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3ABUCUMOCTD 3KCITPECCHUHU I'EHOB, KOHTPOJIMPY IOIIIUX
OYHKINOHUPOBAHUE BPACCUHOCTEPON 0B U OTUJIEHA B KJIETKAX
PACTEHUI TOMATA, OT TPABUCTUMY.JISILIUU WX BEPXYIIEYHbBIX IUCTHEB

AHHoTanus. VccnenoBaiu BIMsSHUE IPAaBUCTUMYJISAIMK HAa M3MEHEHHUE SKCIIPECCHM I'CHOB B KJIETKAX JIMCTHEB TOMATa
Ha paHHUX (15 MuH — 3 4) U no3nHux (6onee 3 4 — 24 u) sTanax rpaBuTponudeckoro orsera. C ucnonszoBanuem OT-TILIP
B PEKUME PEabHOIO BPEMECHHU I10KA3aHA YYBCTBUTEIBHOCTH K I'DABUCTHMYJISIIMU 3KCIIPECCHU T'€HOB, aCCOLIMUPOBAHHBIX
¢ pyHKIMOHUPOBaHHEM (HUTOrOPMOHOB OpaccHHOCTepOu 0B 1 dTHieHa. [IpeaBapurenpHas 06paboTka pacTeHUN Iepen Ha-
YaJoM TI'PaBUCTHMYJISLMU 3T€(OHOM (MCTOUHMKOM 3K30T€HHOTO 3THIEHA) MPUBOAMIA K YBEIMYEHHIO OTHOCHTEIIBLHOIO
YPOBHS 9KCIPECCUH U3YUYEHHBIX I'€HOB B OTBET HA I'PABUCTHMYJIL.

KuroueBble ciioBa: pactenus tomara (Lycopersicum esculentum L.), TpaBUTPOIIN3M, 3KCIIPeCCUs T€HOB, UTOTOPMOHBI,
STHJICH, OPACCUHOCTEPOUIbI, STEPOH
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Abstract. The influence of gravistimulation on the gene expression level in tomato leaf cells at early (15 minutes —
3 hours) and late (more than 3 hours — 24 hours) stages of the gravitropic response was assessed. The sensitivity of expression
of genes coding proteins associated with brassinosteroid and ethylene functioning was determined using real-time
RT-PCR. The pre-treatment of tomato plants with ethephon (the source of exogenous ethylene) led to an increase in the rela-
tive level of expression of the investigated genes under gravistimulation in the plants.
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Beenenue. Baxnelineld 0coOEHHOCTBIO PACTUTEILHOIO OPraHU3Ma SIBISETCS CIIOCOOHOCTh Opra-
HOB PacTEHHUsI PaclojararbCs U pacTH B ONPEIEICHHOM HaIllpaBJIEHUH MO OTHOLIEHUIO K BEKTOPY rpa-
BUTAL[MOHHOTO MOJs 3eMJIM, NOJTY4YHMBIIas Ha3BaHUE I'PaBUTpONHU3Ma. Pa3iuuHble opraHbl pacTeHHUS
MPHUCIOCOOJICHBI K POCTY B HANPABICHUU K LIEHTPY 3€MHOIO Iapa (IOJIOKUTEIBHBIH I'PaBUTPOIU3M),
1100 B MPOTHUBOMOJIOKHOM HanpaBjiIeHUH (OTPULATENBHBIN rpaBuTponuim). [t KopHeil pacTenuit xa-
paKTepeH MOJOKUTEIbHBIA TPAaBUTPONM3M, AJIs1 HaI3EMHBIX OpPraHoB — OTpuLaTenbHblid. [Ipu oTkIiIoHE-
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HUU (B CHJTy Pa3HBIX IPUYUH) TOTO MJIM MHOTO OpraHa OT €ro €CTeCTBEHHOTO HalpaBJIeHMs POCTa 3a-
MyCKaeTcsl TPaBUTPOIINYECKUI OTBET — CJIOKHBIN KOMILJICKC BHYTPH- M MEKKJICTOYHBIX PEaKIHii, 0-
3BOJISIFOIIMX PACTEHUIO BOCCTAHOBUTH MPABUIIBHOE MOJIOKEHHE B IIPOCTPAHCTBE.

[loHumanue MOJEKYISPHBIX U (HU3UOJIOTHIECKUX OCHOB (POPMHUPOBAHMS TPABUTPONHUYECKOTO OT-
BETa PACTCHHH SIBIISETCSI OMHON M3 KIIOYEBBIX TPOOJIEM COBPEMEHHON OMOIOTHH.

Bb1ienstoT Tpu OCHOBHBIX 3Tana GOpMUPOBAHUS IPABUTPOIUIECKOTO OTBETA: BOCIPUSTHE I'PABU-
TAIUOHHOTO CUTHAaJIa, TPAHCAYKIMS CUTHAJIA, PA3BUTHE AaCCUMETPUYHOIO POCTOBOIO OTBETA, KOTOPBIH
BBI3BIBACT M3TUO OpraHa pacTeHHs U, B KOHEYHOM UTOT€, BOCCTAHOBJICHUE €TI0 MPOCTPAHCTBEHHOH Opu-
CHTAIINH.

B xozme mepBHYHOro 3Tana pa3sBUTHS T'PaBUTPONHMYECKOrO OTBETa (PU3NUYECKUI rpaBUTALIMOHHBIH
CTUMYJ BOCHPUHUMAETCS CHELHATU3UPOBAHHBIMU PACTUTEIBHBIMA OpraHe/lJlaMH — CTAaTOJIUTAMH.
Ponb cTaronuToB OOBIYHO BBHITIOJIHSIOT aMHJIONJIACTHI — HETUTMEHTHPOBAaHHBIC TJIACTUIBI, COACPKA-
1ie JBa WM HECKOJBKO KPYIMHBIX KpaxMalbHBIX 3€peH. B pomm cTarosnToB MOTYT BBICTYIATh
HE TOJIBKO aMMJIOIJIACTHI, HO U XJIOPOIUIACTHI, anmnapaT [oibKu, KpUCTaJUTMUYECKUE BKIIIOYCHUS pac-
TUTEJBHON KJICTKH (HAIpuMep, Ipy3bl OKcanaTta Kajiblus). B moderax cTaTONMTHI Yalie BCETo JIOKaIU-
3YI0TCSl B TAPEHXUMHBIX KJIETKaX CTATOLUTaX, (OpMUPYIOMINX 00KIAIKy COCYAUCTHIX IIyUYKOB U OKPY-
KAIOIUX COCYIUCThIC TKaHH M0 BCEH JJIMHE cTeOJsA, B TO BPEeMs KaK B KOPHSX OHHU JIOKAJIH30BAHBI
B KOpHEBOM uexynke [1].

