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Beeoenue

buosnexrporenes, T.e. CHOCOOHOCTh K F€HEPALMH IIEKTPUUECKUX TMOTECHIIU-
aJIoB, SIBJIIETCS YHUBEPCAIbHBIM CBOWCTBOM BCEX KHBBIX OPraHW3MOB, BKJIIOYas
pactenus. [Ipu 3ToM OMORJIEKTpUUYECKHE MPOLIECCH HE TOJBKO SBIISIIOTCS PE3YJib-
TaTOM YKU3HEJIEATEIbHOCTH KJIETOK, HO M CAMU UTPAIOT BAXHYIO POJIb B (PYHKIHO-
HUPOBAHUM KUBBIX CUCTEM, Urpasi peryasiTOPHYIO, SHEPreTUUECKYI0, HH(POPMALIH-
OHHYIO U Apyrue posi. Kpome Toro, OM031eKTpUYeCKue NOTEHIUAIBI MOTYT CIIy-
KUTh BECbMAa YyBCTBUTEIbHBIM JIMarHOCTUYECKUM MOKa3aTeiaeM (PyHKIHOHAIbHO-
IO COCTOSIHUS KUBOI'O OPTaHM3Ma, MTO3BOJISIOIIMM, B YACTHOCTH, OLIEHUTh BIUSHUE
Ha HETo (PaKTOPOB OKPY>KAIOIIEH CPEIbI.

[Ipouieccsl OMO3IEKTPOreHe3a CBsI3aHbl B MEPBYIO OYEPEIb C HAIUYUEM B
KJIETKaX U30UPATEIbHO MPOHUIIAEMBIX JIJIT HOHOB MEMOpPAHHBIX CTPYKTYp, B 4acT-
HOCTH — 11a3maTudeckoit memOpansl (IIM). Umenno norennuanst Ha [IM (Tounee
TpaHCMEMOpPAHHBIE PA3HOCTH AJIEKTPUUYECKUX MOTECHIIMAIOB MEXKIY BOJHBIMU (pa-
3aMH, pazneneHHbIMEU [IM) 1 cBsi3aHHBIE C HUMU TIOKa3aTenu (Hampumep, pa3HOCTh
MOTEHIIMAJIOB MEXKYy Pa3IMYHBIMU YaCTSIMHU KMBOTO OOBEKTA) SIBJISIOTCS OJHUMU
u3 HauOoJiee TPaAUIIMOHHBIX 0OBEKTOB MPU UCCIEAOBAaHUAX OMOAIEKTporeHesa. B
TO K€ BpEMsl, TEHEPALUS JIEKTPUUECKUX MOTECHINAIOB MOYKET MIPOUCXOJNUTh U Ha
JIpPYruxX MeMOpaHHBIX CTPYKTYpaxX KJETKH, B MEPBYIO OUEpPEb — HA COMPATAIOLIUX
MeMOpaHax (TUJIAKOMIHbIE MEMOpaHbl XJIOPOIJIACTOB M MEMOpaHbl MHUTOXOH-
JpHiil), pa3HOCTb 3JIEKTPUYECKHUX IMOTEHIMAJIOB KOTOPHIX y4YaCTBYET B CHHTE3€
ATO.

Cpenu notenuanos [IM MoryT ObITh BBIJEIEHBI CTAIMOHAPHBIE TOTEHIMA-
JIbl U TOTEHLMAIBI BO30YxAeHHs. K cTalioHapHbIM NOTEHIMAIaM OTHOCST MOCTO-
SHHbIE WJIM OTHOCHUTEJIBHO MEIJIEHHO MEHSIOIIMECS BO BPEMEHU MOTEHUHAJIBI HA
[IM. Tak moxHO 0TMeTUTh oTeHHalbl mokos (I1I1) (TpancmemOpanHast pa3HOCTh
noTeHranoB Ha [IM B ycnoBusX MOKOsI) U 00YCIOBJICHHbIE MU MOTEHIMABI —
MeTabOoJMYECKUe TMOTECHIMAIBI (Pa3HOCTH MOTEHIIMAIOB CBSA3aHHBIE C Pa3HON WH-
TEHCHUBHOCTBIO METa0O0JIM3Ma B PA3IMYHBIX YYaCTKAaX PACTEHUS, HAIPUMEDP MEXKIY
OCBEIICHHBIM M HEOCBEIIEHHBIM YYaCTKaMU - (DOTORJIEKTpUUYECKasl peakiius), Je-
MapKallOHHbIE TTOTEHIMAJBI (MEXKTy HMHTAKTHBIM U MTOBPEXKICHHBIM y4acTKaMU) U
Ap.

[ToTeHnmanbl BO30YKICHUS TPEIACTABIAIOT CO00M OBICTphIE U OOpaTUMBbIE
W3MEHEHUs MEMOPAHHOTO MOTEHIIMAJA, BbI3BAHHbBIE OOBIYHO JEHCTBUEM TEX WIIU
uHbIX QakTopoB. K nmoreHuumanam Bo30yKAEHHUSI OTHOCATCS B MEPBYIO OYEPEnb MO-
teHuuansl neicteusa (I121), HaGmomaronyecs: Kak y *KUBOTHBIX (HEpPBHBIE U MbI-
IIEYHbIE KIIETKH), TAK U y PACTEHHUIl. Y pacTUTENIbHbIX OOBEKTOB HAOIIO/IAaeTCs
emie OJrH CrerupUIECKUl TUTT TOTCHITMAIIOB BO30YKICHHS — BapraOeIbHbIE MO-
tennuansl (BII), ornmuyaromuecs no psay napaMeTpoB OT NOTEHIIMATIOB AEHCTBUSI.

Crnenyer OTMETHUTh, YTO pa3/ieJICHWE Ha CTAllMOHAPHBIC MOTEHIMAJbI U IO-
TEHIIUAJBI BO30YK/ICHHUsI HE UMEET a0COJIIOTHOTO XapakTepa. Tak, Hampumep, pas-
HOCTbh MOTEHIIMAJIOB MEXJy OCBEIICHHBIM M HE OCBEHIEHHBIM y4YacCTKaMH JIMCTa
SBJISIETCSI, 0€3yCIIOBHO, META0OJMYECKUM TOTCHIIMAIOM, OJAHAKO (HOTOIIEKTPUY-
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CKasl peakiysi, BOZHUKAIOIIasi B OTBET HAa OCBEIIICHUE JINCTA, UMEET YEPThl MOTEH-
1ana Bo30yKCHUSI — BO3HUKAET B OTBET Ha JCHCTBHE BHEIIHETO (hakTopa (CBET)
U UMEET CJIOKHYIO, KOJICOATEeNbHYI0 KHUHETUKY. YUHUThIBasi OTHOCUTEIHLHO MEJ-
JICHHBIM XapaKkTep M3MEHEHMUI MOTEHIHAlla B X0J/ie (OTOIIEKTPUUECKON peakiuu
(~MuH u Oonee), B paMKax HACTOAIICH pabOThl OHAa OyIeT paccMaTpUBAThCI Kak
CTaI[MOHAPHBIN MOTEHIIKAT.

Kpome cranroHapHbIX MOTEHIIMATIOB M MOTEHIIMAIOB BO30YKIECHUS MOKHO
BBIJICJIUTh €IlI€ OJIHY TPYIIY OUOAIEKTPUUYECKUX MPOILIECCOB — 3TO OCHUJUISIUU
MeMOpaHHOTO MOTeHIHana. Takue aBTOKO0JIeOATENbHbIE MPOLIECChl HE SIBJISIIOTCS
CTAIlMOHAPHBIMHU TIOTEHIIMAJaMHU, TaK KaK MEMOpPaHHBIA TOTEHIHAN OBICTPO H
HEIPEPHIBHO MEHSET CBOIO BEIIMUMHY, OJTHAKO WX HEJIb3s OTHECTH W K TIOTCHIIMA-
JaM BO30YXKICHHS, TaK KaK OTCYTCTBYIOT (paKTOPHI, MHIYIHUPYIOMINE KOJICOAHHUS.
B kauectBe nmpumMepa ocumiusinuid norennuana [IM y pacTeHnii MOKHO MPUBECTH
MUKPOPUTMBI — OBICTpPBIE (YacTOTa ~ HECKOJBKHX Tepll) U HU3KOAMIUIUTYIHBIC
(menee 1 MB) xonebanusi MeMOpaHHOTO MOTEHIIMANA B KJIETKaX PACTCHHIM.

B 1iesom cienyeT OTMETUTD, UTO €CJIU Y )KUBOTHBIX MPOIECCH OMO3IIEKTPO-
reHe3a M3y4YeHbl JIOCTATOYHO TOJIHO, TO Yy PACTeHUN 3Ta MpoljemMa HAXOJUTHCS B
CTaJuM aKTUBHOTO u3yudeHus. [Ipu 3TOM HamboJiee M3y4EHHBIMU OCTAlOTCs OHO-
AIIEKTPUUECKUE TPOIECCHl B KJIETKaX XapOBBIX BOJOPOCIEH, KOTOPHIE SBIISIOTCS
HanOoJIee TPATUIIMOHHBIM O0OBEKTOM HCCIIEIOBAHUS B 3JIEKTPOPU3HOTIOTUN pacTe-
HU. OJHAKO TaKWE€ KJETKU SIBIAIOTCS 3HAYUTEIBHO YNPOIIEHHONW CHUCTEMOW IO
CPaBHEHMIO CO CIIOKHBIMH KOMIUIEKCAMH CBSI3aHHBIX KJIETOK, KOTOPBIE XapakTep-
HBI JIJIsl BBICIIMX PACTEHUM, YTO JeJaeT MpoOsieMy UCCIEI0BaHUSI OMOIICKTPOre-
HEe3a Yy MOCJIEAHUX BEChbMa Ba)KHBIM HalpaBJeHUEM HcciienoBaHui. [loaTomy u3y-
YeHUEe OMODIEKTPHUECKIX CBONCTB MHOTOKJIETOUHBIX BBICIIMX PACTCHHHA U OCBOE-
HUE METOJIMYECKUX MPUEMOB TaKUX MCCIICIOBAHUM, HAPSAY C OCBOCHHEM KJIACCH-
YECKUX METOJIOB M3YUYeHUsI OMOAIEKTPOreHe3a XapOBhIX BOJAOPOCIIEH SBISETCS OC-
HOBHOM 33/1a4€H TAHHOTO MPAKTUKYMA.

I'/TABA 1. IOTEHITHAJI IOKOSA Y PACTEHHH

Kak y»e orMedanock, K CTAlMOHAPHBIM MMOTEHIIAIaM OTHOCST OCTOSIHHbBIE
WM OTHOCHUTEIIBHO MEIJIEHHO MEHSIOIIMECS BO BPEMEHM MOTeHIMansl Ha [IM.
KitoueBas poap nipu 3ToM npuHagiexur [111 — T.e. TpaHcMeMOpaHHOI pa3HOCTH
noteHuanioM Ha [IM B nokoe. Imenno cymiectBoBanue III1 obGecnieunBaeT pas-
HOCTbh MOTEHIIUAJIOB MEXy MOBPEKICHHBIM U HEMIOBPEKIEHHBIM y4acTKaMu pac-
TUTEJBHOIO OpPraHu3Ma IMPU BO3HHUKHOBEHHHM JAEMAPKALMOHHOTO MOTEHIHANA, a
pazHocTh Mexay Il (u kak ciaeAacTBUE — MEXKAY MOBEPXHOCTHBIMU MOTEHIIMAA-
MH) B 30HaX PaCTEHHUS C PA3TUYHON MHTEHCUBHOCTHIO MeTaboau3Ma obecreqynBaeT
BO3HMKHOBEHHE MeTaboinyeckux moTeHiumanos. M3menenus I, cs3anHbIe C
MPOTEKAIOIIUMUA BHYTPU KIIETKH MPOIECCAMH, MOTYT MPUBOAHUTH K MOSIBICHUIO
MEJJICHHO MEHSIOIIMUXCSl CTAIlMOHAPHBIX TMOTEHIIMAJIOB, HampuMmep, K (HOoTodIIeK-
TPUYECKOU PEAKLINH.

ITIT (Er) y pacTeHwuid, Kak, BOPOYEM, M y KUBOTHBIX, BKJIIOYAeT B ceOs IBE
KOMITOHEHTHl — Ju(dy3noHHYI0 (MTACCUBHYIO) M META0OJUYECKYIO (aKTHBHYIO,
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HaCOCHYIO), B TO K€ BpPCM:, C€CJIM Y )KUBOTHBIX BKJIAJ10M AKTUBHON KOMIIOHCHTBI

MOJKHO, KaK MpaBujIo, npeHeOpeusb (MeHee 2%), TO y paCTCHUH OHA 3HAYUTEIILHO
Bhiie (60-70%).

Jugphyzuonnasn komnonenma INIT

Juddysunonnas komnonenra I1I1 (Ep) — MoxkeT ObITH paccuuTaHa IO ypaB-
HeHHIO ['osibiMaHa, YYUTHIBAIOIEMY aKTUBHOCTD (&jk) HOTEHIUAIONPEICTAIOMIX
MOHOB BHYTpH (1) ¥ cHapyku (0) KJICTKU:

Z Py, (aj+ )0 + Zk: P (ak— )i

]

Z P (aj+ )i + ; P (ak— )o ’

rae R — ynuBepcanibHasi razoBasi moctosinnas, T — abcomotHas Temmneparypa (B K),
F — nocrosinnas ®apanes, Z — ycpelHEHHas: BaJIEHTHOCTb, Pj; — IPOHMIIAEMOCTb
I1IM nns katuoHa |, Py, — mponuiiaemocts IIM nist anrona K.

B peanbHBIX yCIOBUSAX OOBIYHO YUMTHIBAIOTCA TOJBKO TpU THHA noHOB K,
Cl'u Na" u ypasnenue (1.1) npeo6paszyercs B (1.2):

_RT R|K L +Py[Na' L +Ry[cr ]
F P (K| +P,[Na*| +P,lcI |’
riae Pk, Pna 1 Pc) — mpoHmmiaemocTy uist K*, Na" u CI', cooTBeTCTBEHHO.

Ecnu npuHAT BO BHUMaHHE, 4TO MpOHUIAEMOcTh [IM 1 MOHOB Kanus
OOBIYHO CYIIECTBEHHO BBIIIE, YEM JIJIsI IPYTUX MOTEHIUAT00Pa3yIOIUX HOHOB, TO
MOYHO onucaTh Ju(p(y3HOHHYIO KOMIOHEHTy ypasHenueM Hepucra nis K™ (Ep —
0JIM30K K KaJIMEBOMY PAaBHOBECHOMY MOTECHIUATY):

;

Ep = ﬂIn Kb ,

F K™ |

VYuuteiBass TOT (akT, YTO KOHIEHTpALMs KaJIusl BHYTPU KJIETKU, OOBIYHO,
3HAUUTEIBHO (Ha 2-3 mopsiaKa) BbIIIE, YEM €ro KOHIIEHTPALHs BO BHEIIHEW Cpele,
Ep umeer oTpuIiaTeIbHyO BEIIMUUHY.

OpHako ciemyer oTMEeTHTh, uto ypaBHenus (1.1) — (1.3) moryTt ObITh HC-
MOJIb30BAHBI JIJIsl OIICHKW BETWYHHBI Ep B YCIOBUSX MOJaBlIeHHON MeTabonye-
CKOM KOMIIOHEHTHI (MU KOTJ]a OHA MPEHEOPEKUMO Maja, KaK, HalpuMep, B HEPB-
HBIX KJIETKax >KMBOTHBIX). B ToM ke ciyuae, korga B [1I1 onHOBpeMeHHO MPUCYT-
CTBYET JOCTATOYHO 3HAYMTENIbHAs MEeTabOoJIMYecKas KOMIIOHEHTa, NJisi ydera Ep
TpeOyroTCst 00Jiee CIOXKHBIE TTOIXO0/IbI, KOTOPBIE MBIl PACCMOTPUM UYTh HUXKE.

JIlo cux 1mop MBI TOBOPWIM O MACCUBHOW NpoHunaemoctu [IM, He kacasch
Bornpoca 00 ee MexaHuzMax. OIHAKO, YUUTHIBAsI TOT (PaKT, YTO MPOHUILIAEMOCTb
JUTIATHOTO OMCIIOsI, JeXKAaIIero B OCHOBe OMoMeMOpaH, JJisi HIOHOB OYE€Hb HU3KA,
BbICOKas nmpoHuiiaeMocth [IM 17151 moTeHImano0pa3yomx HOHOB J0JKHA OBITh
CBSI3aHA CO CIIEIMAIBHBIMHU CTPYKTypamMu Ha MeMmOpane. TakuMu CTpyKTypaMu siB-
JISIFOTCSL OCHOBHBIE CHCTEMBI ITACCUBHOT'O TPAHCIOPTA JIJIi MOHOB — MOHHBIE KaHa-
JIBI.

_RT

=——1In
ZF

E, (1.1)

E, (1.2)

(1.3)

HNonHble KaHaJIbl NPEICTABISAIOT COOOM OENKOBYIO CTPYKTYPY, COCTOSIIYIO
U3 CIEAYIONIUX YacTeH: YaCTh MHTETpaIbHOTo Oenka, 00pasyromero nopy B MeM-
OpaHe, BOPOTHOT'O ME€XaHHU3Ma, CEJIEKTUBHOTO (PpribTpa (IIEHTpa) U CEHCOopa, BOC-

6



MPUHUMAIOIIETo BHENTHUE curHambl. [lopa aemaer BO3MOXHBIM COOCTBEHHO JIBH-
KEHUE MOHa 4yepe3 MeMOpaHy, CeNEeKTUBHBIM (UIBTP OTBEUAET 32 BBICOKYIO CIie-
U(OUYHOCTh TPOBEICHUS Y MOHHBIX KAaHAJIOB, BOPOTHBIA MEXaHU3M U CEHCOP
00eCIeunBalOT PEryJIslnI0 KaHaja, ero yrpaBisieMOCTb.

Memabonuueckasa komnonenma I111

Metabonuueckas cocrapistonias [1I1 (Ep) — Bo3HHMKaeT B pe3yabTare pado-
Thl HIEKTPOreHHOr0 Hacoca, pojib KoToporo B IIM pactenuii urpaer H'-AT®a3za.
o metabonmueckoro komnonenta B I1I1 y pacTuTenbHbIX 00BEKTOB MOXKET J10-
cturatb 60-70% ot obmero Ep, aro obecnieunBaeT Bhicokue 3HaueHwus 11 y pac-
TeHui (0KoJio -150 MB, y HEKOTOpPBIX BOAHBIX PACTEHUN OH MOXKET OBITh OTpHIIA-
tenbHee -250 MB).

H'-AT®aza ssnsercs AT®azoit Tuna E;E,, GyHKIHOHMpPOBaHHE KOTOPHIX
CBSI3aHO C NEPEXO0JaMU MEXIy JABYMS KOH()OPMAIMOHHBIMU COCTOSIHUAMH (ep-
menTa (E; u Ey), pasnmuuarommmucs 1o cBoemy cpoactsy k AT® u H'. AkTusHbIi
LIEHTpP pacIojaracTcsi ¢ BHyTpeHHen cTopoHsl [IM, Beinedromasncs B Xo4e ruapo-
mza AT® sHeprus pacxomyercs Ha nepeHoc H' depes MeMOpaHy NmpoTHB 31eK-
TPOXUMHUYECKOT'O I'PAJUECHTA.

Ha onmny monekyny AT®, B 3aBUCHMOCTH OT YCIOBHM, MOXKET, MO-
BUJUMOMY, MEPEHOCUThCS Kak 1 Tak W 2 mpoToHa. OO6mias CKOpOCTh MepeHoca
IIPOTOHOB COCTABIIAET 10>-10° H' B CEKYH/]ly, & KOHIIEHTpalusl MOJeKya (pepmeHTa
cocramster okono 10% ma Mxm°. BbICOKas KOHIEHTpalmus W akTHBHOCT H'-
AT®a3bl 00ecieunBaeT BBICOKUI MOTOK MPOTOHOB M — B KOHEYHOM MTOI'€ - 3HAYU-
TEJIbHYIO BEJIMYMHY METa00JINYECKON KOMIIOHEHTHI. CleTyeT TaKkKe OTMETHUTb, YTO
TIOMHMO BBICOKOTO 3JIeKTpHuecKoro rpamuenta, H-AT®asa cosnaer na IIM 3Ha-
YUTEJIbHBIA XUMHUYECKUN TPAJUCHT MPOTOHOB, KOTOPBIA UTPAET CYIIECTBEHHYIO
pOJIb BO BTOPUYHOM TPAHCIOPTE Ha MeMOpaHe.

B3aumooeiicmeue oughgpyzuonnoit u memaoonuueckoii komnonenm ITTT

CymectBoBanue aByX koMrnoHeHT I1I1 ¢ pa3Hoil mpupo1oi enaeT akTyaib-
HBIM BONPOC 00 MX B3aWMOJICHCTBUHU, KOTOPOE SIBIISIETCS JOCTATOYHO CIIOKHBIM
npoiieccoM. Tak, HarpuMep, BBICOKHUMA STIEKTPUIECKUN TPaIMeHT Ha MeMOpaHe, co-
3IaHHBIHA 32 cyeT (pyHKkuuoHupoBanus H'-AT®as3b! (T.e. 32 cueT MeTaboIMUECKOM
KOMIIOHEHTBI) CMOCOOCTBYET MOCTYIUICHUIO B KJIETKY MOHOB Kajus, TEM CaMbIM
noseimas [K']i u camxas [K'],, T.e. yBenuuusas abcomoTHyto Benmuuuny Ep. C
JIPyroii CTOPOHBI, CO3/aBaeMble MPOTOHHOI ToMMoi rpaauentsl H' Takike Moryt
MyTEM CUMIIOPTA WJIM aHTUIIOPTA C TOTEHIIMAIO0pa3yIOIIMM HOHAMU BIIMSITh Ha X
pacrpeesieHre, a 3HaYUT — MEHITh TU(PHY3NOHHYIO KOMITOHEHTY.

OnHako, paxe paccMaTpuBasi TOJBKO DICKTPUUECKOE B3aUMOJCHCTBUE
MEK]ly aKTUBHOW M MaCCUBHOM KOMIOHEHTaMH E,, Mbl HE MOxkeM npuHuMaTh [1I1
KaK anreOpandecKkyrd MX CyMMY, TaK KakK BKJIAJbl KaKIOW M3 COCTABJISIONIUX B
UTOTOBBIN MOTEHIIUAT MOTYT ObITh pa3nuuHbIMU. [lonpoOyem ux paccuuTars.

Ha ocHoBe ypaBHeHni X0omKKHHA-XAKCIA B MOJEIN NOTEHIIMANA 1€UCTBUSA
B HEpBE, U3MeHeHue Ep, aBisercs pyHKIMed CyMMbl TOKOB, TEKYIIIUX Y€pe3 MEM-
Opany:



d

E 1.
dtm :EZIj ) (14)

]
rae C — ynaesnpHas eMKOCTh MeMOpaHsl, I — Toku, ydactByroume B I1/1 (0ObraHO
MPUHUMAETCS, YTO 3TO TOKU MOHOB HATPHS U KaJIUA; AJISl PACTEHUH 11eJ1IecO00pa3HO
PacCMOTPETh TAK)KE TOKA MOHOB XJIOpA).

Benmunna Toka (ij) onuceiBaercs ypapHenueM (1.5):

i, =9,(E -E,), (1.5)
rae gj — yAenbHas IPOBOAUMOCTG JUId MOHA |, Ej — ero paBHOBECHBII MOTEHINAT,
KOTOPBIN pacCUMUThIBAaETCA 1O ypaBHEHUIO0 HepHceTa (1151 MOHOB Kalus 3TO ypaBHeE-
aue (1.3)).

Eciu npeacTaBUTh IPOTOHHYIO HOMITY KaK MCTOYHHUK TOKa, TO TOK yepe3 H'-
ATda3zy (ip,) MOKHO omucaTh OJu3KKM ypaBHeHHEM (1.6):

ipy =gPu(EPu _Em)7 (1.6)
rae gpy — YAEIbHAsA MPOBOAUMOCTh NPOTOHHOM noMIibl, Epy, — ee D1C:
AG 7 _ﬁln H' |

nF F |[H'}'
rae AGare — 2Heprus ruaponn3a AT® (~50 k/[»/Mob), N — YUCIO MPOTOHOB, Ie-
peHocuMbIX Tipu Tuaposmse 1 ATD (mpumewm, uro n=1).

[ToxcraBuB B (1.4) — (1.5) (st noHOB HaTpus, Kanmus U xjiopa) u (1.6) u
npupoBHsB (1.4) k 0 (yciioBUsA CTallMOHAPHOCTH 3Ha4YeHU — Ep, HE MOMKHO Me-
HSTBCS) MOXHO JIETKO BBIPa3uTh Ep:

Em — gPuEPu +gKEK +gCIECI +gNaENa . (1.8)
9pu ¥ 9k t9ci T Ina

VYpaBuenue (1.8) mo3Bomsier yuecTs BkiIaa MeTaboauueckol u nuddy3noH-
HOM KOMITOHEHT B UTOTOBbIM MeMOpaHHBIM noTeHuuan. Ecnu 3amnucath ero B He-
CKOJIbKO MHOM BHJI€, TO MOYKHO IOJIYYUTh UX B SIBHOU (hopMe:

E,, = (1.7)

Up. Ep 9« Ex +9ciEci + 9naEn ' '
Em = u u + a &= Ep +ED y (19)
Op t Ok t9ci O Gpu T 9k 90 + Oha
rae Ep’ u Ep’ — Benmuunabl MeTabonmueckoro u qudy3MoHHOTO MOTEHITMATIOB MPU
OJIHOBPEMEHHOM HAJIMYUU U TOTO, U JPYTOTO.

Jlaounvnocme IlIl y pacmenuii

Opnoit u3 BaxHbix ocobennocteit [II1 y pacTenuit siBnsiercs ero maOMIIb-
HOCTb, T.€. CHOCOOHOCTh K M3MEHEHHUIO BEJIMYUHBI MOJ] ICUCTBUEM T€X WJIM MHBIX
BHEIIHUX (DAKTOPOB, KOTOpasi CBSI3aHa, MPEXJE€ BCETO, CO 3HAUYUTEIbHBIM BKJIaJI0M
B HEro akKTUBHOW KOMIIOHEHTHI, KOTOpasi 3aBUCUT OT OOIIeH MHTEHCUBHOCTH MeTa-
Ooosm3ma B kieTke. Peanuzamusi Takoi CBSI3M MOXKET OCYIIECTBIISITBCS 34 CUET U3-
MEHEHUS PHEpru3anuu KieTku. Tak, Hanpumep, Npyu HHTEHCU(PUKAITUU METa00JIH-
YECKHUX MPOIIECCOB MOXKET MPOUCXOIUTH CIIEAYIONIas MOCIeI0BaTeIIbHOCTh COOBI-
TUW: BO3pacTaHWE WHTEHCHUBHOCTH META0OJIMUECKUX IMPOIECCOB —> TOBBIIICHUE
coaepxanusi AT® B KieTke — aKTUBaLUS H+—ATCDa351, 3a CYET yBEJIMYEHUS KOH-
IEHTpaIMK €€ cyOcTpara — yBenudeHne Meradonuueckord kommoHeHThl [1I1.
CxonmHasi, HO TPOTUBOIOJIOKEHO HANPABJICHHAS] TOCIIEIOBATEIHHOCTh COOBITHIA
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OyZeT MPONCXOANTh MPU CHIIKEHUW aKTUBHOCTH META0OJIMYECKHX MPOIECCOB. B
TO K€ BpeMs, OTMETHM, YTO CBSI3b MEXAY MeTaboJuyecKuMu mpoieccamu u Ep
MOXET PEaJnu30BBIBATHCS U JIPYTUMH IMYTSAMH, B YACTHOCTH, BCIEJICTBHE HM3MEHE-
Hus pH 1uTomiasmel, KOTOPOE, C OJHOM CTOPOHBI, TECHO CBSI3aHO C META00IM3MOM
KJIETKH, a ¢ Apyroi — moaynupyer akTuBHOCTh H'-AT®as3bl, Tak Kak MPOTOHBI
TaKXKe SABIJISIIOTCS €€ CyOCTpaToM.

[Tomumo n3meneHui Ep onocpenoBaHHBIX MHAYLHPOBAHHBIMU JCHCTBUIMU
TeX W UHBIX (aKTOPOB HA META0OIU3M PACTUTEIBHBIX KJIETOK, BOBMOXKHA M CH-
Tyarusi B KOTOpoil BimstHUE BHemrHero (akropa Ha III1 peanmmsyercs Hemocpen-
CTBEHHO ITyTE€M BO3JICMCTBUS HAa aKTUBHOCTH ITPOTOHHOMW MOMIBI. Tak, Hanmpumep,
apysisachk pepmentom, H'-ATda3a oueHb 4yBCTBUTENbHA K U3MEHEHUAM TeMIepa-
TYpbl U MIPETEPIIEBACT 3HAYUTEIbHYIO WHAKTUBALIMIO IPU €€ CHIKEHUU. BO3MOXkK-
HO, YTO JICHCTBHE TEMIIEPATypPhl IIPH 3TOM OIMOCpeayeTcs (a30BBIMH MEPEX0aMU
B JINIIUJHOM MaTPHUKCE.

OrnpeneneHHyo pojib B obecriedeHur JIAOUIbHOCTH METa00IMIeCKOH KOM-
noHeHTHI 11 MOTyT UrpaTh U PeryisITOPHbIE CUCTEMBI, OOECIICUUBAIOIINE PETYJIs-
110 GYHKIMOHUPOBAHUS CUCTEM aKTUBHOTO TpaHcmopta. [IpuMepom Takoi pery-
JNALMK MOYXKET CIykuTh MHakTupanus H'-AT®da3sl noa geiicTBHEM HOHOB Kalb-
LS.

Haxkonen, cienyer OoTMETUTh, YTO CBSI3b MEXKAY WUHAYLIMPOBAHHBIMU BHEIII-
HUMHU (paKkTOpamMu U3MEHEHUsIMU MeTabonu3Ma KieTku U BenuuuHou 111 moxer,
MO-BUJIUMOMY, PEATM30BBIBATLCSA U MOCPEACTBOM MOJU(PUKAIIMU MTACCUBHON KOM-
noHeHTol [II1. Tak, Hanpumep, mokaszano, 4to coaepxkanue ATD moxer cyiie-
CTBEHHO BJIASITh HA KWUHETUKY MHAKTUBALIMU XJIOPHBIX KaHaAJIoB. DAaKkTOpOM, BIIHS-
IOIIMM Ha aKTUBHOCTh KaHasa, MOXKeT cinykuTh U pH. Takum oOpazom, HeNb3s UC-
KJII04aTh, YTO OMpENENICHHbIA Bkiaa B oOecrneuenue jadunbHoctu IIII, mMoxer
BHOCHUTbH U UBMEHUUBOCTH Ep.

PaccmoTpum B kauecTBe MPUMEPOB, MOKa3bIBAONTUX J1abuiabHOCTH [111, BU-
SHUE Ha HETrO MOCTENEHHOTO OXJaXKIEHUS U OCBEIIeHUs ((POoTOoINEKTpHIecKas pe-
aKIus).

[Ipu oxnakneHun HaOIIOJACTCS TOCTETICHHAS JETOspHu3als MeMOpaHHO-
ro MOTEHIMaNa, BIUIOTh JO BEJIMYMH ONM3KHUX K 3HAYeHUSIM Tu(d(Py3MOHHONH KOM-
noHeHThl [1I1. Takas nenonspuzanmss MOKET OCHOKHATHCS MOSBJICHUEM MOTEHIIU-
anoB Bo30yxaeHus. Yepes 10-20 mun nocne camxenus 11 nabnrogaercs yactuy-
HO€ BOCCTAHOBJIEHHE €r0 MCXOAHOM BEIMYMHBI — aJalTHUBHAS PENOISPU3ALIUSL.
OTMmeTuM, 4TO W JENOJApU3anusi, U aJanTUBHAS PENOJApU3aLMs CBS3aHbI, MO-
BUIMMOMY, C U3MEeHEeHUAMH akTuBHOCTH H'-AT®a3pl. [Ipu 3ToM aenospusanus
o0yCJIOBJIEHA KaK MPSMOUM MHAKTUBAIIMEH epMeHTa NP OXJIAKICHUH, TaK U CHU-
YKEHHEM €ro aKTUBHOCTHU TIpH (a30BOM Mepexojie MEMOpPaHHBIX JIUIHUIOB U3 KU]I-
KOKPUCTAUIMYECKOTO B TBEPAOE COCTOsIHUE. Helnb3s HCKITIoYaTh TakKe, 4TO Ompe-
JICJICHHBIM BKJIAJ B NOCTENEHHY Aenoiisapusanuio [1I1 BHocUT M wHakTMBanus
IIPOTOHHOI MOMIIBI, BBI3BAaHHAS MOBBIIICHHEM comepkanms Ca’’ B mUTOILTa3Me,
TaK KaK W3BECTHO, YTO MEXAaHOUYBCTBUTEIbHBIE KaJbIIMEBHIE KaHATIBI MOTYT OBITh
aKTUBHPOBAHBI (PA30BBIMU IMEPEXO0JIaMU B JIMMMUIHOM Oucioe. MexaHu3Mbl ajar-
TUBHOU PEIOJIIPU3ALNU MEHEE U3YyUEHBI, OJJHAKO BECbMa BEPOATHON NPEICTABIISA-
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€TCS UX CBA3b C AAANTUBHBIM YBEJIMYEHUEM JOJIM HEHACBIIIECHHBIX KUPHBIX KACJIOT
B JIMNUAAX IMJIa3MaJIeMMbl U CHIDKEHHE TeMIepaTypbl (ha30BOro nepexoa.

Hpyrum npumepom nabunsHocTd I1I1 y pacteHuii MoXeT CirykuThb (poTto-
AIIEKTpUYECKasi peakiusi — W3MEHEHUs] MEMOpPAaHHOI0 MOTEHIMalla, UMEIoIIUEe B
o0IIeM cily4ae CIOKHYIO KOoJieOaTeNbHYI0 KHHETUKY, B KOTOPO MHOTJA BbIACIIS-
10T cheayromue ¢gasbl: 1-s1 To3uTUBHASA BOJIHA — 2-51 HEraTUBHAs BOJHA — 3-5 TO-
3UTHBHAs BOJIHA (IIPU NEpexojie TEMHOTAa — CBET) WJIM |-s1 HEraTUBHAs BOJIHA —
2-51 TIO3UTUBHAS BOJIHA — 3-51 HETaTHBHAS BOJTHA (IIPU TIEPEXOJI€ CBET — TEMHOTA).
B xoHeuHOM wHTOrE npu nepexone TeMHoTa — cBeT BennuuHa [II1 Bo3pacraer, a
IIPU NIEPEXOJE CBET — TEMHOTa — CHIKaeTcsl. C UCIOIb30BaHUEM UHTMOUTOPOB U
pa3IMyYHBIX TUANa30HOB BO30YXkIAIOIIET0 CBETa OBLIO MOKa3aHO, YTO TaKue h3Me-
HEHUS CBs3aHbI C (POTOCMHTETHUECKUMH Mpoueccamu. [locnennee nemnaer BecbMa
AKTyaJIbHBIM BOIIPOC O MYTSAX PEAM3AMNU CBS3U MEXAY UHIYKIIMOHHBIMU MPOLIEC-
camu B (DOTOCUHTETUYECKOM arirapate u usMenenusimu 111

Onupasicb Ha COBpEMEHHbIE MPEACTABICHHUS 00 MHIYKIIMOHHBIX MpOIEccax
B ()OTOCHHTETUYECKOM ammapare, MOXKHO MPEANOJI0KUTh BO3MOKHYIO MOCJIEI0Ba-
TEJIBbHOCTh COOBITHI, 00€CTIEUNBAIOIINX MEPEXOIHBIE MPOIIECCH MPU OCBEIICHUU
JMCTA: BKJIIOUYEHUE CBETa — HAYall0 JABWXKECHUS DJIEKTPOHOB IO 3JIEKTPOHHO-
TpancnopTHoit tenu (DTLI) u peaktusauus H'-AT®-cuHTa3bl, KOTOpas UHAKTH-
BUPYETCS B TEMHOTE —> TMEPEHOC MMPOTOHOB U3 CTPOMBI B JIIOMEH (3a cYeT QyHKIIH-
onuposanus DTLI) u rugpomus crpomansHoii AT® H'-AT®d-cunTa30ii, KOTOpas
10 (hOpMUPOBAHMS TOCTATOYHOT'O 3JEKTPOXMMUYECKOTO I'pPaJUEHTa MPOTOHOB Ha
TUJIAKOUAHOW MeMOpaHe MoxeT (QyHKuuoHupoBaTh kak ATdaza — cHuxeHuUe
[H'] u [AT®] B cTpoMe, a 3aTeM M B LUTOILIA3ME — CHUKEHHME akTMBHOocTH H'-
AT®a3zsl — penossipuzauus I (popmupoBanue 1-ii MO3UTUBHON BOJIHBI) —
pPOCT 3JEKTPOXMMHUUYECKOTO T'PaJIMEHTAa Ha TUIAKOMAHOW MeMOpaHe — Mepexon
H'-AT®-cuHTa3sl K CHHTETA3HOW aKTHBHOCTH —> TIOBBIIICHHUE conepxanusi ATO
B CTpOMe U LuTomnasmMe — aktusarus H'-ATdasel — penonspusarus I1I1 (pop-
MUPOBAHHE 2-I HEraTUBHOW BOJIHBI) — peakTuBanus nukia KanbBuHa, KOTOpPHIN
WHAaKTUBUPYETCS B TEMHOTE — yBelWueHue notpedneHuss AT — cHuxeHue
koHneHTparuu AT® B ctpoMe u nuToriazme — naenoispusarus [T (hopmupo-
BaHuE 3-i1 MO3UTHUBHOW BOJIHBI). KauecTBEHHO MOX0Xkas, HO Peaau3yrollascs B
MIPOTUBOIIOIOKEHHOM HAIPaBJIEHUH, TOCJIEI0BATEILHOCTh COOBITUN, BEPOSATHO,
UMEEeT MECTO U NMPU 00pPaTHOM IMEpPEXoJie: CBET — TEMHOTA.

