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TPAHCIIOPT OPTAHUYECKHNX AHUOHOB B KJIETKAX KOPHSA 1 ET'O POJIb
B MPOIECCAX KJIETOYHOM CATHAJIM3AIIMU Y BBICHIUX PACTEHU I

(Ilpeocmasneno akademuxom A. B. Kunvuesckum)

Annortanusi. OOMEH OpraHMYeCKHX aHHOHOB MMEET OOJIBIIOE 3HAueHHE IS METaOOMNYeCKUX, OMOIHEPreTHIeCKUX
1 MEKTPOXMMHUYECKUX MPOLECCOB B PACTUTENBHOHN KIETKE, HAIPSMYIO BIHS Ha KAUeCTBEHHBIE U KOJINYECTBEHHbIE TTOKa3a-
TN MPOAYKTUBHOCTH, a TAK)Ke PEaKI[MU CTPECCOYCTOMUMNBOCTHU y BBICIINX pacTeHHH. TeM He MeHee, MPOoIeccH mepepac-
TIpeJieNIeHns] 1 MeMOpPaHHOTO TPAHCHOPTA JAHHBIX BEIIECTB B TKAHSIX PacTEHHH ITOKA MCCIICOBAHBI KpaifHe He0CTaTOuHO,
B YAaCTHOCTH, JIO0 CHX IIOp HE yCTaHOBJICHBI MEXaHM3MbI BBIX0J[a aHHOHOB U3 KJICTKH TaK Ha3bIBA€MbIM ITACCHBHBIM IIyTEM,
T. €. IOCPEJICTBOM MOHHBIX KaHaJoB. B HacTosmeil paboTe ¢ NCIOIb30BAHNEM METO/Ia JIOKAJIBHOH (MKCAIMU MOTEHIIHAIa
(Patch-Clamp) BriepBbIe BBISIBJICHBI U ISTAIBHO OXapaKTePH30BaHbI aHHOHHBIE KaHAJBI KJIIETOK KopHst Arabidopsis thaliana,
Triticum aestivum, Helianthus annuus, onocpenyIolue BEIXOAANIIHHA NOTOK BaXKHEHIINX OPraHMUECKUX aHHOHOB, TAKHX KaK
ackop0Oar, MayaT, TIIOKOHAT, IUTPAT, (hyMapaT M MPOIMHOHAT. YCTAaHOBJIEHO, YTO JaHHBIE TPAHCIIOPTHBIE CHCTEMBI 00/1a1atoT
BBICOKOH IIPOHMIIAEMOCTRIO JUIs ackopOara, MajaTa i MUTPaTa, OJHOBPEMEHHO JIEMOHCTPUPYS HU3KYIO TPOHHIIAEMOCTD IS
(dymapaTa, IpONHOHATA U INIIOKOHATa. AHHOHHBIE KaHAJIBI KJIETOK KOPHS UMEIOT OBICTPYI0 KHHETHKY aKTHBAIlMH ¥ HU3KYIO
HNOTEHIMAI-3aBUCHMOCTh, OHU TaK)Ke HHTHOUPYIOTCS 9-aHTPalleHKapOOHOBOM KHUCIOTOM, YTO YKa3bIBAaeT HA UX BOSMOXHYIO
MPUHAJICKHOCTD K CeMecTBY HOHHBIX kKaHalioB ALMT, koTopoe cyliecTByeT TOJIBKO Yy BBICIIKUX pacTeHuil. C Ucronb30Ba-
HHEM DJKBOPHHOBOH XEMUIIOMHHOMETPHUH IPOTECTHPOBAHO BO3ACHCTBHE OPTraHUYECKHX aHHOHOB Ha mpouecchl Ca'-
CUTHAJIM3alUU B KOPHE, B PE3yNbTaTe Yero IMOKa3aHo, 9TO ackopOaT cmocoOeH MHIAYNHPOBaTh MOBBIIMIEHHE YPOBHS IIUTO-
ta3marudeckoil aktuBHoctd Ca?*. JlaHHBIN 3)(EKT MOXKET JIe)KaTh B OCHOBE PaHEE HEM3BECTHBIX (YHKIHH 9K30I€HHOTO
ackop0ara, CBI3aHHBIX C 0OeCIIeYeHNeM peaKIuii OIKHEeH U JajbHel CUTHAIM3alHHI Y BEICIINX PACTCHHH.
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(uKcanuu MOTeHIKAaA, MEKTPOPU3HOIIOr s pACTEHUIl, SKBOPHHOBAs JTIOMUHOMETpUs, Arabidopsis thaliana, Triticum aes-
tivum, Helianthus annuus
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Abstract. The organic anion balance is critical for metabolic, bioenergetic, and electrochemical processes in plant cells,
controlling the quality and quantity of yield and plant stress resistance. Nevertheless, the redistribution and membrane trans-
port of these substances in plant tissues have not been investigated in detail. The mechanism of passive anion efflux from
a plant cell through the ion channels has not been established so far. Here, using the patch-clamp technique, we have charac-
terized the ion channel-mediated conductances of ascorbate, malate, gluconate, citrate, fumarate, and pronionate in the root
cells of Arabidopsis thaliana, Triticum aestivum, and Helianthus annuus. These conductances showed high permeability to
ascorbate, malate, and citrate, as well as low permeability to fumarate, propionate, and gluconate. Anion channel conductances
of root cells showed rapid activation kinetics and low potential dependence. They were also inhibited by 9-anthracenecarbox-
ylic acid, suggesting that they belong to the ALMT family of anion channels found only in higher plants. Aequorin chemilu-
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minometry was used to test the effect of organic anions on the Ca®" signaling in root cells. Among four organic anions tested,
only ascorbate induced a significant increase in the cytosolic Ca*" activity at physiological levels (1 and 10 mM). This effect may
underlie the previously unknown functions of exogenous ascorbate related to short- and long-distance signaling in higher plants.

