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10 OTHOIIEHHUIO K BEKTOPY TPaBUTALMOHHOTO MO 3eMIIH.
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IloHuMaHue MOJIEKYJSPHBIX U (DU3HOIOTHYECKUX MEXaHU3MOB (OPMUPOBAHMSA I'PaBUTPOIMUYECKOIO
OTBETa PACTEHHI ABISAETCS OAHOMN U3 KIIOUEBBIX MPOOIEM COBPEMEHHOM OMOJIOTHH.

BbIensitoT Tpu OCHOBHBIX 3Tama (OPMUPOBAHUS TPAaBUTPOITUUECKOTO OTBETAa: BOCHPUSITHE I'PaBUTa-
IIMOHHOT'O CUTHAJIA, TPAHCAYKIMS CUTHaja, Pa3BUTHE aCCHMETPHUYHOI'O POCTOBOTO OTBETA, KOTOPBIN BbI-
3bIBAET M3TUO OpraHa pacTeHUs M, B KOHEUHOM HTOT€, BOCCTAHOBIIEHHE €r0 MPOCTPAaHCTBEHHOI OpHeHTa-
M.

B xone mepBUYHOrO 3Tana pa3BUTHs TPABUTPOIMYECKOTO OTBETa (PU3NUECKUI TPaBUTALMOHHBIN CTH-
MyJI BOCIIPHHUMAETCS BHY TPUKIETOYHBIMH YaCTHLAMH CTATOJINTAMHU, POJIb KOTOPBIX OOBIYHO BBINOJIHSIIOT
aMWJIOIJIACTHl — HEMUTMEHTHPOBAHHbBIE IUIACTHABI, COJIEpXallue IBa WJIM HECKOIBbKO KPYIHBIX Kpax-
MaJIbHBIX 3epeH. B moberax cTaTomuThl Yallle BCEro JOKAIN3YIOTCA B OCOOBIX KJIETKaX cTaTouurax, (hop-
MHUPYIOIIMX O0KIaJKy COCYAUCTBIX IIyYKOB U OKPY’KAIOIIUX COCYIUCTbIC TKaHH 110 BCEH [UIMHE cTEOIs, B
TO BpeMs KakK B KOPHSIX OHH JIOKAIM30BaHBI B KOPHEBOM uexJHKe.lIpu 3TOM CTaTOIUTHI BenyT cedsl Kak
JATYNKH HAKJIOHA M HAa4aJbHBIM T'PaBUTALIMOHHBIM CTUMYJIOM BBICTYNAeT U3MEHEHHUE IOJIOKEHUS CTaTO-
auTOB BHYTpHU cTtatouuToB [1]. Ilpn mepeMeriennu (CeAUMEHTAMK) CTaTOIMTOB IOA IEHCTBUEM CHIIBI
TSOKECTH B HIDKHIOIO YacTh CTaTOIMTa 3aIlyCKaeTcsl MPOIecC BOCHPUATHS T'PaBUTAIMIOHHOTO CHUTHAJA!
JaBJieHHE CTaTOJIMTOB HA MEMOpaHbI HW)KHEH 4acTH KJIETKU MPHUBOAUT K €€ MEXaHHMYECKOMY pazapake-
HHUIO ¥ MHUIUALUHU NepepacipeeseHus IOTOKOB OCHOBHOTO PEryJisiTopa pocTta GUTOroOpMOHa ayKCHHA.
B pe3ynbrare accumMeTpuyHOro nepepacnpeesieHus ayKCUH HAKaIUIMBAeTCsl IPEUMYIIECTBEHHO Ha HIK-
HEl CTOpOHE I'PaBUCTUMYJIMPOBAHHOTO OpraHa. Pa3nnune ero KOHIEHTpaui MPUBOAUT K ITU(PepeHIIn-
IBHOMY POCTY PacTsDKCHHEM KIIETOK PACTCHWH Ha BEpXHEW M HIKHEH CTOPOHAX 30HBI IPABUCTHMYJIS-
IIUM PacTEHUs], BCIEACTBHE Yero GOpMUPYETCs IpaBUTpONIMUecKuil u3rub. PocT knerok pactenuii, okpy-
JKEHHBIX JKECTKON KJIETOYHON CTEHKOM, BO3MOXEH TOJBKO MPHU BPEMEHHOM, OOpaTUMOM pacIIEIICHUN
CTPYKTYPHBIX DJIEMEHTOB, 00ECIEUMBAIOIINX €€ KECTKOCTb, YTO MPOMCXOIMUT MPH MOAKUCICHUU BHYT-
PEHHEH cpenbl KIETOYHOM CTEHKH M aKTHBALMK pa3iIM4HbIX ruaponas. K uncioy ¢uroropmonos, cnocod-
HBIX PETYJIMPOBATh POCT KJICTOK PACTSKCHHEM MOTYT OTHOCUTBCA HE TOJBKO ayKCHHBI, IEHCTBHE KOTO-
PBIX JOCTaTOYHO MOAPOOHO H3Yy4eHo, HO Takxke OpaccuHoctepousl (BC) u sTumneH.

