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OBILASA XAPAKTEPUCTUKA PABOThI
AKTYAJILHOCTh_MP00.JieMbl. CBOWCTBO BO30YIMMOCTH TIPHUCYIIE BCEM JKUBBIM Opra-

HU3MaM U HEOOXOIMMO sl CYIIECTBOBAHUS B MOCTOSIHHO U3MEHSIOIIUXCS YCIOBUSAX OKPY-
xaroien cpeapl. OMHUM U3 HanboJsiee BaXKHBIX MPOSIBICHUM BO30YIUMOCTHU SIBJISIETCS CIIO-
COOHOCTb T'€HEPUPOBATH PACTIPOCTPAHSIONIUECS MIEKTPUUECKUE CUTHAIIBI B OTBET HA PA3HO-
oOpa3Hbie BHeNTHUE (DAKTOPBL. Y BBICHIMX PACTEHUH BBIICISIOT JBA OCHOBHBIX THITA Pac-
MPOCTPAHSIIOUIUXCS ANEKTPUUECKUX CUTHANIOB — noTeHuuan aedcteus (I111), kotopsiii Bo3-
HUKAeT B OTBET Ha HENOBpEXKIAIOIIEe pa3/ipa)keHue, U BapualdenbHblid noteHuuan (BIT) —
ANEKTPUYECKYIO PEAKINI0, MHAYLUPOBAHHYIO MOBPEKIAIUME pasapaxutensimu (Onpu-
TOB U Jp., 1991; Mensenes, 1998; Stahlberg, 2006; Davies, 2006; Fromm, Lautner, 2007).

[lepBble cBeleHUsS O CMOCOOHOCTH BBICIIMX PACTEHUN T'€HEPUPOBATH SIEKTPUUECKHE
HUMITYJIBCHI TTOSBIJIMCH B KOHIE XX Beka B paboTax aHriuiickoro uccienoatens bapaen-
CanpnepcoHa, TPOBOJAMMBIX Ha BeHepuHOU myxonoBke (Burdon-Sanderson, 1873 mo Stahl-
berg, 2006), a Ha4amO CUCTEMATUYECKOTO HCCIENOBaHMs BO30YyIMMOCTH y BBICIIMX pacTe-
HUIl CBA3aHO ¢ MMeHeM boca, KOTOpbI BIEpBBIE HKCHEPUMEHTAIBFHO OOOCHOBAJ, YTO B
MPOBOJAIIMX TKAHSIX MUMO3bl MOT'YT BO3HHMKaTh U pacnpoctpansatecs [11] (boc, 1964).

B TeueHue mMTENBHOTO BPEMEHU MPEANOIAranioch, YTO IIEKTPUUECKUE HUMITYJIIbCHI,
BO3HUKAIOIINE MPHU JCHCTBUN BHEITHUX Pa3ApaXUTeseH, HaOI0Jal0TCs TOJIBKO y pACTeHUN
C OBICTPBIMH JIOKOMOTOPHBIMH (D)YHKIIUSIMH, & OCTAIbHBIE («OOBIYHBIC») PACTCHHS HE 00JIa-
JAl0T TaKUM CBOWCTBOM. PaboTamu mperMylIeCTBEHHO OTEUECTBEHHbIX YueHbIX B 60-70 rr.
XX Beka ObLIO HE TOJBKO MoKa3aHo cymectBoBaHue [1/] y «OOBIYHBIX)» BBICIINX PACTECHHMA
(I'ynap, Cunroxun, 1962, 1963; I'ynap, Ilanuukun, 1967, 1970; KapmanoB u ap., 1972;
Pickard, 1973; Ompuros, 1977, 1978), HO W BO MHOTOM OIPEAEICHO HAIPABJICHHUE
JANbHEUIIUX KCCIENOBAHUN — HM3y4YEHHE MEXaHU3MOB TE€HEpallUd U PaclpOCTpaHEHUS
ANEKTPUYECKUX CUTHAJIOB, ONpEeIeHNE UX PYyHKIIMOHATBLHON POJIH.

HecmoTpss Ha 3HAYMTENBHBIN MEPUOJ MCCIECIOBAHWM M HAKOIUIEHUE OINPEIEIECHHOTO
SKCIEPUMEHTAIBHOIO0 Marepuana, cBeeHus o [IJ[ y BpICIIMX pacTeHUU W CEroJHs HOCST
dbparmMeHnTapHbiii xapaktep. K HacTosmeMy BpeMeHN HauOOIbIINE YCIIEXH JOCTUTHYTHI TIPU
M3Y4YEHUU MEXaHU3MOB reHepaiuu [1J[ B TruraHTcKkux mno pasmepam KJieTKax psijia BOAOPOC-
nelt, mpexne Bcero, xapoBwix (bepecroBckmii w ap., 1973; Lunevsky et al., 1983;
bepectroBckuii u ap.,1987; Kourie, 1994). Bo MHOroM, mpeicTaBieHUS O MEXaHU3ME
redepauuu [1/] y Beiciinx pacteHuii cpopMupoBaHbl Ha OCHOBE ITUX pe3yibTaToB. Kak u 'y
XapoBbIX Bojopociield, (opmupoBanne IIJ[ y BBICIIMX pacTeHMil CBS3BIBAIOT C
BO3HUKHOBEHUEM MACCHUBHBIX MOTOKOB MOHOB XJiopa u kamus (OmpurtoB, PetuBun, 1982;
Hodick and Sievers, 1988; Sibaoka, 1991; Fromm and Spanswick, 1993; Davies, 2006;
Trebacz et al.,, 2006). B ToXe BpeMs, HMEIOIIUXCS [TAHHBIX HEIOCTATOYHO JUIS
(dbopmupoBaHusi 1EIOCTHOW KapTUHBI MexaHu3Ma reHepauuu [IJ[ B KieTkax BBICHIUX
pacTeHuii. B emnie MeHbIIel cTENEHU UCCIIEIOBAH APYTOM TUI OTCHIIUATIOB BO30YKICHHS —
BII, xapakTepHsiii ToapKo it Beiciiux pactenuid (Davies, 2006; Fromm, 2006; Stahlberg
et al, 2006). IIpaktmuecku He pacmupoBaHBl MEXaHHW3MBI €ro TEHEpaluu u
pacnpoCTpaHEHHUs. 3



Mexay Tem, M3y4eHHE HPHUPOIBI PACIPOCTPAHSIONIETOCS BO30YKIACHUS Yy BBICHINX
pacTeHuit Ba)XXKHO HE TOJIBKO JUISI BBISIBJICHHS OCOOCHHOCTEH 3TOro Ipolecca y TaHHBIX
00BEKTOB, HO M Ul INOHMMAaHHsS 3BOJIOLUMU MEXaHW3MOB reHepauuu IIJ[ B KHMBBIX
opranm3max B nenoM. HccimenoBanme npuponsl 11/l 3HauMmmo Takke I pacKpBITHS
MEXaHU3MOB MPe00Pa30BaHUSA FINEKTPUIECKUX CUTHAIOB B (DYHKIIMOHAIBHBIA OTBET.

B macrosimee Bpemsi HakammuBaeTcs Marepuan o0 umHaynmpoBanHbX [1J[ m BII
(GYHKIMOHAIBHBIX W3MEHEHHMsX y Bbicmmx pactenuil (Davies, 1987; Omputos, 1998;
Fromm, 2006; Fromm, Lautner, 2007), oqHako 4eTkue MpeACTaBICHUS O MEXaHU3MaxX B UX
OCHOBE, a TAKX€E O BBIIIOJHAEMOIN POJIH OTCYTCTBYIOT.

Ilenb U OCHOBHBIE 33/1a4M HMcciaefoBaHuA. [{enbio paboThl SBIsSETCS KOMILJIEKCHOE

M3yYeHUE MEXaHW3MOB T'eHepaluy U (YHKIMOHAIBHOW PO MOTEHIHMAIOB BO30YKICHHUSA,
MPEICTABIECHHBIX NOTEHLMAJIOM JEHCTBUS U BapUAOEIbHBIM MOTEHLHUAIOM, y BBICHIUX
pacTeHUN.
B cBsA3M ¢ TOCTaBIECHHOM LENBIO BBITOIHINCH CIEAYIOIINE 3a1a4N:
® XapaKTEePUCTUKA MECTHBIX OMO3JEKTPUYECKUX PEAKINH, BBI3BAHHBIX JIOKATHHBIMHU
pa3IpaXuTeIsIMU Pa3IMyHOM MOJAIBHOCTH, U ONPEACICHUE MX POJU B MUHAYKIUHU
pacmpoctpansomuxcs I[1/1;
® AHATN3 HEMOCPEICTBEHHOTO Y4YacTHs »JIeKTporeHHoro Hacoca — H'-ATdassl
1azMaTuyeckux MeMOpan — B reHepauuu [1/] y Bbiciiero pactenus;
® [TIOCTPOEHUE CXEMBI, 0000mIaroImell MOCIeI0BaTENbHOCTh MPOIECCOB, JEKAIINX B
ocHoBe rerepanuu [1/1;
e pa3paboTKa U aHAIM3 MaTeMaTH4eCKoi Mojenu revepaunu [1]/] y BeICIIMX pacTeHMI;
® 3y4EeHHE MEXAHU3MOB I'eHepaluu U pacrpocrpanenus BlI;
® QHAJIN3 POJIM DJIEKTPUUYECKUX CUTHAIOB, npencrtasieHHbIX I/ u BII, B xadecTtse
(akToOpoB, MHAYLHMPYIOMMX (DYHKLIMOHAIbHBIE U3MEHEHUS Y BBICILIUX PACTEHUM.
Hayuynas HoBu3Ha. BrniepBeie nokasano, 4ro B reHepauuu [IJ[ y BeICIuMX pacTeHui

IIPUHUMAET HENOCPEACTBEHHOE y4acTHE OJIEKTPOT€HHBIM HACOC  IUIA3MaTHYECKOU
MemOpanbl. [lpu renepamuu I[1J] umeer MecTo mNepexolHOE H3MEHEHHUE AaKTUBHOCTH
JJIEKTPOT€HHOI0 Hacoca IO THUIy WHAKTUBAIUA-aKTUBaLWs. BpeMEHHOE CHMIKEHHE
aKTHBHOCTH  JNIEKTPOTeHHOro H'-Hacoca  HPOMCXOAUT  BCHEJACTBHE  yBETHUECHHUS
KOHIEHTpaIuy HOHOB Ca’ B BO3OYIMMBIX KIETKAX.

YcranoBieno, uto ¢popmupoBanue (assl genonspusanuu 11/ cBszano ¢ Bo3pacTaHu-
em nmotoka H' BHYTpb, Hapsagy ¢ yBenmdenneM notoka Cl™ Hapysxy. CHHXpOHM3AIHS ABYX
MOHHBIX TIOTOKOB JIOCTUTA€TCsl HAJTMYHUEM OOILEr0 MHULIMUPYIOUIETO (hakTOpa — MOBBIIIEHH-
eM KOHIeHTpawuy HoHoB Ca’’ B KIIeTKe B HAYANBHBII MOMEHT BO30YK/ICHHS.

Oo6napyxeHo, uto (aza penonsgpuzanuu [1/] y Beiciero pacteHus pa3BUBacTCs B J1Ba
srana. [lepBrlii 3Tan (assl penoaspu3anuy GOPMUPYETCS BBIXOAMINM MOTOKOM HOHOB K.
Bropoit ostam  ¢das3sl pemomsipumzanuu  cBs3aH C pabOTON 3JIEKTPOTEHHOTO Hacoca

MJIa3MaTHYECKUX MeMOpaH.



BriepBrie mpemnoxena oOoOmaromasi cxema MexaHuzma resepanuu [1J] B kierkax
BBICIIMX PACTEHUM, COIVIACHO KOTOPOM IPOLECC TEHEPALMM SBIIAETCS KOMIUIEKCHBIM H
BKJIIOYAET KAaK MACCHBHBIE TIOTOKM HOHOB, TaK M H3MeHeHHe aktuBHOCTH H -ATdassr
ria3MaTuiecknx MemOpan. BriepBrie pazpaboTana maTemaTudeckasi MoJienb renepammn 1]
Y BBICIIMX PacTE€HUM, KOTOpas OCHOBBIBAETCS HA IPEJIOKEHHON CXEMe U BKJIIOYAeT B ceOs
ONMCAaHUE CUCTEM ITACCUBHOIO, IEPBUYHOIO U BTOPUYHOI'O0 AKTUBHOI'O TPAHCIIOPTA HOHOB, a
TaK)Ke M3MEHEHHsI MOHHBIX KOHIIGHTpAalMid B KIETKE, BHEKJIETOYHOH cpene, OydepHbie
CBOMCTBA IUTOILIA3MBbI U alloILIaCTaA.

YcraHoBieHo, 4rto reHepauus BlI, MHOynMpOBaHHOrO 0OKOrOM JIMCTa HPOPOCTKA
THIKBBI, CBSI3aHA C BXOJAOM B KieTKy uoHOB Ca’’ u Bbixogzom CI, Hapsty cO CHHKEHHEM
aKTHBHOCTH dJIeKTporenHoro H'-nacoca.

Ckopoctb pacnpoctpaHeHuss BII He COOTBETCTBYET CKOPOCTH paclpOCTpaHEHUS
CUTHajla, pPAacCCUYUTAHHOW Ha OCHOBaHMM KaOEJIbHOTO YpPAaBHEHHS, YTO OTPHUILAET
NEKTPUUECKYIO runoresy nepenauu BII.

IlokazaHo, 4YTO MHAYLHUPOBAHHBIC JJIEKTPUYECKHMMM CHTHAJAMH  HU3MEHEHHS
(yHKIMOHAIBHON aKTUBHOCTH UI'PAlOT CYIIECTBEHHYIO POJb B MOBBILIEHUH YCTONYHMBOCTU
pacTeHuil K AEUCTBUIO HEOJArONPUATHBIX (PaKTOPOB.

HayuyHo-npakTHYecKOe 3HaYeHHe. Pe3yJIBTaTBI pa6OTBI BaXXHbl [OJ14 CO34aHUA

LEJIOCTHOM KapTUHBI pa3BUTHUS COOBITHH NpU (OPMUPOBAHUM SIEKTPOPHUINOIOTHUECKOIO
OTBETa y BBICIIMX PACTECHUM HA JEUCTBUE PA3NIMYHBIX pasapaxureneil. lIpemnmoxennas
cxema re"epaumu [IJ[ y BbICIIMX pacTeHMM, YYHTHIBAIOIIAs y4acTHE B OTOM IpoLEcce
Hapsily C TaCCUBHBIMM MOHHBIMM IIOTOKaMU IIE€PEXOJHOE HU3MEHEHHE aKTHMBHOCTU
ANIEKTPOT€HHOTO HAcoCa, CIIOCOOCTBYET PAa3BUTHUIO MPEACTaBICHUII 00 SBOJIOLUU
MEXaHU3MOB BO30YKIEHUS B KHUBBIX OpraHU3Max.

Martepuanel guccepTaliid MOTYT HaWTH NPAKTUYECKOE NPUMEHEHHE B BOIPOCAX,
CBSA3aHHBIX C IOMCKaMU HOBBIX METOJIOB MOBBIIIEHHS] YCTOWYMBOCTH PACTEHUN K JEHCTBUIO
HeOmaronpusaTHeIX (pakTopoB. OCHOBHBIE BBIBOJBI U PE3YJIBTATHI PAOOTHI UCIIOJIB3YIOTCS B
yueOHOM mpouecce Ha OuonornyeckoMm ¢axynbprere Hukeropoackoro rocyHUBEpCUTETa
IpU YTEHUM cheuxkypcoB «buodusnueckne MexaHU3Mbl TPAHCIOPTHBIX IPOLIECCOBY,
«buo¢usnka u GMoXuMus MEMOPAHHBIX MTPOLIECCOBY.

OCHOBHBIE 110JI05KEHUSI AUCCEPTALMH, BBIHOCMMBbIE HA 3AIIMTY.

1. B renepauuu I1/] y Bbicmiero pacreHusi (ThIKBbI) IPUHUMAET HEMOCPEICTBEHHOE
ydacTHe dneKTporenHsii Hacoc — H' -AT®da3a nnasmaTtudeckoii membpanst. [Ipu renepanum
[1] nmpoucxoauT BPEMEHHOE CHM)KEHHME AaKTMBHOCTH Hacoca Ha (asze JAenoyispu3aluyd U
MOCTIeyIOIIee BOCCTAHOBJICHHE AKTHMBHOCTH Ha (¢a3e penoysapu3alid  HMITYJIbCa.
@akTOpOM, YIHETAIOIHUM AaKTUBHOCTb JJIEKTPOT€HHOIO HACOCA, SIBJISIETCS YBEIMYECHHE
KOHIEHTpauu noHoB Ca’’ B KieTke B HadyaibHBIE MOMEHT B030yxmenms. Momsr Ca®’
OKa3bIBAIOT BJIMAHME HA aKTUBHOCTH H' -AT®a3pl Ipy y4acTHH IPOTEUHKUHA3.

2. Maremarnueckas mojzensb [1/] y Beiciux pactenuii, pazpaboTaHHas HA OCHOBaHUU
NpeAJIoKEHHOM B pabore cxembl MexaHu3zMa reHepauuu [1J], mo3Bossier omnucathb
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M3MEHEHHUS MEMOpPAHHOIO IOTEHIMalla M MOHHBIX KOHLIEHTpaluil, KOTOpbIE XOPOLIO
COOTBETCTBYIOT OKCIIEPUMEHTAIBLHO 3apErUCTPUPOBAHHBIM.

3. ®opmupoBanue BII, MHAYUUPOBAHHOIO OKOrOM JIUCTa MPOPOCTKOB THIKBHI,
CBSI3aHO, HapsAy CO CHIDKEHHEM AaKTUBHOCTH DJIEKTPOI€HHOIO HAcoca, C BXOIALIUM
norokom nornos Ca’’ u BBIXOIAIIUM ITOTOKOM HOHOB CI'.

4.  MexanusMm pacnpoctpanenus BIl y mpopocTKOB THIKBBI HE MOXKET ObITh OOBSICHEH
B paMKax 3JIEKTPOTOHMUYECKOM runoresbl. CkopocTs pacnpoctpanenus: BIl He cooTBeTcTBY-
€T CKOPOCTH PaclpoCTPaHEHUs, ONIPEAEIEHHON ¢ TPUMEHEHUEM KAaOEIbHOTO YPAaBHEHHUS.

5.  Pacnpocrpanenne IIJI u BII unaynupyer BpEeMEHHOE MOBBILICHHE YPOBHSA
3aMeJIeHHON (QuiyopeciieHuun u coaepxkanuss AT® B nucre, KOTOpoe 3HAYMMO MJif
MOBBIIIECHUSI YCTOMYMBOCTU PACTEHUH K JEHCTBUIO HEOIArONPUATHBIX (PAaKTOPOB.

Anpodauus padorbl. OCHOBHBIE pe3yNbTaThl paboThl ObUTH TpercTaBiieHsl Ha Il chesne

ouoduzukoB Poccun (Mocksa, 1999), Mexnyraposoi koH(pepenmu “KceHoOnOTHKY 1 KUBbIE
cucrembl”’ (Munck, 2000), International Symposium “Signaling Systems of Plants Cells”
(Moscow, 2001), MesxmayHapo 1HOM KOH(DEPEHITNH MOJIOIBIX YYEHBIX U CTYJCHTOB ‘‘AKTyallbHbIC
nipoOrnembl coBpeMenHor Hayku~® (Camapa, 2001), MexayrapomHoit koH(pepeHmn “Perymsiust
pocTa, pa3BUTHS U MPOIyKTUBHOCTH pactennii” (Munck, 2001), V che3ne obmecTBa (GrU3H0I0roB
pacrenmii  Poccum (Ilemsa, 2003), Bcepoccuiickoli Hay4HO-TIPAKTHYECKOW KOH(MEPEHIIMU
«@Duznonorusi pacTeHUH U 3KOIOrHs Ha pyOexe BekoB» (Spocmasnb, 2003), MexmyHapomHOM
koHpepenmn  «Penemmss u  BHyTpukierouHas —curHammzamwsky  ([lymmmo,  2003), 3
MexaynapoaHoit kKoHpepeHumn «Perynsims pocra, pa3BUTHA U MPOIYKTUBHOCTH PACTCHHUID
(Munck, 2003), 1II cpezne 6uodmsukoB Poccrm (Boponex, 2004), MexmyHapoJHOW Hay4IHOM
KOH(EepeHIINN «AKTyaJbHbIE BOMPOCHI O0TaHMKH U (pusronorun pactenuid» (Capanck, 2004), 6
International Congress on Mathematical Modeling (Nizhny Novgorod, 2004), MexayHapoiHO#M
koHpepermn  «Pememmsi w BHyTpukieTouHas —curHammzamsy  (Ilymmmo, 2005), VI
MexnynapogaoM cummozuyme «HOBbIE W HETpaJMIMIOHHBIE PAcTeHHs M TEPCIEKTHUBBI HX
ucnonbs3oBanusk» (Mocksa, 2005), MexmynaponHoi koHgpepeHnn «MartemaTrka, KOMIBIOTED,
obpazoBanue» (Ilymmno, 2005), X MexmmcuumminHapHoi HayuyHOU KoH(pepeHmn «HemmHerHbIi
mup» (Hwxuuit Hosropon, 2005), MexmyHapoaHoi KoH(epeHunH «CHUTrHaJbHBIE CHUCTEMBI
KIeToK pactennid: Ponp B amanmrammm m ummynurerey» (Kazanb, 2006), V Cwe3ne olmiectBa
¢dorodmnonoroB  Poccum  (Ilymmno, 2008), Mexmynapoaaoii koHgpepeHmmn «Dusuko-
XAMHAYECKHE  OCHOBBI  CTPYKTYPHO-(DYHKIIMOHAJIBHOW  OpTaHWU3allMd  pPACTCHHI»
(ExarepunOypr, 2008), a Takxke Ha perMOHAIBLHBIX KOH(DEpEHIIHSIX.