[Ipu nepemenieHny CTaTONNUTOB MO ICHCTBUEM CUJIBI TSKECTH B HIDKHIOIO YacTh CTATOLUTA 3ally-
CKaeTCsl MPOLEeCC BOCIPUSATHS TPAaBUTAIIMOHHOTO CHTHAJA: AaBJICHHE CTaTOJUTOB Ha MEMOpaHbl HHK-
HEH YacTH KJICTKH MPUBOAUT K UX MEXaHHYECKOMY Pa3ApakeHUIO U MHHULHALUYU TIepepacipeaeIeHmsI
MIOTOKOB OCHOBHOT'O PETYJIATOpa pocTa GUTOrOopMOHa ayKCHHA. B pesynbraTe acCMMETPHYHOIO Tepe-
pacrnpeneneHus ayKCHH HaKaIIMBaeTCsl IPEMMYILIECTBEHHO Ha HUKHEH CTOpPOHE IPaBUCTUMYJIHNPOBaH-
HoOro oprana. Pasnnuue ero KOHUEHTpaUUil NPUBOIUT K Aud(epeHInaIbHOMY POCTY PACTSIKEHUEM
KJIETOK PAacTEHHH Ha BEpXHEW M HMIKHEH CTOpPOHAX 30HBI TPaBUCTUMYIISIIIMH PACTCHHS, BCIICACTBUE
4ero (opMUpyeTCsl TPaBUTPONHUECKUN U3ru0. POCT KIETOK pacTeHM, OKPY>KEHHBIX KECTKOH KJIeTOU-
Hoti ctenkoit (KC), Bo3MOKeH TONBKO IIPU BPEMEHHOM, 00paTHMOM PacIICIUIEHHUH 3JIEMEHTOB, o0ecrie-
YUBAIOIINUX €€ KECTKOCTh, YTO MPOUCXOAUT NpHU MoakucieHun BHyTpeHHer cpensl KC. Takoit poct
pacTsKEHUEM MOy Ha3BaHUE «KHCIBII» pocT [2].

Pocrt k11eTOK pacTssKeHHeM JOCTAaTOYHO MOAPOOHO M3Yy4eH Ha (PU3HOIOTHUECKOM U OMOXMMHUYECKOM
YPOBHSIX, OIHAKO MOJICKYJISIPHO-TEHETHYECKUE MEXaHU3MBl ATOTO MPOLECCa OCTAIOTCS JAJICKUMHU OT
CBOETO TOJTHOTO BhIsICHEHHs. OCOOEHHO Masio paboT, OCBAIIEHHBIX aHAJIN3Y U3MEHEHHH AKCIIPECCUU
I'€HOB IIPU Pa3BUTHUHU I'PABUTPONMUYECKOTIO OTBETA Hal3eMHBIX OpraHoB pacteHuil. K unciy puroropmo-
HOB, CHIOCOOHBIX PEryJIUpPOBAaTh POCT KJIETOK PACTSIKEHHMEM MOTYT OTHOCHUTBHCS HE TOJBKO ayKCHHBI,
JICHCTBHIE KOTOPBIX YK€ U3ydalll Ha yPOBHE SKCIIPECCHU I'eHOB [2], HO Takke OpaccuHocTepou sl (BC)
u oTHIIeH [3]. B yncne reHoB-KaHAMAATOB HA POJIb YYaCTHUKOB TpOLIecca peain3aiuy TpaBUTpOIHye-
CKOTO OTBETa MOKHO pacCMaTpHUBATh I'€HbI, aCCOUUPOBaHHbIe ¢ GyHKIIMOHUpoBaHueM bC u aTuneHa:
peuenrtopuyto kunazy bC CURL3 (Brassinosteroid leucine-rich repeat receptor kinase), KCuIorTokan-
sHAOTpaHcTInKo3mna3zy BRUI (Xyloglucan endotransglycosylase), 1-amuHOImKII0OMponan-1-kapooHar-
cunTaszy ACS2 (1-aminocyclopropane-1-carboxylate synthase 2) u HeraTUBHBIN PEryasTOp ATUICHOBOTO
curHaibHOTO yTH OenkoB EBF1 (ethylene-insensitive3-binding F-box protein 1).

B panHux mcciegoBaHUsAX MOKa3aHO, YTO CTEOIM ropoxa Mo ACHCTBUEM dTHIICHA 3aMEIJISIOT
CBOM pOCT B JJIMHY, yTOJIIAIOTCS U (OPMUPYIOT M3rH0 B TOPU3OHTAJIBHOM HAampaBiIcHUHU [4].
YuutsiBasi 3TH JaHHBIE, KPOME TPABUTPONUUYECKOTO BO3ACHUCTBHS, JOMOJIHUTEIBHBIM (aKTOPOM
Bo3zelicTBUs Oblia BeIOpaHa oOpaboTka pacTeHus 3TedoHoM. DTedoH (2-xiopaTundochoHoBas
KHUCJIOTa) — XOPOLIO PACTBOPHUMOE B BOJE COCIUHEHHE, KOTOPOE pasjiaraeTcs C BbIACICHUEM dTHJIE-
Ha. DTUJIEH — BaXXKHBIH B TPAKTHYECKOM OTHOLICHUH (PUTOrOPMOH U 00paboTKa KyJIBTYPHBIX pac-
TEHHH UM WJIU €ro MpellIeCTBEHHUKAMHU OKa3bIBaeT MOJIOKHUTEIBbHOE BO3JCHCTBUE HAa UX pa3BH-
THe. DK30TeHHBIH 3THJICH AOJKECH, MPEANOI0KUTEIbHO, BBI3bIBATh HEKOTOpPHIE U3MEHEHHS B Xa-
pakTepe rpaBUTPOINHMYECKOr0 OTBETA Ha MOJICKYJISIPHO-T€HETHYECKOM ypoBHE. [loaToMy B Hammx
JKCIIEpUMEHTax 00paboTka 3TeOHOM HMCIONb30BAIACh KAK UCTOUHHMK ATUJICHA [ PACTEHUH TO-
MaTa nepeja Ha4ajoM WX IPaBUCTUMYJIISIUH.
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Llens manHOro ucciegoBaHus — U3ydeHue oTHocutTenbHOU sKkcnpeccuu CURL3, BRUI, ACS?2
u EBFI nion 1efCTBUEM IPaBUCTUMYJISIITUU B IIPUCYTCTBUU HIIH OTCYTCTBHH dTe(hOHA.

