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BBEJIEHUE

AxmyanvHocms uccieoo8anus

PacTtenuss monaBep:KeHbI JEHCTBHIO Pa3HOOOpPA3HBIX HEOIArOMPUATHBIX
(bakTopoB OKpy’Karolel cpefpl. Aantanus K 3TUM (akTopaM BKJIIOYAET B ceOs
KOMIUIEKCHBIE ~ HM3MEHEHHsI  (DU3HOJOTHYECKOTO  COCTOSIHMSI ~ PacTEHus,
COTJIACOBAaHHOCTh KOTOPBIX MPOUCXOJUT MPU YYACTHH JUCTAHIIMOHHBIX CUTHAJIOB.
Cpeau IMCTaHIIMOHHBIX CUTHAJIOB OCOOBIA UHTEPEC MPEACTABIISIOT JIEKTPUUECKHE
curHasiel (OC), KOTOpblE, KaK M3BECTHO, CIOCOOHBI MHAYLUHUPOBATh CUCTEMHBIE
OTBETHI, BKIIOUAIOIIME B ce0d H3MEHEHHWE AaKTUBHOCTU (HOTOCHHTE3A,
TpaHCIUPAIMH, IbIXaHUs, SKcIpeccun psaa reHos u T.1. (Huber and Bauerle, 2016;
Pavlovic, 2012; Sukhov et al., 2019). Takue cuctemMHbIE OTBETHI UTPAIOT BAKHYIO
poJIb B aJanTalMi pPaCTEHUH K HM3MEHEHUSIM OKpYXalolleld Cpebl, OJIHAKO
HEU3BECTHO, HACKOJBKO CIEIMU(UIHBI W3MEHEHHUS, BBI3BAaHHBIC SICKTPUUECKUMHU
CHUTHaJaMH TIpU JACUCTBUM PA3IUYHBIX CTHUMYJIOB. VIMEIOTCS MpPEenrnoChUIKU
BO3MOXKHOCTH (DOPMHPOBAHUS TAKOI'O CTUMYJI-CIIEHU()UIYHOTO CUCTEMHOIO OTBETA
y pacteHuil. B yacTHOCTH, HEOOXOJUMO OTMETUThH HAIMYKE Yy PACTEHUH TPEX TUIIOB
OC, a wumenHo: mnoteHruana paeiictBus (I[J[), cranmapTHOro uMITyJIbCA
nenoJigspu3aiuu; BapuadenbHoro noreHuuana (BII), mMeromero HeperyisipHyIo
dbopMy U OPOJOJBKUTENIBHOCTh Jenoispu3anuu; cucteMHoro noteniuana (CII),
MPEICTaBIIAIONIET0 co00M nepexoanyto runeprnoispusanuto (Farmer et al., 2020;
Huber and Bauerle, 2016; Sukhov et al., 2019). Jna BII moka3zano, 4To ero
aMIUTUTYJIa 3aBUCHUT OT Tuiomiaau noBpexaeHus (Roblin, 1985) u uaTEeHCUBHOCTH
ctumyia (Stahlberg and Cosgrove, 1997a), a xpoMe TOro, €CTb CBHJICTEIIHLCTBA B
noJsib3y 3aBucumoctu napametpoB BII ot tuna crumyna (Stankovic et al., 1997;
Stankovic and Davies, 1996). OtnenpHble pabOThI TakXKe JIECMOHCTPHPYIOT
BO3MOXKHOCTh Pa3BUTHSI PA3IMYAIOIINXCS 110 TTapaMeTpaM CUCTEMHBIX OTBETOB TPU
JNENUCTBUU Pa3IUYHbIX JIOKANbHBIX pazapaxureneid (Fromm et al., 2013; Vian and
Davies, 2006; Zandalinas et al., 2020a). IIpuBenentbie (GaKThl JAIOT OCHOBAHHUE
10JIaraTh, YTO DJIEKTPUYECKHE CUTHAJBI CIIOCOOHBI MHAYIIMPOBAThH CIEIU(UIHBIE

CHUCTCMHBIC OTBCTHI. OI[HaKO MCXaHH3MBI, O6y0ﬂaBHI/IBaIOIHI/Ie pa3indusad B
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napamerpax OC npH NEUCTBUM Pa3IUYHBIX Pa3ApAKUTENEH, KaK U MEXaHU3MBbI
uHAYKIMHA DC cnenu(pUUHbIX CUCTEMHBIX OTBETOB, OCTAIOTCA HEU3YUEHHBIMU. JTO
00yCJIaBIMBAET BBICOKYIO AaKTyaJIbHOCTb HcCCleZoBaHUS ocobeHHocTe OC u
00eCneunBaOIIMX HUX MEXAaHU3MOB INpU JACUCTBUM PA3NIUYHBIX JIOKAJIbHBIX
CTUMYJIOB.  Takke  aKTyaJlbHbIM  SBJISIETCS.  M3Y4Y€HUE  CHEUU(PUYHOCTH
(YHKIIMOHATBHBIX OTBETOB PACTEHHUS, KaK C TOYKH 3pEHHsS (PyHIaMEHTAIbHBIX
VICCJIEIOBAHNM, TaK U NPUKIAJHBIX, JUISI BO3MOKHOIO ITPUMEHEHUS IOJIyYEHHBIX
3HAHUW U1 PAa3BUTUS METOJNOB HAIPABICHHOW aJanTalyyd pAaCTEHUM K

HEOIAronpusITHHIM (PaKTOpaM OKPY>KarOIIeH Cpebl.

Llenu u 3a0auu uccieoosanus

I{enmpt0 pabOTHI SABISETCS BBIABJICHHE POJM BapuaOEThHOTO MOTCHIHMANIA B
WHIYKIIUNA CHEIU(UIHOTO CHUCTEMHOTO OTBeTa (POTOCHHTE3a TPH JACHUCTBUHU
Pa3IMYHBIX JIOKAJIBHBIX CTUMYJIOB. B CBSI3UM ¢ MOCTaBIEHHOW IIENIbIO, PEIIATUCH
CIIEYIOIINE 3a/Ia4u:

1.  Anamu3  0COOGHHOCTEH  mapaMeTpoB  BapuaOEIbHOrO  IMOTEHIMAa,
WHYIIMPOBAHHOTO PA3IMYHBIMU JIOKATHHBIMA CTUMYJIAMHU.

2. AHalM3 MEXaHM3MOB, OOYCJIaBIMBAIOIIUX OCOOCHHOCTH IapaMeTpPOB
BapuaOeIbHOTO MOTEHITMANA MPU JCHCTBUN PA3IMYHBIX JIOKATBHBIX CTUMYJIOB.

3.  Anamm3 cnenudUYHOCTH OTBeTa  (OTOCHHTE3a, HWHAYIIHMPOBAHHOTO
BapuaOeIbHBIM MTOTEHITUATIOM, TIPH ICUCTBUH PA3IMYHBIX JJOKATHHBIX CTUMYJIOB.

4.  Ananu3 MEXaHHU3MOB, JISKAIIUX B OCHOBE Pa3BUTHS CTUMYJI-CIIEIIUPUIHOTO

CHUCTCMHOTI'O OTBCTA.

Hayunas nosusna

BrIsBIIeHBI XapakTepHbIe I OBICTPO M MEVICHHO HApACTAOIINX CTUMYJIOB
OCOOCHHOCTH TapaMEeTPOB BapualEeIbHOTO TMOTEHIMANa, a TAaKXKE BBISBICHBI
MEXaHU3MBI, JICKAIlMe B OCHOBE JIaHHBIX pa3nuuuid. BrepBele Moka3aHa
cnenuuIHOCTh OTBeTa (OTOCHHTE3a TPH JEUCTBHUM OBICTPO HW MEIJICHHO
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HapacTaromux CTHUMYJOB, KOTOpas MOKCT OBITH CBSI3aHA C HHAYIHUPOBAHHBIMU

QJICKTPUICCKUMH CUTHAJIAMU CABUT'aMHU pH N COACPKAHUA (1)I/ITOF0pMOHOB.

Hayuno-npaxmuueckas 3nauumocmo

[Tomy4yeHbsl HOBBIE 3HAHHS O CHENMUGUIHOCTH TAPaMETPOB BapHUaOEIHLHOTO
MOTEHIIUAJIA TIPU ACHUCTBUM PA3IMUHBIX pa3paxuTeraeh, 0COOCHHOCTIX MEXaHU3Ma
reHepalid M paclpoCTpaHEHHUs U Yy4yacTus BapuaOeIbHOrO IIOTEHIHala B
dbopMHupOBaHUN CHENU(PUIHOTO CHUCTEMHOTO OTBeTa. IlomydeHHBIE 3HAHUS
pacCIIMPSIOT M JIOTIOJHSIOT TEOpeTUYeCKHe NpeACTaBieHus O (HOPMUPOBAHHUU
OTBETHBIX pEaKIuii pacTeHUU Ha JEHCTBHE BHEIIHUX (PAKTOPOB M MOTYT OBIThH
WCIIOJB30BaHbl JJId JaJbHEUININX H3BICKAaHUNM B HaHHOW oOnacthH. OCHOBHBIE
BBIBOJIbI M Pe3yJIbTaThl pabOThl OYyIyT HCIIOJIB30BaHBI B Y4e€OHOM IIpollecce B
paMKax CHelUalbHBIX KYpPCOB JJIsl CTYACHTOB, 00YUYaIOMIMXCSI O OMOJIOTHUECKUM

CIICOUAJIbHOCTAM.

OcHosHble no10HCeHUs, BbIHOCUMbLE HA 3AUUMY

[TapameTpsl BapuabenbHOrO MOTEHIIMANA O0JIAMAI0T CHEeU(PUYHOCTHIO B
OTHOUIIEHUH MHIYLHUPYIOUIUX €r0 CTUMYJIOB, MPOSABIISIONICHCS B BUAE BIPAKEHHOTO
JIEKpeMEHTa aMIUTUTY 16l U cKopocTH BII B ciiydae ObICTpO HapacTaroUux CTUMYJIOB
Y OTCYTCTBHEM TAKOBOT'O B CJIy4ae MEIJIEHHO HApaCTAIOIIUX CTUMYJIOB. Pazmuuns
B napametpax BII 00ycnoBieHbl, BEpOSITHO, pa3IMUHbIM BKJIAJOM TUAPABIMYECKON
Y XMMUYECKOW KOMIIOHEHT curHajia B uHAyKuuto BII. BeizBanueie BII usmenenus
aKTUBHOCTH (POTOCHMHTE3a B HEpa3JAPaKCHHBIX 4YACTIX pacTeHUs 00JIaJaroT
XapaKkTepHBIMU YepTaMU MpU JEUCTBUU OBICTPO W MEJICHHO HapacTaoIINX
CTUMYJIOB, YTO OOYCJIOBJIEHO OCOOCHHOCTSMH cBsizaHHBIX ¢ BII caBuroB pH u

COACPKaHHA TOPMOHOB.

Jluunwiii ka0 asmopa
ABTOp JMYHO YYacTBOBAJ B TMPOBEJCHUM BCEX OSKCIEPUMEHTAIBHBIX

I/ICCJIeI[OBaHI/If/‘I, 06pa60TKe IMMOJIYYCHHBIX U HU3JIOKCHHBIX PE3YyJIbTATOB, UX AHAJIMN3C
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)41 06CY}I(,IICHI/II/I, d TaKKE€ COBMCCTHO € COaBTOpaMH IMIpUHUMAJ Y4aCTHUEC B HAITUCAHUU
HaY4YHBIX cTaTed u anpo6au1zm PE3YIbTATOB HCCICOAOBAHUA HaA CCMHHApPAX,

KOH(EPEeHIIUIX U CUMIIO3UyMaXx.

Jlocmoseprocmb HayunbIX pe3yibmamos

JIoCTOBEpPHOCTH Hay4YHBIX pE3yJbTAaTOB MOATBEPAKIACTCS
BOCITPOU3BOIMMOCTBIO JKCIEPUMEHTANBHBIX JaHHBIX U OOYCIIOBJIEHA IIUPOKOM
anpoOarueii W HaJSKHOCTBHIO HCIOJB30BAaHHBIX ASKCIEPUMEHTAIBHBIX METOIOB
UCCJIEIOBAHMS, @ TAaKKE€ KAaUeCTBEHHOW M KOJIMYECTBEHHOW COTJIACOBAHHOCTBIO C

PE3ylibTaTaMHi HC3aBUCHUMBIX I/ICCJIG,ZIOBaHI/Iﬁ APYIrux aBTOPOB.

1lybnuxayuu
ITo marepuanam nuccepraruu onyosrkoBaHo 11 paboT, Bkitodas 5 craTeil B
peneH3upyembix HayuHbix u3nanusx (Wed of Science, Scopus), pekoMeHI10BaHHBIX

BAK.

Anpobayus

OcHOBHBIE pe3yJbTaThl PaOOTHl MPEACTABISIIUCH HAa MEXKIYHAPOAHBIX U
BCEPOCCUMCKUX  MepornpuaATusax:  Mexnaynaponnord — IlymmHckoM — mikote-
KOH(epeHIIMH MOIoAbIX yueHbIX "buonorus-nayka XXI Beka" (Ilymmuo, 2020);
Bceepoccuiickoli ¢ MeXIyHapOJIHBIM Yy4YacTHEM IIKOJIe-KOH(PEPEHIIMU MOJIOJIBIX
yuyeHbIX «buocucTembl: opraHuzanus, noseneHue, ymnpasienue» (H.Hosropon,
2018,2019, 2020, 2021); BcepoccuiickoMm ¢ MexxayHapoaHbiM yuactueM I[X Coesne
O6miectBa ¢usmnosioroB pacteHuit Poccum «®Puszmonorus pacTeHUNM — OCHOBA

co3nanus pactenuit Oyaymiero» (Kaszans, 2019).

Cmpyxkmypa u o6vem pabomwi
Juccepranmsi COCTOMT W3 BBEIEHHUS, 0030pa JUTEPATYphl, OINUCAHUS
MaTepHaIOB M METOJIOB, U3JIOKEHUS PE3yIbTATOB U UX OOCYKIACHUS, 3aKITFOUCHUS,

BBIBOJIOB W cmucka Jurepatypel. OO0bem coctaBiuser 131 crpanwuiy
9



MaIIMHOMKUCHOTO TEKCTa, WUIIOCTPUPOBAHHOTO 28 pPUCYHKAMU, M COAECPKUT 3
Tabnuibl. CIUCOK JTUTEpaTyphl BKIO4YaeT 242 UCTOYHMKA, B TOM uncie 241 padora

Ha aHTJIMHCKOM S3BIKE.
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I'masa 1. OB30OP JIUTEPATYPbI
1.1. Penenuusi a0noTHYeCKUX (PAKTOPOB PACTEHUSIMUA M MHAYKIIUS UMHU

ANIEKTPUHIYCCKUX CUTHAJIOB

Pactenuss He Moryt wus0OexaTh BIUSHUS HEOJIArONpPUATHBIX (AKTOPOB
BHEILIHEN Cpebl B CHITy CBOEIO MPUKPEIJIEHHOT0 00pa3a KU3HH, 4TO MOTpeOoBajo
OT HHUX BBIPAaOOTKM CJIOKHBIX MEXaHU3MOB pPEAarupoBaHUs Ha pPA3IUYHBIC
ctpeccopbl. [lOCKONBKY B TPHPOAHBIX YCIOBUSAX CYIIECTBYET 3HAUMUTEIbHAS
IPOCTPAHCTBEHHAs! HEOJHOPOAHOCTh AEUCTBUS Pa3IMUHbBIX NPUPOIHBIX (PAKTOPOB,
BaXHYIO poJib B (OPMUPOBAHMM aJaNnTalUidl pPACTEHUH HIPalOT CHUTHAJIbHbBIE
CHCTEMBI. DTH CHUCTEMBI B 003aTEILHOM TMOPSIIKE BKIIOYAIOT B ce0s ClIeayOImune
KOMIIOHEHTHI: 1) peuentop, BOCIPUHUMAIOUIMKN cTpeccop; 2) AMCTaHLUUOHHBIN
CUTHAJ, TEHEPUPYEMBIM pElenTopaM W PaclpOoCTPaHSIONMA WH(HOPMALUIO O
CTpeccope MO OpraHu3Mmy; 3) I1eJIeBOM oOpraH WM TKaHU, OTBEUAIOIIME Ha
uH(pOpMaIMIO, MEPEAAHHYIO TUCTAaHIIMOHHBIM CUTHAJIOM. TakuM oOpa3oM, mocie
BOCTIPUATHS PA3TMYHBIX CTHMYJIOB pEIENTOpaMH JIOKaJIbHO TEeHEPUPYEMBIC
JUCTAHIIMOHHBIE CHUTHAJBl PACHpPOCTPAHAIOTCS IO BCEMY pACTCHHIO, Hrpas
peIaroIyo poib B ((OPMUPOBAHUH COTJIACOBAaHHOW PEaKINH, OXBATHIBAIOIIEH BCE
YacTH OpraHM3Ma pPACTEHHWs, HA3bIBAEMOW CHUCTEMHBIM OTBETOM. PaccmorpeHme

6y,Z[GT Ha4YaTO ¢ MCXaHU3MOB PCUCIIINUN CTUMYJIOB.

1.1.1. XoJaoxa

BonbIIMHCTBO  MCCNEOBaHUM  XOJIOAOUHAYLIMPOBAHHBIX — AJIEKTPUUECKUX
peaKIuii BBIMOJIHEHO JU00 MyTeM UMITYJIbCHOTO OXJIAXICHHUS, TNOO MTOCTEIICHHOTO
oxJiaxJeHrue. B mepBoM ciiydae 3JeKTPUYECKUM OTBET MPEICTABISET MEPEXOIHYIO
nenojspu3aiuio B opMe equHUIHOTr0 uMmiyJsca (Carpaneto et al., 2007; Hafke et
al., 2013; Minorsky and Spanswick, 1989; Nelles and Laske, 1982; Opritov et al.,
2005). IIpu oxmnakaeHUH JISASHOW BOJOK aMIUIMTYAa cocTaBsgeT okoyio 60-70 MB,

a JUIMTCIBHOCTL HUMIIYJIbCA HC IIPCBBINIACT MUHYTHI Y OOBIYHBIX paCTeHI/Iﬁ u
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HECKOJIBKO CeKyH]I y TokoMOoTOpHBIX (Fromm et al., 1995; Mousavi et al., 2013; Oda
and Abe, 1972; Sibaoka, 1973). UMnynbcHas Ienoaspu3amus B 30HE OXJIaXKICHUS
HE TOMUUHSAETCA XapakTepHoMy s I1]] 3akoHy «Bce WM HHYETOY», a SIBIISIETCS
rpaayaibHON B COOTBETCTBUU C aMIUTUTYOM (M CKOPOCTHIO) NMAJCHUS TEMIIEPATYPbl
(Nelles and Laske, 1982; Minorsky and Spanswick, 1989; Opritov et al., 2005;
Carpaneto et al., 2007; Hafke et al., 2013). 3aBUCHMOCTH aMILIHTYIBI
ANEKTPUUECKOTO OTBETa OT TIIyOMHBI OXJIXKIEHUS OTOOpa)kaeTcs TUIIMYHON
CUTMOUJHOM KPUBOW C HACHIIICHUEM, TOJyMaKCUMyM aMIUIUTYIBI KOTOPOTO
COCTaBJISIET BCErO0 HECKOJBKO TIpaaycoB. BpICTpoe HMITyJIbCHOE OXJAXKICHHUE C
OomnbIIol BepoATHOCTHIO UHAYHMpyeT [/, pacmpocTpanstouuiicss 3a mpeaessl
30HBI JJOKaJIbHOTO pazapaxenus (Opritov et al., 2005; Sibaoka, 1973).

MeyieHHoe OXJIaXJACHUE CO CKOpPOCTBhIO, HE TIPEBBIMIAIONICH JecsATKa
IpaxyCcoB B MHHYTY, TaK)K€ BBI3BIBACT MEPEXOIHYIO MEMOSIpU3AINio KiIeTok. K
OTJIUYUTEIIBHBIM YepTaM JJICKTPUYCCKON pEaKIuy MPU MEICHHOM OXJIAXKICHHUH
HY>KHO OTHECTH IIJIaBHYIO JACTOJISPU3ALINIO, IIPU TOCTUKEHUU KOTOPOU MMOPOTrOBOTO
ypoBHs umeeT mecto reHepanus 171, kak npaswio eguanuHoro. (Pyatygin et al.,
1992; OnputoB u ap, 1991). B ciyuyae MeIIEHHOrO rpaayalibHOTO OXJIAXIACHUS
XOpOIIO TPOSIBISETCS TaKOE XapaKTepHOE IS PELENTOPHBIX IOTCHIINAIOB
CBOMCTBO KaK aKKOMOJAIMS — 3aBUCHUMOCTh mopora Bo3HWKHOBeHHS [IJ[ or
CKOPOCTH  OXJIQXACHHUS. YMEHBIICHHE CKOPOCTH OXJAXKICHUS  BBI3BIBACT
yBenuuenue nopora reaepaunu [1J] (OnputoB u np, 1991), a ymeHblleHre HUXKE
KPUTUYECKOTO YPOBHs, cocTapistomero okono 0,5 °C/mMuH, Bemer K IMIIL K
TJIABHOM HU3KOAMIUTUTYTHOM Jenoispu3aiusi 0e3 BhIpakeHHOTO craiika (Minorsky
and Spanswick, 1989; Nelles and Laske, 1982; Opritov et al., 2005).

Bxox xanbiusi B KJIETKY, BEPOSTHO, UTPAECT IIEHTPAIBHYIO POJIb B XOJIO-
WHIYIIMPOBAHHBIX ~ M3MCHCHHMSIX  DJIGKTPUYECKOTO  TMOTCHIHAajda, O  4YeM
CBUIETCIBCTBYIOT JKCIEPUMEHTANbHBIC JaHHBIE WHTHOMTOPHOTO aHaM3a C
HCIIOIb30BaHMEM OJIOKATOPOB KallbLMEBBIX KaHAIoB U xemaropoB Ca?*. Taxwme
onokaropsl Ca?*-xananos kak LaClz (Hafke et al., 2013; Krol et al., 2006; Minorsky

and Spanswick, 1989), neomumua (Krol et al., 2003; Krol et al., 2004; Krol et al.,
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2006), pyrenuii kpacubiii (Krol et al., 2006) u Bepamamun (Krol et al., 2004;
Vodeneev et al., 2006) BBI3BIBAIOT 3HAYUTEIHHOE YTHETEHUE DIICKTPUUYCCKOU
peaxiuu y menoro psaa pacrenuid. K cxonnomy a¢¢dekty npuBOAUT UCKIIOYCHHE
Ca2+ u3 BHEKIETOYHOW cpeabl ¢ momolsio xemaropa ethylene glycol-bis(2-
aminoethylether)-N,N,N’,N'-tetraacetic acid (EGTA) (Minorsky and Spanswick,
1989; Vodeneev et al., 2006). YrHeTeHHE XOJIOJOWMHIYITAPOBAHHON ACTIOISPU3AIIAN
BBI3BIBAIOT TaKXKe OJIOKATOPHI aHMOHHBIX KaHAJOB KJIETOK PACTCHHA, TaKHE Kak
stakpuHOBas kucioTa (Vodeneev et al., 2006), anthracene-9-carboxylic acid (A-9-
C) (Krol et al., 2006), u 5-nitro-2-(3-phenylpropylamino)-benzoic acid (NPPB)
(Lewis et al., 1997). B dbopmupoBanue (a3bl penossipuzaiiii MHAYIHPOBAHHOM
XOJIOJIOM PEaKIIUH, TO-BHINMOMY, BHOCST BKJIaa K'-KaHabI, 4TO MOATBEPIKAACTCS
YBEIMUCHUEM aMIUIUTYAbl HMMITyJbCa TPH MPUMEHEHWH COOTBETCTBYIOIIETO
osokatopa terpastunammonust (TEA) (Krol et al., 2003; Krol et al., 2006). Ipyrum
YYaCTHHUKOM (DOPMHUPOBAHUS DJICKTPUUCCKOW XOJIOA-HHIYITUPOBAHHOW pPEaKIIHH
SIBIIICTCSI IPOTOHHBIA HACOC IJIa3MaJIeMMBbI, O YTO TIOJTBEPKIACTCS BEIPAKCHHBIM
s dexkrom npumeHeHus ero mHruouTopoB (Pyatygin et al., 1992; Vodeneev et al.,
2006). IIpu stom kak aktuBHOCTH H'-ATda3wl (Vodeneev et al., 2006), Tak u
BEPOSTHOCTh OTKPBHITHS AHUOHHBIX KAHAJIOB OMPEICIAETCS KOHIICHTpaIuei
BHYTpHKJIeTouHOTO Kanbius (Lewis et al., 1997).

Kioueyo pons Ca?* B reHepalyu X0J101-UHAYIUPOBAHHEIX SJIEKTPUUECKUX
peaknmii Tak)Ke TOIATBEPHKIAECT BBICOKOE CXOJICTBO JWHAMHKH KOHIICHTPAIIUU
ceobomuoro Ca?* B murozone ([Ca®*];) M DIEKTPUYECKOrO MEMOPaHHOIO
NOTEHIIMAJIa, 3aperUCTPUpOBaHHbIe ogHOBpeMeHHO (Carpaneto et al., 2007; Lewis
et al.,, 1997). B cinyyae pe3Koro OXJIaXKIEHHS «KaJIbLUEBAs CUTHATYpPA» HMEET
XapaKTepHYI HUMIYJIbCHYIO (GOpMy, C JJIUTCIBHOCTHIO, HE TIPEBBIIIAIOIICH
HecKoJIbKO aecaTkoB cekyHnz (Carpaneto et al., 2007; Knight and Knight, 2012;
Krebs et al., 2012; Lewis et al., 1997). Kak u I 3J€KTpUYECKOrO OTBETa
HAOJIFOJIaeTCsl  3aBHUCHMOCTh aMIUTATYIbI KaJIbIIMEBOTO IMHKa OT TIyOWHBI
oxnaxaenus (Carpaneto et al., 2007; Plieth et al., 1999). B ciyyae mocreneHHOro

OXJIAXKACHUA HMCIOT MCCTO OAWMHOYHBLIC MM ITOBTOPAOIONUCCA  BCINICCKH
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KOHLIEHTpallMd  KaJlbIMsl 1O  JIOCTHOKEHUIO  TEMIEpaTypoll  HEKOTOPOro
KPUTUYECKOTO 3HAUCHHU S, @ 3HAYUTEIBHOE CHIDKEHHE CKOPOCTU OXJIAXICHUS BEJIET
K OTCYTCTBUIO XapakTepHoro muka [Ca?*]. (Plieth et al., 1999) kak 1 SIeKTpHIECKOH
peakuuu. [Ipy 3TOM HCTOYHUKOM BXO[a KAJILHS B IXTO30J1b, TO-BUAUMOMY, MOTYT
BBICTYNaTh KaK BHE-, TaK M BHYTPUKICTOYHBIC MO, O YE€M CBHJICTCIHCTBYET
HenosHoe nogasnenne Ca?*-curuarypsl Ipy XenaropoBaHMu BHeKIeTouHoro Ca’*
¢ nomompbio EGTA (Mori et al., 2018), a Takke 3ppeKT Ha KaJIbIMEBYIO CUTHATYPY
areHTOB, U3BECTHBIX KaK OJOKATOpPHI KaHAJIOB, JIOKAIM30BAHHBIX HAa BHYTPECHHHX
meMOpanax kietku (Knight et al., 1996; Sangwan et al., 2001).

WNHTeHCHBHBIE MOJEKYISPHO-TEHETHUYECKUE WCCICAOBAHUS TOCIEIHUX JIET
MO3BOJIMIIA  WACHTH(PUIIUPOBATh MW  KIACCU(PHUIIMPOBATH HWOHHBIC  KaHAJbI,
oOyciaBnuBaroime kanbiueByto mnpooaumoctsb (Demidchik et al., 2018). Ouu
NPEJCTaBICHBl  CICAYIOIMMH  CEMEHCTBAMHU: IMKJIMYECKWE HYKICOTHIHO-
ynpasisemble kaHanbl (CNGC), monoTpomHble penentopsl riaytamara (GLR),
neyxnopoBsliii kaHai (TPC), annekcunbl (ANN) 1 MeXaHOUyBCTBUTEIIbHbBIC KAHAJIBI
(MCA, MSL, OSCA). PaboTbl, BBIIIOJHCHHBIC Ha MyTaHTaX, ACQHUIMTHBIX IO
OTIPEJICTICHHOMY THITY (MJIM COYETaHHUIO) KaJbI[MEBbIX KAaHAJIOB BHECIU CEPbE3HBIM
BKJIaT B pacmm(PpoBKYy MEXaHM3MOB BOCIPHUATHS CTHMYJOB. Tak mMOKa3aHO
CHIDKEHHE XOJIOJ-MHIYIHMpOBaHHOro Bxoma Ca?* y pacTeHuWii apaOuUIOICHCA,
JTe(PUITUTHBIX MO MEXaHOYYBCTBUTEIbHBIM KaibllieBbIM KaHaiam MCA1/MCA2,
HapsiAy CO CHMIKEHHEM XOJOJ0YyCTOMYMBOCTH MyTaHTHBIX pacteHuil (Mori et al.,
2018). Pors CNGC14 u CNGC16 u3 cemeiictea CNGC, mpoaeMoHCcTprpoBaHa B
(bopMHpPOBaHHUHN KaJIbIIMEBOI'O CIIaliKa MPH OXJIaKICHUN Ha pacTeHusx puca (Cui et
al., 2020). Posib mociaeAHUX MOATBEPKIAETCS TAKXKE JAHHBIMU O MOJABJICHUH BXOJ1a
Ca** B mpucyTcTBMM OJIOKaTOpa PyTE€HHI KpAaCHBIM, pacCMaTPUBAEMOrO Kak
CeNIeKTUBHBII OnokaTop HAJID-pr6030-3aBMCUMOro BicBoOOKeHnes CaZ" (Krol
et al., 2006), a Tak’ke MOBBILIEHUEM MX IKCIPECCUU MPU XOJOJI0BOM BO3ACHCTBUU
(Guo et al., 2018; Nawaz et al., 2014). HegaBHO OBLII0O MOKa3aHO CHUKEHUE XOJIO/I-
nHIynuposanHoro Bxoaa Ca?" y nedumuraeix mo ANNEXIN 1 (ANN1) pacrenwuit

apadbunomncuca (Liu et al., 2021). /IpyruM noTeHIIHMAIBHBIM YYaCTHUKOM SIBIISIETCS
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oenok COLD1 (Maetal., 2015), npeanosaraeMbliii B Ka4eCTBE MEPBUYHOTO TaTUUKA
xoJiofa, paccMarpuBaeMbix HUKe. Jlepunutaeie mo COLD1 myTaHTHBIE pacTeHUs
JIEMOHCTPUPYIOT ~3HAYMTEILHOE IIOJABICHHE XONOA-MHAylupoBaHHoi Ca?*
CUTHATYpBI, TIPU 3TOM TOCJIeHUE HE U3MEHsuMch noj BiausiHueM NaCl u Bonbl
KOMHaTHOU Temneparypsl (Ma et al., 2015).

[IpuBeneHHbIC TaHHBIE MOTYT YKa3bIBaTh Ha KOMIUIEKCHBINA XapaKTeP XOJIO-
WHIYIIIPOBAHHOTO KaJbI[MEBOTO CUTHAJA, BKJIal B JOPMHUPOBAHNE KOTOPOTO MOKET
BHOCHTh aKTHBAIlUA KaHAJOB HECKOJbKHMX THIIOB. [locimemHee moATBEpKIaeTCs
JIOTIOJTHUTEIbHBIM CHUKEeHHeM Bxoma CaZt y MyTaHTHbIX kKak mo MCA1/MCA2
(Mori et al., 2018), Tak u mo ANNI1 (Liu et al., 2021) pacrenuii npu 106aBiIeHUN
6iokaTopoB, Takux kak La®" (Liu et al., 2021; Mori et al., 2018) u oco6enno Gd**,
U3BECTHOTO OJIOKATOpa MEXaHOUYBCTBUTENbHBIX kaHaoB (Mori et al., 2018).

Tem He MeHee, OCTAaeTCA BOIPOC O TOM, YTO BbI3bIBacT akTuBamuio Ca?-
KaHAJIOB, T.€. SBIIACTCS MMEPBUYHBIM JTaTYUKOM XOJI0/1a. B MpUHATON B HacTOsIIEE
BpeMs MOJIEIM B KayeCTBE IMEPBUYHBIX PEAKIMA TMPEJIoaraloT M3MEHEHHe
TEKy4eCTH MeMOpaH | mepecTpoiiky nurtockenera (Guo et al., 2018), 3a koTopoii
CJIETyEeT MPUTOK KaJbIMs, KOTOPHIN 3aITyCKAET HUKECTOSIIIHE 0 TEUCHUIO PEAKIUH.
X0J01-UHAYIUPOBAHHBIC H3MECHCHHUS BSA3KOCTH JIMTTUIHOTO OHMCIION MEeMOpaH WA
OTIIEIBHBIX JIMIUAHBIX PaTOB paccMaTPUBAIOTCS KaK MEXaHW3M aKTHBAIHH
MexaHouyBcTBUTENBHBIX MCA1/MCA2 (Guo et al., 2018; Knight and Knight, 2012;
Murata and Los, 1997; Orvar et al., 2000). B nons3y 3TOro roBOpUT MOJABICHHE
Bxozna Ca?' mocJie nceBopasKmKeHuss MeMOpaH GEH3MI0BEIM CIIUPTOM B YCJIOBHSX
xonogoBoro crpecca (Orvar et al., 2000), Hapsay C TOAABICHHUEM XOJOJ-
WHIYyIIMPOBAHHOM 3Kcnpeccuu reHoB (Sangwan et al., 2001). O6patubiit 2¢ddexT
OTMEUEH TIPW TOBBIIMIEHUH PUTHIHOCTH MEeMOpaHbl TMpU MNPUMECHEHHUH

numeTricybdokcnaa (Sangwan et al., 2001).
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Puc. 1. Xonon-unayuupoBanHas snektpuueckas peakuus (OP): A) MmnynbcHoe
OXJIaXKICHHE: CJIeBa MOKa3aHO U3MEHEHHUE dJIeKTpruueckoro nmoreniuana (Krol etal.,
2004) m umTO30MBHONM KOHLEHTpamuu cBobogHoro Ca?* [Ca?*]. Ha omuHOYHEIH
CTHMYJI, a ClIpaBa MoKa3aHbl K3MEHEHUS ISl TOBTOpstomuxcs ctumyiioB (Mori et
al., 2018); B) mocrenecHHOE OXJaXIEHHE: Cj€Ba IOKAa3aHbl HM3MCHCHHMS
srexTprdeckoro norennuana (Onpuros u ap., 1991) u [Ca?*]. (Plieth et al., 1999),
BBI3BaHHBIC OBICTPHIM OXJAXKICHHEM, a CIpaBa — W3MCHCHHS, BBI3BaHHBIC
memnennbM oxaaxaenueM (Vi (Minorsky and Spanswick, 1989), [Ca?*]. (Plieth et
al., 1999)); C) 3aBucumMocth aMIuIUTy A6 DP (B % OT MakCMMaJIbHON aMILIUTY/IbI)
OT ITyOWHBI UMITYJIBCHOTO OXJIAXICHHUS Y pa3HbIX BUIOB pacTteHui (OnpuToB 1 Jp.,
1991; Carpaneto et al., 2011; Hafke et al., 2013; Minorsky and Spanswick, 1989);
(D rumoTeTtnyeckas cxema reHepauu XoJoa-uHaynupoBanHod DP. [MoscHeHnus
naHel B Tekcre. UepHble muaun — DP, kpacHble — munamuka [Ca®*]c, cunue —
TUHAMUKa TeMIeparypel. Vm — MeMmOpaHHbIH mnoTeHmuan. CHHHE CTpeiIKd

YKa3bIBalOT HAa MOMCHT OXJIAKJICHHA.
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Hpyrum OeakoM, 4yBCTBUTEIbHBIM K M3MEHEHUIO PUTHIHOCTH MEMOpaHBI,
WJIM HETIOCPEACTBEHHO BOCIIPUHUMAIOIIUM OXJIAXkKICHHUE, B YACTHOCTHU, B PACTEHUSIX
puca, paccmarpuBatror COLD1 (Ma et al., 2015; Guo et al., 2018; Lamers et al.,
2020). COLDI1, mpexacraBustomuii  coOOl  TpaHCMEMOpaHHBIH  OCIIOK,
B3aMMOJICUCTBYET ¢ a-cyOneaunmieiil G-6enka (RGA1), nmpuBoas K yCHUIICHUIO
aktuBHOcTH [ Tda3wl n mputoky Ca?* B knerky (Ma et al., 2015; Guo et al., 2018).

