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B oTBeT Ha JNOKaJIBHOE pa3ApaKEHUE y BBICIIMX PACTEHUH MPOMCXOOUT PACIPOCTPAHEHHUE INEKTPH-
YeCKMX CHTHAJIOB — MOTEHIHAJIa JEHCTBUS NPU HEMOBPEXKIAIONIEM pa3JpaKeHHWH M BapuaOelbHOTO
MOTEHIMaNa IpH MOBPEeXACHNH. MexaHu3M I'eHepallly IMOTEHIMata ACHCTBUA HMEET KOMIUIEKCHYIO
NpUpPONy M CBA3aH KaK C aKTHBanmuedl HMOHHBIX KaHamoB (Ca2*, Cl-, K*), Tak m C TepexoaHbIM
u3MeHeHueM akTtuBHocTH Ht-ATda3el minazmatuveckux MeMOpaH. B ocHOBe reHepanuu Bapuabenb-
HOTO TOTEHIHaJa, UMEIONIEr0 3HAYUTEIbHO OOJBIIYI0 IIUTEIBHOCTh B CPAaBHEHHWU C IOTEHIHAIOM
JEHCTBYS, JISKUT MEPEeX0oJHas HHAKTUBANMS 3JIEKTPOTEHHOTO HAacoCa, HO B €r0 (JOPMHPOBAHHUE TAKXKE
BHOCST BKJIaJl MaCCUBHBIE ITOTOKM MOHOB, YTO OOyCJaBIMBaeT KayeCTBEHHOE CXOJCTBO MEXaHHM3MOB
reHepalyy MOTeHIHana NEHCTBUS M BapHaOeNbHOr0 MOTEeHIHana. PacpocTpaHeHHe 3IIEKTPHYECKUX
CUTHAJIOB NPOUCXOAUT NPCUMYIICCTBCHHO IO NPOBOAAIIUM IIyYKaM, IpU 3TOM H€pe€aavda MOTCHIMAJIa
JIECTBUS CBsI3aHa C KJIETKAMH MYyYKOBOW MapeHXUMBI M CHTOBHJIHBIX 3JEMEHTOB, a BapualenbHBIN
MOTEHIIMAI — C COCYAaMH KCHJIEMBl. MeXaHH3M pacHpOCTpaHEHHUs IMOTEHIMaja JeHCTBUS CXOIEH C
TaKOBBIM /ISl IOTEHIIMANA JIeHCTBUS B HEPBHBIX BOJOKHAX, a TeHepallys BapuaOelbHOro MOTEeHIHala
WHIYIMPOBaHA Iepefadeil XUMUYECKOTO COCOUHEHHMsI, paclpoOCTpaHEeHHEe KOTOPOTrO YCKOpPSETCS TH-
paBIMYECKONW BOJIHOM.

Knroueswvle cnosa: nomeryuan deﬁcmeuﬂ, 60pua6€/lbl-lbl11 nomenyuai, eviciue pacmeHus, ceHepayus,

pacnpocmpateHue.

[TepBrle cBeeHUS O CIIOCOOHOCTH BBICIIMX pac-
TEHHIl TeHePUPOBATh MIEKTPUUECKUE CUTHAJIBI MMOS-
BIUTHCH B KOoHIE XIX Beka B paboTax aHTIHIICKOTO
uccnenosarens bapnen-Cannepcona, npoBOJUMBIX
Ha BEHEpPUMHOW MyxoJioBKe [1], a Hawamo cucrema-
THYECKOT'0 MCCIEN0BaHUS BO30YIUMOCTH Y BBICIIUX
pacTeHuil CBA3aHO ¢ UMEHEM boca, KOTOpPHIN BIep-
BBI€ JKCIIEPUMEHTAJIbHO OOOCHOBAJ, YTO B IPO-
BOJSIIMX TKaHAX MHMO3bl MOTYT BO3HHKaTh M
pacopocTtpaHsaThcsl noTeHuuansl aedcrBus (I1[1)
[2]. dnuTenbHOoE BpeMs MoJjaraid, 4TO SJIEKTPHU-
YeCKHE HMITYJIbChl, BO3HMKAIOUIME IPU AEHCTBUHU
BHEUIHUX paslpakuTernei, HaOII0JAIOTCS TOJBKO
Yy pacTeHHil ¢ OBICTPBHIMH JIOKOMOTOPHBIMU (DYHK-
IHASMHU, a OCTajJbHbIE («OOBIYHBIE») PACTEHHS HE
obmnagaroT TakuM cBoiictBoM. B 60-x rr. XX Beka
OBLIO HE TOJBKO MOKAa3aHO HallMyue MOTEHIuala
NEHCTBUSL Y «OOBIYHBIX» PACTEHUH, HO TaKKE YC-
TaHOBJIEHO, YTO €ro paclpoCTpaHEHHE CIOCOOHO
WHIYUHPOBAaTh H3MEHeHHEe (PYHKIMOHAIBHOU ak-
TUBHOCTH [3].

Coxpamenus: [1J] — morennuan neiicreus, BIl — Bapuabensb-
Hblil moTeHnuana, IC — 3IEKTPUYECKUE CHTHAJIBI.

Taxxe B Hauane XX Beka Obljga omMcaHa U
npyras, MEIJICHHO PacIpOCTPaHSIONAsICsI dIEKTPH-
yeckas peakmus y pacTeHHWH, BBI3BAHHAS IIyTEM
pa3maBIMBaHWS, pa3pe3aHds] WM OXOra JIHCTa
[1,4]. Tlo3mHEE PIAEKTPUUECKUAN OTBET HA OXKOT OBLI
n3ydeH B ombiTax Ha mMuMmo3e [1]. B 1935 r. mus
OIMMHMCAHUS TaKUX MEIJIECHHO PacHpOCTPaHSIIONIUXCS
DJEKTPUUECKUX PEAKIHi Ha MOBPEXKIAIONIHE BO3-
nelcTBHUS OB BBENCH TEPMUH BapuabOENIbHBIA IMO-
teanuan (BII) [5]. bBoxee moapo6HO ucTtopus usy-
geHus dieKkTpudeckux curHanoB (3C) y BeICIIHX
pacreHuii u3noxkeHa B paborax [1,4,6].

B paborax mocnemHHX JeT OTMEYaeTCs CyIie-
CTBOBAaHME €Ill€ OJJTHOTO THUIMA 3JIEKTPUUYECKOTO CUT-
HaJa, KOTOPBIM OBIT Ha3BaH «CHUCTEMHBIH IMOTEH-
nuan» [7]. I'maBHOH OCOOEHHOCTBIO CHCTEMHOTO
MOTEHLHAalla SIBIAETCS HANpPaBIEHHOCTh B CTOPOHY
TUIEPIIONAPHU3AIUU, YTO OTiIn4Yaer ero kak ot [1]1,
tak 1 or BII. OgHako cBeneHui o0 APTOM THIIE
3JEKTPUYECKOTO CHUTHalla B HacTodllee Bpems
KpaliHe Malo.

B HacTosmee BpemMs d1neKTpo(hU3N0TIOTHIECKHE
nccienoBaHus chOKYCHPOBAHBI Ha N3YYeHUH (QYHK-
MHOHATBHBIX 3(()EKTOB, UHAYNHUPOBAHHBIX y pac-
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TEHUU dJIEKTpUYECKUMHU curHanamu [6,8—13]. B ua-
CTHOCTH, aKTUBHO HCCIEIYIOTCA 0COOEHHOCTH pa3-
HOOOpa3HBIX OTBETHBIX pEaKIUi, MEXaHU3M IIpe-
00pa3oBaHHS JIEKTPUYECKUX CHUTHAJIOB B (YHK-
UOHATBHBIA OTBET, pa3IW4YHbIE aCIeKThl MH(Op-
MalHOHHOM POJU 3IEKTPUUECKUX CUTHAJIOB U APY-
rue. [Ipu 3TOM MeXaHU3MBI T'€HEpallUd U PacIpo-
CTPAHEHHS DJIEKTPUYECKUX CUTHAJIOB CUHUTAIOTCS
CErOJIHS JOCTATOYHO MOAPOOHO M3ydeHHbIMU. Oj-
HAKO PsiA MOJYYEHHBIX B MOCIEIHUE TOABl PE3Yib-
TaTOB HE B MOJHOW Mepe COTIacyercs YCTOSBIIH-
MHCS TIPEJCTABJICHUSIMH O MEXaHHM3MaX TeHepaluu
U pacnpoCTpaHEHUs 3JIEKTPUUYECKUX CUTHAIOB, YTO
TpeOyeT KPUTHYECKOTO PAaCCMOTPEHHS COBPEMEH-
HBIX TIPEICTaBJICHUH 00 3TUX MpoIleccax.