MarepuaJjbl 1 METOIBI HCCJIeN0BaHUA. B KauecTBe 00bEeKTa UCCIICAOBAHUSI UCIOIb30BAIU BEPXY-
nIeyHble TUCTha S0-THEBHBIX pacTeHui ToMaTa (Lycopersicum esculentum L.) copta «JI1» oreuecTBeH-
HOU cenekiuu. PacteHust BeIpainuBaiy rpu 16-4acoBOM CBETOBOM JHE U OCBEIICHUH IMOJIMXPOMATHYC-
ckuM OerbiM cBeToM (40 Bt, 150 mxmoinb M 2c™') mpu Temnieparype 24 °C. I'paBUCTUMYIISIHS PAaCTCHUI
MPOBOJIMIIACH TYTEM IMOBOpPOTa pacTeHuil Ha 90° OTHOCHTENHHO T'PABHUTAIIMOHHOTO BEKTOpa 3EMIIH.
B TakoMm ropu3oHTaIbHOM IOJIOKEHUH PACTCHUS BBIICPIKHBAIUCH Pa3IMYHbIC WHTEPBAJIbl BPEMEHHU.
st uckroueHust mo0do4Horo 3dexra u3MEHEHU YCIOBUY OCBEIICHHOCTH TI0CJIE TOBOPOTA PACTCHUM
TOPU30HTAIBHO U BO3MOXKHOTO Pa3BUTHUS JIOTOJHUTEIBHOW (POTOTPOIMYSCKON PEaKIMK Ha KCIIpec-
CHUIO M3y4YaeMbIX TCHOB Iepe]] HAuaJlOM I'PaBUCTUMYJISIIIUN PACTCHUS [TOMEIIAINCh B TEMHOTY Ha 24 4
JUISL afanTalum K TeMHoTe [S].

TomaTbl 3KCIEPUMEHTAIBHON TPYNIbI MojBepraiu obpadorke pactBopom sTedona (Ethephon
C0143-100MG, Sigma) korneHnTpanueii 100 Mr/n 8 guelt mo ogHOMY pasy B AeHb. OOpaboTKy oCcyIIecT-
BIISUIA IYyTeM KOHTaKTa (IPUKOCHOBEHHMS) BATHOTO JIMCKA, MPOMUTAHHOI'O pacTBOpoM 3TedoHa [6],
C HAJ[3EMHOM YaCThIO0 pacTeHUs B TeueHue 3 ¢. [ljisi mpuroToBiieHUs pacTBopa 3Te(hoHa MCIIOIb30BAIH
JTIUCTUIUTMPOBAHHY0 BOy co cinabokuciabiM pH 4,5. HajzeMHyr0 4acTh TOMATOB NIEPBOH KOHTPOJIBHOM
TPYIIIBI PACTCHUH MO OJHOMY pa3y B CyTKH o0OpabaThiBaiu AUCTHILIMPOBaHHOMN Bonoit (pH 4,5) ¢ uc-
MOJIb30BAHUEM BaTHBIX JIMCKOB aHAJIOTMYHBIM CIIOCOOOM B TeueHue § jaHerl. O0paboTka pacTeHUH IKC-
MIEPUMEHTAIIBHBIX TPYII MPOBOJIUIACH JIO TPABUCTUMYIISIIUU U aJalTallid K TEeMHOTE. BTOphIM KOH-
TPOJIEM CITYKUJIH JIUCThS PACTCHHM, HE TIOIBEPraBIIMXCS TPABUCTUMYIISIIUY, HAXOUBIITUECS B TEMHO-
TE€ TOT € MEPHUOJI BPEMEHH, YTO ¥ IPABUCTUMYJIUPOBAHHBIC PACTCHUSL.

Beinenenue obmieit PHK 13 pactuTenbHOM TKaHU IIPOBOUIIH C HCTIONb30BaHueM pearenta TRISOL
B COOTBETCTBHHM C KOMMepueckuM mpoTokoiom Invitrogen (USA). KonmuecrBo Bwimenennoit PHK
OIPEACIISIIOCH CIIEKTPOPOTOMETPUUESCKH IO MOTIONIeHU0 1pu 260 HM. CTEneHb YUCTOTHI IPEapaToB
OLIEHMBAJIACh M0 COOTHOMEHUIO A, /A . (A, /A, =2,0).

Hnst nonyuyenns kIHK na matpune PHK ncnonb3oBanu peakuuro oopatHoi Tpanckpuniuu (OT)
C IpUMEHEeHHeM 00paTHOM TpaHCKPUTITA3bl BUpyca MBIIMHOM Neiikemun Monorun (M-MLN — Moloney
murine leukemia virus). Peakiriio mpoBOIMIN ¢ MOMOIIBI0 Habopa pearentoB «RevertAid™ H Minus
First Strand cDNA Synthesis Kit» B coorBeTcTBUU co cTanmapTHEIM IpoTokosioM (Thermo Scientific).
B kauecTBe 3arpaBku anst cuntesa uenu JJHK na PHK-maTpuie ucnonap3oBanu cMech CliydyaifHbIX I'eK-
camepHbIX npaiiMepoB (random hexanucleotide primers). Ha peakmuro 6panu 2 mxr obmei i PHK, npen-
BapuTesibHO 0OpaboTanHoi JIHKa3oi (Deoxyribonuclease I), 4To MO3BOJAIO M30aBUTHCSI OT BO3MOXK-
HOTO 3arpsizHeHus npenaparta reHomHoil JIHK. Peakiiyio npoBoauiau B COOTBETCTBUU CO CTaHAAPTHBIM
npoTokojioM (Thermo Scientific).

O0BeM peaknoHHON cMecn i aMmmumadukanuu pparmerToB kK IHK coctasmsm 20 mxor. s mpo-
Benenus [P ucronms3oBanu Habop pearenToB «High Fidelity PCR Enzyme Mix». PeakiinonHas cmech
cogepxana 200 mxM nHT®, 1 U Taqg-mommmepassr, 100 ur xJIHK. KonmenaTparus noHOB Maraus
1 TIpaiiMepoB ONTHMHU3UpOBAJIach B Xoje 3KcrmepuMeHToB. [P mpoBomunan Ha amMIuiupukratope
MiniOpticon (Bio-Rad) B cnemytommem pexxnme: HadaabHas AeHatypamus — 95 °C, 3 muH; 3ateM 40 111-
k0B (neHatyparust — 95 °C, 40 ¢; omxur — 56 °C, 30 c; snonranus — 72 °C, 30 ¢); KOHEUHAsT SITOHTAITHS —
72 °C, 15 mun; octanoBka peaknuu — 10 mun, 10 °C. Ilepen magamom I1L[P peaknmonHbie cMecu oOpa-
0aTBIBAINCH YPAMIITIINKO3UIA30M TSI yIaJICHUST BO3MOXKHBIX HECTIEH(PHIECKUX KOMITOHEHTOB.

