M. //TaM xe. 1959. Bun. 4. C. 7—22.

73. N'ynap H.H., Curioxuy A M. //0oxn. AHCCCP. 1962, T. 142, N4, C. 954—956.

74. I'yrnap H.H., CurioxuH A M. //®u3noniorus pacTenuit. 1963. T. 10, N3, C. 256—274.

7S. F'yHap H.H., CuHioxuH A M., Canva J1.5, YapeBa J1A. //H3p. THMHDA3EB. C.-X. akaj.
1961. Bun. 2, C. 7—19.

76. F'ynap H.H., CuHioxuH A.M., liapeBa /1L A. //Tam xe. 1967. Bun. 2. C. 19—28.

77. M3nctoH A, Aesuc I, Carrep P. XU3Hb 3en€HOTO pacTeHHA. M.: Mup, 1983. 552 c.

78. Aapeun 4. HacexomoaAHMe pacTenns //Co6p. cou. M; J1.: Hag-so AHCCCP, 1948. T. 7.
C. 305—586.

79. Aevemw M., Kypeana I A. //dusnonorus pactenun. 1978, T. 25, 2. C. 307—314.

80. Jerew M., CaxceHa P. // Buoguauxa. 1985. T. 30, \e5. C. 828—832.

81. fepryrnoB A l, KanpensaHu A.C., OctpoBckuR [H //Ycnexu 6Hon. XHMHH. 1984,
T. 25. C. 89—109.

82. fyxoBHuA A H. INexTpo(HIHONOTHS ONMKLINEHHA Y BHCIIHX PACTEHHA (HA rpUMepe
Xyxypy3n). KnmuHes: liTuuna, 1973, 100 c.

83. Xepenona O.M. //®UMONOTHA pacTeHHi. 1988. T. 35, \e4. C. 641—647.

84. Xepenosa OM. IpumeHxo B.M. //BHYTPHUKNETOUHAS CHIHANH3AUWA. M., 1988.
C.71-—76.

85. Xepenona O.M., KataeB A.A., BepectoBcxuft I'H. //Buodusnxa. 1987. T. 32, N2,
C. 248—350.

86. 3aammeunu I'.B,, Byajse 0.A., Benvyep H.B. //UHTONOTHA U NreHETHKA. 1986. T. 20, Ne4.
C. 243—246.

87. 3ayenwHa I H, Konomuey A.A. //Buoduauxa. 1988, T. 33. N1, C. 155—157.

88. Jayerya I''H., Lannes 10.5. //TaM xe. 1980. T, 25, Ne1. C. 144—147.

89. 3n10THHKOBA H.®.,, TYHap M.H., Mannuxuy JLA. //N3n. TumMHupssen. C.-X. akan. 1977
Buir. 2.C. 10—16.

90. 3noTHHKOBA H.®., N'yHap M. H., Mawuxun J1.A. //Tam xe. 1977. Bun. 3. C. 10—14.

91. Hexos B.I", Bepectosckun I'H [juHaMmueckas CTpYXTypa oMmHAHOTO Oucion. M.:
Hayxa, 1981, 283 C.

92. MsxoB B.I"., bepecroBcxuR H Junuanuh GucioR GHONOTHUeckuXx MeMOpaH. M.:
Hayxa, 1982 224 c.

93. Hure-BeutomoBa HHM., Bepawaun HH., IOcsbos BM. w Ap. //BuoanexTporeHel H
TPAHCIOPT BemecTn Y pacTeHHA. Fopuxuit: Fophk. yH-T, 1986. C. 69—75

94. HocT X, ®U3HONOMHS KNETKH. M.: MHD, 1975, 864 c.

95. Karasa fl. BuomemMOpaHul. M.: Buicm. mx., 1985, 303 c.

96. Kazapsu I'T., ApupyHum H.I"., NMaHoCSH l"A //®undonorMs pacTeHuA. 1981, T. 28, Ne6.
C. 1174—1180.

97. Kasapsn I'T., MukaensH J1.T., Xavatpsu I'H v Ap. //0oka. AH CCCP. 1988. T. 300, No4.
C. 1021—1023.

98. Kasapsu I''T., XauatpsaH I''H. //®uanonorua pac:'renun 1986. T. 33, \6. C. 1050—1055.

99. Kasapsu I'.T., Xauatpsr ' H. //Buoxn. xypH. ApMeHHH. 1986. T. 39, N6. C. 497502,

196



100. KasmHuH B.A., OnputoB B.A. //BHodn3aunka. 1985, T. 30, Ne1. C. 76 —78.

101. KanuHMH B.A., OpHTOB B.A. //®U3HONOIUA pacTeHHA. 1989, T. 36, N°S.C. 901—909.

102. Kanunn B.A., OnputoB B.A,, Epogeesa HH. //oxn. AH CCCP. 1972. T. 206, \o4.
C. 1010—1013.

103. KanuuHH B.A., OnpuTOB B.A., XyaaxoB B.A. //dU3INONOTHA pacTeHHA. 1970. T, 17, Ne2.
C. 309—313.

104. KanmuuH B.A., OnpuToB B.A., llaraposa H.C. //NepeapHXXeHHE BEMECTR Y PACTEHHA B
CBSA3H C MeTaboaHIMOM U OBuodHinueckHMH npoueccamu. Topbxuf: Topbk. YH-T, 1976.
Buirt. 7. C. 3—8.

105. KannHuH B.A., OnputoB B.A., liseyy H.M. //Buoguanxa. 1982. T. 27, N1, C. S8—61.

106. KasuHuH B.A., OnpuroB B.A., llisey U M., Hmerixo I A. //0oxx. AH CCCP. 1979. T. 249,
N4, C. 1022—1024.

107. Kanuuuy B.A., OnputoB B.A., Ilsey HM. w ap. //Tam xe. 1979. T. 248, N6.
C. 1510—1513.

108, Kamercxast K.H. //A3B. THMHpA3EB. c.-X. akad. 1982. Bun. 1. C. 11—18.

109. KapmanoB B.I", Jlamin 0.0., Mamyaameuau I'T. //dusonorun pactenwn. 1972, T. 19,
N2, C. 424—430.

110. KaTaes A.A., XepenoBa O.M. BepecroBckuR I''H. //Buodmuinxa. 1988. T. 33, N6.
C. 1006—1112,

111. Kpacos 1., //Yuen. 3an. JITY. Cep. 6uon. 1949. Bun. 16, N9, C. 258—275.

112. KnapkcoH [l TpaHCNOPT HOHOB H CTPYKTYPA PACTHTENILHOA KJETKH. M.: Mup, 1978.
368 c.

113. KnebaHos I"'H., Tapwuc M.A. //Tp. 2-ro Mock. Mea. HH-Ta. Cep. Buodua. 1977. T. 72,
N1, C. 92—129,

114. KoraH A.B. dnexTpodmuanonorns. M. Beicm. wk., 1969. 368 c.

115. Komrianeet] A.C., I'yposuy B.IJ. //Buoduanxa. 1966. T. 11, NS, C. 913—916.

116, KoHeB C.B. CTpyXTypHas NabUAbHOCTD GHONIOTHUECKHX MeMODaH W peryisiTopHuie
npoueccu. MUHCK: Hayka U TexHHuxa, 1987. 240 c.

117. KoHeB C.B., AxceHues C.J1. //Buoxumun. 1977. T. 42, 22, C. 187—197,

118. KoHes C.B., Axceryes C.J1., Yepumiyxup EA. KoonepaTHaHue nepexoAn Genkos B
xneTke. MHHCK: Hayka H TexHuka, 1970. 202 c.

119, KoxeB C.B., BonoroBckui H.J. //BuoMemOpann: CTPYXTypa, QYHKUMH, METOAM
HcenegosaHu s, Pura: 3uHaTHe, 1977, C. 42—76.

120. KoxeB C.B., Kanep I'.B. //Buoduinxa. 1988. T. 33, \e6. C. 1018—1022, :

121. KoHeB C.B., Maxysab B.M. MeXKJieTouHne KOHTaKTh. MUHCK: Hayka u TexHuka, 1977.
312c.

122. KopayH A.M., CansieB P.K. //oxn. AHCCCP. 1984. T. 277, Ne4. C. 1020—1024.

123. KopayH A.M., Cansies P.K., Ky3eBaHoB B 5. //®HU3NONOTHA pacTeHHA. 1984. T, 31, Ne2.
C. 2i3—220.

124, Kocriox NI //®u3non. xypH. CCCP uM. U.M. Ceuernora. 1984. T. 70, N8.
C. 1080—1091.

125, KotHk A ./ /Tp.XVI xon$. ®EBO. M., 1987. T. 2. C. 207—109.

126. KomrosHy X.C. OCHOBHW CPABHHTENBHORA QHIHONOMHHU. M.: U3a-Bo AH CCCP, 1958. T. 2.
636 c. :

127. Kpay3a B.O. //BuoxumMus W GHOGHINKA TPAHCNOPTA BEMECTR Yy pacTeHHWA. FOpbxHA:
Copbk. yH-T, 1979. C. 62—68.

128. KTHTopoBa H.H. / /Hayu.-Tex. 6ion. o arpoHoM. puauxe. J1.: Arpodus. HHH BACXHUJ,
1974. N21, C. 26—30.

129. KuTOopoBa H.H, /1anun 0.0., XabapoBa A.Jl. //duswonorus pactenun. 1974. T. 21,
Ne6. C. 1194—1196,

130, Kypenna o' A. //MeTOoAN H3yUEeHHS! MeMOPaH PACTHTENIbHAIX xaeTok. J1.: Haa-po JICY,
1086. C. 78—96.

131. Kypkosa EB., BepxoBckas MJIL //®usmonorus pacrenuf. 1984. T, 31, Ne3.
C. 496—501.

132, KypcaHoB A.J1. TpaHCNOPT ACCHMHJIATOB B PACTeHHH. M.: Hayka, 1976, 646 c.

133, lagsixerckas 3.1, Kopabnesa H.Il. //Ycriexu corpem. Buonorun. 1985. T. 99, Ne2.
C. 226—241.

134, Jlagwkerckan 311, Cyxosa J1.C., KopaGnesa HIT //®u3nonorvs  GHOXHMHS KVIIbT.
DacTexnf. 1987, T. 19, N6, €. 567—573.

197



13S. /latManH30Ba JI.B. Ouepx pHU3INONOTHH BOIBYXAcHHSA. M.: Bucm. mk., 1972. 272 c.

136. Jles A.A. HonHas H30HPATENLHOCTD KNETOUHBIX MeMOpaH. J1.: Hayxa, 1975. 323 ¢.

137. J/lepaxosckHR H. O ABAXEHUH PAIIPAXKHMBX DACTEHHA. Xapbkos, 1867.

138. JlesmH C.B. CTPYKTYpHbIC HIMEHEHHA KJAETOUHBIX MemOpaH. J1,: Hayxa, 1976. 224 c.

139. Jleun C.B., Posenrans AJ1., Fonvpan KA., Komuccapyux 5.10. //luTonorus. 1968.
T. 10, N3, C. 312—321. )

140. JlesuH C.B., Posenrans [.J1, Komuccapuuk A.10. //Buojpuinxa. 1968. T. 13, Nl
C. 180—182.

141, /lnbepmaH E.A. XXvunas xneTxa. M.: Hayxa, 1982. 160 c.

142. /lutBuHoB A.H., BopoBbes J1H., BaxMHCcTpOB [.5. //®UHONOTHA PACTEHHA. 1975,
T. 22, Ne3. C. 576—582.

143. Jloy-Yextb-Xo //X yph. oBm. 6uonorun. 1958. T. 19, N5, C. 329—337.

144. /TyneBcxun B.3., Xepenoba O.M., AnexcangpoB A.A. u ap. //Buodmuanxa. 1980. T. 25,
N4, C. 685—691.

145, JlanuH 0.0., AxmegoB H.C., KTutopopa H.H. // duanonorus pacteHun. 1977, T. 24, N1,
C. 70—74.

146. MaxcumoB A1, Mymnaznse P.K. //NMipuGophl H METOANW ANA MHKPO3INEXTPOAHOIO
HcesleA0BAHHSA kaeTok. NymHHo, 1975, C. 103—115.

147. MaxcHMoB I''B. ATd—3aBUcHMBIR MeMODaHHBIA TPAHCMOPT KATHOHOB M pOJIb
LIWTOXHHHHOB B €ro PEryifAllMH y PacTeHHA: [luc. ... A-pa 6HON. HayK B PopMe Hayu. AOKN.
M., 1989.47c.

148, Maxcumos I'B., CraHxosa H.C. Koaoc O.P. //Buodmauxa. 1981. T. 26, N6.
C. 1073—1076. )

149, Manex-Mancyp M. Hukoasc I, TNpuroxuH H. //TepMOAWHAMHKA H XHHETHKA
GHosorMueckHx rpoueccos. M.: Hayxa, 1980, C. 59—83.

150. MamynampHayu I'.T"., KpacaBiHa M.C., J1sannH 0.0. //du3nonorns pacTenun. 1972
T. 19, N3, C. 551—557.

1S1. Mamynamemunu TI'.I', KpacasuHa M.C., JlanuH O.0. //Tam xe. 1973. T. 20, Ne3.
C. 442—450.

152, Mapiux B.C. //Buoduanxa. 1970. T. 15, Ne1. C. 120—128.

153, Mapxun B.C. //TaM xe. 1970. T. 15, Ne4. C. 681—689.

