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TEOPETUYECKUI AHAJIN3 BIIMAHUA OJIYKTYAIIU AKTUBHOCTHU

H*-ATP-a3p INIABMATUYECKON MEMBPAHBI
HA XOJOAONHAYIINPOBAHHDBIE DJIEKTPUYECKHNE PEAKIINN
PACTUTEJLHON KJIIETKU
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Hanuuue daykryanuit B nporekaHuu (U3MOIOTMYECKUX TPOLIECCOB SIBJISIETCSI ONHUM U3 KIIIOUEBBIX
CBOICTB XMBBIX CUCTEM; IPU 3TOM TaKue (QIYKTyallMu MOTYT UTPaTh HE TOJILKO HETaTUBHYIO, HO U MOJIO-
JKUTEJIbHYIO POJIb B XXUBBIX OpraHu3max. B yactHocTu, GiyKTyalluy B aKTUBHOCTA MOHHBIX KaHAaJIOB CITO-
COOHBI MOBBIIIATh BO30YIMMOCTb PELIETITOPOB U MOIYJIMPOBAaTh aKTUBHOCTb HEMPOHHBIX ceTeil. B To ke
BpeMsi MPaKTUYECKU HE U3YYEHO BO3MOXHOE BIUsSHUE DIIYKTyallii Ha MPOLIECChI AJIEKTPOreHe3a y pacte-
Huii. Llenplo Halleit paboThI CTaJl TEOPETUUECKUI aHATU3 BIUSTHUS (DIyKTyauuii akTuBHocTd H*-ATP-a3bl
I1a3MaTUYeCKO MeMOpaHbl Ha pa3BUTHUE XOJOAOMHYIIMPOBAHHbIX DJIEKTPUUECKUX PEAKIIUii B pACTUTEIb-
Hoi1 kiieTKe. B paboTe Obl1a MCMOb30BaHa MpeAIOKEHHAs paHee aBTOpaMuy MaTeMaThyecKasi MoJeJb IPo-
LIECCOB 3JIEKTPOTeHE3a y pACTEHMIA, KOTOPas 6bIIa JOMOTHeHa (MiyKTyaunsMu aktuBHoct H-ATP-a3bl.
Nmutauus diaykryaiuiit akTMBHOCTH (DepMeHTa JOCTUTAJIACh YMHOXEHHUEM BEJIUUMHBI TTOTOKA MIPOTOHOB
yepe3 Hero Ha HOPMaJIbHO paclipeleIeHHYIO ClIy4aiiHyl0 BeJIUUUHY (KOHKPETHbIe 3HAYEHUsI CIIy4aliHOM
BEJIMYMHBI pACCYMUTHIBAJIUCH C TIEPUOIOM 1 ¢; cpeaHee 3HaUeHHE 3TOi BeTMUMHBI ObL10 paBHO 1). [1pu aHa-
JIM3¢ MOJIEIH GBLIO TIOKA3aHO, YTO TOBBIIIEHNE BETMIMHBI (hIyKTyauunit aktusHoctu H-ATP-a3s! compo-
BOXIaJIOCh (i) HETMHEWHBIM yBeIMYeHreM (iIyKTyauuii MeMOpaHHOTO MOTeHIIMaja B okoe, (ii) cHuKe-
HHYEeM Topora JJisl FeHepaluy MoTeHIrala 1eCTBUS MPU aHaIU3€ OTAEIbHBIX UMUTUPOBAHHBIX MOJIEJIbIO
KJerok, (iii) mMomudukauuein XoJIOMOWHAYLIMPOBAHHBIX M3MEHEHUM MeMOpaHHOIOo IOTeHIUalia MpHU
YCPEAHEHU U 3JIEKTPUUECKO aKTUBHOCTH 1O 00JIb11I0M BhIOOPKE KIeTOK. [TojlydeHHbIe pe3ybTaThl TEOpe-
TUUYECKU MPEeICKA3bIBAIOT, UTO (IyKTyaunuu aktuBHocT HY-ATP-a3bl MOTYT CHMKATh TIOPOT AJIs FeHepa-
LIUU JIEKTPUUECKUX pPeaKlhii paCTUTEbHOM KJIETKHU MPU OXJIaXKICHUU.

KooueBsle ¢j10Ba: MaTeMaTH4ecKasi MOIE/b MIEKTPOreHe3a, pacTUTe bHAs KiieTka, (paykryauuu, H -ATP-a3a,
XOJIOAOMHIYLIMPOBAHHEIC SJIEKTPUYECKIE OTBEThI, IIOTSHIIA AeiiCTBUS
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BBEAEHUWE

buosnekrporeHes, T.e. CMOCOOHOCTh T€HEPUPO-
BaTh 2JEKTPUYECKME MOTCHIUAJBI, SIBJISICTCS YHU-
B€pCaJIbHbIM CBOMCTBOM KUBBIX OpraHM3MoOB, BKJTIO-
yas pacteHus1. B HacTosIee BpeMs XOpOoIIIo U3BECT-
HO, 4YTO JEWCTBHE HEOJArONpUSATHHIX (HaKTOpPOB
(oxyaxaeHue, HarpeB, MeXaHM4YeCKOe ITOBpEXICHNE
1 ApYroe) BbI3bIBACT y pacTeHUI I'e€Hepaluio 3JIeK-
TpUIeCKMUX peakunii [1—4], KoTopsle, MO-BUINMOMY,
WUTPaIOT OOHY M3 KIIIOUEBBIX POJIEH B PErysaiun -
3MOJIOTMYECKMX IIPOLIECCOB Yy pacTeHUs, BKIIIOYas
npolecchl pereHepauuu [4—7]. B yactHocTH, Takue
peakiii CIIOCOOHBI PaCIpPOCTPAHSITHCI MO pacTe-

HUIO, T.€. NPEACTABJISIOT COOOM EKTPUIYECKUE CUT-
HaJIbl pa3JIMUHBIX TUIOB (ToTeH1man aeicteus (I110),
BaprabOeIbHbII MTOTeHIMal, CUCTEMHbII MTOTeHII1aN)
[8—11]. HM3BecTHO, YTO 3JEKTPUYECKUE peaKINU
y4acTBYIOT B (hOPMUPOBAHUM CTPECCOBOTO OTBETA Ha
YPOBHE LIeJIOr0o pacTeHMs [7], BKIIOYasi NU3MEHECHUS
reHHou skcnpeccuu [12, 13], ycuneHue npoayKIuu
CTpecCcoBBbIX (uToropMoHoB [14—17], uU3MeHeHUs
dorocuHTe3a [18—22] m TpaHcnimpauuu [23, 24], ak-
THBAIMIO ObIXaHUs [25, 26], Bo3pacTaHUe comepxKa-
Huss ATP [26] u mHoroe npyroe. [lo-Bunumomy,
KOHEUYHBbIM Pe3yJIbTaTOM Pa3BUTHUS BJIEKTPUYECKUX
peakLMii SIBJISIETCS MOBBILIEHUE YCTOWYMBOCTU pac-
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TeHUS K IeHNCTBUIO HeOMaronpusITHLIX ¢pakTopos [ 10,
11, 27-30].

