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BEJEHUE

Henocrarok BoIpl B IMOYBE U BO3AYXE, 3aCOJICHHE M IPUCYTCTBUE B
MOYBE MOHOB TSDKEIBIX METAUIOB - HauOoliee paclpoCTpaHEHHbIE
HeOJIaronpusTHEIE a0MOTHYECKHE (AKTOPHI OKPY)KAIOIIEH Ccpenbl, KOTOpbIe
CO3MAI0T yrpo3y JKM3HM pPAacCTeHWH, TOPMO3SAT HMX POCT W CHIDKAIOT
ypokaifHOCTh. OOIUM [JIs1 JaHHBIX (PAKTOPOB SBISETCA TO, YTO OHHU
HAapyIIaloT BOAHBI OOMEH pacTeHMH W BBI3BIBAIOT TOPMOXKECHHE pOCTa
pacTsDKEHHEM TIOJENMUBIINXCA KIETOK. BMecTe ¢ TeM, M3BECTHO, 4TO TIPH
pPE3KOM BO3pacTaHUM Ae(UINTA BOABI BCIEA 3a TOPMOXEHHEM pOCTa
MPOUCXOIUT €ro BO30OHOBIEHHE, YTO SBISAETCS BAXKHBIM CBOHCTBOM
pacteHuii, obecrieunBaronuM ux BebKHBaHue (Serpe, Matthews, 1992; Salah,
Tardieu, 1996; Munns et al., 2000; Kymosiposa u ap., 2013).

CnocoOHOCTh KOOPIMHUPOBATH MPOLECCHI, KOTOPhIE MPOUCXOIAT B
pa3HBIX OpraHax — Ba)KHOE CBOICTBO pacTeHWi, obecnedyuBaroliee HX
peaKkuuio Ha OpPraHM3MEHHOM YPOBHE M TNPHUCIOCOOJICHHE K W3MEHEHHIO
ycioBuii obutanus. OAHO M3 BaXKHBIX IPOSBICHHH 3TOr0 CBOMCTBA —
W3MCHCHHE TUAPABIMYECKOH MPOBOJVMOCTH KOPHEH B COOTBETCTBHHE C
TPAaHCIIMPAIIMOHHBIM  3allpocoM,  oOecreunBaroiee  OajlaHC — MEXIy
noromeHueM u ucnapenuem Boasl (Steudle, 2000; Meinzer, 2002; Parent et
al., 2010; IllapunoBa u nap., 2012). [pyroe mposiBICHHE KOOPAUHAIUH
MPOLIECCOB, MPOHMCXOAAIIMX B pa3HbIX OpraHax pacTeHHH — 3TO
OTHOCHTENbHAs aKTHBAIM POCTa KOPHEH 3a cYeT MHIMOMPOBAaHUS pOCTa
nobera, Jiexaias B OCHOBE IPUCIOCOOJICHNST pacTeHuil K Ae(UIUTY BOJBI U
noHoB (Beck, 1996; Poorter, Nagel, 2000; Bogeat-Triboulot et al., 2007; Puig
etal., 2012).

W3BecTHO, 4YTO (UTOTOPMOHBI MOTYT  BBIIOJHATH  (DYHKIHIO
CUTHAJIMHTa Ha YPOBHE LIEJIOTO pacTeHUs, NepeaaBas HHPpOPMAIHIO U3 OpraHa
B opran (Kymaesa, 1962; Davies et al., 2005; Pomanos, 2009; Tutos,
Tamanosa, 2009). BriepBbie 3T0 OBLIO IMOKa3aHO Ha MPUMEPE CHHTE3UPYEMBIX
B KOPHSX IINTOKMHWHOB, KOTOPBIE TPAHCIIOPTUPYIOTCS B MOOET M BIMSAIOT Ha
npoucxonsamue taM npoueccsl (Kymaesa, 1962). brina mokazaHa curHajdbHAs
¢yHknus kopHeBoW abcimsoBoit kucnotel (ABK) B mepemade B mober
CHTHAJIOB O HacTymaromieil 3acyxe (Zhang, Davies, 1990). Unest o ponu
kopHeBoii ABK B aganranuu pacTeHud K ASPUIIUTY BOIBI CTaja BechMa
nomyiaspHoi (cM. 0630p Schachtman and Goodger, 2008), a pojb KOPHEBBIX
IMUTOKAHWHOB B HUTPAaTHOM CHTHAJWHre ObIIa MOATBEP)KICHA B OIBITaX
smoHCKui uccnenosaresei (Takei et al., 2001; Sakakibara et al., 2007).

B nwmrteparype MHOTO BHHMaHHS YIENAETCS CHUTHAIBHOM pOIH
TOPMOHOB B peakiuu Ha BHemrHue Bo3xaeicTusa (Illakupona, 2001; TuroB u
Ip., 2006). CymecTByeT MHEHHE, YTO OBICTpbIE POCTOBBIE PEAKIMN B OTBET HA



3acojieHue He cBsizabl ¢ ropmoHamu (Munns et al., 2000; Fricke et al., 2006).
Tem He MeHee, HEKOTOpBIE BO3ICHCTBUS yKe Uepe3 HECKOJIBKO MUHYT BBI3bIBAIIH
HM3MEHEHUs KOHIEHTpalK ropMoHOB B pactenusix (Kymosiposa u nip., 1999), uto
TIPUBJIEKAaET UHTEPEC K M3YYECHHIO BO3MOXKHOH POJIM TOPMOHOB B 00ECIICYEHHH
OBICTPBIX aJJANTUBHBIX PEaKLi y pacTeHHUII.

Tem He MeHee, He Bcera yaaeTcsl J0Kazarh pojib TOPMOHOB B KauyeCTBE
CHCTEMHBIX CHTHAJOB, OOCCIICUMBAIONIMX PEAKIMIO HA YPOBHE IEJIOTO0
opranm3Ma. He y Bcex pacTeHMH ynaiaoch 3aperHCTPUPOBATh MOBBIIICHHE
nputoka ABK u3 kopre#t npu moxceixanuu mousbl (Dodd 2005). Otnenbrbie
9KCTIEPUMEHTHI C TPAHCTECHHBIMH PACTEHUSIMH CBUJIETEILCTBOBAIN MPOTUB POJIH
IIMTOKMHKMHOB B KaueCcTBe CHCTeMHBIX curHaios (Faiss et al., 1997). B Hux ObL10
MOKAa3aHO, YTO TOJBKO JIOKaMbHAas MHAYKIMs ipt-reHa B moOerax TPaHCTEHHOTO
TIPUBOS TIPUBOAUT K aKTUBAIMKM POCTa OOKOBBIX MOOEIrOB, a MHIYKIMS CHHTE3a
LUTOKMHUHOB B KOPHSX TPAHCI€HHOIO IIOZIBOSA HE JaBaja TakoW peakuuu. 3
JIUTEPATyphl M3BECTHA poib ruapaeiudeckux (Malone, 1993; Xonomosa u ap.,
2006; Christman et al., 2007), snexrpudeckux (Fromm, Lautner, 2007) u
cybcrparasix (Tpoduueckux) (Forde, 2002; Rolland et al.,, 2006) curnanos B
KOOpZIMHALIMH TIPOIIECCOB B PACTCHHSIX. BBICKa3bIBATIOCH MPETIONOKEHHE O TOM,
YTO MX PacIpOCTPaHEHHUE 10 PACTEHNIO MOKET BBI3BIBATH JIOKAIbHBIC H3MEHEHHS
B MeTabonm3Me TOpPMOHOB, o0ecrieumBasi TeM CaMbM HMX Y4JacTHE B
nucTaHmoHHoM curHanmHTe (Kymosipoa m ap., 1990; Ilomesoit u mp., 1997,
Christmann et al., 2007). CriocoOHOCTh TOPMOHOB BIHSTH HA KOHIICHTPALIHIO
apyr apyra (Brugier et al., 2003; Reski, 2006) MoxeT Urparh BaXHYIO pOIb B
o0ecIie4yeHHH PacpoCTPaHEHUsI TOPMOHAJIBHBIX CHTHAJIOB 110 PACTEHHUIO.

U, Tem He MeHee, B3aMMOJIEHICTBHIO TOPMOHAJIBHBIX, THIPABIMYECKUX U
TPOOUUECKUX CUTHAJIOB YINENseTcs KpailHe Majo BHUMaHHUA. Takke
HEMHOTOYHMCIICHHBI HWCCIICIOBaHUsI, KOTOpPBIE TIO3BOJIMIIM OBl BBIIBUTH POJIb
B3aMMOBJIMSIHUSI Pa3HBIX TOPMOHOB B OCYILECTBJICHUH TOPMOHAIIBHOM CHCTEMOI
(YHKIMY CHUI'HAJIMHTA Ha YPOBHE LIEJIOT0 pacTeHus. Bmecte ¢ TeM, MOXHO ObLIO
TIpEIIoNaraTb, 4T0 TPAHCHOPT OJHOTO TOPMOHA MOXKET BIMSTH HA JIOKAIBHBIN
MeTa0oJIM3M JIPYroro ropMOHa, BOBJIEKast €10 B CHCTEMHBIN CHTHAJIMHT.

B mpoBeneHuu J1abOpaTOPHBIX M MOJEBBIX HCCIICOBAHUMN, MOMHMO
aBTOpOB MoOHOrpaduu, npuHEMamu ydvactue K.0.H. | JlemoB A.B. | k.0.H.
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WBanoB E.A., x.0.H. Kopobosa A.B., k.6.H. ®amsoB P.I, x.0.H. I'.P. Axusposa,
k.0.H. I.Lb. CabupxanoBa u k.0.H. [.B. IllapumoBa. ABTOpBI OnaromapHb 3a
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CIIMCOK COKPAIIIEHU I

I' - CKOPOCTB POCTa;

m - ko3 PUIHEHT PacTKUMOCTH;

P - Typrop (TypropHoe naBneHue);

Y - noporoBoe 3Ha4eHHE Typropa;

AYT - pa3HOCTE OCMOTHYECKUX TOTEHILIUAJIOB,;

T — OCMOTHYECKOE JIaBJICHUE;

ATt -pazHOCTb MEXIYy OCMOTHYECKUM MOTEHLIAAIOM OKpYXAOLLEH cpelpl U

KIICTKY;

L, Lp, Lpr -rugpaBnudeckast mpoOBOINMOCTE;

JV — ckOpoCTh MOTOKA KCHIIEMHOTO 3KCCY/IaTa;

Y - BOJHEII ITOTEHIUAT;

AY - pa3HOCTH BOAHBIX OTCHLIMAJIOB,;

€ - KO3 GUIMEHT PaCTHKCHUS;

G, gs - ycThHUHAs IPOBOJMMOCTE;

TCX - ToHKOCHOIHAs XpoMaTorpadus;

ABK — abcrin3oBast KUCIIOTa;

VYK — uaonumykcycHas KUCIIOTa;

KO - nuToKuHUHOKCHIa3a

Z (3) — 3eatuH;

ZN (3H) — 3eaTHHHYKIJICOTH]T;

ZR (3P) — 3eatunpubo3unm;

iP (UI1) — u30IeHTEHMIIAIEHIH;

IPa (MITA) —130meHTEeHUITaICHO3HH;

BAII — 6-06eH311aMUHOITYpHH;

CB — coneprkaHue BO/IbI B TKaHSIX PacTeHUM;

OCB — 0THOCUTENBHOE COAEPIKAHUE BOBI;

OT-IILP - momuMmepa3Has [enmHas peaknus C  0oOpaTHOH
TPAHCKPUIILIUEH;

BK — OoxoBBI€ KOpHHY;

IIBK — npuMopauy 60KOBBIX KOpHEIT;