OBIIIUE CBEAEHUA

ITotenuuan nelcTBUsI BOZHUKAET MPU NEUCTBUU
CTUMYJIOB YMEPEHHOU MHTEHCUBHOCTH, K KOTOPBIM
OTHOCATCSI MEXaHUYECKOE BO3JEHCTBUE, AIEKTPHU-
yeckas CTUMYJSILUS, MOCTENEHHOE U PE3KOE OXJja-
JKJIEHHE, W3MEHEHHE OCBEUICHHOCTU U Jpyrue
[4,8,14,15]. B nacTtosmee BpeMs u3BecTHo, 9to I1]]
BBICIIMX PACTCHUU MMOIYUHSIETCS BCEM OCHOBHBIM
3aKOHAM BO30YXKICHUS: BO3HHKHOBEHHUE IO IPUH-
UMY «BCE MJIM HUYET0» MPHU JOCTHKCHUU MOpoTra
BO30YXKJICHUsI; HaJIMUMe a0COJIOTHOTO U OTHOCH-
TENBHOTO pedpakTepHOTO MEpUoja; SBICHHE akK-
KoMoganuu u T.1. [4,15].

B ornuume ot moteHuuana JEHCTBUS Bapua-
OeNbHBIN MOTEHINAM, KaK IPaBUJI0, BO3HUKAET P
0’KOre OTKPBITHIM IJIaMEHEM HJIM C IOMOUIBIO pac-
KaJICHHBIX NIPEIMETOB, & TaKXXE MPH CYIIECTBEHHBIX
MEXaHUYECKUX MOBPEXKACHUAX, BKIIOYas paspes,
pasmuHarune u mnpokon [1,4,16]. BapmabGenpHBIN
MOTEHIINANl UMEET JUIUTENbHYIO HEPETyIsIpHYyIo ¢a-
3y Jie- U, B OCOOCHHOCTH, PEMOJIIpU3allUK, B CBSA3U
C 4eM B JIUTEpaType YacTo HCIOJB3yIOT TEPMHUH
«slow wave». CKOpOCTh pacmpoCTpaHEHHSI Bapua-
OeNbHOTO TOTEHIHala, KaK IPaBUIO, HIXKE, 4eM
y NOTEHIMana ACHCTBUS U MOJXKET MPOSBIATH 3a-
BUCUMOCTh OT BHEIIHUX ycinoBuil. Kpome Toro, B
OTIIMYWE OT MOTEHIHAaNa JAeHCTBUS, BapuadenbHbIH
MOTEHUHAJ HPOSBISIET 3aBUCUMOCTh OT UHTEHCHUB-
HOCTU BHEIIHETO0 BO3ACHCTBHS: YE€M BBIIIE HMHTEH-
CUBHOCTb BO3JIEUCTBUA, TEM Bblllle amMIuiuTyna BII
[4,16,17]. Takum ob6pazom, cpoiictBa IIJI u BII
CyIIECTBEHHO OTIHYAIOTCS APYr OT Apyra, 4To
MOXET TOBOPHUTHh O HAJIUYUH CYIIECTBEHHBIX pa3-
JUYUN B MEXaHH3MaX KaK reHepaluu, TaK U pac-
MpOCTpaHEHUsS O00OUX CUTHAJIOB.

MEXAHU3M TEHEPALIUU

I'enepanms moTeHIMana OeicTBUS B BO30yaH-
MBIX KJETKaX KaK >XUBOTHBIX, TaK U PAaCTEHHH
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CBsI3aHAa C pPE3KUM (IIOPOTOBBIM) U3MEHEHUEM IPO-
HUL[AEMOCTH KJIETOYHBIX MeMOpaH IJIsl ONpereneH-
HBIX MOHOB. IIpu 3TOM €cnu y )KHBOTHBIX MOHHBIN
MexaHn3M [IJ[ mpemmymecTBEHHO MOXeET OBITh
OXapakTepH30BaH KaK HATPHUEBO-KAIHMEBBIH, TO y
pacTeHmii — Kak XJOopHO-KamueBwl [4]. Mccnemo-
BaHUE MOHHOIO MexaHus3Ma reHepauuu IIJ1 y BbIC-
HIMX PACTEHUI ONMpaercs Ha AaHHbIE, TOJyYEHHBIE
HAa TUTaHTCKUX KJIETKaxX XapoBBIX Bojpopocied. B
cuiny OOJNBIIMX PasMEpoOB KIETOK, BOJOPOCIHU SIB-
JSAIOTCSL MOJAEIBHBIMU OOBEKTaMH 3IEKTPOPHU3NO0-
JOTUH PAacTeHUH, MOJOOHO TUTAHTCKOMY AaKCOHY
KaJgbMapa B 3JE€KTPO(QHU3NOIOTHH JKUBOTHBIX, H
npouecc BO30YXICHHUS Yy HUX M3y4eH JOCTaTOYHO
JIETaIbHO.

WccnenoBaHus XapoBBIX BOJOPOCIEN OKa3aau
(puc. la), yto Hauyano (a3pl AemoNsIpU3ALUUA HM-
nyiabca OOYCIOBIEHO BXOJOM B KIETKY HOHOB
Ca?+, KOTOpPBIE, B CBOK O4Ye€pelb, AKTUBUPYIOT
XxJopHble KaHanbel. JlanmpHeimee pa3Butwe (a3bl
JIENOJIApU3aINU 00YCIOBICHO BBIXOJIOM M3 KJIETKH
noHoB Cl°, 3JIEeKTpOXMMUYECKUH TpagueHT KOTO-
pBIX HampaBieH Hapyxy. ®a3a penoaspuzanuu
I popmupyercs BHIXOIAMINM U3 KIETKH TTOTOKOM
noHoB K*, BO3HUKAIOMUM NMPH aKTUBALIMHU MOTEH-
[IMaja-3aBUCHMbBIX KaJIMEBBIX KaHalioB [18-21].

Manbie pa3mepsl BO30YIUMBIX KJIETOK, CIOX-
Has CTPYKTypa MPOBOISIICH BO30YXKICHHE TKAaHU
U HaJWYHE CBSI3M MEXIY KJIETKaMH IOCPEACTBOM
IJIa3MOJIECM  SIBJISIIOTCA MPUYUHOM TOTO, YTO Y
BBICIIMX PACTEHUH MPHUPOJAa HOHHBIX TOKOB IMPHU
BO30Y)KJICHUHM HE OMpe/AeicHa OONIECTPUHSITBIM Me-
TonoM (huKcanuu HanpspkeHus. s pacmudpoBKH
MexaHu3Ma reHepauuu IIJ[ y BbICHIMX pacTeHUH
NPUMEHSICS KOMILIEKC METOJIOB, BKJIIOYAsl aHAJU3
TPAlMEHTOB DJIEKTPOXMMHYECKOTO TIOTEHIIHAaIa
HOHOB [22], u3y4eHue KOHUEHTPALlMOHHBIX CABUTOB
npu Bo30yxaeHun [23-26], a Tak)ke MHTHOUTOPHBIH
aHAJIN3 C IPUMEHEHUEM CEIEKTUBHBEIX OJOKAaTOPOB
aHWOHHBIX [23,27,28], kanueBbIX [23,29] m Kanb-
uueBbIX kaHanoB [24,30-32]. [IpoBeneHHbIN aHATU3
CBHUAECTEIHCTBYET O TOM, YTO B KJIETKaX BBICIIHX
pacrenuii daza genonspuzauuu I1J] popmupyercs
IpU y4acTuH BXojsmero notoka Ca?t m BbIXOms-
mero notoka ClI- (Bxomsuiuii Tok), a ¢asza pero-
NApU3alud — TPH YYACTHH BBIXOJSIIETO TMOTOKA
katnoHoB K* (BeIXomsAmui TOK), T.e. IIOTEHIIMAT
NIEACTBHUSL B BBICIIEM pPACTEHHH MPHHIUIIHAIBHO
CXOJIEH C TOTEHITMAJIOM JCHCTBUS B XapOBBIX BO-
IIOPOCIISX.