I'eHepanus 2JIEKTPUUYECKUX peaklUil MpeacTaB-
JISIET OO0 pe3ysibTaT B3aMMOAECCTBUSI CUCTEM T1ac-
CMBHOTO U aKTUBHOTO MOHHOTO TpaHCIIOpTa Iila3mMa-
TUYECKOI MeMOPaHbI pACTUTENILHOM KJIETKH, BKJIIOUast,
MpeXxae BCero, MOHHbIE KaHajbl U TPaHCIOPTHBIE
ATP-a3nl. Tak, npu renepatuu 110 neiictBue crpec-
COPOB YMEPEHHOW WHTEHCUBHOCTU BbI3bIBAET Ha-
YaJIbHYIO AETOJISIpU3aliuio MEMOPAHHOTO TTIOTeHIIMA-
na u aktuBaumioo Ca’'-KaHajnoB IUIa3MaTUYECKOi
MeMOpaHbl, YTO TIPUBOJAUT K BXOIY MOHOB KaJbLIUS
U3 aroriacTa B HUTOTJIa3My U MOBBIIIEHUIO UX 1IU-
ToIUla3MaTUu4eckoit KoHueHTpauuu [9, 31, 32].
B cBo1o ouepenn, Ca’t akTUBUPYET XJIOPHBIE MOHHEIE
KaHaJibl, UHAyIupys Boixon Cl~ u3 KJIeTKU, U MHaK-
tuBupyetr HY-ATP-a3y [31—33]; o6a mpolecca BbI-
3bIBAIOT OBICTPYIO AETOoJIsIpU3aluio MeMOpaHBbI.
IMocnenyioniee cHUXeHue KoHueHtpauuu Ca?t,
cBA3aHHOe ¢ wuHakTuBauueil Ca’'-kaHajoB Ipu
CWJIBbHOI Jenoisipu3aluu 1 ¢ GyHKIIMOHUPOBAaHUEM
Ca’"-ATP-a3bl 11a3MaTU4eECKOil MeMOpaHbl (BbIKA-
yyBawlleil Hapy>Ky MOHBI KaJIbliysl), BbI3BAaHHBIE Ta-
KUM CHUKeHUeM MHakTuBauus Cl™-KaHaJloB U peak-
tuBauusg H'-ATP-a3sl miiasMaTnyeckoil MeMOGpaHBbl,
a TakXe OTKPbITUE aKTUBUPYEMBIX AeMoisipusalieit
K*-kaHanoB IpUBOAAT K PENOIApU3ALUU MEMOPAH-
Horo noreHuuana [31, 32]. I'eHepauus Bapuadesb-
HOTO MOTEHIIMAJa, BbI3bIBAEMOTO MOBPEXIAIOIIMMU
BO3ACUCTBUSIMU, MPOUCXOOUT IO CXOTHOMY MeXa-
HU3MY, ofgHako uMHakTuBaumss HT-ATP-asel mmeer
OoJjiee OUTENbHBIN M BbIpaKeHHBbIN xapakrtep [32].
IMo-Bunumomy, yBeandeHue aktTuBHocth HY-ATP-
a3bl 00ECIeYrBaeT TeHEPalUI0 CUCTEMHOIO MOTEH-
1yajia, IpeACTaBIsIIOIIeEro cO00i pacnpoCTpaHsIIo-
IIUIACS TUIIEPIONSIPU3ALIMOHHBIN CUTHAJT, MEXaHU3M
KOTOpOro 10 KoHlla He udydyeH [11, 34, 35]. Takum
o6pazoM, wusMeHeHus axktuBHoctu H*'-ATP-a3bl
IUIa3MaTU4YeckKoit MeMOpaHbl UTrpaloT, BEPOSITHO,
KJTIOUEBYIO POJIb B Pa3BUTUU DJIEKTPUIECKHUX OTBETOB
y PacCTEHUIi1; KPOME TOTO, OHU MOTYT TaKXKe y4acTBO-
BaTh B Pa3BUTUU MOCIEAYIOIIUX (DU3UOJIOTUYECKUX
oTBeTOB [36—40].

BaxHo orMetuTh, uto HT-ATP-a3a masmarude-
CKOIf MeEMOpaHEBI 00IagaeT BLICOKO YyBCTBUTEIBHO-
CTBIO K IIMPOKOMY CIIEKTPY (DaKTOpOB, HACHCTBYIO-
mux Ha pacteHus [1—3, 41—44]; B yacTHOCTH, €€ aK-
TUBHOCTh MOXET PEryJupOBaThCSI OCBEIICHUEM,
TeMIIepaTypoii, MeXaHUYECKMMH BO3ICUCTBUSIMU,
Pa3IMYHBIMU XUMHUYSCKUMU COSOVMHEHUSIMU U T.I.
B ectecTBeHHBIX YCJIIOBUAX HMHTCHCUBHOCTL TaKHX
¢dakTOpOB MOXET (DIIYKTYMPOBaTh B IIMPOKOM IHa-
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MMa30He 3HAYEHUII M BpeMeH (HaIrpuMep, KojeOaHUs
MHTEHCUBHOCTHU OCBEILIEHUSI U, KaK CJIeACTBUE, U3-
MEHEHUsI HarpeBa pacTCHMsl, BO3JCHCTBUE BeTpa U
T.1.). Ha ocHOBaHMM 3TOro MOXHO OXHWIAaTh, YTO
dnykryanun aktuBHocTH HT-ATP-a3bl B ecTecTBEH-
HBIX YCJIOBUSIX BECbMa BE€POSITHbI, a 3HAYUT aHAJIU3
MX BIIMSIHUSI HA TMPOLIECCHI 3JEKTpOTeHe3a pacTu-
TEJIbHOM KJIETKU SIBJISIETCS aKTyaJIbHOM 3a1auycid.

M3 nutepatyphl u3BectHo [45—50], uyTo baykTya-
LIMM MOTYT UTPAaTh B XKUBbIX CUCTEMAX HE TOJbKO HE-
raTUBHYIO, HO U TIOJIOXXKUTEIbHYIO poJib. B yacTHO-
CTH, BBISIBJIEHO, 4YTO (hJYKTyalluu BEJUYUHBI 3JIE€K-
TPUYECKOTO TIOJISI MOTYT OKAa3bIBaTh CYIIECTBEHHOE
BJIMSIHME Ha MOHHBINA TPAHCHOPT Yyepe3 UOHHbIE Ka-
HaJbl IIa3MaTU4ecKoil MeMOpaHbl U, TEM CaMbIM,
YBEJIUYMBATh YYBCTBUTEIBHOCTh pelenTopoB [51],
MOBHILLIATE MHTEHCUBHOCTh MEMOpPaHHOTO TpaHC-
nopta [52], MOITyIMpOBaTh B3aMMOJIEMCTBUE HEHPO-
HOB [53]; T.e. JIyKTyallu1 MOTYT OKa3bIBaTh CYIlIe-
CTBEHHOE BJIUSTHUE Ha MTPOLIECCHI, CBSI3aHHBIE C DJIeK-
TPOTreHe30M KJIETOK UBOTHBIX. bojiee Toro,
CYLIECTBYET FMIOTE3a O TOM, UTO LIIMPUHA pactpee-
JIeHUs] 3HaYeHU1 MeMOpPaHHOTO TOTeHIMala BOKPYT
CpelHel BeJIMYMHBI MOXET ObITh CBSI3aHa C MOPOTO-
BbIMU XapaKTepUCTUKAMU IS MEpPeKJIIOYeHUsT Ha
JIIpyTOoil ypoBeHb MEMOpAHHOro MNOTEeHLMala U C
yIpaBiaeHHEM (HU3NOJIOTMIYECKMMU IIpoleccamu [4].
ITo-BuaumMoMy, Takue 3(h(hEKThl CBSI3aHbI, MpPeXae
BCEro, CO CHMXXEHHEM IIopora Ijisl pa3BUTHUS 3JIEK-
TPUUYECKOTO OTBETA, UTO OJIU3KO K MEXaHU3MY CTO-
XaCTHUYECKOTO pe3oHaHca [45, 51], Ipu KOTOPOM O-
MOJIHUTEIbHASI 3HEprusi, cooOllaeMasi CHUCTeMe
daykryalusiMu, objieryaet ee repexo yepes3 MoTeH-
LUATbHbBIA 6apbep MEXIy PasTuIHbIMU COCTOSTHUSI-
MU CUCTEMBbI TIPU JeUCTBUU TTOANOPOTOBOIA CUJIBI.

CinegyeT OTMETUTh, YTO SKCIIEpUMEHTAJIbHBIMI
aHan3 BAUSHUS QIYKTyalluidi aKTUBHOCTU CHCTEM
MOHHOI'O TPAaHCIOPTAa Ha OMO3JIEKTPOIeHEe3 pacTU-
TEJILHOM KJIETKM 3aTpydHEH. DTO CBSI3aHO KaK CO
CJIO’KHOCTBIO UCIIOJIb30BAHUS CTAHAAPTHBIX METOIOB
HMCCIIeIOBAaHMS 3JIEKTPUUECKOM aKTUBHOCTH (TIpEKIIe
BCET0, MUKPOIJIECKTPOTHOTO OTBEASCHMSI) B €cCTe-
CTBEHHBIX YCIOBUAX, TAK YU C KOMIUIEKCHBIM Xapak-
TEPOM MEXaHU3MOB BJIEKTporeHe3a (pe3yabTUPYIO-
Iye M3MEHESHUS MEMOpPaHHOTO TTOTeHIIMAIa 3aBUCSIT
OT LIMPOKOTO CIEKTPAa B3aMMOINECUCTBYIOILIMUX ITPO-
neccoB). IloTeHIMAIBHO UISL PELIEHUSI TaKOil Ipo-
OJieMbl MOTYT OBITh MCIIOJb30BaHBI TEOPETUUYECKHUE
METOIbI, B YACTHOCTM MAaTEMaTUYECKOE MOIEIUPO-
BAaHUE IPOLIECCOB 3JIEKTPOTreHE3a Y pACTEHUM B yCJIO-
BUSX (AyKTyallMii MapaMeTpoB CUCTEM HOHHOIO
TpaHcriopTa. B Hacrosiiiee Bpemsl TIPEaioXKeH P
MaTeMaTUu4YeCKUX MOAEJiei, ONMMChIBAIOIINX pa3iny-
Ne 4
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HbI€ acMeKThl OMOo3JIeKTporeHe3a pacreHuii [39, 40,
54—65]; B yacTHOCTH, HaMU ObLIa paHee pa3paboTa-
Ha MaTeMaTtudeckasi Moaeb reHepauuu I1J1 B ycio-
BUSIX TIOCTEIIEHHOTO oxaaxiaeHus [57, 58], koTopas
MOXET OBITh MCIIOJIb30BaHA IS aHAJM3a BIWSHUS
¢IryKTyaluii Ha 3JIEKTPUIECKYIO0 aKTUBHOCTb.