Iyoaukammu. [To marepuanam auccepranuu omy0OnMkoBaHo 46 pabot u3 Hux 18 crareil B

PELEH3UPYEMBIX U3aHUSIX.
CrpykTypa M 00beM padoThl. Jluccepraius COCTOMT U3 BBEICHHUS, 7 TVIaB (BKITIOYas 0030p

JIUTEpaATyphl), 3aKIIOYEHUS, BBIBOJAOB M CIHMCKa Jmreparypbl. M3noxkeHna Ha 252 crpaHuuax,
coaepkut 63 pucyHka u 5 tabnui. CHoucoK HUTHPYEMOH JIMTepaTypbl BKiItoyaeT 398 pabor, u3

HUX 264 Ha MHOCTPAHHBIX S3bIKaX.



MATEPHAJIbI U METO/IbI UCCJIEJJOBAHUN

OCHOBHBIM OOBEKTOM HCCIEN0BAaHUSA CIYKUIU 14+21-THEBHbIE MPOPOCTKU THIKBbI
Cucurbita pepo L. copra Mo3osneeBckasi, BbIpallleHHbIE THIPOIIOHHBIM criocoboM Ha 50%-
HOll cpene XormHaa-ApHoHa. Pactenus BblpamuBaiu S5+7 JOHEH B TEMHOTE TMpHU
temmeparype 28°C, 3arem npu Temmeparype 25°C B KIMMaTHueckoi kamepe. YacTb
HKCIEPUMEHTOB ObLIa BBHINOJIHEHAa Ha MPOPOCTKAaX MIIEHUIb! Triticum aestivum L. coprta
MockoBckas-35 14+21- ntHeBHOro BO3pacTa.

Peructpannio OMOAIEKTPUUECKON aKTUBHOCTH KJIETOK CTEOJIS THIKBBI OCYILECTBIISIN
Ha YCTaHOBKE, COOpaHHOW Ha 0a3e KOMIUIEKTa MHUKpoMaHUNynsaTopoB KM-2. Crebenb
MPOPOCTKA YKPEIUUIM B IUIEKCUIJIACOBOM KIOBETE, pACIHOJIO)KEHHONM Ha IMOBEPXHOCTH
tepmooxJaxaatomero croinka TOC-2. KioBeTy 3amoyiHAIM pacTBOPOM, COAEpKaBIIUM |
MM KCl, 0,5 MM CaCl,, 0,1 MM NaCl pH 6,0. Kopenb yKperieHHOTO B KIOBETE TPOPOCTKA
norpykanu B yvamky lletpy ¢ pactBopoM Toro ke cocraBa. Perucrpanuto
OMODNIEKTPUYECKOW AaKTUBHOCTH IPOBOAMJIM BHYTPHUKJIETOYHO MHKPOIJIEKTPOAAMH,
M3TOTOBJIEHHBIMH U3 CTEKJIA IIUPEKCY», C TMaMETPOM KOHYMKA MEHee | MKM U BHEKJIIETOYHO
Makpos3nekTtporamu OBJI-1M3. BenuunHa HM3MEHEHMIl BHEKJIETOYHO PETUCTPUPYEMOM
pazHocTu mnoreHuuanoB (AU) npu mNpoBeAeHMM H3MEPEHHH B HHU3KOMOHHBIX Cpelax
COOTBETCTBYET BEIUWYMHE M3MeHEeHHs MemMOpaHHoro norenunuana (E,) kierok (3anenuHa,
Hamnes, 1980; Onpuros u ap., 1991; [Tareirun, 2001).

B kauectBe pasgpakurenel, HHAyLMPYIOIIUX T'€HEPALMIO JIEKTPUUECKUX PEaKIui,
MCIIOJIb30BAJIN: MOCTENEHHOE OXJIAKIACHHUE ydacTKa cTeOss 4epe3 KIOBETY C OXJIaKIaeMOu
AKHUJIKOCTBIO — C IOMOIIBIO TEPMOCTOJMKA WJIM NPOTOKA BOJAbI 33JaHHOM TEMIEpaTypbl
Yyepe3 BHEIIHIOK KIOBETY; UMITYJIbCHOE OXJIAXKIEHUE — IIyTEM HAHECEHUS KaIlIM XOJIOAHOU
BOJIbI HA cT€OEIb; MEXaHUYECKOE BO3ACHCTBUE — yIap CTEKJISTHHOM MalouKoM, majgaromei ¢
pPa3IMYHON BBICOTHI. B KauecTBe MOBPEkKIAOIIEr0 BO3JACUCTBUS HCIOJIB30BAIM 0XKOT Kpas
JIUCTa OTKPBITHIM IUIAMEHEM B TeueHue 3 c.

Uzmenennst pH u pCl pactBopa, OMBIBAIOIIET0 ydYacTOK CTeOJs B KIOBETE, NIpHU
TeHepaluy >3JEKTPUUYECKUX PEAKUUH PErucTPUpPOBAIA C IOMOIIBIO HOHCEIEKTUBHBIX
anekTpoaoB (DCK-10614 u DJIMC-131Cl coOTBETCTBEHHO), COCTUHEHHBIX C HOHOMEPOM
NI1JI-113. PacTBOp B 3KCIEPUMEHTAIBLHOM KIOBETE MEPEMEIINBAIM MArHUTHOW MELIAIKON B
TEYEHHUE BCEr0 BPEMEHU NMPOBEIACHMS SKCIIEPUMEHTA.

Wzmenennst pH amommacta peructpupoBamu ¢ momompio 30Hma FITC-dextran
(MakcumyM BO30OyxnmeHust u QuyopecueHiiuun — 493 u 520 HM COOTBETCTBEHHO).
VBenuuenue nHTeHCUBHOCTH (iryopecuenumn (Iy,) coorBercTByer casury pH B menouny:o
cTopoHy. sl 3arpy3Ku pacTeHusi 30HAOM, CTEOJIM NHPOPOCTKOB IOTPY’Kald B pacTBOD,
comepammii  5x10° M FITC ma 12-18 wacoB. Permcrpammio (yopecueHiuy
OCYLIECTBJSUIM HA KOMIUIEKCE JIa3epHOW CKAHMUPYIOIIEH MHUKPOCKONUU (MHKPOCKOI
Axiovert 200M, nasepubiii ckanupyromuii Mmoayns Carl Zeiss LSM 510, crekrpaibHblii
monyns Carl Zeiss 23 META). OpnoBpemeHHO ¢ peructpauueil ¢uryopecreHnnn

OCYHICCTBJIAIN 3alIMCh BHGKTqueCKOﬁ AKTHUBHOCTHU.
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OneHka H3MEHEHMH pa3MepoB JHCTa IPOBOAMIACH C IIOMOUIBIO ONTHYECKOIrO
korepeaTHoro mukpockona OCMI1300SS (Thorlabs). JIByxmepasie OKM-uzobpakenus
MOJIy4aJiy Kaxable 3 ¢ Mepes U M0CiIe HAaHECEHUS pa3ApaXKeHUsl.

Peructpanmio WHAYKIMOHHBIX KPHUBBIX 3aMmeieHHOW  ¢uyopecuenunn (3D)
OCYIIECTBJSUIA C TOMOIIBI0 MEIJIEHHOTO OAHOIy4eBoro (ocdopockona (BecemoBckui,
Becenosa, 1990) (Gemnprit ceet, 10000 mrokc, Bpemst MexXTy BO30YKIEHHEM M PErHCTpaIfen
cBeueHus — 16 mc).

X051010yCTOWYUBOCTh IIPOPOCTKOB TBHIKBbI onpeaesan METOJIOM
anekTpodusznonornyeckod nuarioctuku (PeruBun, Omnpurtos, 1992, 1993) (TectoBoe
oxmaxaenne -8 'C, 15 mum). B KauecTBe KOHTPOIS MCIOTB30BAIM XONOIO0YCTOHUMBOCTD
HEepa3IpaXCHHbIX PACTCHUM.

Konnenrpamuio AT® onpexnensuim momudepun-monudepazasiM merogom (Onputos
u ap., 1976). Conepxxanue AT® B ceMAI0NbHBIX JIUCTHSX OLIEHUBAIM 1O €€ BBIXOAY Yepes
cpe3 cemsionu B (pukcupoBanHbie (0,8 M) 00BEMBI OMBIBAIOIIETO PACTBOPA, B KOTOPHIE
MOCJIEIOBATENbHO NOTPY KaIH JIUCT (IKCNO3ULUs B KaxaoM — 15 Mun). KoHTposiem ciyxui
BbIx01 AT® 10 pazapakeHus.

Opakmuro, oborameHHy0 TuiazMatudeckumu MemOpanamu ([IM), Beimensiim w3
cTe0eld MPOPOCTKOB THIKBBI METOAOM AM(QepeHIHanIbHOr0 yabTpauneHTpu(yrupoBanus
(Leonard, Hodges, 1973) ¢ mocnemyrorieii 04ncTKON B TPAJAUEHTE IIOTHOCTH caxapossl (34
u 45%). Konuentpanuto Oenka B BeigeneHHon ¢pakmuu [IM onpenensiin merogom Jloypu
(Lowry et al., 1951) ¢ yuerom monpaBku Ha caxaposy (Gerhardt, Beevers, 1969). Uucroty
MeMOpaHHON (paKuuy OLEHWBAIM C TOMOINBIO WHTHOMTOpPHOrO ananu3a. CTemneHb
WHBEPTUPOBAHHOCTU BE3UKYJ ONPEACISAIN, HU3MEpsAsd THIPOJIUTHYECKYI0 AaKTHUBHOCTH B
npucyTcTBUM anameTuiuHa (Tuxas u np., 1984).

AT®da3Hy0 aKTUBHOCTh ONPEIEISIIN CIIEKTPO(POTOMETPHUECKH IO HAKOIUIEHHIO Pi B
xoge runponuza AT® (bonasipes, 1977). TpaHCIOPTHYIO aKTUBHOCTD H'-AT®a3b1 onenu-
BaJIM IO TYIICHUIO (IryopecueHnn 9-aMmuHoakpuamHa Ha cuektpoduryopumerpe Shimadzu
RF-5301PC. Omnpenensuin 3aBUCUMOCTb THAPOJUTUYECKOM W TPAaHCIOPTHOM AKTUBHOCTH
H'-AT®a3s1 ot xounentparmu nouoB Ca’’ B cpene muky6anmu. Konnenrpamuio Ca’ B
cpene paccuuthiBasn ¢ momotisio mporpammbel CHELATOR (Schoenmakers et al., 1992).

DKCIepUMEHTHI TPOBOAMIIN HE MEHEE YeM B 6-KpaTHOW OMOJIOTHYECKON TOBTOPHOCTH.
Cratuctuyeckyro 00pabOTKy pe3yJabTaToB MNPOBOAWIM METOJAaMH  BapHAIlMOHHOU
cratuctuku (Jlakun, 1973; Teinop, 1985). B pesynbraTax mpeactaBieHbl CpEeHUE 3HAUE-
HUS ¥ UX CTaHJAapTHBIC KBaJpaTU4Hble omuoOku (M+m). PaspaboTaHHyI0 MaTeMaTHYECKYIO
MOJIEIb PELIAI YUCIEHHO METOI0M Dijepa.



OCOBEHHOCTU 'EHEPAITN MECTHBIX DJIEKTPUYECKUX PEAKIUI
B 30HE JIOKAJIBHOI'O PA3/IPA’KEHUA

VY BBICIIMX pacTEeHUH, 3a UCKIIOUYEHHEM HEOOJBIION TPyNIbl JOKOMOTOPHBIX pacTe-
HUH, MO-BHIUMOMY, OTCYTCTBYIOT CHEIHMAIU3UPOBAHHBIC PELENTOPHBIE 00pa3oBaHUs, OT-
BEYAIOIINE 34 BOCHPUATHE BHEIIHUX CTUMYJIOB ONPEIEICHHON MoAalbHOCTH. HecMoTps Ha
3TO «OOBIYHBIE» pAcTeHHUsl CIOCOOHBI TeHepupoBath 1/ mox BiMsHUEM 1Enoro psga pas-
IOPAKATEIICH: MEXaHUYECKOIO Pa3IpakeHUs, N3MEHEHHs TEMIIEPATyPbl WIM OCBELIEHHOCTH,
IEWCTBUSA XUMUYECKUX areHToB u Ap. (OnputoB u ap., 1991; Onpuros u ap., 2005; Krol et
al., 2006; Davies, 2006). Ha npumepe MEXaHUYECKOTO M XOJIOJJOBOTO pa3ApaKeHU HaAMU
OBUTO TTPOAHATM3UPOBAHO, KAKMM 00pa30M MPOUCXOAUT BOCIPHUATHE BHEIIHUX CTUMYJIOB Y
PaCTEHHUI ¥ MOYKHO JIM TOBOPUTH O HAJIMYMH dTalla PELENINN IPA Pa3BUTUN OTBETHOU JJIEK-
TPOPU3UOIOTUYECKOMN peaKIMK HA JEHCTBUE BHELIHUX Pa3paKUTENIEH.

Ha puc. 1 mnokasana 3aBucumocth ammiauTyasl MBOP  or  wuHTEHcHBHOCTH
IIPUJIOKEHHOIO MEXAHUYECKOro cTumyisa. Kak BHUAHO M3 pHUCYHKA, YETKO IPOSBIAETCS
CBOMCTBEHHAsl PELENTOPHBIM MOTEHIMAIAM TPalyaIbHOCTh — YE€M CHJIBHEE BO3JEHCTBHE,
TeM OOJbllle amIuuTyga oTBeTa. [lo JOCTIKEHHIO pasapa)KUTeneM HEKOTOpOu
KPUTHYECKOW WMHTEHCUBHOCTH, MPOUCXOJUT PE3KOE BO3pACTaHHE aMIUINTYZAbl OTBETA, Ha
BEJIMYMHE KOTOPOM NAJIbHEWINEE YCWICHHE Pa3lpaKUTEIsl HE CKa3bIBACTCS: IMPOUCXOIUT
renepanus [1/] B cooTBETCTBHE C 3aKOHOM «BCE UM HUYETO».

a 6
100 -
5 9 14 19 35 47 ] { : :
2 2N 2 Voo = 801
=1 "l ﬂ:
B 60 -
s
©
S 40 1
=
E 20 - y=12,143Ln(x) + 10,456
20 mMB| — <
50 cek
O T T T T

0 20 40 60 80

YaenbHas aHeprus yaapa, x/m?

Puc. 1. 3aBucMMOCTh aMIUIMTYyABI MECTHOM OmoanekTpuueckoil peakmmu (MBOP) or
YACJIBHOW HEPIUU yaapa.

a — JaHHBIC OTACJIABHOI'O OIIbITA. CTpeHKaMI/I CO 3HAYCHUAMMU YKAa3aHbI MOMCHTBI HAHCCCHUSA y1apOB
COOTBETCTBYIOMIEH yaenbHO# sHeprun (Jhx/Mm);

0 — ycpenHEHHbBIE Pe3yJbTaThl 7-U U3MEpEeHUil. AMIUIMTYIA BbIpakeHa B % IO OTHOLICHHUIO K
AMIUTHTY/IC PEaKIHH, HHAYINPOBAHHOI Bo3eiicTBIEeM crtoil 102 Jhx/M’,

Hanuuue rpanyanbHOCTH U CIIOCOOHOCTH BBI3bIBaTh renepauuto 1] mo gocruxeHun
IIOPOTOBOr0 YPOBHA CBOWCTBEHHO TAKXKE W OTBETHBIM JJEKTPUYECKUM PEAKLHIM,
VHIyIHPOBAHHBIM JIOKAJIbHBIM OXJIAXKJICHHEM. B OTJIIMUME OT MEXaHUYECKOTO Pa3IpaKEHUs

3aBUCUMOCTDb aMIUIUTYAbl PCAKIIUU OT FJ'IY6I/IHBI OXJIaXJCHUA HOCUT HC JIOFapI/I(i)MI/I‘{eCKI/IfI,
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a DKCIIOHEHIMAJIbHBIN Xxapakrep. VIHOW XapakTep 3aBUCHMOCTH YKa3bIBAET HA PA3IMYHC B
MEXaHM3MaxX BOCHPUSATHS MEXaHHMYECKOI'O0 M XOJIOJOBOTO CTUMYJIOB KJIETKAMHU BBICHINX
pactenuii. CienoBarenabHO, IpeoOpa3oBaHNEe YHEPTUN BHEIIHETO CTUMYJIA B SJICKTPUIECKHMA
OTBET MPOMCXOAUT IMpPU MPEUMYIIECTBEHHOM Y4YacTUU Ppa3JIMYHBIX CTPYKTyp, B
3aBUCUMOCTH OT MOJAJIBHOCTH CTUMYJIA.

B Hacrosimiee BpeMs MeXaHU3Mbl BOCIPUSATHS CTUMYJIOB PA3IMYHOM MOJAIbHOCTH
KJIETKaMU BBICIIMX PACTEHMA H3Yy4eHbl HEJAOCTAaTOYHO. B ciiyyae MexaHUYecKou
CTUMYJISILIMK MOKHO T0JIaraTh, 4yTo AeNoJspu3anus GopMUpyeTcs IpH pelIatolleM Y4acTHH
MACCHBHBIX HOHHBIX MOTOKOB Ca’’ m Cl uepes MeXaHOUYBCTBHTENbHBIC KAIbIHEBBIC H
XJIOpHBIE KaHabl Tutazmatudeckoir MmemOpanbsl (Cosgrove, Hedrich, 1991; Ding, Pickard,
1993; Dutta, Robinson, 2004; Falke et al., 1988; Fasano et al., 2002).

[loamoporoBast nenoJsispu3anvsi, BbI3BaHHAs IOHMKEHUEM TEMIEPATYpbl, IO-
BUIMMOMY, B PEUIAIOMIel CTETeHNn 00YCIOBIEHA XOJIO0JOBBIM YTHETEHHEM 3JIEKTPOTEHHOTO
H'-Hacoca B CBA3M C yBEIMYEHHEM BA3KOCTH MEMOPAHHOTO MATPUKCA U OTPAaHHYCHHEM
koHpopmanuonHoi mogsukHocTH H -AT®ass! (Pyatygin et al., 1992; TpeymHukos u ap.,
1994). CymectByer mpennojoXeHne 00 ydYacTHM B Pa3BUTUU HMHIYLIHWPOBAHHOM
OXJAKICHUEM  JIENOJSPU3alMU  AKTUBALMU  KalbIMEBBIX KAaHAIOB M  yBEJIMYEHUS
KOHIIEHTpAInK cBOOOTHOTO KanbIus B kieTke (Lewis et al., 1997).

B menom, paccMoTpeHrne 0COOCHHOCTEH TeHepaluu SJIEKTPUYECKUX PEaKINii B 30HE
JIOKQJIBHOTO pa3fpakeHUsi ToKa3biBaeT, 4To MBOP «OOBYHBIX)» BBICIINX PACTCHHIA
o0JIajafoT PSAAOM CBOKMCTB, XapaKTEPHBIX MAJSl PEHENTOPHBIX MOTEHIMAJIOB, a HWMEHHO:
3aBUCUMOCTb XapakTepa OTBE€Ta OT MOJAJIBHOCTH pa3JpakUTeNsl; TpaayalbHOCTh
(ammuTysna OTBETa 3aBUCUT OT MHTEHCHUBHOCTH pasapaxkutens) u reHepauus 111 npu
JOCTUKEHUH ITOPOrOBOr0 3HAUYEHHUA. DTO YKa3bIBA€T Ha HAJIMYHME CAMOCTOATEIBHOIO 3Tara
peueniuyu B Pa3BUTUM OTBETHOW 3JIEKTPOPHU3MOJIOTMYECKON peaklud Ha JAeUCTBHUE
BHEIIIHMX HETOBPEKIAIOIINX Pa3IpaKUTENICH, 3aKaHunBatonierocs reaepanuent 11J1.

MEXAHU3M 'EHEPALIMU ITOTEHLIUAJIA JEUCTBUS
B KIIETKAX BBICIHEI'O PACTEHU S

HenocpencrBeHHoe yuyacTue JJIEKTPOr€HHOr0 Hacoca B (OpMHPOBAHMH
NMOTEeHIHAJIA AelcTBHS

CornacHo cyuiecTBYIOIUM MpeacTaBieHussM GopmupoBanue [1J] B kiieTkax BBICIIMX
pacTeHUi CBSI3aHO C BO3HUKHOBEHHEM IMAaCCUBHBIX MOTOKOB MOHOB: (ha3a Aenoispu3alnuu
dbopmupyercst BXOIAIUM MOTOKOM HOHOB Ca®" u BeIXOZAMEUM TTOTOKOM HOHOB CI, daza
peroNapH3aIMy — BBIXOASIINM ToTokoM noHoB K (Davies, 2006; Trebacz et al., 2006;
Felle, Zimmermann, 2007). B To e BpeMs UMEIOTCSI CBEACHUS, YTO Y BBICIINX PACTCHUU
OJIHUM M3 HEOOXOUMBbIX ycnoBuid renepanuu [1]] ssnsercs nHanuuue B coctaBe E;, BhICOKOM
MeTtabonmdeckorr (HacocHoit) kommoHeHThl (Hodick, Sievers, 1988; Ompwuros, Ilsarerus,
1989; Fromm, Spanswick, 1993; Mancuso, 1999). OTo naer ocHoBaHue mojaratb, 4TO
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MexanusM renepanuu 1] mMoxer OBITH MPSMO WM KOCBEHHO CONPSKEH € paboToi
AJIEKTPOr€HHOI'0 Hacoca.