W3menenne aktuBHOCTH H'™-AT®a3pl mnazmaieMMmbl, TPUBOJAAIICE K
JEeNoNspu3ai, MOXKET ObITh eme OJHUM MmyTeM 3ddexra Xonoa-
WHIYIIMPOBAHHOTO TIOBBIIIEHUS BA3KOCTH MEMOpPAaHbl HAa  JJIEKTPUYECKUUN
MOTEHIIMAJ, YTO MOJATBEPKAACTCS CXOAHBIMM TOYKAMH Meperuda TeMnepaTypHbIX
3aBucuMocTeil aktuBHOcTH H'-AT®a3pl, mopora 3JIEKTPHYECKOTO OTBETA H
KOH(OpMAIMOHHBIX TIepecTpoek JunuaHoro oucios (Brauer et al., 1991; Pyatygin
etal., 1992). IIpu 3TOM 1OCTHKEHUE TOPOTOBOTO YPOBHS JACTIOISAPU3ALUHU BbI3bIBAET
AKTHBALIMIO NOTeHIMan-3aBucuMblx Ca?*  kamamoB wu  remepammioo ]I
Buou3nuecKkre XapakTepUCTHKH Takux Ca’'-kaHaloB XOpOIIO  HM3yYEeHBI
Ono(u3nYecKr Ha OCHOBE U3YUEHHS JENOJIApU3aleil aKTHBUPYEMOM KaJlbLIIEBOU
nposoguMocTu (DACC) MemOpaH (I1a3MaieMMbl) KIETOK pACTEHUM, XOTs, TaKas
IIPOBOJAMMOCTH BCE €IIe He CBsI3aHa ¢ kakuM-noo reHoM (Demidchik et al., 2018).

Kak anpTepHaTUBHBIA TPsIMON CEHCOp TeMIepaTypbl OO0CyXKaaeTcs
MepecTpoiika IMTOCKENeTa, YTO MOATBEPKIAETCA, B YACTHOCTH, KOppeisiuein
KPUTHYECKON TeMIIepaTypbl NIEPECTPONKH MUKpPOTpyOOU€EK Cc
X0JI0I0YYBCTBUTENbHOCTHIO pacTeHuil (Nick, 2013) u XopomuM COOTBETCTBUEM
MHTEHCUBHOCTH oTOKa Ca?* ¢ ypoBHEM OpraHu3alii MUKPOTPYOOUEK IIPU XOIOJIE
(Mazars et al., 1997). XonogounayuupoBaHHas A€MOJMMEpU3aIIsI MUKPOTPYOOUEK
MPEANOJIOKUTEIFHO, MOXXET BBI3BIBATh AKTHUBAIIMIO MEXaHOYYBCTBUTEIbHBIX
kaHajioB (Mazars et al., 1997; Nick, 2013; Sangwan et al., 2001). B To xe Bpems,
MIPEAIoJaraeTcs, 4To pa3pymeHne akTHHOBBIX MUKPO(PHIIAMEHTOB U TyOYITMHOBBIX
MHKpPOTpyOodek unumuupyer Bxon Ca** (Mazars et al, 1997), uto cTaBUT
JETIONTMMEPU3AIIMI0 [IUTOCKENeTa HUKE 10 TEUEHUI0 B BOCIPHUATHU XOJIOA.

HecmoTtpst Ha HEOOXOIUMOCTh JAJILHEUIIIETO WU3yYEHUSA JIeTaIbHOU
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MOCJIEIOBATEILHOCTH COOBITUN MPHU OXJIAXKICHUM, HE BBI3bIBAET COMHEHHUS (PakT
HEO0OXOMMOCTH HaJM4Msl HATUBHOUW CTPYKTYyphl IuTockenera (Orvar et al., 2000;
Hafke et al., 2013) m1s1 X0I01-MHIYMPOBAHHBIX H3MEHEHMI KoHIeHTpauii Ca%* n
AIEKTPUYECKOTO OTBETA.

Takum 00pa3om, enb COOBITHI pa3BUTHUS XOJIOA-UHAYLIUPOBAHHOW PEAKIINU
MOJET OBITh TpeJICTaBleHa cienyromuM oopazom (puc. 1). Ha HavaneHOM dTarme
MOHKEHHUE TEMIIEPATYPhl BbI3bIBACT U3MEHEHUS PUTHAHOCTU JIUITUIHBIX MeMOpaH
Wi papTOB B UX COCTaBE U MEPECTPOUKY IIUTOCKeNeTa. Takue U3MEHEHUSI MOTYT
MIPUBOJIUTH K AKTUBALIMM MEXAHOYYBCTBUTEIBHBIX Ca?* xananoB MCA1/MCA2, a
TaKXe K CHIDKCHHIO aKTUBHOCTH H'-AT®a3bl. J[OMONHUTENIBHO, MMO-BHANMOMY,
nMeeT MecTo aktuBanus KaiblueBbix kaHantoB CNGC14, CNGC16 u ANNI1, nytu
KoTtopoit He wuccienoBanbl. [atunk xonoma COLDI1 urpaer BaxkHyro poJib B
obecriedeHUM WM  PErysiiud  XOJOA-UHAYLIHPOBAHHOM  KaJbI[MEBOU
IPOBOJUMOCTH.  AKTHBalMsl  COOTBETCTBYIOLIMX  KaHAJIOB  0OyCJIaBIMBAET
(GopMHpoBaHUE XapaKTEPHOMH XOJI04-UHAYyIMPOBaHHOM curHatypsl [Ca®'].. B cBoro
ouepeqlb, MHAMUKA BHYTPUKJIETOUHOIO KAaJIBIIUSI OMNpEAEisieT AaKTUBHOCTh
MOTCHIMAJI-ONPECIIAIONIMX CUCTEM HOHHOTO TPaHCIopTa, Takux kak H'-AT®a3za,
AHUOHHBIEC W KaJIMEBbIE KaHAJbl. AKTUBAIUS aHUOHHBIX KAHAJIOB W WHAKTUBAIIMS
AT®a3sl BenyT K popMupoBaHuio (a3bl ASTOIAPU3ALNNA XOJI01-UHTYTUPOBAHHOTO
AJIEKTpUUECcKoro mmiyibca. Paza penosspusanuu GOpMHUPYETCS MPU YUACTUU
KaJMCBBIX KAaHAJIOB U BCIieACTBUE peakTuBauu H -AT®da3pl BelieACTBHE CHYDKCHUS
KOHIICHTpAIMU KaJblKs B IIUTO30J€. BeiencTBue npeBbIlIeHUsT AETOsprU3anuen
MOPOrOBOr0 YpOBHA mpoucxoauT reHepauus IIJ], pacmpoctpanstomierocs 3a

npeaciibl 30HLI JIOKAJIbHOT'O0 OXJIAKACHUS .

1.1.2. Beicokue TemMnepaTypsbl

JlokanbHbIE HU3MCHCHMUA QJICKTPUICCKOI'O IIoTCHOHAa1a IIpu
BBICOKOTCEMIICPATYPHOM CTPECCC UCCIICAOBAHbI HE CTOJIb AC€TAJIbHO 110 CPABHCHUIO C

oxJiakieHueM. IlocTeneHHbli yMEpPEHHBbIM HArpeB BEIET K TUIIEPIOJISIPU3ALUU
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MeMOpaHbl, CMEHSIOMIEHCS JCTOJsIpU3alueld IPU TPEBHINICHUA ONTHMYyMa,
KOTOPBIA UISl TEILIOMOOMBBIX pacTeHuii cocraBmser Gomee 30 °C (Filek and
Koscielniak, 1997; Nelles and Laske, 1982; OnpuroB u ap., 1991). Harper ¢
BBICOKOI CKOPOCTBIO /IO BEICOKHX TEMITEpaTyp BBI3BIBACT (POPMHUpPOBAHHUE IITyOOKOMH
JETOJISIpU3ALUT c MOCIIETYFOLIEN MEIJICHHOMN PENOJIIPU3ALUEN.
PacnipocTpansromniascss U3 30HBI JIOKAJIBHOTO HarpeBa JJICKTPUUYECKas PEaKIus
npeacrasiser cooor Tunuunbiii BIT (Filek and Koscielniak, 1997; Stahlberg and
Cosgrove, 1997b). HeoOxomumMo OTMETHTh, 4YTO TEpeNajg  TeMIIepartyp,
HeoOxomuMbld st uHAyKiuu OC B ciyyae HarpeBa 3HAUYMTENIbHO OoJibllie B
CpPaBHEHUU C OXJIAXKJCHUEM U JOCTHUTaeT, Cy/sl MO0 BCEMY, HECKOJIBKO JIECSITKOB
rpamycoB. MexaHW3Mbl TCHEPAIMH JJICKTPUICCKON PEaKIIMM HETIOCPEICTBEHHO B
30HE JIOKAJIBHOTO HarpeBa MPaKTHUYECKH HE MCCIIEIOBAHbI, HO MPEIoJiaracTcs ee
CBA3b ¢ MonyJsinued aktuBHOCTH H'-AT®a3wr (Brauer et al., 1991; Nelles, 1985;
OnputoB u ap., 1991).

Kak u B cllydae XOJIOI0BOIO CTPecca, TEILIOBOM cTpece BhI3biBaeT Bxog Ca®*
B kJeTky (Gong et al., 1998; Liu al., 2003; Liu al., 2005; Saidi et al., 2011), koTopsiii
MOXKET CIY>KHTh UHIYKTOPOM SJIEKTPUYECKOM peakiuu. KanmblimeBas BOJIHA MPHU
HarpeBe OTJIMYaeTCs OOJBIION JUIMTEIbHOCTHIO, 3HAYMTENBHO MPEBbIIIAIOLIEH
TAKOBYIO ISl OXJIAKICHUS, M KpalHE MEUICHHBIM BO3BpAIICHUEM Ha WCXOIHBIN
yposenb (Cui et al., 2020; Finka et al., 2012; Gong et al., 1998; Liao et al., 2017;
Liu al., 2003; Wu et al.,, 2012) (puc. 2). IlapameTpbl KaablIMEBOTO IHKa
JEMOHCTPUPYIOT TEMIIEPATYPHYIO 3aBUCUMOCTh — YEM BBIIIIE TEMIIEpATypa HarpeBa,
TeM 0ojiee MacIITaOHBIA U ¢ MEHBIIIUM JIar-TIEPUOIOM BXOJ KaJIbIIH HAOII0JaeTCs

(Gong et al., 1998; Wu et al., 2012). ®apmakoJOTHUECKUN aHAJIU3 TTOKa3aJ pOJb B
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Puc.2. TerionnayuupoBanHas snekrpuyeckas peakius (OP): A) temnepaTtypHas
3aBHCHMOCTh MEMOPAHHOTO MOTEHIHAJIa KIeTOK ThIKBBI (OmpuToB u Ap., 1991); B)
TeIJIONHAYIIMpOoBaHHbIe DP pacTenuit nieHuIsl (HeomyOIuKOBaHHbIE JaHHBIC) U
nunamuka [Ca?*]. npu pasznmuusbIX Temneparypax crumyia (Gong et al., 1998); C)
3aBUCHUMOCTb BEPOSITHOCTU IeHepaluu sJekTpruueckoro curnaia (3C) ot crenenu
HarpeBa B Benepunoit myxomoeke (Fabricant et al., 2021); D) rumoternueckas
CcXeMa IreHepaluu TEIOMHAYIMpoBaHHbIX DP. [losicHenns nanel B Tekcre. YepHble
nmuauK — JP; kpacHble muHuKM — auHamuka [Ca?']e; cuHMe IMHMM — IUHAMUKA
TeMmneparypel. Vm — MeMOpaHHBI TOTeHIMal. V —  BHEKJIETOYHBIN
(TOBEpXHOCTHBIN) ANEKTpUUeckuil moTeHIan. OpaH)KeBOW CTPENKON yKaszaH

MOMCHT Ha4dalia HarpcBa.

pa3sBUTHM CHI'HaJIa BHCKJICTOYHOI'O C32+, BXO0A KOTOPOro IoAdaBJIACTCA KakK

OnokatopaMu KalblMEBBIX KaHAIOB muiazManeMmbl LaCls, 2-aminoethyldiphenyl
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borate (2-APB) u flufenamic acid (FFA), tak u xenatopamu Ca?* (Gong et al., 1998;
Liao et al., 2017; Saidi et al., 2009; Wu et al., 2012).

B xauecTBe OCHOBHBIX YYaCTHHKOB (POPMUPOBAHUS KATBIIUEBON BOJIHBI TIPH
Harpese npeanonararorcs Ca?*- xamanel u3 cemeiictBa CNGC, B 49acTHOCTH,
CNGC2, CNGC6 (Arabidopsis thaliana) 1 CNGCb (ux mpemoiaraeMblii OpTOJIOT
B Physcomitrella patens), s KOTOPBIX 3KCIIEPUMEHTAIEHO TIPOACMOHCTPUPOBAHO
ydacTe B pocte 1uTo30ia6H0ro Ca?* mpu nosbeimenun temueparypsl (Gao et al.,
2012; Finka et al., 2012; Katano et al., 2018), Hapsay c pa3BUTHEM TEIUIO-
WHIYIIMPOBAHHON JKCIPECCMU TEHOB M  TEPMOTOJIEpaHTHOCTU. Jlpyrumu
KagauaatamMmu u3 dtoro ke ceMmeiictBa saBisitorcs CNGC14 m CNGC16, mnsa
Je(PUIUTHBIX MyTaHTOB KOTOPBIX Ha PACTEHUSIX puca ObUIO MOKa3aHO MOAAaBICHUE
Tero-uHAyupoBanHoro Bxoga Ca?* (Cui et al., 2020). Psax uccienoBanuii Takxke
JIEMOHCTPUPYIOT BO3MOKHOCTh YYacCTUM AaHHEKCMHOB B PETYJISIIIUU  TEIJIo-
WHIyIUpOBaHHOTO oTBeTa, a UMeHHO, ANNI, ANN2 u ANN4 (Liao et al., 2017;
Qiao et al., 2015; Wang et al., 2015).

[lepBruyHas peuenuus TEMIOBOIO CTpEcca MOXKET ObITh CBsi3aHA C PabOTOM
HECKOJbKUX cucTeM. AktuBanusi kaHamoB cemedictBa CNGC wmoxer ObITh
onocpenopana HTAM® wmu ul’M®, npoayuupyemMol INpH TEIUIOBOM MIOKE
HEU3BECTHOM aJICHUIATIIMKIIa301 Wiu ryanuiarnukiasor (Cui et al., 2020; Gao et
al., 2012). IlpomeMOHCTpUPOBAHO, YTO TPH HArpeBe HMEET MECTO aKTHBAIIHS
¢dochomunazel D (PLD) u docharnaununozuton-4-pocdar-5-kunaszsl (PIPK), c
MOCJICYIONIUM HAKOIUIGHUEM PAa3JIMYHbIX CUTHAJIBHBIX MOJEKYJ, TaKUX Kak
docdaruanas kucnora, pocharunununosuron-4,5-6uchocdar (PIP2) u D-mwuo-
uHo3uron-1,4,5-rpudocdar (IP3). B BocnipusiTuu Temia npeanoyiaraeTcsi yyacTue u
npyroit docdonumnasel, Gochonumnazsl C9, cokpaiieHne aKTUBHOCTH KOTOPOW B
MYTaHTHBIX PACTCHUSIX BEJET KaK K CHIDKCHHIO MPOAYKIMH [P3, Tak ¥ K CHIDKCHUTO
tepmortosnepantHoctu (Mittler et al., 2012; Zheng et al., 2012). ®ocdonunaza C
MOKET PETYJIMPOBATh AKTUBHOCTL Ca?*-KaHaI0B ¥ 3aBUCUMOTI0 OT €r0 BX0/Ia OTBETA
(Horvath etal., 2012; Liu etal., 2006; Gong et al., 1998). B kauecTBe Hax0aAIICTOCS

BBILIE I10 TEYEHUIO YYaCTHHUKA CUrHaibHbIX Kackanos PLD u PIPK npennonaraercs
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G-6enkok ARF6, ogHako SKCIEpUMEHTANbHBIX MOJATBEPKICHUA H3TOrO HET
(Horvath et al., 2012).

Henb3st uckiroyaTe, 4TO, Kak U B Cydae MOHUKEHUS TEMIEPATYPhl, IPU €€
MOBBIIICHUA TIEPBUYHBIM PELENTOPOM BBICTYIMAET BSA3KOCTh MeMOpanbl. Ha 310
YKa3bIBaCT CXOKHUU C TETUIOBBIM 3(PPEeKT OCH3UIOBOTO CIIUPTA, KOTOPHINA BHI3BIBET
TICEBIOPa3KIKEHHE MeMOPaH, Ha KOHIEHTpanuio Ca?* 1 SKCIPECCHIo IAanepoHOB,
SBJISIONIYIOCSI TATMYHBIM OTBETOM Ha TeroBoi ctpecc (Saidi et al., 2009).

IIpn paccMOTpeHNH HHAYLIMPOBAHHOW TEIUIOM OTBETHOM PEAKLIMU HENB3s HE
OTMETHTb BO3MOXKHYIO POJIb aKTUBHBIX (hopM kuciopoa (ADK), ypoBeHb KOTOPBIX
3HaunTenbHO noBeiraercs (Driedonks et al., 2015; Saidi et al., 2011; Suzuki et al.,
2008; Volkov et al., 2006). ITokazano, uto ypoBeHb mosbiieHuss ADK 3aBucut ot
cTereHu Harpepa, a muaruouTop HAJI®H-okcnmaz DPI nonapnsieT ero HakomjieHue
(Volkov et al., 2006). [Tox koutposiem ADPK, peayuupyromuxcs mia3MaTi4ecKuMu
HAJI®H-okcunazamu (BO3MOXKHO, YE€pe3 TOMOJIOT OKCHJA3bl PECHUPATOPHOTO
B3pbiBa C (RBOHC)), moxer, BeposiTHO, HAXOJAUThCA paboTa aHHEKCHHOB, UYTO
JieJIaeT aHHEKCUHBI BTOPUYHBIMU C€HcopaMu TeruioBoro crpecca (Laohavisit et al.,
2012; Richards et al., 2014). Hapsny ¢ depmenTatuBHbIM ITyTeM mpoaykinu ADK
IpH TEIUIOBOM CTPECCe BaKCH BKJIAJ dJICKTpPOH-TpaHcmoptHo menu (DTLI)
MUTOXOHJIpHH U xyoporutactoB (Baxter et al., 2014; Choudhury et al., 2017). B
couetannu ¢ ADK B pa3BUTUHM OTBETA IIPU TEIJIOBOM CTPECCE MOKET JICHCTBOBATH
NO, perynupys Kak €e ypOBHHU, TaK U aKTUBHOCTh HIDKECTOSIIIMX MmyTer (Xuan et
al., 2010), npuuemM nocnegHNE UCCIEAOBAHUS MMOKA3aIH, YTO MPOoAYKIus NO MOXKeT
kouTpoauposarses Ca?*, mocrynaromum uepes kanan CNGC6 (Peng et al., 2019).

B menoM, uMeronmxcs Ha CErOAHSIIHUNA J€Hb JAHHBIX HEIOCTATOYHO JIJIst
dbopMHUpOBaHUS IIEIOCTHOM KapTUHBI MEXaHHM3Ma BOCIPHUSTHS  TEIJIOBOTO
BO3JCUCTBUS M TEHEpalUMU TEIUIO-MHIAYLUMPOBAHHOUW DIJIEKTPUUYECKONW pEaKLNH,
OJIHAKO MOYKHO TMPEIINOJIOXKUTE clenytomee (puc. 2). Bbpicokas Temmeparypa
MOBBIMIAET TEKy4ecTh MeMOpaH, uTo BocnpuHuMaercs kanaiamu CNGC w/mnum
ANN. Jlpyrum BaXHbIM COOBITHEM SBIIsIETCA OOYCJIOBIIEHHOE Kak paldoTon

dbepmentatuBHbix cuctem (RBOH C), tak napymenuem padotst DTL moBeiieHne
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ypoBHsi ADK, uTo TaxKe MOXKET BbI3bIBaTh pocT [Ca®*].. PesynpraTom sBnsercs
¢opMHpOBaHKE BOJIHBI TMOBBIIICHHUS BHYTPUKICTOYHOTO KajbIMs, UIUTEIbHOCTD
KOTOPOI 3HAUMTENHHO MPEBHIIIAECT TAKOBYIO IPU X0J0/1¢. FI3MeHeHne akTHBHOCTH,
BEPOSITHO, HAXOJSAIIMXCS IMOJ KOHTPOJEM BHYTPUKJIETOUHOTO KAaJbIUs, CHUCTEM
MOHHOTO  TpaHcmopTra  oOyciaBiuBaeT  (QOpMUpOBaHHME  TIIyOOKOH U
IPOAODKUTENFHOW Jenoispu3aiui. B cuily yHUBEpCalTbHOCTH MEXaHHW3MOB
JETIONSIPU3AIH B KIIETKaX pacTEHHA, MOKHO TI0JIarath, 4to Hapsay ¢ H™AT®aszoi

B (bOpMI/IpOBaHI/Ie ACTIOJIIPpHU3alli BHOCAT BKJIAJl 1 aHHOHHBIC KaHAJIbI.

1.1.3. Cser

CBeT OTHOCHUTCS K YUCITY BaXHEHIINX (PaKTOPOB, KOHTPOJIUPYIOIMIUX POCT U
pa3BuTHE pacTeHuil. JMCcTaHIIMOHHAs BJEKTpUYECKas CUTHAM3alus BXOIUT B
YUCJI0O MEXAaHU3MOB, OTBEUAIOIINX 3a PEAIM3AIMI0 PETYJISITOPHON (DYHKIIMU CBETA.
(Babla et al., 2019; Szechynska-Hebda et al., 2017). I'enepauust 9C B oTBeT Ha
W3MEHEHUSI OCBEIICHHOCTH IPOJIEMOHCTPUPOBAHA JaBHO /IS MHOTMX BHUJIOB
pactenuii (Szechynska-Hebda et al., 2017). Tem He MeHee, MEXaHU3MbI UHIYKIIUH
ceeToM DC H3ydeHbl HEIOCTATOYHO Uil (POPMHUPOBAHMS LEJIOCTHOM KapTHHBI. B
TEKYIIEeM pa3jieie CYMMUPYIOTCS U3BECTHBIE CBeJIeHUs 00 MHAYKINKU JC CBETOM.

JIOCTaTOYHO THUNWYHOM pEAKUMEM HA OCBELICHUE SIBISAECTCA IEPEXO]
AJIEKTPUYECKOrO TMOTEHIMajia Ha HOBBIM THUIEPIIOISIPU30BAHHBIN  yPOBEHD,
KOTOpPOMY  TIPEMAIIECTBYET KpPAaTKOBPEMEHHAs HWMITyJIbCHAsI  JEMOJISIpU3AIIs
(Ermolayeva et al., 1996; Krol et al., 2003; Roblin, 1982; Spalding et al., 19923;
Shabala and Newman, 1999; Trebacz and Zawadzki, 1985; Trebacz et al., 1997;
OnpuroB u 1p., 1991; Elzenga et al., 1995; Szechynska-Hebda et al., 2010).
NHnyuupoBaHHas Jenojisipu3alius, BbI3BaHHAs OCBEICHHEM, O0JaJacT psioM
CBOMCTB, XapaKTEPHBIX JI PELENTOPHBIX MOTEHIIUANOB. B mepByr ouepennr K
YUCITy TaKWX CBOMCTB HYXHO OTHECTH 3aBUCHUMOCTH aMIUTUTYIbl AJICKTPUUECKOU
peakiuu oT uHTeHCMBHOCTH cBeTa (Elzenga et al., 1995; Ermolayeva et al., 1996;

Trebacz and Zawadzki, 1985; Trebacz and Sievers, 1998). Ilpu noctwxkenun
23



MOPOTOBbIX 3HaUeHUI Bo3HUKaeT [1/], moqunHsomuics 3aKkoHy «BCe UM HUYETOY,
CIIOCOOHBIM K  pAacCpOCTPAHEHHIO, JJs KOTOPOrOo  XapakTEpHO HaJUudHe
pedpakrepHoro nepuoaa (Ermolayeva et al., 1996; Roblin, 1982; Krol and Trebacz,
1999; Trebacz and Zawadzki, 1985; Trebacz and Sievers, 1998; Trebacz et al.,
1989). [loporoBsie 3Ha4€HMs] HHTEHCUBHOCTH CBETA, MHAYLIMPYIOLIUE T€HEPALINIO
II/I, cocrapnsaoT okono 80 MKMOJE M?2 ¢! |, 4TO HE BBIXOAUT 3a TIPAHHIBI
ecTBecTBeHHOro ocBemenust (Szechynska-Hebda et al.,, 2010; Trebacz and
Zawadzki, 1985; Trebacz and Sievers, 1998).

Mexanusm  QopMupoBaHHS  CBETO-UHAYLUUPOBAHHOM  3JIEKTPUUYECKOMN
peakiuu TMOJTHOCTbIO HE UCCJENOBAaH, a HMEIONIMECS CBEACHUS MOTYT OBITh
MIPOTUBOPEYMBBIMH, YTO MOXKET OBITh CBS3aHHO, B TOM YHCJIC, C BBISBICHHBIMU
pa3IMYUSIMA  MEXaHU3MOB PA3BUTHS CBETOMHIYIIMPOBAHHBIX AJIEKTPUUECKOU
peakIu B KJIETKaX ¢ ONpeeicHHON GpyHKIMOHAIBHOHN crenuanm3anueii (Elzenga
et al., 1995; Shabala and Newman, 1999). KntoueBoit cragueit hopmupoBanus
CBETO-UHIYIIUPOBAHHOM DJIEKTPUUECKOW PpEAKIUU, I[O-BUIUMOMY, SBISIETCS
aktuBanus Ca?'-kaHasoB, 00yCIaBIUBAIONIAs €T0 BXOJ B KJIETKY U IIOCIELYIONIYIO
nenonspusaruio (Baum et al., 1999; Elzenga et al., 1995; Johannes et al., 1997; Krol
and Trebacz, 1999; Li et al., 2019; Shabala and Newman, 1999; Trebacz et al.,
1997). Dto moaTBepKIaeTCsA, B YACTHOCTH, pe3yJbTaTaMH IO ITOAABJICHHUIO
snexTpudeckoi peakuuu La** m mudemumunmom (Ermolayeva et al.,, 1996;
Szechynska-Hebda et al., 2010). B nononnenme x Ca?", wam B KaudecTse
IBbTEPHATUBHOTO MexXaHu3Ma dbopmupoBaHUs CBETO-MHIYIIUPOBAHHOM
JICTIONSIPU3AIK, TPEANoIaracTcs BKJIaJ MOTOKOB aHWOHOB, B yactHocTH CI,
BO3HHUKAOIINN BCIICCTBUE aKTHBAIMK aHUOHHBIX KaHanoB (Elzenga et al., 1995; Li
et al., 2019; Shabala and Newman, 1999). Tak, A-9-C u NPPB, unruGuropsi
AHUOHHBIX KAHAJIOB, CHMYKAIOT aMIUIUTYAY CBETOWHIYITUPOBAHHON 3JIEKTPUUICCKON
peakiuu y pacteHuit apadbugoncuca u Mxa Conocephalum, xots u He ogaBIsLIIN €€
nosiHocThI0 (Cho and Spalding, 1996; Trebacz et al., 1997). Ognako Ha npyrom
oobekre — mxe Physcomitrella, sdpdexr npomemoncrpupoBan mns NPPB u

orcytcTBoBan it A-9-C. He coBcem sicha pons K'-kaHanoB, Tak B psae pabor
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npuMeHenne TerpadtiiiaMmmonus (TEA), uaruburtopa K'-kananoB, momamiisuio
pa3BUTHE craiika AeNoIspU3aluy MPU KPAaCHOM CBETE, OJJHAKO MPU 3aMEHE B Cpelie
K" na Na* peakmust BoccranaBinuBanach (Ermolayeva et al., 1996; Trebacz et al.,
1997). Tem He MeHee, Apyrue paboOThI HpeanoaaraloT yuactiue K'-kanamoB B ¢asze
pENOIIPU3ANNY B POAOHKUTENbHON runieprofsipusanun (Baum et al., 1999; Krol
et al.,, 2003; Li et al, 2019). K uunciny ydacTHUKOB (HOpPMUPOBAHUS CBETO-
uuayiupoBannoit DOP otHocutes Takke H' -AT®aza. B yactnoct, H'-AT®a3a
BHOCUT BKJIaq B (GopmupoBaHue (a3pl penoysipu3aiii HMITyJIbca, a TaKKe
nocinenytouiedt runepnonspuzanuu (Elzenga et al., 1995; Li et al., 2019; Shabala
and Newman, 1999). Dto mnoxarBepxmaeTcs auHamukod PH anomnacra npu
JCHCTBUM CUHETO U KpacHOTo cBeTa (Staal et al., 1994). Taxxke mpemoioskeH BKIIa
H*-AT®a3b1 B ¢opmupoBanue (as3bl ACMONAPU3ANMNA CBETOUHAYIIUPOBAHHOTO
UMITyJibCa, IyTeM nojaniieHus: ee akTuBHOCTH (Krol and Trebacz, 1999; Spalding
and Cosgrove, 1992D).

W3meHeHue OCBEIIEHHOCTH, KaK U JIEUCTBUE JIPYTUX CTUMYJIOB, BBI3BIBAET
IEPEXOHOE YBEIMYECHHUE KOHICHTPAlUM BHYTpuKieTounoro Ca?*. JIIUTenbHOCTh
MMKa COCTABJISIET HECKOJIBKUX CEKYHJI 10 HeCKoJIbkuX MUHYT (Baum et al., 1999; Li
et al.,, 2019). IIpoaeMOHCTpUPOBAHO HAJIMYHUE CIEKTPAJIbHON 3aBUCUMOCTH
ammnTy sl Ca?* uka, B TOM 4McIle HaM4Me MAaKCUMYMOB Ha JJIMHAX BOJH 440 u
470 um (Baum et al., 1999). B To xe Bpems, HY)KHO OTMETUTH BBICOKYIO
BAPMATUBHOCTH ONMCAHHBIX B Pa3IMuUHBIX paborax auHamuk [Ca?']c, Bxmouas
Hanuuue Heckodbkux BonH Ca?t (Baum et al., 1999; Li et al., 2019), a Taxxe
orcyrctBue pocta Ca?* (Elzenga et al., 1995; Lewis et al., 1997). Otmeuennas
BAPMATUBHOCTH JMHaMMKU Ca?" MoxkeT ObITH 0OOYCIIOBIEHA ()YHKIHOHAILHOM
Crieruann3alyenl KIeTOK, B KOTOPBIX OHA PErHUCTPUPYETCS, a TaKKE BUIOBBIMH
O0COOEHHOCTSIMU PACTEHUM.

Ha cerognsimHuii JeHb JOCTATOYHO XOPOIIO M3YyUYE€HO BOCIPHUATHE CBETa
pPa3sIUYHOTO  CIEKTPATBLHOTO COCTaBa W HWIACHTHU(PUIIUPOBAHBI  CHUCTEMBI,
OTBETCTBEHHBIC 33 TICPBUYHYIO PEICTINIO U aKTUBAIMIO CUTHAJIBHBIX KackamoB. K

TaKUM CHCTEMaM OTHOCST KpPUITOXPOMBI, (GUTOXPOMBI #  (OTOTPOIHHBEI.
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Kpunroxpomsl 0TBEUYaIOT 32 BOCHPUSATUE CUHET0, OTYACTU YIbTPAPHUOIETOBOTO U
senieHoro ceta (Lin, 2000; Whitelam, 1995; Quail, 2002), ¢oTtoTponuHbsl 3a
Boctipusitue cuaero ceera (Lin, 2000; Lin, 2002; Quail, 2002), a ¢uroxpomsr —
KpacHoro u gaiabHero kpacHoro (Franklin and Quail, 2010; Quail, 2002). Hapsxy c
aKTHUBAIMCH CIICIUATM3UPOBAHHBIX PEIIENTOPHBIX CUCTEM CBETO-UHIYITUPOBAHHBIC
W3MCHEHHS DJICKTPUUYECKOTO TOTEHIIMAjda TakKe MOTYT OBITh O0OYCIIOBIICHBI
aKTUBaIeil (POTOCMHTETUUECKUX MpolieccoB. B 3TOM KiItoue B MEPBYIO OuYepeb
HEOOXOJMMO OCTAaHOBUTHCS HA CIIEKTPAIBHONW 3aBUCUMOCTH JJIEKTPUUYECKOU
peaKkiuu, XOTS JaHHBbIE JOBOJBHO MPOTHUBOpEYMBBHL. ECTh paboThl, moka3aBIue
OTCYTCTBUE DJJICKTPUUYECKOW PEAKIMU TMPU OCBEIICHUU JIOOBIM CBETOM, KpOME
cunero (Spalding and Cosgrove, 1992a), B apyrux paboTax mokazaHa WHIYKITHSI
SJIEKTPUUYCCKONW PeaKIMK MPH COBEIIeHUU KpacHbIM cBetoMm (Ermolayeva et al.,
1996). ITpu 5TOM 35IeKTpUYECKasl peakilvs Ha KPaCHbBIM CBET MOXKET OBITh HE CBsA3aHa
¢ paboToit OTOCHHTETUYECKOTO aIapara, MOCKOIbKY IepeX0aHas ACTIOMIPU3AIIHS
HAOJIOAAIOCh HAa JTUOJIMPOBAHHBIX PACTEHUSX M TPU YTHETEHUH pPabOThI
dorocuctemsl II ¢ momompro DCMU (Elzenga et al., 1995; Ermolayeva et al., 1996).
PesynbraThl Apyrux paboT JIEMOHCTPUPYIOT 3HAYUTENBHOE IOJABJICHUE
CBETOMHIYIIMPOBAaHHBIX 3MekTpudeckux peakimun DCMU (Krol and Trebacz, 1999;
Trebacz and Zawadzki, 1985; Trebacz and Sievers, 1998;), a Ttakke OaHU30CTH
CHEKTPATbHOW 3aBHUCHUMOCTH AaMIUIMTYIbI AJIEKTPUUYECKOM pPEaKIMh M CIEeKTpa
dborocunTernueckux nurmeHToB (Trebacz et al., 1989).

B oTHOmIEHMH HEMOCPEICTBEHHOTO y4YacTHUs  CIENHATU3UPOBAHHBIX
pPELENTOPHBIX ~ CHUCTEM  HMEIOTCS  JIOKAa3aTeJbCTBA  POJIM  KPUITOXPOMOB,
onpenensgemMbix panee kak HY4, B pa3BuTHM MHIAYUMPOBAHHOW CUHUM CBETOM OP,
nojaBisieMoil B Ne(UUIUTHBIX MyTaHTax. [Ipu sTom pasButne DP CBS3BIBAIOT C
aKTUBAIMCH aHWOHHBIX KaHAJOB, YTO TOJTBEPXKIACTCS CXOJHBIM C MyTaHTHBIMH
pactenusMu 3¢ dexTom OiiokaTopa aHnOHHBIX kKaHajaoB NPPB (Parks et al., 1998).
Mo>kHO mojarath, 9YTO0 UMEHHO KPHITOXPOMBI OTBETCTBEHHBI 3a CHENU(PUIHOCTH
aKTUBAIlMM AaHWOHHBIX KaHAJIOB, HAONIOMaeMyl0 TIpd CHHEM CBETe, W

orcyTcTBytoiyto mpu kpacHoMm (Cho and Spalding, 1996). Ilpu stom moka3zana
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BO3MOYKHOCTh AKTHBALlMM aHMOHHBIX KAaHAIOB CHHMM CBeToM 0e3 ywactusi Ca?'
(Lewis et al., 1997). NmMeeTcs mnpeanojioXeHWe, 4To BKJIAJ KPUITOXPOMOB B
UHIYKIUIO 3JIEKTPUYECKONW PEaKIMH CHHUM CBETOM MOKET KOHTPOJIMPOBATHCS
yepe3 ¢otorponunbl (Folta and Spalding, 2001). B ciywyae kpacHoro cmera
IPEIOJIOKEHA POJIb PUTOXPOMOB B MHAYKIIMU dJIEKTPUUECKON PEaKIlnu, UCXOIS U3
JAHHBIX O €€ Pa3BUTUU NpU OOTYyYEHUH KPACHBIM CBETOM M €T0 IMOAABICHUU MPHU
OJIHOBPEMEHHOM OOJy4EeHUU KpacHbIM U JAJIbHUM KpPAacHBIM CBETOM. PazButue
JETOJSIPU3ALMKI TIPU 3TOM CBsi3aHa, MO-BUANMOMY, C MHAYKIMEH BXOJa KaJbIUs
(Ermolayeva et al., 1996; Johannes et al., 1997). IIpuuem Bxox Ca?" cBA3BIBAIOT
UMCHHO ¢ QoToTponuHaMu, a He Kpunrtoxpomamu (Stoelzle et al., 2003).
BaxxHedmmM y4aCTHUKOM CBETO-MHIYLUMPOBAHHBIX JJIEKTPUYECKUX PEaKUUN
sBisiercs H'-ATdaza mnazmanemMmbl. AKTHBHOCTh H*-AT®a3bl ctumynupyercs
doToTponnHamu 1npu ocBemieHun cuHUM cBetoM (Kinoshita et al., 2001).
[TpenmosioxkuTeapHo, (HOTOTPOIMHBI MOTYT B3auMmojeicTBoBaTh ¢ H™-ATdas3oi,
yepe3 nporenHkuHasy BLUE LIGHT SIGNALING 1 (BLUSI) u Heu3BecTHbIN
KOMIIOHEHT, = BO3MOXHO,  TIpoTeuHkuHazy wi  ¢docdorazy, KoTopas
B3aUMOJICHCTBYeT ¢ caiitamu (ochopumpoBanus H'-ATda3el u obecrieunBacTt
npucoenuaenue 14-3-3 oenkos, aktuBupyromux H-AT®azwr (Falhof et al., 2016).