OnHako uMeercs psJ apryMEeHTOB B IIOJIb3Y
yuactus B reHepauuu II]J[ eme ogHOro MexaHusMa
[33-35], cBa3anHOTO C OOpaTHMO¥ WHAKTHUBaLUEH
H*-AT®a3pl nna3matuyeckod memOpanbl. B ua-
CTHOCTH, ITOKa3aHO, 4YTO akKTUBHOCTL HY-AT®da3nl
WHTHOMpyeTCcs MOHAMHM KalbIus, I GOpMHpPOBa-
HUS NOTEHIMajaa AeHCTBUS HEOOXO0IUM OIpereneH-
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Puc. 1. Cxembl mpoleccoB reHepaluy NOTEHLHala AEHCTBUS W BapHaOeNbHOr0 MOTEHLHMAaNa (Ha OCHOBAHHH pPadoT
[4,34,46]): (a) — moTeHIIMAN AEUCTBHA Y XapOBBIX BOJOpocied, (0) — MOTEHIHAN NEHCTBHUS y BBICIIUX pacTeHHi, (B) —

BapHa6eJ’ILHLIﬁ nmoTeHuual.

HBI ypoBeHb ee akTUBHOCTH [4,34,36], renepamus
ITI conmpoBokaeTrcsd N3MEHEHUAMHU BHEKJIETOYHO-
ro pH [26,34], ¢a3a pemongpuzanuu BKIIOYAET B
ce0sl KOMIIOHEHTY, CBSI3aHHYIO C U3MEHEHUSMH aK-
tuBHocTu H*-AT®a3m [33] u ap. Ha ocHoBanuu
3TUX PE3yJIbTATOB MOJXKHO MPEANOJOXKHUTh PacUIu-
peHHyto cxemy reHepauuu IIJ[ [34,37], nmpencras-
JeHHylo Ha puc. 16. Jemonspusauus 10 ypOBHS
mopora BO30YXJEHUS aKTHUBHPYET MOTEHIHAaI-3a-
sucuMble Ca?*-xkanansl. Kanbuuii, BX0oJas BHYTpb
KJIeTKH, akTuBupyer Ca?*-3aBucumMble (MOTEHIMAT-
yIpaBisieMble) XJOpPHbIE KaHalIbl U yTHETaeT pa-
6oty H*-AT®a3sl. Beixomsmuii moToK Xiopa u
yraereane H*-AT®da3sl obecieunBaroT (HOpMHpPO-

BaHWE (a3pl MEenojspHU3amid A0 YPOBHS IOTEH-
uuana B nuke IIJI. KanueBplli MOTOK, KOTOPBIH,
MO-BUANMOMY, HadMHAeTcs eme Ha (aze Iernois-
pH3aIuu UMITyJIbca, GOPMUPYET MEepBHIN dTan (da-
3bl pEenojspU3alMU A0 YPOBHS KaJdul-paBHOBEC-
HOTO NOTEHIHada. 3aTeM NPOUCXOIUT AKTUBALIUS
H*-AT®a3bl, BeposATHO, 3a CUET yAaJEHHUS U3 LHU-
TOIJIa3Mbl MOHOB KaJIbIUS M YBEIUYCHUS KOHIICH-
Tpamuu Kajaus B NpuMeMOpaHHOM IPOCTPaHCTBE
CHapyXu KJeTku. AxTuBHpoBaHHBIM H*-Hacoc
dbopmupyer BTOpo# »Tam (a3l pemosIpU3alNH,
3aBepllas TeHepauuio noTeHuuana aeicsus. Takas
cxeMma rerepauuu [1J] B kjeTkax BBICIIMX PaCTeHUN
OBLTa TOJIO’KEHAa B OCHOBY MaTEMaTH4YeCKOH MO-
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nenu I1]1 [37], ananu3 KOoTOpoil mokaszan xopouiee
COOTBETCTBUE 3KCHEPUMEHTa U MOJEIU U TeM ca-
MBIM TOATBepauA TUnoTesy o0 ydgactuu HY-ATO-
a3pl B Pa3BUTHUU NMOTEHIHAaja JCHCTBHUA.

IIpu >TOM BaXXHO OTMETHUTH, YTO MWHAKTHUBAIIUS
H*-AT®a3pl, mo-BUAUMOMY, HE BHOCHT pelIaio-
IHUH BKJIAJ B pPa3BUTHE NMOTEHUHAJIA NEUCTBUA, TaK
KaK d3JUMUHALMS 3TOTO MEXaHU3Ma IMYTeM HHTHU-
OupoBaHUs peryiasinuu (GepMeHTa HOHAMH KaIbIIHs
MOJABISET AaMIUIUTYIy TMOTEHLHalla JOeUCTBUS
auiib Ha 10%, B TO BpeMsi Kak U3MEHEHHs BHe-
KJ1eTOo4YHOTO pH HmOJHOCTBIO OTCYTCTBYIOT HpHU Ta-
Koi oOpabotke [34].

B ornuuue ot I1/], rerepanuio BapuabeasHOTO
MOTEHINalla CBA3BIBAIOT TJIaBHBIM 00pa3oMm c Te-
PEXOOHBIM H3MEHEHUEM AKTUBHOCTH AJIEKTPOTEH-
Horo Hacoca — H*-AT®a3pI mna3zmMaTHuueckoil MeM-
Oopanbr [7,17,38]. Takass mo3umust chopmMupoBaHa
ucxoas u3 (1) maHHBIX, KOTOpbIE MOATBEPKIAIOT
yuactue H*-nacoca B renepamuu BII [4,17,39-44],
¥ (2) maHHBIX, KOTOpPBIE OTPHUIAIOT BKJIAJ MaCCHUB-
HBIX MOTOKOB HOHOB, CBA3aHHBIX C aKTUBalUEH
kaHanoB [40,42,43,45]. IlepBas rpynma JIaHHBIX
BKJIIOYAET PE3yNbTaThl SKCIEPUMEHTOB C HMCHOJb-
30BAHHEM COEAUHEHUH, MOAYJIHUPYIOUIUX aKTHUB-
Hoctp H*-AT®a3zm [40-46], BapsupoBanmem pH
Cpelbl U YBEIMYEHUEM NPOTOHHON NPOHULIAEMOCTH
¢ momomipio mpoToHOopopoB [40,41]. Yruerenue
H*-AT®a3p1 u yBenun4eHne NpOTOHHON MpOHUIae-
MOCTH MPUBOJUT K 3HAYUTEIBHOMY CHI)KEHHIO aM-
MIUTYABl BapuaOenbHOTO IMOTEHIMala BIUIOThH 110
ee TMOJIHOTO MOJaBieHus. Perucrpaunus JTuHaMUKU
pH BHyTpM U CHapyXu KIJIETOK C MNPUMEHEHUEM
MOTEHUHMOMETPUYECKOTO METOJa WIHU HCHOJIb30Ba-
HueM pH-4yBCTBUTENBHBIX (DIyOPECHEHTHBIX 30H-
noB [7,44,45,47,48] yka3eiBaeT Ha TO, YTO IIpH
reiepanuu BIl mpoucxonut BpeMEHHOE 3aKHCIIe-
HHE€ IUTOIIa3MBbl W 3allelauWBaHHE aroIuIacTa.