Dynukyuonanvnasn poas IN11

O®ynkuuoHanbHas poib I qoctatouHo MHOrooOpasHa, TaKk MOXKHO OTMe-
TUTb SHEPTrEeTUYECKYIO, PETYISATOPHYIO, 3aIUTHYIO U APYTHe ero GyHKIHUU.

Pons I1IT kak sHEpreTH4ecKkoro Gpakropa 3aKIr04YaeTcss B TOM, YTO JIEKTPHU-
yeckasi (popma IHEprHH MOKET PacxoJ0BaThCS Ha MPOTEKaHUE T€X WU UHBIX CBS-
3aHHBIX C MEMOpaHOI MpoIleccOB, B MEPBYIO OYepelb — TPAHCHOPTHHIX. Tak, B
YaCTHOCTH, TI0Ka3aHO, TPAaHCMEMOpPAHHBIM SJIEKTPUYECKUN MOTEHLHAT MOXKET
CIIY>KUTb JBUKYIIEH CHIION 1l QYHKIMOHUPOBAHUS PsAJla CUCTEM BTOPUYHOTO aK-
TUBHOTO TpaHCHopTa (Hampumep, nepeHocuynka caxapossl B [IM), npu ¢pyHkmo-
HUPOBAaHUM KOTOPBIX IPOUCXOAUT HEKOMIIEHCUPOBAHHBIN IIEPEHOC HOHOB WIIX I1€-
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PEHOC MOHOB M HEWTPALHOTO BEIIECTBAa (DIIEKTPOTCHHBIC TPAHCIIOPTHBIC CHCTE-
MBI).

Perynstopnas pons IIII cBsi3aHa ¢ UX y4yacTHEM B PETYISLUHUH aKTUBHOCTHU
MeMOpaHOCBsI3aHHBIX (epMEHTOB. Takoe ydacThe MOKET Pealn30BbIBATHCS IBYMS
nyTsMu — depe3 Biusaue [1I1 HenocpencTBeHHO Ha (GEPMEHTHI U Yepe3 UX BIIUs-
HU€e Ha TunuAHbI Matpuke [IM. B kaduecTBe mpuMepa nepBOro MOXKHO IPUBECTU
BiusgHUE [1I1 Ha aKTMBHOCTh MOHHBIX KaHAJIOB, TAK ACHOJISIPU3aLUsl, B YACTHOCTH,
MOKET aKTUBUPOBATh MOTCHIMAI3aBUCUMBIC KAJIBIIUEBBIC, XJIOPHBIE U [[-KanueBbie
KaHajbl, Tunepnosipusanus — ['-xanuessle kanansl. lIpeanosaraercs, 4To Takoe
BIIUSHUAC PEANM3yeTCsl Yepe3 CIEUabHbBIN OCKOBBI CEHCOp, CBS3aHHBIN C BO-
poTHbIMU MexaHu3MaMu. Bnusaue 111 Ha nunuaHeiii MaTpuke 00yCIIOBIECHO, TO-
BUJINIMOMY, C UX BIIUSIHUEM HA CTPYKTYPhl MEMOpaHbI — 3TO BO3pacTaHHUE MHUKPO-
BSI3KOCTH TIpHU yBenuueHuu Ep,, anekTpocTpukius (c:katue MeMOpaHbl NoA Jeil-
CTBHUEM TPAJIMEHTA DJIEKTPUUECKUX IMOTEHIIMATIOB Ha Hel) u np. Cuuraercs, 4To
TaKle U3MEHEHHUS TaK)K€ MOTYT BIMATh Ha aKTUBHOCTh MEMOpPAHHBIX (PEPMEHTOB,
HarnpuMmep, MEXaHOUYBCTBUTEIbHBIX NOHHBIX KAaHAJIOB.

3amutHas posib III1 TecHO cBsizaHa ¢ ero JaOWJIBHOCTHIO, TaK CUUTAETCH,
4TO OBICTpas JEnosipu3aIus MeMOPaHHOTO TTOTEHIIMAJIA MPU JEHCTBUU TUPOKOTO
CIIEKTpa cTpecc-(PpaKkTOpOB CBsI3aHA C HEOOXOAUMOCTBIO TOHU3UTh aKTUBHOCTh 00-
MEHHBIX MPOIECCOB, a, 3HAUUT, U HHTEHCUBHOCTh MeTabosm3ma B 1esoM. [locuen-
Hee, UCXOJIS U3 OOUIUX MOJXO0J0B K HAJIEXKHOCTH CIIOKHBIX CUCTEM, JOJIKHO MOBBI-
CUTh UX YCTOMYUBOCTH K MOBPEKICHUIO (AKTUBHO (DYHKIIMOHUPYIOIINAE TIEMEHTHI
MOBpeXaatoTcs B Oonbiield creneHu). C apyroid CTOPOHBI, YYUTHIBAST OOJIBIIYIO
AHEPro3aTpaTHOCTh TPAHCIIOPTHBIX mIpoueccoB Ha [IM, Takoe CHWKEHUE HUX WH-
TEHCUBHOCTHU TMPUBEIET K CHWXKEHUIO 3aTPaT SHEPTUH; BO3ZHUKAIOIIUK MPU 3TOM
M30BITOK MaKpO3PIUUE€CKUX COEAMHEHUI MOXKET ObITh MCIOJIb30BaHA B aIaNTallu-
OHHOM IIpolLIEeCCE.

Crnenyetr OTMETUTH, UTO CcyiecTBYIOT U Apyrue ¢ynkuuu [1I1. Tak, nHamnpu-
Mep, paszinuns B BenuuuHe [II1 B pa3nuuHbBIX ydacTKax pacTUTENIBHBIX OpPraHU3-
MOB CO3J1a0T Pa3HOCTh MOTEHLIHUAIOB, KOTOPAasi MOKET UTPaTh CBOKO POJIb B TPAHC-
nopte (PUTOropMOHOB (ayKCHHA) M PEryJnpoBaTh Mpoliecchl MopdoreHesa B pac-
TCHUMU.

Oobuue mpedosanus K annapamype 0asa pezucmpauuu OuolIeKmpuue-
CKUX NOMEHYUAN08 ) PACHEeHUIl

CranpapTHas cuctema i dJIEeKTPOOU3NO0IOTUUECKUX U3MEPEHU I BKIIFOYAET
B c€0sl TPU YaCTU — DJIEKTPOJIbl, YCHIIUTENbh U PETUCTPUPYIOIIEE YCTPOMCTBO.

DJIEKTPOJIbI HETIOCPEJCTBEHHO PETUCTPUPYIOT 3HAUCHHS PA3HOCTH MTOTEHIIH-
ajioB. B 3aBUCUMOCTH OT THIIa OTBEACHUS MCIOJB3YIOT MUKPO- U MaKPOIJICKTPO-
Ibl.  MHKpO3JIEKTPOJIbl HCHOJIB3YIOTCS JI1 BHYTPUKIETOYHON pPErucTpaluy,
BCJIEJICTBUE YEr0 JUAMETP UX KOHYMKA HE JOJDKEH MPEBbIATh 1 MKM, YTO MO3BO-
JsIeT BBOAMUTH UX B KIETKY 0e3 cyiiecTBeHHOro nospexaeHus [IM. Maxkpoanek-
TPOJbl UCTIONB3YIOTCS I BHEKJIETOYHOTO, YaCTO — MMOBEPXHOCTHOTO, OTBEJCHUSI,
MOATOMY KECTKUX TPeOOBaHUI K UX AHUAMETPy HET. I MUKpO-, 1 MaKpOAJIEKTPOIbI
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HE JTOJKHBI MOJISIPU30BATHCA NpU paboTe, YTo TpeOdyeT UCTIONb30BAHUS CIEIHATb-
HBIX HETOJSIPU3YIONIUXCS AIEKTPOAO0B, HAIIPUMED, XJIOpCcepeOPEHHBIX.

OO0muM TpeOGoBaHUEM K YCHUITUTEIIO SIBISIETCS BO3MOXKHOCTh pa0OTHI B MHJI-
JIMBOJIFTOBOM [IHAra3oHe U Bbicokoe (mopska 10%-10° OM u BbIme) BXOmHOE CO-
NPOTUBJICHHUE, TaK KaK OHO, YUYUTHIBAasl 3HAYMTEIILHOE COMPOTUBIEHUE OMOOOBEK-
toB (10°-10" OM), mo3BONISIET H36EKATH MIYHTHPOBAHKS P M3MEPEHNH CHIHAIA.
Kpowme Toro, amst uaMepeHus OBICTPHIX peakiuii, 00JIbII0e 3HAaYeHNE MOKET UMETh
MOCTOSTHHAS] BPEMEHU yCUITUTEIIS.

Peructpupyromee ycTpoiicTBO mpeoOpa3yeT CUTHAN C YCHIUTENS B Ty WU
UHYIO TIPUEMIIEMYIO IJisl aHanu3y (QopMy, B 3TOM KaueCTBE B HACTOSAIIEE BpeMs
o0braHO wucmonb3yercss IIK, curHan Ha KOTOpBIM TomaeTcs dYepe3 aHalloro-
1M (POBOTO PEOOPA30BATEND.

Jlabopamopnaa paboma Nel. H3zyuenue nomenyuana nokosa u3oauposeam-
HbIX pacCmMUumenvbHoulX Ki1emokK (Xapoewvlx 6000poc.eil)

Krnerku Bomopociield UMEIOT HUIMHAPUYECKYIO (OpPMY M CBA3aHBI JPYT C
JIPYyTrOM 4epes3 IUIa3MOJIeCMbl. B IIIMHY OHM TOCTUTarOT HECKOJIBKUX CAHTUMETPOB,
B quametrpe — 0.5-0.7 mm. CBepXy KJIETKH MOKPHITHI TUIOTHOM HEITIOI03HOM 000-
JIOYKOU, TOJI KOTOpoM pacmonaraercs Bo3Oyaumas [IM. IleHTpanbHyl0 YacTh
KJIETKM 3aHUMAaeT BakyoJb (0Kojo 2/3 olmiero o0bheMa), OKpy:KeHHasi TOHOILIA-
ctoM. Mexay ToHomiactoM u [IM HaxoauThCst CIIOM UTOIIA3MBI.

3HaYUTEIbHBIE Pa3MEPhI KJIETOK XapOBBIX BOJOPOCIEH JEeNal0T UX yA00HBIM
O0OBEKTOM Kak JJI UCCIEAOBAHUS OMOAJIEKTPUUYECKUX MOTEHIMAIOB, C UCIOIb30-
BaHMEM KaK MHUKPO-, TAK M MaKPOIJIEKTPOJ0B. BaxkHON 0COOEHHOCTHIO XapOBBIX
BOJIOPOCJIEN SIBIISIETCA BO3MOYKHOCTH MCIOJIB30BAHHUS MAKpPOSJIEKTPOAOB I Mpsi-
moro usmepenus I111 na [IM.

Cxema Tako# peructparuu npuseneHa Ha puc 1.1 (Puc. 1.1a). Ilpu sTtom
OJIMH W3 MAaKpO3JIEKTPOJIOB KOHTAKTUPYET C PACTBOPOM, OMBIBAIOIIUM UHTAKTHYIO
KJIETKY XapoBOW BOJOPOCHH (sueiika 1), T.e. perucTpupyer 3HaAUCHHUE €€ MOBEpX-
HOCTHOI'O MOTEHUHana. BTOpol 3JEKTpOJ KOHTAKTHUPYET C PACTBOPOM, OMBIBAKO-
MM KJIETKY ¢ HapymieHHou [IM (siueiika 2), T.e. perUCTpUpPYET 3HAYEHUE TOTCH-
1[Majga BHYTPU KJIETKH. YUUTHIBAs TOT (aKT, YTO KJIETKH XapOBOUM BOJIOPOCIH CO-
€IUHEHbl MEXIy COOOM TMIa3MOJeCMaMH, Pa3HOCTh MOTEHIIMAJIOM MEXKIY JJIeK-
TpOJaMu MOXKET ObITh onrcaHa ¢popmyion (1.11):

AU=E, Pw _g 1
R, + Ryut 1+ R, /Ry
rae AU — peructpupyemasi pa3HOCTh 3JIEKTPUUECKUX NMOTEHIMANIo0B, Ryt — compo-
TUBJICHUE BHEIIHEN cpefbl, Rj, — conpoTuBieHue BHyTpeHHEN cpenl KiaeTok (Puc.
1.16). IIpu Ry >>Rin, Beipakenue (1.10) tpancopmupyercs B (1.11)

AU ~ E_, (1.11)

T.€. PA3HOCThH MOTEHIIUAJIOB, PETUCTPUPYEMasi MaKPOIJIEKTPoiaMu, OyAEeT B 3TOM
ciydae npubausutenbHo paBaou [1I1. [l Toro yto0b1 yBemuauTh Ry,

(1.10)
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AU

KaHaJ MeKIy sYeiikamu,

3amoJIHEeHHBIH
= AUDJIEKTPUKOM =
a4deirka 1 A4Yelka 2
I:\)out
BHEKJIETOYHAS cpea S}

BHYTPHUKJIETOYHAs Cpeia

Rin

Puc. 1.1. Cxema perucrpauus IIIl y xapoBoii Bogopoc/in (a) 1 IKBUBAJIEHT-
Hasl CXeMa pacTeHus NMPHU TaKOoH perucrpauuu (0)

AU — perucTpupyemasi pa3HoCTh MOTEHUHMATOB, J; U J; — MAKPOIJIEKTPO/bI,
Rin 1 Royt — conmpoTuB/ieHre BHYTPUKJIETOYHONH I BHEKJIETOUHOI Cpeabl, COOT-
BETCTBEHHO
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HEOOXOJMMO H30JUPOBATh COJACPIKAIIUECS B PA3IUYHBIX SYCHKaX PacTBOPHI,
HaIpUMep, 3all0JIHUB COSTUHSIONINN SYSHKU KaHalla TUJIEKTPUKOM (Bas3enuH, Ja-
HOJIMH | JIp.).

DKcnepumeHmanbHas 4acmo

Obopyooeanue u mamepuansvl: xaposas 6000POCib, MAKPOINEKMPOObl, YCU-
Jiumenb OUONOMEHYUANL08, KoMnbvlomep, kamepa o usmepenus I111, konowi,
wnpuywl, cmanoapmuwiii pacmeop (ImM KCI, 0.5 mM CacCl, , 0.1 mM NaCl), xzo-
puosl Hampus u kanus, azuo Hampus (NaN3), eazenun.

3adanue 1. Hecnedosanue eiuanusn paznudHvlX KOHYEHmMpAyuii UOHO8 Ka-
JIUA HA NOMEHUUA ROKOA K€M OK Xapo6oil 6000pOCu

1. IToaroroButk mo 10 M 0.1, 1, 10 u 100 MM pacTBOpOB XJIOpUIa KaJTHSI.

2. IlpenBapuTenbHO 3aMOIHUB KaHAT MEXAY slYeMKaMy KaMephbl Ba3eIMHOM,
MIOMECTUTh B KaMepy y4acTOK XapOBOHl BOAOPOCIM TaKUM OOpa3oM, YTOOBI OJiHA
U3 KJIETOK HaXOAWIOCh B STYEHKE 1, a qpyras — B A4enke 2.

3. 3anoaHUTh A4EUKy | CTaHZAPTHBIM PACTBOPOM, a suerKy 2 — 100 MM.

4. Pa3pe3aTp KIETKy B SUCHKE 2 UM NOABEPTHYTHh PACTEHUE YaCOBOW ajarra-
100518

5. OTkauaTh CTaHIAPTHBIM PAcCTBOP M3 SUEUKHU 1, ABAXIbl OTMBITh KIIETKY
TUCTULTUPOBAHHOM BOJOH 1 3amoyHuTh stueiiky 0.1 MM KCI.

6. Hauats peructpanuto I1I1, npomomkars ee 10 crabuian3anuy 3HaYECHUN
NOTEHIMAJIa HA HEKOTOPOM CTallMOHAPHOM YpPOBHE.

7. IlocnenoBarenbHo yBennuuBath KoHIeHTpanuto KCI B sueiike 1, 3ameHss
0.1 MM pactBop KCl Ha 1, 10 1 100 MM. ITocie ka0 3aMEHBI MPOI0JKATh 3a-
nuch 70 ctabmnu3anuu 3Hadenuit [111.

8. IToctpouTts rpaduk 3aBucumoct [1I1 ot xoHnenTpanuu KCl B sueiike 1.
[TpunsB, uro IIII 3aBUCHUT TOJIBKO OT MACCMBHOIO KAJIMEBOTO M AKTUBHOTO MPO-
TOHHOT'O TOKOB Ha OCHOBE (hopMyiel (1.8) momyunts Gopmyiy s pacuera gp/gpy
Ha ocHOoBe m3MeHeHus AU nipu cmene konneHtpanuu KCI B sieiike 1. Paccunrath
OTHOIIICHUE Jy/Qpy 151 Kaxa0ro u3MeHenus koHrenrpauu kams (0.1 MM KCl —
1 MM KCI, 1 MM KCI — 10 MM KCI, 10 MM KCI — 100 MM KCI). Onpenenuts
OyZeT I OTHOUIEHUE TPOBOJUMOCTEN 3aBUCETh OT KOHIIEHTPALIMK KaJusl, TOCTPO-
UTh rpauK 3aBUCUMOCTH Jk/Qpy OT KOHIICHTPAIIUN NOHOB KaJIHS.

9. OOBICHUTD NOSTyYeHHBIE pe3yabTaThl. CenaTh BHIBOJIBI.

3adanue 2. Hccneooeanue 6ausaHus paziudHbvlX KOHUEHMPAUUIL UOHOS
HamMpusa HaA NOMEHUUATI NOKOA KI1eMOK Xapoeoil 6000pociu
1. TTonrotoButk 110 10 M1 0.1, 1, 10 u 100 MM pacTBOpOB XJIOpUIa HATPUSI.
2. OTMBITh KIETKY B fAueiike | AUCTUIUIMPOBAHHOW BOJOW M 3aIlOJIHUTH
staeiiky 0.1 MM NacCl.
3. Hauatpe peructpanuto I1I1, mpomomkaTs ee 10 cTabuiu3anuu 3HAYCHUN
MOTEHIIMAJIa Ha HEKOTOPOM CTallMOHAPHOM YpPOBHE.
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4. IMocnenoBarenpHo yBenuunBaTh kKoHIeHTpanuto NaCl B siaeiike 1, 3ame-
usas 0.1 MM pactBop NaCl wa 1, 10 u 100 MM. ITocne ka0 3aMeHbI MPOI0JI-
’KaTh 3a0uch 10 cradmim3anuu 3Hauenuii [111.

5. IToctpouts rpaduk 3aBucumoctu I1I1 ot kornentparuu NaCl B siuetike 1.

6. CpaBHuTh BennunHy u3MeHeHuid IIII mpu M3MEHEHWH KOHUEHTpALHUU
XJIOpUJA HATpUsl C M3MEHEHHWEM IMOTEHLIHAIA NPHU IOBBIILICHUH KOHIIEHTPalUu
XJIOpUJA KaJns.

7. OOBACHUTH NOJIyYeHHBbIE Pe3yJIbTaThl. Caenarh BbIBOIBI.

3adanue 3. Hccnedosanue eruanusa uHcUOUmMOpa memaodonuma — azuoa
Hampus Ha NOMEHUUAa NOKOA KI1emoK Xapoeoil 6000poCiu

1. TTogroroButs 10 mut 2 MM pacTBOpa a3uja HATpHsl B CTAHIAPTHOM pac-
TBOPE.

2. OTMBITh KIETKY B fA4€iike | AUCTUIUIMPOBAHHON BOAOW WM 3allOJIHUTH
AYEUKY CTaHIAPTHBIM PACTBOPOM

3. Hauatp peructparuto I, mpomomkaTs ee 10 crabuin3anuu 3HAYCHUI
MOTEHIIAAJIa HA HEKOTOPOM CTallHOHAPHOM YPOBHE.

4. 3anoaHUTH SUEUKY pacTBOpPOM aszujaa HaTpus. 3anucarh udmeHeHus 111
BILJIOTH JIO €r0 CTAOMIIM3aIIMU HA HOBOM YPOBHE.

5. Kak onucano B 3aganusix 1 u 2 noctpouts 3aBucumocthb [1I1 oT KoHIIeH-
Tpallid MOHOB KaJIUsl U HATPHUS B YCJIOBHUAX MOAABICHHOIO MeTaboiIu3Ma M, Kak
cnenctus, HeakTuBHOH H'-AT®a3pl. CpaBHUTH C aHAJTOTMYHBIMU 3aBHCHMOCTSI-
MU JIJI1 UHTAKTHBIX KJIETOK.

6. OOBACHUTH TIOJTYYCHHBIC Pe3yIbTaThl. CIenaTh BBIBOIBI.

Jlabopamopnaa paooma Ne2. Hccnedoeanue ouoziekmpuueckux nomeH-
UUAI08 GBICIUUX PACM EHUII MEMOOOM IKCIMPAKIEMOYHOU PecUCMPayuu

MetoJ 3CTpakiIETOYHON pEeruCcTpalvi IIUPOKO UCIONIB3YETCS MPU U3YUEHUN
MPOIIECCOB OMOAJIEKTPOreHe3a y BhICHIMX pacTeHuid. OH MO3BOJIIET OINpPEAC/IUTh
Pa3HOCTh MOBEPXHOCTHBIX MOTEHIIUAIOM MEXKY ABYMSI YUaCTKaMHU pacTeHUs, KO-
TOpast MOKET ObITH 00YCIIOBJICHA PA3IMYHON MHTEHCUBHOCTHIO METa00IM3Ma, pas-
Ju4yHbIM coctosinneM [IM kileTok B uccieAyembiX 30Hax U T.a. OTMETHM, 4TO
OTpeieSICHHEe Pa3HOCTU MOBEPXHOCTHBIX MOTEHIIMATIOB MPEACTABIsAECT UHTEPEC B
MEePBYIO Oouepe/lb MOTOMY, YTO Takhe MOTEHIMalbl TecHO cBs3anbl ¢ I1I1 mna3zma-
TUYECKON MEeMOpaHbI pACTUTEIBHBIX KIETOK

[lepeiiTn OT pa3HOCTH MOBEPXHOCTHBIX NOTEHIMANIOB K pa3Hoctu [II1 B mipe-
JieNiaX OJTHOM KJIETKH MOYKHO, UCTIOJB3ys (hopmyiy (1.12):

1 2 fin

AU =(E}-E, )r+rt (1.12)
rae Eq u Em2 — IIIT Ha yyactkax 1 u 2, Ijy U loy — CONPOTUBICHUE HA €OUHUILY
JUTUHBI JJIs BHYTPU- M BHEKJIETOYHOM cpenbl. B ciydae oaHOM KIeTKH [, Oyner
PABHATBCS CONPOTUBIICHUIO IUTOILIA3MBI (Icyt).

Onnako, pa3Mepsl KJIETOK BBICHIMX PACTEHUM JOCTATOYHO MaJibl, MIOITOMY
OJHOBPEMEHHOE U3MEPEHHUE TTOTEHIIMAA Ha PA3JIMYHBIX YYaCTKaX OJTHOM U TOM )KE

15



KJIETKU JIOCTaTOYHO CJIOXHO M HE BCEra Iiesnecoo0pasHo. B To xe Bpemsi, yuuThI-
Basg TOT (PaKT, YTO PACTUTEJbHbIE KJIETKU OOBEIMHEHBI B €AUHYIO IPOBOISIILYIO
CUCTEMY — CHMIUIACT, CBSA3b MEXAY Pa3HOCTBHIO IIOBEPXHOCTHBIX MOTECHLIAAIOB Ha
Pa3IMYHBIX y4acTKax pacTeHus U pazHocTbio 111 moxkeT ObITh HaliZieHa HE TOJIBKO
B Ipejesiax OJHOM KJIETKH, HO M JUId TKaHU (cumiuiacta) B meiaom. s atoro B
ypaBHeHuH (1.12) HEOOXOOMMO y4ecTb, UTO [y = Iyt + Ipj, TAE Ip| — CONPOTHBIICHHE
Ha €AVHUILY JUIMHBI IS IIa3MOIECM.

Crnenyer OTMETHUTB, YTO METOJI IKCTPAKIETOUYHOTO OTBEJICHUS HE MO3BOJIAET
npsmo uccaenosats BennuuHy 111 Ha [IM kiterok BbicmMX pacteHuil. OHaKo,
€CJIM OJIMH U3 3JIEKTPOJOB (3JEKTPOJl CPAaBHEHHUS) HAXOJUTHCS HA YYacCTKE pacre-
Hus ¢ noctosHHbIM [1I1, HapuMep, Ha KOpHE, TO 3TOT METOJ MOKET OBITh UCIIOJIb-
30BaH I u3ydeHus 3aBucumoctd [II1 oT aeiicTBusa pa3nuyHbIX (aKTOPOB — CO-
lepKaHKsl MOHOB BO BHeIIHeil cpene, o0paboTku unruburopamu H'-ATda3mbl u
OJI0KaTOpaMH MOHHBIX KaHAJIOB, OCBELICHHOCTH U T.J.

3KCHCPI/IMCHTaJIbHaH 4acTb

Obopyoosanue u mamepuanvl: npoPoOCMKU MbIKEbL, MAKPOIIEKMPOObL, VCU-
Jumenb OUONOMeHYUAI08, KOMNbiomep, NOOCMABKA 0Jisk pACMeEHUS, KOA0bl, Wnpu-
yol, cmanoapmuuwiil pacmeop (ImM KCI, 0.5 mM CaCl, , 0.1 uM NaCl), xropuow
Hampus u kanus, asuo nampusi (NaNs), eazenun.

3aodanue 1. Hccnedosanue eauanus pasnuiHvlX KOHYEHMpauuii UOHO8 Ka-
U HA NOMEHYUAN NOKOA NPOPOCMKOE8 N bIKEbl

1. ITogroroButk mo 10 Mt 0.1, 1, 10 u 100 MM pacTBOpOB XJIOpHIA KauUsl.

2. O4HUCTUTH Y4aCTOK IPOPOCTKA THIKBHI OT 3nuaepmuca. llomectuts ero B
AYENKY ITOJACTABKH, 3aMa3aB I1a3bl SYCHKU Ba3eIUHOM. KOpeHb MOMECTUTH B Yalll-
Ky [leTpu 3an10IHEHHYIO CTaHIAPTHBIM PACTBOPOM.

3. 3anonHuTh sueiiky 0.1 MM KCI. TIpuBect u3MepUTENbHBIN 3JIEKTPO] B
KOHTAKT C COAEPKUMBIM SUEUKH, a AJIEKTPOJ CPABHEHUSI — CO CTaHAApPTHBIM pac-
TBOpOM B yauike Ilerpu.

4. Hauvarp peructpamuto 111, mpogomkare ee 10 cTaOMIM3alMKU 3HAYCHUN
MOTEHIIAAJIa HA HEKOTOPOM CTallHOHAPHOM YPOBHE.

5. INocnenoBarensHO yBenuunBath KoHieHTpanuio KCIl B sueiike, 3amensis
0.1 MM pactBop KCl Ha 1, 10 u 100 MM. ITocne kaxaoii 3aMEHbI POJIOIKATH 3a-
MUCh J10 cTabuu3anuu 3Hadyenuit [1I1.

6. IToctpouts rpaduk 3aBucumocTH III1 ot koHnenTpanuun KCl B suciike.
[Tpunsas, yro IIII 3aBUCUT TONBKO OT MACCUBHOIO KAJIMEBOTO U AKTUBHOIO IIPO-
TOHHOT'O TOKOB Ha ocHOBE (hopmybl (1.8) momyuuts hopmyny mis pacuera gy/Jpy
Ha ocHOoBe m3meHeHuss AU mpu cmene konrentpanuu KCl B seiike. Paccunrtats
OTHOIIIEHUE Jk/Qpy A5 KaXKmoro usMenenus: koumnerrpanuu kams (0.1 MM KCl —
1 MM KCI, 1 MM KCI — 10 MM KClI, 10 MM KCI — 100 MM KCI). Omnpenenuts
OyJIeT I OTHOIIIEHUE TTPOBOJIUMOCTEMN 3aBUCETh OT KOHIIEHTPAIIMH KaJHsl, TOCTPO-
UTh rpa)uK 3aBUCUMOCTH Jk/Qpy OT KOHIIEHTPAIIUH HOHOB KaJIHsl.

7. OOBACHUTH NOJTyYEHHBIE pe3yabTaThl. CAenaTh BIBOIBI.
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3adanue 2. Hccnedoeanue enusaHus paziuyHblX KOHUEHMPAUUN UOHO8

Hampusa HaA NOMEHUUATL NOKOA KI1eMOK Xapo6oil 6000pOCu

1. IToaroroButhk mo 10 M 0.1, 1, 10 u 100 MM pacTBOpOB XJIOpUIa HATPHUS.

2. OTMBITh TUIIOKOTWJIb B STYEMKE NUCTWIMPOBAHHOM BOJOW M 3aIIOJHUTH
sueiiky 0.1 MM NaCl.

3. Hauatp peructparuto I, mpomomxkaTe ee 10 cTaOMIM3aluKy 3HAYCHUN
MOTEHIMAJIa HA HEKOTOPOM CTallMOHAPHOM YpPOBHE.

4. TTocnenoBarenbHo yBennmuuBaTh KoHIeHTpanuto NaCl B siaeiike, 3ameHsis
0.1 MM pactBop NaCl na 1, 10 u 100 MmM. Tlocie kaxjaoi 3aMeHbI MPOIOIKATH
3anuch A0 ctabunuzanuu 3Hauennii [111.

5. IToctpouts rpaduk 3aucumocty I111 ot kormentparmu NaCl B sueiike.

6. CpaBHuTh BenuuuHy u3MeHeHuil III1 mpu uM3MeHEHMM KOHUEHTpaluu
XJIOpUJA HATpHUsl C WU3MEHEHHWEM IMOTEHLHAIA MPHU IOBBIILICHWH KOHIIEHTPalUu
XJIOpUJA KaJlus.

7. OOBSACHUTD MOTyYEHHBIEC Pe3ynbTaThl. ClleJaTh BHIBOIBI.

3adanue 3. Hccneoosanue 6IuAHUA UHZUOUMOPA MemadouzmMa — azuoa
Hampus Ha NOMEHUUA NOKOA KI1emoK Xapoeoii 6000pOCiu

1. IToaroroButs 10 mu1 2 MM pacTBOpa a3zuja HATpUsl B CTAaHJAPTHOM pac-
TBOpE.

2. OTMBITh THUIIOKOTUJIb B STYECUKE JUCTHUIUIMPOBAHHOW BOJIOM M 3aMOJHUTH
YUKy CTaHJAPTHBIM PaCTBOPOM

3. Hauatp peructparuto I1I1, mponomkaTts ee 10 cTabuin3anuu 3HAYCHUN
MOTEHIIMAJIa Ha HEKOTOPOM CTallMOHAPHOM YpPOBHE.

4. 3anoiHUTH SYEHKY pacTBOPOM aszuja HaTpus. 3anucaTh uaMeHeHus 111
BILJIOTH JIO €r0 CTAOMIIM3AIIMU HA HOBOM YPOBHE.

5. Kak omucano B 3aganusx 1 u 2 noctpouts 3aBucuMocTb 11T oT KOHIIEH-
Tpalii MOHOB Kajiusl M HATPUSl B YCJOBUSX IMOJABJICHHOTO MeTa0oiM3Ma M, Kak
CJICJICTBMS, HCAKTUBHOM H*-AT®da3sr. CpaBHUTH C aHAJOTUYHBIMU 3aBHCHUMOCTSI-
MU 711 UHTAKTHBIX KJIETOK.

6. OOBACHUTD TOJIyYCHHBIC Pe3yNIbTaThl. CleiaaTh BHIBOIBI.

Jlabopamopnaa paboma Ne3. H3yuenue ¢homoirnekmpuueckoii peakuyuu
pacmenui

OpHuM M3 ApKHX NpUMEpPOB BbICOKOM JabmnbHOcTU 11T y BhICIIMX pacTe-
HUM siBisieTcst hoTodekTprudeckas peakiusa (OPOP), koropas npeacrasiser cooon
KoJieOaTeNbHbIE U3MEHEHUS MOTEeHIMaNa M1a3MaTUHYecKOi MeMOpaHbl, pa3BUBalO-
necs: y (OTOCHHTE3UPYIONUX TKaHEH pacTeHUs MpH Mepexojax OT TEMHOTHI K
ocsemeHuto (TC-peakiust) u ot ocenieHus: k remuote (CT-peakius) (Puc. 1.2).