NHaykuys CBETOM CHUTHAJIOB BO3MOXHA HE TOJIBKO 3@ CYET aKTHUBALMH
CHEUHUAIM3UPOBAHHBIX PELIENTOPHBIX CUCTEM, HO TAK)KE€ U BCIEICTBUE JCHCTBUS
CBETa OYECHb BBICOKOM WHTEHCUBHOCTH, MPUBOMASAIIEMY, TMO-BUIUMOMY, K
MOBPEXKICHUIO KJIETOK. Tak OblUla MPOJEMOHCTPUPOBAHA WHIAYKIUS CBETOBHIM
cTpeccoM pacmnpocrtpanstoieiicss BoiHbl ADK, mpoayuupyeMol Mpu ydacTHUH
RBOHD, uTo 0p1J10 MOKa3aHO Kak Ha MyTaHTHBIX PACTEHUSX, TaK U TMOJaBICHUEM
pacripoctpaneHust BojHbl uHrHOMTOpoM RBOH DPI (Devireddy et al., 2018;
Szechynska-Hebda et al., 2010; Zandalinas et al., 2020b). Baxxno oTMeTUTh, UTO
pacnpoctpanstomascs BoiHa ADK, BeposTHO, JEKUT B OCHOBE MEpeaadynd TaKoro
TUMUYHOTO ISl IOBPEXKICHUS dieKkTpruueckoro curnana kak BIL. ITpoxgykuuro H20;
IIPU CBETOBOM CTPECCE CBS3BIBAIOT C KJIETKAMU, PACIIONIOXKEHHBIMH BOJb COCY/IOB,

cama npoaykiust ADPK moxkeT mpoxoauTh B ABe a3kl M MPEANonaraercs, 4To
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ucrounukamu A®K sBrnsiorcs Tpu ydacTtka (POTOCHHTETHYECKOTO armrmapara:
ceerocoouparomuii komruieke OCII, peakimonnbiit neHTp ®CII u akuenTopHbIN
caut ®DCI. IIpogykumss ADK 3aBUCUT OT CTENEHU  MOBPEKICHUS
dorocunTeTrueckoro ammapara (Galvez-Valdivieso et al., 2009; Pogson et al.,
2008; Niyogi et al., 1999; Szechynska-Hebda et al., 2010), Bo3MOHO, H3-3a
HarpeBaHUs Ha CBETY.

Takum oOpa3zom, Mocaea0BaTEILHOCTh COOBITUM MPU UHAYKIMH DC CBETOM
MOKHO TIPEJICTABUTh CIEIyIOMUM o0pa3om. JleiicTBrue cBeTa BEIET K aKTHBAIIUU
KaJIBITUEBBIX W/WJIM aHUOHHBIX KaHAJIOB, TCHETHYECKAs MPUHAIICKHOCTh KOTOPBIX
He uacHTU(uIpoBaHa. [Ipu cuHeM cBeTe akTHUBAIlMsS AHUOHHBIX KaHAJIOB, IIO-
BUJIUIMOMY, CBSI3aHA C KPUNTOXPOMAaMHU, a KaJIbI[MEBBIX, MOXKHO MPEANOJI0KHUTh, C
dboroTpormHamu. IIpu KpacHOM CBET BO3MOKHA aKTHBAIIMS KaJIbIIMEBBIX KaHAJIOB
npu y4acTud (UTOXPOMOB. AKTHBAILIMS aHHUOHHBIX W/WIM KaJIbIIUEBBIX KaHAJIOB
BeZleT K ((OPMUPOBAHUIO Jieniofsipu3aiuu. dasza penosspusaluy UMITYJIbCa, a TAKKe
MoCJeAYIoNIas MPOOJDKUTENIbHAS TUIEPIOJIIpU3aIis, BEPOSTHO, OOYCIOBIICHBI

akTHBanue npoToHHOM AT®a3bl U KaTUEBBIX KAHAJIOB.

1.1.4. MexaHu4yecKHe CTUMY.JIbI

OgHuM W3 campIX YacTO JEWCTBYIOIIMX Ha PacTEHUs B E€CTECTBEHHBIX
YCIIOBHSIX Pa3IpPAKUTENECH SIBIIACTCS MEXAHUYECKU. MeXaHn4eCKue BO3JCUCTBUS
UCIIBITHIBACT KaK MOOET, TaK ¥ KOPEHb, BCIICACTBUE IPABUTAIINH, BETPA, aKTUBHOCTH
KUBOTHBIX, TBEPJOCTU MOYB U T.N. JIOKabHbIE MEXaHUUECKHUE CTUMYJbI TPEOYIOT
OT pacTeHusi OBICTPBIX OTBETHBIX PEAKUUi, KaK B 30HE pa3JpakeHHs, TaK U 3a €€
npenenamu. Kak uw sl CcTUMyJOB JIpyroul HNPUPOAbI Il MEXAHOPEUENUUU
XapakTepHO OTCYTCTBUE CIEHUAIM3UPOBAHHBIX OPraHOB 4yBCTB. MckiroueHmem
ABJISIFOTCS, MO-BUAMMOMY, JIAIIb CIEIUATU3UPOBAHHBIE PELENTOPHBIE BOJIOCKHU
noBymiek HacekomosHbIx (lijima and Sibaoka, 1981; Procko et al., 2021; Sibaoka,
1991).

28



HenoBpexaaromme MeXaHWYECKHUH CTUMYJI BBI3BIBACT KPATKOBPEMEHHYIO
MEPEXO/IHYI0 JICTIONIApU3AIlI0, HUMEIoNIy0 uMnylbcHyro ¢dopmy (lijima and
Sibaoka, 1981; Oda and Abe, 1972; Opritov et al., 2005; Shimmen, 1996; Williams
and Spanswick, 1976). Ammuuryaa 3JeKTPUYECKON pEaKIMU 3aBUCUT OT CHIIbI
MEXaHUYECKOTO CTUMYJa, a MPH JTOCTIKCHHH IOPOTOBOTO YPOBHS TPOUCXOIUT
uHAyknus pacrpoctpanstomerocst [T/ (Sibaoka, 1991; Visnovitz et al., 2007).
Takue OCOOCHHOCTHM  MEXaHO-WHIYIMPOBAHHBIA  AJICKTPUUECKON  peaKiuu
MO3BOJIAIOT OTHECTH €€ K PeleNnTOpHOMY NoTeHIuany. OTMeYeHHbIe 0COOCHHOCTH
— 3aBHCHMOCTH aMIUTUTYIBI OTBETA OT CHJIBI CTUMYJIA U CTIOCOOHOCTh MHAYIIMPOBATh
[1]] — xapakTepHbl M IJII MEXaHO-MHAYLHUPOBAHHBIX PEAKIMA HEIOKOMOTOPHBIX
pacTeHu#, Kak BBICIIMX PACTCHHH, TaK W KIACCHYECKOTO MOJEIBHOTO OOBEKTa
NEKTPOPU3UOIOTUN  PAaCTeHUd — XapoBbIX Bojaopocied. OTMeTruM, dYTO
3aBUCUMOCTH aMILIUTYIbI MEXaHOMHAYIIUPOBAHHOW DP OT CHIIBI IPUKOCHOBEHUS
OTJINYAETCSI OT 3aBUCUMOCTH, BBI3BAHHOW XOJOAMHAYLMpoBaHHOU OP. Ilpm stom
st pazsutus [1J] moctatouHo HEOGONBIIOTO NMPUKOCHOBEHHUS, IKBUBAJIEHTHOTO
karute goxas (Kaneko et al., 2005; Opritov et al., 2005).

dopMUpOBaHUE  MEXAHO-UHIYIIMPOBAHHOW  AJIEKTPUUYECKOM  peaKIuu
CBSA3aHO, TIPECUMYIIECTBEHHO C AaKTUBAallMeH WOHHBIX KaHAJOB, O YEM
CBUIETEIBCTBYET 3HAYUTEIBHOC CHIDKECHUE JJICKTPHUYECKOTO COMPOTHBICHUS
MeMOpanbl (Shimmen, 1997). WHruOutopHbli aHaIW3 W IKCIEPUMEHTHI C
BapbUPOBAHUEM MOHHOTO COCTaBa CPE/Abl YKAa3bIBAIOT HA POJb BXOSIIETO MOTOKA
KaJIbLIUS ¥ BBIXOJAIIETO TOTOKAa aHUOHOB B (DOPMHUPOBAHUU JICTIOJSIPU3AIIUN
(Hodick and Sievers, 1988; Kaneko et al., 2005; Shimmen, 1997; Shimmen, 1997b).
[Ipm »TOM moOmaBieHWE BXOAa KajbIlUs W3 BHENIHEH Cpenpl, KaK C IMOMOIIBIO
0JIOKAaTOpa KalbIMEBLIX KaHAJIOB IUIasMawieMbl La®*, tak u xematopa DI'TA He
BEJICT K IMOJTHOMY MOJIaBJICHHIO AekTprudeckoit peakuuu (Hodick and Sievers, 1988;
Shimmen, 1997; Shimmen, 1997b; Kaneko et al., 2005; Vodeneev et al., 2007), uto
MOKET YKa3bIBaTh Ha 3HAYUTEIHHBINA BKJIA] aHUOHOB. TaKKe UMEIOTCSI CBEJICHUS O

3acjladyMBaHMMU  alorjiacrta MW 3aKHCJICHHMM 1OHUTO30JI1 BO BpEMA MCECXAHO-
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A) DP (OnpuroB um gap., 1991) u mumamumka [Ca**]. (Haley et al., 1995),

WMHIYLIMPOBaHHAA MexaHu4eckuM ctumyiioM; (b) 3aBucumocts ammautyasl P ot

sHepruu yaapa (OnpurtoB u ap., 1991); C) I'unorernueckas cxema renepanuu JP

IIPY ICVCTBUM MEXaHUYECKOTO pazapaxkurens. [losscHenus nansl B Tekcte. YepHbie

K — DP, kpacHble — quHamuka [Ca?*]c. V — BHEKIETOUHBIH (TOBEPXHOCTHBIN)

DIEKTPUYECKUN  MOTEHUIHAL.

3eJieHble

CTPCJIKN  YKa3bIBalOT

Ha

MOMCHT

MexaHuueckoi crumyssauuu. Ludper Hax mukamm [Ca?*] npencraBisior cuimy

Betpa B H (r.U.).
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TOM, JUHAMUKa u3MeHeHuid pH  Xopomo  COOTBETCTBYET — JIMHAMMKE
BHyTpHKIeTouHoro Ca®*, a wsmenenums pH noxasmsmice noGasnenuem La®*
(Monshausen et al., 2009), uto ykassiBaeT Ha posb Ca?* B MOAyISLUKM aKTUBHOCTH
H*-AT®a3b1. CTOUT TaK)Ke OTMETUTh, YTO U3MEHEHHS PH Tpu TeHepauym MexaHo-
WHIYIIMPOBAHHON pEaKIIMi MEHBINE TaKOBBIX JJIS XOJOJ0-UHAYIUPOBAHHBIX
(Vodeneev et al., 2007), 4to, Hapsyly ¢ OTMEYCHHBIM BBIINIC 3HAYUTEIHLHBIM
NaJICHUEM COMPOTUBJICHUS MEMOpPaHbl, YKa3blBAET Ha ONPEICISIOMUNA BKIAJ
MTACCHUBHBIX MIOTOKOB MOHOB B €€ (JOPMUPOBAHUE.

KanbuueBple  cuUrHaTypbl B Cllydae  MEXaHUYECKOM  CTUMYJISIIIUU
MPEICTABIIAIOT COO0N KPaTKOBPEMEHHBIE CIIAlKH, JJIMTEILHOCTh KOTOPHIX OOBIYHO
HE TpeBbIIIaeT Heckobkux cekyH (Haley et al., 1995; Knight et al., 1991; Knight
etal., 1992; Lewis et al., 1997; Monshausen et al., 2009). AMIIMTYy1a KaIbIIHEBOTO
nuka (Haley et al.,, 1995; Knight et al., 1992), kak u ammIMTyna U3MEHEHUIN
AIEKTPUUECKOTO TOTCHIMAIA TPOSBISECT 3aBUCHMOCTH OT CHJIBI MEXaHHYECKOTO
ctumyna. brmokarop LaCls mojgaBnsier MexaHO-WUHIYIIUPOBAHHBIA MUK KaJbIlHS,
HapsAy C 3axJIOMBIBAaHWEM JIOBYIIKH, TMPU CTUMYJSIIIUM CEHCOPHBIX BOJIOCKOB
myxojoBku (Suda et al., 2020). Tem He MeHee, HE HCKIOYEHO, YTO OCHOBHBIM
nctounnkoM Ca?* mpy MeXaHUYECKOM BO3IEHCTBUM SBISAIOTCS BHYTPHKICTOUHBIE
KOMITAPTMEHTHI, BCIICJICTBHE 00JIee 3HAYMTEIHLHOTO IIOJABJIICHHS MEXaHO-
MHAyUMPOBAaHHBIX  cmaiikoB  Ca?*  pyTeHMEM  KpacHbIM, HMHTHUOMTOPOM
sHyTpuKneTounsix Ca?t xananos (Haley et al., 1995; Hagihara and Toyota, 2020;
Knight et al., 1992; Yao et al., 2008).

Hapsimy ¢ nmukoM BHyTpukIeTouHoro Ca** mpu MexaHH4ecKoW CTHMYIISLUN
3apeructpupoBaH Takxke U Bcruieck ADK. Ilpu stom crenens npoaykunun ADK
Mmenbie, yem mpu HarpeBe (Volkov et al.,, 2006). [Tokazano, 4Tto B MeXaHO-
uHayuupoBaHHbii poct ADK, Bkitan B kotopsiii BHOcUT RBOHC, nmeer cxoxyto ¢
Ca® nunamuxy n narubupyercs La* (Monshausen et al., 2009).

B kawecTBe TMEpPBUYHBIX  PEHENTOPOB  MEXAaHWYECKOTO  CTUMYyJa
paccMaTpHBAlOT MEXAaHOUYBCTBHMTEIBHBIE MOHHBIE KaHajbl, B yacTHocTH Ca’'-

KaHaibl. Tak, MOXHO TIpeanoiaoxkuth poiab MCA1, u3 cemeiictBa 6enkoB ¢ Midl-
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KOMIUIEMEHTapPHON aKTUBHOCTHIO, OOHAPY>KEHHBIN B KJIETKaX KOpHsA apadujorcuca
¥ OTBEYAlolui 3a Bocnpustue TBepAaoctH mouskl (Furuichi et al., 2012; Hamilton
et al., 2015a; Nakagawa et al., 2007). Taxxke MexaHOYyBCTBUTEIbHbIM Ca’*-
KaHaJIOM, BEPOSTHO, SBJSIETCA HeaaBHO OTKpBITBIH RMA (rapid mechanically
activated channel), xommpyemsrii rtenom DEK1 wu npeamonaokuTeiasHO
pacrnoJiararoluics B MJIa3MaTHYECKO MeMOpaHe 3MHIepMaIbHBIX KIETOK. DTOT
kaHan  oQdexkTuBHo  mHruoupyercs  Gd®',  HM3BECTHBIM  MHIHOUTOPOM

MEXaHOYYBCTBHMTENILHBIX KAHAIOB B pAaCTEHUAX, W cunabo momasmsercs La®*

(Guerringue et al., 2018; Tran et al., 2017).

st Droseraceae 6Obina npezamnosiokeHo ydactue DmOSCA  sBnsitomuiics
romonorom OSCA/TMEMG63 y apabunorncuca, B paseutun Bxoga Ca?* Bo Bpems
reHepaluy IEKTPUIECKON peakiuu, HHAYIIUPOBAHHON MPUKOCHOBEHHEM, OJTHAKO,
3TO HE HCCIEAOBAIIOCH JKCIEPUMEHTaNbHO. (OTMEUaeTcs, 4TO Hapsay ¢
CEHCOPHBIMH BOJIOCKamMHu mNoBbIIeHHas 3Kcnpeccnss DmOSCA umeer mecto B
[BETKaX M KOPHAX, YTO MOXET YKa3blBaTb Ha €ro oOI[yl0 poJib B
MexaHouyBcTBUTENbHOCTH (Procko et al., 2021). B mons3y 3T0ro npeanonoxeHus
CBUJETEIBCTBYIOT TAK)XKE IaHHbIE 00 MEXaHOUYBCTBUTEIBHOCTH MPU SKCIIPECCUHU B
MozenbHbIX KieTkax kaHaia OSCA1.2, ero romosora B apabupaorncuce. [Ipu stom,
HE UCKJIIOYCHO BO3MOXKHAsI paboTa u Apyrux kaHaiaos cemerictea OSCA/TMEMG63
B MEXaHOUYBCTBUTEIBHOCTH, XOTS, BO3MOXHO, C 0o0Jieeé BBICOKUM IOPOTOM
aktuBauuu (Murthy et al., 2018).

B kadecTBe mEepBUYHBIX MEXaHO-CEHCOPOB, BEPOSITHO, MOTYT BBICTYNAaTh HE
tonbko Ca®*-kananel. PaccMaTpuBaloTCs TakKe TaKUE€ MEXAaHOYYBCTBHTEILHEIE
kaHaibel kKak MSL9 u MSL10 u3 cemeiictBa MscS-Like (MSL), nemoHCcTpupytot
IPEUMYIIECTBEHHO aHHMOHHYIO MPOBOJMMOCTb. DKCIPECCHsl YKa3aHHBIX KaHAJIOB
umeeT Mecto B KopHe (Guerringue et al., 2018; Haswell et al., 2008; Hamilton et al.,
2015a; Maksaev and Haswell, 2012). IIpeanonaraempiii aHuoHHbIN KaHan MSL8

MOJKCET BBIITIOJIHATD (I)YHI(I_II/IIO MCXaHOYTYBCTBUTCIIbHOCTHU B IBCTKC IIPU OIBUJICHUU

(Hamilton et al., 2015a).
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AKTUBaIMsST MEXaHOUYBCTBUTEIBHBIX KaHAJIOB MOXKET OBITH 0O0YCIOBIIEHA
1100 HATSHKECHHEM MEeMOpaHbI, THOO HATSHKEHUEM CBS3aHHBIX C HEH KOMIIOHCHTOB
rmutockeneta (Nick, 2013; Toyota and Gilroy, 2013). B mocinennem ciydae UMEHHO
ITUTOCKEJIET OTBEYAET 3a MEPBUYHYIO PEIEHITNI0 MEXaHUIECKOTO CTUMYJIA, IPUYEM
BOCIIPUATHE  OCYIIECTBIISIETCSI IyTEM HM3MEHECHHUS €ro  CTPYKTYPBI, HTO
BOCTIPHHUMAETCSI MeXaHOUYyBCTBUTENbHBIMU KaHanmamu (Hagihara and Toyota,
2020; Yao et al, 2008; Nick, 2013). DxkcrnepuMeHTalIbHBIE JaHHBIC
CBUCTEIBCTBYIOT O HEOOXOJMMOCTH HATHMBHOIO AKTHMHOBOTO IIMTOCKEJETa IS
sxona Ca?" (Hagihara and Toyota, 2020; Shepherd et al., 2002; Yao et al., 2008).
Ero paspyllueHue JTaTpyHKYJIMHOM A, IPUBOINT K yBEINYEHHIO KoHIeHTpanun Ca®*
B KJIETKE, AaHAJOTUYHOE WHAYIUPOBAHHOMY MEXaHUYECKOMY BO3JCHCTBHIO.
OcuoBHbIM zeno Ca?* mpu 2TOM, BEPOSATHO, BHICTYHNAIOT BHYTPUKIETOYHBIC
KOMITAPTMEHTBI, O YeM TOBOPUT ITOJABJICHHE WHIYIIMPOBAHHOTO ECTPYKITUEH
nutockenera Bxoaa Ca?* pyrenuesbiM kpacubiM (Hagihara and Toyota, 2020; Yao
et al., 2008). Hapsgy ¢ akTUBHOBBIMH (UIAMEHTAMU BaXXHYIO pOJIb B
MEXaHOPEIEIIIUA UTPAIOT W MUKPOTPYOOUKH TMyTEM HM3MEHEHUS WX OpPUCHTAITUH
npu Mexanudeckom BosaeiictBuu (Nick, 2013; Toyota and Gilroy, 2013).

B wmenoMm, mnocienoBaTeNbHOCTh COOBITUM MPU  TEHEpalMd MEXaHOo-
WHIYIIUPOBAHHON 3JIEKTPUUYECKON peakiuy MpeACTaBIseTcs cleayromei (puc. 3).
MexaHn4eckuil CTUMYJT IPUBOAUT K aKTUBAIIMM MEXaHOUYBCTBUTEIILHBIX KaHAJIOB
MyTeM W3MCHCHUS CTPYKTYphl ITUTOCKENEeTa W/WIW W3MCHCHHS HATSHKCHUS
MeMOpaHbl. AKTUBUPYEMbIE CTUMYJIOM KaHajibl, TEHETUYECKAs MPUPOIa KOTOPBIX
Ha CErOoJHS HEW3BECTHA, HO MpPEAnojaraerci MPUHAIICKHOCTh K CeMelcTBam
(MCA, OSCA, MSL), o0ycnaBirBarOT BXOJ[ B KJIETKY KaJIbIIMSA U BBIXOJ] aHUOHOB.
Bxox Ca®* Bemer K NOBBILIEHUIO BHYTPMKJIETOYHON KoHUeHTpamuu Ca’* wu

COBMECTHO BBIXOJIOM aHUOHOB K (h)OPMHUPOBAHUIO IETIOISPU3ALIUU.
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1.1.5. IloBpe:xxkaeHue

NMeroTcsi TOBOJIBHO OOIIMPHBIE CBEIACHUS O HATUYUHM DJICKTPHYCCKUX
peakiuii, WHIYIUPOBAHHBIX JIOKAJbHBIM TOBPEXKICHHEM. B  ecTeCTBEHHBIX
YCIIOBHSIX JIOKAJThHBIC MOBPEKICHUSI MOTYT OBITh BBI3BAHBI aTaKOW TPABOSTHBIX,
rycenun] u Ap. He 3arparuBas B HacToseM 0030pe OMOTHYECKHUE CTPECCOPHI,
PacCMOTPUM MEXaHHYECKOE TTOBPEIKIACHHUE M 03KOT, KOTOPHIC SBIISIOTCS TUITUIHBIMU
uaaykropamu BII B 1ienom psime padot (Grams et al., 2009; Lautner et al., 2014;
Vian and Davies, 2006). OudeBuaHO, 4TO BO BcCeX pabOTax pPETUCTPUPYETCS
pacrpocTpaHsomascs U3 30Hbl noBpexaeHus: IC, BCIEICTBHE HEBO3MOMXXHOCTH
U3MEpPEHHs] TOTEHIMATa HEMOCPEACTBEHHO B pPa3pyLICHHBIX KJIEeTKaX. 30Ha
MOBPEXKJICHUS IIPU 3TOM SIBIISIETCS UCTOUHUKOM CUTHAJIOB, PACIIPOCTPAHSIOIINXCS B
HEpa3pyIlIeHHbIE TKaHW W OpraHbl pacTeHHWs. K TakuM cWrHajgaM OTHOCHUTCS, B
NEPBYI0 OuYepedb, TMApPABIMYECKas BOJHA M Xumuueckue curHainel (Huber and
Bauerle, 2016; Vega-Muiioz et al., 2020). T'mapaBiudeckas BoOJIHA TPH
MOBPEKJICHUA BO3HUKACT BCJICACTBHE COBOKYIMHOCTH (DaKTOPOB, K KOTOPHIM
OTHOCSITCS BRICBOOOK/ICHHE BACKYJISIPHOTO COKA U3 MOBPEXKACHHBIX KIIETOK, & TAKXKE
TIOBBINIICHUE MOHHBIX KoHIeHTpanuii (Malone and Stankovlc, 1991; Malone, 1992
Stankovic et al., 1997). Takoli pa3apaKuTellb Kak 05KOT TOTOJIHUTEILHO BBI3BIBACT
yBEIUYCHHE 00beMa raza W JaBJICHHUS B MEXKKICTOYHBIX MPOCTPAHCTBAX U B
kcuneme (Boari and Malone, 1993; Stahlberg et al., 2006). B coBokymHOcTH 3TO
BEJIET K Mepefadye TUAPABIMYECKOTO CUTHala, MPOSBISIONIETOCS B OBICTPOM
yBeIU4eHHH NaBiieHus kcuiemsl (Stahlberg et al., 2006).

XVWMHUYECKUI CUTHAJI MPEACTaBIseT COOOW MOJIEKYJSIpHbIE MAaTTEPHBI,
cBszanHbie ¢ moBpexaeHusmMu (DAMP). Ilepuunsie DAMP Britouator ATO,
(dbparMeHTHI KJIETOYHON CTCHKU WM (PEPMEHTHI, pa3pylIaronie KJICTOUHYIO CTEHKY
U WHBIE COCAMHCHUS, KOTOPBIE B HOPME MMEIOT CBOKO (DM3MOJIOTHYECKYIO POJIb B
BHYTPHUKJIETOYHOM TOMEOCTa3e M OOHAPYKMBAIOTCS BHE KIETKH HUCKIIOYHTEIIHHO
IIpY €€ TOBPEKICHUH, BBI3bIBAsI MHIYKIIMIO 3aIIUTHOTO OTBETAa. BTOpWUYHBIC WU

uHaymmoensabie DAMP — 3TO SHIOreHHBIE MOJIEKYJIbI, KOTOPBHIE AKTHUBHO
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IPOIYLUPYIOTCS UM MOJIUDUIMPYIOTCS BO BpeMsi THOETU KJIETOK U JACHCTBYIOT
uckmrounTeaprHo Kak curHaisl (Heil and Land, 2014; Vega-Muioz et al., 2020). Kak
Py 0XKOTe, TaK W MPU MEXAHUYECKOM TOBPEKICHUH, BBIACISIOTCS Pa3IHIHbBIE
DAMP w13 MmOBpEXIEHHBIX KIETOK, KOTOpbIE KpailHe MHOTOYMCIEHHBI, MOTOMY
MIO3TOMY OCTAaHOBHUMCS TOJIBKO Ha T€X, KOTOPBIE C BEICOKOU CTETIEHBIO BEPOSATHOCTH
MOTYT UHAYLHPOBaTh JP.

OnHuM 13 BEpOSITHBIX MHIAYKTOPOB DP Mpu MoBpekICHUH SBISETCS TTyTaMar
(GLU), B cBete Toro ¢akra, uto mis ero perentopoB GLR3.3 u GLR3.6 moka3ano
yuactie B KadecTBe Ca®’-kaHaloB, BHOCAIIMX BKIaA B (OPMHPOBaHHUE
nuctannuoHHbix IC (Mousavi et al., 2013; Toyota et al., 2018; Salvador-Recatala,
2016).

Onuroranakryporuabl (OG) BBICBOOOXKIAIOTCS W3 KIETOYHBIX CTEHOK B
pe3ynbTaTe (pparMeHTaIrii TOMOTalaKTypoHaHa nosmrajgaktyponazamu (PG). OG
BoclpuHUMaroTcs penentopom wall-associated kinase 1 (WAKI1) u WAK2,
TpaHCMEMOpPaHHBIMU Oenkamu, CBS3bIBAIOIIIUMU OG, Hapsay c
MOJIUTAJIAKTyPOHOBOM KHcioTol 1 mekTruHaMmu (Decreux and Messiaen, 2005; Heil
and Land, 2014; Li et al., 2020; Vega-Muioz et al., 2020), 4T0 BBI3BIBACT OBICTPOEC
(B TeueHME HECKONIBKMX MUHYT) nosbimenue [Ca?*]. u Ca?*-3aBHCHMYIO aKTUBALIHIO
HAJI®H-okcunassl, mpuBoas k Bcriecky HoO2 B cocynax pacrenus (Hu et al.,
2004).

BbIcBOOOXKIEHHBIN MTPU MOBPEXACHUH KIETOK AT® MOXkeT pacrio3HaBaThCs
CEMEHCTBOM PAaCIOJIOKEHHBIX Ha IIa3MaThyeckod MemOpaHe P2-pernenTopHbIX
kuHa3 1 (P2K1), Bepositno, LecRK-1.9 (kunaza, nogoOHas peuentopy jektuHa L-
tuna) (Chen et al., 2017; Li et al., 2020; Tripathi and Tanaka, 2018), npuBoas k
onocpenosanHomy Ca?* pocty HA JJ®H-okcuaasHoii aktusaoct (RBOHD) myTtem
dbochopunuporanus u Beriecky ADK (Chen et al., 2017; Song et al., 2006).

HAJI" u HAJI®" Taxxke cnocoOHBI BBICTYIATh B KA4eCTBE MEPBHYHBIX
DAMP, ux penentopaMy MOTEHIHUAIBHO MOTYT BBICTYIIaTh KMHA3bl JEKTHHOBOTO
penentopa LecRK-VI.2 u, Bo3amoxkno, LecRK-I.8 (tomsko mis HAJL') (Heil and

Land, 2014; Li et al., 2020; Vega-Muiioz et al., 2020; Wang et al., 2017), koTopsie
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nyteM oOpa3oBanus Komruiekca ¢ koperentopom BRASSINOSTEROID
INSENSITIVEL-ASSOCIATIVE]1 KINASE1 (BAKI1) cnocoOHbl 3amyckaTh
3aIATHBINA OTBET, MHOTHE aCIEKTHl pa3BUTHS KoToporo moka He sicHbl (Li et al.,
2020; Wang et al., 2019). Tem He MeHee, MOKa3aHO, YTO JJISI €ro Pa3BUTHUS
Heobxomumo yuactue Ca?* (Zhang and Mou, 2009).

Psn OenKOBBIX COCAMHEHMI, TAKUX KaK CHCTEMUH U OCIKOBBIN SITUCUTOPHBIN
nentux 1 u 3 (Pepl u Pep3) BeictymaroT kak BTopuuHble DAMP, npoaykius
KOTOPBIX AaKTHUBUPYETCS B OTBET HA BBICBOOOXKICHUE BHYTPUKIECTOYHBIX
MPEAIIECTBEHHUKOB WM aKTUBATOpoB cuHTe3a. st cuctemuna u PEP1 BeisiBieHo
no nBa penentopa - SYSTEMIN RECEPTOR1 u 2 (SYRlu SYR2), u
peuentopononoousie kuHa3el PEP penmentopa 1 m 2 (PEPR1 u PEPR2),
cooTBeTCTBeHHO. OnHaKo, MX MpoAyKius BTOopu4yHbIX DAMP B GonbpimHCTBE
cBOeM HabIrogaercst yepe3 aecatku MuHYT nociie nospexxaenus (Heil and Land,
2014; Li et al., 2020; Vega-Muioz et al., 2020), uTo He mpeamoiaracT uX BKJIa B
WHIYKIUIO OBICTPBIX dJIEKTpUUecKux peakiuii. Tem He menee, 11t PEP1 ormeuena
Ca®*-3aBucumast BeIpabOTKa MEHEE YEM 3a OJHY MHHYTY MOCJE IOBPEKICHUS
(Hander et al., 2019). Taxxe cooOmaercsi, 4YTO €ro aruiMKamus BbI3bIBACT
aktuBanuio Ca?*-kanmanos (Krol et al., 2010). B uactaoctn, PEP1-3aBucumas
akTuBaIMsa OblIa mokaszaHa g kaHaiaoB CNGC2 (Ma et al., 2012) u CNGC19
(Meena et al., 2019) Pepl.

MoOXHO TPEAnoa0XUTh, YTO MOCIEAOBATEILHOCTh COOBITUI NIPU UHAYKIIUN
JMCTAHIIMIOHHOTO CTPECCOBOrO CUTHAJa B OTBET HAa MOBPEKIAIOIIECE BO3JICUCTBUE
cocTouT B cienyromeM. [ToBpexaeHne KIETOK BBI3BIBAET BBIXOJ] PA3HOOOPA3HBIX
nepBUYHbIX U BTOpuuHbIX DAMP, B ToM uucne riyramara, OG, PEP1 u A®K,
KOTOPBIA CIIOCOOEH NPHMBOAWTH K AKTHBAlUM JIMTAHA-4yBCTBHTENbHBIX Ca’*
kaHajoB. OJIHOBPEMEHHO MpHU TMOBPEKACHUU HHAYLUUPYETCS TUIpaBIAUYECKas
BOJIHA, CIIOCOOHAs aKTUBMPOBATh MexaHouyBcTBUTeNbHBIe CaZ -kanansl. Bxox Ca?*
MPUBOJUT K PA3BUTUIO JCTONSPU3ANUNA B HEMOBPEKIEHHBIX KIETKaX. TaKum
obpazom, pacnpoctpaneHue DAMP u rugpaBiuyeckoil BOJHBI MOXKET CIYKHUTh

UHIYKTOpOoM DC B HEMOBPEXKICHHBIX KIIETKAX.
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1.2. JIncTaHIIUOHHBIE JIEKTPHUYECKHe CUTHAJIBI PaCTeHUil

PaccmarpuBasi BO3MOXXHOCTh y4acTHSl JIUCTAHIIMOHHBIX SJIEKTPUUYECKUX
CUTHAJIOB B Tepeaaue MHPOPMaIUK B PaCTEHUSX, B IEPBYIO 0UYepe/lb HEOOXOIUMO
OTMETHTh HaJIMYWEe Tpex ux Turos, a umenHo, [1]1, BIT u CII (Choi et al., 2016;
Farmer et al., 2020; Huber and Bauerle, 2016). PaccmoTpum ux moapooHee.

IHotenmnuan JeUCTBUSI (ITIT) IIPEICTABIISIET cobom CHUCTEMHO
PaCIPOCTPAHSIIONLYIOCS MEPEXOAHYIO JEHOJISIPU3ALUIO XAPAKTEPHOU HMITYJIbCHOU
(bopMBbI aMITTUTYI0M OT HECKOJIBKUX JIECATKOB MB 110 cTa MB U AJIUTENTEHOCTBIO OT
HECKOJBKUX CEeKyHJ] (y JIOKOMOTOPHBIX) JO HECKOJbKHX JECITKOB CeKyHI (Y
oObI4HbIX) pacTeHuil. [1/] BO3HMKAaeT MO MOPOroBOMY MPUHLHUITY M MOJAYMHAETCA
3aKOHY «BCE WJIM HUYETO», TAKXKE UMEETCs pepaKTOPHBIN NEPUO/I, JUTUTEILHOCTh
KOTOPOT'O MOKET OBITh OT HECKOJBKUX CEKYH]I (Y JOKOMOTOPHBIX) IO HECKOJIBKHUX
muHyT (y 00b14HBIX ) (Choi et al., 2016; Fromm and Lautner, 2007; Galle et al., 2015;
Huber and Bauerle, 2016; Sukhov et al., 2019). I'enmepauus II/I cBsi3ana c
aKTHBalMEel IOTeHIMan-3aBUcHMbIX Ca?*-KkaHalnoB, MOJIEKyISpHAs IPUPOJA
KOTOpbIX octaeTcsi HeompeaeneHHo (Demidchik et al., 2018). YBenuuenue
koHueHTpanuu Ca?" B LUTOIIAa3Me BBI3BIBAET AKTUBALMIO AHMOHHBIX KaHAJIOB.
OnHOBpEMEHHO, HUJET  aKTUBAIMS  KaJIbI[MH—3aBUCUMBIX, IPOTCUHKHUHA3,
bochopmmupyromux H'-AT®da3pl miasMaTHUYeCKHX MEMOpaH, 4TO HPHBOIUT K
CHIDKEHUIO MX aKkTMBHOCTH. Bxox Ca®*, mmaktmBamus mpotonHoi ATdasbl u
BoIxo st motok ClI™ Benyt k QopmupoBanuto (azel aenonspusanuu 1.
Henonsipuzanusi, B CBOK oO4Yepelb, MPUBOJUT K aAKTUBALMM MOTEHIUAJ-
qyBCTBUTENBHBIX K* KaHaaoB, KOTOpbI (opMupyeT mepBbiidi dTam  (asbl
penonsipusanuu I1]]. Habnronaemas Benencteue yaanenns noHos Ca?* u3 uto3ons
axtuBanus H'-AT®a3 ¢popmupyer Bropoi stan penossipuzanuu (Choi et al., 2016;
Fromm and Lautner, 2007; Galle et al., 2015; Huber and Bauerle, 2016; Sukhov et
al., 2019).

ITJI, sBasIsAICH CaMOPACHPOCTPAHSIOMIMMCSA  AJIEKTPUYECKUM  CUTHAJIOM

AIEKTPOTOHUYECKH TIepelaeTcs Ha OOJBIINE PACCTOSHUS CO CKOpOCcThio 1-10 cMm/c
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o 3jeMeHTaM (JIOAMbI U HA COCEJHUE KJIETKH 4Yepe3 MeMOpaHHbIE CBSI3U B
masmoecmax (Onpuros u ap, 1991; Choi et al., 2016; Farmer et al., 2020; Fromm
and Lautner, 2007; Galle et al., 2015; Huber and Bauerle, 2016; Sukhov et al., 2019).
[Ipoxok/ieHHEe APIEKTPUUYECKOTO HMITYJbCAa BBI3BIBAET CABUTH B KOHIICHTPALIUSX
[T-popmupyrommx MOHOB B KIIETKax, IJe MPOM30ILIa €ro reHepauus. Takumu
MOHAMHU, B 4YacTHocTH, sBiasorcs Ca?*® um HY, Baxueiimme perymsTopsl
BHYTPHUKJIETOYHBIX MPOIIECCOB, OTBEUAIOIIME 32 HHIYKUUIO CBsi3aHHBIX ¢ [1]]
cucteMHbIX 0TBeTOB (Choi et al., 2016; Farmer et al., 2020; Galle et al., 2015; Huber
and Bauerle, 2016).