Keywords: organic acids, anion transport, calcium signaling, patch-clamp, plant electrophysiology, aequorin luminome-
try, Arabidopsis thaliana, Triticum aestivum, Helianthus annuus
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BBenenue. AHMOHBI OPraHUYECKUX KHUCIOT, TAKHE KaK ackopOaT, MIIOKOHAT, IIUTPaT, Majar u Jp.,
UTPAIOT MCKIIOYUTEIBHO BAKHYIO POJIb B J)KU3HM PACTCHMH, Y4acTBYsl B METaOOJIMUYECKUX IpEBpalle-
HUSIX, Habope OMoMacchl, JHEPreTHIECKOM B BOJHOM 0OMeHe, (hOpMUPOBAHUH THAPOCKEIeTa, dJIeKTPH-
YeCKOM OaJlaHCe ¥ aHTHOKCHIaHTHOM 3amuTe [1-3]. Borpockl OMocnHTE3a 1 BHY TPUKIIETOYHOTO 00OMe-
Ha JIaHHBIX COEMHEHNH XOPOIIIO MPOPaOdOTaHbI M NTUPOKO MPEACTABICHHI B TUTEPATYPE, OHAKO MeXa-
HU3MBI HMX JKCCYyIAalUHU (BBIXOZA M3 KJETOK) M POJb BO BHEKJIETOYHOM MPOCTPAHCTBE OCTAIOTCS
MaJION3y4YeHHBIMU [2; 4]. BBIX07] aHMOHOB U3 PACTHTEIIHHON KJIETKH OCYIIECTBIISCTCS TIACCHBHO IT0 T'pa-
JIUEHTY 3JEKTPOXUMHUYECKOro MOTEHIHalla — B pe3yJibTare paboThl aHMOHHBIX KaHAJIOB IJla3MaTHye-
ckoii MeMOpaHsbl [5]. DToT npouecc odecreynBaeT Pl KPUTUYECKH BaXKHBIX (PU3MOJIOTHUECKUX Peak-
uii. Bo-mepBbIX, OH KOHTPOJIUPYET pacipelieliecHie MeTaboIUTOB B TKaHIX, BO-BTOPBIX, (hopMUpyeT
creun(pUIecKuid BHEKJIETOUHBIH MAaTTEpH OPraHMYeCKUX aHHOHOB, YUACTBYIOIUX B (DU3HOJIOTMUECKUX
mpoleccax, JOKaJIu30BaHHbIX B anomiacte. Kpome Toro, HemanoBakHOH (DyHKLMEH 3KCCYIAaTOB SIBIIS-
ercst GOpMHUPOBAHUE CHHEPTMUECKOTO B3aMMOJCHCTBUS ¢ MUKPOOPTaHU3MaMH, TAKUMHU KaK MHUKOPH3-
HbIEe TPUOBI U a30THUKCHUPYIOIINE OaKTEPUH.

Ha ceropssmnmii 1eHp B TEHOMaX BBICHIUX PACTEHUH BBISBJICHO 3 ceMeiicTBa FreéHOB aHHOHHBIX Ka-
HanoB: SLAC(H)1 (SLow Anion Channel 1 Homologues), ALMTI] (ALuminum-activated Malate
Transporter 1) u CLC (ChLoride Channel) [5]. 'enom BaxkHeHIero MoeIbHOTO pactenust, Arabidopsis
thaliana L., conepxxut 4 rena SLAC(H), 14 renoB ALMT u 6 reno CLC [6]. BBuny BbIcOKOH peman-
HOCTH JAHHBIX CUCTEM HX CBOMCTBA MCCJIEAOBaHbl B OCHOBHOM B I'€TE€POIOTNYECKHX IKCIIPECCHOHHBIX
cucrtemax (oonurax u kierkax HEK293). Dnexrpodusnonoruueckuii aHanu3 aHMOHHBIX KaHAJIOB Ha
MHTaKTHOM PacTUTEIbHOM MaTepualie IpoBeIeH A KpaiiHe OrpaHHYeHHOro Kpyra oObekToB. B uacT-
HOCTH, UCCJIEZIOBAHbI AHHOHHBIE KAHAJIBI B 3aMbIKAIONINX KJIETKAX YCTHUIL, JJIsI KOTOPBIX MTOKa3aHa BbI-
COKasi IPOHMIIAEMOCTh sl MaJjlaTa M OKcajoalerarta (Ha mpumepe pacteHuit Vicia faba w Arabidopsis
thaliana) [7]. B xopHeBbIX BoJlockax Arabidopsis thaliana TpoaeMOHCTPUPOBAHB AHUOHHBIC KaHAJIBI,
oOmagaromye BHICOKOH TPOBOAMMOCTBIO A UTpaTa [§8], a B KopHsAX Lupinus albus BbISIBICHBI KaHa-
JIbl, OAMHAKOBO (P QEKTUBHO TpaHCIOpTUpYIoure Maiar 1 uutpat [9]. Tem He MeHee, TaHHBIE PAOOTHI
HE JIaloT OTBETa Ha BOIPOC O TOM, MOTYT JIM aHMOHHBIE KaHAJIBI PAaCTEHUN TPAHCIOPTHUPOBATH TaKHe
Ba)KHbIC OpPraHMYECKUE HOHBI, KaK ackopOaT, MPOMMOHAT, IIIIOKOHAT uiu (ymapar. HenccnenoBanHnoi
TaKXke ocTaeTcs U (uznonornyeckas GyHKIHS BBIICISIEMBIX B MPUMEMOpPAHHOE MTPOCTPAHCTBO Opra-
HUYECKMX aHHOHOB, B YaCTHOCTH, MX BO3MOXHAasl POJIb B KaueCTBE CHUTHAJIBHBIX MOJEKYJI. B cBs3m
C 3TUM ILIEJbI0 HACTOsIIEH paboThl SBJISUIOCH 3apPErHCTPUPOBATH M IETAJIBHO M3YUYUTh TOKHM MaJaTa,
ackopOata, mpoIrMoHarTa, IUTpara, TIKoHaTa B GyMapaTa yepes Mmia3MaTH4ecKyo MeMOpaHy KIETOK
KOPHSI BBICILINX PACTCHUH, a TAK)KEe MPOTECTUPOBATH BOSMOXKHYIO POJIb SHIOI'€HHOTO ITyJla JaHHBIX Op-
raHUYECKUX aHHOHOB B mporeccax Ca?'-CUrHaNN3alii B MHTAKTHBIX KJIETKAX KOPHSL.