B kadecrBe oTaenbHOTO OJIOKA MOTYT OBITH
paccMOTpEHBI AaHHbIE, B KOTOPHIX BKiag HT-AT®-
a3pl B TEHEpallUi0 BapuabeTbHOTO TMOTEHI[UAaNa
000CHOBaH Ha OCHOBaHWU CBEICHHM, O TPHUIIAIOIINX
yJacTHe MMaCCUBHBIX MIOTOKOB MOHOB. B wacTHOCTH,
B HeKoTopbix paborax [40,45] Opimo mokazaHo,
yto renepanus BIl He compoBoXxaaercs H3MEHe-
HHUSIMH BXOJHOTO COTPOTHUBIICHHUS IIJIa3MaJleMMBbI
u ee nponunaemoctu mis K*, Na*, Ca?* u CI.
Takue pe3yabTaThl ABISIOTCI APTYMEHTOM B MOJIb-
3y uHakTtuBamuuu H*-ATda3pl kak OCHOBHOTO
MexaHu3Ma aenonspuszanuu npu BII, a ee peak-
THUBAlMU — KaK OCHOBHOT'0O MEXaHH3Ma pEemnojsipu-
sanum [17,40,41,43,45].

B 1o Xe BpeMs Ha CEroAHSIIHUN AEHb HAKO-
IIJIEH 3HAYUTENbHBIN SKCIIEpUMEHTAIBHBIN MaTepH-
aj, KOTOpPBIH yKa3bplBaeT Ha BKJaJl MacCHUBHBIX IO-
TOKOB MOHOB B reHepanuip BII. Yerko mokaszana
Heo6X0AMMOCTh Bxoaa noHoB Ca’* g pasBuTHs
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peakmuu, Tak Kak OJOKMPOBAaHWE KaJbIIMEBHIX Ka-
HaJlOB U yAaJIeHUE MOHOB Ca?* u3 BHEKJIETOUHOM
Cpelbl BBI3BIBACT 3HAUUTEIBHOE YTHETEHUE (BIJIOTH
JIO TIOJTHOTO IOJIaBJIEHUS) aMILIUTY/bl Bapuadeb-
Horo moTeHuuana [40,43,44,46,49,50]. bnokupona-
HHE aHMOHHBIX KaHAJOB BbI3LIBAET 3HAYMTEILHOE
MO/JABJIICHUE aMIUIUTYbl U CKOPOCTU pa3BUTHUS Jie-
nossipu3arnuu npu BIL [44,46,50,51], a renepanms
BIT compoBoxpaaercs OBICTPBIM MEPEXOJTHBIM yBe-
nuuenueM KoHueHTpanuu ClI- BO BHEKIETOYHOU
cpene [44,50]. bnokupoBaHue KaaueBBIX KaHAJIOB
MOATBEPKAAaeT BKJIAJ BeIXongmero moroka K+t B
pa3Butue ¢aspl penoispuzanuu [46]. Taxxe He-
00X0IUMO OTMETHTH, UYTO B TOJB3Y IPEIAIOJIONKE-
HHAsT 00 aKTWBaIlMd MOHHBIX KaHAJOB TOBOPUT 3a-
PETHCTPUPOBAHHOE  CHHIXKCHHE COIPOTHUBIICHUS
Maa3MajieMMbl, COMPOBOXKAAIOINIEee BapHuaOeNbHbIH
MOTEHIMAaNl Y MPOPOCTKOB MIIEHUIBI [46].

B memoM COBOKYITHOCTH JKCIIEPUMEHTABHBIX
JIaHHBIX TOBOPUT O TOM, 4TO B reHepauuto BII
BHOCHUT BKJIaJ], KaK MEPEXOTHOE U3MCHCHHE aKTHB-
"Hoctu H*-ATdaspl, Tak W aKTHUBAIUd HOHHBIX
KaHAaJO0B M BO3HUKHOBCHHE ITACCUBHEBIX ITOTOKOB
nonos Ca2*, ClI- u K* (puc. 1B). CnenoBaTenbsHo,
MexaHu3M renepauun BII umeer cxoactBo ¢ Me-
XaHM3MOM IIOTEHIIMAI JICHCTBUS B KIE€TKaX BBICIIHX
pacTteHuil. B cBsi3u ¢ 3TUM BO3HHUKAET BOIPOC, YEM
)K€ 00yCIOBJIEHBI OTMEUYCHHBIE BEHINIE Pa3Iduus B
mapaMerpax yKa3aHHBIX peaKIUi — IMMOTEHIHaJia
NeHCTBYUST U BapuabeIbHOro noTreHmnuana? MoxHO
[oJlaraTh, YTO OCHOBHOE pa3lIU4yue CBSI3aHO C UHU-
uuanueid peakuuil nByxX TUNOB. MHuOManus kak
MOTEHINalla IeHCTBUSA, TaK W BapuabOeIbHOTO I0-
TEeHIMaJla OO0YCIOBJICHA BXOJOM HOHOB KallbI[Us
W3 BHEKJIETOYHOH cpenpl. IIpu sTomM reHepanus
II[] cBs3aHa ¢ aKTHBAlLMEl MOTEHIIMAI-3aBUCUMBIX
KaJIbIIUEBBIX KaHaioB [26,52], a remepamus BII,
MO-BUIUMOMY, C AaKTHBAllMeH JUTaHJI-yIpaBise-
MBIX HOHHBIX KaHanoB [49]. DTo oOycmaBnmBaeT
pa3INYHYI0 TUHAMHUKY YPOBHS KaJbIUs B KJIETKaX,
YTO, B CBOIO Oue€pellb, BEAECT K Pa3JUyYMsIM B -
HaMHKE HU3MCHCHMS AKTUBHOCTH aHHOHHBLIX KaHa-
nmoB u H*-AT®a3pl, mockonbky pabota o6oux
TUIIOB TPAHCIOPTEPOB HAXOIUTCS MOJ KOHTPOJIEM
HOHOB Kanplusa. HeoOXoAuMO OTMETHTh, YTO Ha
CEerOJHSIIHUMN NIEHb Y€ MOJYUYEHBl MEepPBbIE DKCIIe-
PUMEHTaJbHBIE JTOKA3aTENbCTBA JJIUTEIBHOU (He-
CATKM CEKYH]Zl) aKTHUBALMU KalbIIMEBBIX KaHAJIOB
npu BII [53]. HeoOxoguMo OTMETHTH, YTO Tpea-
JIOKEHHasi CXeMa HOHHOTO TpaHCIoOpTa B pPacTH-
TEJIbHOM KJETKEe, HCIOJIb30BaHHAs JJIS OIMCAaHHUSI
MmoTeHIrana jaercrBus [37], mocie BBeIEHHUS J0-
MTOJTHUTEIBHOTO DJIEMEHTAa — JIUTaHI-yIIPaBIIEMBIX
KaJIbI[UEBBIX KAaHAJIIOB — XOPOIIO OIMHCHIBAET T'€HE-
panuto BIT [49].
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MEXAHU3M PACIIPOCTPAHEHMUA

IIpu pacnpocTpaHeHUMH NOTEHLMAIA NEHCTBUS
M0 PACTEHHIO HE HAOII0OAaeTCs] CHH)KEHHS €Tr0 aM-
MJIUTYABI, & CKOPOCTh Iepeladyd OCTaeTcs MOCTO-
SIHHOU (OT HECKOJBKHUX MM/C 10 HECKOJBKHX CM/C
Yy pa3HBIX BUAOB pacTEHUH) M XOPOILIO OMNHUCHIBA-
ercs KabenbHBIM ypaBHEeHUEM [4]. DTo moka3bIBaer,
yTo pacnpoctpaHenue IIJ[ y pacrenuit saBnsercs
aKTHBHBIM IPOLIECCOM, MEXaHU3M KOTOPOTO MPHUH-
OHUNHAIBHO CXOJIEH C MexaHu3MoM nepemauu I1]]
B HEPBHBIX BOJOKHAaX W MbllIeyHOU TkaHu. IIpo-
necc pacrnpocrpanenus I1J] [4,8] Bkiatodaer B ceds
€ro TeHepaIri0 B ONpEeAeNeHHOM ydJacTKe MpPOBO-
JAIIEro MyTH, JENOJISPU3aLHI0 COCETHUX YIaCTKOB
JI0 TOPOTOBOTO YPOBHS BCIEACTBHE MECTHBIX TOKOB
U NOCHEAYIOIYI0 aKTUBHYIO reHepanuio 111 B aTux
ydyacTkax. IIpy 3TOM OCHOBHBIM BOIPOCOM, CBS-
3aHHBIM C PaclpOCTpPaHEHHEM IMOTEHIHaJa AEHCT-
BUSl Y PAacCTE€HUH, SABISETCA BONPOC — MO KAKUM
CTPYKTypaM MPOUCXOOUT PaCIpPOCTPAHEHHE CHT-
Haya?