BapuaGenpupiii  nmotennman (BII) mnpencraBnsier coOodt  mepexoaHyro
JETIOSIPU3ALINIO HEPETYIISIPHON (POPMBI, aMIUIUTYI0N HECKOJIBKO ACCATKOB MB u
JUTUTEILHOCTHIO 10 HecKOMbKUX jaecsaTkoB MUHYT (Choi et al., 2016; Farmer et al.,
2020; Fromm and Lautner, 2007; Galle et al., 2015; Huber and Bauerle, 2016). B
omiimume ot [1]1, BII He moguuHsAETCS 3aKOHY «BCE WM HUYETO» U PA3TNYAETCS 110
aAMIUTUTYJIE U TIPOJIOJDKUTEIBHOCTH ACTIONSIPU3AIlY B 3aBUCUMOCTH OT BBI3BABIIIETO
ero crumyina. Benymas poas B (GOpMUPOBAHMM BOJHBI  JICTIOISPHALIMH
npuHamgnexur Ca**-MHIyLUMpOBaHHOMY CHIDKEHHIO akTuBHOCTH HY-AT®askbl,
MMOKa3aHHYI0 CXOJHOM BpPEMEHHOW KHHETHUKOW W3MEHEHHS TMOTCHUUAIA NpPU
rereparuu BIT u usmenenus pH B anorutacte (Vodeneev et al., 2006; Sukhov et al.,
2014), npudeM npo10/HKUTEIIBHOCTD CIBUTOB HOHHBIX KOHIICHTpaluii B ciydae BIT
HaMHOTO MpeBbIatoT xapakrepuble A [1J] Bpemena (Choi et al., 2016; Farmer et
al., 2020; Fromm and Lautner, 2007; Galle et al., 2015; Huber and Bauerle, 2016;
Sukhov et al., 2019; Vodeneev et al., 2015). Pons nonos Ca?* B axtusaumu BIT
MOATBEPIKIACTCS TEM, UYTO YIAJICHHUE U3 CPE/Ibl BBI3BIBACT 3HAUUTEIILHOE YTHETCHUE
redepauun BIT (Katicheva et al., 2014). Kpome Toro, nanHple MHTHOUTOPHOTO
aHanu3a mokasamu ydactue Ca®*-kamanos B renepaumun BII, mpuueM, BeposTHO,
HECKOJIbKMX THIIOB, B TOM YHClie, MexaHodyBcTBHTEabHBIX (Furch et al., 2009).
Henocpencreenno cBsasb uoHoB Ca?* MoxkeT ocymiecTBistbes uepes Ca?t-

3aBucuMbIe potenHkuHa3el (Choi et al., 2016).
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Taxxke BII He sBuserca caMopacnpOCTPaHSIOMIMMCS —DJIEKTPUUYECKUM
CUTHAJIOM, a SIBJISIETCS JIOKAJIBHBIM JJIEKTPUYECKUM OTBETOM, MHAYLHUPOBAHHBIM
pacrnpocTpaHeHHEM THIPABIMYCCKOW BOJHBI M XuMudeckoro areHta (Choi et al.,
2016; Farmer et al., 2020; Galle et al., 2015; Huber and Bauerle, 2016; Sukhov et
al., 2019; Vodeneev et al., 2015). XumudeckuM areHTOM MOXeET BbIcTynaTh ADK,
C CaMOIIOJJEPKUBAIOIICHCS BOJHOW KOTOPOM CBA3BIBAIOT pacnpocTtpaneHue BII
(Choi et al., 2016; Farmer et al., 2020; Huber and Bauerle, 2016; Sukhov et al.,
2019). HWauumarmus BII cBsg3aHa ¢ akTUBalUMER JIUTaH/I-3aBUCUMBIX  HIIH
MEXaHOUYYBCTBUTENbHBIX KAJIbIIMEBBIX KaHAOB. B 4acTHOCTH, IPEINOI0KEHA POIIh
GLR3.1, 3.2, 3.3 u 3.6 B popmupoBanuu BII (Mousavi et al., 2013; Nguyen et al.,
2018). N'mnpapirueckas BOJIHA MOKET BOCIIPUHUMATHCS MEXaHOIYBCTBUTEIBHBIMU
KaHaJlaMd HE BBISIBJICHHOM MPUPOJBI, OJHAKO, OHH CKOPEE BCEro MPUHAJIEKAT K
omHoMy m3 Tpex cemeiictB: MSL  (MscS-momoOHbie wnm  1mMOmOOHBIC
MEXaHOYYBCTBUTEJIBHBIM KaHaJbl Majioi npoBogumoctu), MCA (kananst MID-1
KOMILTUMEHTapHO# akTuBHOCTH) M TPK (nByxmopoBbie kanuessie) (Hamilton et al,
2015; Monshausen and Haswell, 2013). HauOosbmuii wHTEpeC MPEACTaBISIOT
NepBbIE CEMENCTBA, TTOCKOJIbKY, TIPEJICTABUTENIN TPEThETO CEMEWCTBa Ha JIaHHBIN
MOMEHT OOHapy»KeHbI TOJIbKO Ha ToHormacte (Hamilton et al, 2015). K tomy xe,
uMeHHO cpenu cemericTB MSL 1 MCA umeroTces kanbireBbie kanais! (Hamilton et
al, 2015), koTtopbie BHOCAT OMPEACISAIONINN BKJIaJ B T€HEPALUIO BapruadeIbHOIo
norennuaia (Fromm and Lautner, 2007; Katicheva et al., 2014).

Cucremnnii  motennman  (CII)  mpencraBimser  co0oit  CHCTEMHO
pacnpocTpaHsitonieecss HW3MEHEHUS MEMOpPAaHHOTO TMOTEHIMajda B  CTOPOHY
TUTIEPIIOAPHU3AIIIN PA3TUIHON aMITTUTY Bl M TTUTETFHOCTH. MeXaHUu3M pa3BUTHS
CII mpeamnonoKuTeasHo 3aKioJyacTcs B aktuBauuu padoTel H-AT®as3b1. Jlanubiii
TUIT CUTHaJa SBJISETCS HaMMEHEEe M3YYCHHBIM M, CYJS 10 BCEMY, MHIYKIIUPYETCS
JIUIIH TIyTaMaToOM | JIBYXBaJICHTHBIMA HOHAMH, HAHECCHHBIMU Ha paHy (Huber and
Bauerle, 2016; Zimmermann et al., 2009; Zimmermann et al., 2016), moromy nanee

paccmatpuBathes He OyaeT. Tem He MeHee, caM (paKT HAIMYUE Pa3IMYHbIX THUIIOB
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OC y pacTeHuil yBeJIMYMBaeT BO3MOKHOCTb TNepeilayd MHPOPMaLUU TOCPECTBOM
nepeiaur CUrHalIa ONpeIeTIEHHOTO TUIa B OTBET HA ONPEICTICHHBIN TUIT CTUMYJIA.

JleiicTBUTENBPHO, TpU OOIIEM PACCMOTPEHHUU HAONIONAETCS OMNpeeIeHHas
Ccenu(UYHOCTh PA3IUYHBIX THUIIOB SJEKTPUUYECKUX CUTHAJIOB B OTHOIICHHUH
WHIYLMPOBABIINX MX CTUMYJIOB. Tak, reHepamus I1/] naOmromaercss B OTBET Ha
pa3HoOOpa3Hble, B OCHOBHOM, HE MOBPEKIAIONINE BO3JCHCTBUS, TAKHE KaK XOJO/
(Fromm et al., 2013; Lautner et al., 2005; Oda and Abe, 1972; Sibaoka, 1973),
anekTpudeckuii Tok (Fromm and Bauer, 1994; Sibaoka, 1973; Williams and
Spanswick, 1976), usmenenue ocsemeHHoctu (Trebacz and Sievers, 1998) u
MexaHudeckoe npukocHoBenue (Bohm et al., 2016; [ijima and Sibaoka, 1981; Oda
and Abe, 1972; Hodick and Sievers, 1988; Williams and Spanswick, 1976).
['enepanus BII umeer mecto mipu nerictBun noBpexaatomux crumyion (Choi et al.,
2016; Galle et al., 2015; Huber and Bauerle, 2016), Takux KaKk MeXaHHYECKOE
nospexaenne (Kurenda et al., 2019; Mousavi et al., 2013; Salvador-Recatala et al.,
2014; Stahlberg and Cosgrove, 1994; Vodeneev et al., 2018), oxxor (Grams et al.,
2009; Kaiser and Grams, 2006; Roblin, 1985; Stankovic and Davies 1996; VVodeneev
et al., 2018; Yudina et al., 2020) u HarpeB 10 BbicoKoi TemmnepaTypsl (Julien et al.,
1991; Stahlberg and Cosgrove, 1997b). B To ke Bpewmsi, AeTalbHbIN aHAIU3 AaeT
OoJiee CIOXHYIO KapTUHY. B YacTHOCTH, NpH MEXaHMYECKOM TMOBPEXKICHUH,
OTHOCHUTEIHHO HEOOIBIIIOM, TAKOM KaK YKOJI UTJIOHN U laxe 0oJiee cepbe3HOM, TAKOM
KaK OTCEUEHUE YacTH JIKNCTa, Bo3HUKaeT curHai no tuny [1J] (Furch et al., 2008;
Krausko et al., 2017; Sibaoka, 1973). Takke kak I1]] knaccuduimpoBan curHai B
noByem jucte Dionea (Fabricant et al.,, 2021), B 6o6ax (Vicia) (Filek and
Koscielniak, 1997) u xaprodene (Solanum) (Fisahn et al., 2004), npu
MCIIOJIb30BaHUU TaKOr0 TUMTMYHOTO UHAYKTOpa BII Kak noBbllieHEe TeMIepaTyphbl.
Hapsny ¢ «uuctbiMu» peakiusaMu, MpeACTaBIsSIONUMU ObICTphIi ummyiibe 1111 u
MEJIJICHHYIO BOJIHY H3MEHEHHs moTeHuuana BII, Henb3s HE OTMETUTH Takke
pPacpOCTPAHEHUS] CJIOKHBIX KOMIUIEKCHBIX peakuuil. llepBwlii THII Takux
KOMIUIEKCHBIX PEaKIUi MpecTaBiseT coooi Tunuynyto 1js BIT meiennyto BoJiHy

MoTeHIMaa, Ha (OHE KOTOPOW BO3HUKAIOT OBICTPHIC AJIEKTPUUECKUE HMITYJIbCHI
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(Roblin, 1985; Salvador-Recatala, 2016; Stahlberg and Cosgrove, 1994),
o003HauaeMble B OTHAEIbHBIX paboTax Kak «comyTtcTBytomme» [1J1. Jdpyroit Tun
KOMIUJIEKCHBIX PEaKIUi, MO0 BCEl BUIUMOCTH, MPEIACTABISAET COOOH HE3aBUCUMO
pacnpoctpanstomuecs kak [1/1, Tak u BI1, nanpumep, npu oxxore aucra (Dziubinska
et al., 2003; Roblin, 1985; Zimmermann and Felle, 2009) wmm npu MexaHUIECKOM
noBpexacHnn (Zimmermann et al., 2013). Yerkoe pa3zmencHue KOMIUICKCHOW
peaKkIMK Ha JIBE COCTABJISIONIUX UMEET MECTO C YBEITUUCHUEM PACCTOSHUS OT 30HbBI
pa3Ipa)keHUsI BCIEICTBUE PA3JIMYHBIX CKOPOCTEN paclpoCTpaHeHus curianos — BII
orcraeT ot I1]] (Dziubinska et al., 2003; Roblin, 1985).

B 1nienoM, MOKHO KOHCTaTHPOBATh HAJTMYKE ONPEEICHHON CIEU(UIHOCTH
TUIIAa TEHEPUPYEMOT0 CHUTHAJa B 3aBUCHUMOCTA OT HPHUPOABI, U BEPOSITHO,
MHTEHCUBHOCTH a0MOTHYECKOTO CTUMYJIA.

Jlanee cneayeT paccMOTPETh CHEeMU(UUHOCTh AUCTAaHIMOHHBIX OC OT
ocobeHHocTtell napameTpoB DC ONpeaeNeHHOro TUIa, HHAYLIMPOBAHHBIX pa3HbIMU
ctumyiamu. B otHomenun 1], HecMOTpst Ha pasHOOOpa3ue UHIYLHUPYIOIIUX €To
CTUMYJIOB, MO’)KHO KOHCTaTUPOBATh OTHOCUTEIBHOE MOCTOSIHCTBO €r0 MapaMeTpoB,
B HE3aBHCHUMOCTH OT THIIa HHAYyIUpYytoliero crumyJa (Davies et al, 1997; Stankovic
and Davies 1996; Oda and Abe, 1972; Sibaoka, 1973). OrcyrcTBUE CTUMYJI-
cnenuduyeckux yept oOwsicHsaerca npuponou IIJ. IIJ] y pacrenmii, kak u y
JKUBOTHBIX, TPEACTABIAECT COOOM CaMOpacHpOCTPAHSIOMUNACS DICKTPUUCCKUN
CUTHAJI, IOJJUMHSIOIIEr0Cs «3aKOHY BCe-WiIH-HU4Yero». T.e. BO30ynumas KieTka, B
KOTOpPOW JOCTUTHYT MOPOTOBBIA YPOBEHb JENOJISApU3alUU OyneT T€HEepUpOBaTh
CTaHApPTHBIHN ANEKTPUUECKUI UMITYJIbC, 4 €70 aMIUTUTY 1 ¥ JUIMTEILHOCTH HE OYIyT
3aBHCETh OT apameTpoB ctumysta (Fromm and Lautner, 2007; Huber and Bauerle,
2016; Klejchova et al., 2021).

MO>XHO OTMETUTh, MO-BUAUMOMY, JIUIIb BUAO-CHEHU(DUUHBIE OCOOEHHOCTH
[1/1, BeIpaXk€HHBbIE TJIaBHBIM O0pa3oM pPa3IUYUSIMHU B JJIUTEIBHOCTH M CKOPOCTH
paclpOCTpaHEHUs UMITYJbCa JJIsl TOKOMOTOPHBIX U HEJIOKOMOTOPHBIX PACTEHUM
(Farmer et al., 2020). Tak, mmurenbHOCTh IIJ[ y JIOKOMOTOPHBIX pacTEHUIA

COCTAaBJISIET BCETO HECKOJIBKO CEKYH]I ITPU CKOPOCTH paclpoCTpaHeHus 10 8-9 cm/c,
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B TO BPEMSI KaK y HEJIOKOMOTOPHBIX JITTUTEIBHOCTD JIOCTUTAET JECATKOB CEKYH/I PU
cKkopocTH pacrnpocTtpaneHus meaee 3 cm/c (Farmer et al., 2020; Huber and Bauerle,
2016; Klejchova et al., 2021; Sukhov et al., 2019). Taxxe ecTh OTACIBHBIC PAOOTHI,
MOKa3bIBAIOIINE ONPEIETICHHYI0 BApUAaTUBHOCTH TapameTpoB [1]] B 3aBucuMOCTH OT
HaIpaBJICHUS PACIPOCTPAHCHHUS] W OpTraHa, B KOTOPBHIX OHH 3a(UKCHUPOBAHBI
(Lautner et al., 2005; Sibaoka, 1973).

B uenom, MOXHO mosiaraTh, YTO PacIpOCTPaHSIONIMNACSA B TIpe/iesiaX OJHOIrO
oprana B pacteHuu I1]] 3a npeaenamu 30HBI JIOKAJBHOTO PA3APAKEHUAS HE UMEET
cTumyi-cnenupuueckux uepT. T.e. OITOT IIEKTPUUYECKUH CHUTHAT HECET
uHdopmaiuio o camoMm ¢akrte ACHCTBUS CTHUMYyJa, HO HE O €ro NIpupoje, 3a
VCKJIIOYEHNEM NIPUHAUIEKHOCTH CTUMyJa K xapakrepubiM [IJ[-, a wHe BII-
UHYIIUPYIOIUM.

AHanmu3 cneuuduuyHoctd mapaMmerpoB BII oT Tuma ctuMmyna naer HHYRO
kaptuHy B cpaBHeHuu c¢ IIJI. B mnepByro odepeapr HEOOXOOUMO OTMETHTH
3HAUUTEIbHYIO BapruabenbHOCTh mapameTpoB BII, MHAyIIMPOBaHHBIX pa3IMYHBIMU
CTUMYJIaMH, OTKyJa COOCTBEHHO U TMOJy4YWIa Ha3BaHWe peakuusa. Tak,
MEXaHUYEeCKOE TOBPEKICHUE, Takoe Kak orcedyeHue KopHs (Stahlberg and
Cosgrove, 1992; Stahlberg and Cosgrove, 1994), pa3znaBnuBanue nucta (Vodeneev
et al., 2018) unu ero pacceuenue (Maffei et al., 2004; Mousavi et al., 2013), gacTo
Bbi3biBaeT BII, wumeromuit ¢GopMy pacTIHyTOTO HMIYJIbCA IUTEIHLHOCTHIO
HECKOJIbKO MUHYT. Peakiisi Ha 00T XapaKTepus3yeTcs OOJbIION JIUTEIbHOCTBIO,
JI0 JIeCATKOB MHUHYT, UMEET HeperyspHyro QopMy, a KpailHe MenjeHHas
penoipu3aIys 4acTo He 00eCIeurnBaeT MOJHOTO BOCCTAHOBIICHUS TOTEHIIMANIA 32
BpEMsl PETHMCTpPALlMU, COCTaBIIsoNee oObYHO Ooiiee mosyuaca (Koziolek et al.,
2004, Lautner et al., 2014; Sukhov etal., 2014, Surova et al., 2016; Vian and Davies,
2006; Vodeneev et al., 2012; Vodeneev et al., 2018; Yudina et al., 2020). B ciayuae
MOCTENIEHHOTO0 HarpeBa Peakiys TAKKe OTIMYAETCS OOJBIION TUTENbHOCTHIO, HO
Oostee perysipHO# Gopmoii B cpaBHeHuHU ¢ oxkorom (Julien et al., 1991; Vodeneev

et al., 2018). Takxe CTOUT OTMETUTH 3aBUCUMOCTh aMILIUTYAbl BII He TOJIBKO OT
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TUIA CTUMYJIa, HO W OT Tutomaau noBpexaeHus (Roblin, 1985) u nunrencuBHOCTH
ctumyia (Stahlberg and Cosgrove, 1997a).

B cnydae BII Hapsgy ¢ cobOctBenHo mnapamerpamu BII, Takumum kak
aMIUIUTYJ]a W JUIMTENbHOCTb, BAaXXHO TaKKe MX M3MEHEHUE 10 Mepe
pacripocTpaHeHus peakuuud. Hanuuue JekpeMeHTa aMmIUIMTYJIbl U CKOPOCTH
pactipoctpanenus BII TpaauimoHnHo oTMeuaercss kak otriauyaromiee ero ot I1]]
coiictBo (Fromm and Lautner, 2007; Huber and Bauerle, 2016; Klejchova et al.,
2021). Ilpu >TOM HamMUKEe AEKPEMEHTA XOPOIIO COTIACYETCS C TIPEICTABICHUSIMH O
ToM, yTo BII He sBisieTcss caMopacipOoCTPaHSIOIUMCS JIEKTPUUECKUM CUTHATIOM,
a MPeCTaBISAET COO0M JOKAIbHYIO AJEKTPUUECKYIO PEaKINI0, UHIYIIUPOBAHHYIO
THIPaBIMYSCKUM WM XuMudeckuMm curHaioM (Fromm and Lautner, 2007; Huber
and Bauerle, 2016; Klejchova et al., 2021).

Yem oOyciioBieHa ctumyi-cnenupuyHocTh nmapamerpoB BII? MexaHu3Mbl
CenU(PUIHOCTH TUCTAHIIMOHHBIX CTPECCOBBIX CUTHAJIOB PACTEHUN J0 CHUX MOp HE
W3YYEHBI, HO MOXET OBbITh BBIIBHHYTa TMIOTE3a, OMHUPAOIIASICS Ha OCOOCHHOCTU
pacrpoCTpaHEHUs 3TOr0 JUCTAHIIMOHHOTO CTPECCOBOTO CHUTHajlda pPacTEHUHU.
Pacnipoctpanenue BII HOCHUT cClIOXKHBIA XapakTep W CBs3aHO ¢ TeM, 4yTto BII
MPECTABIACT COOONM KOMIUICKCHBIN TUCTAHIIMOHHBIN CUTHAJ, MPEICTaBIISIIOIUN
co0Ol B3aMMOJICCTBUE DJIEKTPUUECKON, THAPABINYECKON M XUMHUYECKOW BOJIH
(Huber and Bauerle, 2016; Vodenev et al., 2015). Xumuueckuii MeXaHU3M
Tpancaykunu BII mnpenmosiaraer pacrnpocTpaHeHUE IO COCyJaM W3  30HBI
MOBPEXKICHUS «paHeBOro BerecTBay (pakrop Pukka). MokHO mosarate, 4T0o TAKUM
coenuHenuem  sBigercs  HyOp, s KOTOpOro  MOKa3aHO  CHCTEMHOE
pacrpocTpaHeHUe NMPYU MEXAHUYECKOM MOBPEKICHUH, TEMJIOBOM IIIOKE U CBETOBOM
moke (Devireddy et al., 2018; Miller et al., 2009; Slesak et al., 2008; Volkov et al.,
2006), BepostHo, mpoayiupyemoir RBOHD (Miller et al., 2009). Cama reneparnus
OP moxer ObITh CBs3aHa ¢ akTHBaluel kaHajaoB cemeiictea GLR (Miller et al.,
2009; Mousavi et al., 2013; Nguyen et al., 2018; Salvador-Recatala, 2016; Toyota
et al., 2018), xors Tun A®K-akrueupyembix Ca®" He ObLI MAEHTUPUIUPOBAH

renetuuecku (Pei et al., 2000; Zhang et al., 2011) (Bo3MOHO 10 APYroMy CTOMT
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Hanucats). He nckmoueno yuactue Bakyosnsapubix Ca?*-xananos tuna TPC1, xots
OHH, CKOpEE BCEro, BHIMONHAIOT QyHkuuro ycumrens Ca?*-curnana (Choi et al.,
2016; Kiep et al., 2015). DTo 1OMOIHUTENLHO TOATBEPKIAETCS PACIIPOCTPAHECHHEM
MHIYLMPOBAHHOM MHOBpexaeHneM BoiHel Ca®’ mo cocymaM — pacTeHus,
KOPPEIUPYIOIICH M0 CBOUM MapaMeTpaM ¢ MapaMeTpamMu AJICKTPHIECKOTO CUTHAJA
(Nguyen et al., 2018; Toyota et al., 2018). Bonna Ca?*, B cBor0 ouepenp, OyaeT
MHTErpupoBana ¢ BoiHoi ROS myrem Ca?*-3aBucumoii aktupanmun RBOH, uro
BbI30BeT yBemmueHue npousBoctBa ROS (Choi et al., 2016; Choi et al., 2017; Chen
et al.,, 2017; Farmer et al., 2020; Kawarazaki et al., 2013; Song et al., 2006),
oOecrieunBasi CaMOTIOJIJIEP’KaHUE PACTIPOCTPAHSIIOIIEICS BOJIHBI. DTO JI0KA3bIBETCS
KOCBEHHBIMH JITAHHBIMH MHTHOUTOPHOTO aHaJIn3a, 1Mo KoTophiM npuMeHenue LaCls
(uaruburopa Ca®**-kamanoB) wu DPl (umruburopa RBOH) nopasnsiio
pPacIpOCTPAHSIOMUNACS CHCTEMHBIM OTBET MPH MEXAaHHYECKOM IOBPEKICHUH,
OIHAKO aBTOPHI HpeAnoioxuim, uro Ca?* HeoOXOAUM JUINb I8 WHULUALMH
nepBoHauanpHoM mpoaykuuu ADK (Miller et al., 2009).

NHnykTOopoM 3ieKTprdecKux n3MeHeHul npu BII MoXkeT sBIAThCS TakxKe n
TUIpaBIMYECKas BOJIHA, O YeM YOEIUTEIbHO CBHUJETEIBCTBYIOT PE3YJIbTAThl O
BO3MOYKHOCTH MHIyNHpoBaTh BII myTeM MCKyCCTBEHHOTO TOBBIMICHUS TaBICHUS
(Stahlberg and Cosgrove, 1997; Stahlberg and Cosgrove, 1997b; Stankovic et al.,
1997). PacnpocTtpaneHne rujpaBIndecKor BOIHbBI UHAyLIUpYyeT renepannto BII 3a
CYeT aKTHBALMK MexaHodyBcTBuUTeNbHEIX Ca?* -kananos (Stahlberg and Cosgrove,
1997b; Stahlberg et al., 2006; Huber and Bauerle, 2016; Vodeneev et al., 2015),
Bo3MOkHO, U3 cemeiictB OSCA1, MSL umm MCA, XOTd TOYHBIX JAHHBIX O
reHEeTUYECKOW MpUHAJIC)KHOCTH KaHalioB ceroAHs HeT (Demidchik et al., 2018;
Gilroy et al., 2016).

OcHOBHOI THUMOTE30M, OOBACHSIOUIEH pa3nuuus B mnapamerpax BII,
WHIYIIUPOBAHHBIX Pa3HBIMH CTHUMYJAMH, MOXKET OBITh pPa3jIUYHBIA BKIIAJ
KOMITOHEHTOB B KOMIUIEKCHBINM curHain. Tak, Hampumep, B cllydae Harpesna,
BEpOSATHO, TIPeo0IaaeT XUMUYCCKAN CUTHANI. BBIAenstonuecs B 30HE Harpesa

oonpmme konmyectBa ROS, mo-BuauMoMy, HHAYIUPYIOT (QOpMUpPOBAHUE
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CaMOTIOIJIEP>KUBAIOIIEHCS BOJIHBI, obecrnieynBas 0€371eKpEeMEHTHOE
pacapoctpanenue BII. B ciaydae MexaHM4eCKOTo MOBPEXKICHUS U 05KOTa, BEPOSITHO
npeo0iaaeT TUApaBIWYecKas BojHA. Ha 3To ykaspiBaeT W 0Oojiee BBICOKAs
HavdaJibHasA ckopocTh BII mpu MeXxaHMYECKOM MOBPEXKIACHUU U 0KOT€, B CPABHEHUU
c narpeBoM (Vodeneev et al., 2018). Ho mpu Ttakux cTuMmymnax HMeeTCs
OTHOCHUTEJILHO HEOOJIbIIIas TUIOIIA b KOHTAKTA C TOBPEKACHHON 00J1aCThIO, YTO HE
JlaeT BBICBOOOXKACHUS SIS TAJIbHEHIIIETO pacIpOCTPaHEeHUS (B IPOBOISIINE ITYYKH )
JIOCTATOYHOTO KOJIMYECTBA «PAHEBOI0 BEUIECTBa». BcnencTBre HEIOCTATOUHOCTH
kosmmuectBa ADK 1151 camopacpoCTpaHsIonIercsl BOJHbBI, UMEET MECTO 3aTyXaHUe
BIL.

[Ipu paccmotpenun pacnpoctpaneHust IC HEIb3sl HE OTMETUTh CBSI3aHHBIE C
reHepanueir OC CABUTM KOHIUEHTpallMid KajbliMsli W MPOTOHOB B KIETKAX H
anoriacte (Farmer et al., 2020; Huber and Bauerle, 2016; Klejchova et al., 2021).
N3BecTHO, UTO KajibI[MeBas CUTHATypa OMpPEACSsIeT MapaMeTphl MHIYLIUPYEMOTO
OTBE€Ta, B YAaCTHOCTH B CJly4ae JKCIPECCUM TE€HOB WM TPOAYKIMH TOPMOHOB
(Farmer et al., 2020; Guo et al., 2018; Knight and Knight, 2012). B oTHOmeH1"
curnatypsl pH, pa3BuBaemoii cieacTBuu mopaBieHus akTuBHOocTH H'-ATda3 B
xone re”epauun OC, TAKOro poAa HCCICIOBAHUSA IIOKAa HE BBINOJIHEHBI, HO
OTMEYEHO TaKXe, B YaCTHOCTH, XOPOIIIEe COOTBETCTBUE MEXKy AMHaMuKou pH npu
reHepaluyd CUTHaJIa M JUHAMHUKONW MHIYLHPYEeMOro MM oTBeTa (porocuHTe3a. B
CBOIO O4Yepeab, CUTHATYphl Kaiblus W pH, BeposTHO, OJM3KM K JAUHAMUKE
AIEKTPUYECKOro TMoTeHnuana. IloaToMy, HecMOTps Ha TO 4YTO OCOOEHHOCTH
curnaryp Ca?* u pH npu pacnipocrpanennu noka DC, He H3y4€HbI, MOYKHO MOJIAraTh
YTO JJI1 HUX UMEIOTCS 0COOCHHOCTH, cXxoaHble ¢ TakoBbIMH 111 DC (Choi et al.,
2016; Farmer et al., 2020; Fromm and Lautner, 2007; Galle et al., 2015; Huber and
Bauerle, 2016; Sukhov et al., 2019; Vodeneev et al., 2015).

B menoMm, 3aBepmias paccMOTpeHHE CHEIU(DUUHOCTH JTUCTAHIIMOHHBIX
ANEKTPUYECKUX CUTHAJOB Yy PpACTEHUM MOXKHO KOHCTAaTHPOBATh HAJIMYUE
BO3MOXXHOCTH BBI3BIBaTh CHEIU(PUYHBIE U3MEHEHUS 3a TpeaesiaMd  30HbI

JIOKJIBHOTO Pa3JApakeHUsl HECMOTPs Ha To, 4To Kak I1J[, Tak u BII npexcrasmnsator
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co00ii epexoIHy1o Aenonsgpu3anno. OJHUM U3 yTEH SBISAIOTCS T€HEPUPYEMBIE B
XOJle PasBUTHs dIIEKTpHUuecKuXx curHainoB Ca?* u pH curHaTyphl, KOTOpBIE MOTYT
oOecnieunBath npeoOpa3oBaHUE CHUTHajda B (PYHKIMOHAIBHBIN OTBET. Jpyrum
HNOTEHUUAIbHBIM IyTEM KOJIUPOBAaHUA HH(MOpPMALMU SBISAETCS KOMILJIEKCHAs
npupozaa BII, [IPECTaBIAIOLIEIO COBOKYIIHOCTb JIIEKTPUYECKOTO,
THAPABINYECKOTO0 M XMMHYECKOTO CHUTHAJIOB. TakuM oOpa3oM, 3JIEKTPHUUECKHE
CUTHaJbl MOTYyT oOecneuMBaTh Iepefadyy HHGOpMalMu O NPUPOJE U CUJe

HCI;’ICTBYIOIHPIX JIOKAJIbHBIX CTUMYIJIOB.

1.3. Cieun(pm4HOCTH CHCTEMHBIX O0TBETOB, BHI3BAHHBIX JIEKTPUYECKHUMH

CUIrHaJJaMM B PaCTCHHUSAX IIPH HeﬁCTBHH Pa3HbIX CTUMYJIOB

Hecmotpsa Ha mpopomxuTenbHy0 UCTOpUIO u3ydeHus OC y pacTeHud, Ha
CErOHSIIHUI J€Hb HE BIIOJIHE SICHO, CIOCOOHBI JIM pacTeHus JemH(ppOBaATH
CUTHaJbl U CHEHU(PUYHO OTBEUATh HAa CTUMYJIbl, UX BBI3BABIIME, WM K€ OTBET
UMEET XapakTep YHHUBEPCAIBHOM CTPECCOBOM peakluH, oOyciIaBIMBaIOLIEH
dbopMupOBaHHE HECHEIU(PUUECKON CUCTEMHOM NPUOOPETEHHOW aKKJIMMalUu.
HaubGonee xopomo wu3ydeHsl UHAYLHpPOBaHHbIE OJC «OYEBUIHBIE» OTBETHI B
CIEHUAIM3UPOBAHHBIX CTPYKTypax M OpraHax, I'Ie TAKME CHTHAJIBI UMEIOT YETKO
onpenenéHHy0 (QYHKIUIO W KOHKpPETHbIE KIETKH/TKaHu MuiieHu. K Takum
CIEUUAIN3UPOBAHHBIM CTPYKTypaMm, B TEPBYIO O4YEPENb, MOXHO OTHECTH
JBUTATEJIbHBIE ~ OPraHbl HACEKOMOSIHBIX W  YYBCTBUTEIBHBIX  PACTEHUM:
CKJIQJIbIBAIOIIUECS JINCThSI MUMO3BI, JIOBYLLIKM BEHEPUHOU MYXOJIOBKH, POCSHKHU U
T.4., rae IIJ[, Bo3HMKaromKMe B PEUENTOPHBIX 30HAX, BBI3BIBAIOT OBICTPOE
CKJIQJbIBAHUE JINCTHEB WJIM 3aKPhIBAHUE JIOBYIIKM M CHUHTE3 NUIIEBAPUTEIIBHBIX
dbepmentoB (Bohm et al., 2016; Iijima and Sibaoka, 1981; Hodick and Sievers, 1988;
Krausko et al., 2017; Oda and Abe, 1972; Sibaoka, 1991 Williams and Spanswick,
1976).

Hpyrum npumepoM «y3kou crenuamu3anuu» [IJI MOXHO cuuTare €ro

TEHEpalMI0 B OpraHax pa3sMHOXkeHusA. M3BecTHO, 4uto B mnectuke nBetrka I[1/]
46



BO3HHUKAIOT Yepe3 Heckoabko MUHYT (Sinyukhin and Britikov, 1967; Fromm et al.,
1995) unm HeckoabKo yacoB (Spanjers, 1981) mociie momaianus Ha PeUIbLIE MHUIBIBI
cBoero Buja. Bo3uukaromue B pesyibrare ombuieHus [1]] 3amyckaioT KOMIUIEKC
MPOLIECCOB, BKJIIOYAs aKTUBALMIO AbixaHus, HakorieHue AT®, kpaxmana, 4To
MOBBIIIAET  DHEPreTHYECKYI0  OOECIEYEeHHOCTh  3aBsi3U M BEPOSITHOCTH
omnogorBoperust (Sinyukhin and Britikov, 1967; Fromm et al., 1995). Takxke
onucano BiusiHue [1/1 Ha apyrue npouecchl omonorBopenus. Tak, y Mimulus u
Incarvillea T1/] criocoOcTBYIOT (OPMHUPOBAHHUIO BIAXKHOW Kamepbl W3 JIOMACTEH
pbuIbLa, Y unsl [1]] ctTuMynupyroT HekTapooOpa3oBaHUe U HEKTAPOBBIICICHUE, A
y rametouroB namopoTHUKOB I/l BBI3BIBAIOT ryTTalMi0, HEOOXOAUMYIO MJIs
ortogotBopenus (Omputos u ap., 1991).

[T/ cam no cebe, MO-BUAUMOMY, HE HECET MH(POPMALIMIO O BBI3BABILEM €0
CTUMYyJE. OTO TOATBEPKIAECTCS CXOACTBOM OTBETOB, WHAyLUpoBaHHBIX [I/],
KOTOpBI€ BBI3BaHBl CTUMYJIAMU PA3UYHON TPUPOIBI. Y BEHEPUHON MYXOJIOBKHU
3aXJIONBIBAHUE JIOBYIIKH, MPOUCXOJUT HE TOJBKO BCIEACTBHE PACHpPOCTPaHEHUS
[T/, ¥HAYIIMPOBAaHHOTO KOHTAKTOM YYBCTBUTEIIBHBIX BOJIOCKOB C JOOBIYEH, HO
TaKK€ TaKUMH CTUMYJIaMH KaK MEXaHWYECKUU, DIEKTPUUYECKUN, H3MEHEHUE
oceménHoctr u Temneparypsl (Hodick and Sievers, 1986; Trebacz et al., 1997,
Trebacz and Sievers, 1998; Krol et al., 2006). ¥ MuMo03bI CKJIaJbIBAHUE JINCTHCB
OPOUCXOAUT HE ToJIbKO npu uHAykuumu [IJ[ mpukocHOBeHHMEM, HO U TpHU
MOBPEXKACHUN, OXJIAKICHUH, HATPEBE, N3MEHEHHH OCBEIIEHHOCTH, DIIEKTPUIECKON
CTUMYJISAIINH, ASHCTBUM HOHM3MpYromiero usinydenus (Hug et al., 1964; Volkov et
al.,, 2010; Hagihara and Toyota, 2020). OtcyTcTBHE CTpPOTOH CBSI3H MEKIY
ctuMmyioyM, BeBbBarommM  [IJ[, w wuHaynupoBanHeiM IIJ[ orBeToM B
HEpa3ApakKeHHbIX YacTIX PACTEHHUS MOKA3aHO TAK)KE HA YPOBHE HKCIIPECCUU IC€HOB.
Tax [1/1, BEI3BaHHBIE DJIEKTPUYECKON CTUMYIISLIUEN, MEXAaHUYECKUM ITIOBPEKICHUEM
1 HarpeBoM BbI3bIBAIOT ycuieHue skcnpeccur rena PROTEINASE INHIBITOR 2
(pin2) co cxoaHo# nuHamukoi (Stankovic and Davies, 1996; Fisahn et al., 2004).