C 1enblo BBISBICHUS BO3MOXHOM CBSI3M MEXKAY BEIMYMHOW METAa00JIMYECKOM
koMmnoHeHTsl E;, (Ep) 1 npoueccom renepanuu [1/] mpoBoawin uccinegoBaHue 3aBUCUMOCTH
ammumTy sl 11/ (Apy) or Benmnumnssl Ep. Kak BUOHO M3 pucyHKa 2, 3aBUCUMOCTb Apj OT
BEJIMYMHBI METa00JIMYEeCKOM KOMIIOHEHTHI pa3HocTu mnoteHnuanoB (AUp) (B yciaoBusix
onbita AUp coorBeTcTBYeT Ep (IIstThIrMH, 2001)) HOCUT IMHEWHBINA XapakTep. 3HAYUTEIbHOE
cHmkeHne AUp IPUBOAUT K MOJTHOMY IpeKpalieHuto npouecca reuepanuu 11/1.

Benuunna Ep mnpomopuuoHansHa ypoBHIO aktmBHOCTH H -ATdaser  (Morse,
Spanswick, 1985). YuwuteiBas 3T0, MCcreAoBanyM BIMSHHE Ha mpouecc rereparmu [1]]
uarnouTopa H-AT®daser JLKJI (Tu et al.,, 1992). IMox Bmusamem JILIKJ ammmuryna
BbI3BaHHbIX oxyaxaeHuem [IJ[ 3HaumTenbHo mnopasisuiack (puc. 3). IlomyueHHble
pE3yJIbTAaThl YKa3bIBAlOT HAa HAJIWYUE 3aBUCUMOCTH cHocoOHocTH reHepupoBaTh 1] oT

BEJIMYMHBI Ep, BO3HUKAIOIIEH 32 CUET aKTUBHOCTH 3JIEKTPOT€HHOT'O HAcoca.

120 1A, MB
: 1 MHH
S0 mB
80 A
3 =96 uB Iy
40 -
* :Fléoi’;;;‘w ~ 144 MB
' AU,, MB
0 T T .

0 40 80 120 Puc. 3. Bnusaue JUKJ Ha ammiutymy
Puc. 2. 3aBUCUMOCTH aMIUIUTYIbI WHAYUUPOBAHHBIX ITIOCTCIIEHHBIM OXJIaXK-
noreHnuana jgedcreus  (Apy) 0T neariem [IJ B BO3OyaMMBIX KJIETKax
BEJIMYMHBI MeTa00IMIeCKOM cTeOus THIKBBL. 1 - koHTposb (6e3 JALIK/I);
kommonenTsl AU (AUp). 2-0,5 MM UK 3 - 1 MM ALK,

OOHapyXeHHasi 3aBHCHMOCTb MPHHIUIIMAIBHO OTian4yaeT rereparuio [1J] B kimerkax
BBICIIMX PACTEHMH OT JAHHOIO Ipolecca Yy KHUBOTHBIX, Y KOTOPBIX CHOCOOHOCTH
reHepupoBarb [IJ] coxpansercd naxke npu yraeTeHuu sjaekrtporeHHoro Hacoca (Mocr,
1975). Hanmmuue 3aBUCcMMOCTH MeXy BennunuHO# E, 1 Apy (puc. 2, 3) MOKET OBbITh CBA3aHO
Kak ¢ ydacTueM H'-Hacoca B CO3aHHM 3HAUMTENbHBIX TpamueHToB I1J]-06pasyrommx
nonoB (CI” u K") (Opritov, Pyatygin, 1989), Tak U ¢ ero HEMOCPEJICTBEHHBIM YJacCTHEM B
dbopmupoBanuu [1J[. Tlocneanee mpennoyiokeHre OCHOBBIBACTCS Ha MOJOOHOM ydYacTUU
AJIEKTPOTreHHOro Hacoca B reHepauuu [1/] y Hekoropbix HU3MMX pacteHuit (Porareix u ap.,
1976; Gradmann, 1976; Slayman et al., 1976). Tak y Bogopocnu Acetabularia 11]] sBnsercs
«MeTaboNu4ecKuM» IO CBoed mpupone, GOpMHUPYICh 3a CUET  «BBIKIIOYCHHSD)
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anekTporennoro Cl -Hacoca ((aza memossspusanum) u mociaeayromnei ero akrupanuu (¢asa
penonsipuzaiun) (Porateix u mp., 1976; Gradmann, 1976).

JIisi OIIEHKH BO3MOYKHOCTH TEHEpallHu «METab0JIMYEeCKHX» HMITYJIbCOB B KJIETKaX
THIKBBI MPOBOAMJIM HCCIEIOBAaHHUE Ipolecca BO30YKICHHUS B YCIOBHUAX, HUCKIIOYAIOIINX
BO3HMKHOBEHHE MACCUBHBIX MOTOKOB OCHOBHBIX I1/]-06pa3atomux nornos (K™ u CI). Beuto
YCTaHOBJICHO, YTO WHAYIHPOBAHHBIE MOCTENEHHBIM oxiaxzaeHueM [1/] BozHuKaioT maxe
npu yBennmueHnn konueHTpanuu KCl caapyxu k1etok 70 1M, B yCIOBHAX, HCKITIOYAIOLTIX
BO3MOKHOCTH BO3HHKHOBEHHS MACCHBHBIX TIOTOKOB OCHOBHBIX I1/]-06pasyromux nonos (K
u Cl'). HeBO3MOXHOCTh y4acTHs MAaCCUBHBIX HOHHBIX MMOTOKOB B (hopmupoBanuu [1]] B aThx
YCIIOBUSIX YKa3bIBAIOT Ha TO, YTO B MX OCHOBE JIEXKAT, BEPOSITHO, MPOIECCH aKTUBHOTO
TPAHCIIOPTa MOHOB, OCYIIECTBIISIEMOTO AJIEKTPOTEHHBIM HACOCOM.

Henocpencrsennoe yuactue H'-macoca B remeparum I1]] ZOMKHO CONMPOBOKIATHCS
W3MEHEHHEM BHYTpU- M BHeKJIeToyHoro pH mpu reHepamum wummynbca. V3meHenus
BHEKJIETOYHOTO pH ObUTH 3aperucTpupoBaHbl ¢ moMOIIbI0 (iayopecienTHoro 3ouma FITC-
dextran Ha UENBIX PACTEHHSIX METOJOM KOH(MOKAIbHON Mukpockonuu. Anamus 3D
n300pakeHU TMOKa3al, 4YTO 30HJA H30MpaTeNbHO HAKAIUIMBAETCS B AamoIjiacTte, dYTo
HIO3BOJIAET 1O M3MEHEHHIO MHTEHCUBHOCTH ero QuyopecueHuut (Iy,) muddepenunansao

OLICHUBAaTh U3MCHCHUA BHCKIICTOYHOI'O pH

50

40

30

lpn OTH. €A,

20

10 T T T T
0 2 4 6 8

Bpemsi, MuH

0 1 1 1 1 1

-50

AU, B

-100

Puc. 4. U3menenue unteHcusHoctu (ayopecuenuuu (Ig,) FITC-dextran mpu renepaumu
IIOTEHIAJa ACVCTBUS, HHIYLIUPOBAHHOIO XOJIOAOBBIM CTHUMYJIOM Ha PAaCCTOSHUU OT 30HBI
perucTpanmu.

Crpenkoii  yka3aH MOMEHT HaHeCeHMs pasapaxkeHus. Ycuwienue Iy, COOTBETCTBYET
3amenaunBanuio. CrpaBa mnpuseneHo 2D un3oOpakeHHe CTeOJIs NPOPOCTKA THIKBBL, pa3Mep
nzo0paxkenust 90x90 MKM, 3€lEHBIM KaHal COOTBETCTBYE (IIyOpPECLEHIIMH 30H/Aa, KpPacHbIM —
aBTOo(uIyopecueHIMK xjoporuactoB. O6mactu peructpauuu Iy, MokazaHbl HPSMOYrOJIbHUKAMU
COOTBETCTBYIOLIETO LIBETA.
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Peructpanuio msMeHeHui Iy, BO BpeMEHM NPOBOIWIM Ha YPOBHE BTOPOrO WU
TPETHErO0 OT NOBEPXHOCTH cJosl KiIeTok. M3 puc. 4 BugHo, uto reHepauus II/1,
MHIYLHPOBAHHOI'O HAHECEHUEM KaIlJu JIEJSIHON BOJbI HA CTEOEIh HA PACCTOSIHUM OT 30HBI
pErucTpanuy, CONPOBOXKIAETCA BPEMEHHBIM YBEIUYECHHEM ly;, YTO CBHIETENLCTBYET O
IIEPEXOTHOM 3allEJaYMBAHUM AIlOILIACTA.

Wzmenenus BHeknerounoro pH npu renepanuu [1/] 6pun Takxke 3aperucTpupoBaHbI
IIPM  WCIOJIB30BAaHMM NOTEHUUMOMETpUYECKOoro wmeroxa. Ha pwuc. S5a mnpencrasiiena
OJTHOBpEMEHHasi 3anuch u3MeHeHuss AU yuwacTka cTebnas mnpopocTka ThIKBBI M pH
OMBIBAOIIEr0 pacTtBopa BO Bpems reHepamuu II/]. BupHo, uyro renepauums [1J]
corpoBokaaerca cmenieaneM pH B menounyio o6nacts. Kak n n3menenne AU, n3meHeHne
pH nMeer nepexoaHslil XapakTep, a 10 BPEMEHU OHU XOPOILIO COOTBETCTBYIOT APYT APYTY.

a o 0
20 MB 100 Ellsisisasssassasasnnananananaibbatansdand
pH
~ 6,15
100 c

50 A

- 6,10

L 6,05
0 —

Apg AaH?
Puc. 5. a — uamenenne pH oMbIBarolIero y4acTok crediis pacTBOpa IpHU FeHepaluy WHIY-
IIUPOBAHHOTO TMOCTENEHHBIM oxiaxneHueM [1J[. 6 - BiamstHME WHTHOUTOpA H-AT®da3si
wiazmatuyeckux Memopan ALK/ (0,5 MM) na ammutyay I1J1 (Apy) 1 ©3MEHEHUE aKTHB-

noctu H' (AaH"). PesynbTarsl BEIpakeHsl B % 10 OTHOIIEHUIO K KOHTponsHoMy I17] (n=8).

[TomyueHHBIE pe3yNbTAaThl YKA3bIBAIOT HA CIEAYIONIYIO MOCIEA0BATEIBHOCTh COOBITHIA:
BXOJl TIPOTOHOB M3 aroIuiacTa B KJIETKy Ha (haze Jemoyspu3aluu, ¥ OOpaTHBIA HEepeHoC
MIPOTOHOB B amnoIuiacT Ha Qasze penoispuzanuu. Takas mMocieqoBaTeIbHOCTh COOBITHI MO-
KET UMEThb MECTO, €CJIIM NPOUCXOAUT BPEMEHHOE YIHETEHHE AKTUBHOCTH IPOTOHHOU
AT®a3s! — nHakTUBaLMs Ha (pase ACTIOSIPU3ALNN U PEaKTUBAIMs Ha (a3e penospu3aiu
ummysbca. CBA3h perucTpupyeMbix msmenenuii pH ¢ ¢ynxrmonuposannem H -ATdaszsr
MOJTBEPKAAET CHIDKEHHE NEPEeXOAHOTO 3allesladiBaHus B TNPUCYTCTBUM HWHTHOHTOpA
dbepmenra JILK]] (puc. 56).

Ecmu Bo Bpems I1J] mpomcxomut cHmxenme aktuBHOCTH H -AT®asel, To BcTaer
BOMpocC 0 (hakTope, KOTOPHIN ero odecrneunBaeT. AHanu3 qaHHBIX guTepatypsl (Kinoshita et
al., 1995; Lino et al., 1998; Qiu, Su, 1998; De Nisi et al., 1999) npuBoauT K 3aKIIFOUEHUIO,
9TO TaKUM (PAKTOPOM MOXKET ObITh YBEIMUEHHE KOHICHTPAIMK HoHOB Ca’’ B LUTOILIA3Me
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BO30yIMMBIX KIIeTOK. lcciiemoBanue BIMSHUS MOHOB Ca®" na axtusHOCT, H'-AT®das3ml
IIPOBOJAWIIM Ha MOJEJIBHOW CHCTEME — M30JUPOBAaHHBIX Be3ukyiax [IM. Ilpu yBennueHunn
koHnenTpamun Ca’’ ¢ IUTOMIA3MATHYECKOH CTOPOHBI MHBEPTHPOBAHHBIX MEMOpPAHHBIX
Be3uky1 Bbime 2-107 M, COOTBETCTBYIOIIEH CONEPKAHMIO THX HOHOB B IUTOILIA3ME
PaCTUTENBHBIX KJIIETOK B cocTostHUM 1OKos (Sanders et al., 1999; Reddy, 2001), mpoucxomut
CHIKEHHE KaK THAPOJIUTHYECKOM, TaK M TpaHCIOpTHOH akTuBHOCTH H -AT®as3w! (puc.6).

Nonbl KanblMs OKa3bIBAIOT BIMSHUE HA AKTUBHOCTH LIEJIOTO psaa (PepMEHTOB IpHU
yuactuu nporennknnas (Reddy, 2001; Plieth, 2005; Mensenes, 2005). 13 puc. 6a (kpuBas
2) BUIHO, YTO UHTHOUTOP MpOTeUHKNHA3 H-7 B 3HAYMTENILHON MepEe CHIKAET YTHETAIOIIEe
neiictue monoB Ca’  Ha akrmBHocte H'-AT®aser IIM. Dto YKa3bIBa€T HAa TO, YTO
KaNbIWi-NHIYINPOBAHHOE CHIDKEHHME akTHBHOCTH ¢epmenta (H'-ATdassl) BBI3BaHO,
BEpOsATHEE BCETO0, ero ¢GochopunupoBaHueM Mpu ydactuu nporenHknHas. Cormacuo (De
Nisi et al.,, 1999) mporennkuHasbl, Karammsupyoomue ¢GpochHopuInpoBaHHE MPOTOHHOM
AT®a3bl OTHOCATCS K TUIY KaJlbLMi 3aBUCUMBIX TpoTenHknHa3 (CDPK).

7 a ] ]
2 | |
g 100 - 2 2 100 -
E CINE
S 7 Sz
= 1 < 9 1
S =
<.M> S | s O J
3 = =
g N
sz Et |
= 1 2
= :
& o,
= =
= | |
50 LR T T T oM O T T T T TTTTTg T
1.E-07 1.E-06 1.E-05 1.E-04 1.E-03 1.E-02 1.E-07 1.E-06 1.E-05 1.E-04 1.E-03
KonnenTtpanus Ca’", M KonnenTtpamms Ca’, M

Puc. 6. Bausiane nosos Ca®™ Ha THIPOJIUTUIECKYIO (2) U TPaHCHOPTHYIO (0) aKTUBHOCTH
H'-AT®asb1

3a 100% npumsita aktuHOCTH H' -AT®a3p! npu kouuentpamuu Ca®' - 2:107 M.

a — KpuBas 1 — B OTCyTCTBHE MHTHOMTOpa MpoTeMHKHHa3 H-7; 2 — B mpUCYTCTBUM MHTUOUTOpA
npoteunkunas H-7 (10 uM).

Taxum 00pa3zom, mokazaHa 3aBUCUMOCTH Tporecca renepanuu [1/] B kieTkax BbicIInx
pacTeHUl OT BEJIMYMHBI MeTaboIu4YecKol KoMmMmoHeHThl E,, BO3HUKalomel 3a cueT
dyskumonupoanns H'-AT®azer [IM. JlanHas 3aBHCHMOCTH 0OYCIIOBIIEHA, MO-BHIMMOMY,
KAK Y4YaCTHEM DJJIEKTPOI€HHOIO Hacoca B CO3JaHUM 3HAYUTENbHBIX rpagueHToB II/1-
dopmupyromux nonos (Cl u K), Tak 1 HemocpenCTBEHHBIM yJacTHEM HACOCA B TeHEPALHH
I1JI. Bo Bpems reHeparmu I1JI mpoMCXOAUT HepexojHOE H3MEHEHHWe akTHBHOcTH H'-
AT®a3p1 — nHaKTHBAIMS Ha (aze IENOJSIPU3ANNHA HUMITYJIhCa, ¥ TMOCISAYIONas aKTHBAIIHS
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Ha (paze pemossgpuzanuu. PakTOPOM, BBHI3BIBAIONINM BPEMEHHOE YTHETEHHE AaKTHBHOCTH
npoToHHON ATMa3kl, 0-BHAUMOMY, SBISETCS YBENMUYCHHE KOHIEHTpauu# uoHoB Ca’ B
HaYaJbHBI MOMEHT BO30YKICHUS.

COBOKYNIHOCTH  IPOLIECCOB, JIEKAIMMX B OCHOBe MeXaHH3Ma TIeHepauuu
NMOTEHIMAJIA 1eCTBUS

PaccmorpeB Takyio ocoOeHHOCTh reHepamuu IIJ[ y BblcmMX pacTeHHH, Kak
HEMOCPEJCTBEHHOE YYaCTHE JJIEKTPOI€HHOI'O Hacoca, HEOoOXOOUMO OINpPEAETUTh BCHO
MOCJIEIOBATENIbHOCTh MPOLIECCOB, OMPEEISIIOIMNX pa3BUTHE HMIyibca. C 3TOM LEbIO
OBUTO TPOBEACHO HCCCeI0BaHNEe MexaHu3Ma (opMupoBaHus (a3 Jie- U penosspu3anuu
/1. Jlns w3ydenus pomn woHoB Ca’” B (opmupoBaHHH (askl AETOAPH3ALMH ObLTH
MpPUMEHEHBl OJIOKAaTOpP KaJbLMEBBIX KAaHAJIOB BEpalaMMW W XeIaTop JBYXBAJICHTHBIX
katuoHoB DI'TA, yrueraroniue BXoJ HMOHOB Kanblivs B KieTKy. Kak BugHO U3 puc. 7,
orpaHudeHne BXxo1a MoHOB Ca’’ MPHBOIUT K MOJHOMY MOAABICHHIO IMPOIECCA IeHEPALHH
IIJI. Ilpy »>TOM HE NPOUCXOAUT W TUINMYHBIX IIEPEXONHBIX H3MeHeHHH pH, uyTo
OATBEPIX/IAeT Poith HOHOB Ca’’ B yrHETEHHH 3IEKTPOreHHOr0 MPOTOHHOTO HACOCA.

[Tomnoe monmasnenue I1J] B mpucyrctBum OI'TA u BepamaMuiaa MOXET OBITH CBSI3aHO
mbo ¢ ompexensiomeil ponsio moHoB Ca’’ B passurum dasel menomspusaman 1) B
KauecTBE OCHOBHOI'O HOCHTENS 3apsia, 4TO MOKa3aHO JJIs HEKOTOPBIX BBICIIMX PacTEHUMN
(Iijima, Siaoka, 1985; Hodick, Sievers, 1988), mubo ¢ ero poyibio B Ka4eCTBE CUTHAIBHOTO
(dakTopa, nums uHuLMUpyromero rerepauuio [1J[. Ecnu Ca** BBICTYNIAET KaK OCHOBHOW
NEPEHOCUYUK 3apsia, W3MEHEHHE €ro KOHILIEHTPalUW BO BHEKJIETOYHOM cpee IOJIKHO
orpazutbes Ha amiuurye [1/]. Ognako 3Toro He HaOMIOAIOCH B AMANA30HE COAEPKAHUS
Ca** CHapyX#u oT Bo30ymuMbIxX ki1eTok ot 0,1 mo 10 MM. DTo ykas3piBaeT Ha TO, YTO MOHAM
Ca*’ MPUHAJICKAT CUTHAIbHASA POJIb — BXOJ Ca*’ HEOOXOAUM JJIsi MHUIMALUK Tpoliecca
BO3GY>KaeH s, npH 5ToM Ca’’ He BHOCHT CYIIECTBEHHOIO BKIIAJa B M3MEHEHHE [TOTEHIIHANA
IIPU pa3BUTHH (a3bl IENOJIIPU3ALIUN.