Takum 06pa3oM, LIeNIbI0 HACTOSIIECH pabOThI SIB-
JISIETCS TEOPETUYECKUI aHaJIu3 BIUSHUS (IIyKTya-
muit aktuBHoctu HT-ATP-a3pl  1u1azMaThdecKoi
MeMOpaHbI Ha XOJIOOOUHIYIIUPOBAHHEIE DIIEKTPUUEC-
CKH€ peaKlLMU, MPOBEACHHBIC C MCIOJb30BaHUEM
MOJEJN 3JIeKTPOreHe3a pacCTUTEIbHOM KJIETKU.

OINIMCAHUWE MOJIEJIN

B pabote Obl1a ncnoyib3oBaHa HOBass MOAM(UKa-
s paHee pa3padoTaHHOM aBTOpaMM Mopein [57,
64|, KoTopast onmuchIBaja 3J1EKTPOreHe3 PaCTUTEb-
HOI KJIETKU B YCJIOBUSIX (PU3NOJIOTNYECKOTO TTOKOS 1
MpU JEUCTBUMU HA HEE MOCTEIIEHHOI'O OXJIAaXXKIECHMSI.
Puc. 1 moka3siBaeT OOIIyIO CXeMy MOIEIM U €€ OC-
HOBHBIE ypaBHeHUs. I1pu 3TOM Mozeib OIuchIBajia
MpOLeCChl aKTUBHOTO U IIACCUBHOTO WOHHOTO
TpaHCHOpPTa, BKJIIOYasl MOTEHIIMAI3aBUCUMbIE MOH-
Hble KaHabl (Ca?t-kaHanbl, Cl--KaHaJIbl, aKTUBUPY-
eMble Aenojsipu3alueil U rurneponojsipu3anueii
K*-kanansl), tpancnoptusle ATP-asel (Ca’"- u
H*-ATP-a3bl) 1 cucTeMBl BTOPMUYHOTO aKTUBHOTO
tpancriopra (2H*/Cl -cumnoprep u H*/K*-06-
MEHHUK).

TpaHcmmopT MOHOB 4Yepe3 KaHajbl OIMCHIBAIU C
HCHOJb30BaHueM ypaBHeHUs [onbaMaHa—XO0MIKKI-
Ha—Kartma mrs moroka [64]. [ToTeHIIMaI3aBUCHMYIO
peTyJISILIMIO MOHHBIX KAHAJIOB OMIUCHIBAI HA OCHOBE
BEPOSITHOCTH OTKPBITOTO COCTOSIHUS; IIPU 3TOM Yy
Cl™-kaHaJloB M aKTUBUPYEMBIX Aenojsipu3anueii u
runeponongpusanyeii K*-kaHaaos y4uTeIBaA aBa
coCTOsAHUA (3aKPBITOE U OTKpBITOE), a 'y Ca’'-kaHa-
JIOB YYUTBIBAJIU TPU COCTOSIHUS (3aKPBITOE, OTKPHI-
TOE€ W MHAKTUBHUpOBaHHOE) [56, 57, 64]. dua xmop-
HBIX MOHHBIX KaHaJIOB YYWUTBHIBAJIM MX aKTUBALIWAIO
MOHAMU KaJIbIIHSsI.

Onucanue TpaHcnopra depe3 Ca’"™- u HY-ATP-
a3bl MOAEJMPOBAJIM Ha OCHOBE “two-state” Mopesu,
KOTOpasli y4yuThiBajla JIBa COCTOSIHUSI (pepMeHTa —
CBOOOIHOE 1 CBSI3aHHOE C MOHOM, a TaKXKe MePEXO0/Ibl
MexXay Humu [64]. B pabore Tak:ke yIUTHIBaI MHAK-
tuBanuio HY-ATP-a3sl vOHAMU KaJIbIIns.

CucteMbl BTOPUYHOTO AKTUBHOIO TpaHCHOpPTa
ObUIM ONMMCAaHblI HA OCHOBAHUM MPOCTBIX YPABHEHUIM
XUMHUYECKON KHHETUKY ¢ y4eToM Toro, uto 2H*/CI™-
CUMIIOPTED SBJISIETCS 2JIEKTPOTEHHBIM IMEPEHOCUYHU-
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koM, a H*/K*-0OMeHHMK — HE3JIEKTPOTreHHAasI CHU-
cTeMa MOHHOTO TpaHcnopTa [57].

M3MeHeHUs] MOHHBIX KOHLEHTpAIUil OMUChIBAIN
Ha OCHOBaHUM BEJIMYMHBI U HAMpPaBJIEHUS TTOTOKOB
COOTBETCTBYIOIIMX WOHOB. I[Ipn 3TOM B coOTBeT-
CTBUM C MOAUDUIIUPOBAHHBIM aBTOPaMU MOAXOJI0M
I'pagmanHa [56, 57] B Momey y9UTBIBaJIN Oy epHbIe
CBOMCTBA LIUTOILIA3MbI (JIJIs1 IPOTOHOB) U arorjacta
(011 IPOTOHOB U MOHOB Kajus) (puc. 1).

s onmycaHus BIVSIHUASI TEMIIEpaTyphbl Ha CUCTe-
Mbl aKTMBHOTO TPAaHCIIOPTa BBOAWJIM CHELIMAIbHbBII
k03¢ GULIMEHT HAa OCHOBaHUU Q;,, KOTOpOEe MPUHU-
MajJu pPaBHBIM TpeM JUISI BCEX CHUCTEM AaKTHUBHOTO
TpaHcriopTa [57].

IMpuHIIMIIMATBEHO HOBBIM 3JIEMEHTOM MOJIEIN OBbLIO
orucanue Quiyktyauuii aktuBHocth H'T-ATP-asbl.
Hnsg sToro BenIWYMHy moToka 4depe3 HY-ATP-asy
IUIa3MaTUYECKOM MeMOpaHbl YMHOXAJIM Ha Ciydaii-
HYIO TIEpeMEHHYI0 &, MMEIOILYI0 HOPMaJIbHOE pac-
npenesenue. [1pu aToM cpentee 3HadeHue & GBLIO
paBHO €OWHMIIE, a CTAaHIAPTHOE OTKJIOHEHHE 3Hade-
Huii (SD) cocTasisiio B pa3IMYHBIX BApUaHTaX aHa-
ymsa 1, 5, 10, 15 1 20% ot cpegHero 3HadyeHus. [
peayM3alny TaKoTo onrcanus & 3anaBaim Kak 1 + o,
rae ¢ — HOpMajbHO pacropene/ieHHas CiayJaiiHast Be-
JmunHa, SD KoTopoii Oblia paBHa CTaHAAPTHOMY OT-
KJIOHEHMIO IS &, a cpelHee 3HaYe€HUE PABHSUIOCH
Hyao. Pacyer G omupasics Ha LIEHTpajbHYIO IIpe-
JIeIbHYIO TEOpEeMY; IJIsl €TO pean3alii MCII0Ib30Ba-
1 ypaBHeHHUE (1), KOTOpOE MO3BOJISUIO JOCTATOYHO
3¢ PEKTUBHO MMHUTHUPOBATH HOPMAJbHO pacrpene-
JIEHHYIO CJIy4ailHyIO BEIUYMHY C HYJeBBIM CPEIHUM
3HAYECHUEM:

10 10

> (0.5-RND)+» (RND -0.5)
o=a i=1 201‘:1 , (1)

rae RND — ciayyaiiHoe 4nciio, paBHOMEPHO pacIipe-
neneHHoe Mexay 0 u 1 (ycpenHenue mo 20 RND 6b1-
JIO IOCTATOYHBLIM UISI TIOJyYEeHMsSI paclipeieieHUsI
0JIM3KOro K HOpMaJbHOMY, JTaHHbIE HE TMOKAa3aHbI),
a — KOHCTaHTa, 3HAa4YeHUs KOTOPOil BapbUpOBAaIU C
LIEJIBIO TIOJIYYeHUSI PAa3IMUHBIX CTAHAAPTHBIX OTKJIO-
Henmit aktuBHocT HY-ATP-asml (1, 5, 10, 151 20%
OT cpefHeil akTUBHOCTH). PacueT KOHKPETHBIX 3HA-
yenunii § (Ha Ga3e MOBTOPHBIX PACYETOB G, TaK KakK
E= 1+ 0) npu aHaIM3e MOJETU OCYLIECTBIISLICS C
nepuoaoM 1 ¢ MOJAeTbHOrO BpeMEHH; T.€. B paMKax
MOJENIN MPpUHUMAaNU, 9YTO (GIYKTyalluM aKTUBHOCTU
MIPOUCXONAT KaXKIyIO0 CEKYHIY M UX NEPUOAUIHOCTh
He MeHsieTcda. Takoe momylleHUe ObLIO 3HAYUTEIb-
HBIM yIIpolieHrueM ((JIyKTyalluy 3HaYeHU (puznde-
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ZFE,, [lin — [Flouw €Xp(—2ZFE,,/RT)