HK — HyKJIeHHOBBIE KHUCIIOTHI



1. COBPEMEHHOE COCTOSIHUE MPEJCTABJIEHUM
O T'OPMOHAJIbHOM PET'YJISILIMXA BOJHOI'O OBMEHA
U POCTA PACTEHUM

O0OMeH curHaJiaMmm MCEKAY OpraHaMiu pacTeHUusl

W3-3a mpuKpeIuiecHHOT0 00pa3a JKU3HH Ha3eMHBIC PACTCHUS
BBIHY)KJICHBI IPUCIIOCA0IUBATHCS K YCIOBUSAM TEX MECT OOUTAHUS, B KOTOPBIX
OHM OKas3aluch mocie npopactanus. [Ipu 3TOM BbDKHBaHHE pPACTECHHI
BO3MOXKHO  JIMIIb  Ojaromapss  HOPa3sWUTENbHOW  IUIACTHYHOCTH  UX
Mopdosornueckux 1 GpU3NOIOrUIeCKUX Mmokaszatenel. s pactenuii kpaiite
Ba)KHbI (DU3UOJIOTHUYECKUE PEaKIUH (3aKPBITHE YCTHUII, U3MEHEHHE CKOPOCTH
(oTocHHTE3a, MOTIOIIEHHS NOHOB M BOIBI U T.J.), HO TAKXKE BaXKHBI, KaK U
OoJyiee 3aMETHBI, U3MCHEHUST MOP(OJOTHUYSCKOro Xapakrepa. B omimuue ot
JKHUBOTHBIX, Y KOTOPBIX pa3Mepbl OTACIBHBIX OPTaHOB U HMX COOTHOIICHHUEC
CTPOro MOCTOSHHBI Y 0CO0OCH OMHOTrO BUIA, Y PACTCHUN OMHOTO U TOTO XKe
BUIa 00a 3TH TMOKa3areias MOTYT BaphbHPOBAaTh HAa TMOPSJOK K OOJbIIE.
HMeHHO 3Ta IUIACTUYHOCTh ITO3BOJSIET PACTCHUSAM IMPUCIOCOOUTHCS K
yclnoBusM oOuTaHus. Tak, OTHOCHTEIbHAS aKTHBALUSA POCTa MOOEra B [UTMHY
MO3BOJISIET PACTCHUSIM BBIHECTH JIUCThSI B BEPXHHUE sIPYChl M H30ekKaTh
sarenenust (Smith, Whitelam, 1997). U, naoGopot, mpu aeduimre BOIbI
CKOPOCTh POCTa Mobera pe3ko CHUIKASTCS, B PE3yNIbTaTe Yero YMEHBIIASTCS
HCMapeHHe BOJbI ¢ MOBEPXHOCTH Menkux nuctheB (Hsiao, Xu, 2000). Ipu
3TOM TOPMOXKEHHE POCTa Iobera MO3BOJSET PACTEHHI0O MOOWIN30BATH
OTpaHUYEHHBIE PECYPCHI AJISI TIOJIEPKAHUSI POCTA KOPHEH, 00eCIeUrBAIOIINX
nornonienre Boabl. [Ipu neduiinte HOHOB TaKKe MPOUCXOIUT OTHOCUTEIbHAS
AKTHBAIMS POCTA KOPHEH, HEOOXOAMMAs JIJIsl TOBBIIIICHHUS X MOTIOTUTEIILHON
cnocobuoctu (Beck, 1996; Van Der Werf, Nagel, 1996; Sharp, LeNoble,
2002).

Jlns  uccimemoBarene  BaXXHO — IOHATH, KaKWME€  MEXaHU3MBI
00eCIeYnBaOT U3MEHEHHE CKOPOCTH POCTa OTACIBHBIX YacTed pacTEeHUS:
MOJaBJIEHHE POCTA OJIHUX OPraHOB W CTHMYISIHIO Jpyrux. I[lostomy
OTPOMHOE KOJIMYECTBO IMyONUKAIMA Ha ATy TEMYy HE BBI3BIBACT YIWBIICHUS.
Bmecre ¢ Tem, 10 CHX TOp €II€ OCTAeTCA HESICHBIM, KakuM OO0pa3oM
OCYIIECTBIISICTCS ~ peryisiuus (MepeKIIoueHUe) aJalTHBHOW  POCTOBOM
peakuu pacTeHHA TpU M3MCHEHUHM ycloBHH oOuraHus. OO0 3ToMm
CBHUJIETENILCTBYET pa3HOOOpa3sHe TOYCK 3pPEHHs [0 3TOMY Bompocy. Tak,
CyIIECTBYeT MHCHHE, YTO H3MCHEHHE IPOMOPIUA MEXKIAy HAI3EMHOW H
MMOJ3EMHOM YacTAMH PACTCHHs MPOMCXOTUT B PE3yJIbTare aKTUBAIlMKA POCTa
TEX OPraHoOB, KOTOPHIC HEMOCPEACTBEHHO KOHTAKTUPYIOT C JINMUTHUPYIOIIAMHU
pecypcamu (Mclntyre, 1991). B coOTBETCTBHH C ITON TOYKOW 3PEHHUS HPHU
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nedumure cBera moder ObIcTpee pacTeT MOTOMY, YTO MMEHHO B JIUCTBSIX
obpasyrotcss  portoaccummiatel  (Kucenesa, Kamuuckas, 2002), a npu
JeduuyTe BOABI M a30Ta pECypchl B MEPBYIO O4Yepeb OKAa3bIBAIOTCA B
pacropsbKeHHH KOPHEH, 4To obecnevunBaeT X NpeuMyIecTBeHHbIN pocT (Pui
et al., 2013). B monp3y MOCIETHEr0 MPEIMOTIOKEHHS CBUACTEIHCTBYIOT
O0COOCHHOCTH aHATOMHUYECKOTO CTPOEHMS KOpHEW: KCHUJIEMHBIE COCYIBI, IO
KOTOPBIM BOJa M HMOHBI AKCIOPTHPYIOTCS B INOOET, HAXONATCS BBIIIE 30HEI
pOCTa KOpHEH, pacloIOKeHHOI B MX KOHYHMKAX, a BHICOKOE THIPABIMYECKOE
COIPOTHBIICHHE KJICTOK 3TOH 30HBI OO0ECIICYMBACT HMX THAPABIHYECCKYIO
msosimmto (hydraulic isolation, Hsiao, Xu, 2000). XoTs Ha mepBbIii B3MIST 5Ta
TOYKa 3peHHs  Kaxkercs OOOCHOBaHHOH, HE  MaJo  apryMEHTOB
CBHJIETENIBCTBYET IPOTUB HEE.

IlouBeHHBbIE MOHBI AEUCTBUTEIBLHO B MEPBYIO OUEpENb IOMANAIOT B
kopHHU. PaccMmarpuBas ycnoBus neduiuta HUTPATOB, CIEAYET MOAYECPKHYTD,
4TO CyOCTpaToM JUisi POCTa SIBJSIFOTCS HE CaMH HMUTpATbl, a MPOMYKTHI HX
BOCCTAHOBJICHUS, M3 KOTOPBIX CHHTE3UPYIOTCS aMHUHOKMCIOTHL. [Iponecc
BOCCTAHOBJICHUS] HUTPATOB UJIET KaK B KOPHSX, TaK U nobere (MHTCHCUBHOCTh
nporecca MOXKET MEHSTBCS W B TOM M IPYTOM OpraHe B 3aBUCHMOCTH OT
BHEIIHUX (DaKTOPOB), a aKTHBHAs PELUPKY/IALIS AMHHOKUCIIOT TAKKe MOXKET
JIMIIUTE KOPHH NPEUMYILECTBA UCIIOIb30BaHUS ITOIVIOMIAEMbBIX HIMH HUTPATOB
(Walch-Liu et al., 2005). Kpome Toro, cyocTpaToM yisi pOCTa SIBISIOTCSI HE
TOJIBKO MOHBI M BOJA, HO, B IIEPBYIO o4epenb, (poToaccuMmaThl. [loatomy
NPEIIOChUIKON Ul OTHOCUTENBHOW aKTHBALlMM pPOCTa KOPHEH sBIseTCS
TOPMOXKEHHE pocra moOera, 4YTO TO3BOJSET YMEHBLIMTh 3aTparhl
ACCHUMUJISITOB Ha POCT HAJ[3€MHOTO OpPraHa M yBEJIMYUTh UX IKCIOPT B KOPHHU.

V3meHeHHe CKOpPOCTH poCTa Tmo0era 3a4acTyl0 Takke HeJb3s
OOBSCHUTh TOJBKO OONbIIEH JOCTYMHOCTBIO (poToacCHMMIATOB. Ux
pacnpezienieHe MeXIy pPasHbIMH YacTSIMH nobera TpH 3aTCHEHHUH
U3MEHSJIOCh TakUM 00pa3oM, YTO POCT OFHMX (JIUCTOBBIE MPUMOPIUH)
npeKpamaics, a Apyrux (CHIOKOTUIIS) aKTHUBHPOBAJICS, XOTA M T€, U OpYyrue
OpraHbl He CHHTE3UPYIOT, a noTpedisitor accumunstel (Carabelli et al., 2007).
CrienoBatenbHO, CKOPOCTh pOCTa OFHOM YacTH pACTEHUS 3aBHCUT OT
CKOPOCTH POCTa OPYTOM, M MPEANOCHUIKOM AJIS POCTOBOH peakLUiy pacTeHHs
Ha ypOBHE IEJIOr0 OpraHu3Ma SBISETCS KOOPAWHAIMWS —IPOLIECCOB,
MPOUCXOJISIIUX B Pa3HbIX OpraHax pacTeHUH.

OCHOBOIi Il MHTErpaliy MpPOLIECCOB B JKMBOM OpraHU3MeE Kak B
€IMHOM IeJIOM SsIBJIsIeTCS OOMEH CHTHAJlaMH MEXIy ero YacTsAMH.
Heo06x0a1Mo OM4epKHYTh, YTO B JaHHOM paboTe peub UIET O CUTHAJIHMHIE He
Ha YpPOBHE KIIETKH, @ O CHTHajaX, KOTOpbIE MepeialoTcsi Ha Ooliee JalbHHe
paccTosiHus. XOTSl 3TOT MEXaHH3M M3y4YeH y pacTeHHH HECPaBHHUMO XYXKe,
YeM y JKMBOTHBIX, €CTh JOCTATOYHO MHOTO CBHICTEIBCTB B MOJIb3Y CaMOro
(akta oOMeHa CHrHAJIAMU MEXIYy pasHBIMH opraHamu pacteHuid. Tak, mpu



N3MEHEHHH YPOBHS OCBEIIEHHOCTH OYEHb OBICTPO (yXKe 4depe3 HECKOJIBKO
MHUHYT) U3MEHSETCS] CKOPOCTH IOIVIONICHUS] HOHOB KOPHSIMH, YTO YKa3bIBaeT
Ha OBICTpOE pacrpoCTpaHEHHE YIPABIIOIIET0 CUrHajla U3 nobera B KOPEHb
(OnputoB  u  1p., 1972;  Ilateirun,  2008).  Hcnons3oBaHue
THIEpKITyOCHEKOBBIX MYTAaHTOB OOOOBBIX B KaueCTBE NPUBOS M PACTEHHN
JIMKOTO TUIA B Ka4eCTBE MO/BOS CTUMYJINPOBAJIO HA MOCIEAHUX 00pa3oBaHKe
KIyOCHBKOB, YTO TAaKXKe CBHICTEIBCTBYET O Iepefade CHIHana U3 modera B
koperb (Walch-Liu et al., 2005). B mureparype Tak:ke MOKHO HaWTH MHOTO
IPUMEPOB, IOATBEP)KAAIONINX IIepeady CUTHAJOB U3 KOpHA B moOer W B
npenenax camoro nobera. Tak, cpasy jke IOCJe IOJHMBa PE3KO BO3pACTalH
YPOBEHb (POTOCHHTE3a W YCTBHUYHAS IPOBOIMMOCTb B JIMCTBSAX DPACTCHUH
(Fromm, Lautner, 2007). Ilpu pasmpakeHHH OXHOTO JHcTa (OXKOre) B
COCE/IHEM JIUCTE PACTEHUs PE3KO BO3pacTaja MpOTEOIUTHYECKass aKTUBHOCTD
(Malone, 1993). DkcrepuMEHTBI C 3auexJIEHHEM U YIAJICHHEM JIUCTHEB
npopacTalolmux ceMsH (aconu MokaszanM, 4YTO CBETOBOM  CHTHAJ,
NPUBOASAIIMN K pa3sTMOAHHMIO TUIOKOTHJIS, BOCIHPUHHMAETCSl JIUCTOM H B
TeyeHHe MHUHYTHI mepenaetcs B runokotunb (De Greef et al.,, 1976). Dror
CIIUCOK TNPUMEPOB MOXXHO IMPOJOJDKUTH, HO TOPA3l0 Ba)KHEE MOIBITATHCS
BBIICHUTh, KAaKUM 00pa3oM MepealoTcs CHIHAJIBl W3 OJHOTO OpraHa B
apyroii. Jlydire Bcero M3BecTHa M W3y4eHa CHTHaJbHAS (DYHKIUS TOPMOHOB
(Jackson, 1993). UccnenoBanue neiiCTBHS HA PACTEHHS PA3JIMYHBIX BHEIITHHX
(hakTOpoB MOKa3ajo, YTO MOA WX BIWSHUEM MEHIETCS KOHLCHTPALMA
ropMoHOB B pactenusix (Salisbury, Marinos, 1985). Xoporo u3BecTHO, 4TO
YPOBEHb MHHEPAJIBLHOTO MUTAHHS BIUSET Ha KOHLEHTPALMIO UTOKMHHHOB B
pacteHusix: npu AeduUIMTE HOHOB COJIEp)KAHWE LUTOKMHMHOB CHIIKAETCS
(Kuiper et al., 1988; Kynmosposa u ap., 1989; Ilysuna, 2000). Omuo u3
Haubosee W3BECTHBIX IOCIENCTBUI NEWCTBHS Ha PAcCTEHHs 3aCyXdh — 3TO
Hakorutienne abcermsopoit kucnotel (ABK) (Yang et al., 2002; Davies et al.,
2005). VI3meHeHne ypoBHS OCBEIIEHHUS BIUSIO HA PacHpeiesieHHe ayKCHHOB
(Salisbury et al., 2007). B MHOTOYHCIIEHHBIX IKCIIEPUMEHTAX OBLIO MOKA3aHO,
YTO 3aTOIUICHHE YBENMYHMBAeT NMPOLYKIHMIO STHIEHa B pacteHusx (Jackson,
2008). TTopaHeHue CTUMYIUPYET TPOAYKIIHMIO HKACMOHOBOM KucinoTel (MOTrTis,
2001), xoTOpyrO TaKke MPUYUCIAIOT K ropMoHaM. JIOKajbHbIE BHEIIHHE
BO3CHCTBHS BIMAIOT Ha YPOBEHb MPOIYKIMUA TOPMOHOB, a COOTBETCTBYIOIINE
W3MEHEHHsI TI0TOKa TOPMOHOB B JIDYTHE OPraHbl MOTYT CIIY)KHTh CHTHAJIOM
JUIsl OpraHa-MuIleHH. XOTsS y MU O POJId TOPMOHOB B KaueCTBE CHIHAJIOB,
nepeaBaeMbIX Ha paccTOsSHKE, OONbIIe CTOPOHHUKOB, YeM IIPOTHBHUKOB, TEM
HEe MeHee, IPEJICTABICHHS O TOM, KaK MOXET OCYILECTBIATHCS 3Ta (yHKIUS,
B HAaCTOfllee BpeMs 3HAYUTEIBHO YCIOKHWINCH. Tak, MO aHaJorHu C
9HJIOKPHHHOM CHCTEMO# KHUBOTHBIX CHa4aja Mpearoaraioch, 4YT0 TOPMOHBI
CHUHTE3UPYIOTCS B OJHMX OpraHax (HampuMmep, ayKCHHBI — B Io0ere, a
LUTOKHHUHBI — B KOPHAX), a JEUCTBYIOT - B APYTHX (QYKCHHBI PErYIUPYIOT