HecMmoTpst Ha ogrHAKOBBIE MTapaMeTPhl MOAYUHSIOMIETOCS «3aKOHY BCE-HJIH-

nudero» [/, pactenus oOpenu CrOCOOHOCTh Pa3BUTHS CTHUMYJ CHEIU(PUIECKUX
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(GyHKIHMOHATIBHBIX OTBETOB C MCIIOJIb30BAHMEM CHTHAja 3TOTO Tuma. Bo-nepBsiX,
MOXHO OTMETUTH BEPOSTHOCTh BO3HUKHOBEHUs M pacnpoctpanenus IIJ] mpu
JEUCTBUM ONPENETIEHHBIX CTUMYJIOB. Tak, mpuU OIUIOAOTBOPEHUH BEPOSITHOCTH
pacnpoctpanenus 111 Bblie npu nepekpECTHOM, YEM IPU CAMOOIBUIEHUH, YTO
CIIOCOOCTBYET TEHETHYECKOMY pa3zHooOpa3uio motoMcTBa. [IpUibIla pacTeHmit
npyrux BuaoB [1]] ve Be3biBaeT (Spanjers, 1981). [Ipu MexaHnueckoi CTUMYIISALIUNA
peuiblia 06e3 mbuiblibl [1J] BO3HMKaeT, HO He JOXOAMUT JO 3aBSI3M U IPOILIECC
MOJITOTOBKHU K OTUIOIOTBOpEHUIo He 3amyckaeTcs (Sinyukhin and Britikov, 1967).

Taxke, mng nepeaaud MHOpPMAIMU PACTEHHS] MOTYT, KaKk W KUBOTHbBIE,
UCIOJIb30BaTh YAacCTOTHOE KOAMpPOBaHME. Y pacTEHUl HMeEEeTCsl CHOCOOHOCTh
JNEKOJUPOBAHMS MH(OpMAMM Ha OCHOBE YaCTOTHOM MOJIYJISILIMA M KOJUYECTBA
pacnpoctpanstonmxcs I1J[. Korma Hacekomoe moceriaer JjoBymky Dionaea
muscipula u cTumyaHpyeT MexaHopeuenTopsl, renepupyrotcs I1. JloByika
3aKpbIBAETCSI B TOM Cly4yae, €ciau Jo0bl4a 3a CYET KAacaHWsl YyBCTBUTEIbHBIX
BOJIOCKOB MHAyuupoBasia He MeHee 2 [1J] ¢ mpomexyTkom He Gosee 30 cexyH[.
HononuutensHbie [1J] BbI3BIBAIOT O0jiee CHIIBHOE W MPOJOJDKUTENBHOE CHKATHE
JIOBYIIKM M 3amyckaroT cuHTte3 sxacMoHOBOM kucioThl (JKK). Ilo moctuxenuu
koiuuectBa [ msaTu 3amyckaercs sKCIpeccus FeHOB THIPOJia3, pa3pylIarolinx
no6eray (Bohm et al., 2016; Pavlovic et al.,, 2017). JIpyroe HacekOMOSIHOE
pacTeHue pocsiHKa CrocoOHOo renepuponats [1]] kak mpu nmonagaHuu 100bIYH, TAK U
IpyU MEXaHWYECKOM CTUMYJSILIMKA, HO KOpMJIEHHE BbI3bIBaeT ceputo 11, a
MexaHu4eckuid ctumyn — oauHounblie [IJI. B pesymprate, B o0oux crmydasx
MPOUCXOUT CKPYyUYHMBAHUE JIOBYIIKH, HO OOHApY>KUBACTCS Pa3HOE KOJIMYECTBO U
pacnpenefeHue IO JIOBYIIKE »ACMOHATOB M MHUILIEBAPUTENbHBIX (PEPMEHTOB
(Krausko et al., 2017).

Hapsny ¢ 4acTOTHBIM KOAMpPOBaHUEM, MO-BUIUMOMY, MOXKET UMETh MECTO
MIPOCTPAHCTBEHHOE KOJUpOBaHKUe MHGOpMaIU, niepeaaBaemMoint mocpeacrsom I1J1.
Tak, Hanpumep, NO-pa3HOMY MPOUCXOJUT CKPYUMBAHHUE JIOBYIIKH U HAKOIJICHUE
KacMOHAaTa y pOCSIHKU, B 3aBUCUMOCTH OT TOr'0, KaKOW U3 BOJIOCKOB — LIEHTPAIbHBIN

WM KpaeBoW 3aTpoHYTHl. Eciu mo0biua momaniia B CEpEelUHYy JIOBYIIKH, KPacBbIC
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BOJIOCKM HW3rHM0aroTcsd K LEHTPY, OpU ITOM Npearnoiaraercs cleayromas
MOCJIeIOBATEIbHOCTh COOBITHI: cepun [IJI y UEHTpalbHBIX BOJIOCKOB -
rpaayajlbHbld TMOTEHIHAJ] WU HAKOIUICHUE XACMOHATOB - JIBUKEHUE KpPACBBIX
BOJIOCKOB. Eciiu 100blya momnana Ha Kpall JIOBYIIKH, KpaeBble BOJOCKU OBICTPO
U3TrU0aI0TCs MMOOUHOYKE, TBIKEHNE MHAYIIUPYETCs COOCTBEHHBIME cepusimu [1]] ¢
ornpeaenEHHpIMU KomdecTBOM 1 yactoToi (Krausko et al., 2017).

CnocoOHOCTh YaCTOTHOTO M MPOCTPAHCTBEHHOTO JIEKOUPOBAHUS CUTHAJIOB,
repeaaBaeMbIX IOCPEACTBOM I, MpUCyIa, BEPOSITHO, TOJIBKO
y3KOCTICIIMAJIU3UPOBAHHBIM OpraHaM pacTeHUM, IIaBHBIM 00Pa30M JJOKOMOTOPHBIM.
B nenom, 6onee TUNMUYHA CUTYyallUs, KOT/Ia CTUMYJ BBI3BIBAET PACIpPOCTPaHEHUE
oauHo4yHOTO [IJI, KOTOPBI MHAYLIMPYET YHUBEPCAIBHYIO CTPECCOBYIO PEAKIIMIO,
CBS3aHHYIO, TJIaBHBIM 0Opa3oM, C BPEMEHHBIM CHI)KEHHEM pPOCTa M Pa3BUTUS
pacTeHUM, CHIDKEHUEM METaboM3Ma, a TaKyKe CUHTE30M 3alllUTHBIX COEIMHEHUM.
Jaxe B crieliMaIn3upOBaHHBIX OpraHaX HAaCEKOMOSTHBIX — B JIOBYIIKaX BEHEPUHOU
MYXOJIOBKHU U POCSIHKH - pactipoctpanenue 11/ nHnynunpoBaHHble TPUKOCHOBEHUEM
K BOJIOCKaM, HapsAy C JBWKCHHEM BbI3BIBAIOT CHUXKEHHUE (POTOCHMHTETUYECKOU
aktuBHOocTH (Pavlovic and Mancuso, 2011; Krausko et al., 2017; Pavlovic et al.,
2017).

Jlns 6onee TOHKOW TMOACTPOMKK CTpaTeruu afanTallid K OINpeaeeHHBIM
CTpPECCOpPAM PACTEHHUSI MOTEHIIMAIBHO MOTYT UCIOIb30BaTh JC pa3HbIX TUIIOB — [1/]
u BII, conocTtaBiieHne 0TBETOB Ha KOTOPBIE U3JI0KEHO aayee. B nmepByro ouepensp,
HEOOXOJIMMO TMOAYEPKHYTh, YTO 00a TUNA CUTHAJIOB HE3aBUCHMO OT MPUPOJBI
BBI3BABIIETO WX CTUMYJia CIIOCOOHBI WHAYIHMPOBATH (DYHKIIMOHAIBHBIE OTBETHI,
CBSI3aHHBIC C 3alIUTHBIMU U aJalITUBHBIMU PEAKIIUSIMHU, K KOTOPBIM OTHOCSITCSI:

- BpemeHHoe yraerenue ¢orocuntesa (I1/1: Fromm et al., 1995; Bulychev et al.,
2004; Pavlovic and Mancuso, 2011; Krausko et al., 2017; BII: Koziolek et al., 2004;
Lautner et al., 2005; Fromm et al., 2013; Sukhov et al., 2019),

- yeunenue apixanus (IT/1: Dziubinska et al., 2003; BIT: Filek et al., 1997; Khlopkov
etal., 2021; Surova et al., 2016),

- nakorieane AT® (IT: Fromm et al., 1995; BII: Surova et al., 2016),
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- yertenue akcnpeccuu reHos pin2 (IT/1: Stankovic and Davies, 1996; Fisahn et al.,
2004; BII: Stankovic and Davies, 1996),

- 3aMyCK MOCIEAYIONMX CUTHAJIBHBIX KacKaJOB, B MEPBYIO OUYEpeb HU3MECHEHUE
coaeprkanus ropmoHoB (ITJ1: Krausko et al., 2017; Marhavy et al., 2019; BII: Herde
etal., 1999; Hlavinka et al., 2012; Mousavi et al., 2013).

OOblyHO  (DyHKUIMOHANBHBIE OTBETHl, BbI3BaHHbIE OJC pa3HOro THIIA,
KaueCTBEHHO CXOJIHbI, HO, B TO K€ BPEMsl, UMEIOTCS KOJMYECTBEHHbIC Pa3INyus,
CBSI3AHHBIE C AMIUIATYJIOM W JUHAMUKOW WHIYUHWPOBAHHBIX W3MEHEHUU. Tak,
3HAUMUTEJIBbHOE  HAKOIUIEHWE  KajUulo3bl B CHUTOBUAHBIX  TpyOkax  (mpu
amoIIaCTUYECKOM  3arpy3ke)  HaOJI0Jajioch  MOCJIE€  pachpoCTpaHEHUs
WHIYIIUPOBaHHOTO okoromM BII, B To Bpems Kak TpW pacnpoCTpaHECHUHU
WHIYIIMPOBaHHOTO oTceueHueM [IJI kammo3a oTkimanbiBajgach B MEHBIIHMX
KOJIMYECTBaxX M Ha MEHbIIIEM paccTossHuu oT 30HbI ctumyia (Furch et al., 2008).
3HaYUTEIbHBIE Pa3IMuMs HAOMIOMAINUCH B MPOAYKIIMHM METAaOOIUTOB, TaKUX Kak
Kpaxmaj, caxapo3a, MajlaT U JAPYTUX, B Cly4ae WHIYIHPOBAHHOTO OTCEYCHUEM
KOHYMKa Jiucta KyKypy3sl BII m BeBbIBHEIM OoxnaxnenueMm IIJI. B cimywae BII
KOHIIEHTpAI[MU METa00IUTOB B TOBPEXKICHHBIX JTUCThSIX CHUXKAJIOCH 10 CPABHEHUIO
C HE TPaBMHUPOBAHHBIMH JINCTHSIMH, B TO BPEMSI KaK TIPH XOJI0I0BOM CTUMYJISITUN UX
KOHIICHTpAIIUsl BO3pacTaja, /il HEKOTOPBIX COCTMHEHUI MPUMEPHO B JiBa pasa Io
CpaBHEHUIO C paHeHHeM. B 00oux cirydasx HaOI0AaI0Ch MOIaBIeHUE (PII0OIMOHOTO
TpaHCIOpTa, 00Jiee BRIPAXKEHHOTO B Ciydyae Xoyoa-unaynupoBannoro 11 (Fromm
et al., 2013) Ha tomaTtax unaynupoBansbiii osxorom BII Bei3biBaeT nmpumepHo B 1,5
paza Oonbinee HakorieHue chloroplast mRNA binding protein (CMBP) no
cpaBHenuto ¢ I1J[, BEI3BAaHHBIM OTCEUYEHHEM, KPOME TOTO JUHAMHKA HAKOIUICHUS
HECKOJIbKO OTJIMYaJIach IO CBOMM BpeMEHHBIM xapakrepuctukam (Vian and Davies,
2006).

Hapsiay ¢ KoMHW4eCcTBEHHBIMU Pa3IMIUSIMH, B OTJEIBHBIX Pa00TaX OTMEUEHBI
Ka4ECTBEHHbBIC pa3inuuus Mexay orBeramu, nHaynupoBanHeimu I1J[ u BII. Tak,
WHIYIIMPOBAHHOE OTCEUYEHWEM KOHUYMKA JINCTAa KyKypy3bl BII BeI3bIBAIO CHUKEHUE

accummwsiiiuu CO; U CHUKEHUE TpaHCOUpPAlMU, B TO BpeMsl KaK IMPU XOJOJ-
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uHayiupoBanHoM [1J[ peakiuu 3adukcupoBano He Obw10 (Fromm et al., 2013).
HckmountensHo Tpu  BbI3BaHHOM oxkoroM BII nHabmionanoch mojaBieHue
akTuBHOCTU (poTocuctemsl Il u camxenune accumumsiiiun CO; y TOMOS, TOTAa KaK
XOJIOI-MHYIIMPOBAHHBIN AJIeKTpuueckuil curHan no tuny IIJ[, He BhI3Bana
noaoOHpIX n3MeHeHui (Lautner et al., 2005).

Hapsiny co cnenmupuyHOCThIO OTBETOB, BBI3BAHHBIX TUCTAHIIMOHHBIMH DC
pa3HOro THMa, Mogo0Has cneupUIHOCTh MOXKET HAOIIOAATHCS U ISl OJMHOYHOTO
curHana B ciydae BII, mapameTpsl KOTOPOTO, Kak ObLIO OTMEYEHO BBIIIE, 3aBUCST
OT TUIA U UHTEHCUBHOCTH cTUMyJja. CTUMYI-clienuruuHble 0COOEHHOCTH OTBETA
OIKMCaHbl, HAPUMEp, JIs CABUTOB rOpMOHOB. Tak Ha pacTeHUsAx apalujorcuca
MOKa3aHO, YTO JIOKAJbHOE JEWCTBUE CHIIBHOTO CBETa BEIET K CHUCTEMHOMY
yBenuueHreM koninentpanuu KK u camununoBoit kucinotsl (CK), B To BpeMst Kak
JIOKAJIBHBIA TEIJIOBOM IIOK BBI3BIBAET W3MEHEHUE coaepxkaHus Toiapko CK.
JluHamuka cojaepsKaHHs CAUIMIOBOM KHUCIOTHI MPU 3TOM CXOJHA JJisi 000UX
pasapaxureneir (Zandalinas et al., 2020b). Pa3HoHampaBiicHHBIC pEaKIUH
3aMBIKAIOIINX KJIETOK YCTBUI[ TAKKE€ OTMEUEHBI JJIsl CHJIBHOTO CBETA U TEIJIOBOTO
III0KA: CBET BBI3BIBAET 3aKPBITUE YCTHUII, a TEIJIO MPUBOJUT K OTKPBITHIO YCTHUIL
(Zandalinas et al., 2020a). IlpuuywHO# pa3IMYHOTO OTBETA MOTYT CIIY>KUTh
OTMeUCHHbIE paznnuus B auHamuke JKK, koTopas, Kak HW3BECTHO, WHIYIHUPYET
3akpbiTe ycThHIl (Geng et al., 2016).

Taxxke Ha pacTeHusix apabuaoncuca TOKa3aHO, YTO MEXAHMYECKOe
MOBPEXKJICHUE W CWJIbHBIA CBET MOBBIMIAIOT TPAHCKPHUMNTHI OTBETa aOCIM30BOU
kucinoTel (ABK) u Tpanckpuntel otBera KK, B TO Bpems kak HS Ttombko
tpackpunThl ABK (Suzuki et al., 2013). ABTOpBI Takxe MPOJAEMOHCTPUPOBAIIU
pasznuyus B U3MEHEHHH COJIEp’KaHUs METa0OJMTOB (caxapo3a, aMUHOKHCIIOTHI U
Ip.), UHAYLUHUPOBAHHBIX U3yyaeMbIMu cTuMmysiaMu (Suzuki et al., 2013).

MO>KHO MoJ1araTh, 9To OTMEUYCHHAS BBIIIE CIISITU(DUIHOCTH HHTYITUPOBAHHBIX
BIl ¢usmomornuecknx OTBETOB OOYyCIIOBJICHA pasznuyusMu B mapameTpax BII,
BBI3BAHHBIX Pa3HBIMHU CTHUMYJIaMH. B 1iesiom psijie paboT, B 4aCTHOCTH, TTOKa3aHa

CBsI3b IAPaMETPOB OTBETa C mapamerpamu BbI3BaBuiero ero BII. B uwactHOCTH,
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aAMIUTATYIBI OTBETa (DOTOCHMHTE3a M TPAHCIUPAIMH KOPPEIUPYIOT C aMIUIUTYI0H
unayuupytomero ero BIT (Sukhov et al., 2012; Sukhov et al., 2019 Sherstneva et
al., 2015). Taxxe oTMe4YeHa KOppEIALMs TOPMOHAILHOTO OTBETA C MapaMeTpamu
BII (Hlavinka et al., 2012; Mousavi et al., 2013).

Nrtak, mMeeTcs MOCTAaTOYHO CBEACHUH O TOM, YTO (DYHKIIMOHAJILHBIM
CHUCTEMHBIN OTBET CITIOCOOEH MPOSBIISATH 3aBUCHMOCTD OT ITaPaMETPOB BHI3BIBAIOIIINX
ero OC. Kak MOXXeT OCyIIeCTBIATHCS TO100Hast CBsA3b? M3BECTHO, YTO MHIYKIIHSI
OC (QyHKIMOHANBHOTO OTBETAa CBs3aHA, B IMEPBYIO OuYepelb, CO CIBHTaMU B
xonnentpanuax Ca?* u H* (Choi et al., 2016; Farmer et al., 2020; Huber and Bauerle,
2016; Sukhov et al., 2019), noka3anHasi, B TOM 4HCIIE, IyTEM €€ UMMHUTAIIUH [IPH
oMo noHodopos (Sukhov et al., 2014). MoxHo moyiarath, 4To crienu(GUIHbIC
curHatypel Ca?* u H' o00ycnaBnuMBaloT pa3sBHTHE CIEHU(UYHOIO OTBETA.
3aBUCHMOCTh TIApaMETPOB OTBETa OT MApaMETPOB KaJbIIMEBBHIX CHTHATYp ObLIa
noka3aHa panee Ha pacteHusx (Lenzoni et al., 2018). Hackonbko paziudarorcs
curnarypsl Ca?* u H*, cBs3annble ¢ pacnpoctpanenreM BII, BBI3BaHHBIX pa3HBIMU
CTUMYJIaMH Ha CETOHAIIHUYN JIEHb HE M3y4eHO. B TO ke Bpemsi, MOKXHO OTMETHTH
JIOCTaTOYHO XOpOIllee CXOJCTBO JIMHAMHMKM u3MeHeHud pH wu nuHamuku
aylekTprudeckoro norenimana npu reaepanuu BIT (Katicheva et al., 2014; Vodeneev
etal., 2015). BeposTHO, 3TO MOKHO OTHECTH M K JIMHAMHUKE BHYTpUKIeTo9HOro Ca?*
(Khlopkov et al., 2021). A mockonbKy U3MEHEHHSI JICKTPUIECKOTO MOTEHIMANIA, T.C.
dbopma BII, amnutyna u nmutensHocTs BII, mposiBIsitOT 3aBUCUMOCTh OT THIA
WHIYIIUPYIOMIErO €r0 CTUMYJIa, MOXKHO OKHUJIaTh M HATMYHS CTUMYJI-CIIEIU(DUIHBIX
curnaryp Ca** m H' B KIeTkax, B KOTOpBIX IpoM3ouuia reHepamus BIIL.
Cneunduunocts BII-uHayuupoBaHHOr0 OTBETa MOXKET OBITh TaKXke 00yCIIOBJIEHA
KOMITJIEKCHOW TMPUPOJION 3TOTO TUCTAHIIMOHHOTO CHUTHANA, BKJIIOYAIOIIETO W3
THJIpaBIMYECKOM U xumuueckoi kommoHeHT (Huber and Bauerle, 2016; VVodeneev
etal., 2015; Sukhov et al., 2019) B cBoro ouepenn, Hapsny ¢ curaatypamu pH n Ca?*
JOTIOJTHUTENIHHBIC XUMHUYECKHE COCAMHEHHS B COCTaBE KOMIUIEKCHOTO CHUTHAJa
MOT'YT BHOCUTH CBOM BKJIAJ B CIIEIM(UYHOCTH POPMHUPYEMOro OTBETA. ITO MOMKET

OCYHICCTBIIATBCA 1IIYTEM HMX BOCIHPHUATHA CHGLII/I(I)I/I‘—IHBIMI/I peociuropamMu, H
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NOCJIEAYIONIEd aKTUBAalMd CUTHAIbHBIX MyTeil. (OcCoOEHHO XOpOoIIo  3TO
UCCJIEIOBAHO JJiIi OMOTHYECKUX CTUMYJIOB, B YAaCTHOCTH, NMPU (POPMUPOBAHUU
naToreH-crnenn(UYHOTo WM HACEKOMOE-CIEIM(PUIHOTO 3aIIUTHOTO OTBETA, TyTEM
pacro3HaBaHus pacTeHueM crienubuyaHbix dnucutopoB (Krol et al., 2010; Maffei et
al., 2004). Takue ctumyn-cneunduuasie DAMP, npeanonaokuTenbHo MOTYT OBITh
BOBJICUEHBI B MHAYKIIMIO OTBETA HA A0MOTHUYECKUE CTUMYJIBI.

T.o. pacTenus UCTIONB3YIOT HECKOJIBKO BAPUAHTOB UHIYKIIUU CHIEIU(DUUHOTO
CHUCTEeMHOTO oTBeTa. llepBblii U3 HUX Oa3upyeTCcss HAa YACTOTHOM KOJWPOBAHUU H
nemdpoBke nHpoOpMalmu, nepeaaBaeMoit mocpeactsoM I[1JI. Bropoii cBs3an ¢
nepenaueid JUCTAHIMOHHBIX ODC HECKOJBKUX THUIOB, KaXAbIH U3 KOTOPBIX
XapakTepeH [UIsl OMpeIeNIeHHOW KaTreropuu crumyna. Hakonernr mnepenada
uHpOpMallul TOCPEACTBOM OJMHOYHOrO curHaiza B ciayyae BII moxer
0a3MpoBaThHCS Ha CIICU(PUIHOCTH €T0 MAPAMETPOB, 3ABUCAIINX OT IPUPOIBI M CHITBI

BBI3BABIIETO €0 PA3APAKUTENS.
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I''TABA 2. MATEPHUAJIBI U METO/1bI

2.1. O0BeKTHBI uccae10BaAHUSA

OKCIEpUMEHTHl TPOBOAUIUCH Ha 14-21-MHEBHBIX PACTEHUSAX MIICHHUIIBI
(Triticum aestivum L.) copta Jlapsst u ropoxa mocesHoro (Pisum sativum L.) copra
AnpOymen. PacTtenust ropoxa BeIpalivBaiu T’HAPOTNIOHHBIM criocoOom Ha 50% cpene
Xornanma-Apaona. [lmeHurry mpopammBaid B TEYeHHE 3-X JHEW B
JTUCTWUIMPOBAHHON BOJE, TMOCJIE YEro MPOPOCTKH TMEPECakuBajld B TOPIIKU C
necKoM. PacTeHus BbIpaluBainch B YCIOBUAX KiuMaTHaeckoi kamepsl KBW-240
Binder (I'epmanus) npu temneparype 24°C. I[IponomKUTENTbHOCTh OCBEIIECHUS

cocTasisiia 16 4 B CyTKH.

2.2. MHayKuMs 3JIeKTPUYECKUX CUTHAJIOB

JlokanbHOE pa3apaXE€HHE HAHOCWJIOCh Ha KOHYMK BTOPOIO 3pEJIOro JIMCTa
MIIEHUIIBI U TPETHErO 3peJIoTo JIuCcTa ropoxa. B pabore MCnosib30Baid TpU THUIIA
pa3apaxuTerei:

1) oxxor koHuMKa JKcTa (1 cM) OTKPBITHIM IIJIaMEHEM B T€UEHUE 3 CEK;

2) MOCTENEHHBIN HarpeB, MyTeM MOMEIICHUSI KOHYMKa pa3zapakaemoro jucta (1 cm)
B KIOBETY C HarpeBaTeIbHBIM 3JIEMEHTOM, 3aII0JHEHHYIO BOJOM. HarpeBaTenbHblii
AJIEMEHT MOBBIIIAN TeMmIieparypy Boabsl 10 60°C B TeueHue 4-5 MUH, BbI3bIBAS
renepanuto BII;

3) MexaHWYecKoe MOBPEeXKICHHE KOHYMKa jucta (1 cM) myTeM CAaBIMBaHUS MPU

IMOMOIIH TNIACTUKOBBIX HUJIMHAPOB.

2.3. DuekTpou3noI0rnyecKue u3MepeHus

DNEeKTPUYECKYI0 aKTHBHOCTh PErHCTPUPOBAIM BHEKJICTOYHO C MOMOIIIBIO
Ag/AgCl-makpoanexktpogo  DBJI-1M3 (OAO «[omenbckuii  3aBOJ

U3MEpUTENBHBIX TPUOOPOBY, benapyce), ycumurenem ciyxwn nonomep MITJI-113
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(OO0 HINI «Cemuko», Poccus) ¢ BXomHeIM conpoTusieHueM 102 Ow,
COEJIMHEHHBIN C KOMIBbIOTEPOM. KOHTAKT 371€KTPOJIOB C pACTEHUEM OCYIIECTBISIICS
Yyepe3 XJIONKOBBIE HUTH, CMOYEHHBIE B CTaHJAPTHOM pPACTBOPE CIEAYIOLIErO
cocraBa: KCIl — 1 mM, CaCl, — 0,5 MM, NaCl — 0,1 MM. 3anuch peructpupyemoit
pa3HUIBI MOTEHIINAIOB OCYIIECTBIISUIN C IIOMOIIBIO IPOTpaMMBbI «Param2y», yactoTa
peructpanus 1 I'm.

Pactenust mmieHHIbl pacroyiiaraid  Ha  CHEUUaTbHO  HM3TOTOBJICHHBIX
MOJICTaBKax M3 IUIACTUKA. B sKcriepuMeHTax HCIONb30BaIUCh 3 U3MEPUTEIbHBIX
AIIEKTPOJIA, PACIIOJIOKEHHBIX HA BTOPOM B3POCIIOM JIKCTE MIIIEHUIB. PaccTosiHue ot
30HBI IOBPEXKIECHHUS /10 IEPBOT0 U3MEPUTENBHOTO AleKkTpoa (D1) cocTasisiio 3 cMm,
10 BToporo anekTpoaa (32) — 6 cm, 10 TpeThero iekTpoaa (33) — 9 cm (Puc. 4).
DNeKTpoa CpaBHEHUS TOMEIIATd B TIE€COK, PSJOM C KOPHAMH pacTeHUS,
IIPEABAPUTEIBHO CMOYMB €r0 BOJOM. AJjanranus pacTeHHW Mepel HadalioM

WU3MEPEHUN OCYIIECTBIAIACH B T€UECHHE 1,5 4.
CTUMY N

ctumyn 31 32 33 \\ |

Puc. 4. CxeMa pacrojiokeHUs 3JIEKTPOJIOB Ha MPOPOCTKax A) miieHunbl u b)

ropoxa.

N3mepenne  3IEKTPUYECKOM  aKTUBHOCTH  TOpoxXa  OCYIIECTBIISIOCH
aHAJIOTUYHBIM ~ O0pa3oM, OJIHAKO B  DKCIEPUMEHTE  HCIOJb30BAIUCh 5
U3MEPUTEIbHBIX 3JIeKTpoJ0oB. OHM pachnojarajuch Ha CcTe0jle ropoxa, Ha
pacctosiHusIX 1,5, 3, 4,5, 6 1 9 cM OT 30HBI pazapakeHus. Takke B OTICIbHON cepuu
OKCIIEPUMEHTOB  pacTeHHWE IOMEIIAJIOCh Ha  CHCHHalbHYI  CTOHKY, a
W3MEPUTEIFHBIE AJIEKTPOJBI PACTONAraiuCh Ha CTE0JIE B MEXIOY3JIUH HUKE

pasapaxxacMoro JucTa, Ha paCcCTOSHHUHA 3 ¢M OT 30HEI MMOBPCKACHHUA, 1 HA ITAPHOM
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JUCTC K HCCICAYEMOMY, 3aKPCILUICHHOMY B KIOBCTC I'a30aHaIM3aTopa. QHGKTPO,Z[

CpaBHEHUS IOTPYIKAJICS B PACTBOP, OMBIBAIOIIUN KOPHHU PACTEHUS.

2.4. UHruOMTOPHBIN aHAJIN3

JIist m3ydeHus: 0COOCHHOCTEH MEXaHU3MOB TCHEPAIlUd W PACIIPOCTPAHCHHUS
IEKTPUYECKUX  CHUTHAJIOB, HWHIYIMPOBAHHBIX  PA3IMYHBIMH  CTHMYJIAMHU,
BBITIOJIHSJICS. MHTUOUTOPHBIN aHANIM3 ¢ MPUMEHEHHUEM CIelU(PUUHBIX OJOKATOPOB.
Vcnonp30Banuch pacTBOphl ciienyromux uHruoutopos: 1) NasVOs (2 mM) —
cneunpuanoro uaruoutopa H*-ATdaser miasmarudeckux memopan; 2) LaCls (5
MM) — Onokatopa Ca?* xamanos; 3) GdClz (10MM) — Grokaropa
MexaHo4dyBCTBUTENLHEIX Ca?* kananos; 4) N,N'-mumeruntuomouesunsl (DMTU) (1
MM) — ckaBenmkepa nepokcuaa Bogopoaa (H20z); 5) nudbenunennononus (DPI)
(20 MxM) — wunruoutopa HAJI®H-okcumasel; 6) CalMIMITHIPOKCAMHKOBON
kucioTel (SHAM) (1 MM) — uHru6buTOpa ansTepHaTUBHON OKCU/Ia3bl MUTOXOHIPUH
pacTEHU.

BcnencTBre miioxoro mpoOHUKHOBEHUSI HHTHOUTOPOB Yepe3 AMUACPMHUC JTUCTA
IIIEHUI[BI SKCIIEPUMEHTBI OBUTH BBITIOJHEHBI HA OTCEUYeHHOM JiucTe (puc. 5). Jluct
OTCEKaJICS MPUMEPHO 3a 12 yacoB 10 3arpy3ku. OTceueHHbIN KOHEI] JINCTa (BTOpOi
B3POCJIBIA JIUCT TIICHMIIBI) TIOTPYXKalXM B pPacTBOP C HMHTHOUTOpAMH U
OCYIIECTBJISUTH 3arpy3Ky HHTHOUTOpPA B JIUCT TOJT BAKYYMOM, B Te€U€HUE 5 MUHYT. B
KOHTPOJIbHBIN JINCT aHAJIOTMYHBIM 00pa3oM 3arpy’kajd CTaHAapTHBIA PacTBOP.
N3mepenus npooauiau yepes 1,5 yaca mocnie 3arpy3ku.

Ha pactenusix ropoxa MHTHOMTOP HAHOCHJICS JIOKAJIbHO, HA y4aCTOK CTEOJIs
CO CHSTBIM DIHUACPMHUCA, MIOTPYKEHHBIN B CHCIHUANTBHYIO KIOBETY JUTMHOW 2 CM C

pacTBOpoM mHTHOUTOpA 32 1,5 "yaca 10 pazapaxeHus.
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v‘y oTcevyeHne NNUCTa
A\

nomeuieHue nucrta Ha 16
YyacoB B NpoBUpKy ¢ BOAOM

/ \‘\ 3arpyska pacTBopa
‘a| MHrMBUTOpPa B AMUCT nop,
‘ BaKyyMOM B Te4YeHMe 5 MUH

ol |

ctumyn 31 32 33 agantaumsa B TeyeHue 1,5
" 4yacos W nocnegywollee
~ U3mepeHue

Puc. 5. Cxema 3arpy3ku HHTUOUTOPOB B OTCEUEHHBIN JTUCT MIIICHUIIBI.
2.5. U3mepenne napaMeTpoB (poTOCHHTE32 U TPAHCIHUPALUT

AHanu3 mnapamMeTpoB (HOTOCMHTETHMYECKOM aKTUBHOCTH M Tra3000MeHa
OCYIIECTBISIJICSI C HWCIOJIb30BAHWEM CTAHIAPTHOW CHUCTEMBI ISl MCCIICIOBAHHMS
dorocuntesa (Heinz Walz GmbH, T'epmanusi), kotopast Bkirouana B ceoss PAM-
bayopumerp Dual-PAM-100, undpakpacusiii razoanamuszarop GFS-3000 wu
nu3MeputenbHyo rojoBky 3010-Dual gas-exchange, mo3BoSIONIYO OJJHOBPEMEHHO
U3MEPATH IMapaMeTpbl CBETOBOM M TeMHOBOM cTaauu ¢gotocuuTe3a (Sukhov et al.,
2012) B ycnoBusIX 3aJJaHHON BIXXHOCTH, TeMIiepatypsl U coaepxkanusi CO2 B 30HE
peructpanuu. PeructpupoBanu Takue mokasarenu raao00MeHa, Kak FHHTEHCUBHOCTD

tpaucnupaiuu (E), ckopocts accumuisiiimu CO; (A) U yCTBHUHYIO TPOBOIMMOCTb

(9S).

E = ue(WO - We)/LA(l _ WO)’

rzie Ue — MOJIIPHBIN pacxojl Ha BXOJIE B U3MEPHUTEIbHYIO TOJOBKY (LULMOJIB/C), Wo —

modbHast 107151 H,O Ha BBIXO/Ie M3 M3MEPUTEIBHOM roJIoOBKU (PPM), We — MOJTbHAS
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nons H,O Ha BXoze u3 uzMepurtenbHoii ronosku (ppm), LA — miomans aucra (m2)

(Caemmerer and Farquhar, 1981).
A= Ue(co — Ce)/LA — E * ¢y,
rje C, — MoabpHas A0 CO; Ha BBIXOJE M3 U3MEPHUTEIIHHON TOJIOBKH [ppm], Ce —
moubHas nonss CO, Ha BXojae U3 u3MeputelbHo# rojgoku (ppm) (Caemmerer and
Farquhar, 1981).
gS =E/VPD,

rae VPD — nedunut naBneHus napos (Bo3ayx-nuctbs) ([1a/kI1a) (Caemmerer and
Farquhar, 1981).

B kadectBe mapameTpoB (QIIyopecleHIMA XJIOpoduiUia paccMaTpUBAIA
KBaHTOBbIM BbIXOJ (Qotocuctembl I u |l — dbg, u s, U ypOBEHb
Heoroxumuueckoro TymmeHus — NPQ.

Jnst pacuera @ps)| UCMOIB30BAIN YPABHECHHUE:

Dbsi 1= (Fn = F)/F' :

rne F,;, 1 F — MakCUMaJIbHbIA M TEKYIIUHA KBAHTOBBIA BBIXOJA (PIyOpECHCHIMH
xmopoduiia porocucrems | mpu mocrostaroM ocserennu (Maxwell and Johnson,

2000).

Jlns pacaera NPQ npumensiiu hopmyiy:
NPQ — (Fm - FT;L)/F, ’
m

raie F,— MakCUMaJIbHbIM KBAaHTOBBIM BBIXOJ (IyOpecleHINH XJopoduiuia
dorocucremsl Il (Maxwell and Johnson, 2000).

IIpn m3MepeHHsAX OTHOCHUTENbHAs BIIAXKHOCTh BO3JyXa B H3MEPUTEIBHOMN
roJIOBKE cocTaBisiia okono 60%, koutentparms CO2 — 360 ppm. 3nauenus Fo, Fry
u Py onpenensimu nocie 10 MUH TEMHOBOM ajanTalyu, MOCIE YEro BKIIFOYAIU
CHUHUI aKTMHHYHEIA cBeT (239 MkMonbs M2 ¢t, 460 HM) ¥ HACHIIAKOIIUE BCIBIIIKH
(10000 Mxmonb M2 ¢t, 635 1M, 300Mc), KoTOpBIE clieoBanu Kaxasle 20 c.

Bropoii nuct nieHuIspl pacnosaraii TakuM 00pa3oM, 4TOObI H3MEpUTENIbHAS

TOJIOBKA pacrojiarajiaCh MPUMEPHO Ha PACCTOSIHUM 5 CM OT 00JacTh CTUMYJIA,
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Y4aCTOK IMOMCHIAJICA B I/ISMepI/ITCHBHOﬁ T'OJIOBKE TrazoaHalin3aTopa. I[J'I}I ropoxa
BI)I6I/IpaJ'ICSI JIUCT, HI/I}I(eJ'Ie)KaHII/Iﬁ OT pasapaxacMoro, OH IOJIHOCTBIO ITIOMCIIAJICA B

U3MEPUTEIBHOM TOJIOBKE razoananuzaropa (~1,5x1,5 cm).

A b
CTUMYN  areal  area2 area3

cTumyn

£

(w

Puc. 6. Cxema u3MepeHus akTUBHOCTU (POTOCHMHTE3a HA MPOPOCTKAX A) MILIEHULIBI
u b) ropoxa. KpacubiM o0003HaueHbl OOJACTH PErHCTPALUA aAKTUBHOCTH

dboTocuHTE3A.