154, MapkuH B.C. //TaM xe. 1973. T. 18 N2. C. 314—321. :

155. MapxuH B.C., NMactyweHxo B.®., Yuimazkes I0.A. TeopHs BO3IBYAHMBIX cped. M.
Hayxa, 1981. 276 c.

156. Macanobpoa C. H 3nexTpodH3IHOJOTHUECKAS MNONMPHOCTL PACTEHHA. KHIMHER:
WtuuHLA, 1973. 172cC.

157. Mayyoxa X. //Karany To c3A6yuy. 1987. T. 25, 6. C. 377—378 (Ha AM. A3.),

158. MesnexoB E.H., AHeB B.H. //joxn. AHTCCP. 1985. T. 283, N1, C. 249—252.

159, MesnexoB E.H., AHeB B.H. //du3nonorns pacrenun. 1986. T. 33, N1, C. 142—149,

160. MeabHuxos I1.B,, Bopobbes J1H, BaxmucTpoB A.5., Xutpos I0.A. //TaM xe. 1974.
T. 21, Ne1. C. 45—52.

161. Muxaensw J1.I., Kasapsu I'T. //Qoxn. AH CCCP. 1982, T. 265, Ne4. C. 1022—1024.

162. MumycTHHa HE., Tuxas HH., Yanauruna H.C. //®u3nonorns pacTeHHn. 1979. T. 26,
Ne3. C. 541—547.

163. MoxpoHocoB A.T., By6eHmrkoBa HK. //TaM xe. 1961. T. 8, N5, C. 560—568.

164. Mosorok I'.Il, Bpuruxos E.A., CuHioxuH A.M. //Joxn. AH CCCP. 1968. T. 181, N3,
C. 750—753.

16S. MypomuieB I'.C., Bo6auxosa B /1., Kobputa HC. W Ap. //dU3INONOTHA pacTeHHA. 1987,
T. 34, \eS. C. 980—987.

166. Mycaes H.A., Bopobbes JLH. //Tam xe. 1981. T. 28, \e1. C. 86—93.

167. HasapoB E.I". //Tam xe. 1962. T. 9, NS C. 551—559.

168. Husso8a M.M., Byanyes A.A. //Buoduanka. 1989. T. 34, Ne2, C. 272—274.

169. HoBax B.A., HeaHxHHA H.I". //®HU3HONOTHA PacTeHHR. 1975. T, 22, Ne1. C. 49—54.

170. HoBax B.A., HeavkuHa HI™. //WuTtonorns. 1977. T. 19, NS, C, 508—513.

171. Hosax B.A., HBankuxa HI". //Joxxn. AH CCCP. 1978. T. 242, NS, C. 1229—1232.

172. HoBak B.A., HeaHkuxa HI., I'nagxoBa C.E. //BHo3iexTpuyeckHe SIBJCEHHS H MeM-
OpaHHLIA TPAHCIIOPT Y pacTeHHA. FopbkHA: Fopbk. YH-T, 1985, C. 52—57.

173. HoBax B.A., fixumoB I0.E. //Joxn. AH CCCP. 1987. T. 292, N2. C. 508—512.

198



174, OnpiTOd B.A. PacnpocTpaHsiomeecs Bo30yXkienHe U $YHKUHOHANLHAS AKTHBHOCTD
NMPOBOAAMMX TRAHOA pacTeHuit: ABToped. AuC. ... A-pa Bvon. Hayk. M., 1976. 36 c.

175, Onputon B.A. //Ycriexn cospeM. GHONOrHK. 1977. T. 83, Ne3. C. 442—4S8.

176. OnpiTOR B.A. //dV3HONOTHS paCTeHHA. 1978, T. 25, NS. C. 1042—1054.

177. Onputos B.A., AGpamona HH, Petusun B.I", Manrona O.M. / /TiepeinnketHe BemeCTs
YV PACTOHMA B CBAIM C METalONHIMOM H GHOGHIMUSCKNMH Mpoueccami. TOpskuAt: Fopbk.
VYH-T, 1978. Bun. 7. C. 17—26.

178. Onpuros B.A., KamuHuH B.A. //®n3monorus pacrerant. 1970. T. 17, Ned. C. 769—774.

179. Onpuros B.A., Kamiuua B.A., Kpayy B.O. //MexaHnsMul MNOrJIOmMEHHR BemecTs
pPacTMTenbHoR xyeTkOR. HpkyTck, 1971. C. 90—96.

180. Onpuros B.A., KamiunH B.A., Petuann B.I" TeopeTHUOCKHE OCHOBM H MeTOAM
H3YUEHHA BHODUIHUECKHX NPOLECcCOB Y pacTeHHR. Fopbkuit: Fopbk. YH-T, 1979. 54 ¢.

181. Onpuroa B.A., Kpays B.O. //loxn. AHCCCP. 1974. T. 216, Ne6. C. 1419—1422,

182. OnpHTOM B.A., Kpays B.O., Tpeymrnkod B.M. //du3nosorns pacTeHHdt. 1972 T. 19,
Ne5. C. 961—967.

183. OnpriToB B.A., MHuypHH C.B. //Tam xe. 1973. T. 20, Ne3. C. 451—461.

184, Onpuros B.A., Opnona O.B., KanviHuH B.A. //TaM xe. 1984. T. 31, \e4. C. 704—711.

185. Onputos B.A., NMTatwrni C.C. //®epMeHTH, HOHM H BHO3INEKTPOreHe3 Y PacTeHHR.
Fopbkuft: Fopbk. yH-T, 1984. C. 51—54.

186. Onprton B.A., MaTsirHH C.C. //BUO3sieKTpHYECKHE SBNEHHS W MeMODAHHMA
TPaUCIOPT Y pacTeHHA. FOPbKHA: FOpbk. YH-T, 1985. C. 3—7.

187. Onputons B.A., lTsarsirun C.C. //W3B. AH CCCP. Cep. 6uox. 1989. N5, C. 739—744.

188. Onputoa B A., lTaruruu C.C., Pernsun B.I". //GHMoNOT™HA pacTeHHA. 1982. T, 29, N2,
C. 338—344.

189. Onpuros B.A., Narnrun C.C., Perusun B.I. //[oxn. AH CCCP. 1988. T. 300, Ne2.
C. 466—468.

190. OrpuTod B. A, Marwruy C.C., Xyasxos B.A. //Broduanxa. 1984, T. 29, Ne3. C. 415—418.

191. Onpuros B.A., PeruBuH B.I. //BHoXuMHR U GHodH3IHKa TPAHCMODPTA BemecTB y
pacrenut. Fopbxuf: Fopuk. yH-T, 1981, C. 3—8,

192. Onputon B.A., PeTHBuH B.I". //dH3vosorHs pacTeHnft. 1982. T. 29, 5. C. 915—924,

193. OnpuTod B.A., PersBHH B.I". //MeToan HiydeHH MeMODaH PACTHTENLHRX KJAETOK.
J1.: Hap-Bo JICY, 1986. C. 96—110.

194. Onpurod B.A., Perusnn B.I'., MensHuxona O.B., defocees B.B. //BHo3diexTporeHes
TpaHCNopT BEMEcTs Y paACTeHHR. FOPBKHA: Fopbk. YH-T, 1986. C. 3—10.

195. Onputod B.A., PetusuH B.I", Narurun C.C. //3nexTpodH3HONOTHUECKHE METOAM B
H3YUYeHHH QYHIUMOHANLHOTO COCTOSIHUS DACTeHHA. M.. THMHpsiseB c.-X. akag., 1988.
C. 14—22.

196. Mannagvna T.A. /7Ycriexu cospeM. GHosnorHH. 1983. T. 96, Ne3(6). C. 394—408.

197. Maceurmx B.H. //Buopusnixa. 1982. T, 27, N4. C. 726—727.

198. lTeguenxo B.K., Mannannuta T.A. //0oxn. AHYCCP. B. 1986. N4. C. 73—76.

199. eTpod H.10., Beuxsn 0.B. //Qoxn. AH CCCP. 1989. T. 305. N2, C. 474—476.

200. MoneBo#t B.B. dutoropMonnl. J1.: Hag-so JICY, 1982. 249 c.

201. MToneBo#t B.B. //MeToibl H3YUeHHR MeMOpaH PaCTHTENbHBIX xaieTok. J1.: Hag-so JITY,
1986. C. 72—78.

202. forerost B.B., CanamMatoBa T.C. //HOHHBIR TPAHCMNOPT B PaCTEHHSIX. HTOTH HAYKH H
TEXHHKH. PUIHONOTHA pacTeHuit. M.: BHHUTH, 1980. T. 4. C. 78—125.

203. ToToccHH HM.H., BepecToBckin I H, //0auHOUHKEe HOHHbBIE KAHAJM B OHOJIOMHUYOCKHX
MemOpaHax: Bececolos. cHmnos.: Ted. gox. lTymwHo, 1989. C. 78.

204. NpoTacos B.P., Cepawx O.A. //Ycnexu coepem. BHonorwn. 1982 T. 93, N2
C. 270—286.

205. Nipoxopos M.H. 3neXTPHUOCKHE NMOTEHUHANW COBMOCTHO MDOPACTAOMMX CeMSAH
HEXOTOPMX pacTeHH: ABTOoped. AKC. ... kKaHA. BHon. Hayk. MuHck, 1970, 19 c.

206. MTsroirnn C.C. //®epMeHTH, HOHB U BHo3INnexTporenes y pacTeHHi. Fophbkuft: Fopbk.
YH-T, 1982. C. 98—106. .

207. NamirHH C.C. BHoanexTporeHes KkJeTOK cTeONS THIXKBM TMPH  YMeEpEHHOM
OXJIAXACHHH: ABTOped. auC. ... kaHA. BHon. Hayk. MuHck, 1986. 23 c.

208. NMsrwrdH C.C., F'yasAxnuH A H. //BHoxuMHR W GHOdH3HKA TPaHCMOPTA BemecTs Yy

pacreHuit. FCopsiMft: Copbk. yH-T, 1981. C. 133—138,

199



209. Marwrun C.C., Onprros B.A. //loxn. AH CCCP. 1982. T. 265, \e6. C. 1510—1512,

210. NMaTeirnn C.C., OnpuToB B.A. //BnoanexTporeHes n TPAHCNOPT BEIECTB ¥ PACTEHHA.
Fopuxuit: Copbk. YH-T, 1986. C. 22—28.

211. Narwrywn C.C., ONputoB B.A. //BodHauxa. 1987. T. 32, Ne4. C. 656—659.

212. Narwrun C.C, OnpHTOoB B.A. //Ycnexu coBpem. BHonornn. 1987. T. 104, Ne3(6).
C. 426—442.

213. Narwuruy C.C., OnpHToB B.A. //BHo3nexTpHueckas AKTHBHOCTb H MeMBpaHHLIA
TPaHCNOpPT Y PacTeHHH, Fopbkui: Fopbk. YH-T, 1988, C. 5—12.

214, NMateirny C.C, OnpHToB B.A. //MeMOBPaHHLIR TPAHCNOPT H OGHONEKTPHUECKAS
aKTHBHOCTb pacTeHHA. CopbkHA: Copbk. YH-T, 1990. C. 5—9.

215. MamurnH C.C., OnpHToB B.A., XyasxoB B.A., I'He3gunoB A.B. //®H3nosoTHS
pacTeHHR. 1989. T. 36, N*1. C. 118—125, ’

216. lTsrbirvH C.C., ConoBbeBa H A. / /Buo3nexTporenes h MeMBpaHHBIA TPAHCMOPT Y pac-
TeHH#t. Copbkift: Copbk, yH-T, 1989. C. 37—42.

217. PetWBHH B.I" AOHHRIA MEXaHH3M F'eHepalHK NMOTEeHUHANA AEACTBHS B MPOBOAAMHX
TXaHsAX CTe61A BHICIEro PACTEHHA: ABTODed. AMc. ... kaHA. BHoN. Hayk. M., 1988. 23 ¢.

218. PetHBuH B.I", Buxynos C.B. //®epMeHTH, HOHW M BHO3NEKTPOTreHEe3 Y PACTEHHA.
Fopbkuf: Fopbk. yu-T, 1980. C. 118—121.

219. PetHBHH B.I"., OnpHTOB B.A. //luHamMuxa 6HONOTHUSCKHX CHCTEM. FopbkHA: COPbK.
YH-T, 1978. C. 89—94.

220. Petnsun B.I", OnpHtoB B.A. //TeopeTHueckHe M 3IKCMIEDHMEHTANbHbIE BOMPOCH
nmpoueccoB MEPEHOCA B CHOXHMX MOJEKYJADHLX H GHONOTHUECKHX CHCTeMax: Bcecoios.
cosemm.: Tes. Aok MHHCK: Hayka W TexHHka, 1981, C. 49—50.

22). PetuBHH B.I", OnputoB B.A. //BMo3NexTpHUECKHE SBNeHHs W MeMBDaHHHIA
TpaHCNOPT Y pacTeHuit. Fopbkuft: Copbk. YH-T, 1985. C. 34—39.

222. PerupHH B.I", OnpHTOB B.A. //®dU3KONOTH A DACTeHHA. 1986. T. 33, Ne3. C. 447—459.

223. PeTuBHH B.I"., OnpuroB B.A. //Tam xe. 1987. T. 34, Ne1. C. 5—12.

224. PetuBuH B.UI., OnputoB B.A, MensHuxosa O.5. //®depMeHTH, HOHM H
GHo3nexTporeHes y pacreHud. FopbkHA: Mopbx. YH-T, 1984. C. 13—19.