pocT KopHeW, a uMTOKMHHMHBI — mobera) (Hepdmuur, 1985). B stom
3aKJIF0YaeTCsl DHJOKPHUHHBIA XapakTep AeWcTBusi ropmMoHoB. Co BpeMeHeM
0Ka3aJOoCh, YTO TOPMOHBI MOTYT BIUSTH U Ha T€ KJIETKH, B KOTOPBIX OHHU
CHHTe3UpyIOTCs (Tak Has3blBaeMoe mapakpuHHoe neiictue) (Faiss et al.,
1997). Ilpumock 0TKa3aThest U OT UAEH O (GYHKIIMOHAIBHOHN ClIeIMaIn3alun
OT/ICNIBHBIX OPTaHOB B MPOIYKINH OIPEeeHHBIX TOpMOHOB. OKa3anoch, 4To
HE TOJIEKO KOPHH, HO M TI0GErr MOTYT CHHTE3MpOBaTh MUTOKAHUHLL (Takei et
al., 2001; Miyawaki et al., 2004), a B KOPHAX MPOUCXOIUT CHHTE3 AYKCHHOB
(Ljung et al., 2005). [Jlanee MsI elle BepHEMCS K BONIPOCY O TOM, KaKUM e
00pa3oM TOPMOHBI, TPAaHCIOPTHPYEMbIE U3 OpraHa B Oprad, MOTIYT
OCYIIECTBIATh (PYHKIMIO CHUTHAJIOB, HECMOTPS Ha CHOCOOHOCTH OpraHa-
MHIIECHU CUHTE3UPOBATh TOT )K€ CaMblil TOPMOH. 3/1€Ch K€ PACCMOTPHUM elle
OJIHy TPO0JIEeMy MOHUMAHUsI TOTO, KAaK TOPMOHBI PACTEHHH MOTYT BBITIOJHSTH
(YHKIMIO CHTHAJIOB, NepenaBaeMbIX Ha paccrosiHue. CHrHanbHas (GyHKIMS
TOPMOHOB (TaK e, KaK M JIIOOBIX APYIMX XHUMHUYECKHX CUTHAJIOB) MOXET
MOJBEPraTbCsi COMHEHHUIO €Ul M H3-3a OTCYTCTBHA Yy DPACTEHUN Takou
HaJIe)KHOM TPaHCIIOPTHOW CHCTEMBI, KaK KPOBEHOCHAs CHCTEMa YXHBOTHBIX.
Kak m mo0bple Apyrue XMMHYECKHE BEIIECTBA, TOPMOHBI PAcTCHHH MOTYT
TPaHCIIOPTHPOBATECA OT KJIETKH K KIETKS, a TaKXKe M0 (NIOSMHBIM HIIH
KCHJIEMHBIM COCyAaM. OTH TPaHCIIOPTHBIC ITyTH IIEPEYUCIICHBI B IOPSIKE
BO3pAacTaHMsl CKOPOCTH MEpPEHOCa 0 HUM BEIIECTB: 3a 4Yachl, MHHYTHI U
CeKYH/IbI BEIECTBAa TPAHCIIOPTUPYIOTCS HAa OJWH CAHTUMETP B IIEPBOM,
BTOPOM M TPEThEM CIIydae COOTBETCTBEHHO. CpaBHEHHE IOKA3bIBACT, YTO
TPaHCIOPT FOPMOHOB OT KJIETKH K KIIETKE JIOBOJILHO MeaJeHHbI. CKOpoCTh
(J109MHOTO TpaHCHOpTa BHINIE, HO W 3TOT HYTh HE MOXKET OOecleuuTh
BBICOKYIO CKOPOCTH Iepeadll CUTHAJOB M0 PACTEHHIO. BBICOKOI CKOPOCTHIO
OTIIMYAETCS] KCWJIEMHBIH TPaHCIIOPT, HO €ro HEeJOCTaTOK - 3aBUCHMOCTH OT
paboThl  «BEPXHEro KOHIIEBOTO  JIBUTaTellsH: YCThUIA 3aKPbIBAIOTCS
(HampuMep, HOYBIO) M TPAHCIIUPAIIMOHHBIN TIOTOK, @ BMECTE C HUM U ObIcTpas
JIOCTaBKa TOPMOHOB M3 KOpHEH, mpekpamaercs. Takoro poga cooOpaxeHus
HaIlpaBUIIM MCCIIeoBaTeNel Ha TIOMCK MHBIX CIIOCOOOB Iepeiauyl CUTHAJIOB Y
pacrenmii. Tak, B suTeparype o0OCYXIAaeTcs poib OICKTPUYECKUX H
THIPABIMYECKNX CHUTHaNOB. [lpy monMBe W WM3MEHEHHH  YPOBHSA
OCBEIIEHHOCTH OBIIO 3apErHMCTPUPOBAHO PACHPOCTPAHEHUE SIEKTPUUECKUX
CUTHAJIOB (B MEPBOM CiIydae - W3 KOpHSA B MOOET, a BO BTOPOM - U3 moOera B
kopenb) (OmpuroB u ap., 1972; Fromm, Lautner, 2007). Ilpu noxaxsHOM
OXKOT€ JINCTa B COCEJHEM JIMCTE C TOMOMIBIO BBICOKOYYBCTBHTEIBHOTO
Jardauka ObUI0 0OHAPYKEHO U3MEHEHHE €ro TOJIIMHBI, YTO CBHICTELCTBYET
0 pachpoCTpPaHEHHWU TUAPABIMYECKOr0 CHUTHAJIA B BHUJE MEPETOKa BOJABI U3
MOBPEKICHHBIX KIIETOK B 3[0POBBIi JiiCT 1o cocymam (Malone, 1993). Otu u
nosoOHbIe WM pe3yabTaThl HHTEPHPETHPOBAIM KAk  IOITBEPIKACHHE
BO3MOXHOTO YYacTHsl THUAPABIMYECKMX M OJIEKTPUYECKHX CHUTHAJlOB B



peryinsiuMu OTBETa pacTeHWil Ha BHEIIHWE Bo3aedcTBus. [IpemmymiectBo
SNMEKTPUYECKUX M THIPABIMYECKUX CHTHAJIOB 3aKJIIOYacTCs B BBICOKOM
CKOPOCTM WX  pachpocTpaHeHus. Tak, DIEKTPHUYECKHE  HMITYJIbCHI
pacrmpoctpansitorcss ¢co ckopocteio 20-30 mm/c (Fromm, Lautner, 2007).
CKOpOCTh pacrpoCTpaHeHHs] THIIPaBINYECKUX CHTHAJIOB B BHJE Iepernaja
THJPOCTaTUYECKOTO JIABJICHUSI COOTBETCTBYET CKOPOCTH PacIlpOCTPaHCHHMS
3Byka (Malone, 1993).

MexaHu3M  TPAaHCAYKIUH THAPABIMYECKAX W AIICKTPUICCKHUX
CHUTHAJIOB B (PM3MOIOTHYECKUNA OTBET PACTCHUH OCTaeTCs HEMOHATHBIM. Ham
MIPEICTABISIETCS TMEPCIEKTHBHBIM TIOAXOIOM K PEIICHUI0 3TOH HpoOIeMBI
H3y4YeHHE BO3MOXKHOTO B3aWMOAEUCTBHSI 3TUX CHTHAJIOB C TOPMOHAIEHBIMHU.
Bbu10 oKkazaHo, 4To JIOKaJbHOE CBETOBOE Pa3pakeHNE KOHYHMKA KOJICOITUIIS
BbI3BIBACT pacnpoCTpaHCHUC DJICKTPUYICCKUX HNMITYJIBCOB, qTO
COIPOBOXKAACTCS M3MEHEHUEM COJIep)KaHHsl ayKCHHOB B KOPHSX 32 CHET UX
BBICBOOOXKICHUS U3 cBsi3aHHBIX (opM (Kymosiposa u ap., 1990). Taxke Obiia
BBISIBJICHO B3aHMOHeﬁCTBHe TUAPABIUYCCKUX W TOPMOHAJIBHBIX CHUI'HAJIOB
(Tardieu et al., 2010). OHO MPOSIBISIOCH B TOM, YTO YYBCTBHUTEIBHOCTH
pacTeHHH K aOCIHM30BOM KHCIOTE MEHSIACH B 3aBHCHMOCTH OT BOJHOTO
MOTEHIIMANa JIUCTa. OTH PE3YAbTaThl CBUACTEIHCTBYIOT O BO3MOXKHOM
TparchopMaIuy THAPABINICCKIX CUTHAIOB B TOPMOHAJIBHEIE.
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Bausinne ropMOHAJILHBIX M THAPABINYECKUX CUTHAJIOB
HA BOJAHBIN 00MeH pacTeHuil