Nzyuenne ocobennocreir ®OP mokaszano, 4yTo BenmWyuHA (POTOMHIYIIHPO-
BAaHHOMW pEaKIINH, a TAKKE MOCIIEI0BATEILHOCTh U BRIPAXKEHHOCTh Pa3TUYHBIX (a3
OTBETa 3aBUCAT OT MHTEHCUBHOCTH U CIIEKTpa Bo30yKatomiero ceera. Ha ocHoBa-
HUU CPAaBHUTEIBHOTO aHan3a GOP, BOZHUKAIONIUX NPH JIEUCTBUU
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TEMHOTA

CBCT S

Puc. 1.2. Tunuunas d¢opma @O®IP, BOZHMKAWIIUX NPH OCBEHICHHH
(TC-peakuusn) u 3aremuennu (CT-peakuusi) sucra

V.~ — aMIuIuTy1a nepBoii, No3uTHBHOI BoJIHbI TC-peaknuu, V,© — ammun-
TyJAa BTOPOil, HeraTuBHOM BOJIHBbI TC-peakuuu, V5© — AMILIMTYAA TPeTben
no3uTuBHOi Boansl TC-peakuun, V,C — pa3HOCTh NOTEHIHATOB TEMHOBOTO
M CBETOBOI0 CTAIMOHAPHBIX COCTOSIHMIA, V;' — aMILIMTYJa NepBoii, Hera-
TUBHOM BoJHBbI CT-peakuun, V' - aMILIMTYAAa BTOPOM, MO3UTUBHOMN BOJI-
upl CT-peakumu, V;' — ammumryna Tperbeii, HeraTusHoii BoHbI CT-
peakunuu, V,' — pa3’HOCTL NOTEHIHMAJIOB CBETOBOI0 M TEMHOBOIO CTAILMO-
HAPHBIX COCTOSTHU U

Puc. 1.3. Cxema ycranoBkH Ajs1 peructpanuu ®IP

1 — o0bekT, 2 — 3aTeMHEHHasi KaMepa, 3 — UCTOYHHK CBeTa, 4 — BOASIHOM
¢puabTp, S — yemiuresb, 6 — komnboTep, / — CBETOPUIBLTP, Iy U Ic — U3Me-
PUTEIbLHBIN 3JIEKTPO U 3JIEKTPO CPABHEHMSI, COOTBETCTBEHHO.
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BO30Y>K/IalOIIEr0 CBETA Pa3IMYHOMN JUIMHBI BOJIHBI, BO3HUKIIA TMIIOTE3d, CBS3bIBA-
romas pazputue OOP ¢ nepexoaHbIMU TpoiieccaMu B (POTOCUHTETUYECKOM arma-
pate. ['unote3y o cBsizu ®OP ¢ PoToCHHTE30M MOATBEPKIAET TAKKE OTCYTCTBHE
(bOTORNEKTPUUECKUX PEaKIUd B ATHOJMPOBAHHBIX PACTEHUSAX U TMOJABICHUE UX
Pa3BUTHS NIPU ACUCTBUU UHTHOUTOPOB (OoTOCHHTE3a. B TO ke Bpemsi, CyIeCTBYIOT
JAHHBIE O BO3MOKHOCTH IPSIMOTO BIIUSHHS OCBEILCHHS HA aKTUBHOCTh HEKOTOPBIX
XJIOPHBIX U KaJIbIIMEBBIX HOHHBIX KAHAJIOB, 3TO MO3BOJISET MPEINOI0KUTh, YTO HE
CBSI3aHHBIE C (POTOCHHTE30M IPOLIECCHI MOTYT BHOCHTH CBOM BKJIAJ B Pa3BUTHE
®OP. Cesa3p mexay Il u mpoueccamu B (POTOCHHTETHYECKOM armapare, Io-
BUIMOMY, peaju3yeTcs depe3 MOAyIsnuio akTupHocTd H'-ATdaskl, koTopas B
CBOIO OYepe/ib MOXKET OBITh 00YCIOBIEHA H3MEHeHHAMHU KoHnenTpanuit H u AT®
B IUTOIUIa3Me (BO3MOXHBIM MEXaHW3M TaKOW CBS3M Oojiee MOAPOOHO ONMHCAaH B
Hauane rinasbl 1). Kmouesas pons H'-AT®a3bl moATBepkAaeTCS HHIHOUTOPHBIM
aHaJIM30M, B YaCTHOCTH, Mo/aBieHueM pa3Butus ®OP npu MHruOupoBaHUM Mpo-
TOHHOU IIOMIIBL.

g peructpauuun GOP 00bIYHO MCHOIB3YIOT METOJ] SKCTPAKIETOYHOIO OT-
BEJICHUS, KOTJa OJUH M3 3JIEKTPOJOB pAaCIIOiaraeTcsi Ha 3aTEMHEHHOM YYacTKe
pacTeHMsI UM y4YacTKE C MOCTOSHHBIM YPOBHEM OCBEIIEHUs (3JIEKTPOJl CpaBHE-
HUS), a BTOPOM — HAa y4yacTKe, MHTEHCHUBHOCTb OCBEIICHUSI KOTOPOTO MEHSETCS
(u3meputenbHbii anekTpon) (Puc. 1.3). Ilpu uccnenoBanuu ®IP HeoOxoaumo uc-
KJIFOUNTH BIMSHUE HAa OOBEKT APYruX (pakTOpPOB, B YACTHOCTH HArpeBa, KOTOPBIN
TAKKE MOXKET MOAYJIUPOBATH AKTUBHOCTH H*-AT®a3s1 u, kak cineacrsue, I111, mo-
TOMY OCBEIICHHE 00BEKTa OOBIYHO OCYIIECTBIISIETCA Yepe3 BOJASHON (UIbTP, MO-
TJIOMIAIONINM TEII0, HO HE CBET.

IKCIEePUMEHTAJIbHAS YACTh

Oobopyoosanue u mamepuansl: 1UCm 2epaHu, MaAKpOIIEKMpPoObl, YCUIUMETb
OUONOMEHYUAN08, KOMNbIOMED, 0Cc8emumend Ol MUKPOCKONA, 800SHOU (huibmp,
ceemohunbmpul

3adanue 1. Hccnedosanue ocovennocmeii @IP, unoyyuposannvlx ocee-

uieHuem pasHoil OJIUHbL 60JIHbL

1. OTaenuts JIUCT repaHu, MOciae YacoBOM ajanTallud MOMECTUTh €ro B 3a-
TEMHEHHYIO KaMepy, BbICTaBUB Oeblii cBeTOPUILTP. [IpuBecTH JTUCT B KOHTAKT C
AJEKTPOIaMH, KaK MOKa3aHo Ha puc. 1.3.

2. ITocne 18 MuH 3aTeMHEHUS HA4YaTh 3aMUCh OMOMOTEHIIMAJIOB, elle Yepes3 2
MUHYTHI BKJIFOUYUTH OCBEIIICHUE.

3. 3ammcate ®IP (TC-pearus), mociie cTaOMIM3AMN 3HAYCHUH TOTEHIHA-
J1a, BBIKJIIOYHMTH OcBelneHue u 3anucath ®OP (CT-peakins) 10 cTaOMIN3aIUMK Be-
JIMYUHBI TOTEHIMANA.

4. TloctaBuTh KpacHbIii CBETOGUIBTP U Tocie 20-MHUHYTHOTO 3aTEMHCHHUS
3amcath TC- u CT-peakiuu ¢ KpaCHbIM CBETO(DHIBTPOM.

5. IlocTaBuTh 3eneHbIit cBETOGUIBTP U Tocie 20-MUHYTHOTO 3aTEMHEHUS
3anucath TC- u CT-peakiuu ¢ 3eJICHBIM CBETO(DHUIBLTPOM.
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6. IToctpouTh rpaduku 3aBUCUMOCTH MOTEHLIMATa OT BPEMEHH JJIsl BCeX 3a-
PETUCTPUPOBAHHBIX PEAKIIHA.
7. CnenaThb BBIBOJIBI.

Jlabopamopnaa paboma Ned. Buympukiemounas pecucmpauus nomeH-
UUAN08 NOKOA KI1eMOK PACHEHUs

BuyTpukiierounas peructpanus OHO3JIEKTPUUECKON aKTUBHOCTH C HCIIONb-
30BAHHEM MHUKPOAJIEKTPOJOB SABJISIETCS OJHUM W3 METOJOB IPSIMOM perucrpanuu
[T 1 moTeHuManoB BO30YXACHHUS B KJI€TKax pacTeHuil. OOl MPUHLIKII METO1a
3aKJIFOYAETCSl BO BBEACHUH B KJIETKY MHUKPO3JIEKTPOJa, KOTOPBIM CIYKUT U3MEPH-
TEJIBHBIM 3JIEKTPOJIOM. B KauecTBe 3eKTpoJa CpaBHEHHUSI MOYKET OBITh UCIOJIB30-
BaH OOBIYHBIN XJIOpCEPEOPEHHBIN MAKPOIJIEKTPO, KOHTAKTUPYIOIINI C BHEIIHEH
10 OTHOIIIEHMIO K KJIETKE CPEIOM.

MuKkpo3aeKTpo NpeAcTaBiseT cO00M MUKPOIUIETKY, C KOHUMKOM Majoro
JaMeTpa, 3all0JIHEHHYIO PaCTBOPOM 3JIEKTpoJnTa. 1Ipy BBEIEHUM MUKPOIIUIIETKH,
ee KOHYMK npokanbBaeT [IM u kinetouHyro cTeHKy. B 30He mpokona memOpaHa
«3aJIMIIAeT» BOKPYT CTEKJa, 00pa3ysi BHICOKOOMHBINH KOHTAKT, IO3TOMY 3aMbIKaHUs
BHYTPHMKJIETOYHOM U BHEKJIETOUYHOM Cpelibl, KaK IPaBUJIO, HE IPOUCXOAUT. Tem He
MEHee, C YBEJIMUYEHUEM IMOBPEKICHUSI OMOMEMOpPaHbI MPU BBEIECHUU MHKPOAJIEK-
TpPOJla TOBBIIIAETCS BEPOSITHOCTh IIYHTUPOBAHUS JIJIEKTPUYECKOrO MOTEHIMAIa
kJeTk. C 3TON TOYKM 3peHHUs], 4eM 00Jiee TOHKUM OyZEeT MPOHUKAIOIIUN B KIETKY
KOHYMK MHKPO3JIEKTPOJIa, TEM MEHBIIEMY MOBPEKIECHUIO MOJBEPIHETCS OMOMEM-
OpaHa. B To ke BpeMsl, CIMIIKOM TOHKHUU KOHYMK MHUKPOAJIEKTPOJA HE CMOKET
INPOTKHYTh KJIETOYHYIO CTEHKY, O3TOMY JIHMaMETP KOHYMKA MHUKPOIJIEKTPOAA CO-
ctaBisger o0bruHO 0.5-5 MxM. I[lpu uccrienoBaHuu KIE€TOK OOMBIIMX pa3MEpPoOB C
TOJICTBIMU KJIETOYHBIMU CTEHKaMH (HarpuMep, KIETOK XapOBbIX BOJOPOCIEH) 11e-
Jecoo0pa3HO MCIONIb30BaTh MUKPORJIEKTPObl C OOJBIIUM JUAMETPOM KOHUYHUKA.
[Ipu uccnenoBaHWM KJIETOK Majoro pasmepa (HampuMmep, NapeHXUMHBIX KIIETOK
IIPOBOJSAIIMX IIyYKOB BBICIIMX PACTEHUI) ONTUMAJIbHBIM SIBJISETCS UCIIOIb30BAHNE
MUKPOAJIEKTPOJOB C MAJIBIM JUAMETPOM.

Eme oganm, 6osiee HaIe)KHBIM CIIOCOOOM M30€kKaTh IIYHTUPOBAHUS KIICTKH
SBJISICTCS MCIOJIBb30BaHUs MeTozAa “patch-clamp”, koropslii mpeacTaBiseT coOoit
MOAM(PUKALMIO MUKPOAJIEKTpOAHOTrO MeToaa. [Ipu ero ucnosnb3zoBaHuu co3gaeTcs
TUTa0MHBII KOHTaKT MEXIy MUKPOIUIIETKON U MEMOpaHO.

B uenowm, cneayer OTMETUTh, YTO MUKPORJIEKTPOAHAS PETUCTPALIMS SIBIISIET-
Csl JOCTAaTOYHO 3(PPEKTUBHBIM METOJIOM HCCIEAOBAHMS OMOA3JIEKTPOreHe3a y pac-
TeHU. OCHOBHBIM €€ HEJIOCTAaTKOM SIBJISETCSI 3HAUMTENIbHASl CII0KHOCTh MHKPO-
AJIEKTPOIHBIX U3MEPECHUN.

3KCHepI/IMeHTaJIbHaH 4acTb

Obopyoosanue u mamepuanvl: xXaposas 6000POCIb, NPOPOCMKU MbIKEYI,
mpyoxu uz cmekia «nupexcy ouamempom 1.2-1.6 mm, muxpoxysnuya M3-4,
anexmponum ons sanoanenus — 3 M KCI, smanon, pacmeop azuoa nampus (NaNs),
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murpockon «buonamy ¢ 225-kpamuvim ygenuuenuem, npubop «Mukpoanycy ons
onpeoeneHus COnpomusileHUs 31eKmpooa U NOMeHYuala KOHYUKd, MUKPOMAHUNY-
aamop KM-2 unu MM-1, oepocamenv muxponunemku, kamepa o 0o6vekma, ou-
Hokynapuas ayna MBC-1, uemvipexxkananvuulii ouggepenyuanvHulll ycuiumens
ouocuenanoe DL314, cucmema coopa oannvix NBL140P-4], I1K

3adanue 1. H3z2omoenenue cmekaisasHHbIX MUKPOIIEKMPOOO8 01 6HYmMpPU-
K1emO4YHOU pecucmpayuu 0Uu0INeKmpuydecKoil akmueHocmu

1. U3yunth mpuHUMI padOThl MUKPOKY3HUIBI MD-4 U npu pa3HbIX pexu-
Max HarpeBa, CIHpad BPEMEHH pas3phiBa M IPYTUX MMapamerpax paboTel mpudopa
W3TOTOBUTh HECKOJBKO BAapUAHTOB CTEKJISHHBIX MHUKPOIUIETOK U3 TPyOOK-
3aroTOBOK.

2. C nomompio MUKpockona «bronam» OCyIIECTBUTh BU3YaJbHbIM KOH-
TPOJIb KPYTH3HBI U JUaMETpa KOHYMKA H3TOTOBJICHHBIX MHUKponumneTok. Ilomo-
OpaTh Takoi pexuM paboThl MUKPOKY3HHUIIBI, IPU KOTOPOM MHUKPOIHUIIETKHA UMEIOT
ONTUMAJIbHYIO KpYyTH3HY (KOHYCHOCTH 1:8, 1:10) u nuaMerp KOHUMKA B Tpejeax
1-5 MKM Jj1s1 perucTpalui MOTEHIIMAIOB Y KJIETOK XapOBOW BOJOPOCIH U HE OoJiee
1 MKM JI71s1 perucTpaiy NOTEHIUAIIOB Y KJIETOK MPOPOCTOB THIKBHI.

3. 3amoJHUTh MUKPOIIUIIETKU ¢ BHyTpeHHe# kamwuispHocThio 3 M KCl nox
BaKyyMOM. MUKpOIUIIETKN 0€3 BHYTPEHHEW KamMUISPHOCTHU 3alOJIHUTH IO Ba-
KYYMOM 3TUJIOBBIM CIIUPTOM, @ 3aTE€M 3TUJIOBBIN CIUPT 3aMEMIAETCS PACTBOPOM 3
M KCI. B mocnennem ciydae o0miasi JUIMTENBHOCTD 3allOJHEHHS COCTaBysieT 12 .

4. TlpoBepUTh MOTEHIIMAT KOHUYUKA M COMPOTUBICHUE MHUKPOIIECKTPOJIOB C
noMoIipio npudopa «Mukpoanyc». [loTeHInan KOHUMKA HE JOJDKEH MPEBBIIIAThH
10 mB, a conpotuBnenne — ocraBarbca B mpeaenax 5 — 20 MOwm.

3aoanue 2. Pecucmpayusn I111 y knemok xapoeoii 6000pociu

1. B3sTh BOJIOPOCIIb MUHIETOM M C BHEUIHEH CTOPOHBI OKOJIO MEXKIOY3JIHI
BBIPE3aTh HAMEUEHHYIO KJIETKY.

2. AKKypaTHO NEpPEHECTH KIETKY B CHEUUAIbHYIO KaMepy, 3aKpEIICHHYIO
Ha MPEIMETHOM CTOJIMKE MUKPOCKOIIA.

3. BcTaBuUTh MUKPOIUIIETKU B JAEPKATENb U C MOMOIIBI0 MHUKPOMAHUITYJISI-
TOpa OCTOPOKHO MOJBECTH JIEKTPO]I K IPOPE3U B KAMEPE.

4. OCymIecTBUTD MPOKOJI KIIETOYHON 000JI0YKH U MEMOPaHBI.

5. O1eHUTH YCIEUTHOCTh BBEJICHUSI MUKPOAJIEKTPOa MO CKauKy MOTEHI[Maa
MOCJIe BBEACHUS: €CJIM TaKoW ckayok coctaBui 6osiee 100 MB u moTenuuan crabu-
JU3UPYETCS] BO BPEMEHHU, BBEJICHHE MUKPOIJIEKTPOJa B KJIETKY MOXHO CUUTATh
YCHEUTHBIM.

6. Onpenenuth Benuuuny [1I1.

7. UccnepoBarh nabunbHocTh 11 y pacteHuil, myreM 0OJydeHHs KIETKH
XapoBOW BOJOPOCIH CBETOM M WHAYKIMH (OTOdIEKTpUUecKoil peakiuu (DOP),
3anucath GOoTOMHAYIHMpOoBaHHbIe n3MeHeHus [111.

8. UccmenoBaTh 0COOCHHOCTH (POTOAIEKTPUUECKONU PEAKIIUU XapOBOU BOJIO-
POCIY MPU PA3TUYHON TEMHOBOM aIalTAllMU IPEAIIECTBYIOIIEN OCBEIICHUIO.

9. Cnenatb BBIBO/IBI.
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3aoanue 3. Pecucmpayusn I111 y knemok evicuiezo pacmenus

1. Ykpenuts cTedesib MpopocTKa B IMJIIEKCUIIIACOBOM KIOBETE€ HA MOBEPXHO-
CTH TEPMOOXJIAXKIAIOLIEr0 CTOJIUKA. 3allOJIHUTh KIOBETY CTaHAAPTHBIM pPacTBOPOM
(1 MM KCI, 0.5 MM CacCl,, 0.1 mM NaCl).

2. BBect MUPOIICKTPO (AMaMETp KOHYMKA He Ooyiee 1 MKM) B KIETKY
AIUJEPMHUCA C TTOMOUIBI0 MEXAaHUYECKOTO MUKPOMAHHUITYJISTOPA MPU BU3YaJIbHOM
HaAOJIIOICHUH C IOMOIIIbI0 MUKpOCKoTa «bromam.

3. OLIEHUTH YCTEIIHOCTh BBEACHUS MUKPOIICKTPOAA: IO OBICTPOMY BBIXOIY
MeMOpaHHOr0 MOTEHIKAaIa Ha YpoBeHb A0 -130 MB u Bblle u ero crabunuzanum.

4. Onpenenuts Bennuuny [111.

5. Uepes 10-15 mun crabunbHoi peructparuu 111 monBepruyTs mpopocTox
nocrerneHHoMy oxiaxaeauro (1.5°C/mun) ot 20-22°C go 5-6°C. Ilocine cHmKEHUs
[IIT no GoJiee HU3KOTO YpPOBHS OMNPEIEIUTh BEIUYHUHY UYBCTBUTEIBHOM K OXJja-
KICHUIO0 KOMIIOHEHTBI IIOTEHIMAA.

6. BoccTraHOBUTH TeMIiepaTypy B KIOBETE JO UCXOAHOIO ypoBHs. KOHTpob
TEMIIEpaTypbl OCYLIECTBUTH C IIOMOIIBIO KOHTAKTUPYIOIIETO ¢ PACTBOPOM B KIOBE-
T€ MUHUATIOPHOTO TEPMHUCTOPA.

7. Bectu B copepxaiuiics B kioBeTe pacTBop NaN3, 10Beast ero KOHEUHYIO
KOHLIEHTpauuIo 10 2 MM.

8. 3anmcate quHamuky cHuxkeHus [111. Halitu Bennunny kommnoneHnTs 111,
YyBCTBUTENBHOMN K JEHCTBUIO a3U1a HATPUSI.

9. CpaBHUTH €€ BEJIWYMHY C BEJIMYMHON KOMIIOHEHTHI, YyBCTBUTEIILHOU K
oxJaxaeHuto. OnpeaenuTs BEIMYUHY MeTa00InYecKkoi KoMoHeHThI B T111.

10. Paccuntath BennunHy AUPHY3MOHHON KOMIIOHEHTHI.

11. CoenaTth BBIBOJIBL.

KOHTPOJIBHBIE BOITPOCHI

1. Ocob6ennoctu I1I1 y pactenuii. KommonenTsr I111.

2. Mubdysnonnas kommnonenta [II1 y pacTuTenbHBIX KIETOK. YpaBHEHUE
Hepucra. YpaBuenue ['onpamana. Poib HOHHBIX KaHAJIOB B (hOPMUPOBAHHUH U (]-
dby3nonHoi kommoHeHThI TI1.

3. Merabomyeckas komnonenTa I1I1. Pons H-AT®as3k1.

4. BzaumopeiictBue nudgHy3MoOHHON U METa0OJINYECKOM KOMITIOHEHT. YpaB-
HEHHI, onuckIBarone ooe kommoneHTsl T1I1.

5. Ceasp nabunpHOCTH I1IT ¢ H-AT®as30ii. M3MeHeHUs MEMOPaHHOTO I10-
TEHIIMaa MpU MOCTETICHHOM OXJIAXCHHUHU.

6. @oTodseKTpUYECKast peakuns. Ee MexaHu3Mbl

7. @yHkunoHaibHas poJib 11

8. OCOOCHHOCTH XapOBBIX BOJOPOCIEH Kak 00BEKTa ISl U3YyUEeHUs] OMO03JICK-
TpPOTEHE3a.

9. HUcnonp3oBaHue MaKpOdJIEKTPOIHOTO OTBeACHUS st peructparuu 111 y
KJIETOK XapOBBIX BOJIOPOCIIEH.

10. Peructpanuu III1 y BeICIIMX pacTE€HUU METOAOM 3CTPAKIECTOYHOTO OT-
BEJICHUSI.
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11. OcobeHHOCTH MHUKPOIICKTPOTHOTO OTBEACHUSI OMOMOTEHIIMATIOB Y pac-
TEHUU.

I'/TABA 2. IOTEHI[HAJIBI BO3EYK/IEHHUA Y PACTEHUH

[loreHunansl BO30YXKIEHUS NPEACTABIECHbl y PACTEHUU JBYMS TUIIAMHU
AJIEKTPUYECKUX CUTHAJIOB — noTeHuuanoMm aevictsus (I1/1) u BapuabenbHbIM 1O-
tennuanom (BII), koTopelie paznuuaroTcs no psaay napamerpos. Kpome Toro, k mo-
TEHLHagaM BO30Yy>KJI€HHS MOTYT OBITh OTHECEHBI M TaK HAa3bIBAEMbIE MECTHbBIC
ounosnexkrpuueckue peakunu (MBOP), koTopble BO3ZHHUKAIOT B 30HE pa3Ipa)KeHus,
NPUOJIMKAIOTCA 110 Py XapakTepucTuk K [1/], Ho He pacnpoCcTpaHsOTCA.

Ilomenuyuan oeiicmeusn

[ToTeHmuansl MEeACTBUS Yy PACTEHUN MPEJCTABISIOT COOOM MMIYJIBbCHYIO,
PacIpoCTPAHSIOUIYIOCS ICKTpUIecKyto peakiuto (Puc. 2.1), BOZHUKAIOIIYIO B OT-
BET Ha JCHCTBUE HEMOBPEKIAOIMIMNX PAAPAKUTENCH, TAKUX KaK UMITYJIbCHOE U
MOCTETIICHHOE OXJIAKJCHHUE, MEXaHHUECKoe Bo3jeiicTBue, neictBue pactBopa KCI
Ha KOPHU WM y4acTOK cTels 6e3 anuaepMuca u Jap.

MoxHO oTMETUTD cienytoiue ocooeHHoctu 11 y pacTtenuit, oTinyaronime
ux ot I[1]1, pa3BuBaromuxcs B BO30YAUMBIX KJIETKaX KUBOTHBIX:

- OoJibIIasi MPOAOJKUTENIBHOCTh, KOTOPasi BapbUPYET OT ACCATHIX J0JIeH ce-
KYHJIbl (JJOKOMOTOpPHBIE PACTEHHUs) A0 ACCATKOB CEKYyHJ (HEIOKOMOTOPHBIE) H
JUTUTENIbHBIN (OT AECATKOB MUHYT JI0 YacOB) MEPUOJT PePPaKTEPHOCTH.

- OTCYTCTBUE OBepllyTa y OoibpIIMHCTBA reHepupytoumx I1J[ pacrenuid,
MaKCHMYM MOTEHIHAaNa IEUCTBUS Y KOTOPBIX JeXUT B o0nactu -60 — -40 mB.

- croxkHas Gpopma ¢asbl penosisipu3alvy, BKIIOYAOAs IBE KOMIIOHEHTHI.

- HU3Kasi CKOPOCTh PaclpoCTpaHEHUsI, KOTOpasl JISKHUT B Mpejenax OT MM/C Yy
HEJIOKOMTOPHBIX J0 JECATKOB CM/C Y JIOKOMOTOPHBIX.

- B CTUMYJIMPYEMOM Y4YacTKe MOTYT (hOPMHUPOBATHCS CEPUU UMITYJIHCOB, HO
pPacIpOCTPAHSACTCA MPU 3TOM JIMIITb OJAUHOYHBIN [1/].

MoHO nonaraTh, YTO TaKUE pa3inuuus B xapakrepuctukax I/ y pacrenui
U y )KUBOTHBIX OTPaXaroT CYHIECTBEHHBIE OTINYHUS B MEXaHU3MaX UX F'€HEpaLUH.

HaunlGonee u3ydeHHbIMH SBISIOTCS MeXaHU3Mbl pa3Butus [1J] y xapoBbix
BoJiopocien. Tak mokasaHo, 4TO HayajdbHas JACMOJSpU3alvsl, BbI3BaHHAS I€MCTBU-
€M pa3gpaxXvTeNIe MpU T'€HEepAIMU WA MECTHBIMU TOKAaMHU IMPHU PACIpPOCTpaHe-
HUH, aKTUBUPYET MOTCHIMAI3aBUCUMbBIE KAJIBIUEBBIE KAHAIBI U UHAYLIUPYET TEM
CaMbIM BXOJi MOHOB KJIbIUS B KJIETKY, KOTOPBIA MPOUCXOAUT MOJ ACHCTBUEM
HAMpPaBJICHHOTO BHYTPbh KJIETKHU DSJICKTPOXMMHYECKOTO MOTEHIMAda Il MOHOB
Kayiblusl. [loBblllIeHHEe KOHIIEHTpAIUU Ca” B Kierke AKTUBUPYET Ca”'-
YyBCTBUTEJIBHBIE XJIOPHBIE KaHAJbI, SBJISIOMIMECS TaKKe MOTEHINAI3aBUCHMBIMHU.
DNEeKTPOXMMHUYECKUN TPAJIUEHT JJIsl MOHOB XJIOpa HAIMpaBJIEH HapyXKy, YTO MPUBO-
aut K Beixony Cl” u3 kietku u pasButuio ¢asel aenonspusaiuu [1/1. danee mpo-
UCXOJUT 3aKPBITHE KaJbIIMEBBIX KAHAJIOB, YTO MPUBOJUT K CHIXKEHUIO KOHIICH-
tpaupnn Ca®* B KiIeTka u Hayajy penojspu3aluu.
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Puc. 2.1. IlorenuuaJ aeiicTBUsA U BapuadeJbHBIN MOTEHIMAJ, 3AaPerucTpu-
poBaHHbIe B cTede moacoaHeunuka (Trebacz et al., 2006)

VMCXOJHOMY YPOBHIO, IIOHWXasi TEM CaMbIM IIPOHHUIAEMOCTb XJIOPHBIX KaHAJIOB.
CHmKeHue BbIXOJa XJIOpa Hapsly C pa3BUBAIOLICHCS OJHOBPEMEHHO MOTEHIIHAJ-
3aBUCHUMOM aKTHUBalMEN J[-KaaueBbIX KaHAJIOB U BBIXOJOM MOHOB KaJIisl IPUBOJUT
K pa3BUTHIO (a3bl PETOSPU3AIMU U BOCCTAHOBIICHUIO MCXOJIHBIX 3HAYCHU MEM-
OpaHHOTr0 MOTEHIMAIA.

Takum 00pazom, obire Mmexanu3mbl renepannu 111 y xapoBbeix Bogopociei
OJIN3KU K aHAJIOTUYHBIM B HEPBHBIX KJIETKAaX, 3a UCKIIOUCHUEM PETYJISITOPHOU PO-
JI1 MOHOB KaJbIHS U YYaCTHSI MOHOB XJIOPA B KQYECTBE OCHOBHOIO JIETIOISIPU3YIO-
miero areHTa. B To e Bpems, y Bomopociei pona Acetabularia, B miazamiemme
koTopbix npucyrctByer Cl-ATda3a, 3akaunBaroias HOHbI XJIOpa, U3BECTEH JIPY-
roii mMexanusm (opmupoBanus I1J[: HauyanpHas wHakTHBanms Tpancmopra Cl,
MPUBOSINAS K PA3BUTHIO (pa3bl JCMOJIAPU3AINK, U MOCIEAYIONas ero peaKkTuBa-
1M1, BBI3BIBAIOLIASL PETIOJISIPU3ALUIO.

Mexanusmbl renepanuu [1/] y BbICIIMX pacTEHUU SABISIOTCA MO-BUAUMOMY
6onee komruiekCHbIMU. C OJTHOM CTOPOHBI, JaHHBIE WHTHOUTOPHOTO aHAIM3a H
CYILIECTBEHHbIE (O IECATKOB MWJUIMMOJICH) U3MEHEHUS! KOHIICHTpAIMi XJiopa U
Kanus Bo BpeMs renepanuu I1]] mokaseisatot, uro notoku Cl” u K* urparor cyme-
CTBEHHYIO POJIb B (DOPMUPOBAHUU dDJIEKTpUuecKoro orsera. C Jpyroi CTOPOHBHI,
UMEETCS Psiji TaHHBIX (4yBCTBUTEIBbHOCTH [1J] K A€MCTBUIO MHTUOUTOPOB METa0O0-
misma 1 H'-AT®asbl, n3MeHeHHs BHEKIETOYHOro pH, conpoBokaaromiye pa3By-
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THE 3NIEKTPUYECKOT0 OTBETA U T.I1.), KOTOphle NOKa3biBatoT, uTo H'-AT®da3za Takxke
JIOJKHA y4acTBOBATh B npouecce reepaunu 171,

CoBpeMeHHbIE TPEACTaBICHUA O MexaHu3Mmax reHepanuu I/ y Bbicmmx
pacTeHuil CyMMUpPOBaHbl Ha puc. 2.2. B COOTBETCTBUU C HUMH, HA MEPBOM 3Tarle
bopMHUpPOBaHUS ANEKTPUUECKOTO OTBETA MPOUCXOJIUT BXOJ B KIIETKY Ca®*, koto-
pbl€ aKTUBHUPYIOT XJOPHBIE KaHAJbl U OJHOBPEMEHHO BBI3bIBAIOT MHAKTUBAIUIO
H'-AT®a3s1. Pa3BuBaomuecs BCICACTBHE STOTO BBHIXOISIIHHA MIOTOK HOHOB XJiopa
¥ BXOJSIIUN MOTOK MPOTOHOB dopmupyeT ¢asy Aenoispusanun. Pazsutue ¢daspl
pPENOIApU3alMU  CBSI3aHO, IO-BUAMMOMY, C 3aKPBITUEM KaJbLHEBBIX KAaHAJIOB,
CHIDKCHUEM KOHLEHTPAalUH Ca” B KieTKe M, KaK CICACTBHE, C MHAKTHBALACH
XJIOpHBIX KaHanoB u peaktusarmeit H'-AT®a3sl. B ¢popmupoBanun ¢assl penons-
pU3alMM TAKXKE MPUHUMAIOT ydacTue Jl-KalneBble KaHajbl, aKTHUBUPOBAHHBIE
CABUTOM MEMOPaHHOI0 MOTEHIIMaa B MOJIOXKUTEIbHYIO CTOPOHY .

AKTHBHO HCCleyeMoi siBisieTcss U mpobiema nepenayu [/ B pactenun.
Kak u y )kMBOTHBIX, pacnpoctpanenue 1] mo pacTUTENbHBIM TKAHAM MPOUCXOIUAT
AJIEKTPOTOHUYECKH, IIPU YUYACTUU MECTHBIX TOKOB. Y XapOBBIX BOJOPOCIEN MeXa-
HU3Ma pacrpoctpanenus 1/l MmakcuManbHO NMPUOIMKEH K MPOBEICHUIO MOTEHIIH-
aJIOB JIEUCTBUSI B HEMUEITMHU3UPOBAHHOM aKCOHE: JUTMHHbBIC, UMEIOIINE OOJBIION

v

v | , |
H* H*

Puc. 2.2. Cxema rernepanuu II/] B B030yanmMoii kijieTKke BbICIIET0 pacTe-
HHSl, YYUTHIBAKOIIAA BKJAA B ()OPMUPOBAHUE UMITYJIbCA KAK MACCUBHBIX I0-

TOKOB HMOHOB TaK IepexoJHoe M3MeHeHHe AKTHMBHOCTH 3JeKTporenHoii H'-
AT®da3b1 (Boaenees u ap., 2006)

25



JIMaMeTp KJIETKH, CBA3aHHbIE MEXIYy COOO0H IIa3MOJecMaMU, IO CBOUM 3JIEKTPH-
YECKUM CBOMCTBAM KaU€CTBEHHO CXOJIHbI C HEPBHBIM BOJIOKHOM.

VY BeICIIMX pacTeHuid mpoOiema pactpoctpanenus I1J] sBasercs Gonee
cnoxkHou. CylllecTBYET JBa MOTEHUIHAIBHBIX KaHala JJIsl MIPOBEACHUS AJIEKTpUYe-
CKMX peakuuii. OOuH U3 HUX — 3TO CUMILIACT MApPEHXUMHBIX KIETOK B MPOBOJIS-
HIMX [y4KaX, KOTOPBIA MPEACTABISIET COOOM €IUHYIO CTPYKTYpY O0Opa3oBaHHYIO
OTZEJIbHBIMH KJIETKAMH U IUIA3MOAECMaMHU. J[pyroi — 3TO CUTOBUIHBIE SJIEMEHTHI
ba0oMb1. IMEIOTCS apTyMEHTHI B TTOJIB3Y KaXKIOTO M3 BO3MOXKHBIX MyTEH pacmpo-
ctpanenus [1J]. Tak kjaeTku cuMmIacTa SIBISIFOTCS, TO-BHAMMOMY, Oosiee BO30Y-
JMMBIMH, HEXEIU CUTOBUAHBIC 37eMEHThl. C Ipyrol CTOPOHBI, CTPYKTYpa CUTO-
BUJTHBIX DJIEMEHTOB (ITMHHBIC KJIETKH, OOJIBIIOTO JWaMeTpa, COCAMHCHHBIC MHO-
KECTBOM ILJIA3MO/IECM) TIPHUOIIIIKAETCS K CTPYKTYPE aKCOHA U CITIOCOOCTBYET BHICO-
KOH 3JIEKTPUYECKON MTPOBOAMMOCTH BJIOJIb TAaKOW KJIETKH. AHAINU3 MPOOIeMbI pac-
npoctpaneHus 1]l 1omomHUTENBHO OCIOXKHSETCS TeM (DaKkToM, YTO pacmpocTpa-
HSIOIIMECS TTOTEHIIUAIBI IEUCTBUS OBLIN 3apErUCTPUPOBAHBI B 000MX THUIAX Kiie-
TOK. B CBSI3U ¢ 3TUM MOKHO MPEANOJIOKNUTH, 4TO pacnpoctpanenue I1/] sasusercs
KOMITJIEKCHBIM TPOIIECCOM, BOBJICKAIOIIMM B C€0Sl KaK CHUMILUIACT MapEeHXUMHBIX
KJIETOK, TaK U CUTOBUHBIC SJIEMEHTHI, OJHAKO JIaHHAsS TUIOTe3a TpeOyeT nalb-
HEWIIEro aHaausa.

st hopmanbHOoro onucanus pacrpoctpanenus [1J[ y pactenuit yacto uc-
noJb3yercst kabenpHOe ypaBHeHHE (2.1), monMydYeHHOE W3HAYaIBHO ISl MIPOBEIe-
HUSI HEPBHOT'O UMITYJIbCA.

o%E, E, t, 0E,

m

o’ 2 A4 at

, 2.1)

R
rae A= ﬁ — ka0enpHas MOCTOsIHHAS (PAcCTOSHHUE, HA KOTOPOM MMITYJIbC 3aTy-
+

0 i
XaeT B € pa3 IpH MMaCCUBHOM PACIPOCTPAHEHUH), 7,, = R, C, — MOCTOSIHHAsI Bpeme-
HU MeMOpaHbI (Bpemsi, 32 KOTOpOE OTKJIOHEHHME MEMOPaHHOTO MOTEHIMaNa OT CTa-
LIMOHAPHOI'0 YMEHbIIAETCs B € pa3), Ry — conpoTuBieHue MeMOpaHbl Ha €IUHUILY
wiomanu, Cp, — eMKOCTh MeMOpaHbl Ha €IWHUITY MJIomanan, R, — compoTUBIeHNE
BHEKJIETOYHOM CpeJlbl Ha €IMHMILY JUJIMHBI KJIETKH, Rj — conpoTHBieHHEe BHYTpH-
KJIETOYHOM CpeJibl Ha €IMHUILY JJIUHBI KJIETKH.
B cootBercTBHH € (2.1), CKOPOCTH pacIpOCTPAHEHUs CUTHAJIA PABHSIIETCS:

d
V = Vat (2.2)

AVC, (R, +R;)’
rae AV — nopor memOpanHoro notennuana, dV/dt — ckopocts pa3BuThs dassbl Je-
MOJISIPU3ALINH.