Crnenyer OTMETUTb, YTO TPABUTPONMYECCKUN OTBET PACTEHUI B OCHOBHOM H3Y4aeTCsl B KOPHAX U cTeO-
JIX pacTeHui. YyBCTBUTEIBHOCTD JIMCTHEB K I'PABUCTUMYJIALIUMY [I0KA3aHA B €MHUYHBIX HUCCICAOBaHUAX.

Llenbro JaHHOTO MCCIIENOBaHU CTajla UICHTU(UKAIHS TTOJIOKEHHS aMIJIOIIACTOB B KJIETKaX 4Yepell-
KOB JIUCThEB TOMata (Lycopersicum esculentum L.) B pa3nuyHble BpEMEHHBIE HHTEPBANBI [TOCTIE ACUCTBHS
OJIMHOYHOTO TPAaBUCTHMYJIA, I'PAaBUCTUMYJa M IPEALICCTBCHHUKA 3THIIEHa 3Te(OHA, I'PaBUCTUMYNIA U
CHHTETHYECKOTO OpacCHHOCTEpOUIa SMUHA IS TOTO, YTOOBI OLIEHUTh YYBCTBUTEIBHOCTh JIMCTHEB K I'pa-
BUCTUMYJY U HaJM4M€ B HUX PEAKLUU CEAUMEHTAIlMN CTaTOJIUTOB, aHAJIOTHYHOE TOMY, YTO IPOUCXOAUT
B CTEOJIIX U KOPHSX, a TAKXKE BO3MOXKHYIO POJIb (PUTOrOpMOHOB 3THIIeHa U BC B peryisauuu rpaBuTpony-
YECKOI'0 OTBETA JIUCTHEB PACTECHUII.