Benymas posib B M3MEHEHUHU NOTEHLMANA Ipu GpopmMupoBaHuu (assl Jenoaspu3aluu
TIPHHAIIEKAT, Ho-BuauMoMy, noHam Cl” u H'. Bo3sHEKHOBEHHE MOTOKA MPOTOHOB Ha (ase
nenonspusanuu I1J[ B kieTkax cTebis NPOPOCTKOB THIKBBI ObUIO IOKA3aHO BBIIIIE.
AHaJIOrMYHbIN MTOAXO0/ — PETUCTpaLMsl AMHAMUKY KOHLEHTPALMK BO BHEKJIETOUHOM cpejie —
Obul mcmonb3oBaH g u3ydeHus ponmu ClI° B pasButum asel genonspuzanuu. [lpu
renepauuu [1J] n3menenus comepxkanust Cl° Bo BHEKJIETOUHOW cpeie MMeNH ABYX(a3HbIN
xapakTep — ObicTpoe yBenmnueHne KoHueHTpauuu Cl, CMEHSIOCh CHIDKEHHEM — M TIO0
BPEMEHH XOpOLIO COOTBETCTBOBAIM pa3BUTHIO (a3bl Aemossapusanuu  (puc. 8a).
[TomyueHHBIE PE3yABTATHI COTIACYIOTCS C MPEACTABICHUS 00 YYaCTHH BBIXOSIErO MOTOKA
CI' B popmupoBannu (aszsr nenonsipusanuu 1] y Beicmux pactenuit (Onputos, PeruBuH,
1982; Fromm, Spanswick, 1993).

Ha ocHOBaHMM 3KCHEpUMEHTOB, IpPEACTABIEHHBIX HAa puC. 8a, U CBEIEHUH O
conepxkannn Cl° B kmerkax ctebnst ThIkBBI (OmputoB u ap., 1991) Owbuio paccuuTano
W3MEHEHHEe paBHOBeCHOTO noteHnuana ais noHoB Cl (Ecy) mpu renepanuu [1]]. 3menenue
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koHreHTpanuu Cl° BemeT K 3HAYMTENBHOMY CMemeHuio Ec¢; B oTpumarenbHyio 001acTb,
npubmmxas BenuunHy Ec; x 3Hadenusim E,, B muke I1J] (puc. 86). DT0 MOXKeT SBIATHCS
OJHUM H3 (HaKTOPOB, OTPAHUUYMBAIOIINX pa3BuTHE (Pa3sl nemomnsipusanuu [1]1, T.e. 3HaueHne
noreHuana B nuke 111 Mmoxer onpenenstbes BEMUUnHON Ecy.

pH
~6,10
U 8¢
309
. 6,05
pH
10 -6,00
-AU

Puc. 7. NnaymmipoBaHHbIE MOCTETIEHHBIM OXJIAKIIEHUEM W3MEHEHHS PAa3HOCTH MOTEHIIMATIOB
(AU) yuactka cTebiist mpopocTKa THIKBBI 1 pH OMBIBAIOIIETO pacTBOpa B CTAHIAPTHOM cpefie
(a), B mpucyrcrBuu 2 MM DI'TA (6) u 0,5 MM Beparnamma (B).

a N 0

0
Ec” 1777
_ U3meHeHue Ec, cesizaHHoe ¢
ebixodom CI npu 2eHepauyuu
¢hasbl dernonspusayuu
20 mB| | 0,1 pCl Ecl
por | P, O
En
100 ¢
-AU/ )

Puc. 8. M3menenune konneHTpanun noHoB Cl° Bo BHEKIETOUHOM cpeze npu reHeparuu [1]1,
WHIYIMPOBAHHOTO TIOCTETIEHHBIM OXJaXAeHHeM (a). 0 — cxema, WUIIOCTPUPYIOMIas
W3MEHeHHe paBHOBecHOTo noreHiuana s noHoB Cl (Ec))npu renepanum [1]1.

E’ — 3nauenne MeMOpaHHOTO noTeHuuana B nuke [1/1, Ec’ — PAaBHOBECHBIN ITOTEHIMAJ 11 HOHOB
CI B moxoe, E¢ — B Makcnmyme n3Menennit kounenTpamun Cl,
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[Tpumenenue 610kaTopa aHMOHHBIX KaHAJIOB — ATaKpuHOBOW KUCIOTH (DK) — Benmer
3HAYUTEIBHOMY CHUKEHUIO aMIUIMTYAbl U CKOPOCTH (hOPMHUPOBAHUS (pa3bl JENOJIIpU3aLUN
U TIO/aBIISieT TepexonHoe u3MeHeHune KoHmentpamuu ClI. DTo ykaspiBaeT Ha TO, 4TO
BO3HHKHOBeHHE BbIxomsmiero noroka Cl° mpum renepammm [1/] cBs3aHo ¢ akTuBanmein
COOTBETCTBYIOIIUX MOHHBIX KaHAJIOB.

MoHo nonarate, 4to npu O61okupoBannu notoka Cl passurue (hasbl nenonspusanuu
PeIyIHPOBAHHBIX HMITYIbCOB OOYCIOBIECHO MPEMMYIIECTBEHHO BXOMAIIMM HoTokoM H'.
HelictButenbHo, moja BiausHueM OK MOpoUCXOOUT yCUJIEHHE MOTOKA H+, 0 4YeM
CBHUJICTEIbCTBYET 0OJiee CHIBHOE 3alllellauMBaHUE BHEIIHETO PAacTBOpA IO CPAaBHEHUIO C
KoHTposieM (puc. 9). B eme Oosbmieil cTeneHH NPOUCXOIUT BO3PACTAHWE BEIHMYMHBI
orHowmeHnss u3MeHeHuss pH k ammumryne IIJ[, ykassiBaromiee Ha yBEIMYEHHE BKJIAJA
notroka H' B remeparmio ¢assl aemonspusamuu I[1]]. OgHako 3T0 He B HOTHOH Mepe
KomneHcupyer ocnabnenue noroka Cl, m ammauryaa I1J] 3HauuTenpHO MEHbIIE YeM B
KoHTposie. llosydeHHbIE pe3ysbTaThl CBUIETENBCTBYET O TOM, YTO Y4YacTBYIOUIUE B
dopmupoBannu  ¢dasel  genomspmsarmu 1]l moroku wmomoB ClI° m H'  sBmsorcs
conpspkeHHbIMU. COTpsiKEHHE JBYX HMOTOKOB OOECIIEYMBAETCS, MO-BHANMOMY, HAJTUYHAEM

00IIIeH JBYDKYIIECH CHIIBI — I'PaJeHTa YJICKTPUUYECKOro norennuaia Ha I1M.

Yo

250 - ; B A
1 Puc. 9. Buusame Onokaropa

200 - O Aay,
A AHUOHHBIX KAaHAJIOB ATaKPUHO-

LA o
150 o H Boi kucnotel (0,5 MM) wm
I Ang WHTHOWUTOpA MpOoTenHKNHa3 — H-
100 7 (10 uM) Ha ammuryny I1J] u
50 - BEITUYNHY MEePEX0THOTO
=2 W3MEHEHHsS BHEKJIeTouHoro pH
0 . |
STakprHoBEaA H-7
KWCNOTa

Bo3HukaeT 3akOHOMEpHBIH BOIPOC O COOTHOIICHWH «XJopHOTo» (aktuBarus Cl-
+
KaHaJIOB) U «HacocHoro» (uHaktuBanus H -AT®da3e1) Mexanu3zmoB ¢opmupoBaHusi (assl
2+
nenonspusanuu [1J[. Orpannuenue Bxoga Ca™ B KJIETKHU (pUC. 7) OTBET HA 3TOT BOMPOC HE
JaeT, MOCKOJBbKY OIoKupyeT o0a MexaHW3Ma, I KOTOPBIX YBEIMYCHHE KOHIIEHTPALWUU
2+ +
Ca” B nuTOIIa3Me SBJSETCS TpUIrepoM. YrHereHne akTuBHOCTH H -AT®da3bl ¢ moMo1ibio
MHIMOUTOPOB TaKXKe HE I03BOJSET OAHO3HAYHO OINPEIENIUTh €€ POjb B PAa3BUTUU (a3bl
JETIONIAPU3AINH, TIOCKOJIBKY OHO OKa3bIBaeT onocpenoBaHHoe BiausHue Ha Cl -moTok myTteMm
yMeHbleHus BennuuHsbl E . 30uparenbHO BEIUICHUTh «HACOCHBIN) MEXaHU3M IO3BOJISIET,
KaK ITOKa3bIBAIOT PE3yJbTaThl OMBITOB Ha BE3WKyJax (puc. 6), MPUMEHEHHWE WHTUOHTOpPA
2+ +
IIPOTEMHKHMHA3, ycTpaHstolero BiugHue Ca™ Ha aktuBHOCTh H -AT®a3b1. Mcnions3oBanue
H-7 B onpITax Ha LEJBIX MPOPOCTKAaX BBI3BIBAJIO 3HAYUTEIIBHOE YMEHbIIEHUE U3MEeHeHUN pH

npu renepauuun [1J] (puc. 9). Ammmryna I1J[ npu 3Tom monpasisutack He Oonee, yeM Ha
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10%. OpHako 3TOT pe3ylbTaT, MO-BHAMUMOMY, HE B IIOJIHOW Mepe OTpa)kaeT BKJIaj
MPOTOHHOTO TOTOKAa B TeHEpanuio ¢asbl JCTOISIPU3AINK, TOCKOIbKY €r0 yMEHBIICHHE
MOKET YaCTUYHO KOMIIEHCUPOBaThcs ycwienneMm notoka Cl. Bce ke, B COBOKYMHOCTH C
JaHHBIMH O 3HAYHUTENHLHO OoJiee CUIBHOM TonaBlieHuu amruutyabl [1]] Grokaropom
aHMOHHBIX KaHanoB DK u Gonpmmx u3MeHeHnsx kKonuenTpamun Cl' B cpaBrennn ¢ H', 310
yKa3plBaeT Ha TO, YTO Beaymias poiib B ¢opmupoBaHuu ¢asel nenonspusanuu  [1]]
MPUHAJICKUAT BBIXOsieMy moToky Cl.

3akaHumBas paccMoTpenue ¢asbl aenonspusanuu [1]], HeoOX0aMMO MOJYEPKHYTH €€
KOMIUIEKCHYI0 TIpupoay. B ocHOBe nenoinspu3zanuu jexar BXOISIIUN MOTOK MPOTOHOB U
BBIXOsmHA MOTOK MOHOB Cl'. CHHXpOHH3AIMs JBYX IMOTOKOB 00ECTIEYMBACTCS HATMYUEM
€IMHOTO CUTHAJILHOTO (aKTOpa — YBEITUYCHHS B IIUTO30JI€ KOHIICHTPAIIUU Ca”". [Ipu sTOM
BXOJSAIIUNA IOTOK HOHOB Ca2+, HEeoOXoAuMBIN Juist 3amycka reHeparuu [1J] B memom, He
BHOCHT CYIIIECTBEHHOTO BKJIaJIa B pa3BuTHe jenonspusanun. Ilotoku Cl' u H' ne sBnsrorcs
HE3aBUCHMBIMH, a UIMEIOT 00Muii conpsiratomuii ¢pakrop — E,,. YMeHbIeHne moToka o1Ho-
r'0 U3 UOHOB MOXKET MPUBOJUTH K KOMIIEHCATOPHOMY YBEJIMYEHHUIO MOTOKA IPYTrOro HOHa.

dopmuposanue (assl pernosspuzanun [1]] B kiaeTkax BBICIINX PACTEHHNA, TAaKKe KaK U
B KJIETKaX XapOBBIX BOAOPOCIEH 1 BO30YAUMBIX KIETKAX JKUBOTHBIX CBSI3BIBAIOT C BO3ZHUK-
HOBEHHEM BBIXOISIIEr0 MOTOKa MOHOB K (Xomopos, 1975; Ohki, 1985; bepecToBckuii u
ap., 1987; Omputos u np., 1991; Davies, 2006; Trebacz et al., 2006). Onnako ¢popmupoBa-
HUe (pa3el pernonsipu3ayy y BBICIINX PACTEHUH, MTO-BUANMOMY, HOCHT 0OJIee CIIOKHBIA Xa-
paktep. OOpamaer Ha ce0s BHUMaHHE (opMa UMITyJIbca — (ha3y penosipu3aluyd MOXKHO
pa3dute Ha ABa mocnemoBaTenbHbIX dTana (puc. 10). IlomoOnas ¢dopma xapaktepHa He
tonbko anst IIJ1 B knerkax Cucurbita pepo, HO W JUisl LENOTO psA/ia BBICIIMX PacTEeHUMU
(Samejima, Sibaoka, 1982; Hodick, Sievers, 1988; Fromm, Spanswick, 1993).

E,vmB A4 t,°C 0
10 dE, /dt, MB/c
-50 4
L 25
3 1
-100 { ™
2
- 20
-150 4 1 2

20 60 100 140
200 L 15 ~E_, mB

Puc. 10. Tunwunsni umnyasc [1/], Bo3HuKarommMil B B030y1MMOii KiIeTKe CTeOs1 THIKBBI IPU

nocreneHHOM oxnaxaeHuu (a). 6 — xpussle ¢yakoun dE,/dt=f(E.,) mma dass
penosipu3aluy NOTEHIINAIOB ASUCTBYS, BOZHUKIINX MIPH Pa3INdHON Temreparype. Kpusast
1 noyuena npu oxmaxaennn 10 17,6 °C, xpusas 2 — g0 12,1 °C.
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C menpio BBIIBIEHHUS OCOOCHHOCTEH 3TanoB (popmupoBanus [1J] ckopocTs n3mMenenus
noteHnuana npu passutuu (aszel penonspuzanuu (dE,/dt) Opiia mpencraBmena Kak
¢bynkums Benmmumabl E; kmetku (puc. 1006). B mpemenax kaxmoro u3 sTtamoB  (asbl
penoJsipu3aluu  CKOpocTb H3MeHeHus E,, cHavana yBenMuuMBajgach JIO0 HEKOTOPOIO
MakCUMyMa, a 3areM CcHmkamzacb. W3 puc. 100 BuaHO, dYTO TemmeparypHas
qyBCTBUTEIBHOCTh BTOPOrO 3Tama (a3bl PEnoyisipu3alMyd 3HAYUTENBHO OOJbIIe, YeM Y
nepBoro. OTmedeHnHble 0coOeHHOCTH (a3bl penonsgpusanun [1/] yka3siBaroT Ha TO, 9TO MpH
ee (OpMUPOBAHWHU YYACTBYIOT, BEPOSTHEE BCEro, JBa PA3IMYHBIX HOHTPAHCIIOPTHBIX
mpouecca, KakIpld M3 KOTOPbIX HIET J0 HACHIIEHHMS B MpENesax OMNpPEIeICHHOIO
IMana3oHa 3HaueHuu E,.

C yuactmem uoHOB K™ Qopmupyercss, BeposATHO, NUIIb MEpBBIA HTam  (hasbl
penosipu3anui, KOTOPBI OOHApy)XWBAaeT OTHOCUTEIBHO ClIadyl0 3aBUCHMOCTH OT
TEMIIEpaTyphl, XapaKTEpHYIO JJsi IacCUBHOro siektporeHeza (OmputoB u ap., 1991).
CremyeT TakKe YUHTBIBATh, YTO BO3MOYKHOCTH BBIXOZSIIEro moToka K' orpaHmdeHsl, Tak
Kak IIpu CHUKEHUU E;, 10 3HaYeHHi K+—paBHOBeCHOFO MOTEHLMANA ABWXKYIIAs CHJIA I
Boixoga MoHOB K’ mcuesaer. PacueTsl, HpoBeIeHHBIE HA OCHOBAHHH CBEIEHHH 00
u3MeHeHnn KoHnenTtpanuu K npu remepanuu I1]] B kneTkax cre6is ThIkBEI (ONpHTOB U
ap., 1991), nokazanu, 4yTo BeIHMUYUHA K+—paBHOBeCHOFO MOTEHIMAaJa COOTBETCTBYET IPAHULIC
nepBoro srana (assl penoispuszanuu. CieqoBaTeabHo, BTOPOH 3Tan (pas3sl penosspru3annn
UMEET HE «KaIMEBYIO» IpHUpoay. Bricokas TemmneparypHas 4yBCTBUTEIbLHOCTb 3TOrO ATana
(puc. 100) yka3pIBaeT Ha TO, YTO OH BO3HUKAET, BEPOSATHEE BCErO, MPH yUYACTHH aKTUBHOTO
TPAHCIOPTHOIO MpOIECCa, OCYIIECTBISEMOr0 3JIEKTPOreHHbIM HacocoMm  (IIsaTeirus,
Omputos, 1987).

ITogBoas uror paccMoTpeHus Mexanu3ma reaepanuu [1/] y Belcmx pacTeHUN MOXKHO
MPEJIOKUTE CIEYIONIYIO TIOCIEA0BATEILHOCTh cOObITHH (puc. 11). Jlemonspuzanust 10

Cl K*
out
° ﬂl
in
Puc. 11. Ilpeanonaraemas
g cXeMa MEXaHHW3Ma reHepainuu
2+ .
. ‘fa NOTCHIMAMa  JICUCTBHS B
[ ] < o
: KJIETKaX BBICIIUX PACTCHH.
v
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YpOBHSI TIOpora BO30YXAEHHUS OTKPHIBAET MOTEHIIMAI3aBHCUMBIE KaJIbLIUEBbIE KaHAJIbI.
Kanpuuii, BXos BHYTPh KIETKH, aKTHMBHUPYET XJIOpPHBIE KaHAThl M yrHeTaeT pabory H'-
AT®a3pl.  BeXogsmmii moTok xmaopa u  yrHeTenme H -AT®assl  obecmeunBaroT
dbopmupoBanue (as3pl aenosspu3alnuu 10 ypoBHs moreHnuana B rmke [/, Kanmeswiid
MIOTOK, KOTOpBIM HauumHaeTcs Ha ¢ase nenossgpuzauud umnyiabsca (PeruBun, 1988),
dopMupyeT mepBbIii dTan (asel penongpusanyy 10 yposHs K'-paBHOBECHOT0 MoTeHIMANA.
3atem mpoucxoaut aktupanus H -ATdass1, BepoATHO, 3a CUET y[aldeHHs U3 IUTOIIA3MBI
W30BITKA MOHOB Kalbllus. AKTHBHpOBaHHBIA H ' -Hacoc ¢opMmupyer BTOpoi#, Oomee

3HAYUTEIILHBIN 110 BEJIUYHHE dTan (1)&3131 penoripru3annu, 3apcpuias pa3BUTUC UMITYJIbCa

MATEMATHUYECKAS MOJIEJIb TEHEPAITUU ITOTEHIIMAJIA JENCTBUS
YV BBICHINX PACTEHUU

CnoxHbIl XapakTep JJEKTPOreHe3a pacTUTENbHBIX KIETOK B IIOKOE U IpHU
BO30YX/IEHUHU [ENIaeT BECbMa aKTyaJbHOW MPOOJIEMy MaTeMaTHYeCKOrO MOJEIMPOBAHUS
3THX MpoLeccoB. MIMeoTcs oTAenbHbBIE pabOThI, MOCBSIICHHBIE PEIICHUIO 3TOTO BOMPOCA,
KOTOpbIE ONUCHIBAIOT MOJJEPKAaHUE MEMOPAHHOIO NMOTEHIIMAA B TIOKOE, U €ro KosiebaHus
(Gradmann, Hoffstadt, 1998; Gradmann, 2001; Beilby, 2007), oqHako, B COBpeMEHHOI
JIUTEpAType OTCYTCTBYET Maremarnueckoe onucanue I1J[ y Boicmmx pacreHuid. B To xe
BpeMsl, IETATM3MPOBAHHAS MAaTEeMaTHYEeCKast MOAEIb MOXKET ObITh NCIOJB30BaHa B KAUECTBE
CaMOCTOSITEIbHOTO MHCTPYMEHTA TEOPETUYECKOr0 aHalv3a MexaHu3ma reHepauuu I1J] B
KJIETKaX BBICIIMX DPACTEHHUH, a TaKKe CIYXHUTh apryMEHTOM B TOJb3y TE€X MM HHBIX
THIIOTE3 O MPHUPOIE BO30YkAeHus. B kauecTBe oTIpaBHON TOYKM HaMH ObljIa UCTIOIH30BAHA
pa3paboTaHHasi HA OCHOBAHWU JAaHHBIX JIMTEPATYPhI U MOTyUYEHHBIX B pabOTe pe3ysbTaToB
cxema MexaHnu3Mma resepauuu 11, npeacrasnennas Ha puc. 11.

Onucanue MmaTeMaTH4eCcKOi MoJe/IH

OnexkTpoPU3NOIOrUYecKas CXeMa KJIETKH BBICIIEr0 PpacTEeHUs, NPUMEHEHHas s
MaTeMaTU4ecKoro omnucaHus reHepauuu [IJI, comepXUT >JIEMEHThl MACCUBHOIO U
aKTUBHOTO TpaHcropra moHos K', CI7, Ca®" u H (OmpuroB u ap., 1991; Gradmann,
Hoffstadt, 1998; Gradmann, 2001). Cuctema macCMBHOTO TpaHCHOpTa ObLIa MpeacTaBIeHA
KaJIMEBBIMM KaHajlaMU JBYX THUIIOB — aKTUBHMpyemble nenoispusauued (D-xaHansl) u
runepnonspusanueit (G-kaHanbl), XJOpPHBIMU M KalblMeBbIMU KaHaidamu. Cucrema
aKTHBHOTO TPAaHCIOPTa BKMIOYana B cebs TpancmopTHele ATdaser aByx Tumos — H'-
AT®asy (Ompuros u ap. 1991; Spanswic, 2006) u Ca*"-AT®asy (Bush, 1993) u cucremsl
BTOPUYHOTO aKTHBHOTO TpaHcmopra — 2H'/Cl-cummoprep u H'/K'-amtmmoprep
(Rodriguez-Navarro, 2000; Gradmann, 2001).