Marepuajibl 1 MeTOABI HccJeqoBaHusl. B pabore ucnonp3oBanuck 7—12-1HEBHBIE TPOPOCTKH
Arabidopsis thaliana L. Heynh. sxotunoB Columbia-0 (Col-0) m Wassilevskija (WS-0), 7-10-1HeBHBIC
npopoctku Triticum aestivum L. (copt Bacunuca) u 7-10-nHeBHbIe ipopoctku Helianthus annuus L.
(coptr KBSH-53). Pactenus Arabidopsis thaliana BeIpalminBaivich BEPTUKAIBHO B CTEPHIIBHBIX YCIOBHSX
Ha cpene Myparure u Ckyra (Duchefa, Xapiem, Hunepnaner) ¢ nodasnenuem 1 % caxapossl u 0,35 %
Phytagel™ (Sigma, CILIA), pH TutpoBaics o yposas 6,0 mpu nomomn KOH. Yamku [Terpn nomernia-
JUCh B POCTOBYIO KaMepy C KOHTPOJUPYEMBIMH CTaHJAPTH3UPOBAHHBIMU YCIOBHUAMH OCBEIICHUS
(100 mxmonb oToHOB/C'M?), CBETOBBIM peskuMoM (16 1 cBeTa/8 u TeMHOTHI) U TeMmeparypoit (22 °C).
IIpopoctku Triticum aestivum v Helianthus annuus BRIpaNUBAINCH PYJIOHHBEIM METOIOM B pa30aBIicH-
Holi cpene Mypamure u Ckyra (10 %) B Takux ke YCIOBHUSAX, 4TO U pactenus Arabidopsis thaliana.
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[IpoToniacTsl M30IMPOBATUCH (DEPMEHTATHBHO COIJIACHO paHee pa3paOOTaHHBIM IMPOTOKOJAM,
Ha ocHoBe 1erona3sl Onozuka RS (Yakult, Simonus), nemmtononmsuna (CalBiochem, BennkoOpuranmsi)
u nekronuasel Y-23 (Yakult, SImonwms) [10]. OcMomsUTBHOCTE pacTBOPOB Tipu padbote ¢ Arabidopsis
thaliana L. nosoaunace 10 300 MOcm-kr™!, a ipu pabote ¢ Helianthus annuus L. v Triticum aestivum L.
10 600 MOcmkr ! mpu momonu D-copbuta u BarpoocmomeTpa Wescor (Wescor Inc., CIITA). PactBop
nns Xxpanenus nporomactos coxepxkan 10 MM KCl, 10 MM CaCl,, 2 MM MgCl,, pH 6,0 (2 MM Mec,
1 MM Tpuc). [IpoTonnacTsl cogepKatrch Ha JIbAY, COXPaHss )KU3HECITIOCOOHOCTh Ha MIPOTSIKEHUH 24 1.

Peructpanus n ananus TpaHCMEMOpPaHHBIX TOKOB OCYLIECTBISIIUCH MPH MOMOIIM CTaHAAPTHOM
TEXHMKH JIOKanbHOW (ukcanuu norennuana (Patch-Clamp), neranbHo onucaHHON HAMH paHee B IpU-
JIOKEHHUH K WCCIIEZIOBAHWUIO MOHHBIX KaHAJIOB MeMOpaH kyieTok kopHs [10]. [Ins co3manust rTuraoMHOM
W3OJISIIIAA MEXKJTY MUKPOITUTIETKON W TIa3MaTHYeCKOl MeMOpaHOW MPOTOIIacTa UCIOJIb30BaJICS Ha-
PYXHBIil pacTBOp ¢ BbiIcOKMM ypoBHeM Ca** (20 MM) Ha ¢one 0,1 MM NaCl (KCI B cnyuae mieHHUIIbI
U TIOJICOTHEYHHKA). | \TaOMHBIN KOHTAaKT IOCTUTAJICS 3@ CUET CO3JaHUs UMITYJIbca HETaTUBHOTO JAaBlie-
HUS B MUKpONMIIETKE. Perucrpannst TOKOB MpoBoAuiack B KoHGUrypanuu «uenas kiaetka» (Whole-
Cell Mode). TTumeTouHBIi pacTBOpP BO BCEeX BapuaHTax coxepskan 10 MM Cl-, 100 aM Ca?" (0,75 MM
1,2-6uc(o-amunopenokcn)atan-N,N,N',N'-reTpaykcycnoit kucnotsl, 0,3 MM CaCl,), pH 7,2 (1 MM Tpuc,
2 MM Mec). CocTaB MUIETOYHOTO PACTBOPa BapbUpPOBall B Pa3IUYHBIX SKCHCPUMEHTAX M JIETaJIbHO
paccMoTpeH TO TeKcTy. PactBopel ¢dunbTpoBanmuce depe3 OaktepuanbHbli (unsTp (Millipore,
Benukobpurtanns). Audy3noHHBIH MOTEHIIHAI PACTBOPOB PACCUUTHIBAJICS TIPH MOMOIINA KOMITBIOTEP-
Ho#t porpammbl JPCALC (SDR Scientific, ABcTpanust). AKTHBHOCT HOHOB PaCCYUTHIBAJIACH MTPH I10-
Mot komnerotepHoit mporpaMmmel GEOCHEM (GEOCHEM-EZ, CIIIA). Dnektpuuecknue TOKH 4epes3
IJa3MaTHYECKyI0 MEeMOpaHy pPErHCTPUPOBAINCH 3JIEKTPOPU3HOIOrHUYecKUM ycunutesneM Dagan
Cornevores Series (Dagan, SImoHus) ¢ NCTIOTB30BAaHUEM KOMITHIOTEPU3HUPOBAHHOTO aHAJIOTO-IIH(PPOBO-
ro npeodpazosatens Digidata 1322 A (Molecular Devices, CIIIA). DnexTpopu3noaornieckue JaHHbIC
aQHAJIM3UPOBAIIUCH IIPU MOMOIIM KOMIbIOTEpHBIX mporpamm Clampex 9.2 u Clampfit 9.2 (Molecular
Devices, CIIIA). OCHOBHBIM ITPOTOKOJIOM (DUKCAIIMM HAIPSKEHMs SBISIACH MI0AAaYa MPSIMOYTOJIbHBIX
AMIYJIBCOB aMIIATymoi oT —180 mo —80 MB ¢ marom 25 MB mpu motennmane dukcammu —90 mB.
OnexkTpodu3noIornuecKas yCTaHOBKa OblIa YCTaHOBJICHAa Ha aHTUBUOpaimonHoM ctoje PCT-12 (OFC
Systems, BenukoOpuranus). VMcmonb3oBaiicss nHBepTHpOBaHHBIM Mukpockomn Carl Zeiss IM-2F (Carl
Zeiss, I'epmanust), mukponosunuonep Hodgkin-Huxley (Hodgkin-Huxley Ltd, Benuko6puranus) u Ha-
O6op mepudepuiipIx ycTpoiicTB Axon Instruments (Axon Instruments, CIIA). ToxoBble KpHUBBIC
U BOJIET-AaMIICPHBIC XapaKTEPUCTUKH aHAJIM3UPOBAIUCH MPH MOMOIIM KOMIBIOTEPHOW MPOTrpaMMBbI
SigmaPlot 10.0 (Systat Software Inc., CILIA).