B xauectBe 00beKTa UCCIIEIOBAHUS UCIIONIB30BAIM MOJIOJbIE BEPXYLICUHBIE JIUCThS S0-THEBHBIX pac-
TeHUH ToMarta. PacTeHus BeIpamuBaiy mpu 16-4acoBOM CBETOBOM JHE (OCBEIICHUE MTOJMXPOMATHIECKUM
oenmem cBetoM, 40 Br, 150 Mxmonas M-2c-1) mpu Temmeparype 24°C. ['paBUCTUMYIIAINAS TPOBOIMIIACH
MyTeM MMOBOpoTa pacTeHuil Ha 90° OTHOCHTENHHO TPAaBUTAIMOHHOTO BeKTOpa 3eMiu. st uckitoueHus
N00OYHOTO 3P QEeKTa YCIOBHH OCBEIIEHHOCTH M BO3MOXKHOTO Pa3BUTHsI AONOJIHUTENBHON (QoTOTpomnye-
CKOH peakUuH I0Ccje MOBOPOTa PACTCHUI TOPU30HTAIBHO, IPAaBUCTUMYJISILIUIO IMPOBOAWIM B TEMHOTE,
MIPEeIBAPUTEIHHO ITOMECTUB PACTEHHUS KOHTPOJBHBIX M AKCHEPHMEHTAIBHBIX TPYMNI B TEMHOTY Ha 24 4
st agantauuy. [locne agantanuy pacTeHus: HOBOPAYUBAINCH Ha OOK U BBIAEPKUBAINCH B TOPU30HTAIIb-
HOM IOJIO)KEHHH B TE€UEHHE PAa3IUUHBIX MPOMEXKYTKOB BpeMeHH (0T 15 MuH 10 24 9). YacTh ONBITHBIX
pacTeHuii oOpabaTeIBanachk (10 mepeHoca pacTeHUH B TEMHOTY W TPaBUCTHMYJIIUN #FHOO PacTBOPOM
stedpona (Sigma, Germany) B koHueHTparmu 100 mr/n, mubo pactBopom (200 MKi1/1) anmHA (TIPOU3BOI-
crBa UBOX HAHB, OAO «benpeaxum») o oAHOMY pa3y B A€Hb B T€UCHHE § THEH.

OT100p pacTUTENBHON TKAHU KOHTPOJBHBIX U SKCIEPUMEHTAIBHBIX I'PYII PACTEHUH, IPOBOAMICS Ha
HEaKTHUBHOM JUTs (OTOPELENTOPOB PACTEHUN TYyCKJIOM 3€JI€HOM CBeTY (Jamma HakanuBaHus 15 Bt, crek-
JSIHHBIA CBETOQHIBLTP ¢ MakKCUMyMOM Tpomyckanust 470-605 um, 0,45 MkMonbsM-2-c-1). Bepxymeunsie
JMCThS pacTeHUi GuKcHpoBasn B HOPMATIMHYKCYCHOM cnupTe B TeueHue 2 4. [locne dukcannu aucTes
npombiBani B 70% 3taHone u moMemaiy B 2%-HbIil pacTBop Hoauna kamus Ha 1 muH. OKpalieHHble de-
PELIKH JTMCThEB OCBETIISIIM B pacTBoOpe, coaepxkaieM 5% raunepuna u 50% xmaopanerunpara. AHaIu3M-
POBaN MOJIyYEHHbIE IPENapaThl C IOMOIILIO CBETOBOH JIEKTPOHHOH MUKPOCKOITHH.

B pesynbraTe MHUKpPOCKONMYECKHUX HCCIEAOBAaHUN CPE30B YEPEIIKOB BEPXYIIEYHBIX JHUCThEB S50-
JTHEBHBIX pacTEHHH TOMaTa HaMy ObUTH OOHApY>KEHBI TPYMITbI aMHJIOIIIACTOB B HECKOJIBKUX CIOSX KIle-
TOK 0001109KH MyuKka uyepemnika gucta (Puc. 1A). OcaxxaeHrne aMHIIOIUIACTOB PU TPaBUCTUMYJISILIUH IPO-
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HCXOJIUIIO B COOTBETCTBHH C HampasieHueMm cwiibl TspkecT (Puc. 1Bb). CemuMeHTanus aMuiIoOINIacToB
ObLTa OOHapyIKeHa B Ipernaparax yxe uepes 15 MuH mociie rpaBuctumy isiiun. [Ipu o0paboTke pacteHuit
SMUHOM, KaK U B CJIy4ae JCHCTBHS OJHOW IPaBUCTUMYJISAIMH, Yepe3 15 MUH BO3IEHCTBYS TPAaBUCTHMYJIA,
OBIIIO O0HAPYKEHO OCAKICHUE KpaxXMaBHBIX 3€PCH B CTOPOHY HaIlpaBJICHHS CHIIBI Tspkectd (Puc. 2A).
O0paboTka UCTOYHUKOM SK30TEHHOTO 3THJIEHA 3T€()OHOM 3HAYHTENHHO 3aMEJIsiia CKOPOCTh CETUMEH-
Tallid aMUJIOIUIACTOB U MX KOJIMYECTBO B YepeIIKaX JIMCThEB MO CpaBHeHHIO ¢ kKoHTpodem (Puc. 2B).
[lepBrle M3MEHEHUS TIOJIOKEHHS aMILTOTLIACTOB TIPH MPEABAPUTENBEHON 00paboTke 3TehOHOM OOHApYKE-
HBI JIUIIG Yepe3 | yac rpaBUCTUMYJISIIINY, & He Yepe3 15 MUH, Kak mpH Jpyrux THMax o0paboTok.
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PucyHok 1. — AMIIOILIACTBI KJIETOK YepPellKOB BepXyIeYHbIX JUCTheB S0-THeBHBIX PACTeHHI TOMAaTa:

A — B KOHTPOJIbHOI rpynme 0e3 rpaBucTUMY.Iss0uM; B —1ipu nepeopuenTanum pacrenuii yepes 15 mun

rPaBUCTHMYJISIIHH.

Takum 00pa3oM, IpoBeIeHA IPSIMasi MUKPOCKOITUYECKasl IEMOHCTPAIIUS OCKICHHS CTATOJIUTOB B JH-
JOIECPMAIBHBIX KIIETKaX YEPEIIKOB JINCTHEB TOMATA I10CIIE TPAaBUCTUMYJIALMU, TAKXKE KaK 3TO UMEET Me-
CTO B CTEOJSIX M KOpHAX pacTeHnuid. ClieayeT OTMETHTh, YTO HAMH TaKKe 3a(UKCUPOBAHBI IBUKCHHUS JTH-
CThEB TOMATa MPH JEHCTBUH TPABUCTUMYJISIIH, KOTOPBIE IIPOUCXOIAT OAHOBPEMEHHO ¢ (hHOpMUPOBAHUEM
yriia u3ruba cTedJis U U3MEHEHHS YPOBHS 3KCIPECCHH MHOTHUX I'€HOB, aCCOIMUPOBAHHBIX C TPAHCIIOPT-
HBIMH, CUTHAJIbHBIMU U METa0OJMYECKIUMH MPOLIECCAaMU B KIICTKE (IaHHBIC HE TIPUBEJICHBI), YTO COTJIACY-
€TCs ¢ HAaOJIFI0JaeMol CeTMMEHTAITNEH aMIIIOTIIIACTOB IO ACHCTBUEM TpaBUCTUMYIIA. [IpH 3TOM, HCITONB-
30BaHHbIC (DUTOTOPMOHBI, 0COOEHHO 3THIICH, JOBOJILHO 3aMETHO BIUSIIM HA MPOIIECC CEAUMEHTAIUU. DTO
00CTOATENBCTBO TAKKE COTIACyeTCs ¢ TeM (haKTOM, YTO ITHJICH CHUJIBHO MHTHOWUpPOBan (hOpMUPOBaHUE
yriia u3ruba pacTeHHUH TOMaTa, a 3MHH er0 YCKOPSJI (JaHHbIE He TTPUBEICHBI).
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PucyHok 2. — I'paBuTAllHOHHAS] YYBCTBUTEIbHOCTh AMIJIOIJIACTOB B KJIETKAX YePelIKOB BepXylIeYHbIX
JucTbeB 50-THeBHBIX PACTEeHUI TOMATA NPH NePeOPUEHTALMH PacTeHMii: A — npu 00padoTKe IMMHOM Yepe3
15 MuH rpaBucTuMyasauuu; b —npu o6padorke 3TepoHOM Yepe3 1 4 rpaBHCTUMYJISILMH.