225. PeTuBHH B.I"., OnpHTOB B.A., [TaB10Ba O.M. //TPAHCNOPT BEMECTB y PACTEHHN B CRA3H
c MetaBonHaMoM U BHodH3InueckHMH NpoueccaMi. CopbkHA: Fopbk. yH-T, 1977, Bun. 8.
C. 11—18.

226. PerHBuH B.I"., MaTuirnd C.C., ONpHTOB B.A. //®HINOJIOTHSR PacTeHHA. 1988. T. 35, N3,
C. 486—494.

227. PeruBHH B.I, ®egocees B.B. //MeMOpaHHHWf TpaHCHOpT W BHO3NeKTporeHes Yy
pacTenHA. Copbkufi: Fopbx. yH-T, 1987. C. 55—63.

228. Porarnix HIl, SicuHoBckuR B.I", 3yfapes TH //Brodw>vxa. 1976. T. 21, N4,
C. 656—660. ‘

229. PoMaHOB I A. //®n3HonorH A pacTeHHi. 1989, T. 36, N1, C. 166—177.

230. PomHa B.B., MyxHH E.H. //YcnexH coBpeM. GHONOTHH. 1986. T. 101, N2, C. 265—274.

231. Py6nH A.5. Buodrarka. M.: Buicm. mx., 1987. KH. 2. 303 C.

232. CabHHHH J].A. DU3IHONIOIHUECKHE OCHOBM NMHTAHHR PacTeHHWR. M.: Haa-so AH CCCP,
1955. 512 c.

233. CanamartoBa T.C. QHIHONOTHSA DACTHTENLHOR kNeTkH. J1.: H3a-80 JITY, 1983, 232 c.

234. Canamarosa T.C., CropoxeHxo HIO., [lonesoR B.B. //®PUMHONOTHSA DACTEeHHR. 1989.
T. 36, \5. C. 910—918.

235. Cansie P.K., Kamenxona J1J. Mogonsxuua JI.A. //MHdopM. Gion. CuB. HH-TA
dHarosloTHH H BHoxumHK pacTenHit CO AH CCCP. 1970. Bun. 6. C. 50—51.

236. Cemenenxo A /1. //0oxn. AHCCCP. 1968. T. 183, Ne2. C. 476—478.

237. CemeHeHxo A4, XBenaJnmae M.A., Cemenerixo A/l //Tam xe. 1962. T. 147, N3
C. 727—730.

238. CemeHeHko A A, Xae,aeﬁnaae M.A., CeveHeHxo A J //Tam xe. 1963. T. 151, NS,
C. 1215—1218.

239. CHHIOXHH A.M. //H3B. TAMHDSI3eB. C.-X. axajl. 1964. Burn. 3. C. 59—70.

240. CHHIOXHH A.M. //Tipupona. 1972. Ne11. C. 40—47.

241. CHHIOXHH A.M. //Broduanka. 1973. T. i8, Ne3. C. 477—482.

242. CHHIOXHH A.M., BpHTHKOB E.A. //®H3HONOTHS pacTeHHR. 1967. T. 14, Ne3. C. 463—475.

243. CHHIOXHH A.M., BrickpeOeryena 3. H. //TaM xe. 1967. T. 14, Ne4. C. 652-—658.

200



244. CHHIOXHH A.M., 'opuaxos B.B. //[loxs. THMHDs3eB, C.-X. akaj. 1963. Bmn. 89.
C. 275—282.

24S. CHHoxHH A M., N'opuaxos B.B. //Bruodmanxa. 1966 T. 11, Nt5. C. 840—846.

246. CHHI0OXHH A.M., F'opuaxoB B.B. //®H3HonorHs pacTeHHA. 1968. T. 15, Ne3. C. 477—487.

247. Cxynaues B.IT. Ineprerrka GHonorHueckux MemOpad. M.: Hayka, 1989. 564 c.

248. CkyavckHn HA., ManoB A M., TnasyHos B.B. //[loxn. AH CCCP. 1976. T. 231, N4,
C. 1014—1017.

249. CMHpHOB C.H. [InanexTHka OTPaXeHHS H B3aAWMOAEHCTBHR B 3RONIOLIHH MATEPHH. M.:
Hayka, 1974, 382 c.

250. Coxonnk A_H., FOpun B.M. //®u3nonorus pacTeHHi. 1881, T. 28, Ne2. C. 294—301.

251. Coxonona C.B, Kpacamuna M.C., Bypmucrpoa HA. //Tam xe. 1982. T. 29, NS,
C. 846—854.

252. Ctexanosa T.H, ®eaoposckas M., Tuxas HH. BaxmucTtpon J.5. //Tam xe. 1989.
T. 36, NS, C. 926 —932.

253. TapxaroB K.A., BopoGbes JI.H, Kosopesos B.IT. //Tam xe. 1985. T. 32, B2 C. 410—415.

254. TacaxH H. HepeHoe Bo3Byx ieHHe. M.: Mup, 1971. 222 c.

255, TuMHps3eB K.A. XH3IHb pacTeHHs: JecfTbh o6mMeAOCTYNHUX Nekuxi. M.: Haa-so AH
CCCP, 1962. 230 c.

256. Tumogeen A.A., 'nebos P.H. //Bion. 3xcnepym. BHoNoTHY U MeAHUMHMN. 1989, T. 107,
N1 C. 24—27.

257. Tuxasr HH., MakcumoB I'.5., MumrycTHHa HE. W Ap. //®H3HONOTHS PACTEHHRA, 1984,
T. 31,N2. C. 221—228.

258. Tuxasa HH., Tabacea KA., Baxmucrpos /JB5. //TaMm xe. 1985. T. 32, N6.
C. 1079—1089.

259. TpeywHuxos B.M.,, Tenenuesa T.B., CemunxoB 0.1 v ap. //0oxa. AH CCCP. 1986.
T.287,N3. C. 685—689.

260. degynos [0.11, Bopobbe /1. H. //dn3nonorHs pacTeHui. 1974. T. 21, Ne4. C. 867—869.

261. Xanunos P.H, Axmenos H.C. //duldonoro-reverHueckne 3dpdexThl AERCTBHSA
PAITHYHBIX AKX TOPOB HA XHBbIE OPTaHH3IMbL. Baky: A3ep6. yH-T, 1987. C. 71—81.

262. Xogopos 5.1, O6masi pu3Honorus so3byaumeix Mem6pan. M.: Hayka, 1975. 406 c.

263. XyasxoB B.A., A6pamoBa O.B. //BHOXWMHA ¥ BHOGH3IKMKA TPRHCMODPTA BEMECTB Y
pacrenuit. Copninf: Copbk. YH-T, 1979. C. 69—72.

264. lannes [0.5. MOCTOSIHHOE 2JJNIeKTPHUECKOE TOJe H DPACNPOCTPAHSKIOMHECH
INEXTPHUECKHE CHIHANM Y BHICHIHX PACTEHWHA: ABTOped. AMC. ... KAHA. $H3.-MaT. Hayk. M.,
1980. 20 c.

265. Jannes 10.5., 3ayennHa I’ H / /Buoduanka. 1980. T. 25, \e4. C. 708—712.

266. YantypHsa A.H., Jlumxo BK. //[loxn. AHYCCP. b. 1988. N°4. C. 79—82.

267. YnamMagxes 10.A., [TacTymeHko B.®. IneXKTPOXHMHSR HepBHOro HMnynsca. HTorW
HayKH H TeXHWKH. Broduinka MmemOpan. M.: BHHHTH, 1987. T. 4. 88 c.

268. Yncraxos H.I"., Yconbllea B.A., CeneareB C.A. //Ycnexu coepeM. GHONOTHE. 1976.
T.82,N).C. 89—102.

269. [llabana C.H, M3An3 A.B., Macnobpoa C.H //H3s. AHMCCP. Cep. BHOJ. H XHM. HayK.
1987. 81, C. 61—63.

270. laGana C.H, Macnobpoa CH, Xaxors ATl //0oxn. AH CCCP. 1988. T. 299, Ne3.
C. 766—768.

271, Wax6a3oB B.I"., LixopbaTos 10.I"., IleHxaAT K. / /MO NEXyNAp. TeHETHKA H BhodHIHKa.
KHeB, 1988. N13. C. 40—45,

272. llisey H.M., Onpuros B.A., KamuuuH B.A. //floxn. AH CCCP. 1983. T. 306, N1.
C. 253—255.

273. lUsey H.M., Opnosa O.B., Monokocaosa C.B. //BHoanexTpHyeckas AXTHBHOCTb W
MeMOpaHHBIft TPAaHCNIOPT y pacTeHuit. FopbkuA: Fopbk. yH-T, 1988. C. 56—61.

274. lenepa I'. HeipoBuonorus. M.: MHD, 1987. T. 1. 454 c.

27S. Wannnentax H 4 //BectH. JIY. Buonorus. 1980. N9, C. 79—84.

276. LtansOepr P., Moneson B.B. //Noxn. AH CCCP. 1979. T. 247, Ne4. C. 1022—1024.

277. I0pH B.M., Monuaprik M.H, Fanaxmionos C.I'. NepeHoc woHoB uepe3 MemOpaHm
PACTHTENbHBIX KNeToX. MUHCK: Hayka M TexHMka, 1977. 166 ¢.

278. I0OpHH B M., Kyapamos A.Il., Coxonvk A.H. //PU3HONOTHA PacTeHHR. 1977. T. 24, N5,
C. 913—-918. ’

14, 3ax. 1401 201



279. Abe T. // Bot. Mag. Tokyo. 1980. Vol. 93, Ne1031. P. 247—251.

280. Abe T. // Tbid. 1981. Vol. 94, N1036. P. 379—383.

281. Abe T. // Tbid. 1985. Vol. 98, Ne1052. P. 439—447.

282. Abe T., Oda K. // Plant and Cell Physiol. 1976. Vol. 17, 6. 1343 —1346.

283. Abe T., Oda K. [/ Sci. Rep. Fukushima Univ. 1982. Vol. 32. P. 43—48.

284. Abutalybov M., Melnikov P., Mardanov A. et al. /| Biochem. und Physiol. Pflanz. 1980. Bd.
175, H. 6. S. 529—536.

285. Al-Awqati Q. // Annu. Rev. Cell Biol. 1986. Vol. 2. P. 179—-199.

286. Alexandre J., Lassales J.-P., Thellier M. /| Plant Physiol. 1986. Vol. 81, N4.
P. 1147—1150.

287. Andjus P R., Radenovic C., Vucelic D. || Period. Biol. 1985, Vol. 87, N2. P. 187—190.

288. Andjus P R., Sreji¢ R.,Vuceli¢ D. |/ Structure, dynamics and function of biomolecules. B.
etc.: Springer. 1987, P. 2909—302.

289. Andrejauskas E., Hartel R., Marme D [/ 1. Biol. Chem. 1985. Vol. 260, Ne5. P. 5411—5414.

290. Astumian d.R., Chock B.P., Tsong T.Y. |/ Biophys. J. 1987. Vol. 51, N2, pt 2. P. 244.

291. Auffret C.A., Hanke D.E. /| Biochim. et biophys. acta. 1981. Vol. 648, N2. P. 186—191.

292. Bacic A., Delmer D.P. /[ Planta. 1981. Vol. 152, Ne4. P. 346—351.

293. Balotin N.M., Di Palma JR. /| Science. 1962. Vol. 138, Ne3547. P. 1338—1339.

294. Basso B., Ullrich-Eberius C1. |/ Plant Physiol. 1987. Vol. 85, N3. P. 674—678.

295. Bates G.W., Goldsmith M.HM. [/ Planta. 1983. Vol. 159, N3. P. 231-—237.

296. Bates GW., Goldsmith M.HM. Goldsmith T.H. /| ]. Membrane Biol. 1982. Vol. 66, Nel.
P. 15—23.

296. Behrens HM., Gradmann D., Sievers A. // Planta. 1985. Vol. 163, N4, P. 463—472.

297. Beilby M J., Coster H.G.L. |/ Austral. . Plant Physiol. 1976. Vol. 3. P. 275—289.

298. Beilby M J., Coster HG L. |/ Ibid. 1976. Vol. 3. P. 819—826.

299. Beilby M J., Coster H.G.L. [/ 1bid. 1979. Vol. 6. P. 355—365.

300. Beilby M _J., Coster H.G.L. [/ Ibid. 1980. Vol. 7. P. 595—608.

301. Beilby M J., Coster H.G.L. /| Plant Membrane Transp.: Curr. Concept. Issues: Proc. Intemn.
Workshop. Amsterdam etc., 1980. P. 613—614.

302. Bennet AB. [/ Blochcmxstry and function of vacuolar adenosinetriphosphatase of fungi
and plants. B. eic.: Springer, 1985. P. 175—183.