YYUTHIBAIN YHCIIO IUKJIOB, HEOOXOIUMOE [T aMIIITH(UKAIINY ITpaiiMepa 10 TOTO KOJIMIeCTBa, KO-
TOPOE JaBaJIO PEaKIUI0 (ITIOOPECICHIINN. DTOT MOMEHT HOCHT HANMCHOBAHHUE Cp — TOYKa Iepecede-
HUS (aHTJI. crossin point) ¥ MO3BOJISIET MPOBECTH pacueT KoimmdecTBa amruindukara. Pacyer n anamu3
MONYYEHHBIX JaHHBIX MPOBOJUIN C HCIIONb30BAHMEM KOMITBIOTEPHOW MPOrpaMMBbl pacdeTa OTHOCH-
TenbpHO# dKkcnpeccun HykieonpoTtenHoB REST-MCS (Relative Expression Software Tool) Multiple
Condition Solver (version 2), pazpaborarmnoit M. W. Pfaffl u coast. B 'epmanun. I'pymma skcriepTos,
MIPOBEPSBINAs TOT METOJ] pacyeTa IKCIPECCHU T€HOB, OTMETHIIA TOYHOCTh, BOCIIPOM3BOIUMOCTH JaH-
HBIX 3TOH IPOrpaMMBbl U €€ MPUTOJHOCTD JIJIS PACYETOB MEKTPYITOBBIX M MHIAUBUYaIbHBIX COOTHO-
meHuit [7].
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[Ipu onpeneneHny SKCIpeECCHH TEHOB yKa3aHHas IPOrpaMmMa UCTI0Ib3yeT OTHOCUTENBHYO BETNYH-
HY R, BBIBOZUMYIO U3 (GOPMYJIBI

— J7(ACp target gene — Cp ref gene)
R = [(ACp target g P ret g R

rne £ (3 dexTuBHOCTH) BEIpakaeT BETUYNHY, HA KOTOPYIO yBenn4yuBaeTcs KoHreHTpanus MPHK B Te-
YeHHe OJHOTrO ITUKJIA; Cp — KOJIMYECTBO IHKJIOB JI0 Hadalla KpUBOH QuroopecueHnny; ref gene — rex
cpaBHEeHHS (KOHTPOJIA); target gene — 1esieBoi reH; A — pa3HUIa MeKTy CPETHIM 3HaYCHHEM Cp BIpYyI-
1ie 00CIIeyeMbIX U CPEHUM 3HaUYeHUEM pe()epeHTHOTO TeHa.

Haiinennas BenmnuuHa R 0TOOpakaeT, HACKOJIBKO HCKOMBIN (TapreTHBIN) TeH aKTUBHEE IO T0Ka3a-
TEJTI0 AKCIPECCUH TI0 CPABHEHUIO C MOKOSAIIUMCS TeHOM. YncneHHoe 3HaueHne R sSBiseTcs Oe3pazMep-
HOW BEJIMYMHON M OTPaXKaeT CoJepKaHUe TPAHCKPUIITOB B Ipode. Bee maHHbBIE MPUBOAATCS B CpaBHE-
HUH ¢ ypoBHEM pedepercHoro reHa (rRNA), cunTaromnierocss HanOolee CTaOUIBHBEIM U TPHHIMAEMbIM
3a TOUKY OTCUYETa B HOPMAJIU30BaHHBIX pe3ysibTaTax. CTaTUCTUUYECKHUE JaHHbIC MPU3HABAIUCH JOCTO-
BepHbIMHU Npu Benuuune p < 0,05.

Pe3ynbTaThl u ux odcy:xkaenne. OOHapyKEHO, UTO MPH JACHCTBUU TPABUCTUMYJISIIHH B BepXyIIed-
HBIX JIUCThSX TOMara HaOJIojaeTcs U3MEHEHHE YPOBHS OTHOCHTENBHOW »Kcripeccuu reHoB CURL3,
BRUI, ACS2, EBFI.

Onenka U3MEeHEeHUH OTHOCUTENBHOH dKkcnpeccun reHa CURL3 Ha TpaHCKPUIIIIMOHHOM yPOBHE MO-
Ka3alla MOCTEIIEHHOE YBEINYCHHE COJIePIKaHNsI TPAHCKPUIITOB JaHHOTO I'eHa, HaduHas ¢ 0,5 4 Bo3en-
CTBUS TPaBUCTUMYJIA H Jlajiee BIIOTH 70 24 1 Bo3zaelicTBus (puc. 1, a).
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Puc. 1. I3meHeHus ypoBHsi oTHOCHTeIbHOU 3kcnpeccun renoB CURL3 (a), BRUI (b), ACS2 (c), EBFI (d) B kiileTKaX JIMCTHEB
TOMara Ipu JCHCTBUM I'PAaBUTPONUYECKOIO CTUMYJIa

Fig. 1. Modulation of relative expression of CURL3 (a), BRUI (b), ACS2 (c), EBFI (d) genes by gravistimulation in cells
of tomato leaves
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OOHapy>keHO, YTO OTHOCUTEIIbHBIN YPOBEHb AKCIIpeccuu Apyroro rea BRUI B KieTKax JIMCTHEB
TOMaTa 3HaYMTEJIbHO BO3pacTall Ha CaMbIX PaHHMX dTanax rpaBUCTHUMYISIHUH (puc. 1, b). Yke uepes
15 MuH nocie Hadana rpaBUCTUMYJISIIMN YPOBEHb DKCIIPECCUU T'€Ha YBEIWYMBAJICS MOYTH B 2 pasa,
K IEPBOMY 4acy BO3AEHUCTBHUSI JOCTUTAT MAKCUMYMa, 3aT€M CHHMIKAJICS U Tocie 6 4 JeficTBUS TpaBUCTH-
MyJla BHOBb [TOCTETIEHHO MOBBIIIAJICS.