YV HU3MIUX pacTeHUH MOXKHO BBIJCIUTH JABa
OCHOBHBIX BapUaHTa pacIpOCTPaHEHUs] MOTEHLIHNA-
na paedcTBus. B miIMHHBIX (HECKOJBKO CaHTHUMET-
POB) KJETKaX TUTaHTCKUX XapOBBIX BOAOpOCIEH
pacnpocrpanenue IIJ[ mpoumcxoaut BHONB psaa
KJIETOK, CBSI3AHHBIX MEXKIY CO00#l 3JIEeKTpHUUYECKHM
KoHTakTaMu [54]. Tako# mpoIiecc MPUHITUITHAIHHO
CXOJIEH C TNPOBEICHUEM IOTEHIMaja JeHCTBUSA
BJIOJIb HEPBHOTO BOJIOKHA. B crmoeBuimax mxa He-
0oJTbIIIME KJIETKHM CBSI3aHBI INIa3MOJecMaMu, oOpa-
3ysl €AUHYIO BIEKTPONPOBOASIUIYIO CUCTEMY — CUM-
mwiact. PacnpocTpanenue nmoTeHnuana JeHCTBUS B
3TOM Cllyyae MPOUCXOAUT Mo cummiacty [14], uro
cOMMKaeT TakoW MyTh MepefAadyd CHTHaja C I0-
TEeHUHUaJaMU JEUCTBHS B CHUHLUUTHUH KapIHOMHUO-
IIUTOB.

MeHnee onHO3HAaYHAas KapTWHA HaOIIOmaeTcs y
BBICIIUX pacTeHui. [Ipexme Bcero, cieayer oTme-
TUTh, UYTO OCHOBHBIM KaHayioM mnpoBeneHus IIJ[ y
HHX SIBIISIIOTCSI, TIO-BUJUMOMY, TIPOBOASIINE TyYKH
[4,8,55,56], B TO BpeMs KaK OCTaJbHBIE KIETKH
c1abo BOBIEUEHBI B TMPOIECC PaACIPOCTPAHCHUS
curHana. OQHAKO W TPOBOIAIINE IYYKH HMEIOT
CIIOKHYIO CTPYKTYpY [57], BKitouas B ceds cocynbl
KCUJIEMbI, CUTOBUHBIC 3JIEMCHTHI U HapCHXI/IMHI)IC
KJIETKU. YUYUThIBas aKTUBHBIM XapakTep pacmpo-
CTpaHEHHUs MOTEHNHAala JEHCTBHS, MOXHO HMCKIIIO-
YUTh y4acTHe HEXKWBOW KCHJIEMBI B €ro Iepenade.
B To xe Bpems, Bonpoc 00 y4yacTuH B MPOBEACHUU
I1J] cumnnacra MapeHXUMHBIX KJIETOK U CUTOBHUI-
HBIX 3JIEMEHTOB (DJIOOMBI OCTaETCS TUCKYCCHOHHBIM
[4,8,55,58,59].

C nmoMomb0 MUKPO3JIEKTPOAHON TEXHUKH IO-
TEHIINAIbl AeHCTBUS OBLIN 3apEeTUCTPUPOBAHBI KaK
B NAapEHXUMHBIX KJETKaxX MPOBOASLIUX MY4YKOB [4],
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TaK U B CUTOBUJAHBIX 3jeMeHTax [8], ogHako mo-
TEHLUMAJbHO perucrpanus OTBeTa B OJHOH Hu3
CTPYKTYP MOXKET OBITh OOYCIIOBJEHA 3IIEKTPOTO-
HHAYECKOH mepenadell CUTHaJIa, a HE €r0 aKTUBHBIM
pacnpoctpanenueM. CymecTByeT psia TeopeTude-
CKMX apTyYMEHTOB B IOJIb3Y KIJIIOYEBOW pOJH Ka-
xkporo u3 nyreit nepegauu I1J[. Tak, mapeHXuMHbIE
KJIETKHM HUMEIOT BEICOKMI nmoTeHiual nokos (—150 mB
W HUXE), HU3KUH MOPOT BO30YKICHHS, PETUCTPH-
pyembie B HuX II/] uMeroT OoNbIIyI0 aMIUIUTYAY.
Kpome Toro, cuMmmnacr mHapeHXHMHBIX KIETOK
O0YEeHb Pa3BUT, YTO OOECIEUMBAET XOPOLIYIO IJIEK-
TPUYECKYIO CBA3b MEXAY TakuMH kjaeTrkamu [4]. C
Ipyroil CTOPOHBI, HECMOTpPs Ha 0oJjiee HHU3KYIO
BO30YyAMMOCTb, CHTOBHUIHBIE D3JIEMEHTHl HMEIOT
0oBIIYIO JUIMHY W JUaMeTp, YTO JOJIKHO obec-
MeYuBaTh OOJBIIYI0 KaOenbHYI0 TOCTOSHHYIO 3THX
CTPYKTYp H SIBJISIOTCA MOTEHOHAIbHO Topasno 0o-
nee 3QQPeKTHBHBIMU MYTSAMU ANl OBICTpOro 0e3-
nekpemeHTHoro pacnpocrpanenusa I1J[ [60].

Panee HamMm OBLT TpPOBENEH TEOPETHUECKUI
aHAJWU3 POJHU CUMILIACTA MAPEHXUMHBIX KJIETOK B
pacnpocrpanennu [1]J] [60], xkoTopsiii ommpamncs
Ha JeTajJu3upoBaHHYIO0 Mojenb renepauuu 11 u
€ro pacnpoCTpaHEHHS B JIBYMEPHOW CHCTEME BO3-
OyIuMBIX d1eMeHTOB. Takoil aHamm3 mokas3al, 4To
Ipyu HCIHOJB30BaAaHUU ISKCOCPUMCHTAJIbHBIX 3HA4C-
HUU MEXKKIJIETOYHOM NPOBOAMMOCTH B CHUMILJIACTE
CUMYJIHMPOBAHHBIN MOTEHIINAI JEHCTBUS UMEET CKO-
pOCTh OKOJIO HECKONBKHUX MM/c. B To xe Bpems
Oosiee BbICOKHME CcKopocTH npoBeaenus 1] (me-
CKOJIBKO CM/C WJIM Aa)K€ OECATKOB CM/C, YTO MUMEET
MECTO y HEKOTOPBIX JIOKOMOTOPHBIX pacTeHuil [4])
TpeOyIoT 0OJBIINX 3HAUEHUN MEXKKIETOYHOU TpO-
BoguMocTtu. C npyroél CTOPOHBI, BBITIOJTHECHHBII
TeopeTndeckuii ananus [60] moka3ayi, B 4aCTHOCTH,
4YTO IIpHU YBCIUWYCHUHU MEXKJIECTOUYHOM IMpOBOAUMO-
CTHU BO3pacTaeT Mopor reHepaluy MoTeHIuana aen-
CTBUS B CHCTEME, T.e. HU3Kas BO30yIHMMOCTH CH-
TOBUAHBIX JJIEMEHTOB MOXET OBbITh CBSi3aHA HeE
CTOJIBKO C X (PU3NOJOTHEH, CKOJIBKO C MX MOTEH-
HUanbHOW 3(G(EKTUBHOCTBIO ISl paclpocTpaHe-
aus I1/.