303. Bennet AB., Spanswick R.M. |/ ]. Membrane Biol. 1983. Vol. 71, Ne1/2. P. 95—107.

304. Bentrup F.-W. // Physiology of movements. B. etc.: Springer, 1979. P. 42—70.

305. Bentrup F .-W. |/ Progr. Bot. 1982. Vol. 44. P. 57—63.

306. Bentrup F.-W. // Nawrwissenschaften. 1985. Bd. 72, H. 4. S. 169—179.

307. Benz R., Biichner K.-H., Zimmerman U. |/ Plania. 1988. Vol. 174. P. 479—487.

308. Bertl A., Gradmann D. /| JMembrane Biol. 1987. Vol. 99, N1. P. 41 —49.

309. Bhaumik D., Dutta-Roy B., Chaki T.K., Lahiri A. // Bull. Math. Biol. 1983. Vol. 45, Ne1.
P.91—101.

310. Black C., Xu D.-P., Sung S.S. // Plant Physiol. Suppl. 1987. Vol. 83, N4. P. 1.

311.Blau F1. [/ Biochim, et biophys. acta. 1974. Vol. 339, Ne3. P. 382—389.

312. Blatt MR, |/ Planta. 1987. Vol. 170. N2. P. 272—287.

313. Blatt M R. (/ Ibid. 1988. Vol. 174, N2. P. 187—200.

314. Blum W., Key G., Weiler EW. [/ Physiol. plant. 1988. Vol. 72, N2. P. 279—287.

315. Boldyrev A., Ruuge E., Smirnova I., Tabak M. /| FEBS Leu. 1977. Vol. 80, N2.
P. 303—307.

316. Bong-Heyg Cho, Komor E. |/ Plant Sci. Leut. 1980. Vol. 17. P. 425—435.

317. Bowling DJF. /| Biochim. et biophys. acta. 1969. Vol. 183, Rel. P. 230—232.

318. Braun Y., Hassidim M., Larner H.R., Reinhold L. || Plant Physiol. 1988. Vol. 87, N1.
P. 104—108.

319. Bravo F.P., Uribe E.G. |/ Ibid. 1981. Vol. 67, N4, P. 809—814.

320. Bremberger C., Haschke H.P., Liitige U. |/ Planta. 1988. Vol. 175, Ne4. P. 465—470.

321. Brightman A.O., Barr R., Crane FL., Morre DJ. |/ Plant Physiol. 1988. Vol. 86, k4.
P. 1264—1269.

322. Briskin D.P., Leonard R.T. /{ Ibid. 1979. Vol. 64, N6. P. 959—962.

333. Briskin D.P., Thornley WR., Wyse R.E. [/ Ibid. 1985. Vol. 78, N4. P. 865—870.

334. Briskin D.P., Thornley W.R., Wyse RE. |/ Ibid. 1985. Vol. 78, Ne4. P. 871—875.

335. Brummer B., Bertl A., Potrykus 1. ev al. /| FEBS Lett. 1985. Vol. 189, Ne2. P. 109—114.

336. Brummer B., Parish RW. [/ Ibid. 1983. Vol. 161, Ne1. P. 9—13.

202



337. Bulychev A.A., Andrianov V.K., Kurella G.A., Litvin F.F. [/ Nawre. 1972. Vol. 236.
P. 175—177.

338. Biinning E. Entwicklungs- und Bewegungsphysiologie der Pflanzen. B. eic.: Springer, 1953.
270 S.

339. Burdon-Sanderson J. [/ Proc. Roy. Soc. 1873. Vol. 21. P. 495—496.

340. Burdon-Sanderson J. [/ Philos. Trans. Roy. Soc. 1888. Vol. 179. P. 417—449.

341. Caffrey M., Lew R R. [/ Plant and Cell Physiol. 1986. Vol. 27, B6. 1091 —1100.

342. Caldwell CR., Whitman C.E. {/ Plant Physiol. 1987. Vol. 84, N3, P. 918—923.

343. Chanson A., Fichmann J., Spear D., Taiz L. /] Ibid. 1985. Vol. 79. N°1. P. 159—164.

344. Chanson A., Pilet P.R. [/ 1bid. 1988. Vol. 74, N4. P. 643—650.

345. Chapman J.B. |/ 1. Theor. Biol. 1982. Vol. 95, N4, P. 665—678.

346. Chedhomme F., Rona JP. [/ I.Plant Physiol. 1988. Vol. 133, Nl. P. 89—95.

347. Cheeseman J M., Hanson J.B. |/ Plant Physiol. 1979. Vol. 63, Ne1. P. 1—4.

348. Cheeseman J M., LaFayette P.R., Gronewald JW., Hanson J.B. // Ibid. 1980.
Vol. 65, 26 P. 1139—1145.

349. Cheeseman J M., Pickard B.G. |/ Canad.]. Bot, 1977. Vol. 55, N'5. P. 497—510.

350. Cheeseman J. M., Pickard B.G. // Ibid. 1977. Vol. 55, Ne5. P. 511—519.

351. Churchill K.A., Sze H. [/ Plant Physiol. 1983. Vol. 71, N3, P. 610—617.

352. Clarkson D.T., Hanson J.B. /| Annu. Rev. Plant Physiol. 1980. Vol. 31. P. 239—298.

353. Cleland R.E., Prins HB A., Harper J.R., Higinbotham N. [/ Plant Physiol. 1977. Vol. 59.
P. 395-397.

354. Cocucci M., Ballarin-Denti A., Marre M.T. // Plant Sci. Lett. 1980. Vol. 17, N4.
P. 391—400. ‘

355. Cocucci M.C., Marre E. |/ Biochim. et biophys. acta. 1984. Vol. 771, Rel. P. 42—52,

356. Cocucci M.C., Marre E. |/ Plant, Cell and Environ. 1986. Vol. 9, N8. P. 677—679.

357. Cohen LB., Keynes RD., Hille B. [/ Nature. 1968. Vol. 218, Ne5140. P. 438—44] .

358. Cole K.S., Curtis HJ. [ 1. Gen. Physiol. 1938. Vol. 22, Nel. P. 37—64.

359. Cramer G.R., Lauchli A. /I J. Exp. Bot. 1986. Vol. 37, R176. P. 321—330.

360. Cramer G.R., Liuchli A., Polito V.S. |/ Plant Physiol. 1985. Vol. 79, Ne1. P. 207—211.

361. Dakse I., Linsel G., Miiller E. et al. // Biochem. und Physiol. Pflanz. 1987. Bd. 182, H. 2.
S. 117—128.

362. Dahse I., Miiller E., Libermann B., Eichhorn M. // Tbid. 1988. Bd. 183, H. 1. S. 59—66.

363. Davies E. /| The biochemistry of plants. N.Y.:Acad. press, 1987. Vol. 12. P. 243--264.

346. Chedhomme F., Rona J.P. |/ ]. Plant Physiol. 1988. Vol. 133, Nel. P. 89—95.

365. De Boer A.H., Katou K., Mizuno A. et al. // Tbid. 1985. Vol. 8, Ne8. P. 579—586.

366. Delrot §. /{ Plant Physiol. 1981. Vol. 68, N3. P. 706—711.

367. De Weer P., Gadsby D.C., Rakowski R.F. /| Annu. Rev. Physiol. 1988. Vol. 50.
P. 225—241. .

368. De Weer P., Geduldig D. |/ Science. 1973. Vol. 179, N4080. P. 1326—1328.

369. Dieter P. // Plant, Cell and Environ. 1984. Vol. 7, N6. P. 371 —380.

370. Di Palma J.R., Moh! R., Best W J. [/ Science. 1961. Vol. 133, N3456. P. 878—879.

371. Dunlop J. |/ J. Exp. Bot. 1982. Vol. 33, N136. P. 910—918.

372. Dutt B.R., Guhathakurta A & Trans. Bose Res. Inst. Calcutta. 1962. Vol. 25. P. 181—198.

373. Ediwards A., Bowling DJF. [/ ]. Exp. Bot. 1984. Vol. 35, Ne153. P. 562—567.

374. Elzenga J.T.M., Prins H.B.A. // Plant Physiol. 1987. Vol. 85, Ne1. P. 239—242,

375. Ephritikhine G., Barbier-Brygoo H., Muller J., Guern J. [/ Ibid. 1987. Vol. 83, N4.
P. 801—804.

376. Ersek T., Novacky A., Pueppke S.G. [/ bid. 1986. Vol. 82, N 4. P. 1115—1118.

377. Esch H., Miltenburger H., Hug O. /| Biophysik. 1964. Bd. 1. H. 4. P. 330—388.

378. Eschrich W., Evert R.F., Heyser V. [/ Planta. 1971. Vol. 100, N 3. P. 208—221.

379. Etherton B., Higinbotham N. |/ Science. 1960. Vol. 131. P. 409—410.

380. Etherton B., Keifer D.W., Spanswick R.M. /| Plant Physiol. 1977. Vol. 60, N 5. P. 684—
688.

381. Felle H. // Biochim. et biophys. acta. 1981. Vol. 646, N 1. P. 151—160.

382. Felle H. // Planta. 1981. Vol. 152, N 6. P. 505—512.

383. Felle H. // 1. Exp. Bot. 1987. Vol. 38, N 187. P. 340—354.

384. Felle H. // Plant Sci. 1989. Vol. 61, N 1. P. 9—15.

385. Felle H., Bertl A. [/ Coll. Pflanzenphysiol. 1985. Bd. 9. S. 101—102.

386. Felle H., Bertl A. // Biochim. et biophys. acta. 1986. Vol. 848. P. 176—182.

203



387. Fensom D.C. /| Canad. J. Bot. 1972. Vol. 50, N 3. P. 479—497.

388. Findlay G.P. |/ Austral. J. Biol. Sci. 1962. Vol 15, N 1. P. 69—82.

389. Findlay G.P., Hope A.B. || Encyclopedia of plant physiology. N.S.B. etc.: Springer, 1976.
Vol. 2A. P. 53—92.

390. Fisahn J., Hansen U.-P. [/ J. Exp. Bot. 1986. Vol. 37, N 177. P. 440—460.

391. Fondeville J.-C. |/ C.1. 93% Congr. nat. Soc. savantes. Sec. sci. P., 1972. Vol. 3. P.381—
397.

392. Fork D.C., van Ginkel G., Harvey G. [/ Plant and Cell Physiol. 1981. Vol. 22, N 6.
P. 1035—1042.

393. Francoise B. // ]. Plant Physiol. 1985, Vol. 121, N 5. P. 441—451.

394. Freudling C., Gradmann D. [/ Biochim. et biophys. acta. 1979. Vol. 552, N 2. P. 358—365.

395. Gabathuler R., Cleland R.E. [/ Plant Physiol. 1985. Vol. 79, N 4. P. 1080—108S.

396. Gaffey C.T., Mullins LJ. /! ]. Physiol. 1958. Vol. 144, N 3. P. 505—524.

397. Garbarino J., duPont F. || Plant Physiol. 1988. Vol. 86, N 1. P. 231—236.

398, Gavaundan P., Roblin G. |/ C.r. Soc. biol. 1971. Vol. 165, N 1. P. 162—166.

399. Gianini J.L., Briskin D_P. // Plant Physiol. 1987. Vol. 84, N 3. P. 613—618.

400. Gibrat R., Barbier-Brygoo B., Guern J., Grignon C. |/ Biochemistry and function of vacuolar
adenosine-triphosphatase of fungi and plants. B. etc.: Springer, 1985. P. 83—97.

401. Gilbert D L., Ehrenstein G. |/ Biophys. . 1969. Vol. 9. P. 447—463.

402, Goldfarb V., Sanders D., Gradmann D. [/ J. Exp. Bot. 1984. Vol. 35, N 154. P. 645—658.

403. Goldshlegger R., Karlish S.J.D., Rephaeli A., Stein W.D. [/ 1. Physiol. 1987. Vol. 387.
P. 331—355.

404, Goldsmith MHM., Cleland R E. |/ Planta. 1978. Vol. 143, N 3. P. 261—265.

405. Goldsmith T H., Goldsmith M.HM. |/ Tbid. 1978. Vol. 143, N 3. P. 267—274.

406, Goldsworthy A. || New Sci. 1984. Vol. 102, N 1407. P. 14—15.

407. Géring H., Polevoy V.V., Stahlberg R., Stumpe G. |/ Plant and Cell Physiol. 1979.
Vol. 20, N 3. P. 649—656.

408. Gradmann D. [/ . Membrane Biol. 1976. Vol. 29, N 1. P. 23—45.

409. Gradmann D., Mummert H. // Plant Membrane Transp.: Curr. Concept. Issucs Proc. Intern.
Workshop. Amsterdam etc., 1980. P. 218—232.

410. Griffith CJ., Rea P.A., Blumwald E., Poole RJ. |/ Plant Physiol. 1986. Vol. 81, N 1.
P. 120—125. .

411, Grisham C.M., Barnett R E. (| Biochemistry. 1973. Vol. 12, N 14. P. 2635—2637.

412, Gyenes M., Dahse I., Miiller E. |/ Biochem. und Physiol. Pflanz. 1986. Bd. 181. S. 551—
557.

413. Gyenes M., Saxena R. [/ J. Exp. Bot. 1985. Vol. 36. P. 382—393.

414. Hall M., Baker D A. [/ Planta. 1972, Vol. 106, N 2. P. 131—140.

415. Hansen U.-P., Kolbowski J., Dau H. [/ J. Exp. Bot. 1987. Vol. 38, N 197. P. 1965—1981.

416. Harris WE. [/ Biochemistry. 1985. Vol. 24, N 12. P. 2873—2883.

417, Hassidim M., Rubinstein B., Lerner HR., Reinhold L. // Plant Physiol. 1987. Vol. 85, N 4.
P. 872—875.

418, Hedrich R., Barbier-Brygoo H., Felle H. et al. // Bot. acta. 1988. Vol. 101. P. 7—13.