W3BecTHO, uTo CURL3 womupyet cuHTe3 OpaccuHoctepounoii LRR (leucine-rich repeat) pemen-
TOPHOH KWHA3bl, KOTOPAasi pEryJIMPYET CUTHAIBHBIN KacKaJ OpacCHHOCTEPOUHOTO Iy TH, BKJIIOYasl OT-
BET Ha OMOTHYECKHE, a0MOTHYECKHE CTPECCHl U CTUMYJIUPOBAHHE PACTUTEIBHBIX KIETOK K AJIOHTaIlH
u nenennto. BRUI —ren gpepmenTa sHaoTpaHcrianko3unasel n3 cemeiictsa XET (Endotransglycosylase),
(GYHKIIMOHMPOBaHHE KOTOPOH acconuupoBaHo ¢ bC-3aBUCHMOl CUTHAIN3aLMEH U ONOCPEAOBAaHHBIM
MMH KJIETOYHBIM pocTOM pacTsikeHueM. Tanaka K. u coaBT. Op110 moka3ano, uTo BC BBI3BIBAIOT Kile-
TOYHOE yIJIMHEHUE U YCHIIMBAIOT T'PAaBUTPONMUECKYIO PEAKLIUIO pacTeHU [8]. DK30reHHO HaHEeCEHHBIH
Ha KOpHH apabugorncuca 6paccunonua (bJI) ycnnusan ux rpaBUTpONUYECKHNA U3THO U IJTUHY TIPU HU3-
kux koHneHtpauusx (10 (-10) M), roraa xak Beicokue KoHIeHTpanuu bJI eme Gonblie yBeaTnduBain
TPaBUTPOIUYECKUI M3TH0, HO MHTMOUPOBAIN POCT MEPBHYHOTO KOPHS. Y OpacCHMHOCTEPOMI-HEeuyB-
CTBUTENBHBIX MyTaHTOB bril-301 u bakl oTBeT Ha rpaBUTpONUYECKUI CTUMYJ OBLIT MEHEe BhIPaKEH-
HBIM [9].

[lonmy4yeHHble pe3yabTaThl U MPUBEIEHHBIE BBIIIE JINTEPATyPHBIE TaHHBIE CBUIETEIBCTBYIOT O TOM,
yro CURL3 w BRUI sBAsIOTCS TeHAMHU-yYaCTHHUKAaMHU B (JOPMHUPOBAHUU TPABUTPONHMYECKOTO OTBETA
pacTeHuil.

B nocnenyromux skcrepuMeHTax u3ydanach BO3MOXKHask BOCIPUUMUYHUBOCTD reHa ACS2, koaupyto-
HIEro KJII0UeBOW epMEeHT OMOCHHTE3a STUJICHA aMHHOLIMKIIONPOIaH-1-KkapOoHaT-CHHTAa3y, K 1eHCTBUIO
TrpaBUCTUMYJIA B KJIETKAX JINCTHEB TOMATA.

[loka3zaHo, 4TO ypoBeHb copepkaHus TpaHckpunToB ACS2 3amMeTHO Bo3pacTal (boiee 4eM B 2 pasa)
yxe depe3 15 MuH mociie Hayasia BO3/I€HCTBUA TPAaBUCTUMYIISALNHU, TOCTUTA]l MAKCUMYMa K TPEThEMY
Yyacy BO3JACUCTBUS M 3aTeM CHUXacs (puc. 1, ¢).

YBenuueHue CUHTE3a NPOAyKTa dKcnpeccuu reHa ACS2 Takke HaOMI0AaN0Ch B IPOMEKYTOK Bpe-
menu 60—120 MuH B cTeOISX ITHONMPOBAHHOTO TOpoXa MpH rpasuctumyisaunu [10].

W3BecTHO, YTO B MOMEHT (DOPMHUPOBAHUS IPABUTPOITUYECKOTO OTBETA B KOPHIX PACTCHHN TOMaTa
CHUHTE3 ITUJICHA WHIYLUPYETCS ayKCHHOM, MPH 3TOM IPOMCXOAUT YBEIWYEHHE KOJIMYECTBAa TpaHC-
kpunToB TeHoB ACS. Aranus OT-TIILP BersBmI mecth n3odopm cemeiictsa ACS, TpaHCKPHUTIIIHS KOTO-
PBIX PEryJIHpPYETCs ayKCHMHOM INpu Bo3aeictBuu rpaBuctumyna: ACS2, ACS4, ACSS5, ACS6, ACSS,
ACSII [11]. B uccnenoBanusx E. J. Woltering u coaBT. 10 peruCTpaIiiy ypoOBHS SKCIPECCHH TEHOB CE-
meiictBa ACS Antirrhinum majus L. ObLI0 yCTAaHOBJICHO yBEJIMYCHHE COlepKaHusl TpaHcKpuntoB ACS3
B 30He m3ruba credis, reHa uzohopmel Gepmenta ACSI B 30He u3ruda cTeOs U JIUCThIX B TCUCHUE
MIEPBBIX 2 4 TPAaBUTPOIUYECKOT0 Bo3AeHCTBUA [12].

JlnaamMuka n3MEHEHUs yPOBHS dKcTpeccuu ACS2 B HAIIMX UCCIICTOBAHUSIX COITOCTABUMA C PE3YITh-
TaTaMH HayYHBIX HCCIICIOBAHMH IPYIMX aBTOPOB, BPEMEHHBIE OTIMYMS MOTYT OBbITh ONOCPEIOBAHBI
Pa3IMYHBIMU 00BEKTAMM HCCIICAOBAHMS M PETUCTPALMEH TPAHCKPHUIITOB Pa3IMYHBIX H30(OPM ceMel-
ctBa reHoB ACS.

HccnenoBanus mo onpeneneHuio 4yBCTBUTEIBHOCTH reHa EBFI K AeWCTBHUIO T'PaBUCTUMYJIISLUU
B JINCTHSIX TOMATa BBISIBUIJIM TEHICHIIMIO K CHUIKEHHUIO COIepKaHUs TPAHCKpUIITOB EBF] npu AeicTBUU
TPaBUTPOIIMYECKOTO CTUMYJIA: Ha CAMBIX PAHHUX 3Tanax OTBeTa HAOIIOAAETCsl CHUYKEHHUE YPOBHSI OKC-
MIPECCUM JJAHHOT'O T€Ha, 3aTeM KPaTKOBPEMEHHOE BO3BpAIIEHHE K KOHTPOJBHOMY YPOBHIO M MOCIIENYIO0-
1Iee CHI)KEHUE Ha MO3AHMX dTanax orsera (puc. 1, d). [lo aMmniauTyae oTBeT ObUT HE OUYEHb BBICOKHM.
Bo3MokHO, 3kcnpeccuss JaHHOTO I'eéHa JONOJHUTEIBHO PEryjJupyeTcss Ha MOCTTPaHCKPHUIIIMOHHOM
YPOBHE.