E i"=p P + _ 2+ E
E J Pol’max RT 1— exp(—zFEm/RT) ,re (K . Cl 5 Ca ) E
dp, =k. (1 — 20
Coar - +a( — Do _pl) - 4 k+o(+i) - ko(i) €Xp (EmC /2RT) !
. Po H
v —k_yp, T k_;pi—kiip, 7 =kio(1=p,) —k_op, k_ = k () EXP (Co(i) Eot) _ :
Cdr kiipo—k_ip; — €%V Er/2RT) :

jP — Eg k+1 k+2 - kfl k72 E

kiytk_ thkiptk, :

ki = ky il §

k_y = ky exp(—AGxrp/RT)

k,FE,, 1 :

kiy= |

RT 1 —exp(—FE,,/RT) ;

o Halilow FEn _eXp(~FEL/RT) |

BH.. -2 RT 1 —exp(—FE,/RT);

sl we i e (H, Ca?") |

Bout N = o e i JI

+K+I l—K* BJf (= e e e e e e :

n + : E :

BRom K * :Jll>< = VK([K+]in[H+]out - [K+]out[H+]in):

N : :

®nykryauny aktuBHoct  H

—[Cllou[H]

E, H*-ATP-a3bt FTTTTTTTTTToossosssssossssssssosoosessososoooeoes :
E— =1+SD 2HY b . 2 FE, 1 E
o S v for), [ e

180 MB Cl- , RT 1-exp(-FE,/RT)

out |{ in 2 FE,, exp(~FE,/RT) ;

A =4

Puc. 1. Dnekrpodusnonornyeckasl cxeMa pacTUTEbHOM KJIETKU, NCIIOIb30BaHHAs 11 MOISIMPOBaHUSI DJIEKTpOreHe3a pac-
TEHU B YCIIOBUSIX (DIIYKTyallnii aKTUBHOCTH H'-ATP-a3bI m1a3smarnaeckoit MeMOpaHbI, 1 ee ypaBHEHUS (Ha OCHOBE PaOOTHI
[53] c Momndukanmsamm). £, — MeMOpaHHBIA noTeHuman, P, — MakcuManbHas IPOHUIIAEMOCTb MOHHOTO KaHaJIa, p, U p;, — Be-

" RT 1 - exp(~FEy/RT)

POSITHOCTH €r0 OTKPBITOTO M MHAKTUBUPOBAHHOIO COCTOSIHUIA, COOTBETCTBEHHO, K 4o (+) U K_ () — KOHCTAHTbI CKOPOCTH I1epexoia
MOHHOTO KaHaJIa U3 3aKPBITOTO B OTKPHITOE 1 0OPATHO (0) MJTK M3 OTKPHITOTO B MHAKTUBUPOBAHHOE M 00paTHO (i), ko( j) — KOHCTaHTa
CKOPOCTH TTepeXx0/ia MeXY 3aKPBITHIM 1 OTKPBITHIM (OTKPBITHIM ¥ MTHAKTUBUPOBAHHBIM ) COCTOSTHUSIMU TTPU HYJIEBBIX 3HAYEHU -
sax Egu E° (i), 0 KOHCTaHTa, OTpaalolllasi 3apsii BOPOTHOM CTPYKTYPbI U BEJIMYMHY €€ CMEILEHMsT, HEOOXOIUMOTO IS Te-
PEXOIOB 3aKPBITOE — OTKPBITOE (OTKPHITOE — MHAKTUBUPOBAHHOE) COCTOSTHUS, E°O _ MOTEeHIIMAJ, HEOOXOMMMBII [JIST TIepe-
X0J1a TTOJIOBUHBI KAHAJIOB B OTKPBITOE (MHAKTUBUPOBAHHOE) COCTOSTHUE, Act — KOO(DDUIIMEHT aKTUBALIMU XJIOPHBIX KaHAJIOB
HMOHAMU Kanblusi, K, — KOHCTAHTA CBSI3bIBAHUSI MOHOB KaJlbLIMSI XJIOPHBIMU KaHasaMU, £, — KOHLEHTpaLus H'- wu Ca®*-
ATP-asbl, ki, k_y, k4, 1 K_» — KOHCTAaHTBI CKOPOCTU IIPAMBIX U OOPATHBIX [IEPEXOJOB MEXY IBYMs COCTOSSHUSMYU UOHHOM
ATP-a3bl, k| U ky — KOHCTaHTBI CKOPOCTU IIPU HYyJIEBOM £\, U KOHLIEHTpauusaX UOHOB 1 M, Inact — Koa(pULMEHT NHAKTUBA-
win H-ATP-a3bl nonamu KajbLus, K; — KOHCTaHTa CBA3bIBAHKS UOHOB KaJIbLIUS H+—ATP—330171, g K~ OO0ILIME KOHCTAHTHI
CKOpOCTH 2H+/C17-CI/IMHOpT€pa u H+/ K+-O6MGHHI/IK8., COOTBETCTBEHHO, Bj, 1 BH;, — cBOOOIHBIE U CBSI3aHHBIE C TIPOTOHAMU Oy-
(bepHBIE MOJIEKYIIBI B LIUTOILIA3Me, By, BH ., 1 BK ;i — CBOOOIHBIE, CBA3aHHBIE C TIPOTOHAMU U CBS3aHHBIE C MIOHAMU KaJus Oy-
(epHbIe MoJieKyI1bI B arioruiacte. CTpesIKM MOKAa3bIBAIOT (i) YUTEHHYIO B MOJIE/IN KAJTbLIMEBYIO PETY/ISILIUIO: TTOJIOKUTEILHOE BITUSTHUAES
+) Ca*" na XJTOpHBIE KAHAJIBI ¥ OTpULaTesbHoe Bimsiave (—) Ha HT-ATP-asy, a taxke (i) duykyraumm aktusoctt H-ATP-aspr,
KOTOPbIe GbUIX OIMCAHBI IIyTeM YMHOXEHHUs BeIMUKMHbI [oToka H' uepes epMeHT Ha HOPMAJIBHO PACIIPEE/IeHHYIO IEPEMEHHYI0 &
(6 =1+ SD, SD — cTraHmapTHOE OTKJIIOHEHHE 3HAYEHUIA OT cpenHero). [1pu 5ToM B xoe aHanm3a, & onmcbiBamm Kak 1 + G, e 6 —
CJTy4aifHast BeJIMIMHA CO CPETHUM 3HaYE€HHEM PAaBHBIM HYJIIO Y CTaHIAPTHBIM OTKJIOHeH1eM paBHBIM SD. [polienypa pacuera G onm-
cana B Tekcte. TeKylme 3Ha9eHUsI & MEHSUTMCH CITy4aiiHbIM 06Pa30M KaXIyIO CEKYHIy MOIEIBHOTO BpeMeHU. OXTaXIEHNE NMUTH-
POBaIM CHUXKEHHEM TEMIIePaTyphl CO CKOpOCThio 4°C MuH™ | BmstHYe TeMIIepaTypbl Ha aKTUBHOCTb (DEPMEHTOB OIMUCHIBAJI CTaH-
Ty-T
JIAPTHBIM CTIOCOGOM uepe3 KoadpuimeHt Q,, paBHbiii 3 (AkTusHOCTL = Q)¢ !0 , tne T}y — HauanbHast Temmneparypa pasHas 25°C).

BUOJIOTUYECKME MEMBPAHbBI  Ttom 37 Ne 4 2020
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Puc. 2. X01010MHIYyLIMPOBAHHBIN 3JIEKTPUYECKUIT OTBET PACTUTEILHOM KJIETKU, UMUTUPOBAHHBIM MOZIE/bIO 06e3 (hIyKTyaluii

+ o
aktuBHOCTU H™ -ATP-a3bl mia3mMaTrueckoit MeMOpaHbl, U aHaJIU3UpyeMble MapaMeTpbl. A — aMIIUTYAa 3JIEKTPUYECKOTO OT-

BeTa, KOTOPasi paCCYMTHIBAIACh KaK PA3HOCTb BEJIMYMHBI MEMOPAHHOTO MOTEHIIMAa B MAKCUMYyMe ACTIOJISIPU3ALIMU ITPU pa3-

o max o
BUTUMU IICPBOro IoTCHIMala 1€ CTBUA (Em ) 1 CpEOHEN BCJINYNHBI M€M6paHHOrO MOTeHIIMAJIa B TEUCHUE 5 MUH Iepen Ha-

0 .
yajioM oxylaxnaeHus (Ep, ). At — IJIUTEIbHOCTb OXJIaXAEHUS, HeoOXxoauMas ISl TeHepaluy MOoTeHIana JeiicTBUs, KOoTopas
paccuMThIBAJIaCh KaK Pa3HOCTh BPEMEHM TOCTKEHUST U3MEHEHUSIMU MEMOpPaHHOTO TOTEHITMAIA TIOJIOBUHBI OT aMIIUTYIbI
(f).54) ¥ BpeMeHHU Hauasa oxJlaxaeHus (fy). AT — BeIMUMHA OXJIaXAEHUsI, HeoOXoArMasl AJ1s1 TeHepalMy MoTeHuana aei-

CTBMSI, KOTOpAsl PACCUUTHIBAJIACh KaK PA3HOCTb TeMIIEpaTypbl B MOMEHT JOCTUXXKEHUST U3MEHEHUSIMU MEMOPaAHHOTO MOTEHIIM -
aJia NOJIOBUHBI OT aMILIUTYIbI (1) 54) U TEMIIEpAaTYpbl B MOMEHT Havaiia oxyiaxaeHus (7p).