419, Hedrich R., Neher E. [/ Nature. 1987. Vol. 329. P. 834—836.

420. Hedrich R., Schroeder J 1. /| Annu. Rev. Plant Physiol. 1989. Vol. 40. P. 539—569.

421, Hedrich R., Schroeder J.I., Fernandez J. M. |/ Trends Biochem. Sci. 1987. Vol. 12, N 2.
P. 49—52.

422. Hejnowicz L. |/ Protoplasma. 1970. Vol. 71, N 4. P. 343—364.

423, Helper P K., Wayne R. /| Annu. Rev. Plant Physiol. 1985. Vol. 36. P. 397—439.

424, Herbert D.A. |/ Philipp. Agr. 1922. Vol. 11, N 1. P. 141—158.

425. Higinbotham N., Etherton B., Foster RJ. |/ Plant Physiol. 1964. Vol. 39, N 2. P. 196—
203.

426. Higinbotham N, Etherton B., Foster RJ. [/ Ibid. 1967. Vol. 42. P. 37—46.

427. Higinbotham N., Graves J.S., Davis RF. |/ J. Membrane Biol. 1970. Vol. 3, N 3. P. 210—
222,

428. Hodgkin A.L., Katz B. [/ 1. Physiol. 1949. Vol. 109, N 1/2. P. 240—249.

429, Hodick D., Sievers A. |/ Planta, 1988. Vol. 174, N 1. P. 8—18.

430. Hodick D., Sievers A. [/ Ibid. 1989. Vol. 179, N 1. P. 32—42.

431. Hogg J., Williams EJ., Johnston RJ. || Biochim et biophys. acta. 1968. Vol. 150, N 4
P. 640—648.

284



432. Homble F. |/ ]. Exp. Bot. 1985. Vol. 36, N 171, P. 1603—1611.

433. Hombelé F.,Ferrier JM., Dainty J. // Plant Physiol. 1987. Vol. 83, N 1. P. 53—57.

434. Hope A.B. /| Austral. J. Biol. Sci. 1961. Vol. 14, N 2. P. 312—321.

435. Hope AB., Aschberger P A. |/ Ibid. 1970. Vol. 23, N 5. P. 1047—1060.

436. Houwink A L. /| Rec. trav. bot. neer. 1935. Vol. 32, N 1. P. 51—91.

437. Houwink A L. |/ Ann. Jard. Bot. Buitenzorg. 1938. Vol. 48. P. 10—16.

438. Hug O., Miltenburger H., Esch H. /| Biophysik. 1964. Bd. 1, H. 4. S. 374—379.

439. lijima T., Hagiwara S. [/ J. Membrane Biol. 1987. Vol. 100, N 1. P. 73—81.

440. lijima T., Sibaoka T. /[ Plant and Cell Physiol. 1981. Vol. 22, N 8. P. 1595—1601.

441. lijima T., Sibaoka T. // Ibid. 1982. Vol. 23, N 4. P. 679—688.

442, lijima T., Sibaoka T. // Ibid. 1983. Vol. 24, N 1. P. 51—60.

443. lijima T., Sibaoka T. // Ibid. 1985. Vol. 26, N 1. P. 1—13

444. Tkoma S., Okamoto H.. |/ Tbid. 1988. Vol. 29, N 2. P. 261—267.

445. Inesi G., Millman M., Eletr S. /| ]. Mol. Biol. 1973. Vol. 81, N 4. P, 483—504.

446. Ivankina N.G., Novak V.A. |/ Stud. Biophys. 1981. Vol. 83, N 3. P. 197—206.

447, Ivankina N.G., Novak V A. [/ Physiol. plant. 1988. Vol. 73, N 1. P. 161—164.

448. Izawa K., Tasaki I. // 1. Theor. Biol. 1982. Vol. 99, N 1. P. 87—99.

449. Jacobson SL. |/ 1. Gen. Physiol. 1965. Vol. 49, N 1. P. 117—129.

450. Jaffe MJ. |/ Science. 1968. Vol. 162, N 3857. P. 1016—1017.

451. Johannes E., Fellé H. // Planta. 1985. Vol. 166, N 2. P. 244---251.

452. John P., Miller AJ ../ J. Plant Physiol. 1986. Vol. 122, N 1. P. 1—16.

453. Johnstone RM., Laris P.C., Eddy A.A. /| J. Cell. Physiol. 1982. Vol. 112, N 2. P. 298—
301.

454. Jones C., Wilson JM. |/ J. Exp. Bot. 1982. Vol. 33, N 133. P. 313—320.

455. Jones-Held S ., Davis R F. [ VIII Intern. Workshop on Plant Membrane Transp.: Abstracts.
Venezia, 1989. N 59a.

456. Kaestner K.H., Sze H. |/ Plant Physiol. 1987. Vol. 83, N 3. P. 483—489.

457. Kalinin VA., Opritov V.A., Shvets .M. |/ VI Congr. of the FESPP: Abstracts. Split. 1988.
N 510.

458. Karcz W., Stolarek J. |/ Physiol. plant. 1988. Vol. 74, N 4. P. 770—774.

459. Karlson L. // Plant Physiol. 1972. Vol. 49, N 6. P. 982—986.

460. Kasamo K. // Plant and Cell Physiol. 1987, Vol. 28, N 1. P. 19—28.

461, Kataev A.A., Zherelova O.M., Berestovsky GN. || Gen. Physiol. and Biophys. 1984,
Vol. 3. P. 447—462.

462. Katou K. /| Plant and Cell Physiol. 1978, Vol. 19. P. 523—535.

463. Katou K., Ichino K. [/ Planta. 1982. Vol. 155. P. 486—492.

464. Katou K., Okamoto H. |/ Plant and Cell Physiol. 1970. Vol. 11. P. 385—402.

465. Keynes R.D., Lewis FR. [/ J. Physiol. 1951. Vol. 114, N 1/2. P. 151—182.

466. Kikuyama M., Tazawa M. |/ J. Membrane Biol. 1976. Vol. 29. P. 95—110.

4617. Kinraide T.B., Etherton B. /| Plant Physiol. 1980. Vol. 65, N 6. P. 1085—1089.

468. Kinraide T B., Etherton B. [/ Ibid. 1982. Vol. 69, N 3. P. 648—652.

469. Kishimoto U. [/ Adv. Biophys. 1972. Vol. 3. P. 199—226.

470. Kishimoto U., Kami-ike N., Takeuchi Y., Ohkawa T. |/ J. Membrane Biol. 1984. Vol. 80,
N 2. P. 175—183.

471. Kishimoto U., Takeuchi Y., Ohkawa T., Kami-ike N. [/ Tbid. 1985. Vol. 86, N-1. P. 27—
36.

472. Koike H., Brown H.M., Hagiwara S. /| J. Gen, Physiol. 1971. Vol. 57, N 6. P. 723—737.

473. Kojima H., Katou K., Okamoto H. [/ Plant and Cell Physiol. 1985. Vol. 26, N 2. P, 351—
359.

474. Komor E., Thom M. || Biochemistry and function of vacuolar adenosine-triphosphatase of
fungi and plants. B. eic.: Springer, 1985. P. 238—244.

475. Komor E., Weber H., Tanner W. // Plant Physiol. 1978. Vol. 61, N 5. P. 785—786.

476. Komoszynski M., Maslowski P.,-Maslowska H. [/ Biochem. und Physiol. Pflanz. 1985. Bd.
180, H. 6. S. 431—441. ’

477. Koopowitz H., Dhyse R., Fosket D.E. |/ J. Exp. Bot. 1975. Vol. 26, N 90. P. 131—137.

478. Kunkel AJ. |/ Pfliigers Arch. ges. Physiol. 1881, Bd. 25. S. 342—379.

479. Lado P., Bonetti A., Cerano R el al. [/ Plasmalemma and tonoplast: Their functions in the
plant cell. Amsterdam etc.: Elsevier, 1982. P, 87—93.

480. Lai J F., Thompson J E. || Biochim. et ~hys. acta. 1971. Vol. 233, N 1. P. 84—90.

205



481. Lapicque L. La chronaxie et ses applications physiologiques. Actualites scicntifiques et
industrielles. P.: Hermann, 1938. 117 p.

482. Lass B., Thiel G, Ullrich-Eberius C 1. [/ Planta. 1986. Vol. 169, N 2. P. 251—259.

483, Lazo P.S., Barros F., Pea P., Ramos S. |/ Trends Biochem. Sci. 1981. Vol. 6, N 3. P. 83—
86.

484. Lemoine R., Delrot §. [/ VIII Intern. Workshop on Plant Membrane Tmnsp Abstracts.
Venezia, 1989. N 8a.

485. Lenzi P. /| Arch. Sci. Biol. 1978. Vol. 62, N 1/4. P. 173—176.

486. Lew RR. // Plant Physiol. 1989. Vol. 91, N 1. P. 213—216.

487. Lew R R., Bushunow N., Spanswick R.M. |/ Biochim. et biophys. acta. 1985. Vol. 821,
N 2. P. 341—347.

488. Lew RR., Spansmck R.M. // Plant Physiol. 1984. Vol. 75, N 1. P. 1—6.

489. Lichtner F., Spanswick RM. // Ibid. 1981. Vol. 67, N 4. P. 869—874.

490. Lin W. // Proc. Nat. Acad. Sci. USA. 1982, Vol. 79. P. 3773—3776.

491. Lin W. // Plant Physiol. 1985. Vol. 78, N 1. P. 41—45.

492. Lix Q., Okamoto H. // Plant and Cell Physiol. 1988. Vol. 29, N 4. P. 597—603.

493. Lloyd F.E. The camivorous plants. N.Y.: Ronald, 1942. 216 p.

494, Lowe A.G., Jones MN. |/ Trends Biochein. Sci. 1984. Vol. 9, N 1. P. 11—12.

495. Lunevsky V.Z., Zherelova O.M., Vostrikov 1.Y., Berestovsky GN. [/ ]. Membrane Biol.
1983. Vol. 72, N 1. P. 43—358.

496. Luster D.G., Buckhout T.J. /| Physiol. plant. 1988. Vol. 73, N 3. P. 339—347.

497. Mackion A.E.S. |/ Plant, Cell and Environ. 1984. Vol. 7, N 6. P. 407—413.

498. Macri F., Vianello A. /| FEBS Lew. 1987. Vol. 215, N 1. P. 47—52.

499. MacRobbie EA.C. [/ Biol. Rev. 1977. Vol. 46, N 4. P. 429—481.

500. MacRobbie EAC. |/ Nature. 1985. Vol. 313, N 6003. P. 529.

501. Manolson M.F., Rea P.A., Poole RJ. |/ ]. Biol. Chem. 1985. Vol. 260, N 22. P. 12273—
12279.

502. Marin R. // Planta. 1983. Vol. 157, N 4. P. 324-330.

503. Marin B., Gidrol X., Chrestin H., D'Auzac J. |/ Biochimie. 1986. Vol. 68, N 12. P. 1263—
1277.

504. Marmé D. /| Physiol. végét. 1985. Vol. 23, N 6. P. 945—953.

505. Marmor M.F., Gorman AL.F. || Science. 1970. Vol. 167, N 3914. P. 65—67.

506. Marré E. [/ Annu. Rev. Plant Physiol. 1979. Vol. 30. P. 273—288.

507. Marré E., Ballarin-Denti A. /| J. Bioenerg. and Biomembrane. 1985. Vol. 17, N 1. P. 1—21.

508. Marmé E., Lado P., Ferroni A., Ballarin-Denti A. /| Plant Sci. Lext. 1974. Vol. 2. P. 257—
265.

509. Marré M.T., Moroni A., Albergoni F.G., Marré E. [/ Plant Physiol. 1988. Vol. 87, N 1.
P. 25—29.

510. Marschner H. Mineral nutrition of higher plants. L.etc.: Acad. press, 1986. 674 p.

511. Marty-Fleurence F.S., Bourdil I., Rossignol M., Blein J.-P. /[ Plant Sci. 1988. Vol. 54, N 3.
P. 177—184,

512. Maslowski P., Maslowska H. |/ Biochemn. und Physiol. Pflanz. 1987. Bd. 182, H1.S. 73—
84. :
513. McMurchie EJ. || Low temperature stress in crop plants: The role of the membrane. N.Y .:
Acad. press, 1979. P. 163—176.

514. Melamed-Harel H., Reinhold L. |/ Plant Physiol. 1979. Vol. 63, N 6. P. 1089—1094.

515. Mertz SM., Arntzen CJ. // Tbid. 1978. Vol. 62, N 5. P. 781—783.

516. Mills D., Hodges TX. // Ibid. 1988. Vol. 132, N 5. P. 513—519.

517. Minorsky P.V., Spanswick R.M. [/ Plant, Cell and Environ. 1989. Vol. 12, N 2. P. 137—
144,

518. Mironova G.D., Bocharnikova NJ., Mirsalikhova N.M., Mironov G.P. [/ Biochim. et bio-
phys. acta. 1986. Vol. 861, N 2. P. 224--236.