N3meHeHnss MeMOpaHHOrO MOTEHLMaa ONUCHIBAIM ypaBHEHUEM XOJKKHUHA-XaKCIU
(He, 2006) (1):

dE 1
L g ore(KY,ClT HY,Ca* 1
o o ( ) (D,
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rie E, — MeMOpaHHBIN OTEHIINAT; j, — TOTOK Yepe3 MeMOpaHy noHa coprta »; C — yaenpHas
€MKOCTb MeMOpaHbl; F'— nocrosiHHas Papajes.

[TaccuBHBIN TpaHCHOPT MOHOB OINKMCHIBATIN OOIICTIPHHATHIM ypaBHeHHEM [ onbpiMaHa-
XomxkuHa-Karua mist noroka nonos (Omnputos u ap. 1991; Spanswic, 2006) (2):
2FE,, [r),, =[], exp(- zFE,, /RT)

RT 1—exp(-zFE, /RT)

rae p° - BEPOSATHOCTH OTKPBITOTO COCTOSHHMS KaHajga s JaHHOro uoHa, P -

j — poPmax

),

MaKcuMajbHas yJeJbHash MPOHUIIAEMOCTh ISl 3TOr0 WOHA, [r];, U [r],, — KOHIEHTpauu
HECBSI3aHHOTO MOHA ¥ B IIUTOIIA3ME U alloIuIacTe COOTBETCTBEHHO, z — 3apsig uoHa, R u T
— CTaHJapTHBIC TEPMOIUHAMUYECCKIE BEITMYNHEI.

BeposTHOCTE HaxOXICHHSI KAHAJIOB B OTKPBITOM COCTOSHUU HAXOJWIU HUCXOMAS W3
KOJIMYECTBA WX BO3MOXKHBIX COCTOSIHHI: OTKPBITOE-3aKphiToe I KanmueBbix (Gradmann,
2001) u xmopueix (Barbier-Brygoo et al., 2000) kaHaaoB; OTKPBITOE-3aKPHITOEC-
WHAaKTUBUPOBAHHOE — IS KaiablueBbIX (Onpuros u np., 1991; White, 1998).

JINHAMHKY BEPOSITHOCTH OTKPBITOIO COCTOSTHUS (p’) MOHHBIX KAaHAJIOB OIMCHIBAIM Ha
ocHoBe paboT (Gradmann, Hoffstadt, 1998; Gradmann, 2001) ypasuenusmu (3) (s K- u
Cl'-xananos) u (4) (wis Ca’ -xananos):

% =k, explE, C° 21— p° )k, explCE* — E,C° J2)p° N
% =k, exp(Em C’ /2)(1_ P’ —p )_ k| ede" E-E, C° /2)p" N .
+k, exdEm C’ /2)p" —k eXl:(Ci EF-E C /2)p”

% =k, explE, C' [2)p” —k; exp(C'E' - E, C' 2)p’

rae p'- BEpPOSTHOCTh MHAKTUBUPOBAHHOTO cOCTOsiHMS, C°Hu C'- KOHCTAHTHI, OTPAXKAIOIIHE

JOJI0 MEMOpAHHOrO IOTEHIMalla, KOTOPBIM JEHCTBYET Ha BOPOTHBIE YaCTULBl IIPU

nepexone B OoTkpbiToe (C°) U mHakTHBHpOoBaHHOEe (C') cocTosiHUSA, W uX 3apsan, E'u E' -

MOTCHIOHWAJIbI, OTPAaKaroIIC PA3HOCTh INTOTCHIUAJIbHBIX BHCPFHﬁ MCXKY 3aKpbITBIM U

OTKPBITBIM W OTKPBITBIM W HWHAKTUBUPOBAHHLIM COCTOSHUAMU, COOTBCTCTBCHHO, k P k Pl

KOHCTAHThI OTPAYKAIOLUIUE CKOPOCTH MEPEMELIEHUSI BOPOTHBIX YACTHIl B MEMOpaHE.

JUisi  XJIOPHBIX KAaHAJIOB YYWTHIBAIM TAaKKE€ 3aBUCUMOCTb HX AaKTUBHOCTH OT
COJIepKaHUS NOHOB KaJbIHs B KieTke (Lewis et al., 1997) myrem BBeneHus kodpdunmenta 4
B ypaBHeHue (3):

2+ 2
[Ca™],

A= -
K* +[Ca™],

rie A — [0Js aKTUBUPOBAHHBIX KaJbIMEM XJIOPHBIX KaHaloB, K — KOHCTaHTa, paBHas

KOHIIEHTPALIMM MOHOB KaJblKs, P KOTOPOU J0Ji1 aKTMBMPOBAHHBIX KaHaloB paBHa (.5,
2+

[Ca™ ]i, — KOHIIEHTpalusl KaJblUs B IIUTOILIa3ME, CTENEHb «2» OTpakaeT HEOOXOAUMOCTh
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CBSI3BIBAHMS BYX MOHOB Ca’’ JUIf aKTHBALMH OHOTO XJIopHOro Kaxana (bepecToBckmii 1
ap., 1987). Ilonaramu, 4TO BEPOSITHOCTh HAXOXKIEHHUS XJIOPHBIX KaHAJIOB B OTKPBITOM
COCTOSHUMH 6IM3Ka K HyIO npu HU3KuX (Hmke 107 M) BHYTPHKIETOYHBIX KOHIIGHTPALMIX
Ca®" (Barbier-Brygoo et al., 2000).

[lepBuuHBIl aKTHBHBI TPAHCHOPT HOHOB ONMCHIBATH MyTeM IpeacTaBienus H -
AT®a3sr u Ca’ -ATda3pl cHCTEMaMH, KOTOPBIE CIIOCOOHBI MPHHHMAThH [BA COCTOSHHIS —
cBoboaHOE U cBs3aHHOE ¢ noHamu (Beilby, Shepherd, 2001):

k+1k+2 - k—lk—z
“kytk +k,+k,

(3,

Jp=E

rae E, — oOmas koHueHTpauus depmenra, k,,, k , k., U k_, - KOHCTaHTBI NPSAMBIX (+) U

+1°
0o0paTHBIX (—) MEPEXOJ0B MEXIy COCTOSHHUSIMH: CBOOOJHOE — CBsi3aHHOE ¢ MOHOM (1) u
CBSI3aHHOE C HOHOM — cBoOogHOe (2). k mpu 3TOM 3aBucCenH OT BeIUYUHBI B,
KOHILIEHTPAIIMH MEPEHOCHMBIX MOHOB, dHeprum ruapommza AT®. JInma H'-ATdasbr
VUUTBIBAIN 3aBHCHMOCTH ee akTuBHocTH oT [Ca*' ], (De Nisi et al., 1999). ITpu onmcanuu
Ca’"-AT®a3bl npuHEMamM, 4To oHa (yHKIHOHHpyeT B pexume Ca’’/H™ o6mena (Bush,
1993 BropuyuHblii aKTUBHBI TPAHCIOPT HMOHOB OINHUCHIBANM 0€3 ydera pa3IUYHbIX
cocTostHMN TepeHocyrka. CKOpOCTh mepeHoca Oblia MPONOPIHOHANbHA KOHIIEHTPALUSIM
TIEPEHOCHMBIX HOHOB, a JUIf 3JeKTporeHHoro mepenoca (2H'/Cl-cummoptep) — 3aBucena
taxxke ot E, (ypaBaenus (6) u (7)).

. FE, 1 _tery (a2 P expl-FE, /RT)

" RT l1-exp(—FE, /RT) T M RT 1—exp(— FE, /RT)

o = VK 1 H 1 ~[K 1, [H ) (7),

. Cl . K Cl— K+ VCZ V[{
rne j, u j,  —moroku ClI'u K', V= u V" — KOHCTAHTBI OIPeIeISIIOINe CKOPOCTh MEPeHoca

(6),

7 =vaCry, 1]

nonos 2H'/CI"-cummoprepom u  K'/H'-aHTHIOPTEpOM, COOTBETCTBEHHO, KOTOpHIE
SIBIISIIOTCS TIpom3BecHneM V' =k"E’, rne E' — xoHumeHTpamms (epMeHTa, MEPEHOCSIIEro
WOH 7, k' — He 3aBucsiue ot E,, 1 KOHIEHTpaluii HOHOB KOHCTAHTHI IEPEHOCA.

Monynupyroliee BIMSHHE TEMIIEpaTypbl Ha CHCTEMbl aKTHBHOI'O TpaHCHoOpTa (Kak
NEPBUYHOTO, TaK M BTOPUYHOTO) OMHUCHIBATH KOAPGUIHEHTOM ()9, KOTOPBIA MOIaraim
HEM3MEHHBIM M paBHBIM 3, YTO XapakTepHO s (PEPMEHTATUBHBIX MPOIECCOB
(Bapdonomees, ['ypeBud, 1999).

N3MeHeHHsT KOHLEHTpalMy HOHOB BHYTPM M BHE KIETKM ONMCBHIBAJIM Ha OCHOBE
ypaBHeHus (2), BBoAs kodhdunuents! S,,/V,, (OTHOIIEHHE TUIOMAIN TOBEPXHOCTH KIETKH
K ee oosemy) u V,,/V,, (oTHOIEHHE 0ObeMa KIETOK K 00beMy aroruiacta). J{ns onucanus
Oy(epHBIX CBOMCTB HUTOIIA3MBI U allOIIACTa UCIIOIB30BAIN MOJIEIh, ONMCAHHYIO B padoTte
(Gradmann, 2001)

[TapameTpbl MOETH YaCTHYHO Opany U3 AAHHBIX JIMTEPATYPHI, YACTUIHO TTOAOUPAIIH.
IIpy nonbope mnapamMeTpoB MCHOJIb30BAIM TOJBKO TAaKUE 3HAUEHUs, IPU KOTOPBIX
pE3yJIbTAThl PEIIECHUS OTIEJBbHBIX YpPaBHEHMH (TOKM M KOHUEHTPALMH OIpPEIeSIEHHBIX

MOHOB) HAaxoJATCAd B IIpejeiax, XapaKTEpHbIX JUIsl PACTUTEIbHBIX 00beKkTOB. Ha
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CJIEIYIOIIEM 3Tale U3 MOJIydEHHOI'O JMara3oHa 3HAYeHWW MapaMeTpoB BbIOMpaH Te, NpU
KOTOpPBIX HMEET MECTO XOpOIlee KOJIMYECTBEHHOE COOTBETCTBUE HWTOrOBOM MOJEIU
HKCHEPUMEHTAIBFHBIM JaHHBIM (KaK B COCTOSHMM TIOKOS, TaK M TpPHU BO30YKICHHH).
[TomyueHHyt0 Ha OCHOBE ypaBHEHHH cuctemy pemanu uyucieHHo (Gradmann, Hoffstadt,
1998).

Bepupuxanusa Mmogeu 1 aHAIU3 pe3yJIbTATOB MATEMAaTHYeCKOr0 MOJAETHPOBAHUS

YucneHHoe pellleHue YpaBHEHUN MOJENM I0Ka3ajo, YTO B OTCYTCTBUE pa3apaKeHUs
3HaueHuss E, M KOHUEHTpauuid HMOHOB BO BHYTPH- U BHEKJIETOYHOM IPOCTPAHCTBE
HaxXOoJiITCS Ha CTAallMOHAPHOM YPOBHE M XOpOIIO COOTBETCTBYIOT BEIUYMHAM JTHUX
IIOKa3aTeNe y BBICIIUX PACTEHUN.

Pe3ynbTaThl, MOJyYEHHBIE TP UMUTALMU 3JIEKTPUUECKONW CTUMYJISILUN PaCTUTEIbHOU
KJIETKHA (BPEMEHHOE IOBBIIICHUE 3HAUEHUI 3JIEKTPUYECKOr0 MOTEHIMAa I1a3MaTHYeCKON
MeMOpaHbl Ha (PUKCHPOBAHHYIO BEIMUYHMHY ) TpeCcTaBiIeHbl Ha puc. 12. Ilpu moamoporoBsix
CTUMYyJIaX HaONIOAAIUCh JMIIb I1ACCUBHBIE 3JIEKTpOTOHHMYECKHWE u3MeHeHus E.. Ilpu
JOCTUKEHUHM ITOPOrOBOrO YpOBHs Ipoucxonuina reHepauus I1J[, ammunryaa xkotoporo B
JaJIbHEWIIEM HE 3aBHCEJIa OT BEJIMYMHBI CTUMYJIA.

50 4 E,., mB
100 ¢
—_
-100 4
-150
o JL—- 11— J1-
30 mB 40 vB 50 mB 60 mB 70 mB 80 mB
-200 -

Puc. 12. Unaykuums I1J] mpu uMUTalMK 3JEKTPUUECKON CTUMYJISILIUN B MOJIEJIN.
DNEeKTPUYECKYI0 CTUMYISIMIO ONUCHIBAIM Kak ¢ukcanuio E,, Ha ompeneneHHOM 3HAUCHUH B
teuenue 4 cexk. Casur E,, HampaBieH B CTOPOHY AEHOISAPHU3AINY, BEINYNHA CABUTA (OT UCXOJHOTO
YPOBHSI) MOKa3aHa MO KPUBBIMH.

MmuTanys TOCTENEHHOTO OXJIAXKICHHS BBI3BIBANAa XapakTepHble H3MeHeHus E; —
IUTaBHAS JIETIONSIpU3alusl MeMOpaHbl, NMPH JOCTWKEHHH YPOBHS IOpOTra BO30YXKICHHSA,
cmensiack redepauueit [1/] (puc. 13a). Ilpu 3ToM onucanHbie Mozenbl0 u3MeHeHus E
(puc. 13a) uMenu BBICOKOE CXOJCTBO C IKCIIEPUMEHTAIbHO 3aperuCTPUPOBAHHBIMU (pHC.
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10a). Ilomyuyennslii B pe3ynbTaTe MmoaenupoBanus [IJI ummeer cnoxHyro ¢opmy c
pa3BHBAIOIIeiics B ABa 3Tamna (pa3oil penosspu3aum.

AHalM3 MOHHBIX TOKOB, PACCYUTAHHBIX HA OCHOBAHUH Pa3padOTaHHON MOJEINH, MOKa-
3aJI, 4YTO OCHOBHOM BKJIAJl B Pa3BUTHE PENOJSAPU3ALMM HA IEPBOM JTalle BHOCUT BBIXOZS-
it motTok HoHoB K, BOSHUKAIOMHi BCIEICTBIE aKTHBAIIMH KAIMEBBIX KAHAJIOB, 4 HA BTO-
poM — BeIXoAAmMiA noTok H', o6ecrieuennslii hynximonupoanueM H -ATdas3b1.

Henocpencrsennoe yuactue H'-AT®assr B hopmupoBanuu I1]] dkcreprMeHTaTbHO
MIOATBEPKAAIOT JaHHBIE O BPEMEHHOM 3alleIa4yMBaHUM BHEKJIIETOYHOI'O IIPOCTPAHCTBA, KO-
TOPOE COIIPOBOXKIAET IE€HEPALIMIO UMITyJIbCa. B MOonenn, Kak U B SKCIEPUMEHTE, BEIUYMHA
BHeKJIeTOYHOTO pH yBenmnunBanach Bo BpeMst (a3bl ASNOISPHU3AIMH U TIEPBOTO dTama (as3bl
penonsipuzaruu [1]], a 3arem BHOBB cHMkanack (Puc. 13), mpuuem stot 3pdexT nHadmoman-
Cs JIMIb IIPU ONIMUCAHUU 3aBUCUMOCTH aKTUBHOCTH H'-AT®a3b1 ot KOHLIEHTpaluu Ca*".

E., mB a 6
100 cek
e |
_50 .
20 mB pH
pH v
A
-100 4 100 cek 812
L 6,3
L 6,10
L 6,1
-150
pH _
L 6,05
E L 5,9

Puc. 13. MW3menenue BHekinerouyHoro pH mnpu reHepauuu UHIYLHPOBAHHOTO
IIOCTENIEHHbIM oxyakaeHneM IIJI. a — paccunTaHo Ha OCHOBAaHMHM MOJENH, KpHBas
NOKa3bIBaeT M3MeHeHust pH anomiacra; 6 — skcrepuMeHTanbHbIe JaHHbIe, pH peructpupoBanu
B PacTBOpPE, OMBIBAIOIEM yJaCTOK CTEOIA.

Kpome Toro, mokasano, 4To UMUTAIUS ACUCTBUS WHTHOUTOpA H-AT®azs1 (B Momenu
3a/[aBajgy J0Je aKTUBHBIX MOJIEKYJ (hepMEHTAa) BBI3bIBAJIA 3HAUYMUTEIHHOE YMEHBIIICHHUE
aMIUTUTYAbl WMITyJIbCA, BIUIOTH JIO0 NOJIHOTO mojaBieHus renepauuu  [IJI. Takue
PE3YJIBTaThl XOPOIIIO COOTBETCTBYIOT ASKCIIEPUMEHTAM C HCIIOIh30BAHUEM HHTHOWTOPOB
nporoHHoi AT®a3er (puc. 3, 56). Umutanus neiicTBust 6;10KaTOPOB aHUOHHBIX KAHAJIOB (B
MOJIETH 3aJ[aBaAI YMEHBIIEHHUEM MpoHuIaeMoctu yis noHoB Cl') BemeT K YMEHBIIECHUIO
ammumuTyasl II/[ m BO3pacTaHMio BEJIWYMHBI NEPEXOAHOro M3MeHeHus pH, dro Taxxke
XOpOIIO COTrJacyercsi € OHKCIEPUMEHTAIbHBIMH JaHHBIMU (puc. 9) U TOATBEpKIaeT
npenonoxenue o conpsokenroct Cl”u H' moToKoB 1py pa3BuThn (Bha3bl IETOIAPU3ALIH.
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Takum o00pa3om, TpOBENEHHBIH aHAIW3 TOKA3bIBAET XOPOIIEE COOTBETCTBHE
TEOPETUYECKUX M DKCIEPUMEHTAIBHBIX PE3YyJbTATOB, YTO MOKET BBICTYNATh B KadeCTBE
IIOATBEPKIACHHUsSI BEPHOCTH IIPEIUIOKEHHOM HAMM CXEeMbl MexaHus3ma reHepaumu IIJ1,
MOJIO)KEHHON B OCHOBY MOJIENIA. DTO MO3BOJISIET MCIIOJIBb30BaTh Pa3padOTaHHYI0 MOAETH IS
IIOJIyYEHUsI CBEACHUM, TPYAHONOCTYNHBIX B IPSMOM ODKCIIEPUMEHTE, B YAaCTHOCTH JUIS
OLICHKM TUHAMHKH M WHTEHCHBHOCTH HOHHBIX TMOTOKOB OCHOBHBIX I1J[-hopmupyrommx
noHoB (puc. 14). Kak BugHo u3 puc. 14, npu renepauuu I1J] npoucxoauT 3HaUUTENBHOE
NEPEKPHITUE JIENOJAPU3YIOIUMX W PENOJSIPU3YIOIUX HMOHHBIX IOTOKOB. ODTO BEIET K
3HAYUTEIIBHOMY CHW)KCHUIO CKOPOCTM M3MEHEHHUSA IIOTEHIMala W YBEIWYEHUIO
mmrenbHocT 11 B cpaBHEHMM C HEpPBHBIM HMITYJIbCOM, M Kak CIEICTBHE, K

SHAYUTCIbHOMY CABUT'Y MOHHBIX KOHHCHTpaHHfI B KJIETKE M BHEKJICTOYHOM cpeanc.

B = B0
2 L 25 <
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X %
(5] .
- L 20 &
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Puc. 14. Onucannas MoJiebi0 TMHAMHUKA HOHHBIX MOTOKOB npu reneparuu [1/1.
Cepast tuHus TIOKa3biBaeT usMenenus Ey, (6e3 ocu opauHar).

AHAJIN3 MEXAHU3MA I'EHEPAILIU U PACITPOCTPAHEHU A
BAPUABEJIBHOTI'O ITOTEHIIMAJTA

DJIeKTPOoPU3HOTOrHIeCKA XapaKTepUCTHKA OTBETHBIX peakumii,
HHIYUHPOBAHHBIX MOBPEKIAIIUM Pa3apaKeHueM

BapuaGenpubiit norenuuan (BII), Bo3HuKaromuii B OTBET Ha MOBPEXIAOIIEe
BO3JICHCTBYUE, MPEACTABIISIET COOOM NEPEXOMHYIO ACTIONSIPU3AINIO (BOJTHY JCTIOSIPU3AIINH ),
KOTOpasi MOKET OBITh OCJIOXKHEHAa BO3HMKHOBEHHEM HMITynbcoB (OmputoB u np., 1991;
Mengsenes, 1998; Stankovic et al., 1998; Stahlberg et al., 2006; Davies, 2006). [TapameTpsr
WHIYIMPOBAaHHBIX OJHOTHITHBIM pazapaxuteneM BIl — ammiuTyaa, JUIMTETBHOCTD,
CKOpPOCTh pa3BUTHA (a3 Jie- U PENoSIPU3alNd, a TAKKe KOJMYECTBOM BO3ZHHKAIOLINX

VMITYJIbCOB MOTYT 3HAQUMUTEJIBHO PAa3IMYaThCs KaK y OTAEIBHBIX PACTEHUW, TaK W IIPU
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MOBTOPHOM Pa3IpaKeHUH OJHOTO M TOTO ke pacTeHus. OTnnuntenbHoi ocobeHHocThIo BII
ABIISIETCSl TakXKe TpaHCcPopMalmus peakuuud M0 Mepe ee pacmpocTpaneHuu. llpumep
MOT00HOTO U3MEHEHHSI OMORIEKTPUIECKON PEaKIINK MPEJCTaBICH Ha pucC. 15.