CK1X (DaKTOPOB B E€CTECTBEHHBIX YCJIOBUSIX MOTYT
MMEThb pa3jIMYHble XapaKTepHble BpeMeHa), OIHAKO
OHO MO3BOJISIO BISIBUTH MPUHILIMITAATIbHBIE OCOOEH-
HOCTU BiMsHYs GyKTyauuii aktusHoctd HT-ATP-asbl
Ha 3JIEKTPUYECKUE OTBETHI PACTUTENBHBIX KJIETOK.

I1pu aHanM3e MOEIN UCITOIb30BaJIN apaMeTpHI,
TMpeIoXKeHHbIE aBTOpaMU B 0oJiee paHHe pabore [57],
YTO MO3BOJISLIIO MaKCUMAaJIbHO CTaHIAPTU3UPOBATh
pe3yNIbTaThl U OLICHUBATh TOJBKO BIUSIHUE (DIYKTya-
muii (6e3 HOIOJHUTEILHOIO aHaji3a BO3MOXKHOTO
BJIMSIHUSI Ha PE3YJIbTAT NPYIMX CPEAHUX 3HAYCHUN
napameTpoB Mogean). DayKTyaluun KaKux-Iubdo
IPYTUX BEJIWYMH, KpOME MOTOKA IIPOTOHOB Yepes
H*-ATP-a3y mua3zmatuueckoil MeMOpaHbl, B paboTe
HE YYUTBHIBAJIN.

VYpaBHEeHUS MOJIeNIM pellajv YMCIEHHO METOIOM
Ditepa ¢ UCIOJb30BaHUEM CIIELIMAJILHO pa3pado-
TaHHOI KOMITBIOTEPHOM IIPOrpaMMbl. YUYUTBIBasI VIC-
MOJIb30BAHUE CIAyYaHOU BEJTUUMHBI E_, B MOIEJH, TIPU
aHanm3e TpuMeHsan Meton Mownte-Kapno, kKorto-
pBIIi 3aKITI0YajICsl B MHOTOKPAaTHOM ITOBTOPHOM MO-
JIeTMPOBAHNY UMUTHPYEMOTO MpOoLecca U MOCIeay-
IOIIIEM aHaJIn3e TTOJYYCHHBIX Pe3yJIbTaTOB CTaHAAPT-
HBIMM METOJaMH, NPUMEHSIEMbIMU IS aHaIu3a
SKCIEePUMEHTAIBLHBIX BBIOOPOK. B paMkax HacTos-
IIei pabOTHI AJISI KaXKIOTO BapruaHTa aHa/IM3a MOJIE/IN
HUCMOJIb30BAJIM BBIOOPKY, BK/IIOYAIOIIYIO B ce0s
100 ToBTOPOB.

BUOJIOTUYECKHWE MEMBPAHBI

TOM 37 Ne 4

Ha puc. 2 mokasaHbl OCHOBHBIE IapaMeTPhI XOJI0-
JTOVHIYLUMPOBAHHBIX 3JICKTPUUYECKUX PeaKIIvii, aHa-
Jm3upyeMble B paboTte. AMiumMtyaa peaknuu (A)
OIpeaesiach KaK pa3HOCTb MEXIY MaKCUMAaJIbHbIM

max
m

3HaYeHHEeM MeMOpaHHOro ToTeHImana (£, ) U ero

BEJIMUMHOM TIepen oXJaxXaIeHueM (E,?q). ITpu onpene-
JIeHUuU jauteabHocTu (A7) u BenuuuHbl (AT) oxna-
XKIOSHUS, HEOOXOOUMBIX Il TeHepauuu nepsoro I1/1,
3a Hayajao IMoTeHluada AeWCTBUS TPUHUMAIU MO-
MEHT (% 54), B KOTOPBIA BETUYNHA UBMEHEHUII MEM-
OpaHHOro MOTEHIlIMajda [OCTUraja MOJOBUHBI OT
aMIUJIMTYIbl peakiuu. Takoit Moaxo Mmo3Boau 13-
0exaTh MCKaXKeHUI, CBI3aHHBIX C MOMEHTOM OIlpe-
neneHus1 Havyana I1J0, koTopble MOTyT OBITH CyIlle-
CTBEHHBI B BapuaHTax ¢ PIyKTyallussMU aKTUBHOCTH
H*-ATP-a3bl.

PE3VJIBTATbBI 1 OBCYXIEHHUE

Ha puc. 3 nmokasaHbl IpuMepbl TMHAMUKN MEM-
OpaHHOTO MOTEHITAJIa, UMATHPOBAHHBIX MOJICIIBIO B
YCIOBUSIX OTCYTCTBUS CTUMYJISIIIMU TIPU Pa3HBIX Be-
JnauHax Qaykryauuit aktuHoct HT-ATP-asbl
TUTa3MaTUYeCKOM MeMOpaHbI; cTaHOapTHBIE OTKIIO-
HEHUs 3HAYeHWI aKTUBHOCTU COCTaBIIsUIM O (KOH-
Tponb), 1,5, 10, 151 20% ot cpennero 3HayeHus. Kak
MOXHO BUIETh U3 PUCYHKA, MOBBIIIIEHNE BETUUYMHBI

2020
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Puc. 3. HpI/IMCpr MUHAMUKU UMUTHPOBAHHOTO MOJIEIbI0O MEMOPaHHOTO TTIOTeHIINAa (Em) MPU pa3TMIHOM YPOBHE (ITyKTya-
it HT-ATP-a3sl muiasmatndeckoii MeMOpaHbl. [1py 3TOM MOTOK MPOTOHOB Yepe3 H-ATP- a3y OIMCBIBAIM CIy4YaiiHOIt Be-
JIMYUHOM C BETMIMHO cTaHIapTHOTO OTKIIoHeHUst 0% (KoHTpomb) (a), 1% (6), 5% (8), 10% (), 15% (d) u 20% (e). Cpennsis
aKTUBHOCTb (hepMEHTa HEe MEHSIJIach, MEPUOJL MEX/TY CITyYaiiHbIMU U3MEHEHUSIMU aKTUBHOCTH COCTaBJIsLI 1 C.

dnykryanuii aktusHocti HT-ATP-a3bl puBoauiIo
K BO3HMKHOBEHHUIO (PIyKTyallmii MeMOpaHHOTO II0-
TeHIMaJla, aMIUIMTY1a KOTOPBIX Bo3pacTasia Mpu yBe-
JIMYEHUM CTAaHIAPTHOIO OTKJIOHEHWUS 3HAYeHUI aK-
tuBHOCTU HY-ATP-a3p1. [Ipr 3TOM BBICOKHE 3HAUE-
HUS PIYKTyarmit MOTIIM IIPUBOIUTE K MHIYKOUH 1)1

BUOJIOTMYECKME MEMBPAHBI

B YCJIOBUSIX OTCYTCTBUSI OXJIAXKICHUS: IIPU CTAHIAPT-
HOM OTKJIOHeHUU 15% camoIipousBoJIbHAsI TeHepa-
nus I nadmonmanack B 4 cayyasx u3 100, a npu
craHgapTHOM oTKJIoHeHuu 20% — B 51 cirydae u3 100.
KonuyecTBeHHBIN aHaIU3 TToKa3al (puc. 4), 4TO BO3-
pacTaHUe CTaHOAPTHOTO OTKJIOHEHUSI aKTUBHOCTHU

Tom 37  Ne 4 2020
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CTaHIapTHOE OTKJIOHEHUE
aktuBHoctr HY-ATP-a3bl, %

Puc. 4. 3aBMCHMOCTb CTAHIAPTHOTO OTKJIOHEHMSI UMUTUPOBAHHOTO MOJIE/IbIO MeMOpaHHoOro noteHuuana (£,,) B ycaoBusix 6e3
CTUMYJISILIUM OT CTAHAAPTHOTO OTKJIOHEeHUsI akTUBHOCT H ™ -ATP-a3bI urazmaruyeckoii MeMOpaHbl. BenmunHa diykryaumia
OITMCHIBAJIACh HOPMAJILHBIM paclipe/ieJIeHUEM C 3aJJaHHBIM CTAaHIAPTHBIM OTKJIOHEHVEM; B Ka4eCTBE TOYKM C HYJIEBBIM CTaH-
JIApTHBIM OTKJIOHEHMEM Opasiv BapuaHT 6e3 (urykryaruii. CpeaHsisi akTUBHOCTb (hepMeHTa He MEHSIIach, TIEPUOJL MEXILY CI1y-
YaifHBIMU M3MEHEHUSIMU aKTUBHOCTH cocTaBisuI 1 ¢. CTaHmapTHOe OTKIIOHeHUe E,, pacCCUNTHIBAJIM KaK CTAHIAPTHOE OTKIIO-
HEHUE MEXIy CPeIHUMHU 3HAYCHUSIMU UMUTHPOBAHHOTO MOJEJIbI0O MEMOpaHHOTO TTOTeHIIMala (Ha BpEMEHHOM MHTepBaje
5 muH). KomyecTBo MOBTOPOB MPY MOACIMPOBAHUM KaXI0ro BapruaHTa 66110 paBHO 100.