Jlnst peructpaiuu ypoBHs aktTuBHOCTH Ca’’ B IIUTOMIIa3Me ([Caz*]um) B paboTe UCTIONH30BaJICS BbI-
COKOYYBCTBUTEIBHBIA KOMITBIOTEPU3NPOBAHHBINA XeMumtoMmuHoMeTp Turner BioSystems 20/20 (Turner
Inc., CIIIA). TIpumeHsINCh CTaH/IapTHBIE SKCIEPUMEHTAbHBIE NOAX0/bI u3Mepenus [Ca®’] . ocHo-
BaHHBIC Ha PETUCTPALUU JTIOMUHECHCHIIMH SKBOPUHA B HHTAKTHBIX KOPHX Arabidopsis thaliana [10].
Kopunu 200-250 npopocTtkoB Arabidopsis thaliana L. (Col-0), KOHCTUTYTHBHO 3KcTipeccupyomnue ho-
TOOETIOK 3KBOPHH, MHKYOHMPOBAJIMCh B TEMHOTE B MPUCYTCTBUHU 4 MKI/MJI LIEJICHTEpa3WHA B TeUCHHUE
12-18 u B pactBope, conepxkameM 0,1 MM CaCl, (pH 6,0) a1 pekOHCTUTYMPOBaHUS SKBOPHHA.
DOKCHEepUMEHT MPOBOAMJIICS C PABHBIM KOJIMUYECTBOM KOPHEH B IIMJIMHIPUYECKUX KBAapLEBBIX KIOBETaX
B pacTBOpE, Colep KalleM MOoBbIIeHHYI0 KoHenTpanuio Ca** (10 MM CaCl)) npu pH 6,0 (Tpuc/Mec).
HenocpenctBenHo nepes TecTHpoBaHNEM KIOBETHI ¢ KOpHsIMU (0,3 MIT) BBIIEPKUBAHCH B TIOKOE B TEM-
HOTe B Teuenue 20 MuH juist crabunmusanuu G6asanbHoro yposus [Ca*'] . B xoje ombiTa KioeTa nome-
anach B pabounii 0TCEK JTIOMHUHOMETpA, PETUCTPALs SMUCCUN CBETOBOI'O CUTHAJIAa SKBOPHHA TPOM3-
Boamiack ¢ yactotoil 1 ' PaBHEIH 00Bem (0,3 MiT) TECTHPYEMOTO pacTBOpa BBOAMIICS B KIOBETY Yepes
3aTEMHECHHBIN KaHaJ, U3MepsIcs BPEMEHHOW X0 U3MEHEHUS HHTEHCHBHOCTH JIIOMUHECIICHITUU YKBO-
puHa. B KOHIIE onbITa TPOU3BOAMIIOCH TaK Ha3bIBaEMOE TalllCHNE SKBOPHHA, T. €. B3aUMOJICHCTBHE BCe-
IO JOCTYITHOTO IyJia 9kBoprHa ¢ Ca*" ¢ BbIIeIeHHEM MaKCHMaJIBHOTO KaJIMOPOBOYHOT'O CBETOBOT'O CHUT-
nana (2 M CaCl,, 20 %-ub1it 3Tanon). 3HaUeHUs [Calz*]LIHT paccuUMTHIBAINCh U aHAJIU3UPOBAIIMCH COTIac-
HO paHee pa3zpaboTranHoi Mmetoauke [10].

PesyabTaThl 1 uX 00cy:kaenne. C UCToNbp30BaHNEM KOH(PUTYpaIuu «Iienast KJieTkay ObLIH 3ape-
TUCTPUPOBAHBI TOKH Yepe3 IUIa3MaTHYeCKyI MeMOpaHy MPOTOILIACTOB, H30JIMPOBAHHBIX U3 KOPHEH



Joxmaast HanmonansHoM akagemun Hayk bemapycu. 2021. T. 65, Ne 3. C. 320-329 323

Arabidopsis thaliana L. sxotunia WS-0 (puc. 1-3). OCOOCHHOCTBIO METO/Ia JTOKAJIBHOW (DUKCALIUU TIO0-
TEHIIHaJa SABJISETCS BOZMOYKHOCTh KOHTPOJISI BHYTPEHHEH Cpepl TPOTOIIacTa (ITMMEeTOYHOTO PacTBO-
pa) mocpeacTBOM (hOpMUPOBAHUS IICKTPOIUTHOTO KOHTAKTA IMOJOH MUKPOMMIETKH U LUTOIMIIA3MBI
kiIeTku. B Hacrostelt padote Ha Arabidopsis thaliana L. B TUTIETOYHOM pacTBOpPE OBLI 32/1aH BHICOKHIA
YPOBEHb OpraHN4YecKNX aHHOHOB (40 MM), 4TO MTO3BOJIUIIO U3MEPUTH CPABHUTEIHHO HEBBHICOKHE IO aM-
MIJIUTYIe aHMOHHBIEe TOKU. [TnmeTounbIil pacTBOp Takxke conepkan 50 MM Na® B kauecTBe OanaHC-HOHA
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Puc. 1. Toku rirokonara, nurpara u L-ackopbara depe3 miaa3mMaTu4ecKyto MeMOpaHy KieTok KopHs Arabidopsis thaliana:

@ — TUTIIMYHBIC TOKOBBIE KPUBBIE, IOJYYECHHbIE B OTBET HA NPSAMOYTOJIbHbBIC MMIYJIbChl HAPSDKCHUS B 1uana3oHe ot —80 110

—180 mMB npu BBeneHuu B nunetouHsli pactsop 40 MM ritokoHata, nuTpaTta uiau L-ackopbara; b — BOIbT-aMIIEpHBIE Xapak-

TEPUCTHUKH, OJIyYEHHBIC IO CPEJAHUM 3HAYEHUAM TOKOB (1 = 7—12; x + Sx). Hapyxusiit pactsop: 20 MM CaCl,, 0,1 MM NaCl,

pH 6,0 2 MM Mec, 1 MM Tpuc), 300 MOcm-kr . [Tunerounsrii pactsop: 40 MM NaOH, 40 MM L-ackopOHHOBOH KHCIIOTHI

(uurpara uiau riokonata), 100 kM Ca? (0,75 MM 1,2-6uc(o-amuHopenokcen)atan-N,N,N',N'-reTpayKCyCHON KHCIOTBI,
0,3 MM CaCl,), pH 7,2 (10 MM Tpuc). 1 MM 9-All BBOAMJICSA B NaHHBII pacTBOP MPH HHIUOUTOPHOM aHAJIU3€E TOKOB