Takum oGpasom, mpobiiemMa myTu pacmpocrpa-
Henus I1/] mpuoOperaer mpOTUBOPEUUBBIN Xapak-
tep. C ONHOW CTOPOHBI, HMEETCS XOPOIIo BO30Y-
IUMBIA, HO MeHee d((PEeKTHUBHBIN IS TPOBEASHUS
NOTEHIMala JeHCTBUS CHUMIUIACT HapeHXUMHBIX
KJIETOK NPOBOIAIIMX IYYKOB, C APYroi — Ooiee
sa¢dextuBHbIe nnsa nposenenus 11/], Ho MeHee BO3-
OyIrMMBle CHTOBHJAHBIE 3JIEMEHTH. MOXKHO mpen-
MOJIOKUTH YTO pacHpOCTpaHEHHE MOTEeHIaa Jei-
CTBHUS MOJKET OBITh CBA3aHO C KOoOIepaluend CUM-
njacTa NapEeHXMMHBIX KJIETOK M CHTOBHIHBIX 3Jle-
MEHTOB. B pamkax Takod THIOTE3bl B KJETKax
CHUMILUIacTa MPOMUCXOIUT mepBuYHas renepanuu [1]]
IpU CTUMYJISLMHM U NOCIEAYIOIINE TeHepaluu OT-
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DJIEKTPUUECKUE CUTHAJIBI V BBICIINX PACTEHUN

BETA, a CUTOBUIHBIE IEMEHTHI CIyKaT OCHOBHBIM
JNEKTPUYECKUM KaHAJIOM, CBS3BIBAIOLIUM pa3JInd-
Hble y4acTKu cumiuiacta (puc. 2). g npoBepku
9TOW THUIMOTE3bl HaMU paHee OB MPOBEACH TEO-
perudeckuii aHanus [61], ommparomwuiicas Ha ABY-
MEpPHYIO CHCTEMY, COCTOSIIIYIO M3 ClIab0 3JIeKTpH-
YeCKH CBA3AaHHBIX BO30YAMMBIX 3JIEMEHTOB, MMHU-
TUPYIOIIUX CUMILIACT, U XOPOIIO JJIEKTPHUYECKU
CBSI3aHHBIX TS)KEH KIETOK, MMHUTHUPYIOLUIUX CHUTO-
BUJHBIE DJIEMEHTHI. bBBIIO MOKa3aHO, 4TO Takas
CHUCTEMa IO03BOJISIET OJHOBPEMEHHO ONHUCATh HU3-
KU mopor mus redepauuu IIJ[ u oTHOCUTENbHO
BBICOKYI0 CKOPOCTB €ro pacHpOCTPaHEHHS, YTO
SBISAETCA apryMEHTOM B IOJIB3y THIOTE3Bl O CO-
BMECTHOM y4YaCTHM CUTOBHUJIHBIX 3JEMEHTOB W Ia-
PEHXUMHBIX KJETOK B MPOLECCE MeHEepalluu U pac-
npocrtpanenus I1J1. Tem He MeHee BoIpoc 0 MyTAX
pacrnpoCcTpaHeHHus NOTEHIHAla JEUCTBUS Y BBICIIUX
pacTeHuil TpeOyeT MalbHEHIIUX SKCICPUMEHTAJIb-
HBIX U TEOPETHUYECKUX HCCIENOBaHMI.

Eme Oonee AMCKYCCHOHHBIM SIBISETCS BOIIPOC
0 MEXaHu3Max pacOopoCTpaHEHUs JPyroro THUIIA
AIEKTPUYECKOTO CHTHANa — BapuabeIbHOTO MOTEH-
nuala. I/ICTOpI/I‘IeCKI/I MOXHO BBIJACIUTL TPU TH-
MOTE36l O MPUPOJE TAKOTO pacmpocTpaHeHus [4]:
AKTHUBHOE PAaCIPOCTPAHEHUE MPHU YIACTHU MECTHBIX
TOKOB, PaclpoCTpaHEHHE 3a CYET 0COOOTO XHUMH-
YECKOTO COCIUHEHHUsS («PaHEBOE BEIIECTBO», «(ak-
Top Pukka») u pacnpocTpaHeHHe 3a CUET THApPAaB-
INYeCKOW BOIHBI. HeoO0XoAuMo OTMETUTh, 4YTO
pacnpocTpaHeHue BapuabenbHOTO MOTEHIMaia 00-
JmamaeT pAIOM BaXXHBIX ocoOeHHocred [17] — 3a-
BUCUMOCTh €ro aMIUIUTYAbl U CKOPOCTH pacHpo-
CTPAHEHUS OT MHTEHCHUBHOCTU CTUMYJa, yMEHBbIIIE-
HHUEC aMIIUTyAbl W CKOPOCTU CHIHaJla IO MEpPE
yIOaleHusT OT 30HBI TOBPEXKIACHUS, CIOCOOHOCTH
BapuabeNbHOTO MOTCHIMANAa MPOXOAUTh Yepe3 30-
HBI ()U3UOJOTUYCCKHN HEAKTUBHOU U Jia)Ke MEPTBOU
TKaHHU, KOTOPHIE MO3BOJISIOT TOCTATOYHO YBEPEHHO
WCKJIIIOYUTHh TUMOTE3y 00 aKTUBHOM pacmpocTpa-
Henuu BII.

Kak runpaBiauyeckas, Tak U XUMHYecKas TH-
MOTE3bl paclpoCTpaHEeHUs BapuabenbHOr0 MOTEH-
nuana WMEIOT CHJIbHBIE M ciadble CTOpoHBI. B
MOJb3Y THIPABIMYECKOW THUIOTE3bl CBUAETEIBLCT-
ByeT caM (aKT BO3HHKHOBEHHUS M paclpocTpaHe-
HUS BOJIHBl TOBBIIIEHHOI'O JaBJIEHUS, INPEIIIecT-
BYIOIIE TeHepamuy JJIEeKTPUUYECKOTro OTBeTa [62—
64], a Tak)ke MOKa3aHHOE B HEKOTOPHIX paboTax
pa3BUTHE DJIEKTPUYECKON peakLUu IpU ACHCTBUU
MOBBIIIEHHOTO JAaBJICHWS HAa YYacCTOK pacTeHHs
[17,45]. C nmpyroii CTOpPOHBI, CKOPOCTH Pacrpo-
CTpaHEHHUs THAPABJIMYECKON BOJHBI B PacTUTENb-
HOM OpraHu3Me [JOJDKHAa OBITh HaMHOTO BBILIE
(BILIOTH [0 CKOPOCTH 3BYKa B BOJIHOH cpene)
peanbHON cKkopocTu pacnpoctpaHeHus BII (mwm/c
u HWKe) [16]. DTo monaTBep)kmaeTcs JSKCIEepHUMEH-
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Puc. 2. Cxema mporiecca pacnpocTpaHEHUs TOTCHIIHAIA
neicTBUS M BapuaOeNnbHOTO MOTEHIMaka y BBICIIUX
pacrenuii: IIK ., — HmapeHXMMHBIE KJIETKM OCHOBHOM
TKaHH, HKHyq — TApEHXHMHBIC KJIETKU MPOBOSAIINX
nyukoB, CO — cuTOBHUAHBIE 3eMeHThl, K¢ — kcuiaema.
CHJIOMIHBIMH CTPEJIKaMU CXeMaTUYHO 0003HAYEHBI Me-
CTHBIC NICMOJIAPU3YIONUE TOKH, IMYHKTHPHBIMU — JCH-
CTBHE Ha KJICTKH PaHEBOTO BEIIECTBA.