CriocoOHOCTh 3THIICHA 3aMETHO BIIMSTH Ha XapakTep OCaXKACHUS aMUIIOIIACTOB IPHU TPAaBUCTUMYJIS-
UM MOXKET OBITh 00YyCJIOBJIEHA BIMSHUEM 3THX (PUTOTOPMOHOB HA OPTraHHM3aLUIO IUTOCKEJeTa KICTKH.
VY4yacTue aKTHHOBBIX MHUKPO(QHIAMEHTOB LIUTOCKEJETa B PAa3BUTHH TPAaBUTPOIHMUYECKOIO OTBETA Y pacTe-
HUHW TOKa3aHO, HANpUMeEp, B KOPHSAX apabupornicuca. AKTHHOBBIH ITUTOCKETET MOXET BBICTYIATh IMOJO-
JKUTEJBHBIM PErYJISATOPOM TPaBUTPOINHK3MA, YUaCTBOBATh B MOAJAEPKAHUM BE3UKYJSIPHOIO TPAHCIIOPTa, a
TaKXXe MOXKET UTPaTh pojib B (YOPMUPOBAHUH HOISPHOCTH KJIETOK M PACHPEACICHUH IEPEHOCUUKOB ayK-
CHHA B TUIa3MalieMMe [2], U SBISIETCS HEOTHEMJIEMBIM KOMIIOHCHTOM POCTa KJIETOK pacTshkeHwmeM [3],
MMOCPEJICTBOM KOTOPOTO Pa3BUBACTCS T'PABUTPONHMUYECKHHA M3rHO opraHa. [IpM M3MEHEHHH OpHEHTAlUuU
KOpHE# pacTeHuil apabuaorncruca OTHOCUTEIBHO BEKTOPa CHIIBI TSHKECTH MPOUCXOAUT TIepecTpoiiKa akTH-
HOBBIX MHUKPO(HIAMEHTOB B 30HE PACTSHKCHHS — YMEHBIIACTCS A0S aKCHaIbHO OPHEHTUPOBAHHBIX U
BO3pacTaeT KOJMYECTBO HAKJIOHHO W MOMEPEUYHO OPHEHTUPOBAHHBIX MHUKpOGmIaMeHToB [4]. Opranusa-
LMs1 aKTUHOBOT'O IIUTOCKENETa Y PaCTEHUH NPU TPaBUCTUMYJIALIUU MOXET 3aBHCETh OT UX TOPMOHAIBHOTO
craryca [5, 6]. OqHaKo MeXaHU3MBbl B3aMMOJICHCTBUS MEXIY IMHAMUKOM comep:kaHus (GUTOrOPMOHOB U
M3MEHEHUSMHU B OPTaHM3AIMH IIUTOCKEIETa B TPABUTPONNIECKON pEeaKIMy PACTeHHH M3yYeHBI HeI0CTa-
TOYHO [7], HO3TOMY C YBEpEHHOCTHIO TOBOPHUTD, CBSI3aHBI JTM HAOMI0OAaeMble HAMU Pa3HyMsl B PEaKLUU
YEepeIKOB JIUCTHEB TOMAaTa Ha TPABUCTUMYJI 0e3 uiH Ha (oHe ASHCTBHA 3Te)OHA WM STHHA, C YIACTHEM

45



LUTOCKETIeTa, Helb3s. Bo3MokHO, Ha (oHE TPUCYTCTBHUS (PUTOTOPMOHOB KAKMM-TO 00Pa3oM M3MEHSETCS
repeMenieHre BaKkyou.

BaxkHO OTMETUTH, UTO HAJWYWE CIICIUAIM3UPOBAHHBIX JJIS BOCIPUSATHS TPABUTALMOHHOTO CUTHAJA
OpraHes1 aMHUJIOIUIACTOB M UX OBICTpasi CeIMMEHTANNs B OTBET HA TPABUCTUMYJ B YepeIIKax CBHIETEIb-
CTBYET O BXHOU POJIM BEPXYIICUHBIX JIUCTHEB B BOCIIPUATHH TPABUCTUMYIISIIHH PACTCHUSMHU.
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