Fig. 1. Currents of gluconate, citrate, and L-ascorbate across the plasma membrane of Arabidopsis thaliana root cells: a — typ-
ical current curves obtained using a series of square voltage pulses (—80 to —180 mV) as a voltage-clamp protocol. Gluconate,
citrate and L-ascorbate (40 mM) were added to the pipette solution; b — current-voltage curves, obtained from the average
values of currents (n = 7-12; x + Sx). The standard bathing solution contained 20 mM CaCl,, 0.1 mM NaCl, pH 6.0 (adjusted
by 2 mM Mes, 1 mM Tris), 300 mOsm/kg (adjusted by D-sorbitol). The pipette solution contained the following salines:
40 mM NaOH, 40 mM gluconate, citrate or L-ascorbate, 100 nM Ca?>" (0.75 mM 1,2-bis(o-aminophenoxy)ethane-N,N,N’N'-
tetraacetic acid, 0.3 mM CaCl,)), pH 7.2 (adjusted by 10 mM Tris), 300 mOsm/kg (adjusted by D-sorbitol). 9-anthracenecar-
boxylic acid was added into this solution during inhibitory analysis of currents (the corresponding curves are indicated in the
legend)
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(Takke CTAOMIM3HPYIOMIETO IEKTPUUYSCKUN TOTEHIMAl M HHTHOMpyromero K'-kaHaiel), a Takxke
10 MM CI (o6ecnieunBaromero aeKTpudeckuii KOHTaKT AgCl-crucTeMbl MEKPOIIEKTPOA).

B niepBoii rpyiine onbITOB ObLIM U3MEPEHBI TOKH Han0O0JIee KPYITHBIX OPraHUYeCKUX aHUOHOB (TJIFO-
KOHara, ackopbara 1 IuTpara), COOTBETCTBYIOIINE BBIXOAY JAaHHBIX aHUOHOB U3 PACTUTEIHHON KIETKH
(puc. 1). Bo Bcex ciyyasix ObLTH 3apeTrUCTPUPOBAHBI OBICTPO aKTUBUPYIOLIMECS TOKH, OTINYAIOIUECS
HU3KOW MOTEHIUAI-3aBUCHMOCTBIO (HEOOJIBIIONH POCT MPOBOJUMOCTH OBLII OTMEUYEH B O0JIACTH THUIIEP-
noJisipu3aiuu). B ciiydae riifokoHaTa M IIUTPaTa TOKKM ObLJIM 3HAYMTEIBHO HIKE, YEM B Cllydae ackopOa-
ta. J{7s quTpaTa 4eTKO BBIJACISIIMCH 2 TPYIIIIBI MPOTOIIACTOB MO MTPOBOAUMOCTH: iepBas (0koio 70 %)
C HU3KHUM, a BTOpas (oxoio 30 %) c BEICOKHM 3HAUYECHUSIMA aHUOHHOTO TOKa. MaKCHMalbHBII TOK TIpH
runepnospuzanun 10 —180 MB coctaBnsn B cryuae uutpara 1 1 u 2 rpynmnsl KIeTok —29,4 + 2.7
n —181,2 £ 60,4 MA/M?> (n = 12; x £ Sx) coorBeTcTBeHHO. [Ipr 3TOM B Cily4ae IIFOKOHATA OH OBLI
—-39,9 + 8,3 MA/Mm? (n = 11; x = Sx), a B cimydae ackopbara ——86,9 + 14,8 MA/M? (n = 7; x £ Sx).

BBenenue B MUIeTOYHBIN pacTBOp OJIOKATOpa aHUOHHBIX KAaHAJIOB 9-aHTpaIleHKapOOHOBOW KHUCIIO-
THI (9-All) mpuBOAMIIO K MHTHOMPOBAHNIO AHMOHHOTO TOKA IO YPOBHS, OJIM3KOTO K TOKY, U3MEPEHHOMY
B Cilyyae ritoKoHaTa. Takum 00pa3oM, CylIecTBOBaJl KOMIIOHEHT TOKa, HEeMHTruoupyembiid 9-ALl u omo-
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Puc. 2. Toku L-mainata, nmponnonara n ¢gymapara depes Iia3sMaTHUYecKy0 MeMOpaHy KJIeTOK KopHs Arabidopsis thaliana:

a — TUIINYHBIC TOKOBBIE KPUBBIE, IOJIyYEHHBIC B OTBET HA IPSIMOYTOJIbHBIC UMITYJIbChI HAIIPsKEHU B Juana3zoHe oT —80 1o

—180 MB. B nunerounsii pactBop BBoamiock 40 MM L-manata, mpornuoHaTa uiu gymapara; b — BOJIBT-aMIIEpHBIC XapaKTe-

PHUCTHKH, TIOTyYCHHBIE [0 CPEHUM 3HAYEHHUAM TOKOB (1 = 8—11; x & Sx). Hapysnbiit pacteop: 20 MM CaCl,, 0,1 MM NaCl,

pH 6,0 (2 MM Mec, 1 MM Tpuc), 300 MOcm-kr'. ITunetounstit pacteop: 40 MM NaOH, 40 MM L-manara (porroHara uiu

dymapara), 100 ’M Ca** (0,75 MM 1,2-6uc(o-amunopenoxcn)sran-N,N,N',N'-reTpaykcycroit kucnotsl, 0,3 MM CaCl,), pH
7,2 (10 MM Tpuc). 1 MM 9-All BBogwIICS B JaHHBIN PacTBOP PH HHTHOUTOPHOM aHAJIH3€ TOKOB

Fig. 2. Currents of L-malate, propionate, and fumarate across the plasma membrane of Arabidopsis thaliana root cells: a —
typical current curves obtained using a series of square voltage pulses (—80 to —180 mV) as a voltage-clamp protocol. L-ma-
late, propionate and fumarate (40 mM) were added to the pipette solution; b — current-voltage curves, obtained from the aver-
age values of currents (n = 8-11; x &+ Sx). The standard bathing solution contained 20 mM CaCl,, 0.1 mM NaCl, pH 6.0
(adjusted by 2 mM Mes, 1 mM Tris), 300 mOsm/kg (adjusted by D-sorbitol). The pipette solution contained the following sa-
lines: 40 mM NaOH, 40 mM L-malate, propionate or fumarate, 100 nM Ca?" (0.75 mM 1,2-bis(o-aminophenoxy)ethane-
N,N,N"N'-tetraacetic acid, 0.3 mM CaCl,), pH 7.2 (adjusted by 10 mM Tris), 300 mOsm/kg (adjusted by D-sorbitol). 9-anthra-
cenecarboxylic acid was added into this solution during inhibitory analysis of currents (the corresponding curves are indicated
in the legend)
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Puc. 3. Toku IIIOKOHATa 4epes3 MIa3MaTHUCCKY 0 MeMOpaHy KJIeTOK KopHst Triticum aestivum v Helianthus annuus: a — ta-