20 mB

100 ¢

t

Puc. 15. DnexTpuyeckue OTBETHI, UHIYLIMPOBAHHBIE TOBPEXKIAIOUIUM pa3ApaKeHUEM, Ha
Pa3IMYHOM PACCTOSIHUHU OT MECTA Pa3aPAKCHHUS.
Crpenkoit ykazaH MOMEHT HaHEeCceHHUs pa3apakeHus. CrpaBa IpUBeeHa cXeMa H3MEpeHHI.

3aBUCUMOCTh ~ aMIUIUTYJbl ~ MEUICHHOM  BOJIHBl  JICTIOJISIPU3ALIMM,  CKOPOCTHU
pacnpoctpanenus BII, a taxxe xonmyecTtBa uMnysbCcoB B coctase BII oT paccrosHus ot
30HBI pa3IpakKeHUs IpejacTaBiieHa Ha puc. 16. C yBeaMYeHHEM PACCTOSHUS MPOUCXOJUT
CHI)KEHHME aMIUIMTYAbl M CKopocTH pacnpoctpaHeHuss BII. 3aBucumocTs KoinmyecTBa
uMIysibcoB B coctaBe BII ot paccrosHuss mmeer nByx(dasHblii XapakTep — BHadaie
Ha0JIt01aeTCsl TEHACHIMS K BO3PACTaHUIO, B JaJIbHENIIEM — IPOUCXOIUT CHUKEHUE.

Tpancopmanus peakuu 1Mo Mepe ee pachpOoCTpaHEHHS MPUHIUIIAAIBHO OTIHYAeT
BII ot IT/I, koTOpBI XapakTepu3yeTcss NOCTOSIHHON aMILTUTYION B CKOpOCThio (Stankovié
et al., 1998; Dziubinska et al., 2001; Stahlberg et al., 2005). Otmeuennbie ueptsl BII
(HeperyaspHOCTb, W3MEHEHUE XapaKTEPUCTHK IpU YJAIEHUH OT 30Hbl pa3paKeHUs)
CBSI3aHBI, MO-BHIAMMOMY, C OCOOGHHOCTSMH MEXAaHHW3MOB T'€HEpAaIlMH M PaCIpOCTPaHCHHUS
9TOM JIEKTPUYECKOU pPEaKIUU.

MexaHu3M resepanun BapuadejJbHOro NOTeHnaaa

[IpuHrMas BO BHUMaHHE PACCMOTPEHHBIE BhIIIe ocoOeHHOCTH BII, MokHO monarats,
YTO MEXaHM3M €ro TEeHepaluy, CBEACHHMS O KOTOpPOM Ha CErOAHSIIHUN J€Hb BeChbMa
¢dbparmenTapasl  (Stahlberg et al., 2006), HOCHUT CIOXHBI KOMIUJICKCHBI XapakTep.
[Tockombky BII mpeacraBmsier co00l TEpeXOqHYIO JEMOJSIPU3AINI0, HEOOXOAUMO
paccMOTpPEHHUE B MEPBYIO OUYEPENb T€X MOHHBIX IMOTOKOB, BO3HUKHOBEHHE KOTOPBIX MOXKET
o0ecreunTh pPa3BUTHE NEMOJSAPU3ALMU KIETOK BBICIIMX pacTeHuil. Hanbomnee Bepositen
BKJIaJl B Pa3BUTHE JEHOJSAPU3ALMU CIEIYIOIIMX HMOHHBIX MOTOKOB: 1) BXOAAIIMN TOTOK
roHoB Ca’’ B IIMTO3071b U3 BHEKJIETOUHOM Cpebl; 2) BHIXOMSIIMNA U3 KIETOK OTOK HOHOB
CI' 1, BO3MOXHO, IPYTHX aHWUOHOB; 3) JUCCHUIIANUS TMPOTOHHOTO TPAJVEHTA, CBS3aHHAS C

OCTaHOBKOH AJIEKTPOTEHHOTO NpoToHHOTO Hacoca [IM (Ilsateirun u ap., 2006; Stahlberg et
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al., 2006). Bbpuio wmcciaenoBaHO BO3MOXKHOE YYaCTHE YKa3aHHBIX HMOHHBIX ITIOTOKOB B
dbopmupoBanuu WHAyHUpoBaHHOTO oxxoroM BII y mpopocTkoB ThikBel. C 3TOW IEIBIO
NPOBOAWIM HMHTHOWTOPHBIA  aHAIM3 BO3HUKAIOIIUX  DJEKTPUYECKUX peakuuid u
PErUCTPUPOBAIIA U3MEHEHHNSI MOHHBIX KOHLIEHTPALUH, COITPOBOXKAAIOIINX reHepanuto BII.

Asn, MB a 3 - B
C
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50 - { . E 2.5 1
(6]
40 ¢ § 2
30 A S
t § 3 1.5
20 =3
|
10 1 S
(@]
O T T T T T T T 1 g O 5 i
0 2 4 6 8 10 12 14 16 % '
=
v, em/c 6 g o S
0,3 1 4 6 8 10 12 14 16 18 21
PacctosiHne, cm
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Puc. 16. 3aBUCHUMOCTh aMILIUTY]IbI
0.2 1 3 (Agn) (a), CKOPOCTH pacHpOCTPaHEHHUS
0.15 1 3 (v) (6) BII n xonuvecTBa UMIYJIHCOB B
0,11 cocrase BIl (B), MHAyUHPOBaHHOIO
0,05 1 ¢ : 07KOTOM CEMI0JIbHOTO JICTA
0 . . . . . : . . MIPOPOCTKOB THIKBBI, OT PACCTOSHUS IO

c 2 4 6 8 10 12 14 16 30HBI Pa3JPAKEHU.
Paccrosinme, cm

IIpumenenne NaNj, BBI3bIBAIOIIETO YIHETEHHE META00JIMYECKONM KOMIIOHEHTHI E,,
MPUBOJWIIO K JECTOJISIPU3ALMU B 30HE JEWCTBUS areHTa U CHI>KeHUIo amruntyasl BIL. Tlo-
BUIMMOMY, yrHereHue renepaunu BII B mpucyrctBum NaN; cBs3aHO €O CHUKEHUEM
ypoBHsI AT® B kieTkax M YTHETEHHEM 3JIEKTPOr€HHOr0 HAacoca, YTO, B CBOIO Ouepeib,
MOKET yKa3biBaTh Ha ero ydactue B ¢opmupoBanuu BII. TlomoGHoe mpemmonoxenwue,
OCHOBAaHHOE Ha yrHereHuu re’epauuu BIl npu ncnonb3oBaHUM JOKAJIBHOTO OXJIAXKIEHUS,
uaruouropa Merabommsma (CN') um pazoOmurens KUX®DI, a Taxke Ha yBEIWYCHHUU
ammutyael BI1 B npucyrerBun axtuBatopa H'-ATdasel Qy3uKOKIHHA GBUIO BHICKA3aHO
panee B pabortax (Roblin, Bonnemain, 1985; Julien et al., 1991; Julien, Franchisse, 1992;
Stahlberg, Cosgrove, 1992; Rousset et al., 2002). Ognako yruerenue reHepanuu BII mpu
MOJIABJICHUN AKTUBHOCTU OJIJIEKTPOTCHHOTO HAcOCa MOXKET OBITh CBA3aHO TaKkKe U C
yaactueM H'-AT®a3bl B CO37aHMM JNEKTPOXHMMHYECKHX TpajueHToB HOHOB (Maathuis,
Sanders, 1999; Sze et al., 1999; Morsomme, Boutry, 2000), pa3psijaka KOTOPBIX MOXET
BHOCHTD BKJIaJ] B (JOPMHUPOBAHHE HITEKTPUIECKOIN peakiny.
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BoJiee IIpsiMBIE JaHHBIE O BO3MOKHOM y4acTHH 3leKTporenHoro H ' -Hacoca B renepa-
mun BII MoryT OBITH MOSydeHBI MPH PETUCTpaluu H3MeHeHud pH, compoBokmarommx
paszButue peakuuu. M3 puc. 17a Buano, uro renepanus BII conpoBoknaeTcss BpeMEHHBIM
no-BeiieHueM pH BHeknerouHon cpenpl. Kak mokasanu pes3ynbTaTbl HCCIIECIOBAHHUS
mexanusma renepaumu I1J[, momoOubie wu3menenuss pH wmoryt ObITH 0O0YCIOBIEHBI
BpeMeHHOH HHakTH-Banueil mpotorHoit H -AT®assr. Ilpu remeparun BII mabmomaercs
OoJsiee IIUTENHHOE 3a-IeTavyuBaHue BHEKIIeTouHOro pH B cpaBHeHuu ¢ TakoBeM npu T1J1.
OTO0 MOXET yKa3blBaTh Ha TO, 4To npu reHepauuu BII mpoucxoaut Oonee muTenbHas B
cpasuennn c I1]] uaaxtu-sanus H'-AT®a3e1. BeposTHo, NpoJ0IKUTENbHAS HHAKTUBALHS
AJIEKTPOTEHHOTO Hacoca 0o0yclaBiIMBaeT MEMJICHHOE pasBuThe (a3l pernosspusanun BII.
Takum 00Opa3oM, MOTy-due€HHBIE PE3yIbTAThl CBUACTEILCTBYIOT, 4TO B (opmupoBanue BII
BHOCHT BKJIaJ] BDEMEH-HOE CHUIKECHUE AaKTUBHOCTH JIEKTPOT€HHOTO HACcOCa.

OnHaKo CIIOXKHBIM XapakTep pa3BUTHS PEAKIWH, B YACTHOCTH, OBICTPOE M3MEHEHHE
noteHnuana nepenHero ¢ponra BIl u nHammume wummynscoB B coctaBe BII, moryr
YKa3pIBaTbh HA TO, YTO HapsAy C JIEKTPOTE€HHBIM HacocoM B reHepannio BII BHOcAT Bkitag u
ITACCHBHBIE IIOTOKM JPYTMX HOHOB, CBSI3aHHBIC C AKTMBALMEW HOHHBIX KaHaIOB. bmuio
oOHapykeHO yMeHbIeHne aMmruntyasl BII mpu BHecenuu B oMbIBaromuii pactsop 2 MM
OI'TA, 4yTo yKka3blBaeT Ha y4yacCTHUE€ BXOJSILIETO0 U3 BHEKJIETOYHOU Cpejbl MOTOKA Ca’' B
reHepanuu BII B cTe0ie npopocTKOB THIKBBI. 3HAYUTEIBHOE YMEHbIIEHUE aMILTUTy A6l BIT
npu OJOKHUPOBAaHUH BXOJIIETO KaJbIIMEBOro MoToka ¢ momombio OI'TA u La*" 6su10
MPOAEMOHCTPUPOBAHO Takke B padore (Julien et al., 1991), B koTopo#i B kKauecTBe 00bEKTa
WCCIEOBaHUsL UCIONb30BaNU Bidens pilosa. Onupaschb Ha CBEJCHHS O MEXaHU3ME
redepanuu 1] y Beicmux pactenuit (OnpurtoB u np., 1991; Sibaoka, 1991; Davies, 2006)
MOKHO TIPEATOJIOKHUTh, YTO HMOHBI KaJbIMS BBICTYNAIOT TJAaBHBIM 00pa3oM Kak TPUITED
mporecca AeNosIpU3aIiH, YTO COTJIACYETCS ¢ MPEACTaBICHUSIMA 00 Yy4acTUU 3TOTO HOHA B
renepannu BIl B kadecTBe curHaimbHOTO (hakTopa, a HE HEMOCPEICTBEHHOTO HOCHUTEIS
3apsina (Julien et al., 1991; Rousset et al., 2002).

20 mB || 0,02 pH

pCl

. )

Puc. 17. Usmenenne pH (a) m pCl (6) Bo BHekmeToyHOW cpene mpu renepammu BII,
MHIYIIIPOBAHHBIX 05KOTOM CEMSII0IBHOTO JHCTA MPOPOCTKOB THIKBEI.
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Ha puc. 176 moka3aHo n3MeHeHHe KOHIEHTparuu noHOB Cl” BO BHEKJIIETOUHOU cpele
npu renepauun BII. T'enepaums mnepennero ¢ponra BII, a Takke 3I€KTpUUYECKHX
UMITYJIbCOB, BXonsiumux B coctaB BIl, compoBoxaaercs mNepexoAHbIM YBEIMYEHUEM
koHrenTpanuu nouoB Cl'. Ilpu 3tom, ecimm 0OpaTUTh BHUMAaHHWE HA AWHAMHUKY W3MEHEHUS
xonnentpanuun CI° u H' (puc.17a, 6), To ciaeayer oTMeTuth, urto u3MmeHenus pCl mo
BpEMEHH B OOJIBIICH CTENEeHHW COOTBETCTBYIOT pPa3BUTHIO mepeanero ¢ponra BII, gem
u3MeHeHust pH. DTo MoXeT yka3plBaTh Ha TO, YTO BBIXOAAUINI MOTOK moHOB Cl” BHOCHT
Oonpmuii BKIax B (OpMUPOBAHUE TEpeaHEro GpoHTa B CPAaBHEHHH C BXOISIIUM TTOTOKOM
npoToHoB. [Ipumenenune 6mokaropa annoHHBIX kKaHanoB (0,5 MM OK) BbI3bIBaeT CHIKEHHE
ammmuTyasl BIT. DTo cBUaeTenscTBYeT O TOM, UTO BBIXOAAUINH mOTOK HoHOB Cl° cBs3aH ¢
aKTUBAllMEe aHMOHHBIX KaHAJIOB.

3aBepiias paccMOTpeHue MexaHuszMa reHepauuu BIl B cTebie mpopoCTKOB THIKBBI,
HEO00XO0IMMO NOTYEPKHYTh KOMIUIEKCHYIO MPUPOJLY 3TOM AJIEKTpUUYECKOl peakuuu. Bxian B
ee (opMUpOBaHUE BHOCAT KaK BO3SHUKHOBEHHE MACCHUBHBIX MOTOKOB HMOHOB (Ca*, CI),
UAYLUX [0  3JIEKTPOXMMHYECKOMY TpPAIUEHTY, TaK M H3MEHEHHE aKTHMBHOCTH
AJIEKTPOT€HHOT O Hacoca. VYyactue TpEX  YKa3aHHBIX MOHHBIX  IIOTOKOB
IIPOIEMOHCTPUPOBAHO Hamu Kak npu renepanuu I1/], Tak u BII, yto Moxer yka3biBaTh Ha
YHHBEPCATBHOCTh MEXaHHW3MOB, O00ECHEUMBAIONIUX JCMOSAPHU3AIHNIO KIETOK BBICIINX
pactenuii (Ilateirun u ap., 2006). Ha HacTosinuii MOMEHT HE MPECTABIAECTCS BO3MOXKHOM
TOYHAs OIIEHKAa BKJIaJa ONpPEeIEHHOr0 MOHHOro moToka B (opmmpoBanue BII, omxaxo
HEOO0XOAMMO TOTYEPKHYTHh BAXHOE OOCTOATEIHCTBO — PACIPOCTPAHEHHE 1O PACTEHUIO U3
30HBI JOKalbHOTrOo pazapaxenus kak IIJ[, Ttak BII BbI3bIBaeT xauecmeenno cxoonoe
M3MEHEHNE BHYTPH- U BHEKJIETOUHBIX HOHHBIX KOHIIEHTPALUN.

MexaHHM3M pacnipocTpaHeHusl Bapuade1bHOr0 NOTEHIHAIA

B HacTosiee Bpems CyLIECTBYET TpPHU THUIIOTE3bl, OMNMCHIBAIOIINE MEXAHU3M
pactipoctpanenust BII. 1) CormacHo mnepBoit rumoreze BIl wumeer snexkTpudecKuit
(27IEKTPOTOHMYECKUI) MEXaHU3M PACIPOCTPAHEHUSs, T.€. pacmpocTpansercs noaooHo I1J]
(lammeB, 3anenumna, 1980; Wildon et al, 1992). 2) T'mmpaBnawueckas rumoTes3a
pacnpoctpanenus BII mpennonaraer pacrnpocTpaneHue 00JIacTH MOBBIIIEHHOTO JaBJICHUS B
COCyZax KCWJIEMbI, YTO BBI3bIBAET JECHOJSAPHU3ALMI0 KJIETOK 3a CYET M3MEHEHHs Typropa
(Malone, 1992; Stahlberg, Cosgrove, 1997; Stankovic et al., 1997; Mancuso, 1999). 3)
Xumuueckas rumnore3a pacrnpoctpaHeHuss BII ocHOBbIBaeTCs Ha MPEANONOKEHUH O
maddy3un Hexoero coenuHEHHsS («PaHEBOTO BEUIECTBa», «(pakropa Pukka») u3 30HBI
noBpexaeHus mo cocynam (Umrath, 1959; Cheeseman, Pickard, 1977; Roblin, Bonnemain,
1985 uenbi0 TPOBEPKU BIEKTPUUYECKOW THUIOTE3bl CPABHUBAIU SKCHEPUMEHTAIBHO
3aperucTpUPOBAHHYIO CKOpOCTh pacnpocTpaneHus BII co ckopocTeio pacnpocTpaHeHus
CUTHAjla, pACCUUTAHHY0 HAa OCHOBAaHMM Ka0eJIbHOro YypaBHEHUs. Teoperuuecku
paccunTaHHas CKOpocTh pactupoctpanenus BII cocraBuna 22,6+2,6 MM/c, 94TO Ha TIOPSIOK
MPEBBILIAET SKCIEPUMEHTAIBHO 3apErUCTPUPOBAHHYIO CKOPOCTh pacupocTpanenust BII
(2,3+0,8 mm/c) (puc. 18). B o xe Bpemst, ms [1]] sxcniepuMeHTanbHO 3apeTuCTPUPOBaHHAS
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CKOPOCTh pacrmpoctpaHeHus: (24+2,2 MM/C) XOpOIIO COTJIacyeTcss CO CKOPOCTBIO,
paccuntanHoi Teopetudecku (21,3+3,2 mm/c) (puc. 18).

[TosryyeHHbIE pe3ysIbTaThl IPOTUBOPEUAT IEKTPUUECKON T'MIIOTE3€ pacHpOCTPaHEHUS
BII. CnenoBarenbHO, B cTe0sie NPOPOCTKOB THIKBBI MOXET HPOUCXOJIUTH Iepeaaya
MMEIOIIETO  JJIEKTPUYECKUM  MeXaHu3M  pacrpocTtpanenus IIJI, mogumssromasics
Ka0elnbHOMY YpPaBHEHUIO, U HE MOAUMHsAOMasAcs eMy nepenada BIl, nMeromero oTanyHbIi
OT DJIEKTPUYECKOIO MexXaHu3M pacnpocrpaHeHus. HWueiMun cimoBamu, BII  Henssd
paccMaTpuBaTh KaK pAacnpoCmpaHAnwyIoCca 21eKmpudeckyro peaxkyuio, 1o cyrtu, BII
ABJISIETCS MECMHOU 2JIeKMPUYeckol peakyuel, TEHEPUPYEMOW KIETKaMH B OTBET Ha

AEWCTBHE HEKOETO pacnpoCmpansaowe2ocs paxmopa.

v, MM/CeK @ Teopenrecias
30+ 5 H 3KcrIepHIVeHIABHAS d 17
213 26 ) dt
25 V=
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m BII

Puc. 18. Ckopoctu pacnpoctpanenus BII u [1]1, paccuntannble Ha OCHOBAaHUU KaOEJIbHOTO
ypaBHEHHUSI U 3aPETrUCTPUPOBAHHBIC SKCIIEPUMEHTAIBHO.

CnpaBa MPHUBEICHO BBIPAKCHHUE, HCIIOJIb30BAHHOE JUISl TEOPETUYESCKOTO pacyera CKOPOCTH
PACIPOCTPAHEHHUS U CXeMa OTIPECIICHHsI BXOSIIMX B HEr0 MapaMeTpoB.

C menpi0 MPOBEPKH THUIPABIMYECKON THUMOTE3bl pacnpoctpanenusi BIl mamum Obuia
u3ydeHa JWHAMHKA WHIYLIMPOBAHHOW MOBpEXKIECHUEM NeGOopMally JIMCTA IMIICHHUIB Ha
PacCTOSIHUM OT 30HBI pa3Jpa)kK€HUs, KOTOpPas CBHUIETEIBCTBYET O PACIPOCTPAHEHUU II0
TKaHSIM pacTeHus rujpaBindeckoro curHama (Stankovic et al., 1998; Mancuso, 1999). [{ns
OLIEHKM YKa3aHHBIX W3MEHEHHH ObUI HCIOJIb30BaH METOJ ONTHYECKOW KOTepEeHTHOMN
MUKpocKkonuH. bputa 3apeructpupoBaHa BbI3BaHHAS 0KOTOM OBICTpas Aeopmanus JUCTa,
KOTOpasi TPeJCTaBlisyia COOOW CKIIAJbIBAHWE JUCTOBOW IUTACTHHBI BJOJbL IEHTPAIHHOU
KWIKU. J[BMOKEHUE NMCTa, MHAYLUPOBAHHOE PACIPOCTPAHEHUEM T'MAPABINYECKOW BOJIHBI,
OlepexaeT >3JIEKTPUUYECKUI OTBET. DTO COIVIACYETCS C MPEAINOJIOKEHHUEM O TOM, 4YTO
THIIPaBIMYECKUN CUTHAN MHAynupyeT rerepamnuio BII, Brickazannom B paborax (Malone,
1992; Stahlberg, Cosgrove, 1997; Stankovic et al., 1997; Mancuso, 1999).