H*-ATP-a3bl NpuMBOAMIIO K HEJIMHETHOMY BO3pacTa-
HUIO CTAaHAAPTHOTO OTKJIOHEHUS BEJIUUYUHBI MEM-
OpanHoro noteHnmana. I[lpu aTom pe3koe Bo3pacrta-
HYE CTaHJApPTHOI'O OTKJIOHEHMS MEeMOpPaHHOTO IO-
TEeHUMAJIa IIPYU OOJIBIIMX BEJIMYMHAX (QIyKTyaluii
H*-ATP-a3sbl ¢BsI3aHO, [10-BUAMMOMY, C CAMOIIPOU3-
BOJIbHOM TeHepanueit [1/1 B 3TuX ycJIOBUSIX.

3amayeil gaJbHENIIIETo aHajIn3a ObLIO UCCIIeH0Ba-
HUE BIMSHUS MTHTEHCUBHOCTU (QJIYKTyallrii Ha XOJI0-
JTOMHAYLMPOBAaHHBIE 3JEKTPUYECKNE OTBEThI, UMMU-
TUPOBAHHBIE MOIENIBIO 3JIEKTPOreHe3a pPacTUTEIIb-
Holi kieTku. Ilpu 3TOM M3 majmpHEWIEero aHaiu3a
OBLIM TTOJTHOCTBIO MCKIIOYEHBI BapMaHThl CO CTaH-
JAPTHBIMUA OTKJIOHEHMAMM aKTUBHOcTM H*-ATP-
asbl 1% (Tak Kak (IyKTyaluny MeMOpaHHOTO ITOTEeH-
[yajga B OTUX YCJIOBMSIX MPAaKTUYECKU OTCYTCTBOBA-
) u 20% (Tak Kak B 3THX YCIOBUSIX HAOJIIONAIOCh
3HAUYUTEJIbHOE YMCJIO CaMONPOU3BOJbHBIX IeHepa-
uuii I1/1). HeGoablnoe KOIUYEeCTBO MOBTOPOB B Ba-
pUaHTe CO CTaHAAPTHBIM OTKJIOHEHHEM aKTUBHOCTU
H*-ATP-a3nl 15%, y KOTOpBIX HabJ0ga/IaCh CaMo-
mpou3BoJibHas reHepaius 1/, Takke ObIJIO UCKITIO-
YEeHO M3 paccMOTpeHusl. BapuaHTBI ¢ caMOIIpoM3-
BOJIbHOM reHepanueit I1]1 ObLIM UCKITIOUEHBI U3 pac-
CMOTPEHUSI, TaK KaK TaKasl FTeHepalus KpaitHe peaKo
HaOmomaeTcs y pacteHuii [ 1]; KpoMe TOro, B yCJIIOBH-
SIX CaMOIIPOM3BOJIBHOI IreHepallii OTBETOB HEBO3-
MOXHO KOPPEKTHO OILIEHUTh IIOPOry T€HEpalny I10-
TEHIIMAJIOB ACUCTBUS PU OXJIAXKICHUM.

BUOJIOTUYECKHWE MEMBPAHBI

TOM 37 Ne 4

Puc. 5 nmokassiBaeT nmpuMepbl XOJOIOUHIYLIMPO-
BaHHBIX 2JEKTPUUYECKUX peaklMil B YCIOBUSIX pa3-
JINYHOM BEJWYMHBI (UIyKTyaluii akTuBHocTH H™-
ATP-a3p1. U3 pricyHKa MOKHO BUIETh, YTO YCHUJICHUE
GIyKTyallii TOCTaTOYHO CJIabo BIIMSIJIO Ha hopmy
I1, B TO >Xe BpeMsI HeCTabMJIbHOCTh MOANOPOTOBBIX
W3MEHEHUIT MEMOpaHHOTO TOTeHIIMala Bo3pacTaia.
Kpome Toro, B mpuBeAeHHBIX MpUMepax HaOIr0Ia-
JIOCh HEKOTOPOE€ CHMIKECHME UIUTEIbHOCTA W BEJIM-
YMHBI OXJIAXACHUSI, HEOOXOIMMOIO IS TeHEpalluu
I1, T.e. HaOJIIOOATIOCHh CHUXKEHUE TIoOpora reHepaluu
noteHuuana npeiicreus. Ilociaemyronuii KoJimde-
CTBEHHBII aHAIM3 MOKa3ajl, YTO yBeJandeHue (IyK-
tyauuii akruBHoctu HY-ATP-asbl neiicTBUTENBHO
OPUBOIMIIO K CTAaTUCTUYECKM 3HAYMMOMY CHIDKE-
HUIO JINTEIbHOCTHY OXJIAXIECHMS, IIPEAIIeCTBYIOIIE-
ro reHepauuu I[1JI (puc. 6a), a TakKKe BEIUYNHBI
OXJIAXKIEHMUSI, BHI3bIBAIOIIIETO T€HEPALIUIO TTOTeHIIMA-
Ja peiictBus (puc. 66). IIpn 3TOM CHMXXEHUE DTUX
mokasarelieii Morjao gocrurath 16% oT ypoBHs 0e3
daykTyanuyii. AHaJIM3 U3BMEHEHUI aMIUTATY B! (puc. 7)
Tak>Ke MoKa3al JOCTOBEPHOE CHMIKEHUE €€ BeJINYU-
HBI IIPY ITOBBIIIICHUN BEJIMINHBI (QIIyKTyalliii aKTUB-
Hoct HT-ATP-a3el. OgHako Jaxe rpy MakCUMalb-
HOM MCCJIEOOBAaHHOM CTaHAAPTHOM OTKJIOHEHUU
3HauyeHus aktuBHocth HT-ATP-aser (15%) Takoe
CHMXXEHUE aMIUIMTYIbl ObUI0 MeHee 3% OT ypOBHS
0e3 (ITyKTyaluii.

IMonyueHHBIe pe3yabTaThl YKa3bIBAlOT HA TO, YTO
nobGasiieHUe B Moaeb PIIyKTyauuii aktusHocty H -
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Puc. 5. [IpuMepsl UMUTUPOBAHHBIX MOJETBIO U3MEHEHUIA MeM6paHHOro noteHIMana (L)) B yCJI0BUAX TOCTENEHHOTO CHIXKE-
Hust Temreparypst (7) B yenoBusix duykryarmu aktusHoct H -ATP-a3hl masMaTideckoil MeMGpaHsl. [Ipy 5ToM 1oTok
npoToHoB Yepe3 H' -ATP-a3y onuchIBaM CIYy9aifHOM BEJIMYMHOMN C BEJIMYMHON CTaHIAPTHOTO OTKIOHEHUsST 0% (KOHTDPOJIb)
(a), 5% (6), 10% (8) u 15% (2). CpenHsisi aKTUBHOCTb (DepMeHTa He MEHSLIACh; IIEPUO MEXIY CyIailHBIMU U3MEHEHUSIMU aK-
TUBHOCTHU cocTaBsil 1 ¢. CKopocTh oxJaxkaeHust coctanisiia 4°C MuH"!