YuuTeIBasi, 4TO BEIWYMHA KaOEIbHON MOCTOSHHOM COCTAaBJISCT y PacTEHUM
NOpsiJIKa HECKOJIbKMX MUJUIMMETPOB (HAampuMmep, sl cTe0Jsl MPOPOCTKOB THIKBbBI
XapakTepHbl J1Be KabenbHble nocTtosiHHbie 0.6 1 3.6 MM, MO-BUAMMOMY, COOTBET-
CTBYIOIIME CHUMILJIACTAM OCHOBHOM TKaHM M MPOBOJALIMX IYYKOB), B psiae padboT
OBLJIO MOKa3aHO, 4TO ypaBHeHHE (2.2) mpuMmeHuMo K pacnpoctpanenuto [1/] mo
PaCTUTENBHBIM OOBEKTaM.
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O06001mast M37T0)KEHHOE, MOYKHO OTMETHUTh, YTO MEXAaHHW3MbI TE€HEpaIuu |
pacnpoctpanenus [1/] umeror y pacteHuid psifi BaXXKHBIX OCOOEHHOCTEH, OTJINYat0-
X UX OT MOTEHIMAIOB ACUCTBUS Y KUBOTHBIX. [Ipu aTOM, ecu popmupoBanue
[1/] y XxapOBBIX BOJIOPOCIIEN SIBIISETCSI OTHOCUTEIBHO XOPOIIO U3YYEHHBIM, TO IIPO-
OJieMa reHepanusi U pacnpoCTpaHEHUE MOTEHIIMAIOB JIEUCTBUS y BBICIIUX PacCTe-
HUN OCTaeTCs aKTyalIbHON U TpeOyeT NalbHEHIINX UCCIICIOBAHMIA.

Bapuabenvnulit nomenyuan

B otnuume ot morennmana nerictBus, BapuadenbHbid moteHman (BIT) sB-
JISIETCS PACTIPOCTPAHSIOIICHCS SJIEKTPUUECKON peakiueil crenupuaHon sl pac-
TUTEJBHBIX OPraHU3MOB W BO3HHMKAIOIIEW B OTBET HA JEHUCTBUE MOBPEKIAFOIIUX
pazapaxurenied (TEPMUUYECKUE WM XUMHUYECKHE OKOTM, MEXaHWYECKOe MOBpe-
xnenus u T.11.) (Puc. 2.1).

Mo>kHO BBIACIUTD cleaytomue ocooennoctu BII:

- 3aBUCHUMOCTH I1apaMETPOB PACIPOCTPAHSIOICHCS PEAKLIMU, B YACTHOCTH,
aMILUIUTYIbI, OT IIPUPOABI U CHJIBI ITOBPEXKAAIOIIETO CTUMYJIA.

- BapuabenbHas ¢popMma (asbl Je- U, 0COOEHHO, PEMOJIIPU3AINU IIEKTPUYIEC-
CKOI'0 OTBETA.

- OoJIbllIas UIMTEILHOCTh PA3BUTHS PEAKIIUH (710 TMOTydaca).

- CIOCOOHOCTH MPOXOJUTH YePe3 y4aCTKU HEBO3OYAMMOU U JlaKe MEpPTBOM
TKaHH.

- 3aBUCHMOCTH aMIUIMTYAbl U CKOPOCTH PEAKIMU OT PACCTOSAHUS 10 30HBI
MTOBPEXKICHUA.

Takue paznuuus xapakrepuctuk I1/] n BlI, mo3BossArOT IpeAnonoxkuTs Cy-
niectBoBaHue crnenuuunbix 1t BII MexaHu3MoB reHepaiuu U pacrpoCcTpaHeHUs
curHasioB. OJHAKO, €IUHBIC MPEACTABICHUS O TAKUX MEXAHU3Max B HACTOSIIEE
BpEMS OTCYTCTBYIOT.

B pamkax cyiecTByromux rumnores, renepanuio ¢assl aenosspusanun BII
CBSI3HIBAIOT MPEUMYIIECTBEHHO ¢ MHakTuBamuei H'-AT®dassl, a ee nocneayomas
peaktuBainus hopMupyeT pa3y penosspu3alid U BOCCTAaHABIMBAECT MEMOpPaHHBIN
MOTEHIMAN 10 UCXOAHOro ypoBHs. Ilpenmonoxkenue o6 yuactun H'-ATdasel B
reHepauuu BII moaTeepkmaercs psiaoM 3KCIIEPUMEHTANBHBIX JaHHBIX, B YaCTHO-
CTH, BIMSHUEM BHEKJIeTouHOro pH Ha mapamerpsl BaprabenbHOTO MOTEHIHANA U
o0paTUMBIMU U3MEHEHUSIMU COJEP>KaHUsl MPOTOHOB B amoruiacTe BO BPEMs I'eHe-
pauuu oTBeTa. B TO e BpeMs, HMEIOTCS TaKKE JAHHBIE O COMPOBOXKIAIOIINX T'e-
Hepanuio BIl n3MeHeHUsIX BHEKJIETOYHOM KOHILIEHTPAllMM MOHOB XJIOpA U KaJlus,
YTO MO3BOJISIET MPEANOIOKUTh BO3MOKHOCTh UX ydacTusi B (GOPMUPOBAHUU OTBE-
Ta.

JlonoHUTENbHAS CJIIOKHOCTh B MCCIEAOBAHUN MEXaHW3MOB reHepaunu Bl
CBSI3aHA C KOMIUICKCHBIM XapaKTEPOM JJIEKTPUUECKOIr0 OTBETA. Tak moKa3aHo, YTo
peakiysi Ha3bIBaeMasi BapuabeIbHBIM IMOTEHITNAJIOM BKIIFOYAET B ce0sl TaK Ha3bIBa-
EMYI0 «MEIJICHHYIO BOJIHY» — TUIaBHAs JCTIONSPU3AIMs MEMOPAHHOTO TMOTEHIIHA-
J1a, CMEHSIOIIASICS ITMTEIbHOM IUIaBHOUM penoisipu3annei (aMIuTyaa — HECKOJIb-
KO JIECATKOB MIJITUBONIBT). C Ipyroi CTOPOHBI, HA OHE MEJICHHOW BOJHBI MOTYT
Bo3HMKaTh «[1/[-00pa3Hbie cmaifikuy, KOTOphIe MO CBOeH (opMe U JIMTEIHHOCTH
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ONMU3KM K MOTeHIManaM AelcTBHusi. MOXXHO mpeAmnoioxuth, uto [1/]-oOpa3ubie
CraiKu mpeacTaBisitoT co6oit MBOP, BeI3BaHHBIE AeNOJsApU3aIed B X0J1€ MEJ-
JICHHOM BOJIHBI, WJIM, B HEKOTOPBIX ciydasx, cooctBenHo I1JI. Mcxoas u3 atoro,
BoIIpoc 00 MOHHBIX MexaHu3Max BII, Bkitouaer B ceOs BE CBsI3aHHBIC MPOOJIEMBI:
npobjieMy MEXaHM3MOB MEIJICHHOW BOJIHBI W TipoOjieMy wmexaHu3zmoB [1/]-
00pa3HBIX CITANKOB.

B HacTosiiiee BpemMs OTCYTCTBYIOT TaKKe€ €IUHBIC MPEICTABICHUS O MEXa-
HU3Max pacnpoctpaHeHuss BII. MoxHO BBIIEIUTh TPU OCHOBHBIE TMIIOTE3bI, 00B-
SACHAIOIIKE ITOT Mpouecc. B pamkax nepBou U3 HUX NPEANONAraeTcs, YTo pacrpo-
ctpanenue BII ABnsieTcss A3NEKTPOTOHUYECKUM, & OTJIMYUA €T0 MapaMeTpoB OT Iia-
pameTpoB pacnpoctpaHeHuss y IIJ] cBsizaHO ¢ ydacTheM B NMPOBEACHHUM JIPYTUX
TKaHEW pacTeHHil (He CHUMIUIACTa MPOBOJAIIMX IMYYKOB, a CHUMILJIACTa OCHOBHOM
TKaHU pacteHus). JlaHHas runores3a He 00bsICHAET YacTh cBoMCTB BII, B ToM umciie
— CBSI3b aMIUTUTY/IBI PEAKIIUU C CHJION JEeHCTBUS TOBPEXKIatoIero gpakropa, ee 3a-
BUCHUMOCTb OT PACCTOSIHUS JI0 30HBI MOBPEXKICHHS, CIIOCOOHOCTh TPOXOJIUTH Yepe3
MEPTBYIO TKaHb. [IpOTUBOpEUMBBIMU SBIIAKOTCS U JaHHBIE O IPUMEHUMOCTH K pac-
npoctpanenuto BIl xaGenbHOro ypaBHEHUs, YTO TakK€ CTaBUT O]l COMHEHHUE
AIEKTPOTOHUYECKUN MEXAHU3M €r0 PaclpOCTPaHEHUS.

Bropas rumnores3a — rugpasindeckas — npeamnosaraet, uto BII npeacrasiser
cOo0OM MECTHBIM SJEKTPUUYECKUNA OTBET, BHI3BAHHBIA PACHPOCTPAHCHHEM TUJPaB-
JIMYECKOM BOJIHBI, KOTOpass BO3HUKAET B PE3YyJIbTAaTE JIEUCTBUS MOBPEKIAIOIIETO
dakTopa. B monap3y AaHHOTO MPEANOJIOKEHUS CBUACTEILCTBYET 00paTUMOE yBe-
JMYEHUE TOJIIHUHBI CTEOJIsI, KOTOPOE Pa3BUBAETCS MOCIIE MOBPEKIACHUS U, KaK TO-
JIararT, OTPa)aeT MOBBINIEHUE THAPOCTATUYECKOTO JIABJIEHUS B PACTUTEIBHOM
oObekTe. [[pyrum aprymMeHTOM B MOJIb3Y THAPABIMYECKOTO MEXaHU3Ma CIIYKUT
Pa3BUTHE JIEKTPUUYECKOTO OTBETA MPHU JICUCTBUU HA YYACTOK CTEOJIs1 MOBBIIIEHHO-
ro JaBJICHMS, IPUYEM NApaMETPbl TAKOIO OTBETA 3aBUCAT OT BEJIMYMUHBI IIPUIIO-
KeHHOTOo naBieHus. C Ipyroil CTOPOHBI, OCTAETCS HEPEUIEHHOW MmpoliemMa CooT-
BETCTBUSI MEXKJIY OTHOCHUTEJIBHO MEIJICHHOW CKOPOCThIO pacmpocTpaHeHus: BII
(~MM/c) 1 OONBIIONW CKOPOCTHIO PACIPOCTPAHCHUS THIPABINYCCKON BOJIHBI, J10-
CTHUTAIOIICH B TIpeJiesie CKOPOCTH 3ByKa B BOJHOM cpene (1.3 km/c ).

B pamkax Tperbed rumoresbl NMPEAnoJiaraercs, 4ro pacnpocrpaHenue BII
cBs3aHa ¢ auddysueit ocodboro xumudeckoro areHra (paxropa Pukka muinm paneBo-
ro BeIeCTBa), KOTOPOE MOXKET WHIYIIMPOBATh Pa3BUTHUE AJIEKTPUUECKOTO OTBETA.
B nHacrosiiee BpeMsi CymIeCTBYET HECKOJIBKO MOTEHIUAIBHBIX KAHAUAATOB HA 3Ty
pOJIb — CUCTEMMH, KAaCMOHAT, OJINTOCAXAPUJIbI KJIETOYHOW CTEHKH U T..., OJHAKO
HU JUIs1 KOTO U3 HUX Takas (DYHKIUS HE SBJISIETCS MOJHOCTBIO JJOKa3aHHOW. Apry-
MEHTaMU B MOJIb3y XUMHUYECKON TUMOTE3bI ABIseTCA criocooHocTh BIT mpoxoauTh
4yepe3 MEPTBbIE YYaCTKH CTEOJIs U JakKe Yepe3 pa3pesbl, COSTMHEHHBIE PACTBOPOM,
a TAK)K€ MHAYKUHUS 3JIEKTPUUECKUX OTBETOB MOJ JCUCTBUEM 3KCTPAKTOB U3 PACTH-
TEJIbHBIX TKaHEeW. HemocTaTkoM XMMHUYECKOW TMIIOTE3bI SIBJISIETCS HU3KAsi CKOPOCTh
MOJIEKYJIIpHO# nudPy3un B pacTBopax, Tak Kak pacCYMTAaHHOE HA €€ OCHOBE pac-
npoctpanenue BII OyaeT Ha HECKOIBKO MOPSIAKOB MEJIEHHEE, YeM HaOI01aeMoe
B OKCIIEPUMEHTE.
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OnHuM U3 myTel NpeooeHUs] TPOTUBOPEUH B MEXaHU3MAaX paclpocTpa-
Henus BII sBnsercs pazpaboTka runore3 0 KOMIUIEKCHOM XapaKTepe MEXaHHU3MOB
€ro pacnpocTpaHeHus. B kadecTBe mpuMepa TaKOW TMIIOTE3bl MOXKHO IPHUBECTH
IIPEICTABIICHUS] O COBMECTHOM YYacCTHUHU THAPABIMYECKMX M XUMHUYECKHX MeXa-
HU3MOB pacnpocTtpaneHnus BII. B cooTBeTcTBHE ¢ HUMU, MTOBBIIICHUE THIPABINYEC-
CKOT'O JIaBJICHUS BBI3BIBACT IIOTOKHM BOJBI, HAIIPABJICHHBIE OT 30HBI pa3IpakKeHMUS,
KOTOpBIE, B CBOK OYEpEb, MIEPEHOCAT UHAYLUPYIOLIEE JIEKTPUYECKUA OTBET Be-
IECTBO.

B nenom, moxHO otMeTuTh, uyTo BII mpencrasnstor coboit cnennpuyeckme
JUISl PACTEHUH DJIEKTPUYECKUE CUTHAJIBI, MEXAaHU3MbI T'€HEPALMU U PaCIpPOCTpaHe-
HUsI KOTOPBIX OCTAIOTCS OKOHYATEJIBHO HE YCTAHOBJICHHBIMH.

Mecmmubwie 6uoInekmpuueckue peakyuu

K nmorennuanam Bo30yxkaeHust MoxkHO oTHecTh U MBOP, xoTtopsie npen-
CTaBJIAIOT cOOOIl OTBETHI B 30HE BO3AECUCTBUS CTpecc-(hakTopa, OOBIUHO — HEIMO-
Bpexjaromero. Takue peaklud HECIOCOOHbl K pacHpoCTPaHEHUIO U, II0-
BUJUMOMY, IPEACTaBISAIOT COOOM COBOKYIMHOCTh M3MEHEHUH MeMOpaHHOro Io-
TEHIMaJIa, IPSIMO BBI3BAHHBIX JEHCTBUEM BHEIIHETO (pakTopa (aHaJIor pelentop-
HBIX MOTEHIMAJIOB KIETOK YXUBOTHBIX), U DJEKTPUUYECKUX OTBETOB, MEXaHU3MbI
KOTOPbIX OJu3kH K Mexanuzmam 1] niau — Bo3moskno — BII.

Ocobennoctsaimu MBOP sBnsercss pa3BuTue AENONSpPU3aLUM HA TEPBOM
JTaIle OTBETA, MPEUMYIIECTBEHHO CIIAMKOBBIA XAPAKTEP U CBSI3b IIapaMETPOB pe-
aKIMU C MOJAJIbHOCTBIO U MApAMETPAMU PA3APAKUTENS, B YACTHOCTH, AMIUIMTY/1a
MBOP moxeT Bo3pacTtaTe IIPU yBEIWYEHUHA UHTEHCUBHOCTH MHIAYLUPYIOIIETO UX
ctumyna. Kpome Toro, 1MTeIbHOCTh a0COTIOTHOM U OTHOCUTEIBHON pedpakTep-
HocTu 11t MBOP cymiectBenHo Huke, yeM s [1/], u 3aBUCAT OT THIIA pa3Ipaxu-
tensi. C Takoil 0cCOOEHHOCTBIO CBsI3aHA €llle OJiHa xapakTepHas yepra MBOP — npu
UX NEPUOJANYECKON MHIAYKIHMU B 3aBUCHUMOCTH OT JUIMTEILHOCTH UHTEPBAJIA MEK Y
CUMYJISIIUSIMU MOXKET HaOJIoAaThbesi MO0 CHIXKEHHE aMIUTUTYIbl peakluu, T.€.
agantanys (JUIsl XOJI0J0BOIO Pa3Apa)KEeHUs IIPU MHTEpPBajaX MEXAy OTBETAMH Me-
Hee 15 muH), MO0 ee BO3pacTaHue, T.€. CCHCETH3alus (Ui XOJOJ0BOTO pa3pa-
KeHUs ipu uHTepBayiax 30 MUH U Oosee).

Mexann3zmbl MBOP ocTtaroTcsi K HacTOsIIeMy BPEMEHHM 10 KOHIIA HE yCTa-
HOBJICHHBIMH, OJIHAKO MOYXHO MPEIIOJIOKHUTh, YTO OHU OyleT BapbUpOBaTh MpHU
JNENUCTBUU Pa3IMUHBIX cTpecc-(pakTopoB. Tak Mpu MEXaHUYECKUX BO3JIECUCTBUSIX
BECbMa BEPOATHBIM SIBIISIETCS YYACTHE B PA3BUTHHM PEAKLIUM MEXAaHOUYBCTBUTEIIb-
HBIX KaJbIMEBBIX MM aHUOHHBIX KaHAJOB, NpU oxJaxaeHun — H'-AT®da3sl, Ko-
TOpas OTIIMYAETCS BBICOKOM TEMIIEPATypHOM YYyBCTBUTEIIBHOCTBIO, U T.II. B TO ke
BpeMs, TNOMHMO CHEUM(PUUECKUX 4YepT, BbI3BAHHBIC PA3JIUYHBIMU CTpecc-
dakropamu MBOP Brmrogaror, mo-BuauMoMy, W o0mue mporecchl. Tak BechMma
BEpOSITHBIM SIBIsieTcs BXOA Ca’’, M3MeHEHHe aKTHBHOCTH AHHOHHBIX KAHAIIOB H
H'-AT®as3b! B X0/ie Pa3BUTHS OTBETA.

B uenom, pazsutue MBOP M0XHO paccmaTpuBaTh Kak MPOLECC PELEHIUU
BO3/ICICTBHS BHEUIHETO CTHUMYJa, 00ECHEeUNBAIOIINN TpaHC(POPMAIIMIO BHELTHETO
BO3JECUCTBUS B PACIIPOCTPAHSIOIIUICS JIEKTPUUECKUN CUTHAIL.
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Jlabopamopnaa paboma Nel. Hccnedosanue 2enepayuu u pacnpocmpa-
HEeHUA NOMEHUUAI08 OCUCMEUA Y GbICUIUX PACHEHUTL

MeToa 3KCTpakJIETOYHOW PErucTpallii MOTEHIIUATIOB MOXKET ObITh UCIONb-
30BaH U JUIS UCCIEOBaHUS OTEHIIMAIOB BO30Yyk1eHus, B yactHoctu — [1]1. Tlpu
peructpauuu I1J] nenecoobpa3sHo UCHOIb30BAaHUE HE MEHEE JIByX KaHAJIOB OTBe-
nenus. [Ipyu 3TOM OauH U3 U3MEPUTENBHBIX AIEKTPOAOB pPa3MENIaeTCa B 30HE BO3-
JEHCTBUS U MO3BOJIAECT peructpupoatb MBOP B 30HE A€HCTBUS HEMOBPEKIALO-
HIET0 pa3ApaxuTes (X0JI01, MEXaHUYeCcKass CTUMYJIALMS U ap.). Jpyrue usmepu-
TEJIbHBIE JIEKTPOJIbI PACIIONIAraloTCs Ha YIAJIECHUH OT 30HBI BO3JAEHUCTBUSA U ITO3BO-
JSIOT PETUCTPUPOBATH PACIIPOCTPAHSIOIIMECS IEKTPUUECKUE CUTHAJIBL, €CJIM OHU
BO3HHUKAIOT.

JI1s1 OLIEHKH CKOPOCTH PACIpPOCTPAHEHUS MOXKHO MCIOJIB30BATh BPEMEHHOU
MHTEpBAJ MEX]y HAa4aJlOM PEaKLUU B 30HE BO3JEHCTBUS U HA YAAJICHHUH, OJHAKO
TaKOM METOJ IIPUBOJUT K OINPEAEICHHBIM HCKAKEHUAM B CHIIy KOMIUIEKCHOU IIPU-
ponsl MBOP. Bosnee TouHas olieHKa CKOPOCTH MOKET OBITh MOJIyuyeHa JU00 MyTeM
OINPEJENICHUs] BPEMEHHOIO HMHTEpPBAJIa MEXKJY HA4dajJOM pa3BUTUS PEaKUUU UL
JIBYX YJAJIECHHBIX OT 30HBI pa3Jipa’keHUsl 3JIEKTPOJIOB, /Ul Yero TpeOyeT He MEeHee
TpeX KaHaJIOB OTBEJACHUS (OJUH U3MEPUTEIbHBIN ANEKTPOJ — B 30HE pa3paKeHus,
JIBa — HA pa3HOM paccTosiHUU OT Hee). [lpy HalMumu TOJIBKO JBYX KaHAJIOB OTBE-
JeHus 17151 00Jiee TOYHOTO ONpPEIETIEHUsI CKOPOCTH MOXKET OBITh UCIIOJIb30BaH TaK-
K€ BapUaHT OMIOJISIPHOTO OTBEICHHUSI, KOTJa AJIEKTPOJ CPABHEHHUS TAK)KE pacroa-
raercsi Ha cre0sie, HO Ha 3HAYUTEILHOM yIaJEHUU OT U3MepUTeNbHbIX (0onee 10
cMm). B aTom ciyuae peructpupyemasi peakuus OyJeT MpeAcTaBiIsTh cCO00M cymmy
JIBYX HAIIPABJICHHBIX B Pa3HYK0 CTOPOHY OTBETOB, KOTOPHIE CIABUHYTHI BO BPEMEHU
JIPYT OTHOCUTEIBHO ApyTa.

[ToBBIIIEHNIO TOYHOCTHU ONPEACIIEHUs NapaMeTpoB pacrpoctpaneHus [1/]
OyzAeT crmocoOCTBOBAaTh W UCHOJb30BAaHUE 3JIEKTPOJOB C Majod IUIONIA/IbI0 KOH-
TaKTa C PaCTEHUEM, YTO MOXKET ObITh PEaJTU30BAaHO IYTEM HCIIOJIb30BAHUS JJIEK-
TPOJIOB C 3aIOJIHEHHBIMM AJIETKPOIPOBOIAIIMM T'e€JIEM HAcaJAKaMU WIA IPH IpH-
MEHEHUH B KauecCTBE 3JIEKTPOJIOB METANIMYECKONW MPOBOJIOKH, HApuMep, ceped-
PEHHOM.

Crnenyer OTMETUTB, YTO BEPOSITHOCTh BO3HUKHOBEHMS PACIPOCTPAHSIOLIE-
rocs 1] cunbHO 3aBUCHUT OT ACUCTBUS (PAKTOPOB CPEABl M COCTOSIHUS pACTEHUS U
MOBBIIAETCA MO0 MEpEe aanTallMi PACTEHUS B JKCIEPUMEHTAIBHOW YCTaHOBKE.
Kak crnencrBue, nmpu H3ydeHUM PACIPOCTPAHEHUS NOTEHIMAIOB IEWUCTBUS IS
pacTeHust HeOOXOAUM JUTUTENBHBIN EPHOT TOKOsI (HE MeHee 2 U).

IKCIEePUMEHTAJIbHAS YACTh

Oobopyoosanue u mamepuanvl: npopoCMKU MbIKEbL, MAKPOILIEKMPOObl HA
OCHOBe cepeOPeHHOU NPOBOJIOKU, YCUIUmMelb OUONOMEHYUAL08, KOMNbIOmep, Noo-
CMasKka 01 pacmeHusi, cucmema Oas HAHeCeHUs. MEeXAHUYECKO20 pPAa30paiCceHusl,
JIe0sHAs 800d.
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CTUMYJIALIUA

Puc. 2.3. Cxema pacnojiokeHus 3JieKTpoaoB npu perucrpamun I/ y
MPOPOCTKA THIKBbI

3adanue 1. Hccneoosanue napamempoes I/, evizeannvix pe3xum oxna-
JHcoenuem

1.IlomecTuTh NPOPOCTOK THIKBBI HA MOACTABKY M MOTPY3UTh B HETO 3JIEK-
Tpoabl. [Ipy 3TOM OUH W3 U3MEPUTENBHBIX 3JEKTPOJIOB JOJHKEH PacnoJiaraThCs
Ha TpaHuIle 30HbI pa3apaxenus (E;), Bropoii — Ha pacctosHuu 3-5 cM B Oa3uie-
tTasibHOM Hamnpasnennu (E;), a anmexrpoxn cpaBuenus (Er) — Ha paccrosaum 10 cm
OT BTOPOT0 M3MEPHUTEIBHOTO, OasuneTanbHo (Puc. 2.3).

2. AjanTupoBarh pacTeHUE B TEYCHUH 2 YaCOB.

3. UanymupoBars reneparuio [1J] myrem moOaBiieHUs B KIOBETY JICASTHOM
BOABI HA | MUH., ITOCJE YEro BoAa OTKAYMBAETCs. Perucrpanuro 3JeKTpHYECKHUX
NOTEHLMAJIOB HauaTh 3a 9 MUH J0 pa3IpakeHus U npoaosnkath 10 MuH mocie ero
OKOHYaHHSI.

4. Yepes 10, 20 u 30 muH. mociae UHIAYKIHUUA TEPBOM pEaAKIMK MMOBTOPUTH
pas3apa)xeHue JeATHOW BOJAOW. Peructpanuto npoBOAUTh aHAJIOTUYHO.

5. IIpu oOpaboTke pe3ynbTaToB OLEeHUTH napameTpbl MBOP (ammutyna,
JUIUTEIIBHOCTD), MOCTPOUTh MX 3aBUCHMOCTH OT MOPSAKOBOIO HOMEpa PEaKlMH.
[Ipn BO3HMKHOBEHMM pacrpocTpassomuxca [1/] — onpenenuts ux nmapaMerpsl u
OLICHUTh CKOPOCTh PACTIPOCTPAHEHHUS.

6. OOBACHUTD NOJIy4eHHBbIE Pe3yNIbTaThl. ClenaaTh BHIBOIBI.

3adanue 2. Hccneooeanue napamempos I1/], évizeannvix mexanuyeckum
6030eilicmeuem
1. AnantupoBarh pacTeHue B TeueHUU 1.5 4acos.
2. UanymupoBath renepanuto [1]] myreM mMexaHnueckoro BO3ICHCTBUSA Ma-
JAOLIEd CTEKJISSHHOW TNallouKoW. Perucrpanuio >3JIeKTpUYECKUX IMOTEHUHUAIOB
HayaTh 3a D MUH JI0 pa3IpakeHUs U Npo10kaTh 10 MUH 1TOCIe €ro OKOHYaHUS
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4. Yepe3 10, 20 u 30 MuH. mociie MHAYKIUU MEPBOM PEaKIUU MOBTOPUTH
MEXaHUYECKOe pa3ipaxeHue. Perucrpanuo npoBOAUTh aHAJIIOTMYHO.

5. IIpu oOpaboTke pe3ynbTaToB OLEHUTH napamerpsl MBOP (amminutyna,
JUTUTEIIbHOCTD), MOCTPOUTh MX 3aBUCUMOCTH OT MOPSAKOBOTO HOMEpa PEaklvu.
[Ipu Bo3HMKHOBEHUHU pactipocTpansomuxcs [1J[ — onpenenuts ux napameTpsl U
OLICHUTh CKOPOCTh PACTIPOCTPAHECHHUS.

6. OOBACHUTH TOJNy4eHHBIE pe3yibTaThl. CpaBHUTH C MOJYyYEHHBIMHU TMpU
BbITIOTHEHUHU 3afanus 1. Cnenatb BBIBOJBI.

Jlabopamopnaa paooma Ne2. Hccnedosanue zenepayuu u pacnpocmpa-
HeHUs 8apuadeIbHbIX NOMEHYUAN08 Y 8bICUIUX PACH EHUTL

IIpn n3mepennu BII MmeTogoM 3KCTPaKIETOUHON PETUCTPALNA UCIIOIb3YIOT-
Cs T€ K€ ITOAXO/bI, UTO U IIpu u3mepeHuu I1/] nanubiM MeTonom.

3KCHCPI/IMCHTaJIbHaH 4acTb

Obopyoosanue u mamepuanvl: nPoOpoCMKU MbIKEbI, MAKPOIIEKMPOObl HA
O0CHOBe cepeOPeHHOU NPOBOIOKU, YCUIUMELb OUONOMEHYUATIO8, KOMIbIOMED, NOO-
Ccmaesxa 01 pacmenus, UCOYHUK OMKPBLIMO20 NAAMeHU, NASLIbHUK.

3adanue 1. Hccneooseanue napamempos BI1

1. TlomecTuTh MPOPOCTOK THIKBHI HA MOJICTABKY U MOTPY3UTh B HETO JJICK-
Tpoasl (cM. JlaboparopHast padora Nel, 3amanue 1).

2. AnanTupoBarh pacTeHHE B TEUCHHUE 2 YaCOB.

3. Unnyuuposath renepanuio BII oxorom cemsiioapHOTO JMCTa THIKBBI OT-
KPBITHIM IJIaMeHeM (5 cek). Peructpaiiuio aneKTpruieckux MoTEeHIIMaI0B HayaTh 3a
5 MHH 10 pa3apaxeHus: u IpojokaTh 20 MUH MOCIIE€ €r0 OKOHYAHUS.

4. ApantupoBaTh pacTeHUE B TeUeHUU 1.5 yacos.

5. Onpenenuth mapametpbl BIl (aMrunTyna, JUIMTENBHOCTB) M CKOPOCTh
€ro pacIpOCTPAHECHHUS.

6. Munynuposath rerepanuto BIT TodeuHbIM 0KOroM cTeOiist THIKBBI (2-3
CEK) pPSIOM C TMEPBBIM MU3MEPUTEIBHBIM 3JEKTPOJIOM. Perucrpaiuio 3nekTpuye-
CKHUX MOTEHLMAJIOB HA4aTh 3a O MHUH JI0 pa3IpaXeHUs U MpoAokarh 20 MUH IO-
CJIe €r0 OKOHYaHUSI.

7. Onpenenute napameTpsl BII 1 ckopocTs ero pacnpocTpaHeHus.

8. CpaBHUTH peaKkiiu, BI3BAHHBIC TOYECYHBIM 0XKOTOM U OTKPBITHIM IJIaMe-
HeM. OOBSICHUTH MOJyYEHHbIE pe3ylbTaThl. ClenaTh BHIBOBI.

Jlabopamopnaa paooma Ne3. Hccnedosanue uOHHBIX MEXAHUIMOB 2eHe-

pauuu nOMeHUUAanNo8 6030yHcOeHUA Y BbICULIEZ0 PACHEHUSA NOMEHYUOMempuye-
CKUM MEHo00OM
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[ToTenunomeTpruyeckoe onpeaeieHne KOHIIEHTPAUU HOHOB SIBJISIETCS] BaX-
HBIM METOJIOM, TO3BOJISIOIIUM HCCIIEI0BATh MOHHBIE MEXaHW3MBI MOTEHIIMAIOB
BO30YXKICHHSI Y pacTCHUSI.

B ocHOBe MeTonma NIEKHUT ONpeaesicHNue MOTEHIIMala U3MEPUTEILHOTO UOH-
CEJIEKTUBHOTO AJICKTPO/Ia OTHOCUTEIILHO 3JIEKTPOJa CPaBHEHUs, HE SBIISIOMICTOCS
CEJICKTUBHBIM. MIOHCEIEKTUBHBIN AJIEKTPO B OOJBIIMHCTBE CIIy4aeB MPEACTABIIS-
eT co00l CHUCTEMY, COCTOSIIIYIO U3 MPOHUIIAEMON TSI ONIPEICTICHHOTO THIa HOHA
MeMOpaHbl U CTaHJAPTHOTO pPacTBOpa JaHHOTO MOHA BHYTpH. MemOpaHbl MOTYT
OBITH TBEPIBIMH, YKHJIKHMH W TUICHOYHBIMH.

TBepapie MemMOpaHbl CO3/IAIOTCS HA OCHOBE METATMYECKHX CHCTEM THUIIA
Ag-AgCl, Hg-Hg,Cl,, noH0o0OMEHHBIX CMOJI, CTEKOJI Pa3IMYHOIO COCTaBa, MOHO-
U TOJUKPUCTAIUIOB TPYIHOPACTBOPUMBIX B Boje cojici. CelleKTUBHOCTh KpHUCTa-
JUYECKUX HMOHOCETIEKTUBHBIX 3JIEKTPOJOB OMPEICNAETCS CIOCOOHOCTHIO HMOHOB
1OJT IEHCTBUEM BJIEKTPUUYECKOTO IOJIS IepeMEeNIaTbCsl B KPUCTANIMYECKON peleT-
Ke 1o aedeKTaM; CTeKISTHHBIE HOHOCEIIEKTUBHBIC AIIEKTPOABI PACCMAaTPHUBAIOT KaK
TBEPJBIA SJIEKTPOIUT, KOTOPBIA MOXKET BCTYIaTh B MOHOOOMEHHOE B3aMMOJICH-
CTBHE C HUCCIIETYyEMbIM pacTBOpoM. CTEKIISIHHbIE MOHOCEJIEKTUBHBIE 3JIEKTPObI
00.1a/1al0T BBICOKO} YyBCTBUTEILHOCTHIO K HoHam H', Na*, K” u zp.

CeneKTUBHOCTD )KUJIKUX MEMOpPAH OIpeNeseTcs], B IEPBYIO ouepeib, U30U-
PaTeNIbHOCThIO KOMILIEKCOOOpa30BaHMs UM MOHHOTO OOMEHa MEXAy MeMOpaHOit
U pactBopoM. [IpumMepamu TakuX MOHOCETIEKTUBHBIX SJEKTPOJOB MOTYT CIIY>KHUTh
Ca’*-31eKTpox Ha OCHOBE PACTBOPA KalbIHEBBIX coneil A pupoB hochopHoit
KMCJIOTBI U KHKOCTHOM 3IEKTPOJI C OTMHAKOBOM CEJIEeKTHBHOCTBIO K MoHaM Ca”™ u
Mg®", HCIIONB3yEeMBIii JUTS OMPEIEICHHS JKECTKOCTH BOIBL.

HoHceneKkTUBHbBIE JEKTPOAbl C TUICHOYHBIMU MeMOpaHamH, UMEIOT Te K€
aKTUBHBIC BEIIECTBA, YTO U B KUAKUX MeMOpaHax, HO OHU HAaHECEHbI Ha TIOJUMED-
HYIO MaTpHILy, HallpUMep, MTOJIMBHHUI XJIOPUIHYIO.