MHYHBIC CEMEHCTBA TOKOBBIX KPUBBIX, NMOJIYYEHHBIC NPH IOJa4e NMPSIMOYTOIbHBIX UMITYJIbCOB HANPSXKEHHS HA MeMOpaHy

KJIETOK KOpHs Triticum aestivum n Helianthus annuus (n1eBast U mpaBasi HaHEIU COOTBETCTBEHHO); b — BOJIIBT-aMIIEPHBIC Xa-

PAKTEPUCTUKH, MOJTYYEHHBIE TI0 CPEHUM 3HAUEHHMAM TOKOB (1 = 12-15; x & Sx). Hapyxmnbiii pacteop: 20 MM CaCl,, 0,3 MM

KCI, pH 6,0 (2 MM Tpuc, 1 MM Mec), 600 mOcm-kr. Tlunierounsiii pacteop: 70 MM K'-rimrokonara, 10 MM KCI, 100 ’M

Ca?" (0,75 MM 1,2-6uc(o-amunoderokcu)sran-N,N,N',N'-rerpaykcycHoii kuciorsl, 0,3 MM Ca*"), pH 6,0 (2 MM Tpuc, | MM
Mec)

Fig. 3. Gluconate currents across the plasma membrane of Triticum aestivum and Helianthus annuus root cells: a — typical

membrane currents obtained by applying square voltage in Triticum aestivum and Helianthus annuus root protoplasts (left

and right panels, respectively); b — current-voltage curves obtained from the average values of currents (n = 12—-15; x + Sx).

Bathing solution contained 20 mM CaCl,, 0.3 mM KCI, pH 6.0 (adjusted by 2 mM Mes, 1 mM Tris), 600 mOsm/kg (adjusted

by D-sorbitol). The pipette solution contained 70 mM K gluconate, 10 mM KCI, 100 nM Ca?*" (0.75 mM 1,2-bis(o-aminophe-

noxy)ethane-N,N,N’,N'-tetraacetic acid, 0.3 mM Ca?>"), pH 6.0 (adjusted by 2 mM Tris and 1 mM Mes), 600 mOsm/kg (adjust-
ed by D-sorbitol)

CpelnyeMbIi BBIXOJJOM aHUOHOB, TAKUX KaK TIFOKOHAT. XapaKTEePUCTUKHU TPAHCIIOPTHON CUCTEMBI, OIO-
Cpenyollei TaHHBIN TOK, TPEOYIOT JaJbHEHIIEro UCCIeT0BaHUS.

BaxHO OTMETHTH BBICOKYIO MPOBOAMMOCTD IJIA3MAaTHYECKOW MEeMOpaHbl K ackopOary, 4To paHee
He OBLJI0 OTMEYEHO JPYTUMU HccieaoBarenssMu. UyBCTBUTEIBHOCTh TOKOB ackopbara k 9-All (1 MM)
CBUJIETEIICTBYET O TOM, YTO JaHHBIE TOKH OBLIN OMOCPEIOBAHBI AHHOHHBIMY KaHamaMu. B 1iemom cia-
0ast MOTEHIIMAJI-3aBUCUMOCTD MPU OBICTPON KUHETUKE aKTUBAIMU, OOHAPYKEHHAsI B HACTOSILECH pabo-
T€, CBOMCTBEHHA 11 ONMCAHHBIX PAHEE Yy BBICIIMX PACTCHHI aHMOHHBIX KaHajoB cemeiictBa ALMT
1 HeKoTophIX kKaHajoB cemencTB SLAC(H) [11]. bonsmmnacTBO ipeactaButeneit cemerictea ALMT sxke-
peccupyeTcs B I1a3MaTuyeckoil MeMOpaHe KJIETOK KOpHS, B TO BpeMsi kak kaHajisl SLAC(H) skcnipec-
CHUPYIOTCS TIaBHBIM 00pa3oM B kieTkax jucta. Kanamet ALMT u3BeCTHBI BOBJIICYCHHUEM B PEAKIIHH
BBIOpOCA ManiaTa W3 KJICTOK KOPHS C IETbI0 CBsI3bIBaHUS M30bITKa Al*" mpu 3akucnenun mous. OHH
TaKKe, BEPOATHO, CIIYKaT JJ1s 3arpy3KHU yIJIEBOJIOB B CEMEHA U UX NEPEPACIIPECIICHUS B 3a1aCalOIUX
TKaHsX pactenus [11].

B xone mpeacTaBiIeHHOTO UCCIIEAOBAHUS TaKKe ObLTH TPOaHATU3UPOBAHBI TOKW MEHBIIHX I10 Pa3-
MepaM OpraHWYECKUX aHMOHOB, TAKHUX KaK MaJat, MponuoHat u dymapar (puc. 2). B gannom cioydae
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HauOonpmMii TOK 1pu AobasneHnu 40 MM aHMOHOB B MUIIETOYHBIH PAcTBOP OBLI 3apErHCTPHPOBAH
s Manara (—159,1 + 45,7 mA/m? ipu —180 MB; n = 8; x + Sx). Huske 1Mo MakCMMallbHON aMILIUTY/IE
obLTH TOKM pymapara (36,0 £ 4,7 mA/m? ipu —180 MB; n = 11; x £ Sx) u nponuonata (26,9 + 5,3 MA/m?
ipu —180 MB; 7 = 9; x £ Sx). Toku mponFoOHaTa MPaKTUYECKH HE OTINYAIINCH OT TOKOB TITFOKOHATa (pHc. 1),
YTO yKa3blBaeT HAa BO3MOKHOE BOBJICUCHHE OJTHOW TPAHCIIOPTHOW CHCTEMBI B CIydae 00OWX aHHOHOB.
HoGasnenune 9-All (1 MM) B mMIETOYHBIH PacTBOP BbI3BIBAJIO OJOKMPOBAaHHME TOKOB MajlaTa, OJHAKO
B OTJIMYHE OT OJI0Ka TOKOB ackopOara maHHbBIH A(dekT He ObLT OTHBIM. [10 ek TpOohU3NOTOTHUECKUM
XapaKTEepUCTUKaM TOKH MaJjiaTa, IpolHoHaTa 1 (pymMapaTa He OTIIMYAINCh OT TOKOB LIUTpaTa, ackopba-
Ta M TIIIOKOoHaTa. MHTepecHBIM (PakTOM SIBIISIIOTCS CPaBHHUTEIBHO HU3KHE 3HAUYEHUS TOKOB (ymapara.
Panee BbIcOKast M30MpaTENBHOCTD K pymMapaTy Oblia OTMEUEeHa JIsl aHHOHHBIX KaHaJIOB 3aMBIKAFOIIUX
KJIeTOK ycThull Arabidopsis thaliana [3]. [Ipu 5TOM y 3aMBIKaIOIIUX KIETOK YCTHHIL (pyMapaT-ipoHHUTIa-
eMble KaHaJbl UMEIU JOMUHHPYIOIIYIO BPEMSI3aBHCHMYIO COCTABISIOMIYIO B OTJIWYHE OT KaHAJOB
B KOPHE, HCCIICIOBAHHBIX B HAcTOsIIEH padoTe, HEe MPOSBUBIINX CYIICCTBEHHOW BPEMSI3aBUCHMOM KH-
HETHKH aKTUBAIA (puc. 2).