TanbHBIMH (DaKTaMH, B YAaCTHOCTH, U3MCHCHUS JTaB-
JIEHUS pa3BUBAIOTCS B TIEPBbIE CEKYH/IBI ITOCIIE 0XKO-
ra MPaKTUYECKU MO Bced juiuHe credins [64], B TO
BpeMs KaK BapuabOelbHBIM MOTEHIIUAT pacupocTpa-
HSETCS MO CTEOJI0 HAMHOTO MeIJICHHee, C 3aMeT-
HBIM JIEKPEMEHTOM [0 Mepe paclpoCTpaHEHUus.
B nonb3y XuMU4YECKOU TUIIOTE3bl TOBOPUT CIIO-
coOHOCTh BapuabenbHOTO MOTEHNHala MPOXOAUTH
4yepe3 paspe3 cTedis, Korjga TOT MOTPYKEH B BOJ-
HBIH pacTBOp, a Tak¥Ke CIIOCOOHOCTh TOMOTEHATOB
TKaHU PAaCTEHUS BBHI3BIBATH pEaKIUH, OJHM3KHE IO
CBOUM IapaMeTpaM K BapuaOeIbHOMY MOTEHIUATY
[4]. OmHako m B ciaydae XUMHYECKOW THITOTE3bI
nMeerca psan mpobiem. Bo-mepBhIX, M0 cuUX TOp
0CTaeTcd HEYCTaHOBJIECHHOM MPUPOIa PAaHEBOTO Be-
IecTBa, B KadecTBE KOTOPOTO paccMaTpUBAIOT
OJIUrocaxapuabl U3 pa3pylIeHHOHN KIETOYHOM CTeH-
KH, CHCTEMHH, XaCMOHOBYIO KHCIIOTY, CAJIHIIHAJIO-
BYIO KHCIOTY, 3THJIEH, aOCIH30BYIO KHCIOTY, IIe-
pokcua Bomopoaa u np. [16]. Bo-BToprix, Kak u
B cly4ae THUIPABIMYECKON BOJHBI, HAOIIOJaETCS
HECOOTBETCTBHE MEXIY CKOPOCTBIO pacnpoCTpaHe-
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Hus BII (~MM/C) U CKOPOCTSIMH MOJIEKYISIPHOU
muddy3un pasnuYHBIX COeAUHEHUU (~mMm/4) [4].
[Ipu 3TOM M3HAYAIBHO BBIABUHYTOE MPEAIOJIOXKE-
HHE O IEpPEeHOCe PaHEBOTO BEMIECTBO C TPAHCIIH-
palMOHHBIM TOKOM MPOTHBOPEUYUT JAHHBIM O pac-
npocrpaHenun BII He ToJbKO B aKpoOIETalbHOM,
HO W B 0asumerajibHOM HampaBicHUU [4].

OrpaHuyeHus TUAPABINYECKON U XUMHUUYECKOU
TUIOTE3 paclpoCcTpaHeHUus BapuabenbHOro0 MOTEH-
nuana MOTYT OBITh NMPEOJOJIEHBl IYTEM HX KOM-
ounaruu. OOHOW M3 TaKMX «KOMOWHHPOBaHHBIX»
TUIOTE3 SBISETCSA IPENNooXKeHne o «Opocke Me-
TabommuToB» [65]. B cooTBeTcTBMM ¢ HUM TIpH
JIOKAJIbHOM TOBPEXIEHUU MPOHUCXOIUT BO3pacra-
HHE€ [aBJEHHUS, YTO, B CBOIO OYepeAb, MPHUBOIUT
K BO3HHKHOBEHHIO BOJIHOTO MOTOKa IO KCHJIEMeE
U TIEPEHOCY PaHEBOTO BEIIEeCTBA B HEMOBPEXKIEH-
Hble ydyacTKM pacTteHus. Ilo oleHkaM aBTOpOB
TUIOTE3bl, TAKOW MEPEHOC PaHEBOTO BEILIECTBA MO-
JK€T HPOUCXOAHWTH HE TOJBKO B aKpOIETAJIbHOM,
HO ¥ B Oa3umeranbHOM HampaBieHuu. OZHAKO 3Ta
TUIOTE3a YIUPAETCs B psig orpaHudeHuid. Bo-mep-
BBIX, BO3HUKHOBEHHE CTaOMJIBHOTO U AJUTEIBHOTO
MOTOKa TpeOyeT MOCTYIJIEHUS B KCHJIEMY OOJIBIIHX
00BEMOB BOJIbI, HCTOYHUK KOTOPOW HE OYEBHJIEH.
Bo-BTOpPBIX, TakWe MOTOKH TPEOYIOT MIUTENBHBIX
U cTaOMIBHBIX TPAJAMCHTOB AaBIEHHS, a B DKCIIe-
pUMEHTaX W3MEHEHHs JAaBJICHHS HaOII0JAI0TC
NPAaKTUYECKH OJHOBPEMEHHO BO BCEX YacCTSIX pac-
TeHus [64]. B-Tperbux, B oOTAeIbHBIX paboTax
[49,64] 6p1110 OKa3aHO, YTO OBICTPOE pacmpocTpa-
HEHUE XMMUYECKUX areHTOB M0 PACTEHHIO XOPOILIO
OTHCHIBaeTCs ypaBHeHHeM nuddy3un, oqHAKO KO-
s¢ppunuent muddy3un Ha HECKOIBKO IMOPSIIKOB
npeBbimaer Ko3OPUIUEeHT MOJEeKyIIpHOl nuddy-
3UH.

Takue npoTuBOpeEUHss MOTYT OBITH YCTPaHEHBI
JIpyroil KOMOWHHPOBAHHOW THIIOTE30H pacmpo-
crpanenus BII, koTopast Oputa mpemioxXeHa HaMHU
panee [49,64]. B cooTBeTCTBUU C 3TOH THIOTE30U
(puc. 2) mepeHoc paHeBOTO BEMIECTBA IEUCTBUTEIb-
HO uMmeeT MU(pPYy3HOHHBIH XapakTep, OJHAKO 3TO
He MouekymsipHas nuddysusa, a auddys3us, cBs-
3aHHAsg ¢ KOHBEKTUBHBIMU MOTOKAMH >KHIKOCTH B
KcuieMe. B monp3y cymecTBoBaHUS Takoil Aud-
(Gy3uu CBUAETENLCTBYIOT PacdeThbl, IMOATBEPKIAI0-
M CIOXKHBIN (TypOyJIEeHTHBIN) XapaKTep MOTOKOB
BOJBI B KcmiieMe [66], a Tak)ke aHaTU3 MapaMeTpoB
pacrnpocTpaHeHUus paJuoaKTHUBHON METKH 1O pac-
teanio [64]. IIpu pa3BUTHM CBSI3aHHBIX C TOBpe-
KJICHUEM HW3MEHEHHH JaBJICHHs B KCHIIEME CKO-
pocth Takod nuddy3un Moxer euie OonblIe BO3-
pactath [49,64], TOMOJHUTENBHO CIIOCOOCTBYS pac-
MPOCTPAaHEHUIO PAHEBOTO BEIIECTBA M, COOTBETCT-
BeHHO, nepeaade BII. Takum oGpasom, rumotesa
0 TypOYJEHTHBIX MOTOKax XHAKOCTH B KCHUIIEME
W CBSI3aHHOW ¢ DTHM KOHBEKTHUBHOU nuddysueit
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paHEBOTro BemecTBa OOBACHIET 3HAYUTEIBHOE KO-
TU4YecTBO (HhaKTOB, B MIEPBYIO OUYepeab, TUKBHAUPYS
MPOTHBOPEUUS MEXIY CKOPOCTSIMU paciupocTpaHe-
HHS THAPABINYECKON BOJHEI, nuddy3un paHEeBOTO
BEIeCTBA M Tiepenadyn BapuabeIbHOTO IMOTEH-
nuana.