519. Mishra U., Spanner D.C. // Planta. 1970. Vol. 90, N 1. P. 43—56.

520. Mizuno A., Kojima H., Katou K., Okamoto H. |/ Plant, Cell and Environ. 1985. Vol. 8,
N 7.P. 525—529.

521. Montemartini G. /| Aui. Ist. bot. Univ. Pavia. 1907. Vol. 13. P. 177—193.

522. Moran N., Ehrenstein G., Iwasa K. et al // Plant Physiol. 1988. Vol. 88, N 3. P. 643—648.

523. Moran N., Satter R. /| VIII Intern Workshop on Plant Membrane Transp.: Abstracts. Venezia,
1989. N 31a.

206



524. Moreland D.E., Novitzky W.P. |/ Pestic. Biochem. and Physiol. 1988. Vol. 31, N 3.
P. 247—260.

525. Morse M J., Spanswick R.M. || Biochim. et biophys. acta. 1985. Vol. 818, N 10. P. 386—
390.

526. Mwnmert H., Gradmann D. |/ Plant Membrane Transp.: Curr. Concept. Issues: Proc. Intern.
Workshop. Amnsterdam etc., 1980. P. 439—440.

527. Munk H. || Arch. Anat. und Physiol. 1876. Bd. 30. S. 30—122.

528. Murata N., Yamaya J. [/ Plant Physiol. 1984. Vol. 74, N 4. P. 1016—1024.

529. Nachmansohn D. [/ Proc. Nat. Acad. Sci. USA. 1968. Vol. 61, N 3. P. 1034—1041.

530. Nachmansohn D. |[f Mol. Mech. Biol. Recogn. Amsterdam; N.Y., 1979. P. 313—340,

531. Nelles A. // Biochem. und Physiol. Pflanz. 1977. Bd. 171, H. 2. S. 147—149.

532. Nelles A. // Ibid. 1983. Bd. 178, H. 1. S. 1—9.

533. Nelles A. // Ibid. 1985. Bd. 180, H. 6. S. 459—463.

534. Nelles A., Laske E. // Tbid. 1982. Bd. 177, H. 2. S. 107—113.

535. Nelson C.D. [/ Canad. J. Bot. 1962. Vol. 40, N 5. P. 737—770.

536. Neufeld E., Bown A.W. // Plant Physiol. 1987. Vol. 83, N 4, P. 895—899.

537. Nishizaki Y. // Plant and Cell Physiol. 1986. Vol. 27, N 1. P. 155—162.

538. Mishizaki Y. // Tbid. 1987. Vol. 28, N 6. P, 1163—1166.

539. Novak V.A., Ivankina N.G., Morokova E.A., Miclashevich A.l. || Physiol. plant. 1988.
Vol. 73, N 1. P. 165—169.

540. Oda K., Abe T. /| Bot. Mag. Tokyo. 1972. Vol. 85, N 998. P. 135—145.

541. Ohki S. /| Comprehensive Treatise Electrochem. 1985. Vol. 10. P. 1—130.

542. Oka K., Naitou S., Yoshida M. et al. // Plant and Cell Physiol. 1987. Vol. 28, N 5. P.843—
849.
543, O'Nell $.D., Spanswick RM. |/ J. Membrane Biol. 1984. Vol. 79, N 3. P. 231—243,

544, Opritov V.A., Kalinin V.A., Orlova O.V. /| Memnbrane transport in plants. Praque:
Academia, 1984. P. 421—422.

545. Opritov VA, Michurin S.V. || Proc. Res. Inst. Pomology. Ser. E. Skieniewice, 1973. N 3.
P. 51—59.

546. Opritov V.A., Pyatygin S.S. // VI Congr. of the FESPP: Abstracts. Split, 1988. N 521.

547. Opritov V.A., Pyatygin S.S. // VII Intem. Workshop on Plant Membrane Transp.:
Abstracts. Venezia, 1989. N 67b.

548. Opritov V.A., Pyatygin S.S. /| Biochemn. und Physiol. Pflanz. 1989. Bd. 184, H. 5/6.
S. 447—451.

549. Opritov V.A., Retivin V.G. /| Membrane transport in plants. Prague: Academia, 1984,
P. 224—225.

550. O'Shea P.S., Feuerstein-Thelen S., Azzi A. |/ Biochem. J. 1984. Vol. 220, N 3. P. 795—
801. .
551. O’Shea P.S., Thelen S., Petrone G., Azzi A. /| FEBS Leit. 1984. Vol. 172, N 1. P. 103—
108.

552. Otsiogo-Oyabi H., Roblin G. |/ J. Plant Physiol. 1985. Vol. 119, N 1. P. 19—24,

553. Palmgren M.G., Sommarin M., Ulvskov P., Jorgensen P.L. |/ Physiol. plant. 1988. Vol.
74, N 1. P. 11—19.

554. Pantoja O., Willmer CM. /| 1. Exp. Bot. 1986. Vol. 37, N 176. P. 315—320.

555. Paszewski A. |/ Acta Soc. bot. pol. 1959. Vol. 28. P. 373—378.

556. Paszewski A., Zawadzki T. /| Ann Univ. M. Curie-Sklodowska. Ser. C.1973. Vol. 28.
P. 1—9.

557. Paszewski A., Zawadzki T. |/ J. Exp. Bot. 1973. Vol. 24, N 82. P. 804—809.

558. Paszewski A., Zawadzki T. |/ Ibid. 1976. Vol. 27, N 97. P. 369—374.

559. Paszewski A., Zawadzki T. // Tbid. 1976. Vol. 27, N 100. P. 859—863.

560. Paszewski A., Zawadzki T. Dziubiriska H. |/ Folia Soc. sci. Lublin. Biol. 1977. Vol. 19,
N 2. P. 95—116.

561. Pazurkiewicz-Kocot K. |f Acta biol. Katowice, 1983. Vol. 12. P. 91—104.

562. Pazurkiewicz-Kocot K. [/ Ibid. 1984. Vol. 16. P. 84—95.

563. Pazurkiewicz-Kocot K. [/ Ibid. 1984. Vol. 16. P. 96—103.

564. Pazurkiewicz-Kocot K. Stolarek J. // Ibid. 1980. Vol. 9. P. 18—28.

565. Pennarun AM., van Le Sype C., Grignon C., Heller R. |/ Physiol. plant. 1978, Vol. 42,
N 3. P. 331—336.

566. Petraglia T., Poole R.J. |/ Plant Physiol. 1980. Vol. 65, N 5. P. 969—972.

207



567. Petzold U., Dahse I., Miiller E. |/ Biochem. und Physiol. Pflanz. 1985. Bd. 180, H. 9.
S. 655—666.

568. Pichelin-Poitevin D., Delrot S. || C.r. Acad. sci. Ser. 3. 1987. Vol. 304, N 13, P. 371—
375.

569. Pickard B.G. [/ Planta. 1971. Vol. 97, N 2. P. 106—115.

570. Pickard B.G. {/ Bot. Rev. 1973. Vol. 39, N 2. P. 172—201.

571. Pickard B.G. [/ Naturwissenschaften. 1974, Bd. 61, H. 2. S. 60—64.

572. Pickard B.G. [/ Plant, Cell and Environ. 1984. Vol. 7, N 1. P. 171—178.

573. Pickard B.G. // Ibid. 1984. Vol. 7, N 9. P. 679—681.

574. Pierce W.S., Hendrix D L. |/ Plant Physiol. 1981. Vol. 67, N 4. P. 864—868.

575. Pierce W.S., Higinbotham N. /| Tbid. 1970. Vol. 46, N 5. P. 660—673.

576. Poovaiah B.W. |/ HortScience. Sec. 1. 1985. Vol. 20, N 3. P. 347—352.

571. Poovaiah BW., McFadded J.J., Reddy ASN. || Physiol. plant. 1987. Vol. 71, N 3.
P. 401-—407.

578. Post R L., Vassallo P.M. |/ V Intem Conf. Na, K-ATPase: Abstr. and Progr. Arhus, 1987.
P. 87.
579. Quinn PJ. |/ Progr. Biophys. and Mol. Biol. 1981. Vol. 38, N 1. P. 1—104.
580. Racusen R H., Galston A.W. // Photomorphogenesis. B. etc.: Springer, 1983. P. 682—703.
581. Racusen R.H., Satter R.L. // Nawre. 1975. Vol. 255, N 5507. P. 408—410.
582. Raghavendra A.S., Das V.S R. |/ 1. Exp. Bot. 1978. Vol. 29, N 108. P. 39—A47.
583. Raison J K. [/ 1. Bioenerg. 1973. Vol. 4, N 1/2. P. 285—309.
584. Raison J.K., Wright L.C. |/ Biochim. et biophys. acta. 1983. Vol. 731, N 1. P. 69—78.
585. Ramirez JM., Gallego G.G., Serrano R. [/ Plant Sci. Lett. 1984. Vol. 34, N 1,2. P. 103—
110. '

586. Rasi-Caldogno F., Pugliarello M. |/ Biochem. and Biophys. Res. Commun. 1985. Vol. 133.
P. 280—285.

587. Rasi-Caldogno F., Pugliarello M.C., de Michelis M.I. |/ Plant Physiol. 1985. Vol. 77, N 2.
P. 200—205.
588. Rasi-Caldogno F., Pugliarello M.C., de Michelis M.]. |/ Ibid. 1987. Vol. 83, N 4. P. 994—
1000. :

589. Raven J A., Smith F.A. /| Plant, Cell and Environ. 1978. Vol. 1, N 3. P. 231--238.

590. Rea P., Griffith CJ., Manolson M F., Sanders D. |/ Biochim. et biophys. acta. 1987.
Vol. 904, N 1. P. 1—12.

591. Rea P.A., Poole RJ. |/ Plant Physiol. 1986. Vol. 81, N 1. P. 126—129.

592. Rea P.A., Sanders D. |/ Physiol. plant. 1987. Vol. 71, N 1. P. 131—141.

593. Reid RJ., Dejaegere R., Pitman M.G. // J. Exp. Bot. 1985. Vol. 36, N 165. P. 535—549.

504. Reid RJ., Walker N A. /| J. Membrane Biol. 1984. Vol. 78, N 1. P. 157—162.

595. Reinhold L., Kaplan A. [/ Annu. Rev. Plant Physiol. 1984. Vol. 35. P. 45—83.

596. Reinhold L., Rahat M., Volokita M et al. /| Plasmalemma and toncplast: Their functions in
the plant cell. Amsterdam etc.: Elsevier, 1982. P. 271-—276.

597. Remis D., Bulychev A.A., Kurella G.A. || ]. Exp. Bot 1988. Vol. 39. p. 633—644.

598. Remis D., Pokorny J., Ziegler W._ |/ Biologia. 1984. Sv. 39, N 11. S. 1085—1090.

599. Rephaeli A., Richards DE., Karlish SJ.D. |/ ]. Biol. Chem. 1986. Vol. 261, N 27.
P. 12437—12440.

600. Ricca U. /| Nuov. giom. bot. ital. 1916. Vol. 23, P. 51—170.

601. Roblin G. |/ Biol. Rev. 1979. Vol. 54, N 2. P. 135—153.

602. Roblin G. // Zischr. Pflanzenphysiol. 1982. Bd. 106, H. 4. S. 209—303.

603. Roblin G. // Plant and Cell Physiol. 1985. Vol. 26, N 3. P. 455—461.

604. Roblin G., Bonnemain J.-L. |/ Ibid. 1985. Vol. 26, N 7. P. 1273—1283.

605. Roblin G., Fleurat-Lessard P. /| Planta. 1987. Vol. 170, N 2. P. 242—248.

606. Romani G., Marré M.T., Bellando M. et al. // Plant Physiol. 1985. Vol. 79, N 3. P. 734-—

607. Sachs G., Spenney J G., Lewin M. || Physiol. Rev. 1978. Vol. 58, N 1. P. 106—173.

608. Sackmann E. |/ Cell Calcium. 1984. Vol. 5, N 3. P. 269.

609. Samejima M., Sibaoka T. /| Plant and Cell Physiol. 1980. Vol. 21, N 3. P. 467—479.
610. Samejima M., Sibaoka T. // Tbid. 1982 Vol. 23, N 3. P. 459—465.

611. Sandelius A.S., Barr R., Crane F.L., Morré D J. |/ Plant Sci. 1987. Vol. 48, N 1. P. 1—10.
612. Sandermann H. /| Biochim. et biophys. acta. 1978. Vol. 115, N 3. P. 209—237.