Koopounayus noenowenus u nomepu 600bi

JocTtynHOCTh BOABI — OAMH W3 Haubojee BaXKHBIX BHEIHHX
(hakTOpOB B KHM3HM HA3eMHBIX pacTeHHH. JKU3HECIIOCOOHOCTH pacTeHHS,
NPEXIE BCETO, ONPEACIACTCS TOIJCPKaHIMEM COBMECTUMOIO C JKH3HBIO
YPOBHSI BOZBI, KOTOPBIM 3aBHCHUT OT OanaHca MEXIy €€ MONIOUICHHUEM
KOPHSIMH M HCIIAPEHUEM JIHCThSIMU. PacTeHns, IpON3pacTaromye B YCIOBUIX
KOHTHHEHTAJIbHOTO KJIMMAarTa, YacTO HWCIBITHIBAIOT AC(UIMT BOIABI H3-32
PEnKOro BBIMAACHUS N0XKAEH U MOACBIXaHUS MOYBHI (MTOUBEHHAd 3acyxa). Eme
Gonee 4acTo pacTEHUS MOABEPraroTCs BO3ACHCTBHIO BO3AYIIHOW 3aCyXH, T.€.
HU3KOH BIaXXHOCTH Bo3ayxa. [louBeHHas 3acyxa HapyllaeT BOAHBIA OayaHc,
CHIDKasi JOCTYHHOCTh BOABI AJS TODIONICHHWS €€ KOPHSAMH, a BO3IYIIHAs
3acyxa YBEIMYMBAET CKOPOCTh IOTEPU BOJBI PACTEHUSAMH 3a CUET e€e
ucrnapeHus. B 3TuUX yCIOBUSX pacTeHHS MOTYT MOJAEPKUBaTh BOAHBIN
GamaHC M ypOBEHb OBOJHEHHOCTH CBOMX TKAHEH, YBEIMUHMBas CHOCOOHOCTBH
KOpHEH TOIIOmaTh U MPOBOANUTH BOAY MM OTPAaHWIMBAS UCTIAPEHHUE BOIBI C
MOBEPXHOCTH JTHUCThEB. CIIOCOOHOCTH KOPHEH MOTIOMATh BOAY BO3PACTAcT B
pe3yibTaTte X pocTa M yBEIHUCHHS HonIomaronield moBepxuoctu. Kak yxke
YIIOMUHAJIOCh BBIIE, B HEONAronmpUsTHBIX YCIOBHAX, KOIMA pacTeHHs
OTpaHHUYEHBI B pecypcax, akTHBalMs pocTa KOpHEH BO3MOXKHA JIMIIb 33 CUET
MHrMOMPOBaHMS pocTa rnodera (MpUMeEp KOOPIMHALMH TPOLECCOB B Pa3HBIX
oprasax pacteHuii). Takxe BaXxHa CIOCOOHOCTH KOPHEH MPOBOIUTH BOLY, T.€.
THIpaBiIM4YecKasl MPOBOAMMOCTh. DbBBUIO 3aMedeHo, UYTO THApaBIHYecKas
MPOBOAMMOCTh B PACTEHHM MH3MEHSETCS B 3aBUCHUMOCTH OT CKOPOCTH
UCTIapeHHs BOJBI JIUCTBIMHU: BO3pAacTaeT IPH YBEJIWYCHUH CKOPOCTH
TpaHCIIUpAllMd W CHIDKaeTcss npu ee wuHruOuposanuu (Steudle, 2000;
Tumepranuna u ap., 2007; Kudoyarova et al., 2011; Kynosiposa u ap., 2014).
D10 eme OXMH NpUMEP KOOPAMHAIMU IPOCTPAHCTBEHHO pa300IIeHHbBIX
MpOLECCOB (TpAaHCIUpAUWH B JHCTE W THIPABINYECKOH INPOBOIUMOCTH
KOPHEBOI CUCTEMBI), OCYIIECTBICHHUE KOTOPOH TpeOyeT 0OMeHa CHUI'HaJIaMH.

OrpaHndeHHe CKOPOCTHM HCHApEHHUsl BOJBI JIMCTHSIMH HE MEHee
BaXXHO JUTS TTOJIEpXKaHKs BOAHOTO OanaHca npu Aeduiure Boabl. Hanbonee
OBICTPO OTPaHWYCHHUS TPAHCIHMPAINH MOXHO IOCTHTHYTH IYTEM 3aKpPBITHA
YCTBHUIl. DTO HACTOJBHKO OOMIEM3BECTHBIN (hakT, YTO TPYAHO BHIOpATh paboTy,
Ha KOTOPYIO MOYKHO OBLTO OBI COCNIAThCS MO ATOMY TOBOAY. bojee meneHHbIe
peaxmu 00eCIeYNBaOT OTrPaHNYEHIE TPAHCIIUPAINH 32 CUeT (OPMHUPOBAHUSA
MIPU3HAKOB KCEPOMOP(HOCTH JHMCTHEB, K KOTOPBIM OTHOCSATCS YMEHBIICHHE
KOJIMYECTBA M pa3Mepa KIETOK (B TOM YHCJe YCTBHYHBIX) U JIUCTA B IIEJIOM,
YTOJIIEHNE KYTHKYNbI, ()OPMUPOBAHHE OITyNIEHHOCTH JINCTa U T.JA. OTH
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NPOLECCH  JIOCTAaTOYHO CJIOKHBI M B OCHOBHOM BBIXOAAT 33 paMKH
oOcyxxnaemoil mpoGnembl. [lns naHHOH pabGoThl Hamboliee aKTyalbHbIN
aCMeKT — 3TO MEXaHU3Mbl COINIACOBAHHUS POCTOBBIX IPOIECCOB MoOera u
KODHSI.

Ha mHam B3ma, BakHO TO, 4YTO (DYHKIMOHHUPOBAHHE OTHX
Pa3HOOOpa3HbIX MEXaHU3MOB U MPOIIECCOB, KOTOPHIE PEaM3YIOTCSl B Pa3HBIX
OpraHax, IPOHCXOIHUT IOPA3UTEIBHO COIIACOBAaHHBIM 00pa3oM. VIMeHHO B
pe3yibTare COIIACOBAaHHOM  pEryisiliHM POLECCOB TPAHCHHMPALMH |
MPOBENEHUS BOABI, pOCTa ToOera ¥ KOPHS pacTeHUS CIOCOOHBI
NOJICP)KUBATh OBOJHEHHOCTh CBOMX TKaHEH IPH M3MECHEHHH BOIHOIO
pexnMa. DTO CBOHCTBO Hambonee 3aMEeTHO y TaK Ha3bIBaeMBIX
msoruapudeckux (isohydric) pacrteHumif, y KOTOpPBIX BOIHBIH MOTCHIHAT
JINCTHEB B JTHEBHOE BPEMsl MOJJIEP)KUBACTCS Ha MTOCTOSIHHOM YPOBHE 32 CUET
3aKpBITUSl YCTBHI, HECMOTPS HA PE3KOE CHIDKEHHE BOJAHOIO IOTEHIIHANa
moussl (Meinzer, 2002). YtoObl pa3zobparbcsi B TOM, KaK MPOUCXOIUT
CONIaCOBaHUE MPOLIECCOB, 00ECIIEUNBAIONINX OAAEPKAHUE BOJHOTO OalaHca
pacTteHuii, He0OX0ANMO TOPOOHEE OCTAHOBUTHCS HA MEXaHU3MaX PeryJsLun
YCTBHYHON M THAPABIMYECKOH MPOBOJMMOCTH, a TaKXe pocra modera u
KODHSL.

Pezynsiyus ycmouunou npogooumocmu

YerpHna UrparoT 0COOCHHO BaXKHYIO POJIb B aalTaIlMH PAaCTEHUH K
YCIIOBHUSAM OOUTAHUS, YTO NPOSIBIISAETCA B UX YYBCTBUTEIBHOCTH K OTPOMHOMY
KOJIMYECTBY BHEIIHUX W BHYTPEHHUX (PAKTOPOB (YPOBEHb OCBEIIEHHOCTH,
KOHIIEHTpaNMs YINIEKUCIIOTo Tra3a U MOHOB, pH, melcTBHE TOPMOHOB U T.A.).
OTKpbITHE YCTBHII IO BIMSHHEM CBETOBOTO CHIHajla oOecleuuBaeT
MOCTYIUIEHHE yIieKucioro rasa B mesodmmn mucra (Roelfsema, Hedrich,
2005; Roelfsema et al., 2006). Ycrbuiia Takke pearupyroT Ha H3MEHEHHE
KOHIIGHTPallUM YDJIEKUCIIOTO Ta3a: 3aKphIBAIOTCS TPH IOBBIIIEHUH U
OTKPBIBAIOTCSL NPH  MaJCHUM KOHLIEHTPAIMM  YIJIEKHCIOro Tra3a B
MEXKIIETOUHOM TMpocTpaHcTBe mucta (Warren, 2008). B pesymprate uero
obecrieunBaeTCs CONPSHKEHHOCTh M3MEHEHHsI YCTbHUYHOW IPOBOIMMOCTH U
cKkopocTn (HOTOCHHTE3a W MOAJCP)KAaHWE MOCTOSHCTBA KOHLECHTPALMH
YIJIEKHCIIOTO Ta3a B MEXKICTHHKAX.

Kak yxe  ymomuHanochr  BblIlE, HW3MEHEHHE  YCTbUYHOM
MIPOBOAMMOCTH — OIHA M3 Hambosiee OBICTPHIX M XapaKTEPHBIX PEakIuid Ha
nedunuT Boabl. OTBET Ha BOMPOC, KaK MPOWCXOAWT 3aKPBITHE YCTHHUI] MPH
neunuTe BOIBI, KAKETCS MPOCTHIM M O4eBHAHBIM. OOIIEW3BECTHO, YTO
61aromapst 0COOEHHOCTSAM YCTHHYHBIX KJIETOK OHHU 3aKPHIBAIOTCS B pe3yiIbTaTe
MIOTEPH Typropa M OTKPBIBAIOTCS IIPU €r0 BOCCTaHOBJICHWH. TakuM o0paszom,
YCTBhHIIA JOJDKHBI 3aKPHIBATHCS B OTBET HA CHIDKCHUE OBOJAHEHHOCTH JINCTA U

12



Typropa (ITMApPONIACCMBHOE 3aKpbITHE YCThUI). OnHaKo B OOJBIIUHCTBE
Clly4aeB YCTBHIIA 3aKPBIBAIOTCS €Ile JI0 HOTEePH JIMCTOM Typropa. MexaHu3m
OIEPEeXKaIOIEero 3aKphITHS YCTHHIl OYEeHb BaKeH, T.K. Oiaromapsi ero
(DYHKIIMOHUPOBAHUIO COXPAHSETCS TYpProp JHUCTa, YTO HEOOXOAUMO JUIs
NOAJEPKaHUS  poOCTa  PacTsDKEHHEM, CHHTe3a Oelka W JPYTHX,
YYBCTBUTEJIBHBIX K TYypropy mpoueccoB. IlapagokcaqbHOCTh CHUTyaluu
3aKII0YaeTCsT B TOM, YTO THIPONACCHBHBIE 3((EKThl dalie NPHBOIIAT K
OTKPBITHIO, a HE 3aKPBITHIO YCTHHIL. DTOT TaK Ha3bIBaeMbIi 3 dekr BaHoBa
ObL1 omucad B 1928 romy npu M3ydeHHH YCTPHYHON PEaKINH JIUCTHEB MOCTe
nx mommua  (Iwanov, 1928). Ilpm »>TOM TpaHCHHpamus CHadaia
YBEIHYHMBANIACh, W TOJIBKO 3aTeM (dUepe3 15 MHUHYT) yCThHIIA 3aKPbHIBAJIHCH.
310T 3¢ deKT 0OBSICHUIN BIMSIHUEM AABICHHS COCEIHUX KIETOK Ha pa3Mep
yerbuuHO# 1menn. CHIDKEHHE Typropa KIETOK smuaepmuca (B pesyibrare
NOTEPH BOABI M TIPEKPAIICHUS €€ MPHUTOKA) YMEHBIIANIO WX [ABICHHC Ha
YCTBbUYHBIC KIIETKH, YTO MPUBOAUIIO K KPATKOBPEMECHHOMY YBCINMYCHHUIO
pasmepa ycreranoi menu (Fricke, 1997).