AHanu3  MPOCTPAHCTBEHHO-BPEMEHHOIO  paclpe/efieHuss  [apaMeTpoB
bayopecueniun  ximopobmmia (@Dpsy uw NPQ) Ha pacTeHHAX MIICHHIIBI
ocymiecTBisuicss MerogoM PAM-dbayopumerpun ¢ wucnosib3oBanueM PAM-
¢dnyopumerpa Open FluorCam FC 800-O/1010. Bropoif aMCT MIICHHUIIBI
pacrioyiaraii B U3MEPHUTENbHONU 00JacTu mpubopa, pazMep KOTOPOM COCTaBIISUI
~20%20 cm.

3nauenus Fo, Fn u Py ompenensuin mocne 15 MUH TeMHOBOHM ajamnTalud,
II0CJIE Yero BKIKOYAIU KPacHbIH akTMHUYHBIA cBeT (280 Mxmons M2 ¢, 617 um) n
Haceimaromye senbimky (4000 MxMons M2 ¢, xonmomusli Genslii cet, 6500 K
300Mc), KOTOpBIE TOBTOPSIIUCH KAXKAYI0 MUHYTY B TeueHre 10 MUHYT U Kaxable 2

MUHYTHI B TeueHue 20 MUHYT.
2.6. Perncrpanus nuHamuku pH ¢ nomombio ¢uiyopecueHTHOr0 30H1a

Jlist peructpanuu u3MeHeHui PH B anoruiacTe JiMcTa npu pacupoCcTpaHeHUH

IEKTPUUECKUX CUTHAJIOB HCIOJIb30Banu pH uyBCcTBUTENBHBIN (DIIyOpeClIeHTHBIN
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3011 BCECF (Molecular Probes, CIIIA). 3oun BCECF 3arpy»aicsi B TeMHOTE Mpu
KOMHATHOM TeMIlepaType B YCIOBHUSAX BpPEMEHHO MOHWkeHHoro aasieHus (0,2
atmocdep, 10 MuHYT) BO 2-i JIHCT MPOPOCTKOB MilIeHUIIBI. KOHIIeHTparus 30612 B
pactBope coctaBisiia 10 MxM. Ilocne 3Toro pacteHue OCTaBIsIM B PacTBOPE C
30HJ0M Ha 6 4YacoOB MPU HOPMAJIBHOM JaBieHuu. [lociieyroniyro OTMBIBKY 30H/1a C
MOBEPXHOCTH PACTEHHsI MPOU3BOAMIN B CTaHAApTHOM pactBope. [locne 3arpy3ku
30HJIOM TIepe]l Ha4aJIoM U3MEPEHUI paCcTEHUs CTOSUIM B BET€TAllMOHHOM KOMHATe B
TE€YEHUE HOYU B TEMHOTE.

JHunamuky pH B pacTeHHsX MIIEHUIBI PETHUCTPUPOBAIA C TOMOIIBIO
ycTaHoBKHU JyIsi diryopectieHTHOro umumkuara DVS-03 (UIIJIMT PAH, Poccus).
PacteHus mueHupl pacnoiarajid Ha CIeNUaibHO U3TOTOBJICHHBIX MOACTABKAX U3
IUIACTHKA, 3aKpeIulsisi BTOPOM 3perblii JIMCT Ha THoJAcTaBKe. Bo30yxaeHue
(bayopeclieHIIMM OCYIIECTBISUIA Ha JiuHe BoiHbl 488 HM. Peructparus
(dayopecleHIMM OCYUIECTBISIACH C HCIOJIb30BAHUEM HHTEP(HEPEHIIMOHHOTO
bunpTpa 530 M. YacTtoTa modydeHUs KaJpoB COCTaBlisjia 2 B MUHYTY, BpeMs
skcnozunmu — 0,75 c. Ob1ee Bpems 3anucu coctaBisuio 45 munyT. Jnnamuka pH
B amoIUlacTe OIpeNesjack Ha OCHOBAHMM W3MEHEHHMS WHTEHCHBHOCTU
dbayopecteniuu 30u1a. UHTeHCHBHOCTH dryopectieHimn BCECF Bo3pacraer nmpu

YBCIIMYCHUHU BCIIMYNHBI pH

2.7. Onpenesienne cogepxaHusi GUTOroOpMOHOB METOOM KUAKOCTHOI

XpoMaTOMACC-CIEKTPOMETPUH

AHanu3 coaepkanusi (GUTOrOPMOHOB OCYILIECTBIISUIM B (pparMeHTe BTOPOTO
B3pOCJIOTO JIMCTA MIIEHHUIIBI JUIMHOW S5 CM, PACIIONIOKEHHOM Ha PACCTOSIHUM 5 CM OT
30HBI pasgpaxeHus. Yepes onpeaen€HHbIN HUHTEpBajl BPEMEHU 10CIIE pa3apaKeHUs
(dbparMeHT BbIpe3asid, B3BEUIMBAIU, (UKCUPOBAIU KUIAKAM a30TOM U PacCTUPAIIU
Te(JIOHOBBIM TECTUKOM JO TOPOHIKOOOpa3HOro coctosHusa. Jlanee o0Opa3ibl
TOMOT€HU3UPOBAIM B HJKCTPArupyrouieM pacTtBope (MEeTaHOJ:BOJa:MypaBbUHAs

kucinota = 80:19:1) B cootHomeHnn 1:15. DkcTparupyrommii pacTBOp CoaepKa
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TaK)K€ BHYTPEHHHE CTaHJAPTHI: ACHUTEpUPOBAHHBIN aHanor abCIIM30BON KUCIOTHI
[?’H]eABK (1 ur/mn, Olchemim, Yexus). DkcTpakuuio mposoaund 15 MUHYT Ha
porarope (Multi Bio RS-24, Biosan, Jlateus) npu temnepatype 4°C. 3areM npoOs
neHTpudyrupoanu B Teuenue 25 muH npu temmeparype 4°C u 20 000 rcf (Z 36
HK, Hermle Labortechnik, I'epmanus). Ilocie orbopa cymepHaTaHTa K OCaaKy
J00aBJISIIIN SKCTPArUPYIOMIUM pacTBOP B COOTHOIIEHUU 1:5 0T Macchl HaBeCKH ISl
MOBTOPHOM SKCTPAKIIM B TeX ke ycnoBusx. [locie yero cynepHaTaHTbl 00bETUHSIIH.
Jlaniee KOHIIEHTPUPOBAIN TOTYyUYEHHBIN 3KCTPAKT GUTOrOPMOHOB B 2 pa3za npu 40°C
Ha ucnapuresie-konieHnTparope (Smart Evaporator C1, BioChromato, fInonus) u
buabTpOBANIM Yepe3 MIPUIIEBON HEMIOHOBBIN QuibTp ¢ pazmepoMm mop 0,45 Mxm
(Millex-LCR, Merck Millipore, CIIIA).

Anamu3  ¢utoropmoHoB  ocymiectBisii - Merogom  LC/MS/MS  Ha
KHUIIKOCTHOM XpomaTomacc-criekrpoMerpe LCMS-8040 (Shimadzu, Snonus). st
aHanu3a (UTOTOPMOHOB OBUIM BBIOpAHBI CIEAYIOIIME MapaMEeTphl: TemmepaTypa
auHuu neconbBatanuu 280°C, temmnepaTtypa 6noka HarpeBarens - 400°C, motok
ra3a-pacmpuiuTeNs - 3 J/MUH, TOTOK Taza-ocymutens - 15 n/mun. YcaoBus
xpoMatorpadupoBanus: o0bEM 1poObl - 10 MK, ckopocTh motoka ¢a3el - 0,5
MJI/MHH; COCTaB MOJBMXKHON (a3pl: komnoHeHT A - 0,1% pacTtBop MypaBbHUHOU
KHUCTIOTHI B BoJie, KoMIOHEHT B - 100% aneTonutpuit; mporpamma rpaauenta: 0 Mun
— 3%, 1 muu — 45%, 4 mun — 45%, 6 mua — 60%, 7 mua — 80%, 7,01 muu — 3%, 9
muH — 3%; xpomatorpaduueckas kojionka Shim-pack HR-ODS (Shimadzu,
Anonwus), 2,1x150 mm, pazmep gacTuil — 3 MKM; TEMIIEpaTypa TEPMOCTATa KOJIOHKH
40°C. Pacuer comepxxkanuss ABK u XK B KOHTpOJbHBIX (HEpa3apaXEHHBIX) H
OTIBITHBIX PACTEHHUAX, MPOBOAMIN HA OCHOBAHWU KaJMOPOBOYHBIX 3aBUCUMOCTEH,

IOJyYEHHBIX C UCIOJb30BaHUEM aHanuthdeckux crangaptoB: ABK (Olchemim,

Yexus) u KK (Sigma-Aldrich, CIIIA).
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2.8. AaroputM o0padoTKH pe3yJibTATOB HA OCHOBE BeliBJIeT-NIpeo0pa3zoBaHus

ABTOMAaTHYECKOE OMPEICICHUE MapaMEeTPOB UCCICAYEMBIX AIEKTPHUECKUX
CHTHAJIOB M (PYHKIIMOHAJIBHOTO OTBETa OBLJIO BBIIOJIHEHO C WCIOJIE30BAHUEM
METOJIOB, OCHOBAaHHBIX Ha BEHBIET-IpeoOpa3oBaHMM CHUTHada. JleTtampHOoe
ONMCaHue TMpoueaypsl mpuBeaeHo B pabore Mudrilov et al.,, 2020. OG6mee

ypaBHEHUE JJI HEMIPEPHIBHOT'O BEUBJIET-MPE0Opa30BaHUS:

w=[" x(Oyp®)dt,
riae W — BeixonHo# curnain, X(t) — ananusupyemas 3anuch, y(t) — 6azoBas GyHKIus,
MATEPUHCKUI BEHBJIET, KOTOPYI0 MOXKHO CJABUTaTh M  MAacIITaOMPOBAThH
(pacTsATMBaTh WK CKUMATH) ISl CO3aHUS CEPUU HENPEPhIBHBIX BeliBieToB (Bruce

etal., 2001; Hramov et al., 2015):
1, t-t
v(t) =z —,
rije o U T — TMOJOXKUTEIbHBIE 4YHUCIA, TMPEACTaBISAomUe KO3 PUIMEHTHI
MacCIITa0UPOBAHUS U CIIBUTA COOTBETCTBEHHO.

BoixonHo#t curHan OyJaeT MMETh JIOKAJIbHbIE MAaKCUMYMbI, B KOTOPBIX
BXOJHOW curHajm HaubOoJjiee OJM30K K aHAJIM3UPyeMOMY Ia0JOHY, TO €CTh
MaTEepUHCKOMY BEHBJETYy. AJTOpPUTM HENPEPBHIBHOIO BeUBIET-IPeoOpa3oBaHus
BXOJIHOM 3aITMCH MPE/ICTaBJICH Ha cxeMe Huke (puc. 7). B kauecTBe MaTepUHCKOTO
BeliBIeTa OBLIIM MCIIOBF30BaHbI TPOM3BOIHBIC PYyHKIMH ["aycca mepBoro, BTOpPOro u
TPETHETO MOPSAJIKOB, KOTOPbIE IMIMPOKO MPUMEHSIIOTCS MPU aHaM3€ MEePEXOAHbIX
MPOLIECCOB.

B xoms mpoBepku Obutm  TomO0OpaHBl  ONTHUMANbHBIE  3HAUCHUS
K03 PUIIMEHTOB MacImITaOMpOBaHMs, ISl aHadu3a JJIEKTPUUECKUX 3alucei Ha
ropoxe HauOOJbIlIee COOTBETCTBHME OBLIO HAWJEHO MpW 3HAYCHWH MaciiTada,
paBHOM 5, juisl mineHuIlbl — nipu 10, U1t BceX TUTOB (DYHKITMOHABHOTO OTBETA —
npu 10. J{ns OneHKH KOPPEKTHOCTH aBTOMATUYECKOM 00pabOTKU HCIOJIB30BAJICs

Meroa bisnaa-AnTMaHa, Moka3aBIIMK NIPUMEHUMOCTD JJaHHOTO anroputMa (Bland

and Altman, 1999; Giavarina, 2015).
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NMnopT 1aHHBIX B MACCHB 00bEeKTOB NUMPY

\ 4

BeiiBiieT-nnpeodpa3zoBanue BXOJHOI0 MACCHBA € PA3JIHYHbIMU
4 0a3uCHBIMM BelBJIeTAMHU U JMANA30HOM MACIITAOMPOBAHUS

l

IlocTpoeHnne ckajaorpaMmmbl

He COOTBCTCTBYCT

Bn3yam>ﬂoe MOATBEPIKIACHUEC
COOTBETCTBUA BLIﬁpaHHOFO BeliBJIeTa

CootBercTBYET

Bb16op MacmiTaboB B COOTBETCTBUM

CO CXO0ACTBOM pe€3yJbTATOB

ABTOMATHYECKOI 1 PYYHOU

y

HUcnoab3oBanue onpeneéHHOrO BeliBjeTa u

MaciuTada AJs onpejieleHHs1 MapaMeTPOB CUTHAJIA

Puc. 7. AnropuT™M HENpPepbIBHOTO BEUBIIET-TIPEOOPA30BAHUS BXOJHOM 3aUCH.

CpaBHeHUE 3HaYECHHN aMIUTUTY] U3MeHeHuil mapametpoB BII u cucremuoro
OTBETA, MOJIYYEHHBIX MOCJIE PYYHOU M aBTOMATUYECKOW 00pabOTKHU, MPUBEJEHHI B
tabnuiax 1 u 2. Pe3yiapTaThl JEMOHCTPUPYIOT BHICOKYIO CTETIEHb COTJIACOBAHHOCTH,
CBUJETENBCTBYSI O KOPPEKTHOCTM TPEIJIOKEHHHOro mnonaxona. B pabote
WCIIOJIB30BAIM PYYHOM BApHUAHT OMNPEACIICHUs MMApAMETPOB PEaKUUi Hapsaay C

NpCaJIOKCHHBIM daBTOMATUYCCKUM.
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Tabmuna 1

Ammutyast BII (MB), uHIy1IIupOBaHHOTO HarpeBOM, B MPOPOCTKAX ropoxa,

paccuuTaHnHble ¢ oMol pyuHoit (PO) u aBromatuueckoit oopadotku (AO).

El E2 E3 E4 ES

Ne AO PO AO PO AO PO AO PO AO PO

1 36.0 | 435 | 56.0 | 56.0 | 645 | 645 | 420 | 420 | 380 | 38.0

2 41.0 | 410 | 43.0 | 430 | 565 | 565 | 425 | 425 | 520 | 52.0

3 850 | 850 | 8.5 | 85 | 840 | 840 | 760 | 76.0 | 84.0 | 84.0

4 940 | 940 | 93.0 | 93.0 | 9.0 | 96.0 | 885 | 885 n/d n/d

5 69.0 | 69.0 | 66.0 | 66.0 | 54.0 | 55.0 | 535 | 55.0 | 605 | 615
Cpeanee | 65.0£ | 66.5+ | 68.7 | 68.7+ | 71.0+ | 71.2+ | 60.5+ | 60.8+ | 58.6+ | 58.9+
+SEM 11.6 10.7 9.2 9.2 8.2 8.1 9.3 9.3 9.6 9.7

Tabnuma 2

Ammuty sl ckopoctu accuMuisinud CO;z (A), ypoBens Tpancnupauui (E),

KBaHTOBOTO BbIxoja orocucteM | u Il (@Drs) u Drg))) 1 HEHOTOXUMHUECKOTO

tymenus guryopecuenuu (NPQ) B IMUCTBSIX MPOPOCTKOB TOPOXa, PACCUNTAHHBIE C

ucnoiib3oBanreM pyuHoit (PO) min aBromaTudeckoi oopadoTku (AO).

A E Drs Desi NPQ

Ne AO PO AO PO AO PO AO PO AO PO
1 2.900 2.500 0.860 0.850 0.052 0.039 0.065 0.065 0.707 0.707
2 0.450 0.480 0.170 0.170 0.147 0.152 0.166 0.164 0.816 0.824
3 0.280 0.330 0.120 0.130 0.056 0.068 0.068 0.708 0.710
4 0.280 0.290 0.060 0.080 0.066 0.067 0.060 0.058 0.675 0.670
5 0.300 0.280 0.050 0.040 0.115 0.102 0.104 0.105 0.603 0.600
6 0.380 0.380 0.130 0.160 0.045 0.044 0.071 0.072 0.540 0.832
Cpennee | 0.765+ | 0.710« | 0.232+ | 0.238+ | 0.085+ | 0.077+ | 0.089+ | 0.089+ | 0.675+ | 0.724+
+SEM 0.428 0.359 0.127 0.124 0.020 0.018 0.017 0.016 0.039 0.037
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2.9. CratucTnueckasi o0padoTka

Bce n3MmepeHns npou3BOAMIM HA OTAEJIBHBIX PACTCHUSX. B KaxIou cepuu
HKCIEPUMEHTOB IS KaXKJI0T0 BO3JAEHCTBHS CIOIb30BANIOCH HE MeHee 10 pacTeHUi.
Craructudeckyo o0paboTKy ocymectBisuin B mporpamme Microsoft Excel u
GraphPad Prism 6. Ilpm o00paGoTke pacCUHMTBIBAIM CpEIHUE 3HAYCHHS,
CTaHJIAPTHBHIE OLIMOKU CPEIHEro W JOBEpUTENbHBINM MHTEpBal. B pe3ynpTaTax Ha
PHUCYHKaX MpPECTaBJICHbI CpEIHNE 3HAUYCHUS U CTaHAAapTHas OUIMOKa CpeHero, a
Tak)K€ TUIIMYHBIE 3allMCH OTAENIbHBIX M3MepeHui. PacnpeneneHue BbIOOPOK
SBJIIETCS. HOPMAJIBHBIM, JUIsl OLIEHKH MCIIOIb30BasICs Kputepuil cornacus [lupcona.
JIOCTOBEpHOCTh pa3ian4Mii B BHIOOPKAaX MPOBEPSUIM C MOMOIIBIO ABYX(PAKTOPHOIO
nucriepcrorHoro aHanmsa (ANOVA) u kputepusi CThIOJICHTA, ¢ UCIIOJIb30BaHUEM
kpurepueB Jlamnerra w  ThIOKM 111  MHOXKECTBEHHOTO cpaBHeHus. Jlid

KOPPEJSLIMOHHOTO aHaJIM3a UCIIOJIb30BaICs KO3 puuueHT koppensuuu [lupcona.
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I')TABA 3. PE3YJIBTATHI U UX OBCYKJIEHUE
3.1. ITapaMeTpsbl BapuadeJbLHOI0 MOTEHINAIA, HHAYHIMPOBAHHOT O

PA3INIHBIMHU JOKAJbHBIMU PA3APaAKUTECIAMN

IlepBbrii 3Tan pa®OThl OBLT HampaBieH Ha H3ydeHue mapamerpoB BII,
WHAYLHPOBAHHOTO PA3ApAKUTEISAMU Pa3IUYHON IPUPOAbl. B KauecTBe JTOKaIbHBIX
pa3ApaxKUTeNe BBICTYyHal OKOI, IOCTENEHHbI HArpeB M MEXaHUYECKOe
ITIOBPEXKICHHUE. Hanecenue pasapaxkureseu BBI3BIBAJIO TEeHEepaLuIo
pacIpoOCTPaHSAIOUIETOCA AJEKTpUUecKoro curHaina B Buae BII B pacteHusix kak
MIICHULIBI, TaK W Topoxa, MPU OSTOM I[APAMETPbl CHUTHAJIOB pa3IHYAIUCh B
3aBUCUMOCTH OT TUIA Pa3ApaKUTENS.

[Tpu neiicTBUM BCeX THUIMOB CTHUMYJIOB amruiutyasl BIT (Avp) B nmcTe
NIIEHUIBI, B OJIMKalIIEHd K MECTY CTUMYJa TOUKE PErUCTpaluu, ObUIA TPUMEPHO
PaBHBI M COCTaBIISLIN 0KOJI0 55-60 MB (puc. 8B). Takke CTOUT OTMETUTHh MEHBIITYIO
murenbHocTh BII (oneHuBaeMyro 10 BpEeMEHM BO3BpAILEHHUS IOTEHIMAla Ha
3HAQYCHUS, paBHbIC TMOJIOBUHE Ayp), HHIYIUPOBAHHOTO  MEXaHWYCCKHM
HOBPEXACHUEM, TOPsIIKa 5 MUHYT, B TO BPEMsI KaK JJIs1 OCTalbHBIX CTUMYJIOB OHA
coctapmsuia 10 munyT 1 607¢ee (puc. 8B). B cimyuae oxxora Ayp Mena 3HaYUTETHHBIN
JIEKPEMEHT, CHUXKAsCh ¢ 57 MB Ha paccTositnuu 3 cm 10 18 MB Ha paccrosauu 9 cwm.
B ciyyae MexaHMUYECKOTO pa3Jpa)keHusi IEKpEeMEHT OblI elle 0osiee BbIpaXKeH, Ha
paccTosiHUM 9 CM OT 30HBI pa3[ipaXeHHs] SJIEKTPUUYECKUN CUTHAI MPAKTUYECKH
OTCYyTCBOBaJl. B ciyuyae HarpeBa, B OTJIMYME OT OXOra M MEXaHUYECKOIro
HOBPEXACHUS, JEKPEMEHT Ayp ObLIT HE3HAUNUTEIBHBIM.

[Ipu paccmotpennu ckopocTtu pacnpoctpanenust BII Ob110 BBISIBIECHO, YTO B
ciydae okora ckopocth BII Obu1a 3HaUMTENBHO BBILIE, YEM IPU HArpeBe, 1OCTUTrast
OKO0JIO 4,5 MM/C BOJTU3W MecTa MOBPEXKIeHHsI TPOTHB 2 MM/c ripu Harpese (puc. 8T).
CTOuT Takke OTMETUTh TEHJICHIIMIO K CHUKEHUIO CKOPOCTU pacnpoctpaHeHus: Bl

Mo MCPC YAAJICHUA OT MCCTAa CTUMYIJIA KaK JIJIA HArpcBa, TaKk U IJis1 OKOra. B CjIy4dac
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Puc. 8. A) Tunuunble 3amucu WHIYIUPOBAHHOTO HATrPEBOM, OXOTOM U
MexaHnueckuM mnoBpexaeHueM BII B pactenusix miieHuIpl. CTpenka moka3biBaeT
MOMEHT HAHECEHUS 0YKOTa WM MEXAHUYECKOTO MOBPEKICHHS WM HA4aJlo HarpeBa
(ckopocTth HarpeBa ~6 °C/muH). B) 3aBucumocTh aMmmuuTy sl BIT oT paccrostHus ot
30HbI pazapaxeHus. B) [dnurensHocts BII, uHAyUHpOBaHHOTO pa3inMYHBIMU
ctumynamu. [') 3aBucumocts ckopoctu BIT oT paccTostHusL OT 30HBI pa3apakeHUsl.
Paccrosinne ot 30HBI pazapaxenus g0 I1, 32 m O3 cocraBusier 3, 6 U 9 cMm
COOTBETCTBEHHO. PaznuuHble mponucHble OYKBbI 0003HAYAIOT CTATUCTUYECKU
3HAYMMBIE PA3JIMUUSI MEKY CTUMYJAMH, CTPOUHBIE — HA PA3JIMYHBIX PACCTOSHUSIX

B paMKax oJIHOro ctumyJia, p<0,05.

67



100

AU, mB

MEXAHWYECKOE

HAIPEB oXor
NOBPEXAEHUE
\ 100 -E 100
—
80 - 80 -
@ @
260 260
= =)
g <
—I1 40 - 40 -
—32
—33 20 [ 20 -
Bpema, muH 0 Bpemsa, MUH 0 Bpema, MHH
10 20 30 0 10 20 30 0 10 20 30
. [ 44 -
1400 1, 14 Aa Harpes
1200 { | 12 4 —OMOT
ABa g™ Rapa o
Y1000 -+ | T T =10 4 —MexaHu4ecKoe
I 2 1 - Aab nospemaeHue
g so0 | Al Ba 1 c 8 1
E - [-+]
= rl
; 600 A lg 6 4 Ab
X 400 A Ba Ba & 4
| ¥] Ba Aa
B - T T .
200 I I 2 @—M——ﬁa
T T T T 1 0 - 0 T T T
2 4 6 8 10 3cm 6 cMm 9cm 3 5 7 9
PaccToaHMe , cm PaccroAHue , cm
CTUMYN
4

3l 2 3

/8

/,
{
Puc. 9. A) Tunuusple 3amucH HHIYIMPOBAHHOTO HArpeBOM, OXOTOM U
MexaHndeckuM mnoBpexaeHnem BII B mpopocTtkax ropoxa. CTpenka MmoKa3bIBaeT
MOMEHT HAHECEHHUS 0KOTa WM MEXaHUYECKOTO MOBPEXKACHUS UM HAYaJIO Harpesa
(ckopocth HarpeBa ~6 °C/muH). b) 3aBucumocts ammumuty el BIT ot paccrosiHus oT
30HbI pazapaxkenus. B) JnurensHocts BII, WHAYLHPOBAHHOTO pa3IUYHBIMU
ctumynamu. [') 3aBucumocts ckopoctu BIT oT paccTostHust OT 30HBI pa3apakeHUsl.
Paccrostnue ot 30HBI pazapaxenus o 21, 92 m 33 cocraBuser 3, 6 u 9 cm
COOTBETCTBEHHO. PasnuuHble npomnucHble OyKBBI 0003HAYalOT CTATUCTHYECKU
3HAYMMBIE PA3JIMUUSI MEKIY CTUMYJIAMH, CTPOUYHBIE — HA PA3JIMYHBIX PACCTOSHUSIX

B paMKax oJIHOro ctumyia, p<0,05.
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MEXaHUYECKOTO MOBPEXKICHUS H3-3a XYJIIEH CIOCOOHOCTH K PACHpPOCTPAHEHUIO
KOPPEKTHAs OLIEHKA CKOPOCTH HE MPEACTABIAIACH BO3MOXKHOIA.

Jlist ropoxa BeIsIBIEHHBbIE ocoOeHHocTH BII mpu aeiicTBUM aHaIOTMYHBIX
paszpaxkuTesield BO MHOTOM COXPaHSIUCh, OJIHAKO UMEJIH CBOM OCOOEHHOCTH (pHC.
9). BII, unaynupoBaHHbIi HArpeBOM, UMET HAUOOMBIIYIO0 aAMILTUTYIy, OKoJo 80
MB, pacnpocTpasssice ¢ HE3HAYUTEIbHBIM JEKPEMEHTOM. Ayp IPHU O0XKOre U
MEXaHUYECKOM MOBPEXKJACHUH Ha CTeOJIe B HEMOCPEACTBEHHOCTH OJIM30CTH OT 30HBI
CTUMYJISIIUM ObUIM MPUMEPHO PaBHBI M cocTaBisiM okojo 60 mB. B ciyuae
MEXaHUYECKOTO TOBPEXKACHUS HMEJ MECTO HauOONbIINK JAEKPEMEHT MpHU
pacnpocTtpaHeHud, Avp OITycKalach OT UCXOJHBIX 58 MB Ha paccTostHuu 1,5 cM 110
35 MB Ha paccrosHmM 9 cM OT MecTa CTUMYISUMA. Ayp MPU OKOrE TAKKe
CHIKAJIach TIPU PacIpOCTPAHEHUH, XOTS ¥ B MeHbIIeH ctenenu (puc. 9b).

HauanpHas ckopocte pacnpoctpanenus BII, mHAynMpOBaHHOTO 0KOrom,
BOJIM3U MECTa CTUMYJISIIMU COCTaBIIsIA B cpeHeM 9-12 Mm/c, OBICTPO CHUXKASACH A0
3,5-5 MM/c Ha paccTosHMH 6 CM OT MecTa paszapaxeHus. B ciywae HarpeBa u
MEXaHUYECKOTO MOBPEXKICHUSI CKOPOCTU OCTABAIUCH MPAKTHUECKH HEU3MEHHBIMU,
cocTaiisist 0kojio 2 u 0,75 Mmm/c cooTBeTcTBEeHHO (puc. 9I).

B pacrenumsax ropoxa HapsAaxy ¢ u3ydeHueM mapamerpo  BII,
pacnpoCTpaHsSIOWIErocsi MO CTeONI0, TakKe BBINOJHAJIACH KX OLEHKa B
HEpa3pa)KEeHHOM HIDKEJIEKALIEM JIMCTE, PAaCHOJIOKEHHOM npuMmepHO B 10 cM oT
pasnpaxaemoro. PacmpocTpaHeHue cHUrHajga B HEpa3IpakeHHbIM JIMCT MpHU
pa3aBIMBaHUM UMEJIO 3HAYUTEIBHBIA AeKpeMeHT, Ayp, omyckanack 10 9 MB. B
pse CydaeB pacpOCTPAHEHHE MIEKTPUUECKOr0 CUTHAJIA B HEPA3IPaKEHHBIN JINCT
He mpoucxoawsio. B ciyuyae oxxora gekpeMeHT Ayp ObUI MEHEE BBIPAXEH B
CpPaBHEHUHU C MEXaHWYECKUM IMOBpexacHueM, Ayp B JHuCcTe coctaBisuia 17 mB. B
ciyudae HarpeBa Ayp B tucte cocraiisuia 20 mB.

[TonyuyeHHble pe3ysnbTaTbl B I1EJIOM COOTBETCBYIOT MPHUBEICHHBIM B
JUTEPATYPE AAHHBIM O MapaMeTpax MHAYLHWPOBAHHBIX Pa3IMYHBIMH CTHUMYJIAMU
ANEKTpUUYECKUX cUrHaioB (puc. 10), Takux Kak BeIMYHA aMIUTUTY/Ibl, €€ IEKPEMEHT

1 cKkopocTh pactinpoctpaneHus (Grams et al., 2009; Huber and Bauerle, 2016; Vian
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and Davies, 2006). Tak, 3apeructpupoBaHHble CKOpocTH pacrpocTtpaHenus BII B
IIEJIOM YKJIaaeiBatoTcsi B auamna3oH 0,8-20 MM/C, BBISBICHHBIA ISl pa3iIMYHBIX
Bun0B pacternii (Huber and Bauerle, 2016), xoTs cucremMatnueckoi OIEHKHA MPU
pasIMYHBIX TUMAX pa3apaxureneii He Obuto. Hambornee wcciaenoBaHHBIM
uHaymupytonuM  BII  Tumom  cTtumyma  sSBISETCS  OXOT.  AMITIUTYA
WHIYIIMPOBaHHOTO 0koroM BII B pacTeHHsIX pa3NIWyHBIX BHUAOB BOJHM3U OT 30HBI
CTUMYJISIIMM ~ JISKUT B jguanazoHe 55-100 mB. Perucrtpamus curnana
OCYIIECTBIISIACHh B TAKUX pacTeHMsIX kak Tomar (Davies et al, 1997; Stankovic and
Davies, 1996; Vian and Davies, 2006), mumo3sa (Roblin, 1985), 60651 (Furch et al.,
2008; Roblin, 1985), moaconnyx (Stankovic et al., 1997; Stankovic et al., 1998) u
npyrue. J{ns pacTeHnil ropoxa W MIIEHUIIBI, BRICTYHAIONUX B KAYeCTBE O0OBEKTOB
WCCJIEIOBAHUS B HACTOSIIEH paboTe, aMIUIMTYIbl MHAYIUPOBAaHHOTO okoroM BII
cocraBisu B cpeanem 65 (Surova et al., 2016; Yudina et al., 2020) u 75 MmB
(Vodeneev et al., 2012).

OXor MEXAHWUYECKOE NMOBPEXAEHUE
100 - - 80 1 . '
80 ] T 60 T .
Q 60 - e T @ l
& 1 . Ee. 40 A :
< 40 - <
L
20 4 ’ 20 -
e MlIEHWUA - TOpoxX 7 ‘
0 0 .

PaccTtoaHue PacctosaHue

Puc. 10. /Inanazon amrmummtya BII mpu oxore m MEXaHWYECKOM MOBPEXKIICHUU.
Toukamu oTMeueHbl cpeaHHe 3HaueHus aMiummTyna BII, monydeHHble B AaHHOU
pabote. [IpuBeneHbI 3aperucTpUpPOBaHHbIE B HACTOSIIEH paboTe 3HaYeHUs Ayp Ha
paccrosiHuAX 3, 6 1 9 cM U1 pacTeHui TOpoXa W MIIECHMIBI. 3JHadeHus A,p Ha
OCHOBAHUM JIAHHBIX JIMTEPATypbl IPUMEPHO COOTBETCTBYIOT YKA3aHHBIM

PACCTOSIHUSIM.
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JUisi MHOYIMPOBAHHOTO MeXaHudeckuM pazapaxenueM BII neob6xomumo
OTMETUTh OYEHb BBICOKYIO BapualOEIbHOCTh 3HAUYEHUW AaruIUTYAbl CHUTHAlA,
npuBo Mol B yteparype — oT 30 MB y dacomm (Maffei et al., 2004) no 77 MB y
tomara (Vian and Davies, 2006) BOmu3u mecra moBepkacHUsA. CTob OOJBIIOWHN
pa3dpoc JaHHBIX MOXET OBITb OOYCIOBIEH HECHUCTEMAaTU3HMPOBAHHOCTHIO
WCCJICIOBAHMM, N3-3a YETO PA3INYHBIC IO CUJIC M TUITY MEXAaHUYECKUE BO3ACHCTBUS
okaspiBatoTcs B oaHou rpymme (Huber and Bauerle, 2016). Mcnons3oBanHoe B
WCCJICIOBAHUHA MEXaHWYECKOE BO3JICHCTBHUE B BUJIE CIABIMBAHMS, CYs TO-BCEMY,
OTHOCUTCS K  BO3JCHCTBUIO CpEAHEM CHJIbI, KOTOpPOE HE  BBI3bIBAET
pPacIpoCTPaHSIONIETOCS] HAa OOJIBIIIME PACCTOSHUSA AJIEKTPUUECKOTO CHUTHAJjA.
BepositHo, pacmpocTpaHeHne 0e€3 3HAUMTENHHOTO 3aTyXaHHWs B  Cllydae
MEXaHUYECKOTO BO3JCUCTBUS HMMEET MECTO JIMIIb TMPU TaKUX CHUJIIBHBIX
BO3JICHCTBHSIX, KaKk oOnambiBaHue BeTBeil mium ctedneii (Oyarce and Gurovich,
2011). Yto kacaercsa HarpeBa M APYruxX MEAJICHHOHAPAaCTAIOIIMX CTHUMYJIOB, TO
JAaHHBIE TUTEPATYpPHI 10 UHAYLIHpoBaHHOMY MU BII mo-cyTu oTcyTCBYIOT.

Hacrosmmee wuccrnegoBaHne TMOKa3ajio, YTO DICKTPHUECKHE CHUTHAIIBI,
WHIYIIUPOBAHHBIE TaKUMH CTUMYJIAMH, KaK OXOI, HarpeB M MEXaHWYEeCKOe
MOBPEXACHNE, MPEICTABIISIIOT co00i MepexoaHyo aenosspusanuio B Buae BII
AMIUTMTY1a pEakIuK B HETIOCPEICTBEHHONW OJIM30CTH OT 30HBI MTOBPEKICHUS C1a00
3aBHCUT OT THIIA CTUMYJIa M COCTaBJisgeT B cpenHeM 50-65 MB s mmmenutisr u 55-
65 MB mns ropoxa (3a MCKIIIOUEHHEM Harpesa, Ui KOTOporo Ayp B MPOPOCTKAX
ropoxa Obl1a 0koJo0 7/5-85 MB), mpu panbHeiieM pacnpoCTpaHEHUH B TOW WITU
WHOU CTeneHW HalOomaeTcs ee cHKeHue. Hapsiay ¢ yHuBepcaabHBIMH YepTaMu
IIPOBEJCHHOE HCCIEAOBAHUE TO3BOJUIO BBIIEINTh XapakTepHble ueptThl BII,
3aBUCSIIME OT TUIA CTUMYJIA: 1) MHIYIIMPOBAaHHbIE 0’K0ToM 1 HarpeBoM BII umeror
OOJBIIYIO JITUTEIHPHOCTh B CPAaBHCHHHM C MEXAaHUYECKHUM TMOBPSKICHHUEM; 2) IS
HarpeBa XapakTepeH Ca0blid IeKpEMEHT aMIUTUTY bl U ckopoctu BII B cpaBHeHUUN
C 0’)KOTOM U MEXaHHUYECKUM TTOBPEKICHUEM.

3aperucTpupoBaHHbIe paznmuuus B mapameTpax BIl yka3sBaroT Ha uX

CHCHI/ICI)I/I‘—IHOCTI) IO OTHIICHUIO K pa3/IMYHbIM CTHUMYJIaM. DTO MOXKET O0BICHATHCS
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pa3IMuusMd B MEXaHM3Max WMHIYKIMHU, reHepanuu v pacnpoctpaHenun BII npu

JNENUCTBUU PA3TUYHBIX pPa3ApaKUTEICH.