OnHako HEOOXOAMMO OTMETHUTbh, UTO peanbHas
KapTuHa pacnpocrpaHenus BII uMeer nocratoyHo
CIIOKHBIM XapakTep W He Bce (paKkTel MOTYT OBITH
00BACHEHBI B paMKax MpPeII0XEeHHONW THIOTE3HI.
Tak, HeCMOTpsI Ha TO, YTO MPAaKTHYECKU BCE OIH-
CaHHBIE THUIIOTE3bl CBA3BIBAIOT paCIpPOCTPaHEHHE
BII ¢ kcuneMoil mpoBOASUIMX MYYKOB, B HEKOTO-
pbix paborax [51] moka3aHO HEOIHOPOIHOE pac-
MPOCTPAHEHUE TAaKOTO 3JEKTPUUYECKOr0 CHUTHaJa
M0 JHUCTy, KOTOPO€, BO3MOYKHO, HE NPHUBA3AHO K
ocoOeHHocTAM KcuieMbl. C npyroil CTOpoHBI, B
MOCJIEOHUX HCCIEAOBaHUAX (HEOMYyOIMKOBaHHBIE
JlaHHBIE) HAMH OOHAapy>KeHO, YTO IapaMeTphl pac-
npocrpaHenus BIl cuibHO 3aBUCAT OT CHJBI IO-
BpexaeHus. [Ipu 3ToM Npu UCTOJIB30BAHUH 0XKOTa,
HarpeBa W MEXaHHYECKOT'o MOBPEXKICHHS HaOJIo-
JlaloTcAd HEe TOJBKO pa3Hble CKOPOCTHU pacIpocTpa-
HEHUsI CHTHaja, HO pa3Hble 3aBUCUMOCTH 3THX
CKOPOCTEM OT pacCTOSIHUS A0 30HBI MOBPEXKACHUSA,
T.e. TOJIyYEHHBIE PE3yJbTaThl HE MOTYT OBITH B
MOJTHOW Mepe OOBSICHEHBI THIOTE30W O KOHBEK-
TUBHOW AU (Py3un paHEeBOTO BEIIECTBA.

Takum 00pa3om, HECMOTpPS Ha 3HAYUTEIHHOE
KOJINYECTBO JaHHBIX, Mpo0jeMa pacnpoCTpaHEHUs
MOTeHINalla JeiCTBUS 1 0COOEHHO BapuabelbHOTO
MOTEHIMAaJIa COXPaHAET CBOIO aKTyaJbHOCTh U Tpe-
OyeT maidpHEHUIINX, SKCIEPUMEHTAIBHBIX U Teope-
TUYECKUX HCCIEIOBAHUM.

SAKJIIOYEHHUE

PaccmoTpenne MexaHM3MOB TeHepallud U pac-
MPOCTPAHEHUS JIEKTPUUECKUX CUTHAJIOB Y BBICIINX
pacTeHud MO3BOJUIO BBISBUTH KaK YHUBEpCANb-
HBIE, TaK M CIEeNU(PUYHBIE YePTHl IBYX THUIIOB pe-
aKIUi — MOTEHIHMala NEeHCTBUS U BapuaOeIbHOTO
noteHuuana. B ocHoBe renepanuu 111 u BIT nexur
KaK aKTHBaIisi HOHHBIX KaHAJOB, oOecredyuBalio-
IUX TpaHCMeMOpaHHbIH nepenoc nonos Ca?*, K+
n Cl, Tak ¥ mepexojaHOoe W3MEHEHWE aKTHBHOCTH
aJeKTporeHHoro Hacoca — HY-AT®da3pl mma3zma-
Tuueckux MemOpaH. CoOTHOIIEHHWE BKIaga yKa-
3aHHBIX CHCTEM B (OPMHUPOBAHHE PEAKIHH pas-
auuHo s 111 w BII, a Takke, BEpOSTHO, MOXKET
pa3nuyathcd B MpeAenax peakuuu OJHOTO TUIa B
3aBUCUMOCTH OT BHUJOBOM MPUHAIIEKHOCTH pac-
TEHHWI U MPUPOJBl U UHTCHCUBHOCTH JCHCTBYIOIIUX
pasapakuTenei.

Hanuuune cienuduyeckux 4epT MOXKET SBISATh-
Csl IPUYMHOHN B pas3NUYUAX MapaMeTpoB (YHKIHO-
HaJIbHBIX OTBETOB, MHIYLHUPOBAHHBIX 3JEKTpHUYE-
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DJIEKTPUUECKUE CUTHAJIBI V BBICIINX PACTEHUN

CKMMH CUTHalaMH. MIMeloTcs cBeJeHusl 0 HaIUYUH
CBSI3M MEXIy napaMmerpamMy (THUIIOM) 3JIEKTpHUUe-
CKOT'0 CHTHaJIa M NapaMeTpaMU MHIAYLHUPOBAHHOTO
uM QyHkunuoHanpHOro otBera [10,67-69]. Ilpunu-
Mas BO BHHMaHHUE CBEJEHHS O TOM, UYTO Pa3BUTHUE
(YHKIIMOHAIILHOTO OTBETa OOYCIOBJIECHO KOHIICH-
TPAaLMOHHBIMU CIBUramMHu (B mepByto ouepenb Ca”*
u H"), conpoBoxaaromumu renepanuto [1J[ u BII
[35,47,70,71], MOxHO mojaraTh, 4YTO JMHAMHUKA H3-
MEHEHHI CHTHaJIbHBIX MOHOB OOYCIIaBIMBAaeT pas-
WY B Pa3BUTHH QYHKIMOHAIBLHOTO OTBETa. DTO
TOBOPUT O TOM, UYTO 3JEKTPUYECKHE CUTHAJBl Yy
pacTeHuil, B 4aCTHOCTH BapualOelbHble IOTEHIIHA-
Jbl, MOTYT BBINOJHSITH HE TOJBKO CHUIHAJIBHYIO
(YHKIMIO, CHTHAJIN3UPYS O NEeWCTBUHU (akTopa, HO
Takke W WHOOpPMAIMOHHYIO, TepenaBas 3aKOJH-
pOBaHHYIO B BHJE TMapaMeTPOB peaknuu HHDop-
Maluio 0 IPUPOJAC W/WIM UHTEHCHBHOCTH pas3apa-
JKUTEIS.

AHannu3 MEXaHW3MOB TEHEpaluu DdJIeKTpUde-
CKHX CHTHAJOB y pacTeHHUU OBLI BBHINOJHEH IpH
¢uHaHCOBOW moaAepxkKe Poccuilckoro Hay4HOTO
¢ounma (mpoekt No 14-26-00098). Ananu3 mexa-
HU3MOB PacCHpOCTPaHEHHUsl DIEKTPUUYECKUX CHTHA-
JIOB y pacTeHUil BHINOJHEH NpH (UHAHCOBOM MOJ-
nepxke MunucrepcTBa odpazoBaHus u Hayku Poc-
cutickoit denepannu (koHTpakT Ne 6.2050.2014/K).
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Electrical Signals in Higher Plants:
Mechanisms of Generation and Propagation

V.A. Vodeneev, L.A. Katicheva, and V.S. Sukhov

Institute of Biology and Biomedicine, Lobachevski State University of Nizhny Novgorod,
prosp. Gagarina 23/1, Nizhny Novgorod, 603950 Russia

Local stimulation induces generation and propagation of electric signals in higher plants. Non-da-
maging stimuli induce action potential and damaging influences result in propagation of variation
potential. The mechanism of generation of the action potential is rather complex in nature and is
associated with activation of ionic channels (Ca?*, CI-, K*) and transient change in the activity
of plasma membrane H*-ATPase. Generation of variation potential, the duration of which is
considerably longer than that of action potential, is based on transient inactivation of the electrogenic
pump, but the passive ionic fluxes also contribute to such process, that causes qualitative similarity
of mechanisms of action potential and variation potential generation. Propagation of electrical
signals mainly occurs in vascular bundles, thus action potential transfer is associated with vascular
parenchyma and sieve elements, and variation potential is connected to the xylem vessels. The
mechanism of action potential distribution is similar to nerve impulse transmission, and variation
potential generation is induced by transfer of a chemical substance, the propagation of which is

accelerated by a hydraulic wave.

Key words: action potential, variation potential, higher plants, generation, propagation
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