U3BectHO, uTo O6enku rpynnsl EBF yyacTByroT B pa3BUTHH 3TUIICH-3aBUCUMBIX PEakIuil uepe3
Jerpajanuio TpaHckpunuuoHHbIX akropos rpynmnsl EIN3/EIL (ethylene-insensitive3/ethylene-insensi-
tive3-likel). CurnanpHas TpaHCAYKIMS STUJICHA HAYWHAETCS C €r0 CBA3BIBAHUS C pEleNTopaMH, a 3a-
KaHYMBACTCSl TPAHCKPUIILIMOHHBIM KaCKaJoOM C YYacTHEM TPaHCKpUIUIHMOHHBIX (akTopoB EIN3/EIL-
cemeirictBa. benku EBF1 u EBF2, xak nmokazaHo ayis pacteHui apabuzoncuca, pusnyecku B3auMojaei-
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ctBytoT ¢ EIN3/EIL. Csepxokcnpeccusi EBFI BeneT K HEUYyBCTBHTEIBHOCTH PACTEHHSI K ITHIICHY.
HaoGopor, pacrenust apabuzoncuca, Hecyiue MyTalud B reHax EBF, mpuBoJsIKe K €ro BBIKJIIOUE-
HUIO, TPOSIBISIOT KOHCTUTYTUBHBIA STUJICHOBBIH O0TBeT M HakamiuBaloT EIN3-Oenku B oTcyTCTBHH
¢uToropmona [13].

Takum 00pa3om, U3 MOTy4YEHHBIX JaHHBIX BUIHO, YTO I'CHBI, aCCOLMMPOBAHHBIE C CHHTE30M H PEry-
JIALUEN aKTUBHOCTH STUJICHA, IIPOSBIISAIOT YyBCTBUTEIBHOCTD K TPABUCTUMYJISILIMU B HAI3EMHBIX Opra-
Hax pacTeHui ToMara. DUTOrOPMOH 3TUJIEH MOXKET BBIIIOIHATH CYIIECTBEHHYIO POJIb B Pa3BUTHUU I'Pa-
BUTPOIMUYECKOT0 OTBETA. JTUJICH MHTHOUPYET POCT KJIETOK PACTSIKEHHEM, YTO MOXET OBITh BajKHO
JUIs peryJisiquy HalpaBJIEHHOIO POCTa OpraHa IpU I'PABUCTUMYJISALIUU, KOTJa HAa OJHOM €ro CTOpPOHE
POCT aKTUBUPYETCS, HA APYTOH — MHTHOUpPyeTCs.

Tak xak reHbl, acCOLUUPOBAaHHBIC ¢ (YHKIIHOHUPOBAHHEM TUJICHA, TPOSIBIISIIN Yy BCTBUTEIBHOCTD
K IPaBUCTUMYJISILIMU, B HACTOALICH padOTe TakKe OLEHUBAIHM BIWSHUE SK30TC€HHOIO HTHIJIEHA Ha Xa-
paKkTep pa3BUTUs I'PABUTPOINM3MA B JIMCThAX TOMAaTa Ha IPUMEpE TEX KE I'€HOB, U3MEHEHUE yPOBHSA
SKCIIPECCUH KOTOPBIX OLEHUBAIIU IIPU JIEUCTBUU OJHOIO IPABUCTUMYIIA.

BnusHue sk30reHHOro 3TUJIEHA Ha XapakTep u3MeHeHul skcnpeccuu renoB CURL3 u BRUI, acco-
LUUPOBAaHHBIX ¢ GyHKIHOHUpoBaHueM bC, Ha hoHe rpaBUCTUMYIISIIMK PacTEHUI ToMaTa MpeacTaBlie-
HbI Ha puc. 2. B ciiyuae rena CURL3 BUJIHO, UTO COepKaHUE TPAHCKPUIITOB MOBBIIIAIOCH YK€ Yepe3
15 MuH nocine Hayaja BO3AEHUCTBHUS, TOCTUTAJI0O MAaKCUMyMa K ILIECTOMY 4acy IpaBUCTUMYJIHPYIOIIEro
BO3ACHCTBHS U 3aTEM IJIABHO CHI)KAJIOCh. B cilydae onlnHOYHOTO BO3EHCTBUSI rpaBUCTUMYJIa Oe3 10-
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Puc. 2. I3meHeHUs ypOBHS OTHOCHTENIBHON 3KCIIPECCUU T'€HOB B KJIETKaX JIMCTHEB TOMATa IPU ACHCTBUH I'PABUTPOIIUYECKO-
ro CTHMYyJIa: MOCJIe MEXaHUYEeCKOro Bo3aeucTBHs u 0bpaborku atedornom — CURL3 (a), BRUI (c); nociie MeXaHHYECKOTO
Bo3xeiicTBUs 1 00padoTku Bonoit — CURL3 (b), BRUI (d)

Fig. 2. Modulation of relative expression of genes by gravistimulation in cells of tomato leaves: after mechanical stress and
ethephon treatment — CURL3 (a), BRUI (c); after mechanical stress and water treatment — CURL3 (b), BRUI(d)
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NOJHHUTEIBHON 00paboTku (pHc. 1, @) MOBBIIIEHHWE YPOBHSI 3KCIPECCHU JAHHOTO TeHa HaOII0ganoch
no3Hee (TONbKO mocie | 4 Bo3AecTBHUSI) M IPOIOKAIIO0 BO3pacTaTh Ha OoJiee MO3IHUX dTarax BO3AeH-
CTBUS TPAaBUCTHMYJIA, T. €. IOBBIILICHHBIN YpoBeHb dkcnpeccut CURL3 npu TpaBUCTUMYIISIUH O€3 J10-
MOJIHUTEIBHOIO BO3AEUCTBHUSI XapaKTEPEH IS MO3AHUX ITAIlOB OTBETA, B TO BPEMs KaK B IPUCYTCTBUU
sTedoHa OH HaOMIogaeTcs Ha Oojiee paHHUX dTalax OTBETA.

BosgelicTBue rpaBUCTHMYNa C NpeIBAPUTEIBHBIM MEXaHWYECKHM paslpakeHHueM 0e3 sredoHa
(Boza) Tak)ke MPUBOJAWIIO K MOBBIILIEHUIO YPOBHs dkcripeccun CURL3 (puc. 2, b). MoxkHO npearnoso-
JKUTb, 4TO TeH CURL3 y4acTBYeT B peryJsiiii CUCTEMUH-OIIOCPEA0BAaHHON CUTHAIN3ALUH U TTOBBIIIE-
HUE JKCIIPECCUU T'€Ha NMPU I'PAaBUCTUMYJISLHMM TOCHIE BO3JAEHCTBHS MEXAHHUYECKOIO NMPUKOCHOBEHUS
(touching) ¢ Bojo# 6e3 3TehoHa TakKe CBS3aHO C MMENTUTHOW CUTHAIH3AIUCH.