3.2. UHruOMTOpHbIH aHAIU3 MEXaHU3MOB I'eHEPALMH U PACIIPOCTPAHEHUS
Bapua0e1bHOr0 MOTEHUMAJIA, MHAYLHPOBAHHOIO Pa3IMYHBIMH

pasapakKuTeJasIMu

C uenpi0 BBISICHEHHS MEXaHHW3MOB, OOYCIABIWBAIOIIMX BBISBICHHBIE Ha
IIEPBOM JTalle MCCIeNOBaHus panuuus B napaMmerpax BlI, npumensum
UHTUOUTOPHBIM  aHAIM3 C UCIHOJIb30BaHUEM  CHEHU(PUYHBIX  OJOKATOPOB.
BcnenctBue mioxoro NpOHUKHOBEHUSI MTHTUOMTOPOB Yepe3 MOKPOBBI JIUCTA, TaHHAS
CepHsi PKCIEPUMEHTOB ObLTa BBIMOJHEHA HA MOJCIBHOM CHUCTEME — OTCEYECHHOM
BTOPOM JIMCTE€ MPOPOCTKOB IIICHMIBI, HA KOTOPOM Ha LEIbIX PACTCHUAX
MPOBOJWIINCH HM3MepeHusa mnapamerpoB BII Ha mpenpimymiem stame. YduThiBas
3HAYUTEJIBHOE  CHIDKEHUE  aMIUIMTYAbl HMHAYLUPOBAHHOTO  MEXAHUYECKUM
nopexaenuem BIl mpu pacnpoctpaHeHuu, 3TOT TUII Pa3APAKUTENS UL
CPaBHUTEIBHOIO aHAJIN3a HE UCITOJIb30BaIN.

[Tapametpsr BII Ha OTCEYeHHBIX JIUCTHAX IMIIEHULBI HECKOJIBKO OTIIMYAIUCH
OT TaKOBBIX ISl LIEJIBIX PACTEHUM — UMEJIO MECTO XYIUIEEe PACIPOCTPAHEHHUE KaK
JUTS Oora, Tak 1 Juist Harpesa (puc. 11). Tem He MeHee, 1711 OTCEUSHHBIX JIMCTHEB
B LIEJIOM COXPAHSIOTCS 3aKOHOMEPHOCTH, OTMEUeHHbIE JiUid BII B 11enbIX pacTeHusX.
YTto KacaeTcsi CKOPOCTH paclpOCTpaHEHUs, TO B Clydae HarpeBa oHa Obljia HEMHOTO
HIKE, YE€M IIPU OXKOTe€, HO HE3HAYUTEIbHO. JTO YKa3bIBAET HA BO3MOYKHOCTH
WCIOJIb30BaHUs JAaHHOM MOJIECIIBHOM CHUCTEMBI JUIl H3YyYEHUs MEXAHU3MOB,
oOyCNaBIMBAIOIIUX pPa3au4yusi B  TapaMeTpax JJIEKTPUYECKUX  CUTHAJIOB,

HHAYOHUPOBAHHBIX PA3JIMYHBIMU CTUMYJIAMU.
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Puc. 11. A) 3aBucumocts amriuTyabl BII, ”HIynIHpOBaHHOTO 0KOTOM M HarpEBOM,
OT PACCTOSIHMSI Ha OTCEUEHHBIX JIMCThAX MiIeHUUbl. b) 3aBUCHMOCTH CKOpOCTH
pacnpoctpanenus BII, HHIyIupOBaHHOIO 0KOIOM M HAarpe€BOM, OT PAaCCTOSIHUS Ha
OTCEUYEHHBIX JINCThSIX MIIEHULIBI. 3aBUCUMOCTH ISl UHTAKTHBIX PACTEHUI TOKA3aHbI
nyHKTUpoM. B) Ycpennennsie 3anvcu BII, nHIyunpoBaHHbIE HATPEBOM U OKOTOM.
Pacctostnue ot 30HBI pazapaxeHus o I1, 92 m 33 cocraBusier 3, 6 U 9 cm
COOTBETCTBEHHO. Pa3nuuHble NponucHble OyKBbI 0003HAYAIOT CTATUCTHUYECKH
3HAYUMBIE PA3JINYUs MEXKy CTUMYJIAMH, CTPOUYHBIE — HA PA3JIUYHBIX PACCTOSIHUIX

B paMKax oJIHOro ctumyJia, p<0,05.

Benymiast posnis H'-AT®a3s1 mnazmatrueckux MeMmOpan B hopmupoBanuu BIT
cunrtaetcs oomenpunsrorn (Farmer et al., 2020; Fromm and Lautner, 2007; Huber

and Bauerle, 2016). Oxnako, HEOOXOIUMO OTMETHUTh, uTO posib H'-ATda3sl B
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dbopmupoBanuu BII Oblita mpoeMoOHCTpUpOBaHa TOIBKO AJI OTHOTO THUIA CTUMYJIa
—osxora (Grams et al., 2009; Katicheva et al., 2014; Sukhov et al., 2014), B To Bpems
KaK ee yyactue B renepanuu BIl, nHIyIIMpOBaHHOTO HarpeBOM, OLIEHUBAJIOCH JIUIIb
B oxnoii pabote (Julien et al., 1991). IlpoBepka yHmBepcanbHOCTH poiu H'-
AT®a3sr B reHepauuu Bll, HHIyOUMpPOBAHHO pa3IWYHBIMH  CTHUMYJIAMH,
npoBoauiack ¢ ucnoib3oBaHueM NazVOa, KOTOpwI sBisieTcs crnenuGUuIHbIM
unaruoutopom H*-AT®a3mer miasmonemmer (Lew, 1991; Katicheva et al., 2014).
NasV O, Be3bIBa IpakTHUYECKU MoJHOE ToaaBienne BII kak B cimyuae oxora, Tak
u HarpeBa. Imeno Mecto cHmkenue amrunty sl BI1 y nmenuiist 6os1ee yem Ha 90%
(puc. 12B). Takxke OlleHUBAJIACh CKOPOCTh JCTIONIIPU3AILIUK, KOTOPasi COCTABIsIIA B
KOHTpOJbHBIX pacTenusx 0,789 u 0,355 mB/c nns HarpeBa u 0ora COOTBETCBEHHO.

JleficTBUE MHTUOUTOPA MPUBEIIO K MIPAKTUYECKOMY OTCYTCBTHUIO (ha3bl OBICTPOI

A HATPEB OXor b
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Puc. 12. Bmusaue NazVO, (2 MM) na napametpst BII, uHIynupoBaHHOTO HarpeBOM
u oxxorom. A) Ycpeanennsie 3amucu BII, uHAYyIIMpOBaHHOTO HArPEBOM M 0KOTOM

b) Bnusaue unruburopa Ha ammautyny BII, MHIynupoBaHHOrO HarpeBOM H

okoroM. * - p<0,05, npu cpaBHEHUU C KOHTPOJIEM.
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JeTosIpu3alim, ee cKopocTh coctarisiia 0,016 u 0,007 mB/c muist HarpeBa 1 oxkora
COOTBETCTBEHHO. [losTydueHHBIE pe3yIbTaThl YKa3bIBAIOT HA B IIEJIOM COMTOCTABUMBIN
B H'-AT®as3sl mia3manemMmel B renepaiiuio BI1, HHIynupoBaHHOTO 05KOTOM H

IOCTCIICHHBIM HAIrpCBOM.

HATPEB oXor b
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Puc. 13. Bimsnue La®* (5 MM) ma napamerpsl BII, MHAyIMPOBaHHOTO HArPEBOM U
oxxorom. A) Ycpennennsie 3anucu BIl, unaynnmpoBaHHoro HarpeBoMm U oxorom b)
Bnusgnue naru6uropa Ha aMmuTyty BIL, mHAylIMpOBaHHOTO HAIrPEBOM U OXKOTOM.

* - p<0,05, npu cpaBHEHUU C KOHTPOJIEM.

[Tepexoanoe cumwkenne aktuBHOcTH H'-AT®aser mpu renepanuu Bl
cBA3BIBAIOT ¢ BXxogoM Ca?* B KiIeTKy, BeneacTeue aktupanun Ca®*-kananos (Farmer
et al., 2020; Fromm and Lautner, 2007; Huber and Bauerle, 2016; Vodeneev et al.,
2006). dns ouenku poau Ca?*-xananos B renepanun BII B kauecTBe MHrHOUTOpa
o1 ucnons3oban La®* (Hafke et al., 2013; Krol et al., 2006; Suda et al., 2020).
JloGaBiieHre HHTHOUTOPA MPUBOIIIO K CHIDKCHHUIO Avp Kak MPU 05KOTE, TaK U MPU
HarpeBe, coctaBisisi 20-40% oT koHTponbHbIX 3HaueHuur (puc. 13b). Taxxke
Hapymaaoch popmupoBaHue ObICTpON (ha3bl JEMONIAPU3AINH, OJHAKO B MEHBIIIECH
crerienu, yeM B cirydae NazV Oy, oxono 0,044 mMB/c u ays oxora, u i1 Harpesa.

Takum 06p330M, IMOJIYUYCHHBIC JSKCIHCPHUMCHTAJIBHBIC JAaHHBIC COOTBCTCTBYIOT
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CBEJICHMAM JIMTEPATYPhI, JEMOHCTPHPYIOIMM KiIIoueByio pons Ca’* B renepanuu
BIT (Farmer et al., 2020; Huber and Bauerle, 2016; Klejchova et al., 2021; Sukhov
etal., 2019) . Ero pojb MOXET 3aKIII04aThCs B peryysiiuu aktuBHoctd H-AT®Da3wl,
YTO XOPOIIIO COOTHOCHUTHCS C IaHHBIMU 10 cxoxkemy AeiicTButo NazVO,4 mipu 06omx
TUTAX Pa3ApaKeHHUS.

Biokupyemble La®* Ca?*-kamanel, oGecneumsaromue Bxox Ca?" mpum
redepauun BII, MoryT oTHOCUThCA K pa3nuuHbiM TuUnaMm. Cpeau HUX OCOObIH
UHTEpPEC NPEACTABISIOT MEXAaHO- W JINTAH]I-3aBUCHUMbIC KaHaJbl, CIIOCOOHBIC
ydacTBoBaTh B MHAYKIMU BII vcxonst u3 ruipaBindeckol 1 XUMHUYECKON TUTIOTE3
pacrnpoctpanenus BI1. MexaHouyBCTBUTEIbHBIE KAHAIIBI CTIOCOOHBI BOCTIPUHUMATD
CBSI3AHHOE C TUAPABIMYECKOW BOJIHOM W3MEHEHME HATSDKEHHUS TUIa3MaTUYECKOU
memOpansl (Hamilton et al, 2015; Monshausen and Haswell, 2013), Bo3uukaroriee
B OTBET Ha CTUMYyJ. JIMraHa-dyyBCTBUTEIbHBIE KaHAJIbl BOCIPUHUMAIOT
PaCIIPOCTPAHSIONIIMIICS U3 30HBI JIOKATBHON CTUMYJISIIUA XUMUYECKUN CUTHAJN, B
KaueCTBE KOTOPOrO, COTJIACHO BBICKA3bIBAEMBIM CETOJHS IPEIINOI0KECHUSIM,
BoicTynaloT ADK (Pei et al., 2000; Zhang et al., 2011). B nHactosimee Bpems
BBIJEIEHO 4YETHIPE CEMEHCTBA MOTEHIMAIbHO MEXaHOYYBCTBHUTENbHBIX Ca?t-
kaHaioB, MCA, MSL, OSCA u TPK (Demidchik et al., 2018). YUto kacaercs
JIUTaH/-4yBCTBUTEJbHBIX KaHAJIOB, B KAa4eCTBE BO3MOXHBIX YyYaCTHUKOB
BOCIIPUATHUS DJIEKTPUYECKUX CUTHAJIOB CTOUT pPAcCMAaTpUBaTh MPEXIE BCETO
cemeiictBa CNGC u GLR (Demidchik et al., 2018). bonee Ttoro, ajis nocieaHux B
OJIHOM 13 paboT ObliIa MPOJEMOHCTPUPOBAHA MTOTEHITMATIBHAS POJIb B reHeparuu BI1
B pacteHusx apadbunomncuca (Nguyen et al., 2018).

PoJib MexaHOUYBCTBUTENBHBIX Ca? -KaHAIOB B reHepaluy MHIYLIMPOBAHHBIX
0’)KOTOM M HOTeNeHHbIM Harpesom BII onenmBanock ¢ npumenenuem Gd3*,
KOTOPBIi TPaIUIIMOHHO UCIIOJIB3YEeTCs B KauyecTBe 0J0KaTopa
MEXaHOYYBCTBUTIIBHBIX KaybliMeBbIx kanaiaoB (Ding and Pickard, 1993; Hamilton
et al, 2015; Lansman, 1990; Nakagawa et al, 2007). IlomaBiaenue BII
3apETUCTPUPOBAHO JJIsi OOOUX THUIIOB pa3ApaKUTENICH, OJHAKO, HAUOOJIBIINMA

> pext Gd** okaspIBal B CITydae 03K0ra, BeI3bIBas CHIKeHHE Ayp 00see ueM Ha 70%
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[0 CpaBHEHHMIO C KOHTpojieM. Ilpu sTOM B cilyyae HarpeBa CHW)XEHHE OBLIO
3Ha4nTEeNBHO MeHbIe (puc. 14A). CKopocTh Aemoisipu3allii B ciydae HarpeBa
Takke Obuia uyTh Bbime, 0,114 mMB/c mpotus 0,105 mB/c mpu oxore. B menowm,
HOJIyYeHHbIE Pe3yJIbTaThl YKAa3bIBAIOT Ha OOJBIIYIO POJIb MEXaHOUYBCTBUTEIBHBIX

Ca®*-xananos B renepanuu BII npu 0ore, B CpaBHEHMHU C HATPEBOM.
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Puc 14. Biusaue Gd** (10 MM) ma mapametps BII, MHIyIMPOBAHHOTO HATPEBOM U
oxxoroM. A) Ycpennennsie 3anucu BII, HHIyIIUpOBAaHHOTO HATPEBOM U 03KOroM b)
Bnusiaue narnburopa Ha ammmtyay BII, uHayiupoBaHHOTO HATPEBOM U 03KOTOM.

* - p<0,05, mpu cpaBHEeHUU ¢ KOHTpoJeM, # - p<0,05, npu cpaBHEHUU C HATPEBOM.

B monp3ly rumore3sl o0 OonblieM BKIAJ€ MEXaHOYYBCTBUTEIHHBIX
KaJbIIMEBBIX KaHAJIOB B (hOpPMUpPOBAHHE WHAYIMPOBaHHOTO oxxorom BII Tarke
CBUCTEIHCTBYET 3HAUNUTEIbHOE 3aTyxanue aMrunTy bl BII ¢ paccrosiHreM, kak B
KOHTPOJIE, TaK W NPH TIOJABICHUH MEXaHOYyBCTBUTEILHBIX KaHaioB Gd**. Dro
COOTHOCHTCS C 3aTyXaHHEM IPU paclpOCTPAHESHUH THIPaBINYecKoit BosHbl (Huber
and Bauer, 2016). B BocrpusTuM THAPABIUYECKONW BOJIHBI MOTYT y4acTBOBOBATh
MEXaHOUYYBCTBUTEIbHBIC MOHHBIC KaHAIIBI, IPEAOI0KHUTENbHO, ceMeiicTB MCA u
MSL, gepe3 penentuio HATSHKSHHS TIa3MaTHYECKOW MEMOpaHbl MITH CBS3aHHBIX C

Helt ctpyktyp (Hamilton et al, 2015; Monshausen and Haswell, 2013).
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Puc 15. Bmussaue DMTU (1 MM) Ha nmapametpst BII, unaynmpoBanHOro HarpeBoMm
u oxxorom. A) Ycpeanennsie 3anucu BII, HAYIIMpOBaHHOTO HArPEBOM U 0KOTOM
b) Bnusnue wnrubOuropa Ha amrumtyny BII, uHIynupoBaHHOTO HarpeBoM H

oxxoroM. * - p<0,05, npu cpaBHEHUU C KOHTPOJIEM.

Hapsany c ywacTueM MEXaHOUYBCTBUTEIBHBIX KaJlbIMEBBIX KAaHAJIOB B
renepanuu BII Taxke mpeanonaraercsi y4yacTue JIMTaH[-3aBUCUMBIX KaJlbIIMEBBIX
kaHajnoB (Mousavi et al., 2013; Nguyen et al., 2018). B kadyecTBe CHTHAJIBHBIX
MOJIEKYJI, aKTUBMPYIOIIUX JIMIaHI-9yBCTBUTENbHBIE Ca?t-KaHasbl, IpeanoIaralT
A®DK, B yactHoctu, HyO; (Pei et al., 2000; Zhang et al., 2011). ITpu ucnonb3oBaHuu
ckaBeHkepa HoO, numernntrnomoueBunbl (DMTU) uMeeT MecTo 3HaYMTEIBHOE U
JIOCTOBEpHOE CHIDKEHUE Avyp 111 000MX THUIIOB pa3ApaXuTeNeld, 4TO MOXKET
yka3piBath Ha yuyactne ADK B nunaykuuu BII B coydae kak oxkora, Tak ¥ HarpeBa
(Puc. 15). Tem He MeHee, aaHHBIC, MOJNydYeHHBbIC C mnpuMeHeHHeM DMTU,
CBUCTEILCTBYIOT O HEMHOro OoJibllieM TmojaBicHuH (HO 0€3 JTOCTHXKCHHUS
CTaTUCTUYECKU 3HAYMMBIX pas3inuuii) pacnpoctpanenus BII, mHaynupoBaHHOTO
HarpeBoM. Takke 00 3TOM MOXET KOCBEHHO CBHJIETEIILCTBOBATH 00Jiee MEIJICHHAS
daza nenossgpuzanuu rnpu Harpese, Bcero 0,043 mB/c, Torna kak B ciiydae okora

ona coctasieT 0,086 mB/c.
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Ha nacTosiiiuii MOMEHT B KauyecTBe OJHOro u3 HcToyHUKOB ADK mnpu
pacmpocTpaHeHun cTpeccoro curHana npeanonaraiotcs HAJIDPH-okcuaassl,
nponyuupyromue A®DK npu crpeccoBblX peakuus W JIOKAIM30BAHHBIE Ha
I1a3MaTHYeCKOH MeMOpaHe M HeKOTOpbhiXx MHBIX opraneiuiax (Miller et al., 2009).
Nx npeanonaraeMasi posib 3aKJIKOYAETCS B MPOAYKIMU AONOJHUTEIbHOrO ADK,
mocjae MX aKkTHBALMK BXoasmuM notokom Ca?*| mocrymarommm uepes ADK-
aktuBupyeMsle Ca?*-xanans (Kai et al., 2016; Mittler et al., 2004; ), uTo B CBOIO
ouepenb BbI3biBaeT reHepauuto BII. Takum oOpazoM, uaer caMomnoaiaep:KaHue
pacnpocTpansomerocss curaana uepe3 Ca?*-A®K pzaumoneiicteue (Choi et al.,
2017; Chen et al., 2017; Demidchik et al., 2018; Farmer et al., 2020; Gilroy et al.,
2016). OgHako CTOUT OTMETUTbH, UTO HECMOTPS Ha JOBOJIBHO YAaCcTOE OIMHCAHUE
JaHHOM cxembl pacnpocTpanenuss BII B 0030pHBIX cTaThs, MpsIMBbIC
AKCTIIEPUMEHTAIILHOTO MOITBEPKICHHS IPAKTUUECKU OTCYTCBYIOT, KpOME PabOThI €
ne(pUIUTHBIMU 10 HAJI®H-okcnnasze MYTaHTHBIMU pacTeHusAMHU,
MPOJIEMOHCTPUPOBABIIMMH CHIKEHHE AMIUIMTYbl JJIEKTPUYECKOTO0 CHTHAIA,
WHIYIIIPOBAHHOTO CHJILHBIM OCBeIIeHHeM 1 HarpeBom (Suzuki et al., 2013).

Hns  omnpenenenuss ydactus HAJIPH-okcugasel B IeHepalud U
pacrnipoctpanenuu BIT ucnonszoBanu qudenmnennoaonnit (DPI), sBastommiics ee
unruoutopom (Cross and Jones, 1986; Li and Trush, 1998; Lee et al., 2017; Kai et
al., 2016). Kak BugHo u3 pucynka 16, aeiicrBue DPI npuBoaut k cCHrKeHHI0 Ayp
JUIsi 00OUMX TUIIOB pa3apakUTeNIell B pacTEHUSX MIIEHUIIbI, OJHAKO, JOCTOBEPHBIC
pasznuyus ¢ KOHTPOJEM HaOIIOJANINCh JIUIIL B Clydyae HarpeBa. Takke MOXKHO
OTMETUTH OOJIbIlIEE 3aMe/JICHUE CKOPOCTU JIETIONISIpU3AIlMU B ClTydae Harpesa, 1o
cpaBHeHUIO ¢ oxorom, 0,152 MB/c mpotus 0,238 MB/c. Takum 006pazom, HECMOTps
Ha TO, uTo DPI siBisieTcs uHruOMTOPOM Beex (hepMEHTOB ¢ (hJIaBUHOBBIMU IPYyIITIaMU
(O'Donnell et al., 1994) nony4eHHBINI pe3yibTaT MOXKHO PacCMaTPHUBATh Kak

ceuzerenbeTBO yuactust HAJIOH-okeunaszel B pactipoctpanenuu BII npu Harpese.
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Puc 16. Biiusaue DPI (20 MmxM) Ha napametps! BII, uHay1IMpoBaHHOTO HAarpeBoM
u oxxorom. A) Ycpeanennsie 3amucu BII, uHAYIIMpOBaHHOTO HArPEBOM U 0KOTOM
b) Bnusnue umnruOuropa Ha ammmtyny BII, mHIynupoBaHHOro HarpeBoM H

oxxoroM. * - p<0,05, npu cpaBHEHUU C KOHTPOJIEM.

[Ipumenenue canuImIruapokcaMmukoBoit kuciaotsl (SHAM), cenexTpuBHOTO
WHTUOUTOpA AJIbTEPHATUBHON OKCHJIa3bl MUTOXOHIPHUM pacTeHUM, y4aCTBYIOIICH B
BHYTpUKJIETOUHOU npoaykiun ADK, Takxke NpuBOIUIIO K CHHXKEHHIO Ayp, IpUYEM
JIOCTOBEPHOE TMO/IaBJCHHE OBLIO BBIPAXKEHO TOJILKO B Cilydae Harpesa (puc. 17).
Opnako, B 0THOHM U3 paboT oT™Meuanoch, uTo SHAM He okassiBan Biusaue Ha BII,
B omiimure oT DPI (Khlopkov et al., 2021).

[TonydyenHble pe3ylbTaTbl MOYKHO HHTEPIPETUPOBATH KaK HaJU4yue
HECKOJIBKUX MCTOYHMKOB Tmpoaykuuu A®PK, yyacTByrommMx B TreHepauuu u
pacupoctpanennu BII, B TOM unciie 1 BHYyTPUKIETOUHBIX. B ciiydyae HarpeBa MOXKHO
MPEANOJIONKUTh HECKOJIbKO Oonbinyto mnpoaykiuuio ADK, B ocobeHHOCTH, NpH

yuactun HAJI®OH-okcua3sl miiazmMaTtuyeckux MeMOopaH.
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Puc. 17. Bnussuue SHAM (1 MM) Ha napametpsl BII, uHay1IMpoBaHHOTO HAarpeBOM
u oxxorom. A) Ycpeanennsie 3anucu BII, HAYIIMPOBaHHOTO HArPEBOM U 0KOTOM
b) Bnusnue wnruburopa Ha ammummtyny BII, uHIynupoBaHHOTO HarpeBoM H

o)oroM. * - p<0,05, npu cpaBHEHUU C KOHTPOJIEM.

YHUBEpCaIbHOCTH 3aKJIIOUCHUN 00 0COOCHHOCTAX MEXaHU3MOB FeHEPAINH U
pacnpoctpanenuss BIl, HMHAyUUpPOBAHHBIX PA3IUYHBIMH  Pa3IPAXKUTEISIMH,
0a3upyIOMIMXCAd Ha TOJYYEHHBIX HAa PACTEHUSX IMIIEHUIbI pe3ysbTaTax, ObLia
MIPOBEPEHA HAa PACTEHUSIX ropoxa. B xoze npoBeneHus uccienoBaHui Ha paCTEHUSIX
ropoxa, UHrMOUTOp ACHCTBOBaJ JIOKAJbHO Ha y4acTOK CTEOJIsI, 3aKPEIUICHHBIA B
KioBeTe. MI3aMepuTenbHbIi 3JIEKTPO/1 pacloiaraiiuch B 30HE JICUCTBUSI HHTHOUTODA.

NasVOs mpuBOAUT K JOCTOBEPHOMY TMOMABJICHHIO Ayp B 30HE JCHCTBHUS
UHTHOUTOpa, KaK B ClIydae 0)Kora, Tak M IocterneHHoro Harpesa (puc. 18A). Dto
roBoput 00 yuactun H*-ATda3e1 B hopmuposanuu Bl B mpopocTkax ropoxa mnpu
JEeUCTBUU 000UX CTUMYJIOB.

VHrubuTop MeXaHOYyBCTBUTENLHBIX KalbLUHUEBBIX KaHatoB Gd** BrI3bIBan
CTATUCTUYECKH 3HAYMMOE CHUXKeHUE Avp B 30HE JEUCTBUS MHTUOUTOPA TOJHKO B
ciydae oxora. CHUXEHHUE aMIUIMTYJIIbI MHAYIUpoBaHHOTO HarpeBoM BII Onu10
He3HaunTenbHbIM  (puc. 18B). TlomydeHHple pe3ynbTaThl  MOATBEPKIAIOT
NPEANONOKEHHE O OONbLIEM BKIaJe MeXaHOuyBCTBHTENbHBIX Ca?’-kaHaloB B

dbopmuposanue BII B cirydae oxora B cpaBHEHUH C HATPEBOM.
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Puc. 18. Bausuue A) NazgVO, (2 MM), b) Gd** (10 MM) u B) DPI (20 MmxM) nHa
amuatyny BIT B mpopocTkax ropoxa, WHAYIMPOBAHHOTO HArpeBOM H 0XKOTOM.
WHruOuTOop JEeHCTBOBAI JIOKAJIHHO B KIOBETE — 0003HAYCHO IMyHKTUPOM Ha CXEMe,
Ha paccTOSHUM 4-6 CM OT 30HBI pa3ipakeHHs. V3MEpUTENbHBIA 3JICKTPOJ

KOHTaKTHPOBAJ C paCTBOPOM B KtoBeTe. * - p<0,05, mpu CpaBHEHHH C KOHTPOJIEM.

Nurubutop HAJDPH-okcupazer DPIl  BbI3Banm jokanbHOE MOAABICHHE
aMIUIMTY 16l UHAYHUpoBaHHOrO HarpesoMm BII. B cinyuae BII, unaynuposanHoro
0KOTOM, HE TIPOMCXOAMIIO CHIDKCHUS aMILTUTYbI B ipucyTcTBuu DPI (puc. 18B).
[lonydeHHble Ha IPOPOCTKAX TIOPOXa PE3yJbTAaTbl TAKKE CBUAETEIBCTBYIOT O
oosbiiem BkJane npoayuupyemoro HAJI®H-okcunazamu ADK B unaykiuio BIT
npu  HarpeBe. TakuMm  00pa3oM, TIOJyYE€HHBIE  pe3yJbTaThl  MOKa3aJId
YHHUBEPCAIBHOCTh OMPEIENIIeMbIX TUIIOM CTUMYJa 0COOCHHOCTEeH MexaHn3MoB BII

JUISl PACTEHUN PA3JIMYHBIX BUOB.
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1

Puc. 19. Cxema renepanuu u pactpoctpanenus BII npu neiictBuu oxora u

Harpesa.

B 1menoMm, MOXHO BBIIETUTh CIEAYIONIME OCHOBHBIE OCOOEHHOCTH
MEXAHU3MOB T'€Hepaluu U pacnpoctpaHeHuss BII, MHIyIHpOBaHHBIX 0XOTOM M
nocteneHHbiM HarpeBoMm. Kak ynomuHanoce panee, BII mpencrasnser coboi
AIEKTPUYECKUN OTBET, MHAYLUUPOBAHHBIA PACTIPOCTPAHEHUEM THUAPABINYECKOTO U
xumuuaeckoro curuaigos (Farmer et al., 2020; Galle et al., 2015; Huber and Bauerle,
2016; Sukhov et al., 2019; Vodeneev et al., 2015). Pasnuuus wMexmIy
WHIYIMPOBAaHHBIMU HarpeBoM u oxoroM BII, mno-BuguMomy, o0OyCIOBICHBI
COOTHOIIIEHHEM THIPABINYECKOTO U XUMHUUYECKUX CUTHAJIOB, KOTOPOE MOXKET OBITh
pa3IUYHBIM TIPU JEUCTBUM PA3JMWYHBIX CTUMYJIOB. McXO0as W3 MOJy4YEHHBIX
pe3yJIbTaTOB, B Clly4a€ 0>KOra OCHOBHYIO PoJib B pacnpoctpaHeHnu BII urpaer
TUJIPABIMYECKasl BOJHA, BOCHPUHMMAEMasl 4YEpe3 HATSHKEHUE IIa3MATHYECKOU
MeMOpaHbl MeXaHO4yBCTBUTENbHbIMM Ca?’-kaHamaMu, TOTJa Kak NpPH Harpese
OCHOBHYIO poJib urpaet BosiHa ADK, Bo3HUKaro11asi TpU MOBPEKICHUN, U KOTOPYIO

socrpuruMaroT AD®K-uyscrutensubie Ca®*-kanansl. TakuMm 06pa3oM, ¢ y4eToM
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PacCMOTPEHHBIX paHEE AAHHBIX JUTEPATYpPbl, MOXKHO MPEANOJI0XKHUTh, YTO 3a
BOCIIPUSITUE ~ OXOra  Kak  OBICTpOHapacTallero  CTUMyjJa  OTBEYaloT
npeumyiectBeHHO KaHaibl MCA u MSL, Torma kak 3a HarpeB, Kak MEJICHHO
HapacTaroumi ctumyi — npeacrasurenu cemeiicrsa GLR. Habmonaemoe B ciyuae
HarpeBa MeHbllee 3aTyxanue BII, BeposaTHO, MOXKeT OBITh CBSI3aHO C MPOTYKIUEH
A®K, ckopee Bcero perymupyromuecs BxogoMm Ca** B KIETKy, IyTeM aKTHBALUH
HAJI®H-okcunas. Takke, BEpOSITHO, UTPAET POJIb MPOJAOIKUTEIHBHOCTD JEHCTBUS
CTUMYyJIa, KOTOpBIM 0OycinaBiuBaeT IWATENbHBIM Bbixon A®K B ciyuae
MIOCTEIIEHHOTO HArpeBa, MOCKOJIbKY JIEMCTBUE BBICOKOM TEMIIEpATypbl IPUBOIUT K
npoaykiun ADK B 30He pasapaxenus (Baxter et al., 2014; Choudhury et al., 2017).
B caydae oxora Takoil Bbixonm A®K, mno-Bumumomy, sBisercs Oosee
KpaTKoBpeMeHHBbIM. B camoii renepanuu BIT ocHOBHYO posb urpatot H*-ATdassl,
uHaKTUBHUpyeMble BxogoMm Ca?* B kinetky (puc. 19) (Vodeneev et al., 2006; Stahlberg
and Cosgrove, 1992; Sukhov et al., 2014).

3.3. [lTapameTpsl unaynupoBanHoro BII orBera poTocuuTe3a npu aAeiicTBUN

Pa3JIMYHBIX pa3apaxuresien

CrenyrommM maroM crana OIEHKa BO3MOXXHOCTH Pa3BUTHS CTHUMYJI-
CHEM(PUYHOTO CUCTEMHOIO0 OTBETa IMpH JACHCTBUM Pa3IMYHBIX JIOKAJIbHBIX
pazapaxuresnieid. BeisiBeHne MOTEHIIMAIBHON CIIeU(PUIHOCTH CUCTEMHOT'O OTBETA
IIPOBOAWIM HAa NPOPOCTKAX I'OpOXa M IIIEHHUIBI, C HCIOJIb30BAHUEM TaKHUX
CTUMYJIOB KaK OKOI, HAarpeB M MEXaHWYeCKoe MOBpexacHue. B KkadecTse
CUCTEMHOTO OTBETAa OLEHHUBAIM W3MECHEHHE AaKTUBHOCTH TPAHCIHUPALUU U
(doTocuHTE3a, 110 TAKUM MapamMeTpaM Kak ckopocTb accumMmianuu CO2, KBaHTOBBIN
BeIxol portocuctemsl | u Il (Dps) 1 Dpsyy), a TaKke HEPOTOXUMHUUECKOE TYIICHHE
dyopecuenimm (NPQ).

Pacripoctpanenune BII B HepasapakeHHBIM JIMCT HPOPOCTKOB TIOpoOXa

BBI3BIBANIO CHIDKEHHE CcKopocTH accummwisiiuu (puc. 20A). Takue wuzmMeHeHUs
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HAOJMIOAAIMCh B Clly4ae TaKUX JIOKAJbHBIX CTHUMYJIOB KaK HarpeB M OXOr, MpHU
MEXaHHYECKOM MOBPEKIECHUN U3MEHEHUS aCCUMWISLIMN B HEPA3APAKEHHOM JIUCTE
OTCYTCTBOBAaJIM, KaK M OTCYTCTBOBAJIO BBILIEYNOMSIHYTOE pacnpocrpaHenue BII B
HepasapaxeHHbli auct (puc. 20B). Eciu cpaBHUTH MapaMeTpbl CHCTEMHOTO OTBETA

Ipu I[GﬁCTBHPI Pa3IN4YHbIX CTUMYJIOB, TO HCO6XOI[I/IMO OTMCTUTH TCHACHIINIO K
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Puc. 20. A) Tunwusbple 3amucyl HMHIYIUPOBAHHBIX HArPEBOM M O0KOTOM
n3MeHeHnit ckopoct accuMmisiiiuu COz (A) u uHTeHcuBHOCTH TpaHcnupanuu (E)
B MPOPOCTKax ropoxa. B) AMmunty sl uamMeHenuii ckopoctu accumuistimu CO2 (A)
U UHTeHCUBHOCTU TpaHcnupaiuu (E), MHAYIIMPOBaHHBIX JEUCTBHEM pPa3IMYHBIX
pasgpaxurenieid. [lyHKTHp mnOKa3bIBa€T MOMEHT BO3HUKHOBeHUs BII B mucre
ropoxa. KpacHbiM 0003HaueHa 00JacTh pPerucTpalud aKTUBHOCTH (POTOCHHTE3A.
Paznuunbie mponucHble OyKBbI 0003HAYAIOT CTATUCTUYECKH 3HAUMMBIE Pa3IMyMs

Mexay crumynamu, p<0,05.
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OoJbIlIell aMIUIATYJE OTBETAa aCCHUMHJISIIIMM B Cllydae HarpeBa B CPAaBHCHUHU C
oxxorom (puc. 20B).

V3MeHeHre HHTEHCUBHOCTH TPAHCIHMPAIMK MIPEACTABIAET COO0M CIOKHYIO
PEaKInio, B BHUJAE HEMPOMODKHTEILHOIO HAYaJBHOIO POCTa C IMOCIEIYIOIHM
JUTATEIIbHBIM CHUKEHHEM. B OTInYMe OT JPYrux PerucTPUPYEMBIX MMOKa3aTelleH,
U3MEHCHHS TpaHCIHMpalMi HaOII0Aad0Ch MPH BCEX THIAX HCCIEAYEMBIX
pazapaxuresieid. [Ipy 3TOM, BaXXHO OTMETHTh, YTO BO MHOTHMX CIy4asX OTBET

TPaHCIMPAIMH B clIydae oxora onepesxai Hadano BIT (puc. 21).
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Puc. 21. 3anuce BII (3) u uzMeHnenunii uateHcuBHOCTH TpaHcnupanuu (E) npu

0JKOTI'€ B JIMCTC ropoxa.

Hapsiny ¢ u3MeHeHweMm ra3ooOMeHa TakKe ObUIO HM3y4YeHO H3MEHEHHE
nokaszaresied cBeToBOil ctaguu (orocuHTe3a. JIOKaabHBIM CTUMYJ BBI3BIBAET B
HEpa3IpaKeHHOM JINCT€ CHIIKEHHWE KBAHTOBOTO BbIXoJa ¢oTtocuctemMbl | u
dotocuctembl |l, a Takke TMOBBIIIEHUE HEPOTOXUMUYECKOTO TYLIEHUS
dbayopecteniuu. Takue U3MEHEHUsT UMEIH MECTO B ClIydae HarpeBa M OXKOTa, HO
OTCYTCTBOBAJIU npu MEXaHU4YECKOM CTUMYJIE. WNHyuupoBaHHbBIN
pacnpoctpaneHueM BII oTBer (oTocuHTE3a MMeEeT XapaKTepHYO IBYX(a3zHyIo
JTUHAMUKY — TiepBasi ObicTpasi ¢aza oTBera mpojoixkaitach 10-20 MuHyT, BTOpas

OoJiee poIOJHKKUTENBHAS — OoJiee Yaca (puc. 22A).
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Puc. 22. A) Tunuunbie 3anucu HHAYIUPOBAHHBIX HArPEBOM M 03KOTOM M3MEHEHUH
@bsi, Drsii 1 NPQ. B) AMrmuty sl mepBoit u BTopoit (ha3el usmMeHeHu @b, Dos)| 1
m3meHeHnii NPQ B jucTe ropoxa, BhI3BAHHBIX OKOIOM M HarpeBoM. [IyHKTHpoM
o0o3HaueH MOMeHT Bo3HMKHOBeHHUs BII B ymmcre ropoxa. KpacHeiM 0003HaueHa

00JIaCTh PErucTpalli aKTUBHOCTH (DOTOCHHTE3A.