HezaBucumo oT MexaHu3Ma, 00ECHEUMBAIOLIEIO MOJYPOHHUIIAEMbIE CBOM-
CTBa MEMOpaHBI, IPH MOTPY>KEHUH JIEKTPO/Ia B paCTBOP UCCIIEAyeMblii HOH HAYH-
HaeT mudpdyHaupoBath, Gopmupys nuddy3uoHHbI noTeHIMal. [Ipu noctaTouHo
BBICOKOM CENIEKTUBHOCTH MEMOpaHbI, TAaKOW MOTSHLMA MPUOIIKAETCS K paBHO-
BECHOMY TOTEHIMATY U JaHHOTO MOHA. B WIeanbHOM cilydae OTpHUIIATEIbHBIH

jorapudm KoHieHTparuu noHa (pl) mor Ol ObITH paccuuTan 1Mo Gopmyie (2.3):
ZF

pl - plst_ﬁE1 (23)
rae Plg — oTpUIaTeabHBIN JTorapudM KOHIICHTPAIMK HOHA B CTAHIAPTHOM PacTBO-
pe, E — moTeHImMan Ha HOHCEIEKTUBHOM JICKTPOJIC ¢ MACAIBHO MOIYITPOHUIIAEMOM
MeMOpaHoOH, Z — 3apsj AaHHOro uMoHa, F, R u T — cranagapTHbie TepMOIuHAMUYE-
CKHUE BETUYHHBI.

OnHako peajbHbIC HMOHCEIECKTUBHBIC 3JCKTPOJbI BCETAa B TOW WM WHOM
CTEIEHH MPOHUIIAEMBI M JUISI IPYTUX HOHOB; KPOME TOTO, B U3MEPCHHSX MOTyYatoT
HE COOCTBEHHO TMOTEHIIMA HOHCEIEKTUBHOTO 3JICKTPO/Ia, & €ro Pa3HOCTh C MOTEH-
[[MAJIOM 3JIeKTpoja cpaBHeHMs. Kak cieicTBue, mepen MCIOIb30BaHHEM HOHCE-

JICKTUBHBIX JJICKTPOJ0B BCCT A ACIACTCA KaJ'II/I6pOBKa, T.C. IIPOBOAUTCA N3MCPCHHA
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MOTEHITNAJIOB ISl CEPUU PACTBOPOB 3aJaHHOW KOHIIEHTpaluu. [Ipu 3ToM, yauThI-
Bas (2.3) npenmnoaraeTcs CrpaBeNIMBOCTh JIMHEHHON GyHKIUH (2.4):

pl = A-BE, (2.4)
napameTpbl KoTopoit (A u B), HaxoasaTcs B X0/1€ KaTUOPOBKHU U MCTIOJIB3YIOTCS B
TATBHEHIIINX U3MEPECHHUSIX.

[Tpu mCmoIb30BaHUN MOHCEICKTUBHBIX JJICKTPOIOB IS U3YUYCHHS] MOHHBIX
MEXaHU3MOB TMOTCHIIMAIOB BO30YKICHHUS y PACTEHUN M3MEPEHUs KOHIICHTpAIrit
MOHOB BHYTPH KJIETOK METOIMYECKH OYCHBb 3aTPYAHEHO, TaK Kak TpeOyeTcs BBe-
JICHUE B KJIETKY OJHOBPEMEHHO JIBYX 3JIEKTPOJOB — MOHCEJIIEKTUBHOTO U CpaBHE-
HUsA. BeneacTBue 3Toro 0OBIYHO MCCIEMYIOTCS M3MEHEHHS KOHIIGHTpAIlii MOHOB
BHE KJICTKH.

OpauH 13 BapuaHTOB TaKOTO M3MEPEHHUs, IPEJICTABIIAET COO0M perucTpaiuio
KOHIIEHTpAIlMd MOHOB (B YaCTHOCTH, MPOTOHOB) B PACTBOpPE B HEMOCPEICTBEHHOM
OJIM30CTU K IJIa3MaTHYECKOM MeMOpaHe, 4TO JOCTUTAeTCs MAaKCHUMAaJIbHBIM IPHU-
OJI>KEHUEM HMOHCEJIEKTUBHOTO 3JIEKTpOJa K KIETOYHOW cTeHke. Takoi mojaxon
MPUMEHUM JUTsI BOJHBIX PACTEHM; B YACTHOCTH, OH YCHEIIHO HCIOIb3YEeTCs MPH
UCCJIeIOBAaHUM JTUHAMUKKU pH BOJIM3M M1a3MaTHYeCKo MeMOpaHbl y XapOBbIX BO-
nopociieid. J[omoJIHUTENbHBIM TPEUMYIIECTBOM JaHHOTO METOJa SIBJISIETCS BO3-
MO>XHOCTb M3YyYCHHsI HE TOJHKO BPEMEHHON TWHAMHUKH, HO M MPOCTPAHCTBEHHOM
CTPYKTYpPHI pacrpeaeieHUs: HOHOB.

CrnoxkHasi CTpYKTypa TKaHEW BBICIIMX PACTEHUU (MHOTOKJIETOYHOCTh, CO-
CIMHCHHUE KJIECTOK B CUMITIACT, HATMYUE SITUACPMHUCS, H30JUPYIOIIETO OT BHEITHEH
cpenbl) TpeOyeT MCITOIb30BAHUS JPYTUX MOAXOJ0B K M3MEPEHHUIO BHIXOJa MOHOB
u3 kieTok. OIMH U3 HUX 6a3upyeTcs Ha BBEJCHUU MOHCEIEKTUBHBIX 2JIEKTPOJIOB B
YCTBHUIIA, TJI€ OHU KOHTAaKTUPYIOT C BOJHBIM pacTBOpoM. [IpenmyiiiecTBoM Takoro
MOJIXO/Ia SBJIAETCS MaKCUMajbHasi OJM30CTh U3MEPAEMBIX KOHIICHTPAIIMA K KOH-
[EHTpAIMsIM UOHOB B amoruiacte. B To ke BpeMsi OH JOCTaTOYHO CIIOKEH METO/IH-
YECKH W €r0 NMPUMEHHUMOCTh OTpaHUYEHa MOTEHIMaIaMu BO30YKJIEHHs, KOTOphIC
TeHEPUPYIOTCS U PACTIPOCTPAHSIOTCS MO TKAHAM JIUCTA.

Jpyroil moaxoa K U3MEPEHHUIO BBIXOJIa MOHOB 0a3MpyeTcs Ha W3MEPECHUU
WOHHBIX KOHIICHTPAIlUA B HEOOJBIIOM W TIOCTOSHHO IEPEMENTNBAEMOM OOBEME
CTaHJapTHOTO PacTBOPAa, KOTOPHIH KOHTAKTHPYET C BHYTPCHHUM TKaHSIMH CTEOJISA
Yyepes YYacTOK C yAAJICHHBIM MUAESPMUCOM. [[aHHBINM METO/ CYILIECTBEHHO MPOIIIE,
HEXKEJTM BBEJICHUE MOHCEIEKTUBHOIO AJIEKTPO/a B YCTHUIIE JIUCTA, OJTHAKO OH JIaeT
OoJiee orocpeoBaHHbIE OIEHKU JUHAMHUKA MOHHOW KOHIEHTpauuu. Tak uzmepe-
HUE JUHAMKHA MOHHBIX KOHIICHTpAIlMi B OMBIBAIOIIEM CTEOCIIb PAcCTBOPE MOIKET
OBITH MCTOJB30BAHO JIJII KAYECTBEHHOTO OMpPENENIEHNUsS MOHHBIX MOTOKOB, COMPO-
Boxaronux passurtue 1] numu BII, ogHako nis KOJM4eCTBEHHON OLIEHKH TPeOy-
€TCSl IPUHSATH JOMOJHUTENbHBIC JOMYIIeHUsI. B 9acTHOCTH, €cu NOMyCTHTh, YTO
BBIXOJT HIOHOB W3 CTEOJI (M X 0OpaTHOE MOTJIONIEHUE) TPOUCXOIUT 3a BpeMs 3Ha-
YUTEJIbHO MEHBIIEE, HEeKENM BpeMsl pa3BUTHs peakiuu (MeHee | c.), U pacTteHue
UMeEeT TOJIbIN cTe0eh MPUOMH3UTENHHO KPYTII0i (GOPMBI, TO M3MEHEHHS KOHIICH-
Tpauuu noHoB B anoriacte (A[l].;) MOTyT OBITh pacCUMTAHBI C TIOMOIIBIO YpaBHE-
Hus (2.5):
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V, + 7z|(r2 —(r- h)z)nan
Alt],, =alt],, ; , (2.5)
Alr? =(r=h)’h,,
rae Afl],. — U3MEHEHUEe KOHIICHTpAIlMK MOHA B siueiike, | — ayMHa morpyXKeHHOTo
ydJacTKa (C yJaJCHHBIM SMHICPMUCOM), I — paaryc cTediis, h — TonmmHa cTeHKH
cTebis, N,; — 00beMHast 1015 anoruiacta B ctedse. OTMETHM, YTO JJII MPOPOCTKOB
TBIKBBI MOT'YT OBITh HCITOJIB30BaHbI <6 MM, h=0.8 MM u n,, = 0.2,
JIJIs OLICHKW M3MCHECHHSI KOHIICHTpAIlMH HOHOB BHYTpH KieTkH (A[l]in) Mo-
XKeT OBITh UCITONTb30BaHa hopmyna (2.6):
ntln

All], = Al (2.6)

n
rae N, — 00beM cumIutacta. (s MpopOCTKOB THIKBBI MOYKHO MPHHSITH, YTO Njy =

0.8.

IKcnepumenmanvHas Yacmo

Obopyoosanue u mamepuanpl: NPOPOCMKU MbIKEbL, MAKPOINEKMPOOvl, pH-,
PCl- u pK-uyscmeumenvhvie uoncenexmusuvie 31eKmpoobl, UOHOMED VHUBEPCAIb-
Hulll « Mynomumecmy, Komnvlomep, cneyudalbHaAsi NOOCMABKA C KIO8emoll, Mae-
HUMHASL MeULATKA

3adanue 1. Hccneoosanue uoHHvlx mexanusmoes popmuposanus I/]

1. IIpoBectn KaJMOpOBKY Tpex KaHayoB moHomepa it PH-, pCl- u pK-
YYBCTBUTEJIHHOTO HOHCEIIEKTUBHOTO JIEKTPO/Ia, COOTBETCTBEHHO.

2. YanuTh y9acTOK 3MHIEPMHUCA CO CTEOJIS MPOPOCTKA THIKBBI, TOMECTUTh
pacTeHHe Ha MOJICTABKY, TaK UYTOOBI JIMIIICHHBIM 3MUAEPMHICA YU4aCTOK OKa3ajcs B
KIOBETE 11 U3MEPEHU.

3. 3anoJIHUTH KIOBETY CTaHJAPTHBIM PACTBOPOM, MMOMECTUTh TyJa MOTEHIU-
an qyBCTBUTEIbHBIH W PCl-4yBCTBUTEIBHBIN 3IEKTPOJBI. DJNEKTPOJ CPaBHEHHUS
MIOMECTUTh B KOPEHb.

4. AnantupoBaTh pacTeHHE B TeueHue 1.5 yacoB, mpu 3ToM mnocie | yaca
ajanTalid CMEHUTH PACTBOP B KIOBETE.

5. Ucnonp3ys Xooa0Boe (MOCTENICHHOE OXJIAXIEHHE) WM MEXaHMYECKOE
(ymap CTEKJISTHHOM NaJo4YKoM) pa3apakeHue, WHIyIUpoBaTh reHnepaiuio [1J] B
ydacTke cTe0Jisi, TOTpY>KeHHOM B KIOBETY. 3amucaTh M3MEHEHUs MOTEHIUala U
KOHIICHTPAI[MX HOHOB XJIOpAa.

6. 3amenuts PCl-gyBcTBUTENBHBIN 37¢KTpON HA PH-YyBCTBUTENBHBIA H
aJanTUPOBaATh pacTeHUEe B TeueHue 1 yaca, npu 3toM nocie 30 MUHYT afganTalnuu
CMEHUTH PACTBOP B KIOBETE.

7. Vcnonb3yst X0JIOJ0BOE (MOCTENEHHOE OXJIAXKJEHUE) UM MEXaHHYECKOE
(ynap CTEKJISHHOM Nano4ykoi) pa3Apa)keHue, MHAYLUpoBaTh reHepanuio I1J] B
ydacTKke cTe0si, TOTPY>KeHHOM B KIOBETY. 3amucaTh M3MEHEHWs MOTCHIHAala U
KOHIIEHTPAI[UU TPOTOHOB.
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8. 3amenutp PH-uyBCTBUTENBHBIM 35IeKTpoA Ha PK-4yBCTBUTENBHBIM U
aJanTUpPOBaTh pACTEHHE B TeyeHHe | yaca, npu 3ToM nocie 30 MUHYT ajanTanuu
CMEHUTB PACTBOP B KIOBETE.

9. Hcnonp3ys X01040BOE (IMIOCTENEHHOE OXJIAXKACHUE) WIM MEXaHUYECKOE
(ymap CTEKISHHOW MajoO4yKoil) pasapa’keHue, MHAyLUpoBaTh reHepanuio I1/[ B
ydacTke cTeluisi, MOrpy>KEHHOM B KIOBETY. 3alucaTh W3MEHEHMs MOTEHIHUalla U
KOHLIEHTPAaLM NOHOB KAJIHS.

10. O6paboTaTh MOIyYEHHBIE PE3YJIBTATHI, PACCUUTATh AOCOTIOTHBIE W3Me-
HEHUs KOHLIEHTPAlMi MOHOB B anoIwiacTe v nutoriazme. Caenarb BbIBOJBI.

3adanue 2. Uccneoosanue poau npomonos ¢ hopmuposanuu BIT

1. Yianutp yd4acTok 3muepMuca co cTedis MPOpOCTKa THIKBBI, TOMECTHTD
pacTeHue Ha MOJCTaBKYy, TaK YTOOBI JIMIICHHBIN dMUJEpMUCa YYaCTOK OKa3alics B
KIOBETE JUIsl U3MEPEHUM.

2. 3amnoJHUTh KIOBETY CTaHAAPTHBIM PAaCTBOPOM, IOMECTUTH Ty/la OTECHIIU-
aJl 4yBCTBUTEJIbHBIA M PH-4yBCTBUTENBHBIN AJIEKTPOIBI. DJIEKTPOJ CPaBHEHUS
IIOMECTUTH B KOPEHb.

4. AnantupoBarh pacTeHUE B TeueHue 1.5 yacoB, mpu 3ToM mocie 1 yaca
aJanTanyy CMEHUTh PACTBOP B KIOBETE.

5. Mcnonb3ys OKer ceMsI0AbHOrO JUCTa OTKPBITHIM IJIAMEHEM, HHIIYLUPO-
BaTh pacnpocrtpanenue BII mo mpopoctky. 3amucate M3MEHEHHs] NOTEHUMANA U
KOHLIEHTPAaIMU POTOHOB.

6. O6paboTaTh MoyuyeHHbIE PE3YIbTAThI, pACCUUTATh a0COTIOTHBIE U3MEHE-
HUS KOHILIEHTPALMU MPOTOHOB B allOIUIACTE U LIUTOIIa3Me, CPABHUTh UX C U3MEHE-
HUSIMU KOHLEHTPALMKM MPOTOHOB, cONpoBoXkaaromnMu reaepanuto 111, Cnenate
BBIBOJIBI.

KOHTPOJIBHBIE BOITPOCHI

1. [MoTenmmansl Bo30yxkaenus y pacrenuit. Ocodennoctu I1J] y pacturtens-
HBIX OOBEKTOB.

2. Mexanu3mebl renepanuu 11 y pactenuit (xapoBbie BOJAOPOCIH, aleTady-
JSIpUsl, BBICILINE PACTEHUS).

3. Mexanusmsl pactipoctpanenus [1]] y pacrenuii. KabensHoe ypaBHEeHuE.

4. OcobOennoctu BII kak cnenuduueckoro moTreHUHaa BO3OYXIEHUS Y
pacTeHuu

5. Bo3MoxxHbIE MexaHU3MbI TeHepauuu 1 pacnpoctpanenus BIl. Aprymen-
ThI «32» U «IIPOTHUBY.

6. MecTHbIe OMOZJIEKTPUYECKHUE PEAKIIMH, UX OCOOCHHOCTU U MEXaHU3MBI.

7. IlpumeHeHne MEeTo1a IKCTPAKIETOUYHOTO OTBeneHUs 1 u3ydenus [1/] u
BII.

8. IlpuHUUN MOTEHIIMOMETPUUYECKOTO METOAAa HM3MEpPEHHs] KOHIEHTpalui
VOHOB, TUIIBI HOHCEJIEKTUBHBIX JJIEKTPOIOB.

9. OcoOEeHHOCTH TTPUMEHEHUSI MOHCEJIESKTHUBHBIX 3JIEKTPOJIOB B HCCIICI0BA-
HUSX MEXaHU3MOB IMOTEHIIMAIOB BO30YXKICHUS.
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I'/IABA 3. ®YHKIITHOHAJIBHAA POJIb ITOTEHIIHAIOB BO3BY.K-
JEHHA Y PACTEHUH

Cy1iecTBOBaHHE Y pacTeHUM MOTEHIIMAIOB BO30YKISHUS 3aKOHOMEPHO CTa-
BUT BOIPOC 00 UX (PYHKIIMOHAJBHOU POJIM. Y JIOKOMOTOPBIX PacTEHHUM, CIOCO0-
HBIX K JBHUTaTEIbHBIM PEaKIUsM B OTBET HA TO WJIM MUHOE BO3JCHCTBUE, OHA J10O-
CTaTO4YHO oueBHHA. boree cnoxken Bompoc o ¢pyHkiuoHaabHou ponu 1] u BIT y
HEJIOKOMOTOPHBIX. PaHHME NIpeaCcTaBiIeHns], B COOTBETCTBUU C KOTOPBIMH, PACIpoO-
CTPaHSIOIINECS SJIEKTPUUECKUE CUTHAJIBI Y PACTEHUM MPECTABIISIOT CO00I CBOETO
pona apredakT, B HACTOSAIIEE BPeMs MPOTHUBOPEUYAT KaK TEOPETUUECKUM apTyMEH-
TaM, TaK U JaHHBIM MHOTOYHCJIEHHBIX SKCIIEPUMEHTOB.

B kauecTBe TEOPETUUECKOrO apryMEHTA MOXKHO ITPUBECTH BBICOKYIO SHEPTO-
3aTPAaTHOCTh MOTCHIIMAIOB BO30YKJICHHS, TaK KaK OHH COIMPOBOXIAIOTCS 3HAUYH-
TEJIbHBIM BBIX0JIOM MOHOB, BOCCTAHOBJICHHE TPAJIUCHTOB KOTOPBIX TPeOyeT 3arpar
AT®. OueBunno, uro eciu Ob1 [1/] 1 BII He urpanu 3Ha4MMOM posik B CYyIIECTBO-
BaHUH PACTCHHS, HAIMUKE TAaKUX CUTHAJIOB HE OBLIO OBl SBOJIIOIMOHHO OIpaB/iaH-
HBIM.

[IIvpokuii Kpyr 3KCIEPUMEHTAIBHBIX HMCCICIOBAHUN IMOKA3bIBAET, YTO I10-
TEeHIMAIBl BO3OYXICHUS BIUSIOT Ha TaKUE MPOIECCHI KaK AKCIPECCHs psijia TEHOB
KJIIETKAaMU PACTeHHI, CUHTE3 (PUTOrOPMOHOB, JbIXaHUE U (DOTOCUHTE3, YCTOWYHU-
BOCTb PAaCTEHUS K JIEUCTBUIO CTpecc-(hakTOpoB U JAp. PaccMOTpuM HEKOTOpBIE U3
ATUX MPOIIECCOB MOAPOOHEE.

Bnuanue nomenyuanos 6030yicoenus Ha cuHmes umozopmonos

B HacTtosiiiee Bpemsi umeeTcsi 00JIbIIOE KOJIUYECTBO PabOT, MOCBSIIICHHBIX
WCCJICIOBAHUIO BJIUSIHUS MTOTEHIIMATIOB BO30YK/ICHHsI HA CUHTE3 psAsa (PUTOTOPMO-
HOB, TIPEXKJIE BCEro — GUTOTOPMOHOB YYACTBYIOIIUX B aJaNTalliy PACTCHUS K JIeH-
CTBUIO cTpecc-(hakTopoB (a0cCIu30Basi KUCIOTA, KACMOHAT, CUCTEMHH, dTUJIEH U
np.). Tak moka3zaHo, 4TO MOTEHIMAIBI BO3OYXKICHUS MOTYT yCHJIMBATh 00pa3oBa-
HUE TaKuX (UTOTOPMOHOB, IPUYEM AKTHBAIIMSA WX CHHTE3a HAUMHACTCS B TIEPBBIC
MUHYTBI TIOCIIE MHIYKIIMM CUTHAJA U TPOJOJDKAET YCHJIMBATHCA B TEUCHUE HE-
CKOJIBKHX YaCOB ITOCJIE 3TOTO.

B kadecTBe BO3MOXKHOTO TyTH BIWSHHS TOTCHIIMAIOB BO30YXKICHUS Ha
CUHTE3 (PUTOTOPMOHOB TIPEIaracTCs CICAYIOIIAs MOCASA0BATEIEHOCTh COOBITHIA:
TeHEpalns U PaclpoCTpaHEHNE JIEKTPUUSCKOTO CUTHAJla — CHHTE3 aOCITM30BOM
KHCIIOTBI — CHHTE3 KacMOHaTa — CHHTE3 CUCTeMuHa. VIMEroTCs Takke JaHHBIC O
CIIOCOOHOCTH ’KaCMOHATa K MHIYKIIMA CHHTE3a dTUJICHA, YTO OOBSICHICT BO3pacTa-
HUE TIOCIICTHETO TOJ1 ICHCTBUEM ITOTEHITNATIOB BO30YKICHUSI.

Bausanue nomenuuaiios 3036)7.716‘08}!”}1 Ha IKCnpeccuro 2eHoe

HOTGHHI/IaHBI B036y}KI[GHI/I$I OKa3bIBAKOT CYIICCTBCHHOC BJIMSAHUA W HA 3KC-
NpEeCCUIo psAaa rcioB, B TOM 4YHUCIIC — FGHOB'I/IHFI/I6I/ITOpOB IMPOTCHUHA3bI, Y4aCTBY-
IOIMKUX B 3allIUTC PACTCHUA OT HACCKOMBIX, 4 TAKIKC I'CHOB, OTBCHAIOIIUX 3a CUHTC3
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O€JIKOB TEIJIOBOTO IIOKA, KOTOPbIE WUrpaloT CYHIECTBEHHYIO POJIb B aJanTaiuu
pacTeHus K JIeUCTBUIO cTpecc-(pakTopoB. Bpemsi pa3BuTusi oTBETa MPU 3TOM MO-
JKET COCTaBIIATh HE Oojiee 5 MUHYT, a CaMU U3MEHEHHUSI SKCIIPECCUU MOTYT UMETh
CJIOKHBIN XapaKTep W BKIIOYATh B ce0s HaYaIbHOE YCUJICHUE, TTOCIICAYIOIIee CHU-
JKEHUE W BTOPUYHOE BO3pacTaHue. Takke MOKa3aHO, YTO B HEKOTOPBIX CIIydasix
OTBET F'€HETHYECKOT0 amnmapara MOKET ObITh TECHO CBSA3aHHBIM C (DOTOCHHTETHYE-
CKMMHU TIporieccaMu (OTCYTCTBYET B TEMHOTE) M 3aBUCETh OT THIIA Pa3/Ipakaroliero
BO3/ICUCTBUS.

Mexanusmel BimsiHus [1/] n BII Ha skcripeccuro oCTarOTCs HEM3BECTHBIMU,
CYIIECTBYET TUIIOTE3a, COIIACHO KOTOPOW KITFOUEBYIO POJIb B PEATU3AIMU BIUSHUS
MOTCHITMAIOB BO30YKJIEHUS HA TCHETHYECKHI arapaT UrparT (UTOTOPMOHBI, B
YaCTHOCTH, AaCMOHAT, CUHTE3 KOTOPOr0 CTUMYJHPYET MPOLECC TPAHCKPHUIILIHHU
psina reHoB. B To ke Bpemsi, JaHHbIE O OBICTPOM Pa3BUTUU T€HETUYECKOTO OTBETA
(5 MHHYT) CBUIETEILCTBYIOT B I0OJIb3Y CYIIIECTBOBAHUSA U JIPYTHUX, 00JIEE€ MPSIMBIX
MEXaHU3MOB BJIMSHHMS TOTEHIIMAIOB BO30YXIeHUS Ha 3Kcrpeccuro. Henb3s uc-
KJIIOYaTh, YTO B KAU€CTBE TAKOIO MEXaHM3Ma MOXKET BBICTYHATh COMPOBOXKIAIO-
M TE€HEpalMIO JICKTPUUECKUX CUTHAJIOB BXOJI MOHOB KaJblMs, KOTOPHIC SIBJIS-
IOTCSI BTOPUYHBIM MECCEH]IP)KEPOM OYEHb IIUPOKOTO CIEKTpa JACUCTBUS. Y UUTHIBAS
TOT (PaKT, YTO BXOJl HOHOB KaJIBIIUS UTPAET BAXKHYIO POJIb U IIPH peaIu3aiiu BIIH-
SHUSL (PUTOTOPMOHOB, MEXaHHU3MBI IPSIMOT0» W «HEHPSAMOTO» H3MEHEHHUS DKC-
MPECCUU MOTYT HE OTJIMYATHCS CIUIIKOM CYIIeCTBeHHO. HakoHen, naHHbIe O 1O-
JIaBJICHUH OTBETA SKCIIPECCUU B YCIOBUSAX TEMHOTHI CBUIETEIBCTBYIOT O BOBJIEYE-
HUU B €ro (popMupoBaHue POTOCUHTETUYECKUX POLIECCOB.

Bnuanue nomenyuanog 6030yicoenusn na pomocunmemuyeckue npoyec-
col

Hannbie o Bnusauu [1J1 u BII Ha PoTOocHHTETHYECKHE TTPOIECCHI SBIISIOTCS
JIOCTATOYHO MPOTUBOPEUYUBBIMU. MOKHO BBIJIEJIUTh TPU PA3IMYHBIX TUIIA OTBETA,
MOKa3aHHBIX B juTeparype: (1) ObicTpas nHakTUBanusg (POoTOCMHTE3a (CHUKEHUE
nornomeHus CO,, ymeHbieHue kBaHToBoro Bbixoaa PCII), koTopas HauMHaeET
pPa3BUBAThHCS MEHEE YeM YEPE3 MUHYTY MOCJIE CTUMYJISILUKA U IOCTUTaeT MAaKCUMY-
Ma yepe3 2-6 MuHyT; (2) Oosee Me/IeHHasT akTUBAIKs (POTOCUHTETUYECKUX TPO-
neccoB (yBenudenue mnoriomenus CO,), KoTopas JOCTHTaeT MakCMMyMa uepes
10-25 MuHYT TIOCIIE TEUCTBUS pas3apaxkuTens; (3) MeIJIEHHO pa3BUBAIOIIASCS JIJTH-
TeabHas MHaKTUBaLMs (porocuHTe3a (cHkeHue norioienus CO,), koTopas J0-
CTUTaeT MAKCHMAJIBHBIX 3HaueHud udepe3 20-25 MuHyT nocine pasapaxenus. [Ipu
TOM THIl OTBETA 3aBUCUT OT IPHUPOABI CTUMYJISILIUU, OCOOCHHOCTEU 3JIEKTpHUYe-
CKOTO CHTHaja u Bujaa pacteHus. Kpome Toro, B 0IHOM pacTEHUU MOTYT MOCJEI0-
BaTEJIbHO Pa3BUBATHCS OTBETHI PA3IMYHBIX THUIIOB, TUIl KOTOPBIX TAK)KE 3aBUCUT OT
pazapaxurens
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Puc. 3.1. IIpeanosaraemas cxema Baussaus I1/] Ha ¢gorocunTeTHYECKHE
npoueccol y xaposoii ogopociau (Kpynenuna, 2008)

MexaHu3Mbl BIUSHUS TOTEHIUAIOB BO30YKICHUS HAa (POTOCUHTE3 OCTAIOTCS
B 1I€JIOM HEIOCTAaTOYHO M3y4deHHbIMH. Hambomnee uccnenoBaHbl MexaHu3Mbl (Hop-
MUpPOBaHUSl OBICTPOM HMHAKTUBALMK (DOTOCMHTETHYECKUX TMpoleccoB. Tak, s
KJIETOK XapOBOM BOJOPOCIH MOKa3aHO, YTO KIIOYEBYIO POJIb B PA3BUTUU OBICTPOMH
MHAKTHBaMU (POTOCHHTE3a UTpaeT conpoBoxiaromuid Gopmuposanue I1J] Bxon
Ca®* B IMTOILTA3My, OTKY/Ia HOHBI KAJBIHS TOCTYIIAIOT B CTPOMY M BBI3BIBAIOT HH-
rubupoBanue peakiuit nukiaa Kansuna (Puc. 3.1). BecbMa BeposTHO, 4TO 10700-
HBII MEXaHU3M JIEKUT B OCHOBE ()OpMHUPOBAHUSA OBICTPO MHAKTUBALIMH (POTOCHH-
T€3a U y JPYTUX PacCTUTENIbHBIX OOBEKTOB, B YACTHOCTH, BBICHIMX pacTeHuid. C
JpYroi CTOPOHBI, HEJb3s UCKII0YATh y4acTHsi B ObICTPOI MHAKTUBALUU (POTOCHH-
T€3a U APYTHX MPOLECCOB, B YACTHOCTH, BBI3BAHHOI'O 3JIEKTPUYECKUMH CUTHAJIAMU
3aKUCJIEHUS] CTPOMBI, KOTOPOE TAKKE MOXKET BbI3bIBATh CHUKEHUE AKTUBHOCTH pPe-
aKIMi TEMHOBOM cTaauu (POTOCHHTE3A.

Bonpoc o mexanm3max Be3BaHHOW II1J] m BII akTtuBamum dorocuHTe3a u
JUTUTEIIbHON MHAKTUBALIMM €r0 OCTAeTCs OTKPBITHIM. CyIIeCTBYIOT TUIIOTE3bI, CBSI-
3bIBAIOIINE PA3BUTUE AKTHBALMU (POTOCHMHTE3a ¢ M3MEHEHUSMH MPOHUIAEMOCTU
TUJIAKOUAHOW MeMOpaHbl JJii MOHOB, & Pa3BUTHE JJIMTEILHON MHAKTUBALUU — C
HaKOIJIEHuEM aOCIM30BOM KHUCIIOThI, OJJHAKO OHHM TPEeOYIOT AaIbHEMILIEro IKCIie-
PUMEHTAJILHOTO U TEOPETUYECKOTO aHAIH3a.
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B kauectBe OTAENBHOI MPOOIEMBI MOXET OBITH MOCTaBJIEH BOMpOC O (pu-
3roJiorudyeckor posm Bei3BaHHBIX [1J] u BII usmenenuit ¢oToCMHTETHYECKON aK-
TUBHOCTH. Tak pa3BUTHE Pa3HbIX TUIIOB OTBETOB MO3BOJISIET MPEAIIOIOKUTH CYIIIE-
CTBOBAHME KAKOTO-TO 3HAYMMOTO JIJII PACTEHHUS MPOLECCa, KOTOPBIN SIBISETCS pe-
3yJbTaTOB BCEX BapuMaHTOB OTBeTa (hoTocuHTe3a. Henb3st uCKIouaTh, 4TO B Kade-
CTBE TAaKOr'0 MPOLECCa MOKET CIYKUTh HakorsieHne AT® B pacTeHHUH U POCT €ro
sHepruzauuu. Tak npu cHmwkeHuu nornouieHus CO,; U COXpaHEHWH HCXOIHOTO
YPOBHSI aKTUBHOCTHU MPOIECCOB CBETOBOM CTaJWU, YTO MPOUCXOJUT MPHU OBICTPOH
¥, BO3MOXKHO, TIPY JITUTEIPHOW MHAKTUBaIMKU (HOTOCHHTE3a, coaepkanne ATD B
CTPOME U LUTOIIa3ME JOJKHO Bo3pacTaTh. C Ipyroil CTOPOHBI, €CJIM B OCHOBE aK-
TUBAMK (DOTOCHHTETHUECKUX TPOIIECCOB IO MEHCTBUEM MOTCHIIMAIOB BO30YXK-
JIEHUS JCHCTBUTEIBHO JICKUT MHTCHCU(UKAIMS TIPOIECCOB CBETOBOM cTaauu (o-
TOCHHTE3A, TO cojepkanne AT® B KIETKE TaKkKe JOKHO MOBBIIIATHCS.

[Ipeanonoxenne 06 AT® kak 0 KOHEUHOM MPOJYKTE OTBETOB (DOTOCHHTE-
TUYECKUX IPOLECCOB MOATBEPKAACTCA JAHHBIMU O JTUHAMUKE €€ COICPIKAHUS BO
dbaoaMHOM 3KCccyaaTe: cpa3y mocie npoxoxacHus 1] u BIT mabmogaercs cHu-
JKEHHE KOHIIEHTPALIMM MAKpOdPra, a 4epe3 S MUHYT U Jajiee — ee Bo3pacrtanue. B
nanbHeineM, n30bITok AT® MOXKET UCTIONIB30BAThCSl B KAUECTBE UCTOUHUKA IHEP-
TUH JIJIS1 OCTAJIbHBIX (DYHKITMOHAIBHBIX OTBETOB.

Bnuanue nomenuuanoe 6030yicoenus Ha yCmMoOUYUEOCMb PACHEHUA K
oelicmeuro cmpecc-pakmopoe

C 2BOJIIOIIMOHHOM TOYKHU 3PEHMSI, BEI3BAaHHBIE TTOTEHI[MAIAMU BO30YKICHUS
(YHKIIMOHATBHBIE OTBETHI JOJKHBI TEM WM UHBIM CIIOCOOOM MOBBIIIATH BEPOST-
HOCTh BBDKMBAHMSI PACTUTENILHOTO OpraHu3ma. B HacTosiiiee Bpemsi cuMTaeTcs,
yto IIJl m BII urpator y pacTeHuil CUTHaJIbHYIO POJib, oOecrieunBasi ObICTPBIN U
CUCTEMHBIN aIalTAIIMOHHBINA OTBET MPH JIOKAIBHOM JIEUCTBUM HEOJIArOMpUATHBIX
bakTopoB.

B uactHocTH, ObUTO TIOKa3aHo, uTo [/l MOryT BBI3BIBaTH OOPATHMOE TMOBHI-
IIEHUE XOJIOJI0YCTOMYMBOCTH PACTUTEIHLHOTO O0BEKTa, KOTOPOE JOCTUTAET MakK-
cuMyMa uepe3 15-24 MuHyTBI TIOCHE€ ACHUCTBUS pa3/ipa)KuTensl, 3aTEM CHHXKAETCH,
MOCJIE YEro CIEAYEeT pa3BUTUE BTOPOro Makcumyma ycTonunBoCTH (40-50 MUHYT
nocyie aeucTBus paxropa). JlampHele uccaeaoBaHus MOKa3aJid, YTO IMOBBIIIIE-
HUE YCTOMYMBOCTH, IMO-BUAMMOMY, UMEET Heclnenu(pUuuecKyr0 KOMIIOHEHTY, Tak
Kak BbI3BaHHBIC neiicTBueM Ha kopHU KCl (xumuueckue pasapaxurens) [1]] mo-
BBIIIAIOT YCTOMYMBOCTh PACTEHUS KaK K XOJIOy, TaK U K TIPOTPEBY.