JanpHeliee n3ydeHue peakliMi yCThUI] IOKa3aJlo, YTO UX 3aKPbITHE
MOXET OBITH pE3yNbTaToM HE MPOCTO HEAOCTaTKa BOIBI, a AaKTUBHOTO
BBIOpOCA MOHOB M3 YCTBUYHBIX KJICTOK, IPUBOJSIIETO K ITOTEPE UMM Typropa
(Luan, 2002). OtkpbiTHE YCTBHUI[ (HAmpUMep, TIOJ BIHSIHHUEM CBETa),
HaoOOpOT, CBA3aHO C AKTUBHBIM IIOIVIOIICHWEM HMOHOB M3 aroIuiacta Hu
nossitieHreM typropa (Doi, Shimazaki, 2008). OCHOBHbIM OCMOTHKOM, 32
CYET KOTOPOTO OCYIIECTBIAETCS PEry/siius Typropa YCTBUYHBIX KIIETOK,
sBasieTcst Kanuid, CyiecTByeT (QyHKIIMOHAIbHAS CICIHATU3AIMS KaJTHCBBIX
KaHaJOB: 10 OJAHMM M3 HUX Kajlui MOCTyNaeT B KJIETKY, a IO JIPYIUM —
BBIXOJUT U3 KIIETKU. IIpy OTKpBITUM YCThUL aKTUBUPYIOTCSI IIEPBBIE KaHAJIbI,
a nipu 3akpeitud — Bropeie (Wasilewska, 2008). Kpome Toro, B perymsinuu
ycTLH‘-IHOfI IIPOBOAUMOCTHU IMPUHUMAIOT y4dyacTtue AHHUOHBI u
COOTBETCTBYIOIIME HM KaHaJbl, 4YTO H606XOI[I/IMO JUIISL HeﬁTpaHHi’;aHHH
MOJIOKHUTENILHO 3apspkeHHbIX HOHOB Kanmus (Doi, Shimazaki, 2008). Taxum
00pa3oM, 3aKpbITHE WIM OTKPHITHE YCTBHII CBSI3aHO C HM3MEHEHHEM
AKTHBHOCTH IEJIOTO «OPKECTPa» MEMOPaHHBIX KaHAJIOB, M BAXKHO MOHSTb, YTO
ABIAETCS €ro  «aupexxepom». B Hactosimee Bpems — OOHapyXeHO
CYIIECTBOBAHHE OOJBIIOTO KOJIMYECTBA HMHTEPMEAMATOPOB B Iiepenaye
Kackaga BHYTPHUKJICTOYHBIX CHUTHAJIOB, MIPUBOAATIINX K U3MCHCHUIO
YCTBHUYHOH NPOBOAMMOCTH (0Opa3oBaHHE MEPEKUCH BOJOPOJA W HHUTpara
a30Ta, BBINIOJHAOIINUX CUTHAJIBHYIO q)yHKI_H/IIO, AKTHUBAIIUA KaJIbIITUECBBIX
kaHajoB nukianaeckum AJI® pubozumom u mHO3UTON docdaramu, mepenada
KaJIbITUCBBIX CHUTHAJIOB C IIOMOINBIO CCHCOpPOB KaJIbIIus1 B BHUIC
KaIbMOJYJNTMHA W KaNbIMi-3aBUCHUMBIX (ochoknHaz u docdoras (Luan,
2002; Roelfsema, Hedrich, 2005; Janicka-Russak, Klobus, 2007). Baxho
MOHSATB, YTO SIBJISIETCS MIEPBUYHBIM BHEITHUM CHUTHAJIOM, 3aITyCKarolIM BECh
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9TOT (eliepBepK BHYTPUKIETOUHBIX CUI'HAJIOB, NPUBOASIINX K OTKPBITHIO WIIN
3aKpBITHIO YCThUL. He HMCKIIOYeHO, YTO 3Ty pOjb MOT'YT UIPaTh HEOOJbIIUE
N3MEHEHHsI OCMOTHYECKOTO IMOTEHIIAla MM TYpropa, KOTOpble caMH 1o cede
HEe CHOCOOHBI BBI3BAaTh JIBHJKEHHWE YCTBUI, HO MOIIK OBl aKTHBUPOBATh
ocmocencopel  (Boudsocq, Lauriere, 2005) wiM 4yBCTBUTEIbHBIE K
MEXaHHYECKOMY pa3JpakeHHI0 MOHHBIC KaHaJbl, pearupymooume Ha ciadble
N3MEHEHHS B HATSDKCHUM MEMOpaH WM Ha JpyTHeE IOKa3aTelH, CBA3aHHBIC C
typropom kiretok (Krol et al., 2000).

AnbTepHaTHBHOE OOBSCHEHHE MOXET 3aKII04aTbCs B  3aITyCKe
MIPOLECCOB, MPUBOAAMINX K 3aKPBITHIO YCTBHI[ IOJ] BIMSHHEM XMMHYECKUX
CUTHAJIOB, TIOCTYMAIOIINX B YCTBHUIIA W3 JAPYTHX KJICTOK, TKAaHEH M OpraHOB.
Poip XMMHYECKMX CHUTHAQJIOB, NOCTYNAIOIINX W3 KOPHEW, B pETYISLHUN
yCTLH‘IHOﬁ IMPOBOAUMOCTHU 6])1.]18. BBISIBJICHA B OIIbITaX C YaCTUYHBIM IIOJIMBOM
pactenuii (Zhang, Davies, 1989). B 3Tux 3KCIEepUMEHTaxX pacTCHUs
BBIPAILLMBAJIY, Pa3Melllas UX KOPHU B JIByX OTCeKax cocyaa ¢ nousoi. Ilocie
3aBEpICHHUS YKOPCHEHHUS pacTeHHs B OOOMX OTCEKaX OJWH U3 HUX
NpeKpaliaid MojauBaTh. I[Ipy 3TOM W3 MOJIMBAaEMOro OTceka B moOer
MOCTYNAJIO HEOOXOANMOE KOJIMYECTBO BOABI JUI MOAJECP)KAHHS BOIHOTO
MOTEHIMala JICTREB HAa YPOBHE KOHTPOJBHBIX PACTEHHH, y KOTOPBIX
nonuBaiu oba oTceka. TemM He MeHee, HECMOTPS HA BBICOKHH BOIHBIN
MOTEHIAN JINCTbEB, WX YCTBUIA 3aKpBIBAINCh. OTH  PE3YIbTaThl
CBHUJICTEINBCTBOBAIN O TOM, YTO CTUMYJOM JJIS 3aKpPBITHS YCTBHUII B JaHHOM
ciryyae ObUT HE THAPABINYCCKUN, a KAKOH-TO WHOM CHUTHAJI, IIOCTYNAIOIINHA 13
KopHed. Mozaenp 4YacTHYHOTO TIOJHMBA pPACTEHUH OKa3ajJoch YHNOOHOH
(Siopongco et al., 2008; Martin-Vertedor, Dodd, 2011) mns nokasarenbcTBa
oOmieil pomM XMMHYECKHX CHUTHAJOB, MOCTYNAIOUIMX W3 KOpHEeH u
PEryIHUPYIOIINX NPOLECCHl B Mo0ere. YKe MepBble pe3yiabTaThl MPUBIEKIN K
ce0e BHUMaHE MHOTHX I/ICCHCJIOBaTCHeﬁ, M Ha4daJICcsl MHTEHCHUBHBIN MTOUCK TEX
XUMHUYECKNUX CUTHAJIOB, KOTOPBLIC MOIJIM ChIrpaTb POJib KOPHEBOT'O CUTHAJIA,
3aKpBIBAIOIIETO YCTHHIIA.

[lepBoHayambHO OBIIO BBICKA3aHO IMPEAIIONOXKEHHE, YTO B PONIH
TAaKOTO0 CHUTHajla BBICTYNAeT CHIDKEHHWE IIOCTYIUICHHs B IOOEr HEKOEero
coenHEeHUs (TIPEANOIOKUTENbHO, TUTOKHHUHOB), 33 CYET TOTO, YTO €ro
NPOAYKIMS B HOJCHIXAIOIIEH KOPHEBOH mpsan ymensinunack (Gowing et al.,
1993). Drto mpenmonoxeHrne OBUIO OTBEPTHYTO HAa OCHOBAHWHU OIIBITOB, B
KOTOPBIX OBLIO TIOKa3aHO, YTO YIAJCHUEC IMOJJOBUHBI KOpHeﬁ HE IPUBOAUIIO K
ToMy XK€ 3(QeKTy, 4To W TpekpameHne monuBa. Ecimm Ob1 B ciydae
MIPEeKpaIIeHUs TOIMBA CHIDKEHHE YCTHBHUYHON MPOBOAMMOCTH OBIJIO BBI3BAHO
CHIDKEHHEM MPUTOKA PETYISITOPOB CTUMYJIUPYIOLIETo JeHCTBUSL, TO ylaleHne
KOpHEH, 10 MHEHHIO aBTOPOB, JOJKHO OBbLIO OBl TakKe MPHUBECTH K
3aKpBITHIO YCThUIL. [lociie TOro, Kak THIOTE3a O CUTHAJIBHOM (QYHKIMH
CHIDKEHUsI TIPUTOKAa TOPMOHOB M3 KOpHEH Oblla, B JaHHOM ciydae,
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OTBCPruyTa, BHHMAaHUC PICCJ'IC[[OBaTeJ'ICﬁ NEPCKIIOIMNIOCH Ha IPOBEPKY
BO3MOXKHOM PO HEKHUX PIHFI/I6I/ITOpOB, CHHTE3 KOTOPBLIX MOI' BO3pacCTaTb B
MOJIChIXarOIIEH npsaau. ITouck IMPpUBCII K HOPEAINOJJOXKECHUIO, YTO 3Ty POJIb
BBITIOJIHACT a6CHI/I3OBa$I kucinora. McciaemoBaHue 5TOTO COCAUMHCHHUS B
Ka4yeCTBC KOPHEBOI'O CHI'HaJla 3acClly’KUBACT OGCY)K)ICHI/IH B OTACIBbHOM
pasaeie.