CTUMYJIAMHU.
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ConoctaBienue s¢hdexra pa3zTuyHbIX CTUMYJIOB MOKA3all0, YTO aMIUIATYAA
M3MEHEHUM BCEX HMCCIeAyeMbIX Mokazareine — @ps;, hs, NPQ — Obuta BbIIIEC B
clly4ae HarpeBa B CpaBHEHUU C 0KOTOM. [Ipu 3Tom Oosibllive 3HAUCHUS aMILTUATY IbI
OTBeTa HAOJIOAAIMCH KaK JAJsl MEepBOM OBICTPOMN, TaK W JJSl BTOPOW IITUTEIHLHOM
da3b oTBeTa (puc. 22B).

N3yuenne cnenudUyHOCTH HHIYIUPOBAHHBIX PA3IUYHBIMHU JIOKATBHBIMU
CTUMYJIaMH OTBETOB (DOTOCHHTE3a OBIJIO BBIOJHEHO Tak)Ke Ha PaCTCHHSX
nmeHunpl. Ha nanHoM 00bekTe Oblla M3ydeHa NpPOCTPaHCTBEHHO-BPEMEHHAs
JMHAMUKA OTBETOB (POTOCHMHTE3a, WHIYIUPOBAHHBIX JIOKAJTBHBIM HArpeBOM,
0’KOrOM M ME€XaHU4eCKUM noBpexkaecHueM. C 3Toi 11eNIbI0 aKTUBHOCTH (POTOCUHTE3a
PETUCTPUPOBAIN OJIHOBPEMEHHO HA Pa3JIMYHOM PACCTOSHHUM OT 30HBI JJOKAJIBbHOIO
pasIpakeHHs B TPEX Pa3IMYHBIX 00JIACTAX, 0003HAYCHHBIX Ha PHCYHKE 23 Kak
areal, area2, area3, meronqom PAM-umumxnnra. Pacnosiosxkenue areal, area2, area3
COOTBETCTBOBAJIO PACMOJIOKEHUIO JIEKTPoA0B D1, 92 u 33, T.e. npumepHo 3,6 u 9
CM OT MecTa HaHEeCeHUs CTuMmyJia. B KadecTBe uCCIEAyeMbIX IapaMeTpoOB
BBICTYIHJIM aMILTUTY bl IEPBOM U BTOPO# (a3 mameHenut @rs 1 NPQ (puc. 24).
JIns TIIeHuIbl BBISABICHHBIE OCOOCHHOCTH H3MEeHeHHM hs;y u NPQ Obuim
aHAJIOTUYHBI OTBETY MPHU TOPOXE, OJHAKO ObUIM HEOOJbIINE pPa3uyus B €ro
nuHamuke. Tak, y TieHuIlsl nepBas (pasa HauMHAIACh MPAKTUYECKH Cpasy IMOCIe
npoxoxaenus BII, nocturas nuka uepe3 1-2 MuHyTHI, a uyepe3 5-10 muHyT mocie
HaJayia I3MEHEHUH pa3BUBasiach BTopas ¢asa, JocTUTast BToporo nmuka gepes3 10-25
MUHYT, TipudeM (a3bl OTBeTa ObLIM 0oJiee BhIpaKEHBI. Takke CTOUT OTMETUTH
HaJ4Ke BOJIM3U OT 30HBI pa3ApakeHUs KPaTKOBPEMEHHOTO (He OoJiee 1-2 MUHYTHI)
noHmwxkeHust NPQ, koTopoe mpemmmectBoBasio nepBoi (asze moabrema NPQ (puc.
23B).

AMiuuTy bl iepBoit pazel usmenenuit @psp u NPQ (puc. 24) Ha HeOoJIbILIOM
pacCTOSSHUM OT 30HBI pa3fpakeHus ObUIM BBIIIE JUIsI O0XKOra B CPAaBHEHHUH C
MOoCTeTNIeHHbIM HarpeBoM. OpHakKo WMen MecTo Oojee CHUIIBHBIM JEKPEMEHT

AMIUIUTYAbI OTBCTA € PACCTOAHUCM B CJIy4ddcC OKOra, CJICACTBUCM UYCIrOo ABUIIOCH
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MNPCBBIMNICHUEC aMIUIMTYAbl OJis1 Harpc€Ba Ha OOJIBIINX PaCCTOAHUAX. AMHJII/ITy,ZIa

BTOpOﬁ (basm OTBETA Ha HEOOJIBIITHUX PaCCTOAHUAX Ob11a IMPpUMCPHO OJUHAKOBA JJIA
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Puc. 23. A) Tunuunbie 3anucu n3MeHeHud @rg), MHAYLIMPOBAHHBIE HATPEBOM U
oxoroM. Bb) Tunwunble 3amwcu u3MeHeHuin NPQ B MIpopocTKax MIICHHUIIBI,
WHIYLIMPOBAaHHbIE HArpeBOM U O0Xorom. IIyHKTMpOM 0003Ha4€H MOMEHT
Bo3HuKHOBeHUs BII B areal. Pazubimu niBetamu 0003Ha4eHbI 00JaCTH PETUCTPALIUN

aKTUBHOCTU (DOTOCHHTE3A.
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Puc. 24. 3aBUCMMOCTH aMIUTMTYJ TEpBOM M BTOpou (a3bl m3MeHeHHd Obgi;

aMIUTUTYJ TepBoid MW BTOpod ¢a3sl u3meHeHuil NPQ oT paccTosHMs Ha JHUCTe

MIICHUIBbI, THAYIUPOBAHHLIC OKOI'OM, HAIrp€BOM U MECXaHHUYCCKHUM ITOBPCIKACHUCM.

PazubiMu niBeTamMu 0003HAaYEHBI 00ACTH PETUCTPAllUA AKTUBHOCTH (POTOCHMHTE3A.

Paznuunbie IMPOIINCHLBIC 6yKBBI 0003HAYaAIOT CTATUCTHYECKH 3HAYMMBIC pasiinaunsa

MCKAY CTHMYJIaMH, PA3JINYHBIC CTPOYHBIC 6YKBI>I 0003HAYAIOT CTATUCTHYECKH

SHAYUMBIC PA3JIMYUA Ha PA3JINYHBIX PACCTOAHHAX B pPaMKax OAHOIO CTUMYIJIA,

p<0,05.

0XKOra u HarpeBa, HO B CJIy4ac OKOra TaKKC HMMCII MCCTO CUJIbHBIN ACKPEMCHT C

pPacCTOAHUCM, TOr'Jda KaK IIPpHM HAI'pCBC IMPOUCXOIHIIO HECKOTOPOC BO3pPACTAHHUC C
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MOCJEAYIONUM cllabbiM CcHIbKeHHeM (puc 24). Uto kacaeTcss MEXaHHYECKOTO
MOBPEXJICHUS, TO BBIPAYKEHHBIN OTBET (PMKCUPOBAJICS JIMIIL HA Y4aCTKe B 3 CM OT
30HBI pa3IpakeHUs, IPUUYEM €ro aMIUIMTyJa ObUla MEHbIIE, YEM MpPU HArpeBe U
O’KOT€, 3a MCKIIOUEHHEM aMIUIMTYbl nepBoi (a3el pocta NPQ, roe ona Oblia
COMOCTaBHMa C HarpeBOM.

Takum 00pa3oM, BHITIOTHEHHBIC NCCIIEAOBAHMS TO3BOJIUIIH BBISIBUTH, YTO TIPH
JEUCTBUU PA3IMYHBIX JIOKAJIBHBIX pa3Apa)KuTelel UMEEeT MeCTO CNenU(PUIHOCTD
CUCTEMHOI'0 OTBETA, KOTOPAasl MPOSBISAETCA KAK B aMIUIUTYJ€ U3MEHEHUI, TaK U B
pacCTOAHUAX, KOTOPhIE TAKME M3MEHEHHUs OXBAaThIBAIOT. PaccMOTpeHue NpUYMH,
0OyCJIaBIMBAIONIUX PA3JIMYKs B MapaMeTpax CUCTEMHOT0 O0TBeTa (POTOCHHTE3a IIPU
JNEHUCTBUU Pa3IUYHbIX pa3IpakKuTesei, TpeOyroT aHaan3a BO3MOKHBIX MEXaHU3MOB
WHIYKIIMU CUCTEMHOr0 OTBeTa. Ha cerogHslHui J€Hb B JIMTEPATYpPE XOPOIIO
OMKCaHa UHAYKIHS OTBETa (POTOCHMHTE3A 3JEKTpUYecKUMH curHaigamu (Fromm et
al., 1995; Fromm et al., 2013; Koziolek et al., 2004; Lautner et al., 2005; Pavlovic
and Mancuso, 2011; Sukhov et al., 2019). CormacHo COBpPEMEHHBIM
NpeAcTaBlICHUsIM, HHAyuupoBaHHOe BII cHukeHue axkTUBHOCTH (HOTOCHHTE3A
MOKET OBITH 0OYCIIOBIE€HAa M3MEHEHHsAMHU KoHLeHTpauuii Ca?* u pH, umeromumu
MecTto npu renepanuu BII. Kpome Toro, nHIyknus HOJroBpeEMEHHBIX U3MEHEHUN
aKTUBHOCTU (DOTOCHMHTE3a B OTBET HA JIOKAJIbHBIE CTUMYJIbI, MOKET MPOUCXOAUTh
BCJICJICTBHE U3MEHEHUs coaepkanus puroropmonos (Choi et al., 2016; Farmer et
al., 2020; Huber and Bauerle, 2016; Sukhov et al., 2019). I1epBas, ObicTpas daza
oTBeTa (POTOCUHTE3A, II0-BUAUMOMY, CBA3aHA C MMEIOIMMH MecTo casuramu Ca?*
u pH B knerke, B wactHocTH, u3MeHsAss pH B xuoporuacrax u usmeHnss pH-
3aBucumoe cooTHomeHue CO2'HCOs u  HEKOTOpBIX APYruX KOMIIOHEHTOB
(OTOCUHTETUYECKHUX PEAKIUi, TeM caMbIM Hapymias paboty AT®d-cunrtas u T.x.
(Sukhov et al., 2019). B To Bpems kak BTOpasi, MPOJOJDKUTEIIbHAS MOXKET OBITh
CBsI3aHa C U3BMEHEHUSIMU COJIEP’KaHMsI TOPMOHOB, TaKMX Kak >kacMoHoBas (JKK) nimu
abcrm3oBas kuciota (ABK), koTopbie Takke crtoCOOHBI TPUBOIUTH K HAPYIICHHUSIM
paboThl POTOCUHTESZA, TO-BUIUMOMY, YEPE3 3aAKPHITUE YCTHULL U CHUKEHUE TOCTYIIA

CO; (Hlavabkova et al., 2006; Hlavinka et al., 2012). Uto xacaeTcs BBISIBICHHOTO B
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psae ciaydaeB onepexxenus: BI1 HauanpHO# (a3oil pocTa TpaHCTIHPAIIUU TTPU OXKOTE,
TO 3TO MOXET OOBSCHITHCS YYaCTHEM THUIPABINYCCKON BOJHBI, COCTABIISIIOIICH
onny u3 kommoHeHT BII B Bume xommiekcHoro curnana (Vodeneev et al., 2012;
Vodeneev et al., 2015).

N3yuenne o0COOCHHOCTEW BBIMICYNOMSHYTBHIX IyTEH WHIYKIAWA, Kak

MECXaHHu3Ma CHCHI/I(bI/I‘IHOCTI/I CHUCTCMHOI'O OTB€TA, CTaJIO 3ajaueit CJICaAyroIiero

sTarna padoThl.

3.4. AHa1M3 MeXaHN3MOB Pa3BUTHS clieU(PUIHOr0 (PYHKIMOHAILHOTO

0TBETA NPU ACHCTBUU Pa3JpaKuTeIeld pa3jIuH4YHON NPUPOABI

C y4eToM BBISIBJICHHBIX paHEe 0COOCHHOCTEW U MEXaHU3MOB AJIEKTPUUECKUX
CUTHAJIOB W (PYHKIMOHAIBHOTO OTBETa OBLI MPOBEACH aHAIN3 BO3MOXKHBIX
MEXaHU3MOB Pa3BUTHUS OCOOCHHOCTEN OTBETA.

Tabmuma 3
Koppensuusa Mexay aMIUIUTy 10l UHIYITUPOBAHHOTO 0KOTOM WJIM HarpeBoM
BII u ammiuty ol KpaTKOBpeMEeHHOM (IIEpBOIA) U JOJITOBPEMEHHOMN (BTOPOHA)

(a3bl (HOTOCUHTETUYECKOTO OTBETA Y MPOPOCTKOB MIIEHUIIBI.

NPQ (mepBas | NPQ (BTOpast | Ghg (mepBast | drs;y  (BTOpas
¢asza) (aza) daza) daza)
Harpes 0.62* 0.56* 0.67* 0.65*
0XOT 0.78* 0.63* 0.78* 0.68*

p<0,05, mpu OIIeHKHN 3HAYMMOCTH KO3(PPHUIIHEeHTa KOPPEIAIIH.

[lepBbIM 3TanoM BBICTYHANl KOPPEIALMOHHBIA AaHAINW3, ISl TPOBEPKHU

BO3MOYKHOCTH CBsI3U Mexay mnapamerpamu BII um orBera orocuHTeza. AHanus

OCYIIECTBIISUICS Ha pacTeHusx mieHuIsl, BIT u otBeT poTocuHTe3a MEAYIIMpOBAIH

TOCTENIEHHBIM HArpeBOM U OXKOTroMm. IIpoBeneHHBIM aHaIU3 IOKa3ad,

qTo

koadpureHTs Koppensanun Mexxay amrmumntygamu BIT u dpoTtocunTeTHUECKOTO
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Puc. 25. A) Tunuunble 3anucu U3MEHEHUN UHTEHCUBHOCTU (piyopecuienninu pH-
yyBcTBUTENBHOrO 30H1a BCECF (AF/F0) B AMCTBSX MIIEHUIBI, UHAYLUPOBAHHBIX
MOCTENIEHHbIM  HAarpeBOM M  OXOroM. POCT 3HayeHUH  COOTBETCTBYET
3alenaynBaHuio anoruiacta. [lyHktupom o603Ha4eH MOMEHT BO3HUKHOBeHUST BII
B areal. b) 3aBucumocTh ammuuTy nepBoil U BTopoil ¢a3z uzmenenuii AF/FO ot
pacCTOsIHUSL B JINCTHAX IMIICHULBI, MHAYLIHPOBAHHBIX O0XOIOM M IOCTENEHHBIM
HarpeBoM. Pa3HbIMU 11BeTamMH 00O3HAu€Hbl OOJACTH PEruCTpalMd W3MEHEHUN
MHTEHCUBHOCTH (PIIOpECICHIIMY 30H 1a. Pa3nuyHbie IponucHble OyKBbl 0003HAYAIOT
CTaTUCTUYECKU 3HAYMMBIE PA3IU4Msl MEXIY CTHUMYJAMH, PA3JIHYHBIE CTPOYHBIE
OykBbl 0003HAUAIOT CTATUCTUYECKM 3HAYMMBIC pa3IMudsg Ha Pa3JIMYHBIX

PacCTOSHUAX B paMKax ogHoro ctumyina, P<0,05.
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OTBETa BBIIIE JJIsi TIEPBOM, ObICTpOHM (ha3bl OTBETAa MO CPABHEHUIO CO BTOPOH,
JuMTeNbHOU (Da3oi orBerta (Tabi. 3). DTO MO3BOJIAET MPEINOIOKUTE O OOJBIIEM
yuactuu BII B perynsiuu nepBoii, KpaTkoBpeMeHHOU (a3bl (HPOTOCHUHTETHUIECKOTO
OTBETA.

Jlanee Oblma mpoBeneHa OlleHKa W3MeHeHuH pH, MOCKONbKy, Kak ObLIO
noka3ano panee (Grams et al., 2009; Joliot and Johnson 2011; Sukhov et al., 2014),
TaKhe W3MEHEHUsI WIpaloT KIIOYEBYIO pOJIb B PAa3BUTUU OBICTPOTO OTBETA
dotocuntesa. Usmenenus pH peructpupoBaiv Ha pa3TuIHOM PACCTOSTHUH OT 30HBI
paszpakeHusi ¢ UCMOIb30BaHUEeM (iryopecieHTHOTO pH-uyBCTBUTENBLHOTO 30HAA
BCECEF, 3arpyeHHoro B anoruiacT. Oor U MOCTENEHHbI HarpeB, HAHECEHHbBIE Ha
KOHYMK JIMCTA, BBI3BIBAIOT IIEPEXOAHOE  3alllCJaYMBAHME  amoruiacrta B
HEpa3JpaKCHHbIX YacTAX JUCTa NueHulbl. JluHamuka usMenenuit pH sBisercs
nByx(}a3HOM, TpU ATOM, B cllydae HarpeBa, IepBas, KPaTKOBPEMEHHAsl CTaus
OTBETA MPAKTUYECKU HE 3aTyXaeT MPHU PaCOHpPOCTPAHEHHH, B OTIIMYUE OT OXKOra.
BOnu3u Mecta mMOBpeXICHUS aMIUIUTYAbl TiepBoil  (a3pl u3MeHeHuit pH
MPaKTUYECKA OJIMHAKOBBI, OJHAKO, B Clly4ae HarpeBa OoJjiee BhIpaK€Ha BTOpas,
muTenbHas (as3a oTBeTa. BrwigBieHHble ocobeHHocTH caBuroB pH B 1enom
COOTBETCTBYIOT XapaKTEPHbIM JJIsI TUIMA CTUMyJia ocobeHHocTsM BII u mepBoit
¢a3b1 oTBeTa hoTocuHTE3a (pUC. 25).

Bmecre ¢ maHHBIMM  KOpPENSILMOHHOIO aHalIW3a, »dTH PE3yJbTaThl
MOKa3bIBAIOT, YTO MHAYKIIUS ObICTPOil (pa3el oTBETa (POTOCUHTE3A, BEPOSTHEE BCETO,
cBs3aHa ¢ nHaktuBanueir H'-AT®a3bl maasmaTuueckux MeMOpaH, KOTOpasi HMeeT
mecto npu renepanuu BIT (Grams et al., 2009; Vodeneev et al., 2015) u xopoio
COOTHOCHUTCSl C TOKa3aHHBIMHU paHHEE pe3yJibTaTaMd WHTMOWTOPHOIO aHaIM3a.
WuaktuBanus H'-AT®a3e1 1 00yCIIOBICHHBIH STUM BXoasmuii motok H' Beayt k
3aIlleJIAYNBAHUIO allOIUIACTA U 3aKUCIIEHUIO UTO30J15 U, BO3MOKHO, XJIOPOILJIACTOB
(Bulychev and Komarova, 2014; Grams et al., 2009; Sherstneva et al., 2015; Sukhov
et al., 2014; Szechynska-Hebda et al., 2017). 310 BbI3bIBaCT CHHKEHNUE aKTUBHOCTH
dboTocuHTe3a Kak myTeM penykiuu noroka COy, Tak U myTeM noBeieHuss NPQ u

U3MeHeHreM KoH(opMmaiuu cBeTocoduparonmx komiuiekcoB (Sukhov et al., 2019;
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Szechynska-Hebda et al., 2017). OmnpeneiacHHass HOPOCTPAHCTBEHHAS JUHAMHKA
u3MeHeHuil pH B JMcTe MIIEHUIIBI MPOSBISET BHICOKOE CXOJICTBO C TaKOBOM s
oTBeTOB (hoTocuHTe3a. bonee Toro, cauru pH NposBISIOT CHIIBHOE 3aTyXaHUE C
pPacCTOSTHUEM TIPU 0XKOT€ U MEHEE BBIPAXKEHHOE IMPHU HArpeBe, YTO COOTHOCUTCH C
HaOmoaeMpIMU  0cOOCHHOCTsIMU  quHamuku BIl u  kpaTtkoBpemeHHoO# (a3l

(OTOCHHTETUYECKOTO OTBETA.
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Puc. 26. Bpemennas nunamuka konnentpaiuu KK u ABK Bo BTOpom mnucte
MIIICHUIBI, WHIYIHUPOBAHHBIX OXXOTOM U TIOCTCTICHHBIM HarpeBoM. UYepHBIM
o0o3HaueHa ucciemyemas oomacte. * - p<0,05 mpu cpaBHEHHIO MEXTY CTUMYJIAMHU,

# - p<0,05, npu cpaBHEHNHU C KOHIIEHTPAUEN 1O CTUMYJISIUU.

Taxxke Oblma wccienoBaHa AWMHAMUKA cojaepxaHus adciu3oBod (ABK) u
xacMoHoBO# kuciotel (JKK) B mucte nimenuiis (puc. 26). B ciaydae mocreneHHOTO
HarpeBa B HEpa3apaKEHHOW YacTH JINCTA, HA PACCTOSHUU 5 CM OT MeCTa HAaHECEHUS
CTHMYJla, UMEET MECTO MOBBIIIEHNE KOHLIEHTPALUH HCCIEAYEMbIX TOPMOHOB, B TO
BpeMs KaK B ClIy4ae O)KOTa CTATUCTHYECKHM 3HAUMMBIC CIBHWTH KOHIEHTpAaIUi

HaOmomaroTcs munib g KK, nmpudem ToJIbKO B OJTHONM BPEMEHHOW TOYKE — THUK
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KOHLIEHTpanuu Habmoancs yepe3 10 MuHyT nocie HaHeceHus: ctumyia. [loabem
koHueHTpauu KK umeer mMecto yxke depe3 5 MUHYT nocie npoxoxaeHus BII,
WHIYLMPOBAaHHOTO HArpeBOM, JOCTHUras BBIPaXXEHHOIO0 MakcuMyma uepe3 10
MUHYT, YTO COOTBETCBYET BBIIBIICHHOMY MAaKCUMyMy IIpH OOre. 3areM
MPOUCXOIUT TMOHMKeHUe KoHieHTpauu KK ¢ Bo3paiieHueM K KOHTPOJbHBIM
3HAYCHHSAM depe3 2 Jaca Tocie pasnpaxkeHus (puc. 26). BaxxHO OTMETHTB, YTO B
ciy4yae HarpeBa noBbilieHue KoHeHTpaiuu KK B Touke MakcuMyMa ObUIO BBIIIIE,
yeM JIJIsl 0%Kora, 0oJiee ueM B 5 pas.

Oco0eHHOCTH JMHAMUKH U3MEHEHUW KOHLIEHTpAIui TOPMOHOB IO3BOJIET
MPEANOJIOXKUTh UX POJIb B PA3BUTHH JOJITOBPEMEHHOM (ha3bl 0TBETa (HOTOCHHTE3A.
Panee s pacrenuid Tabaka Oblla MOKa3aHa cBs3b pocTa KoHUeHTpauuii KK u
nosirocpodHoro (15-60 muHyT) noxasieHus: GOTOCUHTE3a B OTBET HA JOKAIbHBIN
oxkor smmcta (Hlavackova et al., 2006), cxoxxue naHHbIE ObUIA TMOJYYECHBI IS
tomatoB  (Hlavinka et al., 2012). IlomyyeHHble pe3yJlbTaThl TaKKe
CBUJIETENIbCTBYIOT, 4TO BII BbI3pIBaE€T CIBUTM KOHLEHTPALMI TOPMOHOB B
HEpa3JpaKeHHbIX yYacTKax JiMcra nueHulpl. Cpeau ABYX HCCIENOBAHHBIX B
pabore ropmonoB — ABK u KK — Ha ponbp mHAyKTOpa JOJTOBPEMEHHOU (ha3bl
WMHAKTHBAMU (POTOCHMHTE3a y MIIEHULIbI IPpEeTEeHAYeT, npex e Bcero, XKK. B nons3y
ATOTO CBUJICTEJILCTBYIOT BBIPAXKEHHBIM CABUT B KOHLEHTPAIMH, XOPOIIEe
COOTBETCTBHE BPEMEHHOM NUHAMUKU KOHUEeHTpauuu KK 1 BpeMeHHOW TUHaAMUKe
BTOpOoil (pa3bl oTBeTa (porocunHTe3a, criocooHocTn KK BBI3bIBATH MHAKTUBAIUIO
dborocunTeza (Maslenkova et al., 1995; Nabity et al., 2013; Popova et al., 1988) u
nauueix o pomu KK B MHIyKIMH JONTOBPEMEHHBIX OTBETOB (DOTOCHMHTE3A,
noJiyueHHbIe 11 apyrux pactenuit (Hlavabkova et al., 2006; Hlavinka et al., 2012).

JIJist IpOBEpPKH MPETOIOKEHUSI O TOPMOHAIIBHON PETYIISAIUU BTOPOH (pas3wl
dboToCHMHTE3a HA TIIIEHUIIE OIEHUBAIM JUHAMHUKY YCTBUYHOU MPOBOAMMOCTH (gS),
nockoJibky jutst KK mokazana crnocodHocTh K 3akpbiThio yerbuil (Hlavackova et al.,
2006; Hlavinka et al., 2012; Krausko et al., 2017). M3mepeHust mpoBOIMINCH Ha
pacctossHUM S5 cM OT o0jacTu pasapaxenus. HM3mMeHeHUss B yCTbUYHOMU

IPOBOUMOCTH MMEIOT (ha3bl pOCcTa U CHIKCHHS (pHc. 27), MOABEM gS HAaUMHACTCS
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cpaszy mocie pacrnpoctpaHenusi BII u mocturaeT MakcuMmyma MpUMEPHO 4epe3 S
muH. [locnenyromiee cCHIDKEHHE gS UMEET HAMHOTO OOJIBIIYIO JUTUTEIHHOCTh, PU
3TOM CTOUT OTMETHTb, YTO OHO (PUKCHUPYETCS TIOCIAE BpPEMEHH JOCTIKEHUS
makcumyma KoHneHTparuu JKK. [luHamuka gS, BbI3BaHHAS AJIEKTPUUCCKUMHU
CUTHAJIaMH, y PACTEHUH TIICHUITBI OblJIa aHAJIOTUYHA TUHAMHKE TPEIBAPUTEIIHEHO
noka3aHHasi [uHamuKka y apyrux pactenuid (Galle et al., 2013; Grams et al., 2009;
Kaiser and Grams, 2006). [IpudeM OBICTpBI pOCT gS CBS3aIU C THAPONACCUBHBIM
OTKPBITUEM YCTBHUII, BBI3BAHHBIM TIOTEpEH SIUIAECPMATBHOTO Typropa, a
TOCTIEAYIONIEe CHIDKEHUE, BEPOSTHO, CBSI3aHO C 3aKPBITHEM YCTBHHUI[ U3-3a MOTEPU
Typropa 3ambikaronux kiertok (Kaiser and Grams, 2006), 4To B CBOIO OYepelib,

MOKeT 00BACHATECA nercTBueM JKK.
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Puc. 27. Jlunamuka yCTbUYHOW MPOBOAMMOCTH (gS) B MPOPOCTKAX MIINCHHUIIBI,
WHIYyIIUPOBAaHHAsI O0XOTOM U HarpeBoM. [lyHKTMpOM 0003HAa4e€H MOMEHT

Bo3HMKHOBeHUs BII B uccnenyemoii odnactu.
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OcHOBHBIE pa3nuuus B AMHAMUKE gS, BBI3BAHHON OXOIOM M HarpeBOM,
3aKIII0YAIOTCA B CTETIEHU €ro MOJIAaBJICHUS U MMPOJOJDKUTENBHOCTU. B ciyuae oxxora
aMIUIATY1a CHIKEHHS gS Oblila HECKOJIBKO MEHBIIIE MO0 CPAaBHEHHUIO C HATPEBOM, TPU
3TOM BOCCTAHOBJIEHHE ZS IPU 0KOre Ha4aIoCh MpUMEpHO uepe3 35 muH nocie BII,
TOT/1a KakK IPH IOCTEIIEHHOM HarpeBe BOCCTAHOBJIEHHE HAYaJIOCh TONBKO yepe3 70
muH. [lomydeHnHbie pa3nuuust JOMOJHUTEIBHO TOIACPKUBAIOT MPEATOI0KEHHE 00
yuactiu JKK B peryssiiuu 3akpbITUS YCTBHII.

Taxum oOpazom, 0coOOEHHOCTH OTBEeTa (POTOCHHTE3a MOTYT OBITH OOBSICHEHBI
u3MeHeHussMu pH u KoHIEeHTpanuu TOpMOHOB. 3a mepByro (a3y orTBera
(doTocuHTE3a, BEPOATHO, OTBEUAIOT MHAYLIMPOBaHHbIE reHepanueit BI1 nsmenenus
pH, Torna kak 3a BTopyto ¢a3y oTBeTa (POTOCHHTE3a OTBEYAET POCT KOHLEHTPAIUU

KK, mocpencTBOM CHUKEHHUS YCTBUYHOM MpoBOAMMOCTH U Joctyna COs.
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3AK/IIOYEHUE

K Hacrosmiemy BpeMeHHM OCTAETCs €Ile MHOTO HEPEIICHHBIX BOIPOCOB B
00JaCTH BOCIHPHUATUS PACTCHHUSIMU BHEIIHMX CTUMYJOB H  (HOPMUPOBAHMS
ananTuBHbIX peakuuid. Cpeaum HHUX oco0oe MecTo 3aHHMaeT mpobiaemMa
CHCIM(PUUHOCTH DICKTPUUECKUX CUTHAJIOB U BBI3BIBAEMBIX HMH CHUCTEMHBIX
OTBETOB IPU JEHCTBHUH JIOKAIBHBIX Pa3IpaXKUTEICH.

Ha ocHoBanum ananmza pe3ysbTaToB, MOJYYEHHBIX B HacTosIend padoTe, a
TaK)Ke JAHHBIX JUTEPATypbl ObLIAa MPEJIOKEHA TMIIOTETUYECKAs CXeMa Pa3BUTHUS
CTUMYJI-CieU(UIHOTO cHCTeMHOro oTBeta (puc. 28). JlokaibHBIA CTUMYI
unayuupyetr BII, koTopwlid OBICTpO pacmpocTpaHsieTcss 3a TNpeneibl 30HbI
pazapaxeHuss.  BbICTpO  HapacTaromuii  CTUMYJ  (0XKOI,  MEXaHMYECKOE
noBpexjaenue), uHayuupyer BIl, mms koToporo xapakTtepeH 3HaYUTEIbHBIN
JEKPEMEHT, B OTJIMYUE OT MEJIEHHO HapacTalolero CTuMysa (IMOCTENEeHHBIN
HarpeB), Koropbiii uHayuupyetr BII, pacnpocTpaHstonmiics ¢ OTHOCHUTENIBHO
MOCTOSIHHOM aMIUTUTY 101 U CKOPOCThI0. Paznuuns B mapamerpax BII 00ycnoBieHsl,
NO-BUAMMOMY, Pa3JIMYHBIM BKJIAJOM THJPABINYECKONM BOJHBI U BOJHBI ADK,
BBI3BIBAIOIMX AKTHBALUIO MEXaHO-4yBCTBUTENbHBIX M A®K-3aBucumbix Ca?-
KaHaJOB, COOTBETCTBEHHO. Pacmpoctpanenne BII B HepasznpaXeHHBIX 4YacTAX
pacteHus BoI3bIBacT usmMeHeHus B pH u cogepxanun XK. B cBoro ouepens, casuru
pH u KK coOTBETCTBEHHO MHAYLHUPYIOT OBICTPYIO U TPOJOJDKUTENBHYIO (ha3bl
oTBeTa (oTocuHTE3a. B ciayuyae OBICTpO HapacTarOIIEro0 pPa3ApPaXKUTENS SPKO
BbIpakeHa ObICTpasi (pa3a oTBeTa, 3HAYUTENIHO 3aTyXarollas ¢ paccrossHuem. B
ClIydyae MENJICHHO HApacCTAlOLIEro CTUMYyJa SPKO BBIPAXKEHA MNPOJOJLKUTEIIbHAS

daza oTBeTa, 1)1 KOTOPOU HE XapaKTEPHO BHIPAKEHHOE 3aTyXaHHUE C PACCTOSTHUEM.
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Puc. 28. Ilpenmonaraemasi cxema pa3BUTHs CHUCTEMHOTO OTBETa (POTOCHHTE3A Y
IIPOPOCTKOB IIIEHUILIBI, BBI3BAHHOIO JIOKAJIBHBIM 05KOT'OM U HarpeBoM. JIOKaibHbIN
CTUMYJI BBI3BIBAET TeHEpaluio pacnpocrpanstomerocs BIl (cuHue Kpyxkn),
KOTOpHBIN BbI3bIBaeT u3MeHeHue pH (3enenbie kpyxku) u conepxkanus KK (cepbie
KPY’KKH) B HEpa3/IpakKCHHbIX YacTAX pacTeHus. B ciydae oxora 00JbIIyI0 poJib B
pacnpoctpanenun BII urpaer ObIcTpo 3aryxatomiasi TUAPaBIAYECKasl BOJIHA, B TO
BpeMsl Kak B Cilydae HarpeBa — caMmonojiepxkusaromasica BoaHa APK. Orto
IPUBOAUT K OOJIbLIEH BBIPAKEHHOCTH OBICTPOM (a3bl oTBeTa (POTOCHHTE3a IMPHU
o’kore OJIM3U MecTa MOBPEXKIEHUS, TOTa Kak IPpU HarpeBe 0oJiee BhIpakeHa J10Irast

(1)3321 OTBCTa, HC 3aTyXaromiasa ¢ paCCTOAHHUCM.

BbIBIIGHHBIE pa3nuuus B IapamMeTpax peakUud, BEPOATHO, BaXKHBI IS
MPUCTIOCOOJIEHHS pacTEHUs K OBICTPO U MEJICHHO HAapacTAIOUIUM Pa3APaKUTEISIM.
B nepBom ciiyyae HamOoJiblliee 3HAYEHHE MMEET ONepaTHBHAs peakuus BOIM3U
30HBI MOBPEXKACHUS, JUIsI MUHUMHU3ALUK yiiepOa mpH MOBPEXICHUH, BO BTOPOM -
JUIUTENIbHbIE HW3MEHEHUs, OOecrneunBaronIie IMOATOTOBKY BCEro pAacTeHUs K

BO3MOZKHBIM JOJITOBPCMCHHBIM N3MCHCHUAM OKPY)KaIOHleI\(JI CpCALI.
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BbIBO/IbI

1. BoIsBIIEGHBI ~ CTUMYJI-CIICIU(PUYHBIE  OCOOCHHOCTH  WHAYIIHMPOBAHHOTO
JIOKAJIbHBIM ~ OKOI'OM, HAarpeBOM M MEXaHUYECKUM TOBPEXKICHUEM
BapuabenbHOro noteHuana (BII) B pacrenusix ropoxa u nueHuiibl. B cnydae
OBICTPO HapaCTAIONIUX CTUMYJIOB (0KOTa U MEXAHUYECKOTO MOBPEKICHMUS)
MMEET MECTO BBIPAXKECHHBIA JEKPEMEHT aMIUIMTyAbl U ckopoctu BII. B
cllydyae MEUICHHO HapacTalollero crumylsa (mocteneHHbl HarpeB) BII
pacrpoCTpaHsAETCs C OTHOCUTEIBHO MMOCTOSTHHOM CKOPOCTBIO M aMILJIUTYI0M.

2. BIoKMpOBaHME MEXaHOYyBCTBUTENBHBIX Ca?*-kaHaioB B GOJbIIEH CTEIeHH
noxasisier Bll, HAYIMpPOBaHHBIM 0KOrOM, MO CPAaBHEHUIO C HArPEBOM, a
unruouposanne HAJI®H-okcunasel B Oombiel crenenu nopasiser BII,
WHIYLUMPOBAaHHBI HATPEBOM, B CPABHEHUHU C OXKOTOM. JTO yKa3bIBaeT Ha
pa3IUYHBIMA BKJIAJ THJIPABIMYECKOro curHaina u BoiaHbl ADK B mHAyKINIO
BII B ciiyuae oora u Harpesa.

3. BeisiBneHsl pasznuuus B TmapaMmerpax wuHaynupoBaHHoro BII oTBeta
dboToCcUHTE3a TIPU JNEUCTBUM OBICTPO HapacTaromero (0Or) U MEIJIEHHO
HapacTarouiero (HarpeB) CTUMYJIOB. B cinydae HarpeBa Oosiee BbIpa)keHa
npoaokuTenbHas (asa oTrBeTa (POTOCHHTE3a, U UMEET MECTO MEHbIIee
3aTyXaHUE OTBETA C PACCTOSIHUEM B CPABHEHUU C 0’KOT'OM.

4. Ocobennoctu wuHaynupoBanubix BIl u3menennit pH u coxepkaHus
TOPMOHOB JIE’KaT B OCHOBE MEXaHU3MOB, 00YCIaBIMBAIOIINX CIIEU(PUIHOCTH
CUCTEMHOro otBera. lIpocTpaHcTBeHHass auHamMuka u3MeHeHurd pH
aroriacta JE€MOHCTPUPYET XOpOUIEe COOTBETCTBME C TAaKOBOW JiA
napameTtpoB BII u 6wicTpoit ¢a3sl oTBeTa dhoTocunre3a. B cnyuae HarpeBa
UMEET MeCTO OOJBIIMH B CpPaBHEHUM C OXKOIOM CIBUT KOHIIEHTpaIlUU
’)KACMOHOBOW KHUCIIOTBI, KOTOPBIM, BEPOSTHO, WHIAYLUHUPYET JIUTEIbHBIC

u3MeHeHus (OTOCHUHTE3A.
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