Bomnpoc o Bo3moxxkHoctu yuactus I1]] B pa3Butun cnenuduueckux ajganrta-
IIMOHHBIX TMPOIIECCOB, T.C. aJanTalluy K HeOJIaronpusaTHoMy (GakTopy TOH K€ Mo-
JAJbHOCTH, 4TO U (haKTOp, MHAYIUPOBABIIUN Pa3BUTHE DJICKTPUUYECKOTO OTBETA,
ocTaeTcsi OTKPBIThIM. CyIlIECTBYIOT TEOPETUUYECKUE apTyMEHTHl B IOJIb3Y HECIO-
coonoctu I1]] mepemaBath crenuduueckyro WHPpOpMAIUIO O MPUPOJIE CTUMYIIA,
TaK KaK 4acTOTHOE KOJMPOBaHUE MHQPOPMAIUU Y OOJBITUHCTBA PACTCHUN HEBO3-
MOXHO (Mexay pacrpocTpaneHusiMu [1/] 101KHO TPOUTH HE MEHEE IECSITKOB MHU-
HYyT), a opma, UCXOJIA U3 OOIIUX TPEACTaBICHU 00 aKTUBHOM XapaKTepe pac-
npoctpanenus [1/[, He momkHA 3aBHUCETh OT MPUPOABI CTUMYJA. B TO ke Bpewms,
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CYILIECTBYIOT OTJI€JIbHbIE pa0OThI, B KOTOPBIX MOKA3aHO, YTO Pa3HbI€ CTUMYJIbI BbI-
3bIBAIOT JIEKTPUUYECKHUE CUTHAJIBI C PA3JIMYHBIMU MapaMeTpamMu, a T€, B CBOKO OUe-
peab, THAYUUPYIOT pa3Hble IO CBOMM XapaKTepUCTUKaM (YHKIIMOHAJIbHBIE OTBE-
Tbl. MeXaHU3MBbl TAKOTO SIBJICHUS HEU3BECTHBI, B YACTHOCTHU, OCTAETCS OTKPBITHIM
BOIIPOC — SIBIISIIOTCS JIM M3MEPEHHbIE peakuuu cooctBeHHO [1J] nam onu Ommke K
BII.

[IpobGiema BnusHus Ha ycTtoitumBocTh BII ocraercs cinabo n3ydeHHOM dKC-
MEPUMEHTAIBHO, CYIIECTBYIOT JIMIIb OTACJbHBIE PaOOThl, B KOTOPBIX IMOKAa3aHO
MOJIOKUTENIBHOE BIIUSHUE DJICKTPUYECKUX CUTHAJIOB JIAHHOTO THIIA HA yCTOWYM-
BOCTb M BBISIBJICHBI OTJIMYHS JUHAMHUKU W BeaWuuHbl BhI3BaHHBIX I1J] u BII oTBe-
ToB. JlaHHas mpobiemMa MOpOXKIaeT U CePhE3HBIE TEOPETUUECKUE TPYMHOCTH. Tak
rerepanus Ha ¢pone BII oTBeToOB, cX0aHBIX IO cBoMM napamerpam c [1]], mo3Boss-
€T MPEIOJIO0KUTh, YTO BBI3BAHHBIE BapHaOEIbHBIMU MOTECHIMAIAMU U3MECHEHUS
YCTOMYMBOCTU HE JIOJKHBI KQUECTBEHHO OTINYATHCS, OT U3MEHEHHUI BBI3BAHHBIX
MOTEHUHAIaMH AeiicTBUsI. OQHAKO, IIUPOKO MPUHSATHIE IpeacTasiieHus o BII kak o
MECTHOM pEakiMK, Pa3BUBAIOLIEHCA B OTBET HA PACHPOCTPAHEHUE TOTO WJIM MHOTO
daktopa (pakropa Pukka, ruipaBiIndecKoi BOJIHBI), OCTABISIOT BO3MOXKHOCTD JIsI
3aBUCHMOCTH NapaMETPOB PEaKUUU OT NPUPOABI U CUJIbI pa3fipaxutens. Takas 3a-
BUCHUMOCTD JICHCTBUTEIHHO HAOMIOAETCS B dKCIIepUMEeHTax. Takum obpazom, BII
MOTEHIIMAJIBHO MOTYT TepeaBaTh MHGOPMAIMIO HE TOJHKO O HAJUYMHU CTHUMYJIA,
HO Y O €ro NPUPOJIE U CUJIE.

Eme onHoll MHTEpEeCHO 0COOEHHOCTBHIO MOTEHLHMAIOB BO30YXACHUS SBIIS-
eTcs TOT (akT, YTO B HEKOTOPBIX ClIydasix reHepanus u pacrnpoctpanenue 1171 mo-
YKET MPOUCXOJUTD MPHU JACUCTBUM OYEHB CJIa0bIX (PaKTOPOB (HANpUMeEp, IPHU OXJia-
JKIIEHWU Ha 3-40C). Takast 4yBCTBUTEIBHOCTh OOBSACHSIOT C MOMOIIBIO THIIOTE3HI O
npeaaganTalyd, B COOTBETCTBUU C KOTOPOU €1a00€ BO3ICUCTBUE MOXKET SIBJISITHCS
MPEAIIeCTBEHHUKOM OoJiee cuibHOoro U [1]] mo3BossieT pacTeHuo 3apaHee aanTu-
pOBAaThCS K 3TOMY BO3MOKHOMY BO3JIEHCTBUIO.

B pamkax runotessl mpenaganTaindd Xopomio oObICHITCS U OYEHb BHICOKAS
YyBCTBUTEJIBHOCTH pactipocTpaHeHus 1/ Kk coCTOsSHUIO pacTeHUsSI U YCIIOBUSIM €T0
BbIpamuBanus. Hampumep, npy ogMHAKOBON WHTEHCUBHOCTHU JEHCTBYIONIETO (ak-
TOpa mosiBlieHue pacrnpocrpanstonierocs [1]] 6omee BeposiTHO y OCBEIIIEHHOTO pac-
TeHus (0osiee PHEPTrU30BAHHOTO), HEXKEIU Y 3aTEMHEHHOTO (MEHEe PHEepru30BaH-
HOTO0). MOXHO MPEANnooXUTh, YTO TaKas CBSI3b OOBSICHSIETCS 3HAYUTEIbHBIMU
AHEpro3aTpaTaMy aanTallMOHHOTO Mpolecca. Tak, pacTeHHue B XopouieM (pusuno-
JIOTUYECKOM COCTOSIHMM (OCBEILIEHHOE, BBIPAIICHHOE HA MOJIHOLEHHOW MUTATEIb-
HOU cpejie U T.J.) UMEEeT OOJIbIIINE YHEPTeTUUECKUE PE3EPBBI U B CUIIy ATOTO MO-
JKET «I03BOJIUTH ce0e» pearupoBaTh JAaKe Ha ciiabble BO3JACHCTBUSI, KOTOPHIE MO-
I'yT 3aT€M CMEHHTCS 00Jiee CUIIbHBIMU, @ MOTYT U He cMeHUThcs. C apyroit cropo-
HbI, PACTEHUE B TIJIOXOM COCTOSIHUM, pearupysi Ha BO3MOXHBIE, HO MaJIOBEPOSITHBIE
yrpo3bl (0 KOTOPBIX CBUIETEIBCTBYIOT cllaObie (haKTOPBI), 3aTPATHT CIIHIIKOM
MHOI'0 PECYpPCOB Ha aIalTallMIi0 K TAKUM MOTEHIUAIbHBIM YIpO3aM, YTO OKaXETCs
CKOpEE BPEHBIM JJIsl IO BbKUBAHUS.

Bomnpoc o ToM, Kakue KOHKPETHO MEXAHU3MBbI JIEKAT B OCHOBE BBI3BAHHOU
MOTEHIIMAIAMH BO30YK/ICHUS aIallTalluH, OCTAETCs OTKPHITHIM. BecbkMa BeposTHO,
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YTO B 3TOM IIPOLIECCE 3a€HCTBOBAH MPOLIECC YCUIIEHUS SKCIPECCUU TEHOB U CHH-
Te3a HEOOXOUMBIX OEJIKOB, KOTOPBIN Habmtonaercs npu pacnpoctpanenuu [1J[ u
BII. C gpyroit ctopoHsl, 11000i aganTallMOHHBIN Ipoliecc TpeOyeT 3aTpaT dHep-
T'MH, BCIIEJCTBUE YEr0, JJIOTUYHO MPENOJIOKHUTh, YTO OTBETHI (DOTOCHUHTE3a U YCH-
JICHUE JIbIXaHWsSl TaKK€ BHOCAT BKJIAJ B JAHHBIMA Ipouecc. BeposiTHO, 4TO CBOIO
pOJIb B aJIaliTalliy UTPAIOT U Ipyrue (YHKIUOHATBHBIE OTBETHI PACTECHUS.

Jlabopamopnaa paboma Nel. Hccneoosanue enuanua pacnpocmpansio-
wuxca INeKMpPUYeCKUxX CUZHAN06 HA (OOmMOCUHMEMUYECKYI0 AKMUEGHOCHb
8bICUIUX PACMEHUTL

Jlna vccnenoBaHusl BAUSHUS NOTEHIIMATIOB BO30OYKIEHUS Ha (DOTOCHHTETH-
YECKHUE MPOLIECCH] B PACTEHUU MOXET OBbITh UCIIOIB30BaH METOJI PETUCTPALIMH WH-
JOYKIIMOHHBIX KPUBBIX 3aMeIeHHON (ayopecueHuu (3P), KOTopble XOpOIIO OT-
pakaroT Mpolece, NPOTEKAIOLINE B X0/1€ CBETOBOU cTaauu (POTOCUHTE3A.

3® (unm nocaecBEYEHUEM) Ha3bIBAETCSl CBEUEHHE (DOTOCUHTE3UPYIOLIUX TKa-
HEl, KOTOpOEe BO3HMKAET IOCIIE MPEIBAPUTEIILHOTO OCBEIIEHUS 00BEKTa U MOXKET
MPOJIOJDKATBCA B TEUEHHE JCCATKOB CeKyHJ. B kpuBbix 3aryxanusi 3d® oObIYHO
BBIJICTISIFOT HECKOJIBKO KOMITOHEHT CBEUEHHSI, BKJIIOUasi HAHOCEKYH/IHbIE, MUKpPOCE-
KYHJIHbIC, MUJUIMCEKYH/IHbIE U CEKYHJIHbIE (CO BpeMeHeM ku3Hu 1,5 u 15 c¢) kom-
MTOHEHTHI.

Crnektp Bo30yx)aeHus 1 uznydenus 3 npakTUUECKU COBMAJAET C AaHAJIOTUY-
HBIMHU clieKTpamu Bo30yxneHus Qayopecuenuun (Pi) dporocucremsr I (DOCII),
YTO CBUJETEIBCTBYET O OJM3KOW MPHUPOAE ITUX MPOLIECCOB U O KIKOYEBOM pOH
OCIl B popmupoBanuu cseyenus. Ilpu atom Mexnay 3@ u @i uMeErOTCS Cylle-
CTBEHHBIE Pa3JINUUsl, TAK BPEMS KU3HU MOCIIETHEN 3HAUUTEIbHO KOPOUYE U COCTaB-
nsiet 0,4+2,0 He.

[To coBpemenHbIM mpenctaBieHusM (Puc. 3.2) cuMraeTcs, 4TO BO3SHUKHOBE-
Hue 3P 00yCIOBIEHO PEKOMOMHAIMOHHBIMH TIPOILIECCAMM, MPOTEKAIOIMIUMH B
@OCII. [Tpu >TOM POUCXOIUT CIEIYIONIAs TOCIEIOBATEIBHOCTh COOBITHI: MOTJIO-
IIEHUE KBAaHTa CBETa CBETOCOOMPAIOIIUM KOMILJIEKCOM — MUTpPAIUS SHEPTUH Ha
peakioHHbIi 1IeHTp PCIl (Pggg) ¥ BOSHUKHOBEHHE BO30YXKICHHOTO COCTOSHHS
xnopoduita a B ero cocrabe (Pggo ) — pasiesneHue 3apsgoB ¥ WX MHTPALHS IO
AIIEKTPOHHO-TPAHCIIOPTHOM L€ — BO3BpAlllCHHE B pe3yJbTaTe 0OpaTHBIX peak-
MI 4aCTH OTPULIATEIBHBIX U MOJOXKHUTENIbHBIX 3apsa/loB Ha Pggy — BTOpUYHAs Te-
Hepaus P680* — BBICBEUMBAHME BO30YKJICHHOTO COCTOSHUSI.

PexoMOuHaIMOHHAS TUTIOTE3a MOXKET OOBICHUTH PAJT BAXKHBIX OCOOCHHOCTEH
3d: cxoacTtBo ee crekTpoB co criekTpamu Gia OCII (B 06oux mpolieccax ydyacTBy-
I0T OJJHM U T€ K€ MOTJIOMIAIIINE U U3ITYyYalolUe CBET CTPYKTYpPHI); JIUTEIBHOE
BpeMsl >KU3HH (OOpaTHBIA MEPEHOC DJIEKTPOHOB B IEHH SIBISIETCS OTHOCUTEIHHO
MEJJICHHBIM ); HU3KYI0 HHTEHCUBHOCTH 3P (B OOBIYHBIX yCIOBUAX JOJS PEKOMOU-
HUPYIOLIUX 3JIEKTPOHOB Maja); HaJlMuue HECKOJIbKUX KOMIIOHEHT CBEUYCHHS, pa3-

JUYHBIX 110 BPEMEHU KU3HU (PEKOMOWHAIINS MMPOUCXOAUT C PA3IUYHBIX YIACTKOB
@CIl) u ap.
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————p [I[PSIMbIE PEAKLINHU

€ rnnananas o0paTHbIe peakuu

Puc. 3.2. Cxema npsmbix u obpaTubix peakuuii B potocucteme |l (OCII), cBs-
3aHHBIX ¢ nosBienneM 3P (Ha ocHose Goltsev et al., 2005)
®n u 30 — dayopecuenusa u 3amemiierHas Quyopecuenuus, CCK — cBetocobupa-
IOINI KOMILIEKC, Pggy M Pego* - HEBO30YXXJICHHBIM U BO30YXKJIECHHBIA PEaKIIMOHHBIN
nentp OCIl, Pheo — dpeodurun, Q, — mmacroxunos a, Q, — mmactoxunoH b, Z — nep-
BuuHbld oHOp DCII, S;j — cocrosiHue | KUCIOPOABBIACISIONIEIO KOMILIEKca, PQ —
nyJ mwiactoxuHoHoB, OCIl — dhorocuctema |, Ay — snekrpuyeckuii noTeHIMal Ha TH-
JaKOUHOM MeMOpaHe, HJ'CTp — MPOTOHKI B cTpoMe, vV — cBeT
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Ha nntencuBHOCTh 3P 3HAUMTENBHOE BIUSHUE MOTYT OKa3bIBaTh Takue (pax-
TOpbI, KaK aKTUBHOCTb KOMITIOHEHTOB 3JEKTPOHHO-TPAHCHOPTHOM wenu, 3¢ dek-
TUBHOCTb COIPSKEHUSI CBETOBBIX M TEMHOBBIX CTaauil (POTOCUHTE3A, AJIEKTpHUUE-
CKUW U MTPOTOHHBIN rpaJiIMeHThl HAa TUJIAKOUIHON MeMOpaHe.

CHIKEeHHE aKTHUBHOCTH KOMIIOHEHTOB 3JIEKTPOHHO-TPAHCIIOPTHOM IeNU B
OOJBIIMHCTBE CIy4aeB MPUBOAUT K yBEIMYEHHIO MHTeHCHBHOCTH 3D, Tak Kak B
YCIIOBUSIX 3aMEJIJICHUS! MPSAMBIX PEaKlMii TIEpeHOoca 3JIEKTPOHOB IMOBBIIIACTCS Be-
POATHOCTH OOPATHBIX, T.€. YCHUJIMBAIOTCS PEKOMOMHAIIMOHHBIC MPOLIECCHI H, KaK
CJIEJICTBHE, YBEIMYMUBAETCS MOCIECBEUEHUE. B cilyyae MHAKTUBALIMM MEPEHOCUH-
koB B camoilt @CIl n3menenuss 3@ MOTryT UMETh 0O0JIEE€ CIOKHBIN XapakTep: YCH-
JMBAIOTCSI KOPOTKOKUBYIIIME KOMIIOHEHTBI CBEUEHHSI M TacATcs J0JT0KHUBYILUE,
910 00yCNIOBIeHO CHIKeHueM aoiu coctossHuit OCII, cnocoOHBIX K reHepanuu
JONTOXKUBYIIUX KOMIIOHEHT 3®. ITOT 3(h(PpekT MOokKeT ObITh MOKa3aH Ha MPUMEPE
BIMSHUS IuypoHa — uHruouropa ®CII, Hapymaromero nepeHoc 3JeKTPOHOB OT
actoxuHoHa a (Q,) x miacroxuHoHy b (Qp), KOTOPBIN MONABISAET CEKYyHIHBIC
KOMIIOHeHTbI 3d, CBA3aHHBIE ¢ peKOMOMHAIMEH 371eKTpoHoB 0T Qu/ Qu”, U HOBHI-
IIa€T CBEYCHHE KOMIIOHEHT, CBA3aHHbBIX C PEKOMOMHAIMEHN 37eKTPOHOB OT Q.

CHuXeHHe CONpSKEHHUs] TEMHOBOM M CBETOBOM CTauM (POTOCHHTE3a TAKKE
ycwimBaeT 3P, 4TO CBSI3aHO C 3aMEJICHUEM IPSMBIX PEAKUUN B 3JIEKTPOHHO-
TPaHCIOPTHOM LEIH, 10 MEPE HAKOIUICHHWS HE YTWIM30BAaHHBIX B TEMHOBOM CTa-
JTUY TIPOJYKTOB CBETOBBIX PEAKIIUM.

Bnustnue anektpudeckoro rpaguenta (AY) Ha TunakoHOW MeMOpaHe Ha UH-
TEHCUBHOCTh 3P CBS3aHO C U3BMEHEHHEM KOHCTAaHT CKOPOCTHU MPOLIECCOB MEPEHOCA
anekTpoHOB. Tak mobimieHue AY (B MONOXKUTENBHYIO CTOPOHY) 00JIEr4aeT BO3-
BpalleHUe 3JIEKTPOHOB ¢ akienTopHoil cTopoHbl DCII Ha Pggy T.€. yBeIMUYUBAET
KOHCTaHTBI CKOPOCTH PEKOMOMHAIIMOHHBIX mpoueccoB (K ~ eXp[-AYF/RT], rae
Kpex — KOHCTaHTa CKOPOCTH PEKOMOMHAIIMOHHBIX TporieccoB, F, R u T — crangapt-
HbI€ TEPMOJANMHAMHUYECKHE BEJIMUMHBI), @ 3HAUUT U TIOCIECBEUEHUE.

Ycennenne 3P, MHAYUMPOBAHHOE BO3pPAaCTAaHUEM IPOTOHHOTO TIPAJUEHTA
(ApH) Ha TunakougHOW MemMOpaHe, CBSI3aHO, BEPOATHO, C AByMs mporeccam. C
OJIHOM CTOPOHBI, CONpoBOXAariee pocT ApH 3amienaunBaHue CTpOMBI XJIOPO-
T71aCTa, JOJDKHO TIPUBOANTH K 3aMEUICHHIO POTOHMpoBaHUS Q,°, T.e. CHUKATH
CKOPOCTb IPSIMBIX PEAKLUUNA B JIEKTPOHHO-TPAHCIIOPTHOM LIETIH, TEM CaMbIM, yBE-
JMYMBasi BEPOATHOCTh 00paTHbIX peakuuil. C apyroi ctopossl, yBenuuenue ApH,
BEPOSITHO, MEHSIET MOBEPXHOCTHBIN 3apsii THUJIAKOMIHOM MEMOpaHbI, YTO TaKkKe
MOET MOJYJMPOBATh KOHCTAHTHI MPSAMBIX U OOPATHBIX PEaKLUM.

[Tpu uccnenoBanusix 3P UCHONB3YIOTCS JIBa OCHOBHBIX monxona: (1) peru-
CTpallMsi KPUBBIX 3aTyXaHUs IMOCJIECBEUYEHHS M (2) perucrpaiusi WHAYKIIMOHHBIX
kpuBbix 3D. B nepBoM ciydae, mpeABapUTEILHO OCBEIIEHHbBINH (POTOCUHTE3UPYIO-
i 00BEKT MOMELIAIOT B TEMHOTY U PErHCTPUPYIOT KUHETHKY 3aTyXaHHs pas-
JMYHBIX KOMIIOHEHT MocjecBeueHusi. Bo BTOpoM — 00BEKT aAanTUpYIOT K TEMHO-
TE, MOCJE Yero BO30YXJal0T €ro cepheil BCIBIIICK, MOCHe KaXJI0M U3 KOTOPHIX
cinenyeT u3meperre 3@ (0OBIYHO MIIIMCEKYHIHOW KOMIIOHEHTHI), JJISI YeTO HC-
MOJIB3YIOT CIeIraibHOe yeTpoicTBO — (ochopockomn (Puc. 3.3). Merton perucrpa-
MM WHIYKIHOHHBIX KPHUBBIX MOCJIECBEUYEHUsS MO3BOJIAET MCCIEN0BATh MEPEXO]-

44



Puc. 3.3. Cxema ¢gocopockona. 1 — 00beKT HcCIEA0BAHUSA, 2 — KaMepa
dochopockona, 3 — ncrouHuk cera, 4 — ®IJY 104, 5 — BbICOKOBOJIbHBbIN HC-
TOYHUK NMUTAHUSA, 6 — BBICOKOOMHBIH MIJLJIMBOJbTMETP, 7 — ITK.

HBIE MPOLIECCHI, MPOTEKAIOIIUE B AJIEKTPOHHO-TPAHCIIOPTHOMN LEMH IIPU MEPEXOJIE
«TEeMHOTa—CBET» U SABJISIETCS 00Jiee MHPOPMATUBHBIM, HEXKEIIU PETUCTPAIUA KPH-
BbIX 3aTryxaHus 3O.

B unaykimoHHbIX KpuUBBIX 3D BBIACISIOT 10 TPEX MUKOB, PA3BUBAIOIIMXCS
yepes pa3IuyHble MHTEPBAJbl BPEMEHM MOCJE Havana ocBeleHus. [Ipu aTom nep-
BbIi UK (M), NOABIISIONINIICS B IEPBbIE CEKYHBI ITOCJE Hayalla OCBEIEHUS, CBSI-
3bIBAIOT C OBICTpOM reHepannii AY Ha THIaKOUIHON MeMOpaHe U MOCeayIOIIeH
ero tpanchopmanueit B ApH. Bropoit nuk (My), pazBuBaroniuiicsa yepe3 5-10 unu
OoJiee CeKyH] TOCJIe Havayla OCBEIICHUs, BEPOATHO O0YCJIOBJICH TEMHOBOM HMHAK-
TUBAIlMEed M TIOCJIENYIONIEH peakThBanue (Ha cBeTy) (epMeHTa akKIenTOPHOM
ctoponsl otocuctemsl | Gpeppenoxcun-HA JID-penykTaspl, KOTOPBI, BOCCTaHAB-
muBas HAJI®D', ydyacTByeT B HELMKIMYECKOM IIOTOKE 3JIEKTPOHOB. Tperuil mux
(M3) HaGmromaeTcst MPUONMM3UTENBHO Yepe3 MUHYTY IMOCJIE Hayaia OCBEIICHUS, U
CBs3aH C TEMHOBOW HMHAKTHUBAIMEH W TMOCJIEAYIOMIEeH peakTuBanuend (epMeHTOB
nukia Kanpeuna. Heo6xogumo otmeTutsh, uTo qudGepeHnnpoBaHHbIE MAKCHMY-
MBI HAOJIFOAAIOTCS TaJIeKO HE BCET/Ia, M1 BO MHOTHX CIIy4asX P PETUCTpaIiuy WH-
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TYKIMOHHOUW KpuBod 3® QuKCUpyeTCs JULIb OJUH, OO MaKCUMYM, KOTOPBI
CBS3aH NPEUMYILECTBEHHO ¢ u3MeHeHusAsMH AW, olHaKo ompenerncHHbI BKIIAJ B
€ro pa3BUTHE MOXKET BHOCUTh U MHaKTUBaLus (peppenokcuH-HAJIP-penykrassl.

CranuoHapHbsiii ypoBeHb 3®, popMupyroumiics nocie OKOH4YaHUsI HHAYKIIU-
OHHBIX MPOIIECCOB, TAKXKE HECET OINpPEAEICHHYI0 HH(OpMaLHIO 0 (POTOCHHTETHYE-
CKHX Iporeccax. B yacTHOCTH, OH, IO-BUAMMOMY, SIBJIIETCS JOCTaTOYHO YyBCTBHU-
TEJIbHBIM NIOKA3aTEJIEM HHTEHCUBHOCTH PEAKIMI TEMHOBOM cTaguu (POTOCUHTE3A —
YeM OHa BBIIIE, TEM HUXKE CTAllMOHAPHBIN yPOBEHB MOCIECBEUYEHHUS, 1 HA000POT.

Takum oOpa3om, peructparysi HHIYKIIMOHHBIX KpUBBIX 3D sBIsETCS A0CTa-
TOYHO MH(OPMATUBHBIM METOAOM HCCIEAOBaHUS (DOTOCHHTETHUECKUX MPOIIECCOB
Y PACTEHUH.

BKCHepI/IMeHTaJILHaH HacTb

Obopyoosanue u mamepuanvl: 1UCMbs 2epaHu, Qocghopockon, MaKposniex-
MpoObl HA OCHOBE CepeOPEHHOU NPOBOJIOKU, YCULUMETb OUONOMEHYUATI08, KOMNb-
romep, UCMOYHUK OMKPBIMO20 NIAMEHU.

Peructpanys nHIyKIMOHHBIX KpuBBIX 3P ocymectBisieTcs nocie 15 muH
TEMHOBOHM ananrtanuu oObekTa B kKamepe (ochopockona (Puc. 3.3) mpubausu-
TEJIbHO B LIEHTPAJIBHOW YAaCTH JMCTOBOM IUIACTUHKH M Npoaopkaercs 15 muH. B
KAueCTBE MCTOYHHMKA BO30Y>KIAIOIIEro OE0ro CBETa MCIOJIb3YeTCs rajoreHoBas
namna (10000 nrokc). TeMHOBOM MHTEpBaAJI MEXAY MMITYJIBCOM BO30YXKIAIOLIErO
cBeTa u peructpanuen 3P cocrasmusier 16 Mc.

3adanue 1. Hccnedosanue 6nuUAHUA 0)1€02a YePewIKa TUCMA HA CMAYUO-
HapHblil yPoeenb UHOYKYUOHHOU Kpueoul 3D nucma zepanu

1. He menee 1uem 3a yac 70 Hayasia pabOThl OT/IEIUTh JIUCThS T€paHH, 3aMa3aB
Cpe3 YepenIKa Ba3eJIMHOM.

2. Bxirounts pocdopockon: yctaHOBUTEH pabouee HanpspkeHne Ha DOV do-
TORJIEKTPOHHBIN YMHOXKUTENH) — 1600 B, ycTaHOBUTH CKOPOCTH BpAIlICHUS! ITUJIHH-
npa — 200 pan/c.

3. [lomecTuTh KOHTPOJIBHBIN JHUCT B Kamepy gochopockona, 3aTeM 3aKphITh
KaMepy, JOIMOJHHUTEIbHO U30JMPOBAB €€ YEepHOM TKaHbio. OTKPBITh 3aCJIOHKY K
®DY. 3anyCcTuTh NpOrpaMMy peruCTPaLMIO CUTHAJA HA KOMITBIOTEpE.

4. Tlocne 5 MUHYT 3aMKUCH BKJIIOYUTH OCBENICHUE, B TeueHue 15-30 munyT (10
CTaOMJIM3aIMM YPOBHS MIOCIIECBEUEHHUSI ) TPOJIOJIKATHh PETHCTPALIUIO.

5. 3akpeITh 3acnoHky DIV, oTkpbITh Kamepy (hochopocKomna, HAHECTH 0KOT
Ha Yepeniok repanu (~5 c.), 3aKpbITh KaMepy, OTKPBITh 3acioHKyY. [Ipoaenars Bce
3TO 3a BpeMs He Oosiee 1 MUHYTHI.

6. 3anuceiBaTh N3MeHeHUs 3P emie He MeHee yeM 30 MUHYT.

7. 3akpeITh 3aca0HKY @OV, U3BJ€UYb JUCT, BBIKIOYUTH CUCTEMY.

8. Ilorpy3uth B JUCT MPOBOJOYHBIE MAKPOIIEKTPOAbl (M3MEPUTEIBHBIA —
OKOJIO YepelIKa, 3JIEKTPOJ] CPAaBHEHUS — B Kpail JIMCTOBOM MJIACTUHKH).

9. AnantupoBaTh JUCT HE MeHee 1.5 Jacos.
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10. Hayatp peructpanuio OMOMOTEHIIMAIOB W HAHECTU OXOT Ha YEPEIIOK
(HM>KE 30HBI IPEIBIIYIIET0 03K0ra), 3anucaTh JMEKTPUYECKUE CUTHA.

11. O6paboTrath pe3ynbTatThl, MIOCTPOUTH Tpaduk TuHaMuku otBera 3D, ole-
HUTH MapaMmeTpsl 0TBeTa. CHenaTh BEIBOJBI.

Jlabopamopnaa paboma Nel. Hccnedosanue 6auanus pacnpocmpamsio-
WUXxXca IJ1eKMPUYEcKUX CUZHAI06 HA XO01000YCMOUYUEOCHb GbICUIUX pACHLe-
Huu

JInst OeHKH BIUSHUSA NOTEHIMAIOB BO30YKJIEHUS HA YCTOMYHMBOCTHh PacTH-
TEJIBHBIX OOBEKTOB MOKET OBITh HMCIOJB30BAH METON €€ AJICKTPOPU3UOIOTHIEC-
CKOW JMarHOCTHKH, KOTOPBIM INPUMEHSETCA, B YACTHOCTH, JUII OLIEHKH XOJIOMIO-
YCTOMYHUBOCTH.

B ocHOBe MeTona JIEKUT 3aBUCUMOCTb OCHOBHBIX napamerpoB MBOP (am-
IUITY/1a, BEIMYMHA [1OPOTa, CKOPOCTh JAEHOJSPU3ALMHU U JIp.) OT COCTOSTHUS pac-
TeHus. Tak, Mo Mepe BO3pacTaHus MOBPEKICHUSI PACTUTEIBLHOTO 00beKTa (PaKTo-
pamu pa3HOW NMpUpoAbl (HanpuMep, pU UCIOJIb30BaHUU OoJiee TIyO0KO OXIaxe-
HUSl UM HarpeBa 0 0oJiee BBICOKOM TeMIepaTypbl) MPOUCXOAUT CHUKEHUE aM-
IUIUTYABl JIEKTPUYECKOIO0 OTBETA, BO3pACTaHUE IOpora Uil €ro IeHepaluH,
YMEHbILIEHNE CKOPOCTU pa3BUTHUS (a3bl Aenossipuzauuu U T.1. [Ipu sTom, uem 0o-
jiee YCTOMYMBBIM K JAHHOMY (PaKTOPY SIBJISIETCS pacTE€HUE, T.€. YeM MEHbLIEee 10-
BPEXKJICHUE y HEro MPOMCXOIUT, TEM cllabee BBIPAKEHBI U3MEHEHUs MapaMeTpoB
MB3OP. Jlns ¢popmanbHOU olleHKH cTereHu moBpexacHus (D) mo yraerenuto am-
IUTYAbI (A) MOXHO UCIIOJIB30BaTh (hOPMYITY

D=1-A, /A (3.1)
rae A; — ammumtyna MBOP 1o neiicTBust ucciieryemMoro HadaaronpusTHOTO (ak-
Topa, A, — amrutyna MBOP toro ke pactenus nocie nedcTBus Takoro (akTopa.

CBsi3b MEXAy BEJIMUYMHON MOBpexkaeHUs 1 MBOP, mo-BUauMoMy, MOXET pe-
aJIM30BBIBATBCS HECKOJIBKMMH IIyTAMM: 4YE€pe3 IOBPEKICHUE IUIA3MATHUYECKON
MeMOpaHbl, KOTOpasi SBJISETCS TEPBUYHOM MUIICHBIO MHOTHUX MOBPEKIAIOIINX
BO3JICMCTBUM M COCTOSTHUE KOTOPOM CYHIECTBEHHO BIIMSAET HA DJIEKTPUYECKHUA OT-
BET, YEPE3 DHEPIU3ALMIO KIIETOK, KOTOpas MaJacT MpU MOBPEKIAECHUNA U TPUBOIUT
K uHakTuBamuu H'-ATda3sl u Ip.

Ha ocHoBanum ¢akra BIMSHMS MNOBpEXIACHUS Ha mapameTpbl MBOP, nns
ANEKTPOPU3NOIOTHYECKON OLIEHKA YCTOWYUMBOCTU PACTUTEIIBHOTO 00BEKTa OOBIU-
HO MCITOJIB3YETCSA CIIEAYIOIIasl CXema JKCIIEPUMEHTA: y PACTEHUH HHIAYLUPYIOT
nepByio TectoByt0o MBOP (Hanpumep, oxiakIeHUEM WM MEXaHUYECKUM CTHMY-
JIOM) — pAacTEHUE AIaTUPYIOT B TEUCHUE JIUTEILHOTO BPEMEHHU /1JI YCTPAHEHUS
BO3MOXXHOro BiHsiHUA MBOP Ha ycTOWYMBOCTH — pacTeHUE MOJABEPraroT JIEi-
CTBHUIO MOBPEXIAIOIIEro (akropa — pacTeHHE aJalTUPYIOT B TEUEHUU OIpejie-
JIEHHOTO BPEMEHH, HEOOXOJUMOro JJisi BOCCTAHOBIJIEHUSI CTIOCOOHOCTH T€HEPHUPO-
Batb MBOP — y Hero unayuupyrot BTOpyto TectoByro MBOP. Onenka ycroituu-
BOCTH OCYILECTBJISAETCA 110 OTHOLIECHUIO BEJIMYMHBI IIAPAMETPA IOCIE MOBPEXKIE-
HUS K €r0 BEJIUMYMHE 10 MOBPEXKIAEHUS (11 YMEHBIIAIOIUXCS TP MOBPEKACHUU
nokasarelyield, HampuMep, aMIUIMTYAbl WM CKOPOCTH JEMOJIpU3alii) Wi —

47



HA000POT (ISl pacTyIIMX MOKa3aTeIei, TAKUX KaK MOPOT TeHEpaIuu AJIEKTpUYe-
CKOI'0 OTBETA).

CrenyeT OTMETUTh, YTO MPHU ONPEACIICHUHN BIHMSHUS HA YCTOWYHUBOCTH TOTO
WM WHOTO Moaynupyromiero ¢gakropa (B Hamewm ciydae — [1J] u BII) ontumans-
HBIM SIBJISIETCSI BAPUAHT OJHOBPEMEHHOI'O CPaBHEHHSI KOHTPOJBHOIO M OIBITHOTO
BAPUAHTOB, TAaK KaK TAKOM MOJXOJ MO3BOJSIET CHU3UTh BIIUSIHUE €CTECTBEHHOU Ba-
pUadeTbHOCTH YCTOMYMBOCTH KUBOM CUCTEMBI Ha MIPOLIECC.

BKCHepI/IMeHTaJILHaH HacTb

Obopyoosanue u mamepuanvi: nPOPOCMKU MbIKEbL, MAKPOIIEKMPOObl, VCU-
Jiumenb OUONOMEHYUATIO8, KOMNbIOMED, CNeYUAIbHAS NOOCMABKA, NASIbHUK.

3adanue 1. Hccneoosanue I/[ H BII na xono000ycmoituugocms npopocm-
K06 mblKebl

1. IToMecTuTh TpU MPOPOCTKA THIKBBI HA MOJIcTaBKy (Puc. 3.4), agantupoBath
UX B T€UEHHUH 1.5 4acos.

2. Hauatp peructpanuto OM03JeKTPUUECKUX MOTEHLIUAIOB, [10CIE0BATEIBLHO
MEHsIS MO3ULIMU DJIEKTPOJOB M pa3Apakas COOTBETCTBYIOILEE PACTEHUE JIEIIHOU
BOJOM (WM NMPUKOCHOBEHUEM JIbJOM), 3amucaTh HEepBYIO0 TecToByro MBOP nns
KaXJ0TO U3 PACTCHUM.

3. AmanTupoBaTh pacTeHUs €lIe B TeUeHUH 1.5 gacos.

4. CoOTBETCTBYIOIIUM OOpPa30M pACIIOJIOKUB 3JIEKTPOJbl MHIYLUPOBATH U
3aperucTpUpPOBaATh Y OJHOTO U3 ONBITHBIX pacteHul [1/] (nenstHas Boja umu aen), a
y Apyroro onbsITHOTO pacteHusi — BII (ToYedHBIN 05KOT TUITIOKOTHIIS).