Topmonansubie cucnanbl, pecyiupyrowjue YyCmouiHyio npo8ooUMoChib

Camo OTKpBITHE a0CIM30BON KHCIOTHI OBLIO CBS3aHO C M3YUCHHEM
peaxmu pacTeHHH Ha nedunuT Boabl (merugpatanuto). [Ipu moxcymmBanum
W30JIMPOBAHHBIX JIUCTHEB OBUIO OOHApYXKEHO, YTO B HUX HaKallJIMBaeTCs
HEKOe BeIIecTBO, crmocobHoe unHrmbuposars poct (Wright, Hiron, 1969).
[TozgHee OHO OBUIO MICHTU(GHUIUPOBAHO W TOJNYYHJIO CBOE HA3BaHHE OT
nporecca omazeHuss JUcTheB (absCision), KOTOphIM, Kak TOrga IoJaraid,
koHTponupyeT ABK. Xord mnepBoHa4yagbHOE MPEATIONOKEHUE OKa3alloCh
HEBEPHBIM, Y 3TOI0 TOPMOHA OOHAPYKHJIOCH MHOXECTBO JIPYTHUX CBOWCTB, U
OJTHO M3 HanOoJIee BaXKHBIX - CIIOCOOHOCTh MHAYIIMPOBATH 3aKPHITHE YCTHHIL
(Mansfield, MsAinsh, 1995). Drto cBoiictBo ABK ObUIO BBIABICHO B
SKCHEPUMEHTAaX C W30JHPOBAHHBIMHU JIUCTBSIMA W WX DIHICPMICOM, B
koTopbix dK3orenHas ABK BebiBanma 3akpeitue yctbhuil (Anderson et al.,
1994). Tarxke Oputo mokazaHo HaxomieHne ABK B mmcTesax mpm ux
JIeTUApaTalui. bBBUTO BBICKAa3aHO TMPEAIONIOKCHHAE, YTO CTUMYIOM IS
cunte3a ABK siBisiercsi HeOoOsbIIOE CHIDKEHHE Typropa KJIETOK JIHCThEB,
KOTOpOe camMo 1o cebe elje He JOCTaTOYHO JUIsl TOrO, YTOOBI BBI3BATh
rujponaccuBHoe 3akpeiTe yctbuin (lwanov, 1928; Pierce, Raschke 1980).
ComnocraBieHne 3THX JABYX A((EeKToB NpUBENO K BBIBOAY O TOM, 4TO
3aKpbITHE YCTBUI NIpU Jeruaparanuu koutpoiupyer ABK. Hecmorps Ha TO,
YTO JAaHHOE NPEANOIOoKEHHE Ka3aJoCh COBEPIICHHO OUYEBUIHBIM, CPaBHEHHE
JTUHAMUKHU o01ero conepkanus ABK B TUCTBAX U yCTEUYHON MPOBOAMMOCTH
TIPY IeTHpaTalny 1moka3ano, 4ro HakomieHne ABK mpoucxogut yxe mocie
3akpeiTusi yereuil (Bacon et al., 1998). CpaBHeHue IHEBHON NUHAMUKA
obmero comepkanust ABK W yCTEUYHOW MPOBOTUMOCTH TaK)Ke HE BBISBHIIO
mexay Humu koppensiipu (Tallman, 2004). Beuto BhICKa3aHO MHEHHE, YTO
n3MepeHne cymmapHoro conepxkanusi AbBK Bo Bcem mucte He WHGOPMATHBHO,
MOTOMY YTO JJIsl MHIYKIUH 3aKPBITUSl YCTHUIL 0CTaTOYHO HakorieHus: ABK
B amorutacte ycteuaHbIX KiIeTok (Slovik et al., 1995). Dto mpeamonoxenue
BO3HHKJIO Ha OCHOBaHWH pe3ynapTatoB ombiToB (Kaiser, Hartung, 1981), B
KOTOPBIX B aroIUIACTe JIFCTAa TMOAJEPKHUBAJIOCH IeIouHoe 3HadueHne pH, dro
MpUBOAMIIO K nucconnanuy BBeneHHou m3BHe ABK. ABK mponmkaer gepes
MeMOpaHy B BHjE HEHTPaJbHON MOJIEKYJbI, a €€ JUCCOLMAIMS MOAABIISETCS
NIPU KUCJIBIX 3Ha4eHUsIX pH, KOTOpble XapakTepHbl B HOPMeE JUIs aroruiacta. B
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9THX OKCHEPUMEHTaX C IIOMOINBI0 METKM ObUIO mokazaHo, 4to ABK
JNeUCTBUTENIPHO HE MOMNajaja BHYTPh KIETOK, HO, TeM HE MeHee, OHa
3aKpelBaja ycThUIA. Ha OCHOBaHMM [aHHBIX 3THUX OIBITOB IO3JHEE
pacnpoCTpaHUIOCh MPEACTaBICHUE 0 ToM, uTo peuentopsl ABK HaxonsaTcs B
KJIETOYHOH MeMOpaHe, JKCHOHHMPOBaHbI B amoIulacT M pearupyloT Ha
koHuentpauuto ABK B anoracte (Anderson et al., 1994). UutepecHo ToO,
YTO B TO BpeMsA, KOIma OBUIO BBICKA3aHO 3TO IPEATIOIOKCHUE BIEPBBIE,
penentopsl Kk ABK eme He 0pun 00Hapyx)eHbl. Tem He MmeHee, B 1989 rony
yKe monaraay, 4To MMeHHO ABK fABmsercs TeM XUMHYECKHUM CHIHAIIOM,
KOTOPBIN MOCTYTACT U3 HOACHIXAIOINX KOPHEH U BBI3BIBAET 3aKPHITUE YCTHHII
npu HemocTtaTke Bomsl B mouBe (Zhang, Davies, 1989). Vreepxkumenue o
curHaimbHOM (yHkimu KopHeBoii ABK cHawanma BBI3BIBaJIO Cephe3HbIC
Bo3paxkeHUsA. Bo-mepBrIX, cuutanmoch, uto ABK MoxeT cuHTe3mpoBaThCs
TOJIBKO B JIUCTBAX, IIOCKOJIBKY CHHTE3 €€ KapaTMHOMJHOTO IPEAIIeCTBEHHUKA
TpeOyeT OOJNBIINX 3aTpaT SHEPTHH, KICTOYHHUKOM KOTOPOii, KaKk Ka3ajJoCh, MOT
ObITh TOJBKO (poTocuHTe3. TeM He MeHee, OBUIO MOKA3aHO, YTO MPOIECC
cunte3a ABK moxet uaru u B kopasix (Parry et al., 1992), B KOTOpBIX Takxke
OblIa BBISBIICHA HKCIIPECCHS TEHOB, KOAUPYIOMNX HEOOXOOUMBIE ISl CHHTE3a
ABK ¢depmentsr. Kpome Toro, skcmpeccust (epMEHTa, OTBETCTBEHHOTO 3a
KIFo4eByto cranuio cuaTe3a ABK, mHaynupoBanack B KOpHSX MO BIMSHUEM
neduimra Boxs! (0CMOTHYECKOTO II0Ka). TakuM 00pa3oM, BO3paKeHUE O TOM,
gyro ABK He cuHTe3upyeTcs B KOpH:IX, ObUIO cHATO. Ho TonbKO, mMCxXoas w3
THIIOTE3BI O pacrojokeHnu perentopa ABK B kinerounoit memOpaHne, MOXHO
OBbUIO OOBSICHUTD, KAKMM 00pa30M YCThHUIIA MOTYT PearnpoBaTh Ha U3MEHEHHE
nputoka ABK mo kcmieme, B TO BpeMs Kak B KJIETKaxX JIHCTA COACPKUTCS
JIOCTATOYHOE KOJIHYeCTBO cobcTBeHHo# nuctoBoit ABK (Popova et al., 2000).
HIMeHHO Takoe pacroioKeHHE PEelenTopoB 00ecneunBaeT YyBCTBUTEIHHOCTD
YCTBUYHBIX KIETOK K amorutactHoil ABK, T.e. mocrynaromeit u3 xopueit ABK
10 KCHJIEME M HAIpaBJIIONIEIiCS K YCThHIIAM BMECTE C TPAHCTIMPALMOHHBIM
notokoM. ComnocraBnenue KoHueHtpaumun ABK B kcuiaemMHOM coke u
YCTBUYHOH NMPOBOANMOCTH BBISBIIIO KOPPEISIIINAIO MEXLy HUIMH M OTCYTCTBHE
TakoBoi ¢ obumM coxepxkanuem ABK B snucte (Davies et al., 1994), uro,
Ka3ajoch ObI, MOATBEPAWIO PONIb MMEHHO KopHeBoi ABK B perymsimun
YCTBHUYHON mpoBoanMOCcTH. Ho Bcex NpencTaBieHHBIX BbIE (AKTOB, B
conyqae ABK, okazajgoch eme He JOCTarodyHO s JI0Ka3aTelnbCTBa
CHUTHAJBHOM (YHKIMM KOpPHEBOH abcuu3oBoil KHCIOTHI. M. JIKeKkcoHOM
(Jackson, 1993) 0ObUIO BBICKA3aHO CIIEAYIOUIEE BO3PAKEHUE: KOPPEJSLIUIO
Mexnay KoHueHTpamwedh ABK B KcuimeMHOM COKe ¥ YCThUYHOH
MIPOBOAMMOCTBIO MOXKHO OOBSICHUTH HE T€M, YTO MEPBBIN (haKTOp OmpesenseT
BTOpOH, a, HaoOOpOT, TeM, YTO CHIKCHHE YCTHBHYHOH IPOBOIMMOCTH H
yMEHbIIeHHE 00beMa TPAHCIHPALMOHHOTO TOTOKA IPUBOIUT K HOBBIICHHIO
rxoHneHtpanun ABK B kcmteme. [Ipu takom o0bsicHeHnn KoHIeHTpanus ABK

16



CTAaHOBUTCS HE PETYIHPYIOIINM, a PeryaupyemMbiM (akropom. M. JlekcoH
HACTauWBaJI Ha TOM, YTO B Ka4€CTBE KOPHEBOTO CHTHAJIA MOXKET BBICTYIATh HE
koHnentpanusi ABK, a ee mocraska (delivery), T.e. To KONMHMYECTBO TOPMOHA,
KOTOPO€ TMPOAYIHPYETCS KOPHAMH U 3arpyxaerci B kcwiemy (H,
COOTBETCTBEHHO, JOCTaBIsieTcss B mober) 3a eauHuily BpemeHu (Jackson,
1993). [uckyccus Ha TeMy O TOM, UYTO SIBJISIETCS KOPHEBBIM CHUTHAJIOM:
koHUeHTpauust ABK nnu ee foctaBka, - IpoJODKAeTCA U B HEH JAake CErOIHs
HE MocTaBiieHa Touka. OYeBHIHO OIHO, YTO 3Ta JUIMHHAS UCTOPHUS IpU3BaHA
MOKAa3aTh, KaK CIOKHO OBLIO IMOATBEPAUTH PO TOPMOHOB (B TAaHHOM CITydae
ABK) B xauecTBe mepeaBaeMoro Ha pacCTOsIHAE CHTHAIA.

[Nosrimenne koHneHTpamu ABK B kcrimeMHOM coke (a B HEKOTOPBIX
cnydasix - goctaBkd ABK u3 kopHeii) ObUIO OOHApYKEHO HE TOJBKO MpHU
JICHCTBUU 3aCyXH, HO U MHOTHX JPYTrHX KOPHEBBIX CTPECCOB (3aCOJICHHE U
nedunut wonos; Jeschke et al., 1997), mpu KOTOPBIX MPOUCXOMHIO 3aKPBITUE
yereun (Fricke et al., 2004). Dtu mansabie moaTBepskaaoT yuactue ABK B
aJlanTalyy pacTeHUi K HeONaronpusTHbBIM Bo3zaeicTBusM. Ho oHa criocoOHa
BIMATh HE TOJBKO HAa COCTOSIHMM YCTBHUI[, HO M Ha JAPYrHe MPOICCCHI,
obecrieynBaroNIiie MPUCHIOCOONICHHE pPACTCHWH K YCIOBUSM OOWTAHWS.
Ipexne yem meperitu k apyrum ¢yHKsIM ABK, HeoOXoomMo OTMETHTH,
YTO, HECMOTPSI Ha MOMYISIpHOCTH uaen o pomn ABK B kadectBe kopHEBOTO
CUTHaJa, HE BCErAa YIAaBaJIOCh INOKa3aTh MOBBHIIICHUE ¢¢ KOHIICHTPAIUU B
KCHJIEMHOM COKE PacTCHHH MPHU JEHCTBUN KOPHEBBIX CTPECCOBBIX (PAaKTOPOB,
BbI3bIBaIOIINX 3aKpbiThe yerhuil (Trejo, Davies, 1991; Jackson, 2002).

Jdnst Toro 4toObl OOBSCHHUTH, KaK OCYIIECTBISIETCS PEryJsiLus
YCTBUYHOM mpoBoguMocTH B oTcyTctBue ABK-oBoro curaama, Obu10
BBICKa3aHO MPENMNONIOKEHHe, YTO B POJHM KOPHEBBIX CHUTHAJIOB MOXKET
BBICTYMaTh u3MeHenue pH kcunemuoro coka (Gollan et al., 1992). Tak, 65110
MOKa3aHO TOBbIIICHHE PH KCHIEMHOro coka MpH ACHCTBHH HEKOTOPHIX
CTPECCOBBIX (DAaKTOPOB, a TAKKE 3aKPBITHE YCTBUI[ IPU HCKYCCTBCHHOM
noAmenadnBanun - kemaemuoro coka (Wilkinson, Davies, 2002). 3to
MO3BOJIIJIO IToJjIarath, 4To caBUr pH amomiacta B INENOYHYIO CTOPOHY
npeBpamaer ero B JOBYIIKY st ABK, mpemorBpamas ee mocTymicHHE B
wietku (Daeter et al., 1993). Ouenb BakHBIM TIPH 3TOM, Ha HAIl B3IVISA[,
SBISICTCS TO, YTO CHTHAJIOM, MepelaBacMbIM W3 KOpPHEH, MOXeT OBITh
CHI)KEHHE MPUTOKA MOHOB BOJOpOJa B MOOEr, a JACHCTBYIONIMM Ha YCThHUIA
(axtopom — Haxomnenne ABK B amommacte. Ha 3TomM mpumepe BHAHO, 9TO
JUISl y4acTHs B Iepejiaye CHUTHAJa W3 OJHOTO OpraHa B JIPYroil TOpPMOHBI He
00s13aTeNbHO JIOJDKHBI TIepeMelaThCsi Ha OOJbIINe paccTosHus. Bplie yxe
YIIOMUHAJICS MOJI0OHBIA MEXaHH3M B Cilydae, KOTrJa KOHIEHTpAIMs ropMOHa
MEHSIACh 3a CYET €r0 BBHICBOOOXKICHHS M3 CBSI3aHHBIX (POPM IO BIMSHUEM
JNEKTPUYCCKOTO CHTHAJA, pACIPOCTPAHSIONICTOCS W3 JPYroro OpraHa
(Kymostposa u nip., 1990).
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Hecmotpst Ha TO, uTO rumoreza o posm pH B kauecTBe KOPHEBOTO
CUrHajla Halula MOATBEPXKICHHE B pslie SKCIIEPHMEHTOB, TEM HEe MEHee, U
9TOT MEXaHU3M, CKOpee BCETro, HE SIBISIETCS YHHBEPCAIbHBIM, IIOCKOJIbKY HE
BCE CTPECCOBBIC BO3JCHCTBHMA BbI3BIBAIOT NOBBIIIEHHe pH anomcra
(Wilkinson et al., 1998). Ilouck KaHIMIATOB HAa POJb KOPHEBBIX CHTHAIIOB
nponomkaercs. [lpu 3aroruieHnn yOenuTenabHO MOKa3aHa pOJb ITHUIICHA B
KauecTBEe KOPHEBOTO CHTHAJNA, PETYIMPYIONIEro SMHACTHIO mobera (Jackson,
2002). OmHak0 MEXaHW3M 3aKpBITHS YCTHUII NPH 3aTOIUICHHH BCE €IIIe
ocraercs 3araakoit (Jackson, 2002), TOCKOIBbKY caM 3THIICH CKOpee CIoco0eH
HOICPKUBATh YCTHULA B OTKPHITOM COCTOSHHH, 9€M 3akpbiBath ux (Tanaka
et al., 2005). Takue TOPMOHBI, KaKk ayKCHHBI W OPaCCHHOCTEPOHIBI, TAKKE
CMOCOOHBI BIMATh HA YCTHHYHYIO MPOBOAUMOCTH pacTenuit (Xiao-Ping, Xi-
Gui, 2006). Ho ux poib B KaueCTBE KOPHEBBIX CHTHAJIOB, HACKOJIBKO HaM
U3BECTHO, JI0 CHX IOp €l He PacCMaTpHBaNach.