613. Satter RL., Moran N. |/ Physiol. plant. 1988. Vol. 72, N 4. P. 816—820.

208



614. Schauf C.L. [/ Sci. Progr. 1987. Vol 71, N 284, P. 459—478.

615. Schauf C L., Wilson K J. // Plant Physiol. 1987. Vol. 85, N 2. P. 413—418.

616. Scherer G.F.E. |/ Zischr. Pflanzenphysiol. 1984. Bd. 114, H. 3. S. 233—237.

617. Scherer GF.E., Stoffel B. /{ Planta. 1987, Vol. 172, N 1. P. 127—130.

618. Schonknecht G., Hedrich R., Junge W., Raschke K. || Nawre. 1988. Vol. 336. P. 589—592.

619. Schroeder J1., Hedrich R., Fernandez J M. |/ Toid. 1984, Vol. 312, N 5992. P. 361—362.

620. Schumaker K.S., Sze H. |/ VI Intemn. Workshop on Plant Membrane Transp.: Abstracts.
Venezia, 1989. N 30.

621. Scott B.H. /| Annu. Rev. Plant Physiol. 1967. Vol. 18. P. 409—418.

622. Senn A.P., Goldsmith M .H M /| Plant Physiol. 1988. Vol. 88, N 1. P. 131—138.

623. Serrano R. // Biochem. and Biophys. Res. Commun. 1984. Vol. 121, N 2. P. 735—740.

624. Serrano R. /| Annu. Rev. Plant Physiol. 1989. Vol. 40. P. 61—94.

625. Shiina T., Tazawa M. // Plant and Cell Physiol. 1986. Vol. 27, N 6. P. 1081—1089.

626. Shimmen T., Tazawa M. [/ J. Membrane Biol. 1980. Vol. 55. P, 223—231.

627. Sibaoka T. // Sci. Rep. Tohoku Univ, Biol, 1950. Vol. 18. P. 370—376.

628. Sibaoka T. // Toid. 1951. Vol. 19. P. 133—139.

629. Sibaoka T. |/ Tbid. 1953. Vol. 20. P. 72—88.

630. Sibaoka T. // Science. 1962. Vol. 137, N 3525, P. 226.

631. Sibaoka T. /| Symp. Soc. Exp. Biol. 1966. Vol. 20. P. 49—74.

632. Sibaoka T. // Annu. Rev. Plant Physiol. 1969. Vol. 20. P. 165—184.

633. Sibaoka T. /| Botr. Mag. Tokyo. 1973. Vol. 86, N 1002. P. 51—61.

634. Sibaoka T. // Plant growth substances. B. etc.: Springer, 1980. P. 462-—469.

635. Singh A.P., Nicholls P. [/ J. Biochem. and Biophys. Meth. 1985. Vol 11, N 2/3. P. 95—
108.

636. Singh J., Dieckert JW. /| Austral. J. Plant Physiol. 1975. Vol. 2, N 4. P. 453——459.

637. Singh S.P., Kesav B.V.S., Briskin D.P. [/ Physiol. plant. 1987. Vol. 69, N 4. P, 617—626.

638. Siniuchin A., Stolarek O. /| Annu. Univ. M. Curie-Sklodowska. Ser. C. 1961. Vol. 16.
P. 215—228.

639. Sinyukhin AM., Britikov E A. [/ Nature. 1967. Vol. 215, N 5107. P. 1278—1280.

640. Slayman C.L., Long-W.S., Gradmann D. [/ Biochim. et biophys. acta. 1976. Vol. 426, N 4,
P. 732—744,

641. Slesak E. |/ Folia Soc. sci. Lublin. Biol. 1984. Vol. 26, N 2. P. 141—143.

642. Slesak E. /| Acta Univ. wratisl. Pr. bot. 1985. Vol. 34. P. 41—43.

643. Snow R. // Proc. Roy. Soc. Ser. B. 1924. Vol. 96. P. 349—374.

644, Spanner D.C. /| J. Exp. Bot. 1970. Vol. 21, N 67. P. 325—334.

645. Spanswick R M. |/ Biochim. et biophys. acta, 1972. Vol. 288, N 1. P. 73—89.

646. Spanswick RM. /| Annu. Rev. Plant Physiol. 1981. Vol. 32. P. 267—289.

647. Stein S., Hansen U.-P. |/ J. Membrane Biol. 1988. Vol. 103, N 2. P. 149—158.

648. Stoeckel H., Pfirsch R. /| C.1. Acad. sci. D. 1969. Vol. 286, N 13. P. 1725—1727.

649. Stolarek J., Pazurkiewicz-Kocot K. /| Acta biol. Katowice, 1980. Vol. 9. P. 9—17.

650. Stolarek J., Pazurkiewicz-Kocot K., Zientara M. /| Post. Biol. Komdrki. 1984. T. 11.
N 3/4. 8. 361—364.

651, Stuhiman O., Darden EB. [/ Science. 1950. Vol. 111, N 2888. P. 491—492,

652. Sze H. // Annu. Rev. Plant Physiol. 1985. Vol. 36. P. 175—208.

653. Sze H., Churchill K. /| Proc. Nat. Acad. Sci. USA. 1981. Vol. 78, N 9. P. 5578—5582.

654. Sze H., Hodges T.K. // Plant Physiol. 1976. Vol. 58, N 3. P. 304—308.

655. Takeda K., Kurkdjian A.C., Kado R.T. /| Proroplasma. 1985. Vol. 127, N 3, P. 147—162.

656. Tanner W. // Ion Gradient-Coupled Transp.: Proc. Intern. Symp. Amsterdam etc., 1986
P. 105—111.

657. Tarba C. // Rev. roum. biochim. 1983. Vol. 20, N 1. P. 61—&65.

658. Tasaki 1., Carnay L., Sandlin R., Watanabe A. [/ Science. 1969. Vol. 163, N 3868. P. 684—
685.

659. Tasaki I., Carnay L., Watanabe A. [/ Proc. Nat. Acad. Sci. USA. 1969. Vol. 64, N 4.
P. 1362-—1368.

660. Tasakil. Singer I. /{ Ann. N.Y. Acad. Sci. 1966. Vol. 137. P. 792—806.

661. Tasakil., Singer I., Takenaka T. //J. Gen. Physiol. 1965. Vol. 48. P. 1095—1123.

662. Tasaki I Watanabe A., Sandlin R., Carnay L. /[ Proc. Nat. Acad. Sci. USA. 1968. Vol. 61,
N 3.P. 883—888.

663. Tazawa M., Shimmen T., Mimura T. /| Plant and Cell Physiol. 1986. Vol. 27, N 1.
P. 163—168. 209



664. Thibaud J.-B., Soler A., Grignon C. // Plant Physiol. 1986. Vol. 81, N 3. P. 847—853.

665. Thom M., Maretzki A. |/ Ibid. 1985. Vol. 77, N 4. P. 873—876.

666. Torijama H. /| Cywlogia. 1962. Vol. 27, N 4. P. 431—432.

667. Torijama H., Jaffe M.J. /| Plant Physiol. 1972. Vol. 49, N 1. P. 72—81.

668. Trebacz K., Tarnecki R., Zawadzki T. /| Physiol. plant. 1989. Vol. 75, N 1. P. 20—23.

669. Trebacz K., Zawadzki T. // Ibid. 1985. Vol. 64, N 3. P. 482—486.

670. Tsong T.Y. // Trends Biochem. Sci. 1989. Vol. 14, N 3. P. 89—92.

671. Tyree M.T., Fensom D S. // J. Exp. Bot. 1970. Vol. 21, N 67. P. 304—324.

672. Ullrich-Eberius C., Novacky A. /| Membrane transport in plants. Prague: Academia, 1984.
P. 433.

673. Ullrich-Eberius C.I., Novacky A., Ball E. [/ Plant Physiol. 1983. Vol. 72, N 1. P. 7—15.

674. Umrath K. [/ Jb. Wiss. Bot. 1935. Bd. 81. S. 448—463.

675. Umrath K. // Ergebn. Biol. 1937. Bd. 14, H. 1. S. 1—142.

676. Umrath K. // Handb. Pflanzenphysiol. 1959. Bd. 17/1. S. 24—110.

677. Umrath K. // Protoplasma. 1966. Vol. 61, N 3. P. 229—243.

678. Umrath K., Kastberger G. /| Phyton. 1983, Vol. 23, N 1. P. 65—78.

679. Van Sambeek JW., Pickard B.G. [/ Canad. J. Bot. 1976. Vol. 54, N 23. P. 2642—2650.

680. Vanselow K.H., Dax H., Hansen U.-P. // Planta, 1988. Vol. 176, N 3. P. 351—361.

681. Van Steveninck R.F M. [/ Intercellular communication in plants: Studia plasmodesmata.
B. etc.: Springer, 1976. P. 131—1485.

682. Vara F., Serrano R. [/ J. Biol. Chem. 1982, Val. 257, N 21. P. 12826—12830.

683. Viitanen P., Garcia ML., Kaback HR. [/ Proc. Nar Acad. Sci. USA. 1984, Vol. 81, N 6.
P. 1629—1633.

684. Volkov G.A. // Biochim. et biophys. acta. 1972. Vol. 255, N 3. P. 709—719.

685. Walker N.A., Smith F.A. |/ Plant Sci. Lew. 1975. Vol. 4, N 1. P. 125—132.

686. Walmsley A.R. /| Trends Biochem. Sci. 1988. Vol. 13, N 6. P. 226—231.

687. Wang J., Leigh R.A., Kaestner K H., Sze H. /| Plam Physiol. 1986. Vol. 81, N 2. P. 497—
502.

688. Wasserman B.P., McCarthy K.J. [/ Ibid. 1986. Vol. 82, N 2. P. 396—400.

689. Wendler S., Zimmermann U., Bentrup F.-W. |/ J. Membrane Biol. 1983. Vol. 72, N 1/2.
P. 75—84.

690. Williams S.E., Pickard B.G. // Planta. 1972. Vol. 103, N 3. P. 193—221.

691. Williams S.E., Pickard B.G. |/ Ibid. 1974. Vol. 116, N 1. P. 1—16.

692. Williams SE., Spanswick RM. [/ J. Comp. Physiol. 1976. Vol. 108. P. 211—223.

693. Wright J.P., Fisher D .B. [/ Plant Physiol. 1981. Vol. 67, N 4. P. 845—848.

694. Wright J.P., Shimabukuro R.H. |/ Ibid. 1987. Vol. 85,N 1. P. 188—193.

695. Wright JP., McMurchie EJ., Pomeroy M K., Raison J K. |/ Tbid. 1982. Vol. 69, N 6.
P. 1356—1360. .

696. Yapa P A J., Spanner D.C. // Planta. 1972. Vol. 106, N 4. P. 369—373.

697. Zawadzki T. /| Acta Soc. bot. pol. 1979. Vol. 48, N 1. P. 99—107.

698. Zawadzki T. // Ibid. 1979. Vol. 48, N 2. P. 305—315.

699. Zawadzki T. // ). Exp. Bot. 1980. Vol. 31, N 124. P. 1371—1377.

700. Zawadzki T. // Folia Soc. sci. Lublin. Biol. 1984, Vol. 26, N 2. P. 103—116.

701. Zawadzki T., Dziubirska H. |/ Acta Soc. bot. pol. 1979. Vol. 48, N 1. P. 109—117.

702. Zawadzki T., Trebacz K. |/ J. Exp. Bot. 1982. Vol. 33, N 132. P. 100—110.

703. Zawadzki T., Trebacz K., Dziubidska H. /| VIII Intem.Workshop on Plant Membrane
Transp.: Abstracts. Venezia, 1989. N 84b.

704. Zocchi G. [/ Plant Sci. 1985. Vol. 40, N 3. P. 153—159.

705. Zocchi G., Hanson J B. /] Plant, Cell and Environ. 1983. Vol. 6, N 3. P. 203—209.



COJJEPXAHHE

CnMCcOK COKPAMEHHMA .. ...iciviiiiinneiecenannnns Crhetesssenencncenenae vevnaen Cereeriireenns

BBEHIEHHE ... .cciceerniinnioninsneronesnconannes P T I cestearitcesanns
BHOINEKTPOI'EHE3 KJIETOK BBICHIMX PACTEHWA B NOKOE ......... [ETTTTSPYTOTRIUIN

1. MeTo uyeckHe 0COBEHHOCTH HAMEPEHH S MOTEHLHANOB MOKOS KJIETOK BLICITHX
PACTEHHE  L.iiuieiiiuiiiiiiiiiiiiiiinstiensesiuuciesentvatosiorsssessnseiasossossonsnnssasasans

HaMepeHHe MOTEHLHANOB NMOKOS C MOMOMbIO 3NIEKTPOAOB .....
HaMepeHHe MOTEHUHANOB MOKOS METOAOM (IYOPECLEHTHMX 30HAOB ...
2. INeKTPHUECKAS AKTHBHOCTb CTPYKTYPHbIX 3/IEMEHTOB PACTHTENLHOA KJIETKH B

MOKO€ ...iiceeueasnconsannsesencasnctncsones e cees

MNoTenHan KI€TOUHON CTEHKH .........
NoTeHHaN naa3MaNeMMsl .
NoTeHHAN TOHOMMACTA ...oicevieneencns Cereserecereneanns
NoTeHuHa  MUTOXOHAPHA H XJIOPOTITACTOB . ...viveevasonnnne
NoTeHHAN APYTrHX CTPYKTYPHBIX 3IJIEMEHTOB KJMETKM......ceveierienrsonnuaranans
HHTepnpeTaus BHYTDHKJIETOUHBIX H3IMEPEHHA TMOTeHHHaNa MoXost Yy
BLICIMX PACTEHHA. BxJaj NOTEHIHANA NAAIMANEMMSBI........coioieeerenrns
3. MNoTeHuMAN NOKO S KJIETOK BbiCIIMX pacTeHHA kax cymMma AHGdy3HOHHOA U Me-
TAGONMMUECKON COCTABJISAIOMMX . .vuvuneeiasaonsaarsannn Ciereerseeerenanas
BesnuHHA mMoTeHUMAJNa NMOKos kneTok. Bxnag anddysnonHHoA U MeTabo-
JIHYECKON KOMIOHEHT .uciierrerinocssssasasssasoorosannessenasasnses
TeMHoBas MeTaBOIHUECKAA KOMITOHEHTA MOTEHIIHAMA MOKOS 4.veveeerarniraanss
GOTOHHAYLIHPOBAHH AN MeTaboTHUYECKAas KOMITOHEHTA MOTEHIHA A NOKOS ....
4. TIpupo1a MaCCHBHOM COCTABJSIIOMEN MOTEHIIHAMA MOKOMA tooiviruniranncionninnss .
MexaHnIM NMacCHBHOH NMPOHHLIAEMOCTH MEMOPAH [T HOHOB ...cccccovrurannnens
Posb K* B BO3HMKHOBEHHH UGGYIMOHHOTO MOTEHLHUANA ...........
Ypasxenne Fonbamana. Posb Na* u Cl” B BOIHHKHOBEHHH AnGPy3HoHHOTO
TIOTEHITHAIIA 1oveunuenenseesecssronnmassossosconsssonsasosesssscssosnnsssssenssnns
S. MpHpoaa MeTaBoJHUECKOR COCTaBJSIoNeR MOTEHHANA MOKOS. INeKTPOoren-
HbIE€ HACOCH] ceovvirrnnuarsniianarencensnns feteeeseeteiiticetasissanannas vereraien
H*- ATda’a nsasManeMMbl H ee YYaCTHE B reHepalHH MeTaBoJMuecko
cocrasnsiiomeA MEMOPAHOTO MOTEHLIMAMA «oo.vuuenrennns
Pefloxc-uenb rnjasManeMMsl H €€ PoJib B AJIeXTPOreHe3e KJeToK..... ceerrenenens
JnexTporenHslie caoficTea H*-ATdass u nHpodochaTassl ToHomIacTa .
CaZ*-AT®a3a nnasManemmbl — 3JIeKTPOreHHbIA Hacoc? BiausiHue Ca2* na
INEKTPOTEHHYI0 KOMMOHEHTY MOTEHLMANA TTOKOS .ocvviriicicrnsnrensnrnsornsnens
Na* K*-ATdasa niaiManemmsl M SpyrHe BOIMOXHBIE 3JEKTPOreHHble cHC-