5. Uepes 20 MUHYT ITOMECTUTH MTOACTABKY C PACTEHUSIMUA B MOPO3WIBHYIO Ka-
Mepy Ha 12 MUHYT.

6. AranTupoBaTh paCTEHUS B TEUEHUE Yaca K KOMHATHBIM YCIIOBHSIM.

7. CHaTb BTOpYIO TecToByt0 MBOP y kaxxnoro u3 pacteHui, METOJ0M OIHU-
CaHHBIM B ITYHKTE 2.

8. Ilo oTHOIIEHUSIM aMIUTUTYZ BTOPOH W mepBoi TecToBbIX MBOP onenHutsb
YCTOWUYMBOCTh KAKJIOT0 U3 pacTeHuil. CpaBHUTh KOHTPOJIBHOE U ONBITHBIE pacTe-
Hus. CaenaTth BBIBOJBI.

KOHTPOJIBHBIE BOITPOCHI

1. ®yHKIIMOHATBHBIE OTBETHI, BhI3BAHHbBIC MOTEHIIMATAMU BO30YXKICHUS Yy
PaCcTCHUM.

2. Bousnue 111 u BIT Ha cuaTe3 PUTOrOPMOHOB U AKCIIPECCHUIO TEHOB.

3. BnusiHue noTeHIManoB BO30YKIEHUSA HA POTOCUHTETUUECKUE MPOIECCHI,
BO3MO>XHbIE MEXAHU3MbI TAKOTO BIIASIHUSI.

4. Bausinue I1/] m BIl Ha ycTOWYMBOCTH pacTeHHl K NIEUCTBUIO CTpecc-
daktopoB. CurHaibHast wid HHOOPMAITMOHHAS POJIh?

5. Bo3MOXHBIE MEXaHU3MBI BIIMSIHUS IOTEHIIMATIOB BO30YKICHHS HA YCTOM-
YHUBOCTbH PACTCHUMU.
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VCTAHOBKA TpeX pacTeHHH

I V!

2 qaca
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15¢ 12¢ JIen 0Eor
15¢ 1-2c

‘ 15 vl
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‘ OXNTAENCHHE

-S"C, 12 M

U

P erHCTp AL
2-11 TecToR0H MBIP

Puc. 3.4. Cxema pacnoJsioxkeHusi pacTeHuil (a) u 3kcnepumenrta (0) mpu
ucciaenosanuu BiausHus II{ u BII Ha X0,1010yCTOMYNBOCTH NPOPOCTKOB ThIK-
BbI

6. 3ameienHast GyopecleHIus, €€ MEXaHU3MbI, CBA3b C (DOTOCHHTETHYE-
CKHMHU MTPOLIECCAMH.

/. Vicnonw3oBanue metona peructpamuu 3D mms wiccrnenoBaHus BIUSIHUS
MOTEHIIUAJIOB BO30YK/IeHHS Ha (DOTOCUHTE3.

8. MeTtoa OMO3JIEKTPUUECKON OIEHKH YCTOWYMBOCTH PACTCHHUN W €ro Hc-
110J1b30BaHus I oueHKU BiausHuA 11/] u BII Ha X01010yCTOWYNBOCH TPOPOCTKOB
TBHIKBBI.
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IJIABA 4. MATEMATHYECKOE MOJAE/TUPOBAHHE IIPOLHECCOB
BHOJJIEKTPOTEHE3A Y PACTEHHUH

MaremaTu4eckoe MOJIECIIUPOBAHUE SIBJIAETCS OAHUM M3 aKTUBHO pa3BHUBAO-
IIUXCS METOJOB TEOPETUUECKOTO MCCIEN0BAHUS KUBBIX cucTeM. OCHOBHBIM IIpe-
MMYIIECTBOM €ro IMPUMEHEHHS SIBISETCS BO3MOXKHOCTH ONUCAHMS CIIOKHOU CH-
CTEMBI KaK €JUHOTO ILIEJOro, C YYETOM B3aUMOJICUCTBUSA MEXKIY 3JIEMEHTAMH CH-
CTEMBl U CHUHEPIHYECKOro (HEaJJUTUBHOI0) XapaKTepa TAKUX B3aUMOJICUCTBUHU.
Kpome Toro, Hanuume KOppEeKTHOM MaTEMAaTUYECKOM MOJEIA HCCIEAYEMOro Ipo-
1IeCCa MOXKET 3HAYUTEIBHO YCKOPUTH €T0 3KCIIEPUMEHTAIBHOE U3YYECHHUE, B 4aCT-
HOCTH, MO3BOJIUB BBIABUTH KIIFOUEBBIE SKCIIEPUMEHTHI IS MPOBEPKU TOTO WIIA
WHOTO TEOPETUYECKOTO MPEAIOIOKEHUS.

Cnoxusblil xapaktep renepauuu 11J[ (yaacTue cucteM akTUBHOTO U MACCUB-
HOI'O0 TPAHCIOPTA, PETYJSATOPHAs POJIb Ca®", H3MEHCHHUS HOHHBIX KOHLCHTPALIUN U
OydepHbIe CBOICTBA IIUTOIUIA3Ma U alloIUIacTa) U HEOJAHO3HAUYHbIC JAHHBIC O IY-
TSX €r0 PacCHpOCTPAHEHHUS AETA0T TEOPETUUECKUM aHAIIU3 ITUX MPOLIECCOB BECbMaA
aKTyaJIbHbIM. B Hacroslee BpeMs CYILIECTBYIOT JBAa OCHOBHBIX MOAXOJa K MOJE-
mupoBanuio [1J] y pacTuTenbHBIX OOBEKTOB, OJMH U3 KOTOPHIX Oa3upyeTcst Ha MO-
TuUIUPOBAHHON MO XOKKUHA-XaKCIU, a APYyrod onupaercs Ha Oosee je-
TAJIM3UPOBAHHOE OIIUCAHUE MPOLIECCOB TPAHCIIOPTA HOHOB B KIIETKE.

Hcnonvzoeanue mooenu Xooxnckuna-Xaxkcau Ona ORUCAHUA 2eHepayuu
I/l y pacmenuii

Mopenps X0KKnHa-XaKCIIM HCTOPUYECKH SBIIETCS IEPBOM MaTEMATHYECKON
MOJENBIO IpoIecca TreHepauuu u pacnpoctpanenus I, xoTopas onmceiBasa
AJIEKTpUYECKUE CUrHajbl B HepBe. C TeMU WM UHBIMH MOAUPUKAIMAMU, JaHHAS
MOJIEJIb aKTUBHO MCIIOJB3YETCS JJIs1 ONUCAHUS HEPBHBIX UMITYJIbCOB U [/ B Muo-
LATaX MO HACTOSIIEE BPEMSI.

B nuteparype umerorcss paboThl, B KOTOPBIX MOJIeNb XOJKKHHA-XaKCIU
aJanTUpOBaHa Uil onucaHus nporecca reepanuu 1171 B xaposoit Bonopociu. Ha
puc. 4.1 nmpuBeieHa SKBUBAJIEHTHAsA CXEMa, OMMCHIBAONIAsS OCHOBHBIE TPAHCIIOPT-
HBIE CUCTEMBI, KOTOPBIE OBLIIM YUYTEHBI B PAMKaX 3TOTO MOAX0/a — XJIOPHbBIC, KaJlb-
LUEBbIC U KaJIMEeBble KaHalbl. [Ipy 3TOM KaHally Ka)XJ10ro TUIla COOTBETCTBYET OT-
JIEJIbHBIN UICTOYHUK MTOCTOSSHHOTO TOKA, Ha SKBUBAJICHTHOM CXEME.

Onucanue TuHaMUKA MeMOpaHHOTO moTeHiuana (ypasHenue (4.1)) anano-
IMYHO ee OMMCAHMIO JUIS KIETOK )HBOTHEIX ¢ noHamu Cl', Ca”* u K* B kauectse
MOTEHIUATI(POPMUPYIOIIHX:

ddEtm = i(gu(Eu - Em)+ gCa(ECa - Em)+ 9« (EK - Em)+ Iss)’ (4-1)
rje C — yJeiabHas €eMKOCTh MeMOpaHbl, Jci, Jca U Ok — YJEIbHbBIE MPOBOJUMOCTHU
JIUIE MOHOB XJIOpa, Kalblug U Kanus, Ec, Eca 1 Ex — paBHOBeCHBIE TOTEHITHAIIBI
JUUISl MIOHOB XJIOPA, KaJlbLUs U Kalus, |lss — TOCTOSTHHBIN TOK, 33/ITaHHOW BEJIMYHHBI.

B pamkax onucanus XoKKHHA-XaKCIU MIPOBOJUMOCTH JJI1 HOHHBIX KaHa-
JIOB HE SIBJISIIOTCS TIOCTOSTHHOM BETMYMHOM, a MPECTABISAIOT CO00M MPOU3BEICHNE
MAaKCHUMAaJIbHOW yAEIbHOW MPOBOAMMOCTH JJIsI KAHAJIOB JTAHHOI'O THIIA U BOPOTHBIX
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Puc. 4.1. JxBuBaJIeHTHAasI €XeMa, UCNOJIb30BAHHAS NPH aJANTANNHA MO-

nequ XoMKKHHA-Xakcau K onncanuio IIJ[ y xapoBbIxX Bogopocieii (Ha 0CHOBe
Beilby, 1982)

MEPEMEHHBIX, KOTOPhIE 3aBUCAT OT MOTEHIMANa U OMPEACISIIOT JOJII0 KaHAJOB B
OTKPBITOM COCTOSIHHH.

[Ipu ucnons3oBaHuK Moaen X0 KKMHA-Xakciau i onucanus I1J] y pac-
TEHUW MPUHUMAETCS, YTO XJIOPHBIE W KaJIBbIIMEBBIE KaHAJIbl MOTYT OBITh OMHCAHbBI
AHAJIOTHYHO HATPUEBBIM Y )HUBOTHBIX (ypaBHeHUs (4.2) u (4.3)):

9a = mCIBhCIGCI ' (4-2)

Oca = mCashCaGCa’ (43)
r€ Mgy U Mg, — aKTUBALIMOHHBIE BOPOTHBIC TIEPEMEHHBIE /U XJIOPHBIX U KaJbIIH-
eBBIX KaHAJIOB, I1e Ncy 1 Ncy, — MHAKTUBAIIMOHHBIC BOPOTHBIC ISl XJIOPHBIX U Kajlb-
1IMeBbIX KaHaJoB, T1e G u Ggy — MakcUMambHbIE YEIbHBIE MPOBOAUMOCTH JIJIS
Cl" u Ca**, cooTBercTBeHHO. OTMETHM, YTO BCE BOPOTHBIC IEPEMEHHBIC MCHSIOTCS
B nuama3oHe oT 0 1o 1 u aBisaroTcsa 0e3pa3MepHBIMH (BEPOSITHOCTH IEpPexojia BO-
POTHOM YacTHIla B COCTOSIHUE, CIOCOOCTBYIOIIEE OTKPHITHIO KaHAA).

JluHaMyKa M3MEHEHUI BEJIIMYUH BOPOTHBIX MEPEMEHHBIX YIMPOUIEHHO OIH-
ChIBaeTCsl ypaBHEHUEM (4.4) 7151 aKTUBAIMOHHOW U ypaBHEHUEM (4.5) 111 MHAKTHU-
BAIMOHHOM:

m=m, —(m, —mo)exp(rtm} (4.4)
h=h, —(h, - ho)exp(fth} (4.5)

rae My U M,— 3HAYCHUSI aKTUBALIMOHHOW BOPOTHOM IEPEMEHHON Ha MOMEHT Haua-
na renepauuu I1/] u nmocne nmpoxokaeHUs JUIUTEIBHOTO BPEMEHU (CTAllMOHAPHOE
3HaueHue), rae Ny u h,,— aHaJoru4HbIe 3HAYCHHS JIJI1 MHAKTUBAIMOHHON BOPOTHOM
MIEPEMEHHON, Ty U Ty, — XapaKTEPHbIE BPEMEHA AKTUBALIMM M MHAKTHBALIMU KaHa-
70B, { — Bpems ot Havasna renepanuu 111

51



KanueBbie kaHanbl ONUCHIBAIOTCS 0€3 n3MeHeHui (4.4):
4
9 =Ny Gy, (46)

rae Nk u GK — AKTHUBAlMOHHAA BOPOTHAA IICPCMCHHAA U MAKCUMAJIbHAA YICIIbHAA

HpOBOI{HMOCTL JJI1 KaAJIMCBBIX KAHAJIOB. I[I/IHaMI/IKa N OIIHUCHBIBACTCHA ypaBHeHI/ICM
4.7):

n=n, (n, - m)exp(j} (@.7)

n
rae Ng U N,,— 3HAYEHUs] aKTUBALIMOHHOW BOPOTHOM MEPEMEHHOM HA MOMEHT Haudaja
reHepauuu 111 1 nocne npoxox1eHus IIUTEIbHOr0 BpEMEHH (CTalMOHAPHOE 3HA-
YEeHHE), Tp — XapaKTePHOE BPEMs aKTUBALIMH KAHAJIOB.

Crnemyer OTMETUTb, YTO UCIOJIb30BaHNE ypaBHeHHH (4.4), (4.5) u (4.7) BMme-
cto nuddepeHIuanbHbIX YpaBHEHUN, MPUMEHSEMbBIX B KJIACCHUYECKOM BapUaHTE
Moaenu XOKKUHA-XaKCIId, UMEET KaK MOJIOKUTEIbHBIE TaK U OTPULATEIIbHbBIC
CTOpOHBI. [IpenMyIIecCTBOM Takoro moAaxoja sBJISIETCS YIPOIIEHHE MOJEIU B pe-
3yJIbTaTe €ro nmpuMeHeHus (YMEHbBIIACTCS KOJIMYeCTBO AuddepeHIMaIbHbIX YpaB-
HeHuil B cucrteme). C Apyroil CTOpoOHBI, OTKa3 OT JudepeHnaaIbHOr0 ONUCaHus
NPENSATCTBYET BO3MOXHOCTH aHAJIM3a MOBTOPHBIX MMITYJbCOB B PaMKax OJIHOTO
BBIYHCIIUTEIILHOTO 3KCIIEPUMEHTA, T.€. OTPAHUYMUBAETCS BO3MOKHOCTh UCCIEI0Ba-
HUS TaKHX MIPOLIECCOB KaK PePPaKTEPHOCTh, MOPOTroBbIe F3(P(PEKTHI U JIp.

JlononHuTENbHAS CHOKHOCTh JAHHOTO BONPOCA CBSI3aHA C OTPaHUYCHHSIMU
MPUMEHUMOCTH HCIOJIB30BAaHHBIX XOMKKUHBIM U Xakciu auddepeHnnanbHbIX
YpaBHEHUH ISl OMUCAHUS JUHAMUKY BOPOTHBIX IEPEMEHHBIX Yy PACTEHUM, TaK KaK
OHM OBLIU MOJYYEHBI MTyTEM aNMpPOKCUMAIMU JTUHAMUKH TOKOB Pa3JIMYHbIX HOHOB
yepe3 MeMOpaHy HepBa. B kauecTBe allbTepHATUBHBIX IMyTEH OMUCAHUS TAaKOW JH-
HAMHKHA MO>XHO OTMETUTh NPUMEHEHHs ypaBHEHHSI AppeHuyca (CM. CIeIyIOIIni
paszJien) Uiy ONMMUPAIOIINUXCS HA HETO ypaBHeHUH Bua (4.8):

dn_1 L “m (4.8)
dt T E V2 E
1+exp| F—" ™
RT

rae En"? — moTeHuman, npu kotopom M = 0.5. AHanormuHOEe OMHCAHHE MOKET
OBITh MCMOJB30BAHO U AJIA APYTHX BOPOTHBIX YACTHUL, IIPH 3TOM JJIsl UHAKTUBALIU-
OHHOM YaCTHIIbl BBIPAXKEHHUS 1151 SKCIIOHEHTHI CJIEYeT OpaTh CO 3HAKOM «-».

NmutrpoBaHHble MOIU(DUIIMPOBAHHON MOJIENBI0 XOIKKUHA-XAKCIN U3Me-
HEHUS MEMOpPaHHOTO MOTEHLKaIa JOCTATOYHO XOPOIIO COOTBETCTBYIOT IKCIEPH-
meHTanbHbIM I1]] y XxapoBbix Bomopocieit (Puc. 4.2). B 4acTHOCTH, OHH XOPOIIIO
OIHKCHIBAIOT (POPMY OTBETA, UMUTUPYIOT €T0 aMIUIUTYAY U JUIUTEIbHOCTh. BecbMa
BEPOATHO, YTO MpHU Nepexoae K AuddepeHInaIbHOMy ONUCAHUIO TUHAMHUKU BO-
POTHBIX MEPEMEHHBIX, MOJIEIb XOKKUHA-XaKCIU MOXET ObITh MCIOJB30BaHA U
JUISL U3YYEHHUsI TIOAIIOPOTOBBIX U3MEHEHNUN U CEPUN UMITYJIBCOB.

B 10 xe Bpems, mist monenu XOJKKHMHA-XAaKCIW XAPAKTEPEH PAll Cyllle-
CTBEHHBIX OTPAaHUYCHUH, KOTOPHIE SBIJISIIOTCS CIIEICTBUEM €€ W3HAYAIbHON
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Puc. 4.2. CpaBHeHHe 3KCIIEPUMEHTAJIBLHOr0 U Teoperudeckoro I/ y
xapoBoii Bogopocsu (Beilby, 1982)

«3aTOYEHHOCTU» I10J ONIMCAaHNUE HEPBHOI'O MMITyJibca. Tak, JaHHAs MOJEIb COBEP-
IICHHO HE YYUTBHIBAECT aKTUBHBINA TPAHCIIOPT, KOTOPBIM HE BHOCUT CYLECTBEHHOIO
BKJIaJla B TPAHCMEMOpPaHHBIA MOTEHLHAN HEPBA, OJHAKO 3HAUUTENIbHO BIIMSIET Ha
npolecchl OMOANEKTPOreHe3a y pacTeHui. Jpyroe BaxHoe OrpaHUYe€HUE MOEIH,
3aKJIFOYAETCSl CBA3AHO C TEM, YTO OHA HE YUYWTHIBAET U3MEHEHUS KOHIIEHTPALUN
NOTEHIMAI(POPMUPYIOIIMX UOHOB B XOJI€ PAa3BUTHUSl UMITyJbca. Takue U3MEHEHUs
HECYLIECTBEHHBI NpH reHepaunu 111 y )KUBOTHBIX, OJHAKO OHU MOTYT JTOCTUTaTh
HECKOJIBKHX JECATKOB MM y pacTeHUM.

Cy1iecTByIOT OTAeNbHbIE PaOOThl, B KOTOPHIX MPEANPUHUMAETCSA MOMBITKA
TIPeoI0eTh 3TH orpaHudeHus. B yactrocty, H'-AT®a3a yunTeIBaeTcs B MOJIEH
IIyTEM BBEJICHUSA B DKBUBAJICHTHYIO CXEMY €Ill€ OJHOI0 UCTOYHMKA TOKA U IpUMeE-
HeHus ypaBHeHus (1.6), a “3BMEHEHHs] KOHIIEHTPAIMid MOTYT ObITh HalJICHbI U3 Be-
JMYMH TOKOB, OOYCIIOBJICHHBIX HOHAMU Kaxk7oro Tuna. O1Hako, BO3MOXKHOCTH Ta-
KUX Moju(puUKaluii orpaHndeHHbl. Tak, HanpuMep, U3MEHEHHsI KOHLIEHTPAIMH MO-
I'yT, B CBOIO OYepeqb, MEHATh BEJIUYUHY MpoBoauMocTd (G) U, Kak cleicTBHe,
BIMATH HA AMHAMHUKY noTeHnuana. C apyroii croponsl, onucanue H'-ATdasbl Ha
ocHOBe ypaBHeHMs (1.6) He MO3BOJISIET yUECTh psJl BaXKHBIX CBOWCTB ATOrO (hep-
MEHTA — 3aBUCHMOCTh aKTUBHOCTH OT KOHUEHTpPALMH MPOTOHOB, HACBHIIIEHUE, HE-
JMHENHBIN XapakTep 3aBUCUMOCTH OT MEMOPAHHOTO MOTEHIIMAJIA U Ap.

B nenom, HECMOTpsI Ha CYIIECTBEHHBIE PE3YJIbTATHI, TOCTUTHYTHIE C IPUME-
HEHUEM MOJIEIM XOJDKKAHA-XAKCIU, TEOPETUUYECKUM aHAIU3 MeXxaHu3MoB [1/]
TpeOyeT OoJee AeTaNTu3UPOBAHHON MOJIENH 3JIEKTPUUYECKOT0 OTBETA. ITO 0COOEH-
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HO aKTYaJbHO JUIsl BBICIIMX PACTEHUM, Y KOTOPBIX, NO-BUAUMOMY, reHepauus [1J]
COIpOBOsKIaeTcsl 00paTuMoil nHakTuBanueiit H'-ATdas3kbl.

Jemanu3zuposannvie moodenu zenepayuu I/l y eévicuiux pacmenuii

CrencTBueM OTrpaHMYEHHOW NPUMEHUMOCTH MOJETU XOXKKHHA-XaKCIU K
onucaHuio mpoiecca renepanuu 11 y pactenuit, crana pazpaboTka Apyrux, o6osee
JETATN3UPOBAHHBIX MOJIEe OMO3JIEKTPOTreHe3a y pacTUuTeNbHbIX 00beKTOB. [lep-
BOM U3 TaKUX MOJEeNeH, craa Marematudeckas monens 11/ y AueraOynspun, ko-
TOpasi ONKChIBala JETaJbHO OINKCHIBAJA KAJIMEBBIE W XJOPHBIC HOHHBIC TOKH,
XJIOPHOM MOMIIBI, @ TaKXKe€ 3aBUCUMOCThH MPOHUIIAEMOCTH MOHHBIX KaHAJOB U aK-
TUBHOCTH TIOMITBI OT BETMYMHBI MEMOpaHHOTO MoTeHInana. OMHAKO, YHUKATHHBINA
xapaktep «metabommaeckoro» [/ y AnetoOynsapuun (ocHOBHAs poib B (hopmMupo-
BaHUU OTBETA MPUHAJICKUT 0OpATUMON MHAKTUBAIIMU MPOTOHHOW MOMIIBI) OTpa-
HUYMBAET MPUMEHUMOCTD JIAHHON MOJIENU K JPYTUM PACTUTEILHBIM O0OBEKTaAM.

B nanbHeiiem psiioM aBTOpoB ObUTH pa3paboTaHbl AETATU3UPOBAHHBIC Ma-
TEMaTUYECKUE MOJEIH, TMO3BOJISIIONIME OMUCATh MPOIECCHl OMORJIEKTPOreHes3a y
OoJee MUPOKOro Kpyra pacteHui. [Ipu 3ToM Takue MOJeI UMUTUPOBAIIA KaK aB-
TOKOJIeOaTeIbHbIe U3MEHEHNsI MEMOPaHHOTO MOTEHIIUAaNa, TaK U MPOoIecC TeHepa-
nuu [1J] mox netictBueM BHeNIHUX (HaKTOpoB. PaccMoTpuM ux oOmiue ocoOeHHO-
CTH.

HauanbHbIM 3TanomM moCTpOEHUsI MOJIEH SIBISIETCS pa3paboTKa AeKTpodu-
3MOJIOTMYECKON CXEMBbI KJIETKH, KOTOpasi OyAeT CIy>KUTh OCHOBHOM JIJIsl ONHCAHUSI.
Pemienne Takoi 3aauu CBA3aHO C ONMPEECIECHHBIMU TPYAHOCTSIMHU, TaK KakK, C OJ-
HOM CTOPOHBI, CIIMIIIKOM OOJIBIIOE YIPOIIEHUE MOJCIH MOXKET MPUBECTHU K MOTEPE
BOXXHOU MHGOPMAIIMU NPU €€ aHAIN3€ U TaKe UCKaXKEHUI0 pe3ysbraToB. C npyrou
CTOPOHBI — MPU BBEJICHUU B MOJIEIh MAJIOCYIIIECTBEHHBIX 3JIEMEHTOB YCIOXKHUT €€
aHaJM3 U YBEJIMYUT YUCJIO MapaMETPOB MOENH, YTO MOBHIIIAET BEPOSITHOCTH BO3-
HUKHOBEHHS OITUOOK.

MO>XHO BBIICIUTH CIEIYIONIUE MPOIECCHI, yUeT KOTOPBIX NpHU pa3paboTke
mojenu renepanuu [1/] mpencrasisiercs 1enecoodpasubiM (Puc. 4.3): usMeHeHus
MEMOpaHHOTO MOTEHIMaNa, aKTUBHOCTU TMOTIEHIIMAI3aBUCUMBIX KaJbIIUEBBIX, I -
u JI-KaanMeBbIX U XJIOPHBIX KaHanoB, H'- u Ca*-AT®a3, H'/K'-antumnoprepa u
2H*/CI'-cummoprepa, peryinsTopryio poias Ca’’, H3MEHEHHs KOHLECHTpALHil 11o-
TeHnman-popmupyomux noros (Ca**, H, K* u ClI) u 6ydepHble cBoiicTBa LHTO-
MJIa3MbI U arorUiacTa.

Kak u B monenu XokkuHa-XaKciau, U3MEHEHUs MEMOPaHHOTO MOTEHIIUAla
OMUCHIBAIOTCS B JACTATU3UPOBAHHBIX MOJENAX KaK (DYHKIUS CyMMBbI TOTOKOB I10-
TeHUUaI-GOPMUPYIOITUX UOHOB (4.9):

T _ 1y re(K',ClNH,Ca%) (4.9)

d¢ C
e J; — TpaHCMEMOpaHHBINA TOTOK HOHA I.

Onucanue MacCMBHOTO TPAHCIOPTa MOHOB OCHOBAHO Ha ypaBHeHUM [ oJibj-
maHa- XopkkruHa-Katma cornacuo I'paamanny (4.10):
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o +0 i +1 °
C— 0 e i
k-o k-i
closed open inactive
State State State
Ca*
/r N Ey
out in
[K']~3.5 10° [K']~1.6 10" -180 mV ;
[CI]~2.7 10° [CI]~2 10° S app+p, M out
[Ca™]~5 107 [Ca™]~1 107
pH~6.0 pH~7.2 ADP+P,
BH ATP
w | K
| S| | e
B, |H o e
= : ATP
+K°“-K’ B
2H
BK.,.
Cl
& | —
€l K- K
L k l.
c k-o 0
closed open
State State

Puc. 4.3. Cxema 3/1eKTPOPU3MOJIOTHYECKOA MOHEJH PACTUTEIbHON
KiIeTku. E, — 3jlekTpuueckuii moTeHHMA  HA ILUIa3MATHUYECKO MeMOpaHe;
[K*], [CI] u [Ca®"] — KOHUeHTpALME HOHOB KAIHs, XJI0pPa U KAJIBIHS, COOT-
BercTBeHHO (M); Bi, u BHi, — cBoGoanble u cBsa3anubie ¢ H' MOJIEKYJIbI MPO-
ToHHOro Oydepa B kiaerke; By, BHou 1 BKoy: — cBoGoaHBIC, cBsI3anHbIe ¢ H”
u cesizannbie ¢ K Mosiekynl Oydepa B anomiacre. Boiue — cxema cocTOsTHUI
Ca*"-kanana; nusce — cxema cocrostauii CI' n K'-xananos; cnpasa — cxema
“two-state” mo/es i MEPBUYHOr0 AKTHBHOTO TpaHcnopTa B cucreme (Sukhov,
Vodeneev, 2009)
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ZFE,,
BC RO ey

® RT

r€ Po — BEPOATHOCTh OTKPBITOTO COCTOSIHUSA KaHana JJisg MoHa I, Ppa — Makcu-
MaJIbHasl TPOHUIIAEMOCTD I JAHHOTO WOHA, [[]iy ¥ [|out — KOHIIEHTpAIMKA CBO-
OOJHOTO MOHA I B IIUTOINIA3ME M aroIIacTe, COOTBETCTBEHHO.

B otnuuune ot monenn XomxkuHa-XaKCiIu BEPOSITHOCTh OTKPBITOIO COCTOS-
HUSI MIOHHOTO KaHajia OMUCHIBACTCS HE KaK MPOU3BEIACHUE BOPOTHBIX NIEPEMEHHBIX,
OTpakaloIllee MOJIOKEHUE OIPEICICHHOTO KOJHUYECTBA HE3aBUCHUMBIX BOPOTHBIX
YaCcTHIl, a KaK €IMHYI0 MEPEMEHHYI0, OTPaKarollylo KOH(POPMAIMOHHOE COCTOS-
Hue kaHana. IIpu sTom npuruManock, yto K' xanan n Cl” kaHanmsl UMEIOT JBa CO-
CTOSIHMSI: 3aKPBITO€ U OTKPBITOE, a Ca?* xamanbl — TPU COCTOSIHUS: 3aKPBITOE, OT-
KpbITOC U nMHaKkTHBHpoBaHHOE (Puc. 4.3). [lepexoapl MKy COCTOSHUSIMH OIHCHI-
BalOTCS Ha OCHOBE ypaBHeHHs Appenuyca: (4.11) — a1 kaHaAIOB ¢ ABYMs COCTOSI-
HUSAMH, (4.12) — 114 KaHAJIOB C TPEMS COCTOSIHUSMH.

dpo = k+o(1_ po)_k—o P (411)
dt
dp,
i =K,o(L= Py =)k o Py +k P, =K. P, (4.12)
dp.
P —k . —k .p.
dt +1 pO -1 pl
rac pi — BCpOfITHOCTB I/IHaKTI/IBI/IpOBaHHOFO COCTOsAHHUA KaHajJda JIsI HMOHa r,
k —k T Co(i)l:Em K " _k CO(i) F(Eo(i) B Em)
o) = Koy BP| o | Kooy =Koy XD ST — KOHCTaHTBI CKOpPO-

CTH TIEPEXOJ0B U3 3aKPHITOTO COCTOSIHUS B OTKPBITOE M U3 OTKPHITOTO B 3aKPBITOC
(MHACKC «O») WK U3 OTKPBITOTO COCTOSIHUS B MHAKTUBHUPOBAHHOE U M3 WHAKTUBHU-
POBAHHOI'O B OTKPBITOE (HHAEKC «I»), Co ¥ Cj — KOHCTAHTHI, KOTOPBIE OTPAKAIOT 10~
JII0 MEMOPAHHOTO TOTEHITMAJIa ACHCTBYIONIYIO HA BOPOTHBIE MEXaHU3MbI M UX 3a-
psan, E, u Ej — noTennmansHbiidi Oapeep AJs MEepexo0B KaHalla U3 3aKpbITOTO CO-
CTOSIHUS B OTKPBITOE U U3 OTKPHITOI'O B HHAKTUBUPOBAHHOE, COOTBETCTBCHHO, K, 1
Ki — KOHCTaHTBI, KOTOPBIC OTPAKAIOT CKOPOCTh MEPEXOI0B MEXK Ty 3aKPBITHIM U OT-
KPBITBIM COCTOSTHUEM U MEXKIY OTKPBITHIM COCTOSTHUEM W MHAKTUBUPOBAHHBIM TIPH
Enm, Eou Ej paBHBIX «O».

Tak kak B MOJIEJTH YUUTHIBACTCSI BXOJI HIOHOB KaJIbITHs, KOTOPBIC UTPAIOT TIpe-
UMYIIECTBEHHO PETYIATOPHYIO POJjib, He0OX0auMo yuecTh ux Biausuue Ha Cl ka-
HaJIBI:

~ [Ca2+]in2
K? +[Ca*],’
rae A — pons Cl kaHamoB, KOTOpPbIE aKTHBHPOBAHBI ca*", [Ca2+]in — KOHIICHTpaIUs
Ca®* 8 nuroriasme, K — KoHcTaHTa, paBHas [Ca2+]in s A=0.5, crerienp «2» OT-
paxxaer akruBarmio Cl-kanana aymst Ca”.

(4.13)
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IlepBuuHEIi aKTHBHBIH Tpancmopt HoHoB (H'-ATdasa and Ca**-ATdas3a)
MOJKET OBITH OIKMCaH C MMOMOIIBI0 TaK Has3biBaeMoM “two-state model”’koropas
YUHTBIBAJIA [BA COCTOSIHHS IMOMIIbI — ¢ HOHOM (1) u Oe3 nona (2) (Puc. 4.2).

. k+1k+2 - kflkfz (414)

k,+k,+k,+k,
rae Eq — o6rmras konuenTpanusa depmenta, Kiq, K1, Kip and K, — KoHCTaHTBI CKO-
pocTH MpsAMBIX (+) B 00paTHBIX (-) MEPEXOA0B MEKAY ABYMS COCTOSIHHSIMH TIOMITBI
(uHIEKe “1” OBUT UCMOIB30BaH IS MOTCHIIMAIHE3aBUCUMBIX KOHCTAHT, index ‘27
— JUISl TOTEHIIMAI3aBUCUMBIX KOHCTAHT).

VYpaBuenue I'onpamana-XomkkuHa-KaTiia MoxeT OBITh HCIIOIB30BaHO IS
OIMKCaHUsA 3aBUCUMOCTH KOHCTAaHT (Kip 1 K;) oT MeMOpanHOro moteHiuana. Tak,
koHcTauThl (K) 111 H'-AT®as3pl paccUUTHIBAIOTCS ¢ MOMOIILIO ypaBHeHui (4.15):

k+1 = kl[H +]in

k. =k, exp (_ ‘AGATP ‘/RT) (415)

K, =k, FE,, 1

RT 1_exp[_ FEm]
RT

exp[_ FEmj
FE, RT

U RT 1_exp(_ FEmj
RT

rae ki u Ky — konctautsl ckopoctd npu E=0 u [H']in = [HJow = 1 M, [H']in 1
[H]out — KoHLEHTpanmu H' B mutonnasme u anomnacre, cooTBeTcTBeHHO, AGatp —
sHeprus ruaponusa ATO.

3aBUCUMOCTH aKTUBHOCTH TTOMITBI OT KOHIICHTPAITU! Ca** B uuromnasme Gbiia
yuuThiBaeTcs B onucanun H-AT®da3sl ¢ moMolsio ypapHeHus (4.16):

Kﬂ
K" +[Ca*],"

rae A — nonst H'-AT®a3, KOTOpbI€ OBLIIM MHAKTUBUPOBAHBI Ca*" K — KOHCTaHTa,
KOTOpasi paBHa [(3612+]in wst A=0.5, n — yucio Ca2+, KOTOpPO€ HEOOXOIUMO ISt
WHAKTUBAIlUU OMHOW MOJIEKYJbl (pepmeHTa. Tak Kak 3aBHCHMOCTb aKTUBHOCTH
dbepMeHTa OT KOHIIEHTPAIIMN HOHOB KaJIbIIs HEJIMHEHHAs, MPUHUMAETCS, 9TO N =

2.

jP:

k—z = kz[H +]

(4.16)

2 2
Ca”"-AT®da3a onuchiBaeTcsa Kak cucTeMa, KoTopas oomenusaer Ca™ u H, ¢
KOHCTAHTAMHU:
2
k+1 = kl[Ca +]in[H +]in

k., =k, &0 (—|AG | /RT) (4.17)
.k, FEx 1
RT 1—exp(— FEm]
RT
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|[ |: C + | |+ m Rl
-2 2[ aZ ]out[ ]in

RT ) expf — FE
RT

rae [Ca®*]in u [Ca* oy — xoHIEHTpauun Ca’" B LMUTOMIA3ME U AmOILIACTE, COOT-
BETCTBEHHO.

HNonHbIE TOTOKK, KOTOPBIE CBSI3aHbI C BTOPUYHBIM AKTUBHBIM TPAHCIIOPTOM,
OIMCHIBAIOTCS KaK Pa3HOCTh MEXKIY NOTOKAMH, HAIPaBJICHHBIMU B amorniact (Jin),
¥ TIOTOKaMH, HAIPaBJICHHBIMH B MUATOIUIA3MY (Jin): Jp = Ji — Jour» CKOPOCTH 3THX

MOTOKOB OBLIM MPONOPIIMOHAIBHEI KOHIEHTPAIUsIM TPAHCHOPTUPYEMBIX HOHOB
(ypaBHeHwUs (4.18) u (4.19)). DnekTporeHHbIi akTUBHBIN MOTOK Cl” 3aBucHT Takke
oT MeMOpaHHOTO roTeHwana (4.18).