BakHbIM JIONONHUTENBHBIM (DAKTOPOM, BIHUSIOIUM Ha COCTOSIHUE
YCTBHLI, SIBJSIFOTCS TOPMOHBI IIUTOKWHHHBI, KOTOpble Hapsany ¢ ABK moryt
UTpaTh POJIb KOPHEBOTO cUTHANA. YyBCTBUTENBHOCTh YCTBUI] K IMTOKUHUHAM
Obuta oOHapyxeHa mpaktuydecku ogHoBpemenHo ¢ ABK (Blackman, Davies,
1985). luroxmHuHBl sBsIIOTCS aHTaronnctamu ABK, mockoipky oHH
MOAJCP)KUBAIOT YCTBUIA B OTKPBITOM cocTostHMH. OOHapyxeHo, dTo
cofepKaHME IIUTOKMHMHOB B  PAacTeHMSIX YacTO CHIDKAeTcs  Ipu
HEeOJIaroNpHUsATHBIX YCIOBHAX OOMTaHUS (3acyxe, 3aCOIEHUH, HEONITUMATIbHON
temmneparype; Hare et al., 1997). HakoHell, BaXHbIM apryMEHTOM SIBISICTCSI
CHOCOOHOCTh KOPHEW CHHTE3MPOBaTh IMTOKMHUHBI, KOTOpast OblIa [oKa3aHa B
caMoM Haualle HCTOpHH u3ydeHus nutokuanHoB (Kymaesa, 1962; Chen et al.,
1985) u moaTBepKACHA HENaBHUMHU HCCIEIOBAHUSIMU OSKCIIPECCHU TE€HOB,
KOHTPOJMPYIOIINX CHHTE3 IMTOKMHHHOB B KopHsax (Miyawaki et al, 2004).
Pojp UWTOKMHMHOB B KauecTBE KOPHEBBIX CHI'HAJIOB Oblla MOKa3aHa
(KynaeBa, 1962) emie 10 TOTO Kak MOSBHIACH THIIOTE3a O TOM, YTO 3Ty
¢byukuuio moxer BeinonuaTh ABK (Zhang, Davies, 1989). Tem He menee, B
TIOCIIEAYIONINE TOABI yOeAUTENbHBIX JI0KA3aTENbCTB yJacTHsl IUTOKMHUHOB B
KOPHEBOM CHTHAJMHTE MONYyYnTh He yrmaBasoch (Kymaema, Kysueros, 2002).
IMporpecc B 3TO# 0OMacTH OBUI JTOCTUTHYT B OCHOBHOM MpPH H3yYEHUH
JICUCTBUSI HA PACTEHUS Pa3HbIX YpOBHe# MuHepanbHoro nuranus (Miyawaki
et al, 2004), o koTopoM MBI OyJ€M TOBOPHTH HECKOJIBKO IO3XKE. 31ECh KE
HEOOXOIMMO OTMETHTh, YTO CHIHaJbHOW (YHKIHMH LUUTOKMHUHOB IpH
neduumre BOABI YIENUIOCH IO Hayana Hamied paboThl HEJ0CTaTO4HO
BHUMaHHsI, YTO, BEPOSITHO, OBUIO CBSI3aHO CO CJIOXKHOCTHIO METa0OINYECKUX
NpeBpallieHni, KOHTPOJIUPYIOMIMX  KOHICHTPALMIO  aKTHBHBIX  (OpM
LUTOKMHHHOB.

18



Pezynsiyus eudpagiuueckoti npoeooumocmu

3aKkpbITHE  YCTBUII IPU  HEJOCTaTke BIarM He  SBISETCS
YHHUBEPCAJIBHBIM ~ MEXaHU3MOM  NpENOTBpAallleHHs  AeduIuTa  BOJIBL
VBennueHne MpUTOKa BOABI U3 KOPHEH SBISIETCS aNbTEPHATUBHBIM CIIOCOOOM
peryisiuy BOAHOTO OajlaHca Hapsily CO CHIDKEHHEM TpaHcrupanuu. [Ipurok
BOJIBI 3aBHCHT HE TOJBKO OT €€ IOTIIONMICHHS KOPHSAMH, HO U OT COCOOHOCTH
TKaHEH ee MPOBOOUTH. YK€ MHOTO JIET Ha3za] OBUIO 3aMEYeHo, HUTO
THUIpaBIMYECKass  IPOBOAWMOCTE  MEHSETCI B COOTBETCTBHE  C
TPAHCIUPAITMOHHBIM 3aIIPOCOM: BO3pACcTaeT y TPAHCIUPUPYIOMIUX PAaCTCHUI
W CHIDKaeTcs B OTcyTrcTBHe TpaHcmmpanuu (Brouwer, 1954). Bospacranue
THIPABIMYECKOH MPOBOJMMOCTH C YBEIMYEHHEM TPaHCIHPALMOHHOTO
MOTOKa oOO0ecreYnBaeT TMOJAEp)KaHUue OajaHca MEXIy IOINIOLIEHUEM U
HUCITapC€HUEM BO/bI. B orianume ot yCTLI/I‘IHOﬁ MpOBOAUMOCTH, KOTOpas
XapakTepH3yeT CIOCOOHOCTh JIMCTOBON MOBEPXHOCTH MPOITYCKATh Haphl BOJIBI
B arMocdepy, OT THIAPABINYCCKON MPOBOAUMOCTH 3aBHCHUT IOTOK BOIBI B
KHUJKOH (ase 1o TkaHsAM pacteHHid. COnpoTHBIEHHEM (BeNIUYnHA, 0OpaTHas
MPOBOAMMOCTH) 00NamaloT MeMOpaHBl KIETOK H Bakyosiell. BemmunHa
COTIPOTHBIICHHUS OTHEIHHOH MEeMOpaHBI Yalle BCEro 3HAYMTEIHHO MEHBIIE
CYMMapHOTO  THAPAaBIMYECKOTO  CONPOTHUBICHHUS, HO CYMMHpPOBaHHE
COTIPOTHBJICHHUS 3HAYUTEIHHOTO KOJMYECTBA MEMOpaH, KOTOPHIE TOK BOJIBI
MPEOI0ICBaeT MO MYTH OT KIETKH K KJIETKE, NMPHBOAUT K CYIICCTBCHHOMY
MaJCHUI0 THIPABINYECKO# poBoaumMocTu Tkanei (Jones et al., 1983). Ilyte
OT KJIECTKH K KIICTKE BHOCUT CyIHeCTBeHHLIﬁ BKJIaZl B CO31aHUuC
COTIPOTHBIICHHUSI Ha MyTH BOIBI OT MOBEPXHOCTU KOPHS K cocymam (Steudle
and Peterson, 1998). Takxe o0cykmaeTcsi poib MeMOpaH MEIKHX KJIETOK
BOKPYT COCYZIOB B CONPOTHBIICHHMH TKaHEe#l jmcTa TOKy Boabl (Tang, Boyer,
2002). Teoperuueckd, MPeoIoeB OAHY KIETOYHYI0O MEeMOpaHy M IOMaB B
KJIETKY, MOJICKYJbI BOJbI MOTYT JaJibIIC TEPEMEMIATHCA IO CHUMILIACTY,
KOTOPBIH, CyOs IO HAaHHBIM, IONYYCHHBHIM Ha HW30JMPOBAHHBIX KOPHIX C
MOMOIIBI0 METOJa SACPHOTO MAarHWTHOTO pE30HaHCa, OONamaeT BBICOKOW
THIIPABIMYECKON MPOBOIUMOCTRIO (AHUCHMOB, PatkoBuu, 1992). Bmecte ¢
TeM, TPYIHO TPEACTAaBUTH ceOe, YTO MOTOK BOABI MO0 CHMIUTACTY MOXKET OBITH
3HAUYUTEIHHBIM 110 CPABHEHHIO C OCTAIBHBIMH CITIOCOO0AMU e¢ TIEPEeMEIICHHUS B
pacTeHHH, TPUHMMAas BO BHHMaHHE HEOOJBIOW pa3Mep IUIa3MOJECM IIO
CpaBHeHHMIO ¢ oOmel moBepxHOCThi0 kieTku (Tamamedt, 2004).
MeXKIeTOuHOe TPOCTPAHCTBO, 3allOJHEHHOE BOAOH, W THIPO(HILHBIC
MEPBUYHBIC KICTOYHBIC CTCHKH, OTHOCAIUECA K arnoIUIaCTHOMY IIYTH,
00aaroT BBICOKOW THApaBindueckoil mposoammocthio (Steudle, 2000).
Oco0eHHOCTh IIYyTU 110 MIEPBUYHBIM KJICTOYHBIM CTECHKaAM COCTOHUT B TOM, YTO
uX o0beM HECPaBHHMO MEHbIE, YeM O00beM CHMIuIacTa. TeM He MeHee,
CUUTAETCs, YTO OH BHOCHT CYLIECTBEHHBIH BKJIAJ B IIOTOK BOJBI IIO
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TpaHcnupupyooueMy pacreHnio. O0beM KIETOUHBIX CTEHOK MOXKET BO3PACTH
B pe3ynbrare uW3MeHeHuss pH W MOHHOW CHJIBI PacTBOPOB, BIMSIOIIMX Ha
cTereHb HaOyxaHWs OOOJIOYKM KJIETKH Yepe3 HMOHM3AIMI0 paJuKaloB
matpukca (Meychik, Yermakov, 1999). IlocneactBusi Takux H3MEHCHUIt
TPaKTYIOTCS HeogHo3HauHo. Kazajmoch Obl, HaOyxaHHMe TEpBUYHBIX
KJIETOYHBIX CTEHOK MOXKET IOBBICUTh MX THAPABIMYECKYIO TPOBOANMOCTD.
OpmHako m0 Havyajma Hamed paboTel B JWTeparype He  ObUIo
9KCIICPUMEHTANBHBIX ~TOATBEP)KACHUH Takoro poxa. HaoGopot, ecTsb
COOOIIEHNsT O CHIKEHHM THIPABIMYECKOM INPOBOANMOCTH B PpE3ylbTaTe
BO3pACTaHMsl CTCIEHW HaOyxaHWsS KIeTOUHBIX cTeHoK (Gasco et al., 2006).
Otor 3ddekT CcBA3BBAIOT €O cTpykTypod mmT (pith) MemOpam —
nep(OpUPOBaHHBIX YYacTKOB BTOPUYHBIX CTCHOK Ha TpPaHUIE MEXIY
kewtemHbiME cocymamu (Choat et al., 2007). Ux naGyxaHue MPUBOIHUT K
YMEHBIICHUIO JHaMeTpa mop (OTBEPCTUH B MUT-MeMOpaHax), MO0 KOTOPHIM
BOJIa TPAHCIIOPTUPYETCS U3 COCY/a B COCY/ U BO3PACTAHUIO THPABINYECKOTO
CONPOTHUBIICHUSI. IJTOT MEXaHW3M W3y4eH Y JPEBECHBIX pPAaCTCHUIL.
Heo0Oxomumo oTMeTHTh, 4TO H3MeHeHHe pH M KOHLEHTpaluh HOHOB
KCHJIEMHOTO COKa MOXKET IMO-Pa3HOMY BIHSTh Ha IPOBOAMMOCTH CTPYKTYP,
COCTOSIINX U3 NEPBUYHBIX ¥ BTOPUYHBIX KJICTOUHBIX CTCHOK.

I'mppaBiandeckoe CONMPOTHBIECHHE IEPBUYHBIX KICTOYHBIX CTCHOK
PE3KO BO3pacTacT B PE3ylbTaTe OTIOKECHUS CyOepHHA M JMTHWHA B 3HMIO- U
9K307IepMe KOpHS (oOpa3oBaHME Tak Ha3bIBaeMbIX I0sCKOB Kacmapn)
(Steudle, 2000). OtnokeHWe KyTHKYIbl BHYTPH IIHCTa TaK K€ CHIDKAET
THJIPaBIMYECKYIO [TPOBOIUMOCTD, KaK M IMPUCYTCTBHE CIIOEB ATOrO BEIECTBA
Ha TIOBEPXHOCTH JIMCTA TOBHIIIAET yCThUYHOE conpoTusieHue (Tang, Boyer,
2002). XoTs BTOpHYHBIE CTEHKH KCHIEMHBIX COCYHOB O0JaialoT KpaifHe
HHU3KOH IMPOHMIAEMOCTBIO Ul BOABI, HA IMYTH BOJABI MO CaMHUM COCYIaM
THJIpaBIIYeCcKas IPOBOJUMOCTh OYEeHb BbICOKas. OHa 3aBHCHT OT AMaMeTpa
BCEX COCYIOB. [HMIpaBIMYECKOE CONPOTHMBICHHE JBIKCHUIO BOJBI IO
KCHJIEME BO3pacTaeT IIPH 3aKyNOpPKE COCYHOB, YTO MOXET MMEThb OOJbIloe
3HAYeHWE JUId PEry/sUN BOAHOTO OOMEHa JpeBecHBIX pacteHuid (Tyree,
Ewers, 1991).