Tem He MeHnee, ObT0 OOHAPYKEHO HECOOTBETCTBHE B CKOPOCTSIX PACHpPOCTPaHEHHUS
ANEKTPUYECKOTO U TUJpaBinyeckoro curianoB. Kpusasa 1 Ha puc. 19 nokassiBaer 3aBUCH-

30



MOCTb OT PAacCTOSHHS JO 30Hbl IOBPEXKIEHUS BPEMEHHOIO HHTEpBaja MEXAY
pazgpa)k€eHMEM M HayaJoM JBIWKeHUs JjMcTta. KpuBag 2 JEMOHCTPUPYET TaKylo
3aBUCUMOCTD JUISl AJIEKTpUYECKO peakiuu. Kak BUIHO U3 PUCYHKA, pa3HHIIA BO BPEMEHHU
MEXIy HadajaoM aedopManu JUCTa M HAYAJIOM JIIEKTPHUYECKON PEeakIuH 3HAYUTEITHHO
pacTeT ¢ yBeqnyeHueM pacctosiHus. Clie10BaTebHO, MOKHO CENATh MPENOI0KEHUE, YTO
OKOT' BBI3BIBAET [IBE pEaKUUU — TUApaBiIvueckuil curHan u BIl — xotopele sBisitOTCS
HE3aBUCUMBIMU. DTO IPOTUBOPEUUT THIPABIUYECKON runorese pacnpocrpaHenus BII.

HecooTBeTcTBHE B CKOPOCTSIX pacHpOCTPAaHEHHS MOXKET ObITh OOBSICHEHO C
MPUBJIEUEHUEM XMMMUYECKOM THIoTe3bl pacnpoctpaHeHuss BII. 3aBucumocTs BpeMeHHOU
3aJIep)KKM  MEXKAYy pa3ApaXeHHWeM U HaydajJoM »JJIEKTPUYECKON peakuuu XOpOUIo
ONMCBHIBAETCS TEOPETHYECKH C MOMOUIbI0 AU(PPYy3HOHHOTO ypaBHEHUS B Ciydae
omHomepuoit muddysun (Pyoun, 1987; Codling et al., 2008). Kpuas 3, puc. 19
JEMOHCTPUPYET TEOPETUUECKYIO 3aBHCHUMOCTD, CBSI3bIBAIOLIYIO0 BpEMS IOCIIE pa3/ipakeHus
U paccTosiHue, Ha KoTopoe A PyHANPYET TUIIOTETUIECKOE «PAHEBOE BEIIECTBO» U3 30HBI
MOBPEXIEHUS. DKCIIEPHUMEHTAIbHO OOHApy)XKeHHAass 3aBHCUMOCTH (KpuBas 2) XOpOIIO
COOTBETCTBYET TEOPETHUYECKOW KpHUBOM mnpu D o0KoJs0 10% cm’/c, uro Ha 2-3 MopsiKa
MPEBBIIIAET MOJIEKYJISIpHBIE KOG dUImeHTs AU Qy3un HEOOIBIINX MOJIEKYJ B pacTBOpax
(Levich, 1962). W3BecTHO, 4YTO 3HAYMTENBHOE YBEIMUYEHHE CKOpocTH aupdysun
MPOUCXOAUT TP KOHBEKUIWH, KOTOpass MOXXET OBbIThb OOyCJOBI€HA MPOIECCaMU
JUCTAILHOTO U PaJMajIbHOTO BOJHOI'O TPAHCIOPTa M CJIOXKHOU reomerpueid cocyna (Roth,
1996), a Taxxe pacnpoCTpaHEHUEM BOJIHBI ITOBBILIEHHOTO J1aBJICHUSI.

At, cex
150 1
Puc. 19. 3aBucUMOCTH BpPEMEHHOIO
uHTepBana (At) Mexay pas3ipakeHHEM U
100 - Ha4yaJIoM JBUKEHUS JMCTOBOM IJIACTHHBI
(xkpuBas 1) wamM HavauoOM pas3BUTHUSA
ANEKTpUYECKON peakiuu (kKpuBasi 2) OT
paccrosuus  (R)  wmexay — 30Hamu
50 4 pasapa’keHusl U PErucTparmH.
KpuBast 3 oTpaxaer T€OpEeTUYECKYIO 3a-
BHCUMOCTb Il OTHOMEpHOU auddy3un
(OSICHEHUS B TEKCTE).
0 . . .
0 5 10 15

R, cm
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Taxkum 00pa3oM, IPOBEACHHBI TEOPETHUECKUI aHAIHM3 MO3BOJIAET HPEINOIO0KHTD,
yTo reHepamuioo BIl mHAynupyer pacnpocTpaHeHuWe «paHEBOro BemecTBa». I[lpu sTom
pacIpOCTPAaHEHUE «PAHEBOI'O BEIIECTBA» MOXET 3aBUCETh OT HW3MEHEHHUs IIOTOKOB
XKHUIKOCTU B KCUJIEME, CBA3aHHOTO C MMPOXO0XKACHUEM T'MIPABINYECKON BOJIHBI.

B nenomMm, nosrydeHHbIe pe3yJbTaThl 1 UMEIOIIUECS JAaHHBIE JIUTEPATypPhl IO3BOJISIOT
MPEAINOJIOKUTH CIEAYIOLUIYI0 TUIIOTETUYECKYIO TOCIEA0BATENbHOCTh COOBITUI MPU pa3BU-
THM JJIEKTPUYECKOM DPEAKLNH, BBI3BAHHOM IOBPEXKIAIOMIMM pasapaxkureneM. JIokanbHOE
MOBPEX/ICHNE BBI3BIBACT MOBBIIICHNE KCUIEMHOTO JABICHUS W/WIN TOSIBICHUE «PAHEBOTO
BEILIECTBA» B 30HE pasapakeHUs . ManoBEpOATHO, YTO B YCIOBHSIX ITOBPEKACHUS MPOUCXO-
IUT CHHTE3 «PAaHEBOTO BEIIECTBa» de novo. BO3MOXXHO, TaKUM BEIIECTBOM SIBJISIFOTCS JTHOO
COCIMHEHHUE, OTCYTCTBYIOIIEE B HOPME B aIlOIUIACTE, HO MPUCYTCTBYIOIIEE B KIETKAX U BbI-
cBOOOKAAOIIEECs B PE3YIbTATE UX Pa3pyIICHUs, TNO0 YaCTH Pa3pyLIICHHBIX MOJICKYIL.

Juddy3us «paHeBOro BemIeCTBa» B COCyJaX, YCKOPEHHAs pacHpOCTpaHEHHEM
BOJIHBI TTOBBIIIEHHOTO JABIICHUS, MO0 THIPABINYECKUI CUTHAN B YHCTOM BHJE, SIBISIETCS
TeM (aKTopoM, KOTOpbIM HHAyLupyeT reHepauuto BIl Ha paccTosHMM OT 30HBI
MOBpeXACHUA. MOXHO moJlaraTb, 4TO TPUITEPOM DJJIEKTPUUECKUX W3MEHEHUU SIBISCTCS
BX0H B KieTku nouoB Ca’’ (Julien et al., 1991; Rousset et al., 2002). CnenoBaTenbHO,
bakTop, wmHHMUMUpYyIoOmMA TeHepanuio BIl nomkeH BbI3BIBaTH, B TEPBYIO OYEpEb,
axtuBanuio  Ca’’-KaHATIOB, JIMraHI-yNpaBISEMbIX, JHOO  MEXaHO-4yBCTBHTENBHBIX.
(IlpuBeneHHoe HIKE ONHCAaHWE TMOCIEAYIOmEH TpaHCcHOpMAlMM  peakuu TMpu
pacmpoCTpaHeHUH MOXKET OBITh MPOMLTIOCTPUPOBAHO IMPUMEPOM, M300pakeHHBIM Ha PHC.
15). Ha nHeOOMBIIOM pPACCTOSHUW OT 30HBI TMOBPEXKACHUS, TJE CHJIA JIEHCTBYIOIIETO
¢dakTopa (KOHIEHTpAIUsl «PAHEBOTO BEIIECTBA» WJIM BEIMYMHA JABJICHUS) BEIIMKA,
IIPOUCXOOUT MACCUPOBAHHBIM BXOJ MOHOB KaJblUs B KJIETKH, BBI3BIBAIOIIMM JUIMTEIBHOE
yTHETEHHE aKTHBHOCTH 3HAUMTENbHOM momu mojekyn H'-ATdasel Hapsady ¢ akTHBaIuei
QHUOHHBIX KAaHAJIOB, YTO BEAECT K PA3BUTUIO UIMTEIBHOM JEHOJIAPHU3ALMU, HUMEIOLIEH
OosbIIyI0 aMIIUTYIy. BeposaTHO, 3HaUNTENbHBIN BKIaA B pa3BuTHE nepeaHero ¢pponta BII
BHOCUT BbIxomsamuidi motok Cl. JlnutensHas wHaktuBanusi npoToHHOW ATdassr
oOycnaBnmuBaeT MemineHHOe pa3BuTHe (a3sl  penosspusanuu  BIl.  Ilonmkenune ¢
paccTosTHUEeM CWIIbI JIEeHCTBUS (akTopa (CHIDKEHHE KOHIEHTPAIMH «PaHEBOTO BEIIECTBA
VTN JABJICHHS) BBI3BIBACT yMEHbIICHHE BXoga Ca’ B KICTKH, U, KaK CIE/ICTBHE, CHIKCHHE
JOIM MHAKTHBHPOBAHHBIX Monekyd H -ATda3el. B To ke Bpems BO3MOMKHA aKTHBAIHS
3HAYUTEJIBHOIO YHCJIa AHUOHHBIX KaHAJIOB. OJTO BBIPAXKAETCS B CHWKEHUM aMIUIUTYAbI
MEJJIEHHOHN BOJIHBI JENOJsIpU3allui, Ha (pOHE KOTOPON BO3HMKAIOT OTAEIbHBIE UMITYJIbCHI.
JlanpHelIee CHUKEHUE C PACCTOSIHUEM CHJIbI IEUCTBUS (pakTOpa BelET K 3HAUUTEIbHOMY
yMeHpIleHHi0 Bxoma Ca’’ B KIeTKM, M, Kak CIGACTBHE, K CHIDKCHHIO JOJH
MHAKTUBUPOBAHHEIX MoTeKyn H -AT®a3sl U aKTMBUPOBAHHBIX AHHOHHEIX KAHANOB, 4TO
IIPOSIBIISICTCS B IIPAKTHYECKU ITOJHOM 3aTyXaHWM KaK MEJJICHHOM BOJIHBI JIENOJISIPU3ALNH,

TaK U COIIPOBOKAAOIINX €€ UMITYJIBCOB.
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OYHKINOHAJIBHAA POJIb IIOTEHIWMAJIOB BO3BYXIAEHMA
Y BBICIIMX PACTEHUH

I'maBuas ¢ysxmust I1J] y KMBOTHBIX COCTOMT B OBICTpOH mepemade HHPOpMALNN
(Okkept u ap., 1992). @yukuuonaneHas pois [1/] B opraHu3Me BBICIIMX PAaCTEHUI MEHee
SCHA W SIBJISIETCS] NPEAMETOM MPUCTAIBHOTO BHUMAaHMs ucciaenoBareneit (Onpuros u ap.,
1991; Sibaoka, 1991; Thain, Wildon, 1996; Onpuros, 1998; Ilareirun, 2003). Haubonee
M3ydeHa OHAa y CPaBHUTEIHHO HEOOJBIION IPYNIBl TAK HA3bIBAEMBIX «JIBUTATEIHHBIX)» pac-
tenuii, rae [1Jl mpuHIMarOT y4acTue B MEXaHU3ME OCYIIECTBICHHS OBICTPBIX JIOKOMOTOP-
HeIX peaknuii (Sibaoka, 1991; Baitnap, 1987). BmonHe ompeneneHHOW TpeacTaBIseTCs
Takke posb IIJ[ B MOArOTOBKE IE€HEPAaTUBHBIX OPraHOB PACTEHHHW K OIUIOJOTBOPEHUIO
(Sinyukhin, Britikov, 1967; JlyxoBusiii, 1973). Menee sicna ¢pyukuus [1]], Bo3HUKarOmMuUX B
BETeTATUBHBIX OpPTraHaxX BBICIINX PACTEHUH TMOJ BIMSHUEM PA3IHMYHBIX HEOIArOmpHUATHBIX
(akTOpPOB M PACIPOCTPAHSIOIIUXCS 1O CTEOIII0 HAa BEChbMa 3HAYUTEIbHBIE PACCTOSHHS.

CursajbHasi poJib NOTEHIHAJIOB JeiCTBUA

I'enepanus [1/] B BO30OYIMMBIX KJIETKaX BBICIIETO PACTEHHS XPOHOJIOTUYECKH CBSI3aHa,
KaK TPaBWJIO, C HAYaIbHBIM 3TallOM BIUSHUS PA3APAKUTENA, U 3TO OOCTOATEIHCTBO
OTYETIIMBO CBUAETENBCTBYET OO0 ONEPEeXKAIONmEM, CHTHAIBHOM XapakTepe JaHHOU
UMIYJIbCHONH OMO3IEKTPUYECKON peakuuu. MOXXKHO MpPEanooKUTh, YTO 3aJada ITOU
peakuuMu COCTOUT B IepeJadye OIpeneieHHOW HHPOpMaluu MOKOSIIMMCS TKaHAM H
opraHaMm. Mexay TeMm, aHalu3 MOKa3bIBAET, YTO PACIPOCTPAHSIOIUNCS 3a MPEAEIbl 30HbI
paznpaxenus I/, mo-BuamMomy, He MOXKET IepenaBaTb HMH(OPMALMIO O XapakTepe
pa3pakarollero BHEIIHEro (akTopa, a JUIIb CUTHAJIU3UPYET O Hayaje ero JAEHCTBUS.
OCHOBHBIMU NIPUYMHAMH SBJISIFOTCS:

1. na mepemaun uH(OpMANMU, 3aKOAWPOBAHHOM, KaK y J>KUBOTHBIX OOBEKTOB, B
YaCTOTHOM  PEXHMME, Heo0XoAuMa MHOTOKPaTHO  IIOBTOPSIOLIASICS — pUTMUYECKas
umnynbcanus (Moct, 1975), kotopas mist pacteHuil HexapakrepHa. K Tomy ke y pacteHuit
OTCYTCTBYET OpraH JE€KOJUPOBAaHUS 3TOW MH(OpMALMK, COOTBETCTBYIOINNA HEHTPATILHOMY
OTJIeTy HEPBHOM cucTeMBbI )KUBOTHBIX (Cmurt, 2005).

2. Ilepenaua ompeaeneHHON UHPOPMALIMU O Pa3APAKUTENE C MOMOIIBIO OJUHOYHOTO
I/l BO3MOXKHA JIMIIb NPHU YCIOBUUM 3aBHUCHMOCTH €ro IapamMeTpoB OT MOJAJIbHOCTH
pazapaxurens. OqHaKo IPUHLIMI «BCE WIM HUYETO», B COOTBETCTBUM C KOTOPHIM BO3HHKa-
et I1/], HE crOCOOCTBYET MOSBICHUIO 3aBUCUMOCTH MMITYJIBCOB OT CIEIU(PHUKU Pa3apaku-
Tens.B To ke BpeMs M3BECTHO, UYTO BOCHPUATHE KIETKAMHM CTHUMYJIOB PA3JIMYHOM MO-
JAJIbHOCTH U NOCIEAYIoIas TPAHCIYyKLMs CUTHAJIA O HUX BHYTPb KIETKU NPOUCXOIUT MpHU
YYacTUH PA3TUYHBIX TPAaHCTIOPTHHIX Mexanu3MoB (Pyatygin et al., 1992; Plieth et al., 1999;
Fasano et al., 2002), 4to ompeneneHHBIM 00pa3oM, MO-BHIANMOMY, MOXKET OTPA3UTHCS Ha
napametpax [1J] (Hanmpumep, UX ATUTETFHOCTH W/WIN aMIUIUTY/IE) HEMOCPEACTBEHHO B 30HE
pasapaxenus. OxgHako npu pacnpoctpanenuu 1] mo credito, KOTOpOe OCyIIECTBISIETCS 110
OJTHUM M TEM K€ MNPOBOJSIIMM MYTSIM M Ha OCHOBE OJHOTO M TOrO0 € MEXaHU3Ma,
BO3MOXHOCTh 3aBHCHUMOCTM HMIIYJIbCOB OT TIPUPOJBI  pasApaxuTens (aKTUYECKU
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Takxum 0Opa3om, GOJIbIIE OCHOBAHHIA CYUTATh, YTO PACIPOCTPAHSIONIUICS 1O CTEOIIO
Beiciero pactenus [1J] — 3To necnenuduueckuii OMOINEKTPUIECKUI CUTHA, KOTOPBII HE
3aBHCUT OT MPHUPOJBI Pa3APAKUTENS U, COOTBETCTBEHHO, HE HECeT MH(POPMAIHIO O HEM.
SBnssice HecrienuduueckuM OWMOBIEKTPUYECKUM CUTHAIIOM, pactpoctpanstontuiics [1]]
JOJDKEH BBI3BIBATH, B CBOIO OYepelb, Hecmenuduueckue (yHKIIHMOHAIbHbIE M3MEHEHUS B
TKaHSX ¥ OpraHax, KOTOPBIX JOCTUraeT. B nanpHeiinieM HaMu ObUTa MIPEANPUHSTA MTOTBITKA
BBUICHEHHUSI TOTO, HA YTO MOTYT OBITh HampaBJeHbl MHIYIIMPOBAHHBIE HECTIEIU(PUICCKIMU
AIIEKTPUYECKUMHU CHUTHAJNIaMU (yHKIIMOHANbHBIE n3MeHeHusl. C 3TOH LeIbi0 MCCIeI0BaIN
Brusinue [1J] m BIl mHa m3menenme 3amemneHHoir (myopecnenmun (3®) u comepkanue
AT®, a Takke ONpeneNsau pojib UHAYLUPOBAHHBIX MOTEHIMATIAMU BO30YKIEHUSI OTBETOB
B Pa3BUTHH MOBBIILIEHNS YCTOWYUBOCTH MPOPOCTKOB THIKBBI K OXJIAKICHMUIO.

Biansinne 3J1eKTPpHYeCKHX CHTHAJIOB HA MHTEHCHMBHOCTb 3aMelJIeHHON (yopec-
HeHI UM, cofepxanue AT® B 1ucTe M X0/1010yCTOYMBOCTh NPOPOCTKOB THIKBBI

bbulo moka3aHO, YTO pacHpOCTPaHSIOLIMECS 3JIEKTPUUECKHE DPEAKLIUU BBI3BIBAIOT
BpeMeHHOe YycwieHne uHTeHcuBHOCTH 3@ (puc. 20), KOTOpoe CBUAETEIHCTBYET 00
aKTUBAIlMM CBETOBOM cramuu mporecca (orocunre3a (ABaksH, 1991, 1993). B
COBOKYMHOCTH ¢ JaHHbIMH 00 wuHaynupoBanHoM [/ ycumenunm mnornomenus CO,
(KpuTepuil aKTUBHOCTH TeMHOBOH cTanuu (otocuntesa) (I'ynap, Cunroxun, 1963; Fromm,
Eshrich, 1993; From, Fei, 1998) MoHO, BEpOsSTHO, TOBOPUTH O BbI3BaHHOU BOP akTuBanmm

mnmponecca (1)OTOCI/IHTe3a B IICJIOM.
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Puc. 20. 3aBUCHMOCTh OTHOCHTEIBHOTO M3MEHEHHs aMIUuTyasl 3P (Ao/AK) OT BpeMeHU

nocne renepaunu 111 u BIL

Tak kak OJHUM W3 KOHEUHBIX MPOJIYKTOB CBETOBOHM CTamuu (DOTOCHHTE3A SIBISETCS
AT®, To akTUBALMs 3TOTO IMpoIlecca JOJKHA MPUBOJIUTH K MOBbIIEHUIO coaepxanus ATD
B KJIETKax BbICcHIEro pacreHus. [{uHamuka m3meHeHus: coiepkanus AT moxa BAUsSHUEM
pactpoctpansitouuxcsi BOP xoporo coorBeTcTBOBaNia ycmienuo nHTeHcuBHocTu 3D. O10
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MO3BOJISIET MPENOI0KHTh, YTO yBenuueHue coiepxkanns AT® o0ycrnoBieHO aKkTHBAIHEH
nporecca (GotocuHTe3a. JlaHHOE mpeanonokeHne ObUIO TOATBEPKIECHO CHUKEHHEM
spdeKxTa INMEKTPUUECKUX CHUTHAIOB Ha cojepxkanne AT® B yclIOBHAX MOJABICHHS
akTuBHOCTH (hoTocuctemsl Il ¢ momoiibio AnypoHa.