FE,
. Cl_ycl RT - 12 _1c1- +1 2 _ﬁ
JP _V [ FEmj([CI ]in[H ]in [CI ]out[H ]out exp( RT ]) (418)
1-exp| —
RT
i =V (K 10 H Tow ~[K ToulH 1) (4.19)

e jp° 1 jp — notoxu Cl 1 K*, V' 1 VX — 061me korcrantsr ckopoctn 2H'/Cl -
cumnoprepa u H'/K -autunoprepa, coorsercrsenno. Jns uona r: V'= K'E', rne Ef
— KOHIEHTpauusi (pepMeHTa, KOTOPHIH mepeHocuT HoH I, K' — KoHcTaHTa cKopocTH
mpr U=0 u [I]in = [Ilowe = 1 M.

BnusHue temmeparypbl Ha CUCTEMBI MEPBUYHOTO M BTOPUYHOTO AKTHUBHOTO
TpaHCIOPTa OIMKCHIBAETCS C MOMOIIBIO TeMIiepaTypHoro kodddunuenta Qio, Ko-
TOphIi ObLT BBeleH B ypaBHeHus (4.14), (4.18) u (4.19), koTopbie MPUHUMACTCS
PaBHBIM TPEM.

M3MeHeHns HOHHBIX KOHIIGHTPAIMi B IIUTOTUIa3ME M aIloIIacTe OTMHMCHIBAIOT-
csi Ha ocHOBe ypaBHeHu# (4.10), (4.14), (4.18) u (4.19), nyreM 100aBiIeHUsT KO3(-
GUIUEHTOB S/ Ve (OTHOIIEHHE MEXKAY MMOBEPXHOCTHIO KIIETKH M €€ 00bEMOM) U
Veen/Vap (OTHOIIEHUE MEXKTY 00BEMOM KIIETKH U alloIIacTa).

BydepHbie cBOWCTBa IMUTOIUIA3MBI Ui MPOTOHOB (pHc. 4.3) MOTYT OBITH
onucanbl ypaBaenuem (4.20):
[H*]. = [H]i — zin ~Ka ++%\ ([H]in - I;in - Ky )2 + 4K H[H], (420)

rae Bin — koHueHntpanus O0ydepa, [H],,— oOmas KOHUEHTpalus IPOTOHOB (CBO-

OOMHBIX M CBsA3aHHBIX ¢ Oydepom) B muToriasmMe, K;' — KOHCTaHTa JTUCCOIUAIMN

MoJIeKYJT Oy(epa 1 MPOTOHOB.
BydepHbie cBoiicTBa amoruiacta JJis IPOTOHOB W MOHOB Kajwus (puc. 4.3)
OIMCBIBAIOTCS ypaBHEeHUEM (4.21):
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KH

out H
[H+] = [K]UUI +[H]0ut_ Bout_ Ko'—:nt KoKut[ ]OU[ +
out a
2 Kout
<2 Mo+ Ko @.21)
Koy e
1 [K]OUl+[H]ou1_Bout_Ko'-Lt KKt[H]Out 2 H KKt[H]out
"2 ( o ) +4K [H] ou
2 2 K H out out K H
\ outKK [H]out+[K]0ut outKK [H]out+[K]out
out out

[K]out

K H
[H ]oul %()Kut

rae Boy — xonmenTpanus oydepa, [K], , m [H],,,- 0011ast KOHIIEHTpaIKs HOHOB Ka-
JIUSA ¥ IPOTOHOB B LIUTOILUIa3Me, [K™]
KaJus ¥ MPOTOHOB, K\, 1 K!! - KOHCTaHTa AMCCONMAINK MEXIY MOJIEKyIamMu Oy-
¢depa ¥ MOHAMHU KaJids M MPOTOHAMH, COOTBETCTBEHHO. Bripakenue (4.21) kop-

H H
pexTHa pH yesosmH [H],, K% ¢ > H T+ o )

out out

[K+]out = [H +]out

o [H ], - KOHLIEHTpaLusi CBOOOIHBIX HOHOB

E., MB
-50 -
100 ¢
-100 4 ' '
]
-150 -
30 mB 40 mB 50 mB 60 MmB 70 mB 80 mB
-200 -

Puc. 4.4. IlloreHunansl AeicTBUS, HHAYIHMPOBAHHbIEC JIEKTPUYECKOM

. 2+ -4
crumyJsanueii ¢ Ca” B anmomnacre (5 107 M) (cnjiomiHas auHusA) U 0e3 Hero
(NyHKTHpHAasI JUHHSA). DJIEKTPUYECKAS CTUMYJSIIHUA MOJEJTHPOBAIACH KaK
noBblilieHue E, 10 MoCcTOSAHHOTO YPOBHS (BeJIMYUHA U3MeHeHMid E ., moka3ana

Mo/l KPUBOIi; MPOAOKUTEILHOCTH CTUMYJIOB paBHa 4 ¢) (Sukhov, Vodeneev,
2009)
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OO0benunsis ypaBHeHus (4.9) — (4.21), MOXKHO MOTYYUTh MOJIENbD, TOCTATOYHO
IIOJIHO OIMCBIBAIOLLYIO IPOLECC NEHEPALMH IOTEHIMANIA IEUCTBUS y BBICIIMX pac-
TeHUH. B yacTHOCTH, TaHHAsE MOJAENb MOYKET MMUTHUPOBATH TaKUE Ba)KHbIE CBOM-
ctBa [1/], Kak MOJUMHEHUE 3aKOHY «BCE WJIM HUYET0», 3aBUCHUMOCTb I'€HEpalun OT
KOHIICHTPALMH HOHOB KalbLMs BHE KJICTKM M akTuBHOCTH H'-AT®a3bl, nzMeHe-
HUE KOHLIEHTPALlUM MOHOB B IIUTOIUIA3ME U amoriacTe Ha ¢poHe renepauuu 11/ u
ap. [Ipumep, 111 onrcaHHOTrO IE€TaIM3UPOBAHHON MOJEIBIO IPUBEACH Ha pUc. 4.4.
Kpome onucanus 111, netanu3npoBaHHbIE MOJENIH MOTYT OBITh TAKXE HCIOJbB30-
BaHbI /IS OMHCAHMs aBTOKoJeOaHuil (mepuoamueckoi reHepanuu [1J1 6e3 geii-
CTBHUSI BHEIIHETO CTHUMYJa) U JIJSl aHalIu3a BIUSHUS TEX WM WHBIX (PaKTOpOB Ha
[I1.

IIo0x000b1 kK moodeauposanuro pacnpocmpanenusn IJ] y pacmenuii

Teopetnueckoe onucanue npouecca pacupocrpanenus [1J1 y pacrenuit npen-
CTaBJIIET COOOW OTAENIbHYIO CIIOKHYIO 3a/lauy, pelleHre KOTOpPOW NajeKo OT 3a-
BEpILICHUs. B IepByro odepenb 3TO CBA3aHO CO CIIOXKHBIM XapakTepOM Cpensl, 110
KoTopou pacmupocrpansercsa [IJ[ y pacTeHul — CUMILIACT NPOBOIAIIUX ITYYKOB,
KOTOPBIA MOKET BKJIIOYATh B C€0s1 KJIIETKU Pa3HbIX TUIOB (CUTOBUIHBIN 3JIEMEHTHI,
NapeHXUMHbIE KJIETKHU U JIp.).

Haubosee npocTsIM BapuaHTOM pELIEHUs TPOOIEMbl TEOPETUUYECKOTO OIUCa-
HUs pacnpoctpaHeHus 111 sBaseTcs ucnoap30BaHUe KaOEIbHOIO YpaBHEHUS (CM.
(2.1) u (2.2)). [eiicTBUTENBHO, B psific padOT ObLIO MOKA3aHO, YTO KaK aKTUBHOE,
TaK ¥ nmaccuBHoOe pacnpoctpanenue 111 npoucxoaur B coorBercTBuM ¢ HUM. Of-
HAaKoO, BOIIPOC O Mpeaenax TaKoro COOTBETCTBHUS OCTAETCS OTKPBITBIM. B dacTHO-
CTH, CIIEAYyeT OTMETUTh, YTO CUMILIACT MPEJCTaBIseT cOoO0M ABYMEpHYyIO (I
MXOB) WJIM TPEXMEPHYIO (IPOBOASIINE MTyYKH BBICIIUX PACTEHUI) CUCTEMY, KOTO-
pasi CyIIECTBEHHO OTJINYAETCsI OT HEPBHOTO BOJIOKHA, KOTOPBIA MOXET OBITH OIU-
CaH Kak oAHOMepHas cucrema. [Ipu oToM, Moaenu CUHUUTHA KapAMOMMOLIUTOB,
KAUECTBEHHO CXOJHOI0 C CHUMILJIACTOM PACTUTENbHBIX TKaHEH, IMOKA3bIBAIOT, YTO
JUTSl BBISIBJICHHSI IPUHLMITAAJIBHBIX CBOMCTB PACHpPOCTPAHEHUS B TPEXMEPHOM Cpe-
JIe Hy’KHa, KAK MUHUMYM, IByMEPHasi MOJENb.

PaccMmoTprum OCHOBHBIE TOAXOBI K onMcaHuto pacnpocrpanenus [1J1 ¢ npu-
BJICYEHUEM JIBYMEpPHOU cucTeMbl. OMH W3 HUX 3aKIH0YACTCS B TOM, YTO Ka)IbIA
DJIEMEHT MOBEPXHOCTH TAKOM CHCTEMBI ONMMCHIBAETCS KAaK MCTOYHHUK DIJIEKTpUYE-
CKOr'O TOJII, U UTOTOBBIA €r0 MOTEHUHAJ HAXOAUTCS HA OCHOBE CYMMHPOBAHMS
DIEKTPUYECKUX ITOJIEN BCEX AIEMEHTOB NOBEPXHOCTH. HemocTarkom Takoro mero-
J1a SIBJISIETCS, C OJHOM CTOPOHBI, CIIOKHOCTH PELICHHS TaKOW 3a1aud, a ¢ Ipyrou
CTOPOHBI — 3HAYUTEJIbHBIE YNPOLIEHUS, KOTOPbIE MTPUHUMAIOTCA MPU TAKOM MOJ-
xoJie (KpailiHe CIIOKHO y4ecTh FeTEepOreHHYIO Cpelly, ¢ CUJIBHO BapbUpYIOUIeH au-
AIEKTPUYECKON MPOHUIIAEMOCThIO — OT 80 B BOAHOM pacTBope, 10 2-3 B JIUMHJ-
HBIX MeMOpaHax).

bosiee nepCrieKTUBHBIM SIBIISIETCS UCIIOJIB30BAHKE U1l OIIMCAHUS PacIpoCTpa-
Henus II/] y pactennit mozeneu, umutupyromux nposeaeHue [1/] no cuHuuTHio
MBIILIEYHBIX KJIETOK. B 00miem ciyuae, Takue MOJENIM MPEACTaBISAIOT COO0HM ABY-
WIH TPEXMEPHBIE CUCTEMBI, COCTOSIINE U3 BO3OYAUMBIX KIETOK, KaXxaas U3 KOTO-
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PBIX JIEKTPUYECKU CBA3aHA C COCEAHUMH (C YETHIPHbMSI UJIM BOCEMBIO JIJI IBYMEP-
HOW U C IIECTBIO MJIM JIBAJIIATHIO MIECTHIO I TPeXMEepHOU cuctemsbl). [Ipumep Ta-
KOW CHCTEMBI IPUBEJICH Ha puc. 4.5.

[Tpu 3TOM, Mogens renepannu [1J] MOXKET CHIIBHO BapbUpPOBATH, B 3aBUCUMO-
CTH OT 3aJlaud, CTOSIIIeH mepel pa3padaTbiBA€MbIM TEOPETUUECKUM OIMUCAHUEM.
Ecnu Tpebyercs ycTaHOBUTH Hambojiee oOlIMe OCOOCHHOCTH pacHpOCTpaHEHUs
[1/1 mo cTpykType, MoA00HON CUMILIACTY, TO BO3MOXKHO MCIOJIb30BaHUE MPOCTHIX
TOYEUYHBIX MOJIETICH, B TOM YHCIIe — pa3pabOTaHHBIX ISl KapAuoMHOIHUTOB. Cpenn
TaKuX MOJIENIei, MOXKET ObITh Ha3BaHa Mojielnb PuTiuXsio-Harymo.

JIJist TByMEpHOM CHUCTEMBI, OHAa MOXET OBITh 3alMcaHa, HalpuMep, CIeAyro-
UM 00pa3oMm:

dx_i 1 j+l i+
; =in_*xji3_yji+ Z Zgjikl(xkl_xji) (4.22)
dt 3 K=j-11=i1
dy
d_tJ = g(xji + a)

r€ a — MOPOTrOBBII MapaMeTp, € — IMOCTOSHHBIA MaJIbIi apaMeTp, Jjik — IPOBOIH-
mocth Mexxay kinetkamu (K;l) u (§;1), (K;l) paBusercs (J-1;i), (j+21;1), (J;i-1) u (j;i+1).
Bappupyst Benn4uHy iy MOXKHO OIMCaTh Pa3iIM4HbIE CTPYKTYphl. B dacTHOCTH,
IJIs1 OIIMCAHUS OJJHOPOJHOM CHCTEMBI, MOXKHO IIPUHATSH, YTO Jji=(, e § — 0OJuHAa-
KOBa I BCEX dJIeMEHTOB. JIJis omMCcaHus CHUCTEMBI, UMUTHUPYIOLIEH pacmpocTpa-
Henue [1]] mo cucreme u3 MapeHXUMHBIX KJIETOK U CHTOBUIHBIX JIEMEHTOB, MOXK-
HO 33/1aTh /1B BapUaHTA Jjix — MEHBILUI 110 BEIMYHHE, CBA3BIBAIONINN APEHXUM-
HBIE KJIIETKH MEXIy cO00i M C CHTOBHIHBIMU 3JIEMEHTAMHU, U OOJBIINN, OTpaxKa-
IOLIUI CBSA3h MEXy CUTOBUIHBIMU dJieMeHTaMHu. [Ipu 3ToM 001mas cTpykTypa Mo-
JIEJIA MOKET UMETh CIIEIYIOIIMIA BUJ: CUCTEMbI MAPEHXUMHBIX KJIETOK, B KOTOPOM
UMEETCsl OJIHU WJIM HECKOJIbKO JIMHUM KJIETOK, UMUTHUPYIOIIUX CUTOBHJIHBIE 3Jie-
MEHTBI.

ITpu HeoOxonuMocTH Goiiee Taybokoro ananusa pacnpoctpanenus [1/] B xa-
YeCTBE TOYEUHOTO YpPAaBHEHUS MOXKET ObITh HCIOJb30BaHA OINMCAHHAs B
OpebIIIIEM pa3zesie MOJEIb FeHepalluu AIEKTPUYECKOro oTBeTa. B aTom ciyuae,
HEOOXOJMMO OIHMCATh HE TONBKO AJIEKTPUUECKHE B3aMMOJCHCTBHS MEXIY KiIeTKa-
MU, HO 1 1 dy3uoHHBIe TOTOKK Mexay Humu (Puc. 4.5.). 9T0 MOXeT ObITh cle-
JaHO, HATIPUMEP, ITyTEM OMHCAHMSI OKPY’KAIOIIEro KJIETKY anoriacTa, Kak HeKOTO-
pOro €AMHOTO 00BhEMa, a MMOTOKOB — KaK MU((Yy3UOHHBIX MOTOKOB MEXTy TAKUMU
o0BeMaMu, TOAYUHSIONIMMHECS ypaBHeHHIO Duka.

Memoowt ananuza mooeneu I/

MoOXHO BBIICIUTh TPH BapHaHTa pPEIICHUS cucTeM IuddepeHInaTbHBIX
ypaBHEHUH. ITO aHATUTHYECKOE, KAUSCTBEHHOE M YHCIICHHOE PEIIeHUE. AHAIUTH-
YECKOE pelieHue MPeACTaBIsIeT COOON pellieHre B SBHOM BHJIC, T.€. HEKYIO SIBHYIO
3aBUCUMOCTH 3aBUCUMBIX MEPEMEHHBIX MOJIEIN OT BPEMEHU M JAPYTHX HE3aBUCH-
MBIX TIEPEMEHHBIX (HampuMmep, KOOpJMHATHI B IPOCTPAaHCTBE). Takoe perieHue
BO3MOYKHO JJISI IOCTATOYHO OTPAHWYEHHOW TPYMIbl YpaBHEHUN, B OCHOBHOM JIJIst
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JUHEHHBIX TuddepeHanbHbIX ypaBHeHUH. KauecTBEeHHBIM PEIIEHUEM CHUCTEMBI
YPaBHEHUS SIBIISIETCS IOCTPOEHUE €€ (Pa3oBOro NopTpeTa, MO3BOJISIOLIETO

=

KJIETKA

0

2 ‘.

Puc. 4.5. Ilpumep cxembl djeKTprUYecKUX U AU (Py3HOHHBIX B3aMMO-
ACMCTBUI KJIETKHU € COCCJHUMH, HCIOJIb3YyEeMOI NIPH MOJACIMPOBAHUM PACIpO-
crpanenust I1/] y pacrennii (Sukhov et al., 2011)

OTIPEZICTTUTh 0COOBIE TOYKH CHUCTEMBI, HX yYCTOWYHWBOCTH/HEYCTOWUYNBOCTDh U BH/I.
OnHako MPUMEHUMOCTh TaKOIo MOJIX0/a TaKKe€ OrpaHWYEHHA MPEUMYIECTBEHHO
CHUCTEMaMH JIBYX WJH Tpex Au(depeHnanbHbIX ypaBHeHUN. Takum oOpa3om, aiis
peIIeHus] CIOXKHBIX CUCTEM YpaBHEHUW, K KOTOPHIM U OTHOCHUTCSI OOJBITMHCTBO
moaenei [1/], HeoOX01MMO UCTIOIL30BaHUE YUCIIEHHBIX METO/OB.

Pe3ynbTaToM MpPUMEHEHHSI YUCJIEHHBIX METOJIOB SIBISIETCS 3aBHCUMOCTH Ile-
PEMEHHBIX MOJIETTU OT BpeMEHU U (WJIU) APYTUX HE3aBUCHUMBIX MEPEMEHHBIX, MO-
JydyeHHas B YHCIEHHON (opme, Il OompeleNeHHbIX 3HAYEHUN MapaMeTpoB H
HayaJbHbIX W TPAHUYHBIX YCJIOBUU. /(7151 mMOMyyeHHs] TakOM 3aBUCHUMOCTH HCHOJIb-
3YIOTCSl PEKKYPEHTHBIE BBIUYMCIICHUSI, KOT/Ia PE3yJIbTaT MPEAbIIYIIEro «Iaray siB-
JISI€TCS OCHOBOM ISl CJIEYIOIIETO.

OnHUM M3 MPOCTEHMIIMX YHWCICHHBIX METOJIOB SIBJISIETCS METOJ Juiepa, B
paMKax KOTOpPOTO KpHBasi 3aBUCHUMOCTU TEPEMEHHOM amnmpoOKCUMHUPYETCs JIoMa-
HOM, JJIMHA 3B€HAa KOTOPOM OMpEIENsieTCs] «IIaroMm» MOJIENH, a Yroj HakJOHa —
3HAYCHUEM NPOU3BOAHOM B MpeAblAylIed Touyke. T.e. MpU PEIIEHUH CUCTEMBI
ypaBHEHUHN TaKMM METOJ0M, OECKOHEUHO MaJjible TMPUPAIICHUS 3aMEHSIOTCSI Ha KO-
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HeuHble. Tak U1 HaXOXKJICHUS 3aBUCUMOCTH IEPEMEHHOM X OT BPEMEHHU METOJ0M

DOiinepa (sl ypaBHEHUS Ogt( = (X)) MOHO HCII0Jb30BaTh ypaBHeHUE (4.23):

X, =X+ (X )At (4.23)
rae Xi u Xj.; — BelMMunHa nepeMeHHoi X B MOMEHT BpeMeHH op+iAt u to+(i-1)At,
COOTBETCTBEHHO, fy — HayalbHBII MOMEHT BpemeHH, At — BpPEMEHHOM Iuar,
1I=1,2,3,... KimtoueBbIM ycI0BHEM KOPPEKTHOCTH HCIIOJIL30BAaHHS MeTona Duepa,
ABJIAETCSI IPUMEHEHUE JOCTATOYHO MAJIOro Illara He3aBUCHMOM MEPEMEHHOH, Be-
JUYMHA KOTOPOTO MOJO0UPAETCS B 3aBUCUMOCTH OT KOHKPETHOTO BH/1a YPABHEHUH.

Tak Kak YMCIEHHBIE METOJBI JAIOT PEIIEHUE, ONMUCHIBAIONIEE MMOBEACHUE CH-
CTEMBI JIMIIb TPU OMPEACIIEHHBIX YCIOBUSX, TO 0C000€ 3HAYEHUE MPUOOpETaeT
npoOiema BbIOOpa aJIeKBAaTHBIX MapaMeTpoB Mojeid. [IpeanodTutensHbIM Npu
ATOM SIBJISIETCSI UCIIOJIb30BAaHNE 3HAYEHUN MMAPAMETPOB MPSIMO MOKA3aHHBIX B DKC-
IIEPUMEHTE, OJHAKO TaKas BO3MOYKHOCTb €CTh JAJIEKO He Bceraa. Jpyroi moaxon
3aKJIIOYAETCsl B MOJ00pE TaKuX MapaMeTpoB, NMPU KOTOPBIX HAOJIOAETCs MaKCH-
MaJbHOE COOTBETCTBUE MEKIY TEOPETUYECKUMH U SKCIEPUMEHTAIIBHBIMH PE3YJIb-
TaTaMH, YTO, OJJHAKO, MOBBIIIAET BEPOSITHOCTh BO3HUKHOBEHMS apTedaktoB. Ilpu
pa3palboTKe JAeTAIbHBIX MOJIeTIeH 00BIUHO MTPUMEHSIOT 00a noaxoaa. Ha tabnure 1
NPUBEACHBl 3HAUYEHUS MapaMETPOB MOJENHU, HCHOJb30BAHHBIE MPH JETATU3IUPO-
BAHHOM OIKCaHUM nporiecca renepanuu [1/1.

C onpeneneHHbIMHU CI0KHOCTSMH CBSI3aHO M YMCJIEHHOE ONMMCAaHue mpouecca
pacnpoctpanenus I1J[. Tak npsiMoe ucnonab30BaHUE pa3paOOTaHHBIX AJIs KapaAuo-
MHUOLMTOB IOJIXOJI0B ITPH MOJIeIMpoBaHuy nposeaeHus [1/] ¢ aeranpHON MOAEIBIO
reHEpalUyd [TPUMEHUMO JIMIIb JUI KaYECTBEHHOI'O, HO HE JUIsl KOJWYECTBEHHOTO
aHaJln3a apamMeTpoB MpoIecca paCIpOCTPAHEHUs, TAK KaK HEOOXOAUMBIE JIJISl 3TO-
IO BbIYMCIEHHUS OyAyT UMETh CIMIIKOM JJIMTENbHBIN Xapakrtep. llpeomonenue
3TUX OrPaHUYECHHUI BO3MOXKHO ITyTEM OJHOBPEMEHHO ABYX (WM Oojee) BpeMeH-
HBIX IIAroB npu aHanu3e. OJUH U3 HUX UCIIOJIB3YETCS NPHU BBIYMCIEHUN U3MEHE-
HUW B TIpejiesiaXx TOYEUHOW MOJIeNU, a JPYroil — CyIIECTBEHHO 0ojiee KOPOTKUM —
OIMKCBHIBAET MPOLIECC AIEKTPOTOHUYECKOTO pacnpoctpaHeHus I/, T.e. anekTpuye-
CKHE€ B3aUMOJICHCTBUS MEXAY KIETKaMHU.

HenocpencTBeHHO AJi1 MPOBEACHUS BBIYUCIECHUN MOTYT OBITh UCIIOJIb30BAHBI
MaTeMaTudeckue nporpammel (Hanpumep, Matlab, Maple, Mathcad, Mathematica
U JIp), TPOTpaMMBbI Ui Pa3pabOTKU KUHETWYeCKHX mozeneil (Hanpumep, Model
Vision Studium), paBHO Kak W CIICIHAILHO HANMCAHHBIC IS PEIICHUS TOH WIH
VHOW 3aJ1a4yd IpOrpaMMBbl.

Jlabopamopnaa paboma Nel. Teopemuueckuit ananusz poau cucmem ak-
MUBHO20 U NACCUBHO20 MPAHCHOPMA UOHOE Yepe3 Nia3mMaiemmy 6 (popmupo-
6AHUU NOMEHUUANA NOKOA U 2EHEPAWUU NOMEHUUAI08 0elICIEUA Y PACHEeHUTL

IIpakTHyeckas 4acrTb

Oobopyoosanue u mamepuansvl: KOMIbIOMepP, NPOSPAMMA OJisl AHAIUZA MOOe-
U
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3adanue 1. Ananu3 ponu Xa10pHbIX U KAIUEEHIX KAHAN06 6 2enepavuu T1/]

1. ITocTpouTk, UCIOJIB3YST MOJEINb, KPUBYIO U3MEHEHUSI MEMOPAHHOTO MOTEH-
[ajga ¥ KOHIEHTpaui XJIopa U Kajus B KJIETKE U B allOIIacTe IPU IOCTEIIEHHOM
OXJIAKIEHUM IPU MCXOJHBIX 3HaueHUAX napametpoB (I1Jl B HOpManbHBIX yCIOBHU-
X).

2. UccnenoBath BiausiHMEe Ha IIJI M KOHLEHTpalMM HWOHOB YBEIUYEHUS U
YMEHBIICHUSI MAKCUMAJIbHOM XJIOPHOM NMPOHULIaeMOCTH B Mozeinu. [lar n xonnue-
CTBO TOYEK ONPENEITUTh U3 COOOPAKEHUN MAKCUMAJILHOTO MMOJIHOTO OMHCAHUS MO-
BEJICHUS MOJENIH B PA3HBIX YCIOBHUSIX.

3. UccnenoBate BnusHue Ha I1J[ ¥ KOHIEHTpalMK HOHOB YBEIUYEHUS U
YMEHBIICHUSI MAKCUMAJIbHON KAJIMEBOM MPOHULIIAEMOCTH B MOJENH, OTAECIBHO IS
I'- u JI-xanueBbix kaHanoB. lllar u KOJIWYECTBO TOUYEK OMPENEIUTh U3 COOOpake-
HUN MaKCHUMAaJIbHOTO ITOJIHOT'O ONMCAHUs ITIOBEACHUA MOJEIH B Pa3HbIX YCIOBUAX.

4. O600uMTh MOJIydeHHbIE pe3ynbTaThl. Chaenarbh BBIBOJBI O POJIM KaHAJIOB
Ka)KJI0r0 TUIIA.

3aoanue 2. Ananuz H'-AT®asv1 6 zenepayuu ITT

1. IlocTpouTk, UCIOJB3YST MOJIEINb, KPUBYIO U3MEHEHUSI MEMOPAHHOTO MOTEH-
nuana u pH B KJIeTKe U anomiacte Npy MOCTEINEHHOM OXJIAXICHUU ITPU UCXOJHBIX
3HAYEHUAX TapaAMETPOB.

2. UccnenoBats Baustaue Ha [1J] m pH yBennueHus u yMeHbIICHHUS aKTUBHO-
ctu H'-AT®a3sl B Mozt (1715 9TOr0 MOKHO MEHSTh IapaMeTp, COOTBETCTBYIO-
Ml ee KoHIeHTpauuu). [lar 1 KoJIM4ecTBO TOUEK ONPEAEIIUTh U3 COOOpaKEHU
MaKCUMAaJIbHOTO IOJHOTO OMUCAaHUS MOBEECHUS MOJIEIIN B PA3HbBIX YCIOBUSX.

3. O6oOIWMT, HOMyYeHHblE pe3ynbTaThl. Cpenath BBIBOALI O poian H'-
AT®da3ssl.

3adanue 3. Ananu3s ponu Ca* ¢ cenepayuu IJT

1. IlocTpouTk, UCIOJB3YST MOJIEIb, KPUBYIO U3MEHEHUSI MEMOPaHHOIO TOTEH-
[[AaJ1a, KOHLEHTPALUK KaJbLKs B KJIeTKe U pH B KIIETKe U anoruiacTe mpu Iocre-
IIEHHOM OXJIQKJICHUH IIPU UCXOHBIX 3HAUYCHUAX [apaMeETPOB.

2. UccnenoBath BiusHUE Ha [1/] M KOHLIEHTpAIMIO HOHOB KajblUs YBEJIAYe-
HUSl U YMEHBIIICHUS MAKCHUMAJIBHOW KaJbLHEBOW MPOHULIAEMOCTH B Monenu. Lllar
Y KOJIMYECTBO TOYEK OMPENETUTh U3 COOOpPaKEHUI MaKCUMaIbHOTO MOJIHOTO OIHU-
CaHUs MOBEACHUS MOJEIHN B Pa3HBIX YCIOBUSX.

3. UccnenoBars BnusiHue Ha [1/] M KOHIEHTpaO MOHOB KaJIBLIMS COJEpHKa-
HUS KaJblHs B allOTUIACTE.

4. Uccnenosatp BnusHue Ha 11J] m pH CHM>KEHMS W MOBBIICHHUS YyBCTBH-
TENBHOCTH XJIOPHBIX KaHanoB k Ca”".

5. Uccnenosare Biusanue Ha [IJI u pH cHuMXeHHMS M NOBBIIEHUSA YyBCTBU-
tenbrocTi H-AT®azsr k Ca®,

6. OGO6IMTE MONMyYeHHbIe pe3yabTaThl. Cienath BeBOAs 0 pon Ca”’ B re-
Hepanuu 1/,
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Jlabopamopnaa paboma Ne2. Teopemuueckuii ananuz npouecca pacnpo-
CMpPAaHeHus NOMeHUUaIa 0elucmeus

IIpakTH4eckas 4yacrb

Obopyoosanue u mamepuanvl: KoOMnvlomep, NPoOcPaMmbl, papabomarHvle
ons onucanusi pacnpocmpanenus I/ y pacmenutl

3adanue 1. Ananuz oouwux 3axonomepnocmeii pacnpocmpanenusn I1/[ no
CUMNACIMY U RO cUCHeMe NAPEeHXUMHblEe K1emKU U CUNOBUOHbLE IJIEMEHMbL C
ucnonvizosanuem mooeau OumuyXoro-Hazymo

1. 3anyctuth nmporpamMmy, UMUTUpPOBaTh pacnpoctpanenue I1/] npu ucxon-
HBIX yCJIOBHSIX (0mHOpOaHAs cuctema). CoXpaHuTh MpOoGUIh BOJHBI MIPH PACIPO-
CTPAaHEHHMH. 3amucaTh NapameTpbl PACIPOCTPAHEHUsI — ITOPOrOBOE BpeMs U CKO-
pOCTB.

2. TlocTpouTh 3aBUCMMOCTH NApPAMETPOB PACHPOCTPAHEHHS OT BEJIUYUHBI
IIPOBOJMMOCTH MEXY KIETKAMM.

3. Ha ocHOBe pe3ynbTaToB IpEblIyIIEro Tana BbIOpaTh BHICOKOE U HU3KOE
3HAYEHHE NIPOBOJMMOCTH MEXy KJIEeTKaMu. VCIonb30BaTh NEPBOE ISl ONIMCAHUS
CUTOBUJIHBIX AJIEMEHTOB, a BTOPOE — JIJIsl ONMCAaHMs NMApEHXUMHBIX KIIETOK. Mu-
THpOBaTh pacnpoctpanenue 111 mo neonnopoanoi cucreme. COXpaHUTh PUCYHOK
BOJIHBL. 3amucaTh MapaMeTphbl PacpOCTPAHEHUS U CPABHUTh UX C MapaMeTpamu
JUISL OMHOPOJAHOM CUCTEMBI.

4. O600UIUTh MOTyYEeHHBIE pe3ybTaThl. Clienarh BHIBOJBI O CBSI3U MPOBOJIH-
MOCTH MEX]y KJIETKaMH ¢ BO30YAMMOCTBIO U CKOPOCTBIO paclpOCTPaHEHHUS.

3adanue 2. Onucanue pacnpocmpanenus I/l no cumniacmy c ucnonvso-
eanuem oemanu3upoeannou mooeau I/

1. 3amycTuTh porpaMmMy, ONKCHIBAIOIIYIO pactipocTpaneHue 11 npu ucxon-
HBIX 3HAYEHMSIX MEKKJIETOYHOU NpoBoauMocTu. Yepes 30 ¢. MOAENbHOr0 BpEMEHN
HayaTh OXJIAXKJICHHE CTUMYJIHPYEMOW 30HBI, 3alUCHIBATh OTBET B TeueHue 80 c.
MOJIEJIbHOTO BPEMEHHU U OTKPBIThH MOYUEHHBIN (paii.

2. IIpoBectn ananu3 napameTpoB reHepamuu [1J] (mopor, JIUTENTEHOCTD, aM-
IUIUTYJa, CKOPOCTh Jie- U PEeNoJsipu3aliy, BbIXOJ HOHOB U3 KJIETKH U Jp.) B 30HE
BO3JICHCTBHS U HA yJaJ€HUU OT Hee. Takke OUEHUTh CKOPOCTh PaclpOCTPaHEHUs
[1]1 st pa3HbIX ap OTBETOB (HA Pa3HbIX PACCTOSHUSAX OT 30HbI CTUMYJISLIMHN).

3. YMEHBIIUTH COAEPKAHUE Ca®" B anommacre B 1000 pa3 1J1sl KJIETOK BHE 30-
HbI CTUMYJISIUU (CeNaTh uX HeBO30yauMbIMu). IIoBTOpUTE pacuer Moxaeny.

4. Jlna napaMeTpoB reHepaly MPOBECTH aHAJIU3 aHAJIIOTMYHBINA OMTMCAaHHOM B
MyHKTE 2, HO y>e JiJIsl maccuBHOTO pacupoctpanenus [1/]. Bmecto ckopoctu pac-
MPOCTPAHEHUSI OLICHUTh 3aTyXaHHE OTBETA, OMPEACIUTh OMUCHIBAETCS JU 3TOT
IPOLIECC HA OCHOBE KaOEIbHOTO ypaBHEHUS, OLIEHUTh KaOEIbHYI0 MOCTOSIHHYIO.

5. O6o0uWMTH MoSydyeHHbIe pe3ynbTaTbl. CpaBHUTH ¢ 3KkcnepuMeHToM. Olle-
HUTb CTENEHb COOTBETCTBUS MOJIENIN IKCIIEPUMEHTY.
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KOHTPOJIBHBIE BOITPOCHI

1. HeoOxonuMoCTh MaTEMaTHYECKOIO MOJEIMPOBAHUS MOTEHIUAIOB BO3-
OyKJIeHUsl y paCTCHUH.

2. IIpuMeHUMOCTh MOJENIM XOJKKMHA-Xakciau K onucanuto 111 y pacre-
HUM.

3. OrpaHu4eHMs UCIIOJIb30BaHU MOEIN XOIKKUHA-XaKCIIN [TPU ONMCAHUU
ITJ1 y pacTenui.

4. JleranusupoBanHble Mojenu reHepauuu 111 y Beicmmx pacrenwmii. Ilpe-
MMYLIECTBA U OTPAaHUYECHUS.

5. [lopxons! k MoxenupoBaHuIo pacupoctpanenus [1/] y Beicinx pacTeHuii.

6. Metozp! aHanu3a ypaBHeHuit monenu [1/].
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bymara odcetnas. [leuats odcernas. ['apautypa Taiimc.
Ven . meu. 1. . Yu.-u3m. . .

3aka3 Ne . Tupax 100 3xk3.

Otnevarano B Tunorpadun Himkeropoackoro rocyHuBepcuTeTa
uMm. H.W. JlobaueBcKkoro
603600, r. Huxuauit Hosropon, yi. boneias [Tokposckas, 37
JIunensus I1J] Ne 18-0099 ot 14.05.01
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