JlaHHBIE IO BIMSAHUIO TPAaBUCTUMYJIALIMHI HA XapaKkTep U3MEHEeHUH skcnipeccuu reHa BRUI, acconu-
upoBaHHOTO ¢ pyHKkunonuposanuem bC u pemonennpoBaHueM KIETOYHOW CTEHKH, Mmociie 00padoTKu
3Te()OHOM IpEACTaBICHBI Ha pUC. 2, ¢. M3 pucyHKa BUAHO, YTO SKCIPECCHS JaHHOTO TeHa CHHIKAJach
Ha (QoHe JeWCTBUS I'PaBUCTHUMYJIA U 3Te()OHA U COXpaHsIACh HA TOHUKEHHOM YPOBHE B TEUCHHE BCETO
nepuozaa HaONIONeHMs, B TO BPeMsl KaK MpPU T'PaBUCTUMYJIHUPYIOMIEM JICHCTBUU 0€3 JOMOIHUTEIbHBIX
00paboTOK dKCIpeccHs reHa 3HAUYMUTEeNbHO Bo3pactaia (puc. 1, ). MOKHO MPEAONOKUTh, YTO IK30-
TeHHBIN 3TUJICH PUBOAMI K HHAKTUBALMH JaHHOTO ()epPMEHTA, YTO M MOBJIMSJIO HA CHUYKEHHUE YPOBHS
OTHOCHUTENIBHOH dKcnpeccun reHa BRUI. IHTepecHo, 4TO Mpu NpeABapUTEIbHOM MEXaHHYECKOM BO3-
JeiicTBUH (IPUKOCHOBEHHE) Ha PACTEHUS C BOJOH Iepe] IPaBUCTUMYJISLIUEH TaKKe PErucTpUPOBAIOCh
CHIDKEHHE YPOBHS DKCIIPECCHU JaHHOTO I'eHa yKe mocie | 4 Bo3aeHCcTBHS (IpU HAIMYUU OBICTPOrO
u kpatkoBpeMeHHOro (15-30 MuH) Berjiecka B CoJlepKaHUU TpaHCKpuUiTa) (puc. 2, d). MubiMu ciioBa-
MU, TOHMKEHHE YPOBHS dKcnpeccun BRUI 00ycnoBlieHO MEXaHMYECKHM BO3ACHCTBHEM, a HE JTe-
¢oHOM 1 HTOT 3 PeKT HUBETUPYET aKTUBHPYIOLIEE ACHCTBHE I'PAaBUCTUMYJIa Ha AKCIPECCUIO JaHHO-
ro reHa.

B nuTeparype UMeIOTCs JaHHBIE O TOM, YTO cUTHaJIbHbIe TyTH bC mipu ero yyactuu B popMupoBa-
HUW TPAaBUTPONMYECKON PEeaKIMU MEePEKPHIBAIOTCS C STHIJIEHOM M CHHKEHHE CHHTe3a dTHUJICHA MPHBO-
AT K TTOBBIIIEHHOH BeIpaboTke bC B kieTkax Arabidopsis thaliana [14], 9T0 coBmamaeT ¢ pe3yibraTa-
MU, TIOJTYYE€HHBIMH B HAIITUX UCCIENOBAHUAX (pHC. 2, a, C).

Yposens sxcnipeccnn ACS2 pu ISHCTBUYU TPaBUTPOITMYECKOT0 CTUMYIIA Ha (hoHe AeiicTBrs aTedo-
Ha MoBbIIIAjcs B TeyeHne 15-30 MuH, 3aTeM HauMHAJ aAaTh U CHUYKAJICS HHMKE KOHTPOJIBHOM BETTNYH-
HBI YK€ TTocIie 2 9 TPaBUCTUMYJISAIHH (pHC. 3, ).

[loHM>XEeHHBII YpOBEHB AKCIIPECCHU ITOTO T€HA COXPAHSJICS B TEYCHHE IMOCIEAYIONMETO BPEMEHH
HabOmonenus (o 24 4). Ecniu cpaBHUTH 3TH pe3ynbTaThl C JaHHBIMHU, NMOMy4YeHHBIMU 11 ACS2 tipu
NIEHCTBUY TPaBUCTHMYJa Oe3 MpeaBapuTeILHOI0 MEXaHU4YecKoro crpecca (puc. 1, ¢), BUIHO, 94TO BO3-
JIEHCTBUE TOJBKO TPAaBUCTUMYJISIIUH BBI3BIBAJIO 3HAYUTEIIHHO 00Jiee BRICOKOE TTOBHITIIEHNE Y POBHS KC-
npeccun ACS2 Ha paHHUX d3Tamax pa3BUTHSA (MpUMEpHO B 2 pasza) MO CPaBHEHUIO C JCHCTBHEM
TPaBUCTUMYIIA TIOCJIE MEXaHMYECKOTO BO3NIEHCTBUSA M 00paboTKH 3TeoHoM. CHMIKEHHUE COMEPKAHUS
TpaHcKpunToB ACS2 HMXKE KOHTPOIBHOTO TPH TPABUCTUMYISIMKA 0€3 MEXaHMYeCKOTO CTpecca
1 00paboTKH 3TH(OHOM HAOII0AAI0Ch TOIBKO K 15 9 BO3ACHCTBHS.

Tak xak ACS2 xonupyeT HepMEeHT, YIacTBYIOIIMHA B CHHTE3€ SHAOTCHHOTO 3TUJICHA, OITYUYCHHbIC
Pe3yJIbTaThl BBITJISAST JJOTHYHBIMU: IPUTOK SK30T€HHOr0 (PUTOrOpMOHa JAEHCTBYET, BUAMMO, IO IPHUH-
Uy oOpaTHOH OTPUIATENBHON CBSI3M W CHUKAET MOTPEOHOCTh PACTEHUS] B aKTUBHOM OMOCHHTE3E
stunera. Ho Tem He menee, HeOObIION pocT akcnpeccun ACS2 B Hayasie IPaBUCTUMYJIISIINH BCE XKe
HaOII0aICsA, YTO TOBOPHT, MTO-BUINMOMY, O BaJKHOUM posii (PUTOrOpMOHA B Pa3BUTHH TPABUTPOITA3MA.
[Ipu neiicTBUM rpaBUCTUMYIIA TIOCTIE MEXAaHUYECKOTO TPEHHS 1 00paOOTKHU BOJOH Takke HaOII0/1aI0Ch
cHkenue sxcrpeccun ACS2 (puc. 3, b). I3 nureparypHbIX JaHHBIX U3BECTHO, YTO MPH MEXaHUYECKOM
BO3/ICHCTBHH (TPUKOCHOBEHHE) HAOJII0aeTcsl yBeauueHue sxcnpeccun rena 4CS6 [15].