[TomuMoO Hccae10BaHHBIX HAMH MU3MEHEHMI aKTUBHOCTH (DOTOCHHTE3a U BPEMEHHOTO
noBbIlIeHUs1  cojepxkanusi AT® Ha CErogHsAIIHUNA J€Hb UW3BECTEH LENbId  psj
unayurpoBanHbix IIJI um BIl ¢QyHKUMOHANBbHBIX M3MEHEHMI: YCWJIEHHE Tra3000MeHa
(Sinyukhin, Britikov, 1967; Dziubinska et al., 1989; Fromm et al., 1995), 3amennenue
¢nosmuoro tpancnopra (Fromm, Bauer, 1994), unnykuus skcnpeccun reHa pin2 (Stank-
ovic, Davies, 1996; Fisahn et al., 2004), uHIyKIIMST OMOCUHTE3a >KACMOHOBOW KHCIIOTHI
(Fisahn et al., 2004), uaru6bupoBanue cuHTe3a Oenka (Davies, Stankovic, 2006) u np.
Hlupokuit Kpyr BBI3BAaHHBIX MNOTEHIMATIAMHU BO30YXIEHHS (DYHKIIMOHATIHHBIX OTBETOB
CTaBHUT BOIPOC O TOM, Ha YTO MOTYT OBITh HaIlpaBIEHbI NOJOOHBIC N3MEHEHHS.

B paborax Perusuna B.I'. u coaBTopoB (PeruBun u ap., 1997, 1999) Obu10 BEIABHHYTO
MPEAIOJIOKEHUE, YTO KOHEYHOM LEIbI0 HMHIYLUPOBAHHBIX 3JEKTPUUYECKHUMH CUTHAJIAaMU
M3MEHEHUH (DYHKIMOHAIBHOI'O COCTOSIHMSI PACTEHUs SIBJISETCS IMOBBIIICHUE €r0 HECHElU-
¢uyeckoil ycroilunBocTu. B To ke BpeMs, BOIPOC O BO3MOYKHOM CBSI3U MHYyLIMPOBAHHBIX
MOTEHIIHAIaMU BO30YXIeHUS (PYHKIMOHAIBHBIX 3P(PEeKTax W MOBBIIICHUEM YCTOWYHUBOCTU
OCTAaeTCsl B HACTOsALIEE BpeMs HE U3y4eHHBbIM. bbuto nposeneHo uccaenoBanue poau I/ u
BII B noBbIlIEHUH YCTOMYMBOCTH MTPOPOCTKOB THIKBBI K OXJIAKICHUIO M ONpPENEIEHUE BO3-
MO>XHOH pOJIM B TOBBIIIEHUH XOJIOJ0YCTOMYMBOCTH HMHIYLIMPOBAHHBIX 3JIEKTPUUECKUMU
CUTHaJIJaMU U3MEHEHUH aKTUBHOCTHU (hoTocuHTE3a U coaepxkanus ATO.

N3yuenune paeiictBus BII Ha xononmoycroitunBocth vepe3 20 m 50 mMuH mocne cTu-
MYJISIIIUN TI0KA3aJi0, 9TO B 00OWX CiIydasx HAOIOAeTCsl JOCTOBEPHOE IMOBBIIICHHE XOJIO-
noycroiuuBoctd (Ha 87 + 22 m 101 + 37 %, coorBercTBeHHO). Pacnpoctpanenue I1/]
BBI3BIBAJIO TOBBIIICHHE XOJIOJOYCTOMYUBOCTH OO0BEKTa depe3 20 MHH TOCIEe HAaHECCHHS
paznapaxenus (Ha 67 + 21 %), ogHaKoO HE BBI3BIBAJIO JOCTOBEPHBIX M3MEHEHMH depe3 50
MuH. B Xome manmpHeimero wcciefoBaHWs OBLUIO IMOKAa3aHO, YTO 00pabdOTKa TUYPOHOM
NpUONHU3UTETHHO B 2 pa3a CHUKAIA HCXOTHYIO XOJI0I0YCTOMYUBOCTD pacTenus (10 46 + 10
% OT XO0J0J0YCTOMYMBOCTU HEOOPaOOTAHHOTO PACTEHUsI) M TMOJHOCTHIO YCTpaHsia ee
YBEIMYEHHUE TPU HMCHOJIB30BAHUU JIOKAJIbHBIX pasapaxkuteneil. IlomydeHHble pe3ysbTaThl
Jal0T OCHOBAHME MOJIaraTh, YTO yBenauueHue coaepxanus ATD, cBsI3aHHOE C aKTUBALMEH
(oTOCHHTE3a, MOXKET SBIATHCA OJHMUM W3 MEXAaHHU3MOB, JIEKAIUX B OCHOBE
MHIYLHPOBAHHOTO 3JIEKTPUUYECKMMH CUTHAIAMH MOBBILIEHUS YCTONYMBOCTH.

Takum o0Opa3zoMm, B XOA€ MPOBEJICHHOTO TEOPETUYECKOTO M OIKCIEPHUMEHTATHHOTO
aHanmm3a OBUIO MOKA3aHO, YTO MOTEHIUAIBI BO30YKACHUS y BBICIIUX PAaCTCHUHN SIBISIOTCS,
MO-BUIMMOMY, HecHenn(pHIEeCKUMH OMODTEKTPHUUECKUMH CHTHAJIAMHU, HE MEpeIarolInMu
MH(OPMALIMIO O XapaKTePEe BbI3BABIIETO MX JOKAIBHOIO pasapaxurens. CienoBaTenbHO, HE
nepenaBasi UHPOPMAIMIO O XapaKTepe pa3apakKUTENs dJEKTPUUECKUE CUTHAJbI, BBI3bIBAIOT
Hecniennduyeckne (yHKIHMOHAIbHbIE H3MeHeHH. [[oCKOMbKY Kpyr MHAyIUpOoBaHHBIX [1]]
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u BIl ¢yHkumoHanbHBIX 3(PQPEKTOB ITOBOJBHO IIUPOK, TO MAJIOBEPOSTHO, YUYUTHIBAS
OTCYTCTBHE HWH(MOpPMAIMK O XapaKTepe pa3apaKUTENs, YTOObl KaXKIbId W3 HUX HMEI
OTIpe/IeNICHHYI0 KOHEUYHYIO I11eb. bojiee BEpOATHO, YTO BO3HHKAIONIUE (DYHKIIMOHATHHBIE
3G (deKThl NeKaT B OCHOBE pPa3BUTHUS €IWHON Oojee oOMmIeH peaknuu pacTUTEIBHOTO
opraam3ma. [IpeamonokeHo, dYTO TaKOM KOHEYHOW  IENbI0  HWHIYIHPOBAHHBIX
MEKTPUYECKUMU CUTHAJIAMA WM3MEHEHHM, MOXET SBJISTHCS TMOBBINICHUE YCTOWYHMBOCTH

pacTeHui K ACUCTBUIO HEOIArONpUsATHBIX (PaKTOPOB.
3AKJIJOYEHUE

IIpoBeneHHOE HCCIIENOBAHKUE IIO3BOJIAET C ONPEACICHHOCTBIO 3aKIIOYHUTh, YTO Yy
BBICIIMX PACTEHUH B OTBET HA JEHUCTBUE PA3JIMYHBIX BHEIIHUX Pa3ApPaKUTEIEH MOIYT
BozHukath [1J[. Baxknyio ponp B mamnmanuu [1/] urpaior mecTHble OHMOIIEKTpUYECKHE
peaKIiy, BO3HUKAIOIINE B 30HE JIOKAIBHOTO Pa3Ipa’keHUs U 00JIaAaioNnue psjioM CBOMCTB,
XapaKTEPHBIX VISl PELENTOPHBIX IOTCHIIMAIOB )KUBOTHBIX.

Mexanusm renepauuu 11/l y BpICIIMX pacTeHM HMMEET KOMIUIEKCHYHO IPUPOLY,
HapsAy ¢ MaccHBHBIME moTokamm wmoHoB Ca®’, CI” u K HemocpejcTBeHHOE ydacTue B
dopmupoBanuu ummynasca npurumaer H -ATdasza TIM. Ilpu remepamuu I1J] H'-macoc
IIPETEPIEBACT  IIEPEXOJHOE  WM3MEHEHHME  AaKTUBHOCTH:  HMHAKTUBAIUSA,  BBbI3BAHHAS
YBETMYCHHEM B IIMTO30JI¢ KOHIIEHTPAIiH HOHOB Ca’ B HayaibHBI MOMEHT BO30YK/ICHNS,
CMEHSETCS aKTHUBalMel Ha (pa3e penospu3aluy UMITyJIbCa.

VY pa3HBIX TPYII pacTeHUN (HapUMeEp, JIOKOMOTOPHBIX U «OOBIYHBIX)») COOTHOLICHHE
MEXTy MeTabOIMYeCKMM W IAacCMBHBIM MexaHm3mamu reHepanuu [1/], moxker OBITH
paznmuyHbIM. Becbma BepoATHO, 4YTO y JOKOMOTOpHBIX pactenmid [/l (oGmamarormmii
MEHbBIIEH JUTNTEIBHOCTHIO, 00JIee BBHICOKOM CKOPOCTHIO M3MEHEHHS MOTEHINAa) SBISIETCS
6osee maccuBHBIM 1O Tipupone, 4eM [/l y «oObprdHBIX» pacTeHuil. DTO 00CTOATEIHCTBO
CYUIECTBEHHO ISl TIOHUMAaHUS IyTH, IO KOTOPOMY IIIjIa 3BOJIOHS MpoIiecca BO30YKIACHUS
KaK y pacTeHUM, TaK M y JKHUBBIX OpPraHu3mMoB B LejgoM. CTaHOBHUTCS OYEBHUJIHBIM, YTO
COBEPIICHCTBOBaHME (YHKIMH BO30YXKACHHS COMPOBOXKAAIOCH, CYIs IO BCEMY,
YMEHBIIIEHHEM CTENEeHH HemocpencTBeHHOro compsikeHus [1J[ ¢ paboToit 31eKTpOreHHoro
Hacoca BO30yAMMOW MeMOpaHBI, YTO JeNaj0 MEXaHH3M TIeHEepaluil HMITYJIbCOB, IIO-
BUIMMOMY, MEHEE DHEPIreTUYECKH 3aTPATHBIM, MEHEE 3aBUCAILNM OT YCIOBUU CPEIbl U, KaK
cieacteue, Oonee d¢pdexkruBHBIM. Tak HEpPBHBI HUMIYJIbC JKUBOTHBIX, KOTOPBHIA B
ABOJIIOIIMOHHOM IUIaHE HECOMHEHHO Bbime I[IJ[ y pacTeHmii, (akTUYECKH IOJIHOCTHIO
OIIOCPEI0BAaH ACCUBHBIMHU TPAaHCMEMOPaHHBIMU IOTOKAMH HOHOB.

OpnHako HEOOXOUMO O TIEPKHYTh, UTO Takue ocodeHHoctu [1]] y BrIcIX pacTeHuit
(KoTOpble MOTYT OBITH PAaCCMOTPEHBI KaK 4YepPThl HECOBEPIIECHCTBA), Kak OojbImas
JUINTEIIBHOCTD, 3HAYUTEIIbHbIE HAPYIICHUS MOHHBIX KOHLEHTPAUMW M HAJIWYUE LIMPOKOTO
Kpyra MOHOB, NPUHHUMAIOIIKUX HEMOCPEACTBEHHOE ydacTue B (POPMUPOBAHMM HMITYJIbCa,
ABIISIOTCS, TO-BUAMMOMY, OCHOBOW J(P(PEKTUBHOTO MPeoOpa3oBaHUS SICKTPUIECKOTO
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curHaia B (YHKIMOHAIBHBI OTBET. BeposTHO, WMEHHO W3MEHEHHUS HOHHBIX
KOHIIEHTpALlMi, BBI3BAHHBIE HOHHBIMHM IIOTOKaMu, Jiexkammmu B ocHoBe [IJ[ u BIIL,
SIBJISIFOTCSI ITYCKOBBIM MEXaHWU3MOM BO3HUKAIOIMNUX (PYHKIIMOHATHHBIX H3MEHEHUH (TaKuX
KaK U3MEHEHUE JbIXaHUsl, CHHTE3 CTPECCOBBIX TOPMOHOB U JIp.).

[ToTeHmnmanbl BO30YKICHHS B MPOIECCE PACIIPOCTPAHEHUS B OMPEICIICHHON CTENECHU
BeIyT ceOs MOoJo0HO pa3IpakWTEINt0, BBI3BIBAS M3MEHEHUS, CXOJHBIC IO COJCPIKAHUIO C
HeCTeMPUISCKON COCTABIISIONICH (DYHKIIMOHATHLHOTO OTBETA B 30HE HETMOCPEJICTBEHHOTO
paznpaxenus (puc. 21).

? A’&i“? ' | apax(el-ma

enoaspusayusn
' Veeruuenue [Ca®']. »
' n

i Boixoo K*

13akucnenue yumoszons
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e ' 3akucnenue yumosons
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Puc. 21. Cxema, WmiocTpupyromiasi CXOJCTBO pEaKIUii, BBI3BIBAEMBIX JIEHCTBHEM
pa3apaskuTeNsl HETOCPEICTBEHHO B 30HE JIOKAJIBLHOTO pa3paXCHHUS W WHIYIIUPOBAHHBIX
pacnpoctpasstomumcs 111 3a npenenamu 30HbI pa3apaKeHUs.
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BbIBO/IbI

1. MecTHble OMO3IEKTPUYECKHE PEaKIUU, BO3HHUKAIOIINE HEMOCPEICTBEHHO B
30HE JIOKaJbHOTO pa3ApakeHUs] BBICHIMX PACTEHHH, HE 00JaJalonMX JOKOMOTOPHOU
AKTHUBHOCTBIO, MPOSIBISIOT I'PaayajlbHOCTh - 3aBUCHUMOCTh AMIUIATYJbl OT MHTECHCUBHOCTH
pasapakuTens U cnocoOHOCTh TeHepupoBath [1/] o qoCTHKEHUIO TOPOTOBOTO YPOBHSI.

2. IIpouecc renepamuum IIJ[ y BBICIIMX pPACTEHUM 3aBUCHT OT BEIUYUHBI
MEeTa00IMYECKONH KOMIIOHEHThl MEMOpPAHHOrO NOTEHILIMAajla, BO3HUKAIOIIEHW IMPU ydacTUU
anexrporensoro Hacoca IIM. Ilpumenenue nnrudutopos H'-ATdasel, anamus ckopocT
WM3MEHEHHs NOTEHUMaNa Npu (OPMUPOBAHMM HMIIYJIbCA W pErucTpanus H3MEHEHUM
BHEKJIETOYHOro pH Iokaszano, 4To 3JEKTPOreHHBIM HACOC NPUHHUMAECT HENOCPEICTBEHHOE
yuactue B renepanuu 11/1. Bo Bpems renepanuu I1/] nponcxoaur nepexoaHoe U3MEHEHHE
aktuBHOCTH H -AT®a3pl — nHakTHBaIMs Ha (ase JETONApHU3ALNN M PeaKTUBAIKs Ha dase
penossipu3anud  UMImyJbca. DakTopoM, yrHETArOIIMM aKTUBHOCTH HAcOCa, BBICTYIAET
yBe/TMUCHHE KOHIEHTpaIKy HOoHOB Ca’’ B HAYAIHEIA MOMEHT BO30YKICHHS.

3. Bxox monoB Ca’” B Kkimerky HeoOxomumm mis passutus IIJ[ y BBICHIHX
pactenuit, npu stoM Ca’  BBICTYmAaeT KaK HMHUIMHDYIOUHMI (AKTOp H HE BHOCHT
CYLIECTBEHHOTO BKJIaJa B HW3MEHEHHME MOTEHIMala. OTO NOJATBEPKIAIOT IOJHOE
rnojasiieHue npoiecca reaepauuu 111 npu ynanenun noHos Ca’" u3 BHEKIETOUHOM cpenbl
¥ TpuMeHeHnHn Gnokatopa Ca’ kaHANOB BeparmaMmuia, a TAKKE HEM3MEHHOCTh aMILTHTYIbI
I1]] npu yBemmuenun copepxanns Ca> Bo BHekTeTounoit cpene ot 0,1 10 10 MM.

4. ®aza penonspuzammu [1J] popmupyercs Boixomsmum notokom Cl', Bo3HH-
KAIOIIMM BCIIEACTBHE AKTHBAIMM AHMOHHBIX KAHAIIOB, M BXOMAIIMM ToTokoM H', Bo3HH-
KaIOIIIUM BCJIEJICTBHE MHAKTHUBAIINHN H'-AT®a3p1. O6a MOTOKa BO3HHKAIOT BCJIEJICTBUE yBE-
JIMYEHHMs KOHIEHTpaun noHoB Ca’’ B KieTKe B HAYANbHBI MOMEHT BO30YxkaeHus. Ompe-
AETSIONINA BKIaa B opMupoBanue (a3l ACTONIPU3AUN BHOCHT BhIX0] HOHOB Cl', 0 uem
CBHUJIETENBCTBYET Oojiee criibHOE nojaBienne aMmmntyasl [1/] mpu ucnons3oBanun 610Ka-
TOPOB aHMOHHBIX KAHAJIOB B CPABHEHMHM C YTHETEHHEM BXojsmero notoka H' u Gonee 3Ha-
uuTeNbHbIE U3MEHEHHs KoHIeHTpauy noHoB Cl° B cpaBrennu ¢ H'. Ananus ckopocT us-
MeHenus E;, npu pa3BuTHUU UMITyJIbCa MOKa3al, uto (aza penonspusaruu [1/] dopmupyercs
B JIBa IOCJIEeI0BaTENbHBIX 3Tamna. [lepBblil 3Tan ¢assl penosspuzauuu GOpMHUPYETCS BBIXO-
JIAIIAM TI0 JIEKTPOXUMHYECKOMY TpajHeHTy motokoMm noHos K'. Bropoii atam dassl pemo-
nsipu3anuu GopMUpPYeETCs IIEKTPOoreHHbIM HacocoM [1IM.

5. IIpeioxkena HoBast cxemMa MexaHu3ma renepaumu I1/[ y Beiclumx pacrenum,
BKJTIOUAIOMAs TaccHBHBIe OTOKH noHoB Ca’’, CI' m K, a Take M3MEHEHHE aKTHBHOCTH
JJIEKTPOT€HHOI0 Hacoca. Maremarudeckass MOJENb, IOCTPOCHHAs Ha OCHOBAaHUHU
MIPEIIOKEHHON CXEMBI, II03BOJISIET NIOJIy4aTh CTALlMOHAPHBIE 3HAYEHUS IIOTEHIIMAJIA B TIOKOE
u redepauuto I1J[ npu umutanuu pasapaxeHus. CUMyJIMPOBaHHBIE MOJIENbI0 U3MEHEHUS
ITOTEHIMAJIa 1 NOHHBIX KOHIIEHTPALMK UMEIOT XOpOLIee COOTBETCTBHE C IKCIIEPUMEHTAIBHO
3apErUCTPUPOBAHHBIMU  PE3YyJIbTaTaMH, 4YTO CIIY)KUT TIOATBEP)KACHUEM BBIABUIAEMBIX
TUIIOTES.
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6. AMILTATY 1A U CKOPOCTh pacnpocTpaneHus: BII cHukaroTcs 1o Mepe yaalieHus
OT 30HBI JIOKaJIbHOTO mMoBpexaeHusa. CkopocTh pacnpoctpaHeHusi BIl He coorBercTByeT
CKOPOCTH, PACCUMTAHHOW C TPUMEHEHUEM KaOEJIbHOTO YypaBHEHHUS, YTO OTPUIIAET
ANEKTPOTOHWYECKUI MEXaHM3M €ro pacrpoctpaHeHus. He oOHapy»XeHO COOTBETCTBHS
MEXKJy  CKOpPOCThIO  pacmpocTpaHeHuss BIl  u  CKOpocThIO  pacnpocTpaHEHUs
TUAPABINYECKOTO CUTHAJIA, WHAYUHUPOBAHHOIO TIOBPEXKACHUEM JIMCTA  MILIEHULBL
I'enepanus BII cBsizana ¢ BOSHUKHOBEHHEM MTOTOKOB Ca”", CI, H". Hau6oupsumii Beixox Cl°
MMEET MECTO NIpPU PA3BUTHUH WMITYJBbCHOM nenoiispu3anvu B coctaBe BII, yto moxer
YKa3bIBaTh HAa 3HAUMTEJIbHBIN BKJIAJ JAHHOTO MOHA B €¢ (hOpMUPOBaHUE.

7. [Torenuuan paeiicTBus M BapuaOedbHBIA IMOTEHLMAN, PACHPOCTPAHSACH IO
PaCTEHHIO, BBI3BIBAIOT KOMIUIEKC HECHEIU(PUIECKUX U3MEHEHUH, B YACTHOCTH, BPEMEHHOE
MOBBIIIEHUE HMHTEHCUBHOCTH 3aMEJUIEHHOM JIOMUHECHEHUIUH U cojepxkanuss ATD B
CEMSIIOJIBHBIX JINCThAX MPOPOCTKOB THIKBBI, KOTOPBIE UTPAIOT BAXKHYIO POJIb BO BPEMEHHOM

MOBBINIEHUN YCTOWIMBOCTH PACTEHUH K ICHCTBHIO HEOIArONPHUSITHBIX (PaKTOPOB.
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