ATP-a3bl MOXET IMPUBOIUTD K CHUXKEHMIO TTOpora re-
Hepauuu [1 npu mocTerneHHOM OXJIaXIEHUU, T.e.
BbI3bIBAET BO3pacTaHUE€ YYBCTBUTEJIBbHOCTU pacTe-
HUS K XOJIONOBOMY BO3IE€HCTBUIO. DTO XOPOIIO CO-
J1acyeTcsl C JIMTepaTypHbIMU JaHHBIMU O CITIOCOOHO-
CTU (byKTyalmii obsierdyarb rnepexoa CUCTEMbI B HO-
Boe cocrossHue [45, 46], B dYacTHOCTM 00 HX
CITOCOOHOCTM MOBBILIATh YYBCTBUTEIbHOCTh pElLIEII-
TOopoB [51] Win yBenWYUBaTh YCTOWYMBOCTh pacTe-
HUIT K AeiicTBUIO cTpeccopoB [66]. ITo-BuaumoMy,
MeXaHW3M BBISIBJICHHOTO 3@ deKTa 0JIM30K K 00I1IeMy
MEXaHM3My CTOXaCTUYEeCKOro pe3oHaHca [41, 45]: B
KaXIblii MOMEHT BpeMEHU TOBTOpsolecs: (hayK-
tyauuu aktuBHocT HT-ATP-a3bl MOTYT KaK IMOBBI-
11aTh, TaK ¥ TMOHUXATh YYBCTBUTEJIbHOCTh KJIETKMU K
OXJIAXIEeHUIO (caBUTasi MEMOpPaHHBIN TOTEHIIUAT B
MOJIOXHUTEJIbHYIO WJIM OTPULIATENbHYIO CTOPOHY, CO-

BUOJIOTMYECKME MEMBPAHBI

OTBeTCTBeHHO). OOHAKO Oaxe KpaTKOBpeMEHHOe
MOBBIIIIEHNE YYBCTBUTEJILHOCTH (CABUT MEMOPaHHO-
ro MoTeH1Maja B TOJOXKUTEIbHYIO CTOPOHY) Ha (hOHE
CHUXXEHUSI TeMIepaTypbl MOXET OKa3aTbCsl JOCTa-
TOYHBIM 151 Hadasna reHepaumu I1J1. [Tpu aTom cHU-
JKEHUE YYBCTBUTEIBHOCTHU KJIETKU K OXJaxKIEHUIO,
KOTOPOE MOXET Pa3BUTHCS IPU clienytoleit (haykTy-
anuy akTuBHOCTU H-ATP-a3bl, yXe He OyIeT cy-
IIECTBEHHO BIMATH Ha reHepauuto 11, yto mox-
TBEPXKAAETCS CIa0bIM BIUSTHUEM (DIyKTyalluii Ha U~
HaMUKy MeMOpaHHOro IOTeHIMajla BO BpeMs
reHepauuu uMmiryabcea (puc. 5). CaMoIIpor3BoJIbHAS
reHepaiys 1] B yclOBUSIX BBICOKOTO YPOBHSI (hJTyK-
Tyauuii (puc. 3e) Takxke corjiacyercsl ¢ TaKuM Mexa-
HU3MOM, TaK KakK MpU 3HAYUTEJIbHBIX (PIYKTyalusx
aktuBHocTM H*1-ATP-a3bl nenossgpusanvs MOXKET
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Puc. 6. 3aBUCMMOCTb BpeMEeHU OXJIaXKACHUsI, MPEIIIECTBYIOIIEro Hayaly reHepaluy noreHuuana neiicrsust (I11) (a), u Benu-
YHMHBI CHUXKEHUSI TEMITepaTyphbl 3a 3TOT Nepuoz (6) OT CTAaHAAPTHOrO OTKJIOHeHUsT akTuBHOCTU H ' -ATP-a3bl ruiazmaruueckoit
MeMOpaHbl. BennunHa ¢ykTyaiuii onuchiBaiach HOpMaJbHBIM paclipe/ie/IeHUeM C 3aIaHHbIM CTaHIAPTHBIM OTKJIOHEHUEM
B KQueCTBE TOUKH C HYJIEBbIM CTAaHAAPTHBIM OTKJIOHEHUEM Opaiu BapuaHT 6e3 diykryaunii. [Tepuon Mexmy ciiydaillHbIMU U3-
MEHEHMSIMU aKTUBHOCTH cocTaBisiI 1 ¢. CkopocTh oxnaxkaeHust coctapiisuia 4°C muH ™~ . 3a Havao reHepauuu [1]1 mpuHuMa-
JIK BpeMsl, 3a KOTOPOe U3MEHEHUsI MeMOpPaHHOTO MoTeHIMa a focturanu 50% ot MaKCcMMaabHOW BEJIMYMHBI; aHATM3UPOBAIU
TOJILKO TEPBBIi MOTeHIMaN AeicTBUsl. KonmrmuecTBO MOBTOPOB MpU MOAEIMPOBAHUN KaXXI0TO BapuaHTa paBHsuioch 100. * —
OTJIMYMS OT BapuaHTa 6e3 diryKTyannii ObUtN cTaTuCTUIecKu 3HaYUMHBI (p < 0.05).
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Puc. 7. 3aBUCHMOCTb aMITIUTYABI XOJOLOWHAYLIMPOBAaHHBIX NU3MEHEHNIT MeMOpaHHOro noteHumana (£,) oT cTaHIapTHOTO
orkiioHeHus aktuBHocT H -ATP-a3b! r1a3smarndeckoii MeMOpaHbl B xoze (uIyKTyarmii. Besmanta (uyKTyarii ormicesa-
JIaCh HOPMaJIbHBIM paclipeic/ieHeM C 3aJaHHBIM CTaHAAPTHBIM OTKJIOHEHUEM; B KaUeCTBE TOUKM C HYJIEBBIM CTaHIAPTHBIM
OTKJIOHEHUEeM Opaiu BapraHT 6e3 durykTyarmii. [Tepron MexXmy cirydailHbIMUA MU3MEHEHUSIMA aKTUBHOCTH cocTaBiisii 1 ¢. CKo-
poCTh oxJIaxneHust cocTabisiia 4°C MUH . AMIUIMTYIy U3MEHEHU E, ), pacCUMTHIBAIN KaK Pa3HOCTb BEJTMYMHBI MEMOPaHHO-
ro NMOTeHUMAIa B MAKCUMYMe JIENOJISIpU3aliMy MpY pa3BUTUM NIEPBOTO NMOTEHLIMAIA ISMCTBUSI U CpeTHE BEJTMYMHBI MEMOPaHHOTO
MOTeHLIMaJIa B TeYeHNE 5 MUH Mepe]] HauaJloM OXJIaXIEHUST; T.e. U3MEHeHUs! £, BKJIIoUaau B ce0sl KaK MOAMOPOroBble U3MEHEHMSI
HOTeHIMaa, TaK U MoTeHLa AeiicTBus. KolmyecTBO MOBTOPOB ITPY MOAEIMPOBAHUM KaXKI0ro BapuaHTa paBHsutoch 100. * — oT-
JINYUS OT BapuaHTa 6e3 hiyKTyauuit ObUti cTaTucTudecku 3Ha4uMmel (p < 0.05).
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Puc. 8. YcpenHeHHbIe 3HAYSHUSI UMUTUPOBAHHBIX MOJICJIbIO U3MEHEHU I MCMGEaHHOFO noteHunana (E,,) B ycIOBUSIX ITOCTe-

TMeHHOTro CHUXeHUsI TeMriepatypbl (7) B ycioBusix ¢hiyKryanuu akTuBHocty H

-ATP-a3bl na3maTuyeckoit MeMopaHsl. [1pu

3TOM MOTOK MPOTOHOB Yepe3 H' -ATP-a3y onuceiBaiu cirydaifHON BEIMUMHON C BETMIMHOM CTAHIAPTHOIO OTKIIOHeHUs 0%
(KoHTpOJB) (a), 5% (6), 10% (6) u 15% (2). CpenHsisi aKTUBHOCTh (PepMeHTa He MEHSIJIaCh; TIEPUOJT MEXKITY CIIydalHbIMU U3ME-
HEHMSIMU aKTUBHOCTH cocTaiisi 1 ¢. CKopocTh oxiaxaeHus coctapisiia 4°C muH~ . KosimdecTBO MOBTOPOB MTPU MOJETMPO-
BaHMU KaXXI0Tro BapraHTa paBHsiioch 100; ycpeagHeHUE OCYLIECTBIISLIIOCH MO BceM noBTopaM. CTaHIapTHbIE OTKJIOHEHMSI Cpeji-
HUX 3HAYEeHUI MTOKa3aHbl Cepoii 30HOM BOKPYT YCPEIHEHHbBIX KPUBBIX.

MpeBBICUTH Mopor 11 reHepaunu [T/ naxe mpu oT-
CYTCTBUU CTUMYJISILIUH.