[anee oueHMBaIM BIMSHUE BO3ICHCTBUS IPaBUCTUMYJIA 1Oocie 00paboTKH 3Te(hOHOM Ha YPOBEHb
sKkcnpeccuu rena EBF. Kak BusiHO U3 puc. 3, ¢, cofepKkaHue TPaHCKpUNToB EBF npu AeHCTBUM IrpaBU-
TPOIUYECKOro CTUMYJa Ha (OHE ACHCTBHS dTe(OHA 3HAUNTEIBHO YBEITUYMBAIOCH HA pAHHUX JTaIax
HaOIIOCHHS U PUOIMIKATIOCh K KOHTPOJIBHOMY 3HAYCHHUIO K ISITOMY 4acy I'PaBUCTUMYJISIIUU. B TO xe
BpeMsl dKcIpeccusi reHa EBF cCHUKallach yke Ha CaMbIX paHHUX dTalax JeHCTBUS I'PaBUCTUMYIHPYIO-
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Puc. 3. I3MeHeHUs ypOBHS OTHOCHUTEIBHOM SKCIPECCHH T'€HOB B KJIETKAX JTHCTHEB TOMATa IIPH ASHCTBUU IPAaBUTPOITHYECKO-
ro CTHMYJIA: TIOCIIe MEXaHNYECKOTO BO3JeUCTBHS U 00paboTku 3tedonoMm — ACS?2 (a), EBFI (c); mociae MEXaHHIECKOTO BO3-
nelicTBus u 00padoTtku Bonoi — ACS2 (b), EBFI (d)

Fig. 3. Modulation of relative expression of genes by gravistimulation in cells of tomato leaves: after mechanical stress and
ethephon treatment — ACS?2 (a), EBFI (c); after mechanical stress and water treatment — ACS2 (b), EBFI (d)

mero (akropa 0€3 JOMOIHUTEIIBHBIX BO3/ICHCTBHIA. DTH JaHHBIC MOXKHO OOBSICHUTD TEM, YTO I'eH EBF —
HETaTUBHBIA PETYJIATOP 3TUICHOBON CUTHATU3ALUY.

Tot daxT, 4TO MPU OAMHOYHON TPABUCTHUMYIISILIUKM PacTEHUH dKcripeccus EBF mMerna TeHICHIIUIO
K CHUXECHHIO, TOBOPUT O BAXKHOCTH 3THJICHOBOIO CUT'HAja JUISl Pa3BUTHUS I'PABUTPOIU3MA, HO UHTEH-
CHUBHOCTH ATOT'0 CHUT'HAJIa JOJKHA TOAIEP)KUBATHCS Ha OIMpPE/Ie]IEeHHOM yPOBHE (UTO BUJIHO U U3 Kpart-
KOBPEMEHHOTO TMOBBIIICHHS SKCIIPECCHH JAHHOTO I'eHa MPU T'PABUCTHUMYJISIUU 0€3 JOTIOJHUTEIBHBIX
BO3JICHCTBHII 1 €ro MoC/eayONEero CHUKEHU, T. €. CyIIeCTBOBaHU BOJIHOOOPAa3HOTO XapaKTepa u3me-
HEHUH coiep KaHus TPAHCKPUINITOB reHa EBF). OnieHka ypoBHS KCIIPECCHH I'eHa MpH JIeHCTBUU Tpa-
BUCTHUMYJIa TIOCJIE MEXaHMYECKOro NMPUKOCHOBEHUsI (00pabOTKM BOOH) IMOKa3aja €ro MOCTOSTHHOE
MOBBIIIICHHE HAa BCEM MPOTSHKEHUH HaOmoaeHus (puc. 3, d). Bunnumo, MexaHndeckoe BO3CHCTBUE CTHU-
MYJIHUpPYET aKTUBALUIO JJAHHOI'O I'€Ha Ha I03/HUX JTarax OTBETA.

3akrouenue. [IpoBesieHHbIE HCCIIEIOBAaHNUS TO3BOJIMIIM BBISIBUTH B KJIETKaX JIMCTHEB TOMATa U3MEHe-
HUSl YPOBHSI OTHOCUTEIILHOW SKCIPECCUU T'CHOB PEIENTOPHON KMHA3BI OPacCHHOCTEPOHIOB, KCHIIOTIIIO-
KaH-OH/I0TPaHCIIIMKO3MIIA3bl, |-aMHHOIMKIIONPOIaH-1-kapOoHaT-CHHTAa3b], CUTHAJIBHBIX OenkoB EBF mpu
JIEVCTBUU IPaBUTPOIIUYECKOTO CTUMYJIa, TPaBUTPOINMUYECKOr0 CTUMYJIa U MEXaHUYECKOTO TpeHus (Ipu-
KOCHOBEHH ), TPAaBUTPOITNYECKOT0 CTUMYJIa, MEXaHUUECKOTO TPEHUS M IK30T€HHOT0 ITHJICHA.

W3meHeHns TeHHOH DKCIIpeccuy Ha yPOBHE TPAHCKPUIIIUK OOHApYKHMBAIOTCS HE B MECTE HEIo-
CPEACTBEHHOI'0 IPaBUTPONNYECKOrO U3ruba cTedisi ToMaTa, a B KJIETKaX BEPXYIICYHBIX JHCTHEB pac-
TeHHUs. DTO yKa3bIBaeT Ha TO, YTO K T'PAaBUCTUMYIISIIUU YYBCTBUTENbHBI pa3INyHble TKAHU U OPTaHbI
pacTeHus, 4TO, BUIMMO, TO3BOJSET PACTCHHIO OBICTPO aanTHPOBATHCS K U3MEHEHUSM HPOCTpaH-
CTBEHHOI'O IIOJIOKEHUSI U BOCCTAHABINBATH HOPMAJIBHYI0 OPUEHTALUIO B IIPOCTpaHcTBe. IlonyyeHHbIe
JIAHHBIE TTI0ATOMY SIBIISIIOTCS OTPAKEHHUEM CYILECTBOBAHUSI B PACTUTEIIBHOM OPIaHU3ME CIIOKHON CETH
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CTp}IKTypHO—(bYHK]_II/IOHaJ'ILHLIX B3aMMOOTHOIICHHUI Ha YPOBHEC pa3JIMYHBIX CUCTEM OpraHMU3Ma U BXO-
JAIIUX B X COCTaB KOMIIOHCHTOB.

MosxHO AyMaThb, 4YTO B paMKax JaHHOI'O UCCJICAOBAHUS YAaJIOCh OXBATUTD JIUIIb YaCTh I'CHOB, U HEC
HCKJIFOYCHO, YTO I'paBUCTUMYJIIALIUA 6yz[eT CKa3bIBaThC HA 3KCIPECCUU JAPYTUX I'CHOB, KOAUPYIOIIUX
6eJ'IKI/I, BOBJICUCHHBIE B META00IMU3M PacTCHUs.
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