TEMbl. ccveisntencesiscacsssnssssasasannns T T Ty T T S R TSR NN
IKBHBAJIEHTHAS 3JIeKTPHYECKAS LeNb Nia3ManeMmsl. Y paBHeHne AJ1si MoTeH-
LIHAJTA ITOKOSl cuiiieeicceacnatetecesssarncossessrosactsssscnsssssacscsascasossssssassacse

6. daxTopsl, MOgHMPHLIMPYIOMHE 3NEKTPOTeHES KNETOK BLICIIHX PACTEHHA B ro-
KO€ cevvnunes
TeMnepaTypHuift  akTop
PacTHTeNbHbi€é TOPMOHSI .

MPOUHE AKTOPBL  t.uiiieniiinerrenssioiestenttonrarssosetssosssossnnsesscnssssonnossssse
7. Posib CTPYKTYPHO# JAGHABHOCTH KJIETOUHbIX MeMOpaH B peryasiiHH NoTeH-
LIMAJTA TIOKOSR ceucenesecncerseerasosssssoonatssnsesssnoscnssossassssosnnsssssstsnssosstanans .o

8. PoJIb mOTEHLIHAA MOXOSA B XHIHEIEATENbHOCTH KJIETOK BLICIIHX PACTEHHA ....

13
15
15
19
21

22
23

25
29
32
32
38
4]
42

44



MOTEHUHAJIB! AEACTBHS Y BBICWHX PACTEHHM.o...vveeeeeseeennnn, e e

9. THNB HMNYJILCHOA ANEKTPHUYECKOA AKTHBHOCTH Y BBICIIHX DACTEHHR ..,........... .
NoTenHan JeACTBBA ........ teetenrtsrarssaraiasaranene veerreeanas crerseaneas
BapHaBennHbift nOTEHUHA . ...

MUXPOPHTMEI .......... Cieeeeaones cosecsssssnnstensiessiscncrsnesssinnas PPN
Lpyrne snikl HMNYALCHOR 31eKTPHUYSCKOA AXTHBHOCTH ..ocevenrnnnsnns ceeens ceseens
10. KpaTkHA HCTOpDHUYECKHA ouepPK HIYUeHHA MOTEHLMANOB JEACTBHA Y BHICWIHX
PACTEHHA ...cceciiienainnnnnns senans ceserressenasesesasannan
11. MeroguyeckKe NMoAXoAb K auumay NOTEHUHAIOB JEACTRHSA Yy BLICHIHX
PACTEHHA .........c0e00 ciesessitasaes tedsersanesaestactcnsatannnes
Perncrpauus nOTeHuuulon nencmun . cerecnsnes .
CROCOOH PAZIPANKEHHSH .ovivvvrerrnerisernnaneenaasas Cerrantaaiisiees .
12. XapakTepncTHka noTeHummon nencmn Y BLICIEHX DACTEHHMA ......eovenes N
Pa3paXH TeJH, BbI3BAMHE MOTEHLUANS JEACTRHSA Y BLICIIHX PACTEeHHA .
Moporossie YCJOBHS reHEPALHH NOTEHIIHANIOB JEACTBUS .............. e
MapaMeTpsl MOTEHIIHANIOB JEACTBHA ...veeieininerennnoiinininnasansenass

lenepatHs pUTMHYECKH NOBTOPSAIOMHXCS NOTENLHAIOR nencnun

13. Pertenuu st pasfipakeHns. lyTH pacnpocTpaneHns MoTeHIHaNa AeACTBHSA U €ro
TpaHchopMaALHA B QHIHOJNOTHUECKHHA OTBET toveveneses veseseneisaes
Peuenumus pasgpaxenus ........ teessssessetscenanaatanann

TpauchopMauHs NnoTeHuHana AEACTBHS B QYHKIMOHANBLHEA OTBET ....ccvveerennns
14. HoHHbie MEXAHHIMBI N'EeHEPALHH MOTEHLHANA NeACTBHA Y BLICITHX DaCTEHHA .
HOHHbIE CABHIH MDPH BOIBYXACHHM ..cvccvernrernemimronnicnonarannanss
INEXTPOXHMHUECKHE MOJIEIH TeHEPALHH MOTEHLIMANA NEACTBHS B DACTHTEJb-
HBIX OOBEKTAX .icvcvvenvecrnnnanss N
ANeXTPOXHMHUYECKHE XAPAKTEPHCTHKH KNETOK NPOBOASAMHEX TKAHEA B Mokoe H
NpH BO3BYXAEHHH ............... F O PPN Cererreseceeeasetianas ceesessecnns
Posib HOHHBIX noToxos K* CI’ Ca B MeHEPAIMH 3JIEKTPHUYECKOTO HMIYJbca B
MPOROASAMHUX TKAHAX ..ovvvuannnss Cireessssensennninianan [ Ceenneenens
YyacTHe HOHHBIX KaHAJIOB B reHepalHH noTeHnala nencnmn B npononnnmx
TKAHAX eeeproneecrvriernsnccncnsess P
0OcofeHHOCTH HOHHOTO MeéXaHH3Ma reuepmvm no-renuuua nencnuﬂ Y 8LICHHX
PACTEHHA  ....ccccevieeiiriinnnnes Cenessnsestnttesesssnsssatantsasanraeas PP vessens
15. ConpsixeHHe reHepaly MOTEHLHANA JOACTAHA Y BhiCIIHX PACTEHHA C paboToh
INEKTPOreMHOTo HOHHOTO Hacoca BOIBYAHMOR MeMODaHNI .............. veensrarisnanes
YyacTHe 3/ieKTPOreHHOTO HACOCA B COMIAHHH 3EXTPOXMMHUECKHX TPAAHEHTOR
OCHOBULIX M/{-OODAIYIOMHX HOHOB ...ccvceueeesranestscnsansssonsasssasnccnassseasncsns
YuacTHe 3/ieKTPOreHHOTo Hacoca B GOPMHPOBAHHH dadu peroaspHIALMH Mo-
TEHUHANA JEACTBHS ..euunrruinirnassstorenososesasnssonesnnosassnssasassasasssasssersarss
Posib 3)1EKTPOr€HHOrO HACOCA B JOCTHXEHHH MOPOTA BOBYNXACHHS .cvvvrvrvernne.
16. CTpYXTYpHast NabHILHOCTL BO3BYAMMONR MeMOpaHLl H NeHepalHus NOTEHIHAJIOB
AEGACTBHA  ..vevviiiivenienennnniannies sesssssensssseretteniettentairacsannen tessecnen
Posnb CTPYKTYPHbIX NepecTpoek B Bod0yauMoA MeMOpaHe B JOCTHXEHHH nopora
BOIBYNKACHHSA  ..eviviiiniianen. secasacensnns ceenes teertecnriieretesireses
POsib CTPYKTYPHbBIX nepecrpoex B BO30yAHMOHR MeMGpwe B renepauml nHxa no-
TEHLIHANA JEACTBHHA . .ooiuvuarisasennsssnnisreonracansstsotasssessnassacesosasovsasssssnsas
BiHsIHHE CTPYKTYPHOT'O COCTOSHHSA sosﬁynumon MeMOpaHsl Ha reHepuxmo no-
TEHIHANA HEACTBHS ...ueuiiiiiierscassssttoronsnsccsssssassnsssssnssssessssosssasss
17. OcoBeHHOCT™ nocc'rauonu'renbuoro NepHoZa Y BLICIIHX PACTEHHA .....

PedpakTePHOCTh MNPOBOANAMMX TKAHEA .....c.ececeen [

BOCCTAHOBJIEHHE HOHHOTO FOMEOCTABA ..cceriennnoscocncionarsosssosssnsassessasnssssns
18. Posib MOTeHMANOB JCACTBHS B QYHKIHOHHDOBAHHH BLICIIHX DACTEHHA .......

MOCTAHOBKA BOTIPOCR ...viiriiisisseesrsncsecssncacnonsosossansasansansenssne .

CHrHaJibHafl POJib MOTEHLIHANOB JEACTBUS Y BHICIIHX DACTEHHA .....ccvvveiinnnnnn.
JAKIHOUEHME ....ivirennnanrneinansnnnennans v erresanetteatat et st sareatasseatitiatns

JITEPATYPR ....ivviiiviiiiieiinanns ceetiseniintroniaenaen T N

125

135
139
144
147
149
152
153
154

157
160

162
162
167

168
171
17
176
178
178
183

189
194



4

BIOELECTROGENESIS OF HIGHER PLANT CELLS AT REST .......cccccoviieinninininanes 6
1. Methodical peculiarities of resting potential measurement in higher plant cells... w 6
Measurement of resting potential with the help of electrodes ..........c.cccceeninnniane 6
Measurement of resting potential by fluorescent probe method... w9

2. Electrical activity of structural elements of plant cell at rest........cconveecriririaninns .. 10

Cell wall poieatial......oocieiiiiiiiiniiiiii e e .. 10
Plasmaleinms potential . .. 10
Tonoplast potential ...........ocvevviieinniinaneninnnn. .1
Potentials of mitochondria and ChlOroplasts.......cccuicveieeciieniernininniieseccssnnrienne 12
Potentials of other structural elements of cell ..........ooviiiiiiiiniiiniinn e, 12
Interpretation of intercellular measurement of resting potential in higher plants.
Contribution of plasmalemma potential ..........c..iveiccrirrrienesieesieressinieressaessensesesannn 13
3. Resting potential of higher plant cell as the sum of diffusion and metabolic components.... 15
Value of cell resting potential. Contributions of diffusion and metabolic components....... 15
Metabolic component of resting potential at dark ............cccciviriiniinnnin ..

Light-induced metabolic component of resting potential
4. Nature of passive component of resting potential..............cocceeeceeniviieniensrcnnrereisacsranenss
Mechanism of passive ion permeability of membranes..............ccccvnneerrevenniiinines
Role of K* for diffusion potential generation
Goldman equation. Roles of Na* and CI for diffusion potential generation.................... 29
5. Nature of metabolic component of resting potential. Electrogenic pumps..........cccvovcrnneene 32
H*-ATPase of plasmalemma and its participation in generation of membrane potential
metabolic COMPONENL....cciuiviiiiiiiiiriiiii e s ean s s e e s 32
Redox chain of plasmalemma and its role for cell electrogenesis........

Electrogenic properties of H*-ATPase and pyrophosphatase of tonoplast..............ce.e.u.. 41
Is Ca2*-ATPase of plasmalemma an electrogenic pump?Effect of Ca2* on electrogenic
component of TESHNE POLENLIAL.......ceviereciirerrceirteirersanaenessesaanareasesseensesessasaesaesnenns 42
Na*, K*-ATPase of plasmalemma and other possible electrogenic systems..................... 44
Equivalent electrical circuit of plasmalemma.Resting potential equation .............c.ce....... 46
6. Factors modifying the electrogenesis of higher plant cells as rest.......ccooccvevrariren o 47
Temperature faClOT.......ccoceicuuirreiiviiiniiicretircetecassenssanseiiesabesr s e snne s . 47
LABREcver e eeeeeeeeesseseeeessseuesssensseeessesseeserestaseseeeaseeseeeesseeesseeenassasenres 53
Plant hormones .. et e s et e s e 57

OLher fACLOTS. .. ..cuiiimiiiiiiiitiiii ettt br e s s s e s s beasassoseersnrssasaensessisrbnes 62
ACTION POTENTIALS IN HIGHER PLANTS.......ccconvniiinrirnnnirnerniseimsessesniaenns 85
9. Types of impulsive electrical activity in higher plants ..............ccocevniiiiiiniciniinne, 85

Action potential.........cceoviiniiiniiinniiin,

Variation potential....

MiCTOThYHRINES ....cceiiiiiiniiciree e cccctrer i st ssasas s an e s s e e e e s e s ran s e s e

Other types of electrical impulSe aClVILY........c.coivviiiiiiriniiennin . 95

213