Ha 3aBepinaroieM stamne aHajii3a MOIEIU MbI
HMCCIIEIOBAIM OCOOCHHOCTH YCPEIHEHHBIX XOJIOMO-
WHOYLPOBAHHBLIX M3MEHEHWII MeMOpaHHOIro IIO-
TeHuuaga. Takue M3MEHEHUsI ObLUIM IIOJIYYeHBI IS
KaXI0il 13 BennduH (iyKTyauuii aktupHocTd H* -
ATP-a3p1 myTeM ycpenHeHMsT Bcex moBTopoB. Haii-
JICHHBIC TIPY 3TOM 3HAaYCHMS COOTBETCTBOBAJIN JICK~
TPUUYECKOMY OTBETY, KOTOPbIA MOT Obl OBITh MOJTyYeH
OpH BKCTPAKIETOYHOM W3MEPEHUM U3MEHEHM
MeMOpaHHOIO TOTeHIMada ¢ aHCaMOJIsI He CBSI3aH-
HBIX MEXOY CcO00if BO30OYOIMMBIX KJIETOK pacTeCHMS

BUOJIOTMYECKME MEMBPAHBI

(M1 KJIETOK C OYEHb C1aboil 3JIEKTPUUYECKOM CBSI-
3bl0). YUUTHIBASI, YTO IKCTPAKIIETOYHOE U3MEPEHUE
MOTeHIIMAaJIa MOXET ObITh pea30BaHO B €CTECTBEH-
HBIX YCJIOBUSX (B OTIMUME OT BHYTPUKIETOYHOTO) U
YTO dJIEKTpUYecKass CBSI3b MEXIY PacTUTEIbHbIMU
KJI€TKaM1 MOXET ObITh JOCTATOYHO Cj1a0oit (Harpu-
MeEp, B OCHOBHOU TKaHU cTeOs) [1], aHanM3 Takoro
BapvaHTa UMeJ METOAMYECKOe 3HAaUYeHUE, TTO3BOJISIS
OLIEHUTDb BJIMSTHUE QIIYKTyallMii Ha pe3yJibTaTbl 9KC-
TPaKJIETOUHbIX U3MEPEHU I B HECTAOWUJIbHBIX YCIOBU-
SIX CpeMpbl.

Ha puc. 8 npuBeneHbl ycpeqTHEeHHbIE TUHAMUKN
XOJIOIOMHAYIUPOBAHHBIX U3MEHEHN MEMOPaHHOTO
Ne 4
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MoTeHIIMaja, KOTopble paccuuThiBaiv 1mo 100 He3a-
BUCUMO HWMWTHPOBAaHHBEIM MOMEJIBI0 ITUHAMMKAM
MeMOpaHHOIO MOTEHIIMAa B YCIOBUSIX MOJHOCTHIO
WICHTUYHOTO OXJaXIeHUs (pa3Iinuus MeXIy TaKu-
MU JUHAMUKaMU OB CBSI3aHBI CO CIIyIaliHBIMU 13-
MeHeHnAMU akTuBHOCcTH HY-ATP-a3bl miasmarude-
CKOIf MEMOpaHbl, YHUKAJIbHBIMU IJIs1 KaXKI0T0 MOJIE-
JupoBaHus). M3 pucyHka BUOHO, YTO BeIMYMHA
daykryauuit aktusHoct HY-ATP-a3bl cylecTBeH-
HO BJIMSUIA HA YCPeOHEHHBIE TMHAMMKM XOJIOHOMH-
IYLMPOBAHHBIX 3JIEKTPUYECKNX OTBETOB. B yacTHO-
CTH, IPU BO3paCTAaHUM BEJIMYUHBI (DIYKTyalluil CHU-
Xenue mnopora reHepaumu IIJ commpoBoxmaiochk
YMEHBIIIEHUEM aMIUIUTYIbl 3JIEKTPUYECKOM peaK-
LIMU; TAaKOE YMEHBIIIEHNE MOIJIO JocTurath 17% ot
BEJIMYMHBI B YCJIIOBUSIX OTCYTCTBUSI (DIIYKTyalluii ak-
tuBHOCTU H-ATP-a3pl. TakKe ClIEAyeT OTMETUTD,
4yTO yBeJIMYeHUe (hIyKTyallMii MpUBOAWUIIO K yTpaTe
xapaktepHoii ¢opmsl I1/1 y pacTeHnii, BKITroyaromein
B ce0s1 OBICTPYIO NEIOISIPU3ALINIO U ABYX(a3HyIO pe-
nonsgpusauuio [57]: ycpeaHeHHast AeNosIpu3alus
CYILLIECTBEHHO 3aMeIsIach, a pernojsipu3alus cra-
HoBMJach omHoda3zHoi. ITo-BumnMomy, Takoit >¢-
¢ekT cBsI3aH C YMEHBIIIEHNEM CUMHXPOHHOCTU IeHe-
pauwyu I1/1 B paznuuHbIX KiaeTkax (amrautyasl [T Ha
YPOBHE OTIEJIbHBIX KJIETOK YMEHBIIAIOTCS OYeHb
ciabo, puc. 7), 4TO IPUBOIUT K CHMKECHUIO yCpel -
HEHHBIX 3HAaYeHUI M3MEHEHMM U yTpaTe “TOHKMX’
0COOCHHOCTEI TMHAMUKU OTBeTOB. [1oydeHHbIC pe-
3yJbTaThl TEOPETUYECKHU IIPOTHO3UPYIOT apTedaxT,
KOTOPBIN OyIeT BO3HUKATh IIPU UCTIOJIb30BAHMNM KC-
TPaKJIETOYHOTO OTBEISCHMS U HUCCJIETOBAHNM KIESTOK
€O CJ1a00i1 JIEKTPUUECKOIl CBSA3bIO; 3TO MOXKET OBITh
MOJIE3HBIM MNpPU TJIAHUPOBAHUU BKCIIEPUMEHTOB U
aHaJIM3€e 9KCIIePUMEHTAIbHBIX TaHHBIX.

B nienoM, moJiydeHHBbIE pe3yabTaThl IOKA3bIBAIOT,
41O (uiyKTyaumu aktuBHOCcTH HT-ATP-azel moryr
MOBBIIIATh YYBCTBUTEIbHOCTh PACTUTEIbHBIX KJIETOK
K BO3IEHCTBUIO OXJIAXIEHUS U obJierdyarh reHepa-
LIMIO DJIEKTPUUECKUX peakluil. DTo coryacyercs c
MPEeACTaBICHUSIMU O “KOHCTPYKTHUBHOM ’ pPOJIM IITyMa
B PEryJsIIMU TIPOLIECCOB B XXUBBIX cuctemax [50] u
MOATBEPXKAAET BO3MOXKHOCTD y4acTus (pIyKTyalnii B
pPa3BUTUM CUCTEMHOIO CTPECCOBOTO OTBETa pacTe-
HU Ha JeiicTBrUe HeOIaronpusiTHbIX (DAaKTOPOB.

PazpaboTka MaTeMaTH4eCcKOif MO/Ie I reHepalluu
XOJIOJOUHIYLIMPOBAHHBIX JIEKTPUUECKHUX OTBETOB B
yesoBugx Qirykryaunii aktusHoct HT-ATP-assl, a
TaKXe aHaJIU3 BIAMSHUS TakuX QiyKTyaluii Ha napa-
METPBI JIEKTPUUECKHUX OTBETOB ObLI BBIMIOJIHEH MPU
¢unHaHcoBoii mognepxke PODU B paMKax HaydHO-
ro mpoekTa Ne 19-04-00614 A. AHanu3 BO3MOXKHOCTU
CaMOIIPOM3BOJILHON reHepaliuy OTBETOB IIPU YBEJIU -

BUOJIOTUYECKHUE MEMBPAHBI
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Theoretical Analysis of the Influence of Fluctuations in the Activity
of the Plasma Membrane H*-ATPase on Low-Temperature-Induced Electrical
Responses in a Plant Cell

V. S. Sukhov" *, E. M. Sukhova!, D. A. Ratnitsyna!, M. A. Grinberg!,
L. M. Yudina', V. A. Vodeneev!

ILobachevsky State University of Nizhni Novgorod, Nizhni Novgorod, 603950 Russia
*e-mail: vssuh@mail.ru

Fluctuations in physiological processes are an important property of biosystems; these fluctuations can play
both positive and negative roles in living organisms. In particular, fluctuations in the activity of ion channels
can increase sensitivity of the receptors and modify the activity of neural networks. A potential influence of
fluctuations on the electrical activity in plants has not been yet investigated. The aim of this work was a the-
oretical analysis of the influence of fluctuations in the plasma membrane H"-ATPase activity on the low-
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temperature-induced electrical responses in the plant cell. We used our earlier model of plant electrogenesis,
which was modified by description of fluctuations in the H"-ATPase activity. Fluctuations in the H*-ATPase
activity were described by multiplying the H* flux through the H"-ATPase by an additional random value
with a normal distribution (the value was recalculated every 1 s; the averaged value was 1). The analysis of the
model showed that an increase in the magnitude of fluctuations in the H"-ATPase activity was connected
with: (i) a non-linear increase of fluctuations in the membrane potential at rest (without stimulation); (ii) a
decrease in the threshold of generation of simulated action potential in single cells; (iii) modification of low-
temperature-induced changes in the membrane potential averaging over a large quantity of cells. Our results
theoretically predict that fluctuations in the H*-ATPase activity can decrease the threshold of generation of
electrical responses in a plant cell upon cooling.

Keywords: mathematical model of electrogenesis, plant cell, fluctuations, H"-ATPase, low-temperature-in-
duced electrical responses, action potential

BUOJIOTUYECKME MEMBPAHbBI  Ttom 37 Ne 4 2020




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