OOmenpuHITON TPAKTUKON B OMOJIOTHU PACTEHUI Ha CErOAHSIIHEE BPEMs SIBISICTCS DKCTPAIIONsi-
LW pe3yNBTATOB, IOMYYCHHBIX Ha Arabidopsis thaliana, Ha ApyTHe BBICIINE PACTEHUS, BKIIIOYAst CEb-
CKOXO3sIHCTBEHHBIE. B Hacrosiieil padoTe OBIJIO MPOBEICHO MHIOTHOE HCCIIEOBAHNE TTPOBOAMMOCTH
K [JIIOKOHATy aHMOHHBIX KaHAJIOB KJIETOK KOPHS MIIEHUIIBI U NoAconHeuHuKa (puc. 3). CoraacHo noiy-
YeHHBIM JTaHHBIM TOKH TJIFOKOHATa y TAHHBIX PACTEHUN HE OTIIMYAIMCH M0 OCHOBHBIM AJIEKTPO(HU3HO-
JIOTHYECKUM XapaKTepUCTUKaM OT aHAJOTMYHBIX TOKOB y apabuponcuca. Habnronanace Takas ske HU3-
Kasl TMOTEHIMAI-3aBUCUMOCTh M KpallHe BBICOKAs KMHETHKA aKTHBanuH. Hammdme cXokeil cCHCTeMBI
MACCUBHOTO BbIXOJla aHUOHOB Y Arabidopsis thaliana, Triticum aestivum v Helianthus annuus cBume-
TEIECTBYET O CXOYKEM IBOJTFOIIMOHHOM TPOMCXOXKICHHH €€ y Pa3HbBIX TPYIII PACTEHH, a TAKkKe O BBICOKOM
MTOTEHIINAJIE UCITIOb30BAHMS apabu 1oncuca Kak MOJIEIIbHOTO OpraHu3Ma MPH UCCIIEIOBAHNY aHUOHHBIX
KaHaJioB. BaXHO Takke OTMETUTBh, YTO paHEC AHUOHHBIC TOKH Y IOJACOITHEYHHKA HCCIICJOBAHBI
He OputH. [IpencTaBneHHbIe 3aMUCH SBISIOTCS TIEPBBIMU JIEKTPO(PU3MIECKIMHU TaHHBIMHU, PACKPBIBAIO-
MU pabOTy HOH-TPAHCHOPTHBIX CHCTEM JJAHHOT'O PACTEHHMSL.

CornacHo TUTEepaTypHBIM JaHHBIM, CYIIECTBYET B3aMMOCBS3h MEXKTY YPOBHSIMH OT/AEIHHBIX Opra-
HUYECKUX KMCJIOT, TAKUX KaK Majart, IIUTpaT, ackopOaT W CyKIMHAT B amloIlacTe M YCTOWYHMBOCTHIO
pacTeHui K CTPECCOBBIM BO3ACHCTBUSIM, B YaCTHOCTH, TOJIONaHMIO TT0 (ochopy, yibTpaduoiery, Hu3-
kuM pH niu Tokcudeckomy Biusiauio AP [2; 12; 13]. TIoMuMO mpsiMOTO TIPOTEKTOPHOTO BIIUSIHUS, KaK
B Clly4ae CBs3bIBaHMs M30bITKa Al*', BIUsSHHE OPraHMYECKHX aHMOHOB MOXKET OBITH CBS3aHO U C MX
curHalIbHBIM 3 dexTom. Hampumep, ackopbar, mpemrmosokXuTeIbHO, MOKET MOIH(DHITMPOBATL pe-
JIOKC-TTPEBpAIIEHHS B arloriacTe, Kak B HalpaBJIeHUU aHTHOKCUIAHTHOTO, TaK M MPOOKCUIATHOTO JIeH-
ctBus [14]. B cBs3U ¢ 9TUM NPEACTABIAIO HHTEPEC MPOTECTUPOBATH BO3CHCTBUE BaXKHEUILIUX OPraHu-
YeCKMX aHWOHOB Ha ICHTPAJIbHBIN CUTHANBHBIN ()EHOMEH PaCTUTENBHONW KJIETKH — BOJHOOOpa3Hoe
YBEJIMYCHUE [IUTOIIA3MAaTUUYECKON aKTUBHOCTH MOHOB KaJbIUs ([Caz*]um). B npencrasnenHoit padore
OBLITHN WCIIONTH30BAHBI pacTeHust Arabidopsis thaliana, YJXCTIPECCUPYIONINE YKBOPHH — JIIOMUHECIIHPYIO-
Ui 0eJI0K, OTBEYAIOIIHMI HA YBEIUYCHHUE YPOBHS [Caz+]LmT CBEYCHUEM B CHHEH 00J1aCTH CIIEKTpa, KOTO-
poe MOXKeT OBITH 3aperucTpUpoOBaHO U MpoaHatuznposano [10]. B pabore Ob110 TpoTECTHPOBAHO BIH-
siHHe ackopOaTa, Majara, quTpara u ¢pymapara B konueHtpanuu 1, 10 u 30 MM Ha u3MeHeHHEe yPOBHSI
[Ca*],,. B xopusx Arabidopsis thaliana (puc. 4). TlonyueHHble NaHHBIE MOKA3alHd, YTO B OTBET HA
ackopOat HaOJIIOIaJIOCh BPEMEHHOE TIOBBIIIEHUE YPOBHS [Ca”]ule JUJIs BCEX MPOTECTUPOBAHHBIX KOH-
uenTpauuii. B 10 e Bpems mns manara m uurpara poct [Ca*]  Obl1 0OHApyXKeH TONBKO B CIly4dae
xonuenrpauu 30 MM, onHako nanHbId >pdekT HOCHN HeoOpaTuMBIi xapaktep (yposenb [Ca®]
HE BOCCTAHABJIMBAJICS 10 UCXOJIHBIX 3HaueHui). dymMapar He BBI3bIBAJ CTATHCTUYECKU JIOCTOBEPHOIO
yBenuuenus [Ca”'] .

IToBbllIEHHE YPOBHSA [Caz*]umB OTBET HA BBEACHHUE B HAPYKHBIM pacTBOP ackopOaTa MMEJIO0 BOJHO-
o0pasnyto Gopmy ¢ oqHEM NHKOM. 3 MaHHBIX, IPUBEACHHBIX Ha puc. 4, b, cinenyert, uro 1 MM ackopOar
B Hapy»kHOM OydepHom pacTsope (10 MM CaCl,, pH 6,0) BeI3biBan BpemenHoe ysenudenue [Ca’] —Ha

UT

41,0 + 2 1M, uro B 5,9 pa3 Gonbiue 10 cpaBHeHHIO ¢ KoHTponeM ([Ca*] = 7,05 + 1,2 uM). B To xe

uu

BpeMsi ackopOar B koHuenTpauusx 10 u 30 MM uunyunposan yeenuuenue [Ca*’] —wa 147,6 = 12,8
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Puc. 4. Vi3mMeHeHune NUTONIA3MATHYECKOH aKTUBHOCTH HOHOB Kasbuus ([Ca’'] ) nox neficTBUeM OpraHMYeCKMX aHHOHOB:

@ — TUIUYHbIE KPUBbIE BPEMEHHOro Xojia u3menenus [Ca®’] npu nobasnennu k kopusm Arabidopsis thaliana ackopbara,

Majara, muTpara u ¢pymapara B KonueHTpanuu 1, 10 u 30 MM. CrnonrHoit cTpesikoit 0003Ha4eH MOMEHT BBEIICHUS B HAPY K-

HYIO Cpely OPTaHHYECKUX aHWOHOB, MyHKTHPHOH yKa3aH MOMEHT «TAIICHWs» SKBOPHHA; b — CpeAHNEe MHUKOBBIC 3HAUCHUS

nosbinenus [Ca*] B OTBET HA BBEJIEHUE B CPE/ly OPraHUIECKUX AaHHOHOB B PA3IMUHBIX KOHIEHTpauusax (n = 9—11; x £ Sx).
Hapy:sxHp1ii pacTBop Bo Beex onbiTax conepxan 10 MM CaCl,, pH 6,0 (Tpuc/Mec)

Fig. 4. The effect of organic acids (ascorbate, malate, citrate, fumarate) on the activity of cytosolic Ca** ([Caz*]cyt) in Arabidop-

sis thaliana roots expressing aequorin: a — typical [Caz*]cy‘ transients induced by 1, 10 and 30 mM organic acids. Addition of

organic anion: solid arrow; discharge: dashed arrow; b — mean peak [Caz*]cy‘ increase induced by different levels of organic
anions (n = 9—11; x + Sx). The bathing solution in all tests contained 10 mM CaCl,, pH 6.0 (Tris/Mes)
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u 315,5 £ 36,2 HM COOTBETCTBEHHO, YTO B 25 U 45 pa3 BhIIIE, YeM B KOHTPOJE. YPOBEHb [Caz*]um BO3-
Bpamayics Kk ucxogHomy B Tedenwe 10-20 muH. OOHapyKeHHBIE M3MEHEHUS [Caz*]m[T OBLITH CXOXH
C ONMMCAaHHBIMH paHee B auTeparype Ca*'-curaanamu B OTBET Ha (DUTOTOPMOHBI, PEryJISITOPHBIC areH-
THI ¥ cTpeccoBble Bo3aecTBrs [15]. COOTBETCTBEHHO, MOXKHO TMPEION0KUTh, YTO acKOpOaT-aHHOH,
BBIXO/ISIIIIMN BO BHEKJIETOUHYIO cpeny uepe3 ALMT-noo0Hble aHHOHHBIE KaHAJIBI, MOJKET BBICTYTATh
B KauecTBe Meauaropa cucremMbl Ca*'-CHUrHaIN3aMK B TKAHSX BBICIIMX PACTCHHN.

3axmrodenue. [IpeacraBieHHbIe JaHHBIE TIOKa3bIBAIOT, YTO AHHOHHBIE KaHAJIbl KJIETOK KOPHS BBICILIUX
pacTeHuit 001a1at0T BEICOKOH MTPOHUIIAEMOCTBIO K acKop0OaTy, Manary u uurpary. [Ipu aToMm ux npoHunae-
MOCTb K (pymMapary, IpOIHOHATy U TIIFOKOHATY HEBBICOKA. AHUOHHBIC KaHAJIbl KIIETOK KOPHS IeMOHCTPUPY-
10T OBICTPYIO KHHETUKY aKTHUBALIMH, HU3KYIO 3aBHCHMOCTH OT IOTEHIMala Ha MEMOpaHe U BHICOKYIO 1yB-
CTBHUTENBHOCTH K 9-All, uTO yKa3bIBaeT Ha TO, YTO JaHHbIE TPAHCIIOPTHBIE CUCTEMBI, BEPOSITHO, TPUHA/LJIE-
KaT K YHUKaJIbHOMY JUISl BBICIIMX PAacT€HHWH ceMelcTBY aHMOHHBIX KaHalioB ALMT, BoBiIeUeHHBIX
B BKHEWIIHME (PU3UOJIOr TYECKHE TPOLECChI KIICTKH. BBICOKast MPOHUIIAEMOCTh aHUOHHBIX KaHAJIOB K aCKOp-
OaTy panee He ObliIa OMUCaHa B IUTEPATYPE K MOJKET UMETh OOJIBILIOE 3HAYEHHE KaK [T Pa3BUTHS (yHAa-
MEHTAJIbHBIX MPEeICTaBICHUI O (PU3HOIOrHYECKON PO JaHHOTO aHHOHA, TaK U JIJIs Oosee riyOoKoro mo-
HUMaHHS MEXaHU3MOB (DYHKIIMOHMPOBAHUS CHCTEMBI HOHHOT'O OOMEHa Y BBICHIMX PACTCHHM.
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