Kak BHIHO M3 BCEro Cka3aHHOTO, THIPABINYECKOE CONPOTHBIICHUE
pacTeHuit CKJIa/IbIBAETCsl N3 CONPOTUBIICHUH HECKOIBKUX ITyTEH, 110 KOTOPBIM
BOZla MOJKET IepeMelaThcsi Mo pacTeHusiM. Pa3BuTHe KOpPHEBOW CHUCTEMBI
o0ecrieunBaeT He TOJBKO YBEIMYEHHE UX MOTIOTHTENLHOM MOBEPXHOCTH, HO
U CIIOCOOHOCTHU MPOBOANUTH BOAY. YBEIHMUEHHE KOJNIESCTBA KOPHEH U B HUX —
KCHJIEMHBIX COCYIOB TOBBIIIAET UX CyMMAapHBIH JHAMETP U THIPABINYECKYIO
nposoauMocTs (Sobrado, 2007).

HecmoTpst Ha BaxHYI0 pOJb KCHJIEMHOIO TpaHCIOpPTa B
obecrieueHNM MoOera IOTOKOM BOABI M3 KOPHEH, OTpPe30K WyTH OT
TIOBEPXHOCTH KOPHEH JI0 KCHJIEMHBIX COCYIOB Hanboliee nHTepeceH. FIMeHHo
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3mech, mo HekotopbiM gaHHbIM (Steudle, 2000), pacrmosoxeH y4acToK ¢
Han0ojee BBICOKUM COTPOTHUBICHHEM IMOTOKY BOIBI, U IO 3TO OpHUYHHE
UMEHHO 3€Ch PEryJIAls THUAPABINYCCKON MPOBOJUMOCTH MOXET OBITh
Hanbonee  addexTuBHON.  MccnemoBaHMe  MEXaHM3MOB  PEryNSLHH
THAPABINYECKON TPOBOIUMOCTH HA Pa3HBIX yYaCTKaX PACTCHHUSI HEBO3MOXKHO
0e3 U3MepEeHHs 3TOTO MOKAa3aTesl.

ITo amamormm ¢ 3akoHOM OMa THIPABIMYECKOE CONPOTHUBIICHUE
M3MEPSAIOT KaK HM3MEHEHHE CKOPOCTH IOTOKAa BOIBI NPU H3MEHEHHH €ro
JBIXKYIIEN cuiibl. B pacTeHusIX IBHXKYILEH CHIION AJIs TOTOKA BOJIBI SIBIIAETCA
rpagueHT OCMOTHYECKOIO MM THIPOCTaTHYECKOTO IapieHHs. B mepBom
cllydae Ul IOAJCPKaHUs OCMOTHYECKOro TPaJueHTa HeoOX0IMMO Halndue
mem6Opanbl  (Steudle and Peterson, 1998). Takum o00pa3oMm, H3MepeHHE
CKOPOCTH TOTOKa BOJBI, MOAACPKUBAEMOTO T'PATHUEHTOM OCMOTHYECKOTO
NOTCHIIMAa MEXAY KCHJIEMHBIM COKOM M IHTATENbHBIM PacTBOPOM,
MO3BOJISICT OLEHUTH THAPABIMYICCKYIO MPOBOANMOCT MYTH Yepe3 MeMOpaHbI
KJIETOK (OCMOTHYECKash THAPABINYECKas MPOBOAMMOCTB). IIpH Haauuuu
rpajMieHTa THAPOCTATHYECKOTO JABJCHHS, KOTOPBIA Ha YPOBHE IIEJIOTO
pacTeHHs OIICPIKUBACTCS 32 CUET TPAHCIHMPALMH, TOTOK BOABI MOXKET MATH
Takke W 4epe3  amomacT  (THOPOCTaTHYECKas  THApaBIMYeCKas
NPOBOAMMOCTB). B sKcHepHMeHTe TIpaJueHT T'HAPOCTATUYECKOrO JABICHUS
CO3/1aeTCsl IYTEM BBIIABIMBAHUS KCHJIEMHOTO COKa M3 KOpHEW C MOMOILIBIO
TOJIOKUTEIIBHOTO JaBJICHUSI WM, HA0OOPOT, - IIyTeM €ro OTCACHIBAHHS IOA
Bakyymom (Jackson, 1993, Veselova et al., 2005). CpaBHeHue pe3ynbraros,
MOJTyYEHHBIX MPU U3MEPEHHH OCMOTHUYCCKHX M THAPOCTATHYSCKUX MOTOKOB
BOABI B PACTCHHWH, II0KA3al0, YTO B MEPBOM Cllydae THIPABIMIECCKOES
COTPOTHBIICHHE ¥ OONMBIIMHCTBA pacTeHHil BhIiie, yeM Bo Bropom (Steudle,
2000). Tlockodabky B TMEpBOM Cilyyae JIOMHHHPYET TPAHCIOPT Yepes
MeMOpaHbI KJIETOK, & BO BTOPOM MPUCYTCTBYET ArOIUIACTHBIA KOMIIOHEHT, 3TH
pe3yibTaTel  CBHUACTEIBCTBYIOT O 0Oolee  BBICOKOW  THAPABIHYECKOI
NPOBOJMMOCTH aIOILIACTHOTO ITyTH B KOPHAX MOJIOIBIX PACTCHHI KYKYpPY3bI,
C KOTOPHIMH MPOBOAMIIUCH OTH OSKCIepuMeHThl. Omnupasch Ha 3TH
coobpaxennsi, E. Ilremie oOBsCHIWI BO3pacTaHUe THIPABIHYECKOH
NPOBOAMMOCTH Y TPAaHCIUPHUPYIOLINX PACTEHHH TeM, YTO TPAaHCIUPALUs
CO3/1a€T TUIPOCTATHYCCKUI IPaJUCHT B PACTCHHUAX U TEM CaMbIM aKTHBUPYET
anoMJIaCTHBIA IIyTh, KOTOPBIA OTIMYAETCS BBICOKOM THMIpPaBINYECKON
npooauMocTteio (Steudle, 2000). Takum o0pa3oM, CpaBHEHHE JaHHBIX IO
OCMOTHYECKOW W THAPOCTATHYESCKOM MPOBOAMMOCTH MO3BOJISIET OIICHHUTH
BKJIQJT allOIIACTHOTO MYTH W IIyTH OT KJIETKH K KJIETKE B TPAHCIIOPT BOJBI y
pactenmif. Yem Oompmie pasHHIA MEXAY HHMH, TEeM BBIIIE OIS
anoricragoro nyrtu (Bramley et al.,, 2007). Takoe cpaBHeHHE IOKa
NPOBOJIMIIOCH JIMIIb JUI OTPAaHUYSHHOTO YKcla BUIOB pacTeHuil. Hanpumep,
JO Hayana HAIllMX HCCIICNOBAaHMI He OBUIO TAKMX JAHHBIX MO PAaCTCHHAM
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MIICHUIBI. A BEJb TAKOTO poja WH(GOpPMAILUS OYCHb BaXKHA I MOHUMAHHS
OCOOCHHOCTEH pEryJsAlMi BOJHOTO OOMEHAa y pACTCHUI pa3HBIX BHUJIOB.
[IpenmnonoxkeHne 0 TOM, YTO BO3pPACTaHUE JOJIM AINOIUIACTHOTO MyTH Y
TPAHCIUPUPYIOIIUX  PACTCHUH  SBJISCTCS  NPUYUHOW  TOBBIIICHUS
THIPABIMYCCKONH TPOBOAMMOCTH C YBEIMYCHHEM TPaHCIHPAIIMOHHOTO
3ampoca - BakKHas dacTh Kommo3uTHoW Teopuu (Steudle, 2000), crapmreit
JIOCTaTOYHO NOMyJsipHOH. BmecTe ¢ TeMm, MOSBWINCH JaHHbIE O LIUPKaAHON
PUTMHKE SKCIPECCHU T'€HOB, KOAMPYIOUIMX BOIHBIC KaHAJIbl B MeMOpaHax
(aKBaropuHbI), ¥ COBMAJCHUU MOBBIIICHHS YPOBHS 3KCIPECCUHU C MEPHOIOM
BBICOKOW CKOPOCTU TPaHCHUPAIMU. DTH Pe3ylbTaThl YKa3blBalOT HA TO, YTO
peryisiiys TUAPABINYECKONH MPOBOIAMMOCTH HAa MYTH OT KIETKA K KJIETKE
MOXET UMETh OOJIBIIOE 3HAYCHUE HE TOJIBKO B OTCYTCTBHE TPAHCITUPAIMH, HO
U B TPAHCIUPUPYIOMIUX PACTCHHUAX. Peryssiius MpOHUIIAEMOCTH MeMOpaH
JUTS BOZBI OJDKHA OBITH OCOOCHHO Ba)KHOW Y TaKHX PACTCHHUH, y KOTOPBIX
MyTh OT KJIETKU K KJICTKE B TPAHCIUPUPYIOIIUX PACTCHUSAX COMOCTABHM IO
3HAYUMOCTH C ArlOIUIACTHBIM.

HccnenoBarenu, 3aHUMAIOIIMECS BOJHBIM OOMEHOM Yy PaCTCHHIA,
JIOJIT0 HE MOIIA MOBEPUTh, YTO CICHUATN3UPOBAHHBIC BOJHBIC KaHAIBI
CYIIECTBEHHO BIJIMSIOT HAa MPOHHUIAEMOCTh MEMOpaH ISl BOJBI, HOCKOIBKY
MemOpaHa cama 1o cebe MNpOHHUIAeMa sl TaKuX HEOOJIBIIMX MOJEKYI
(Henzler et al.,, 1999). Tomsko mociie TOro, Kak OBUIO IIOKA3aHO, YTO
9KCIIpecCHss TeHOB OCHOBHbIX  (INtrinsic) MemOpaHHBIX OenkoB B
TeTepOIOTUYHON cucTeMe (OOLUTHI JIATYIIEK) pPEe3KO YBEIWYMBACT HX
npouuiiaeMocts s Boael (Preston et al., 1992), wauamocs cepbesHoe
H3y4YeHHe POJIM aKBAllOPHHOB B BOAHOM OOMEHe pacTeHuil. B Hacrosmiee
BpeMsI OMKMCaHbl CEMEICTBA T'EHOB AKBAIIOPHHOB Y MHOTHX BHJIOB PACTCHUIA,
M3yYeHBI CTPYKTypa W GyHKIMH Komupyembix umu Genkxoe (Maurel et al.,
2008). INponuriaeMocTh MEMOpAH JJIs1 BOJBI 3aBUCUT OT KOJMYESCTBA BOJHBIX
KaHAJIOB, KOTOPOE MOXKET pEeryJHpOBaThCs HA YPOBHE OKCIPECCHU
COOTBETCTBYIOIIUX T€HOB, a Takxke oT ux akruBHoctu (Lu, Maurel, 2005;
Hycrmamaros, Xonkesu4, 2008; Maurel et al., 2008; VWysotskaya et al., 2010;
Haches et al, 2012). Ha akTMBHOCTh AKBallOPHHOB BIHUSET CTEIECHb
¢dochopunrpoBaHusi THAPOKCHIBHBIX  PAJMKAJIOB OCTATKOB CEpUHA B
ompezenenHom nonoxennn monekynsl (Kaldenhoff, Fischer, 2006). Kpome
TOr0, UX AKTHBHOCTH 3aBHUCHT OT MPHUCYTCTBHUS CYAb(GTHAPUIBHBIX TPYIII
[UCTEMHA, CBS3BIBAHHE HIIM OKCHJICHHE KOTOPBIX MPHBOIUT K 3aKPHITHIO
BoaHbIx KaHanoB (Hachez et al., 2006). IlpencraBiser MHTEPEC TO, 4YTO
a0CIIM30Basi KMCJIOTa OKa3bIBACT BIMSHHUS HA YPOBCHb JKCIPECCHH I'€HOB U
dochopunrpoBanus HekoTOpbix OeskoB aksanopuHoB (Kaldenhoff et al.,
2008).

W3MeHeHHe YCTHPUYHOW ¥ THIPABIMYCCKON MPOBOJUMOCTH MOXKET
MPOUCXOMUTh B PACTEHUSAX JIOCTAaTo4yHO ObicTpo. Hapsnay ¢ ObicTpbIMEU
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(I)I/I3I/IOJ'IOI‘I/I‘-ICCKI/IMI/I pCakuriaMU Ba)KHOC 3HAYCHUC B aJallTalluu paCTeHI/Iﬁ K
Jle(l)I/IHI/ITy BOAbI HMCIOT Ooiee MCIJICHHBIC PCAKIWU, 06yCJ'IOBJ'IeHHLIe
N3MCHCHUEM CKOPOCTH pOCTa paCTeHHﬁ.
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Perynsanust pocra pacrennii npu neguuoute BoabI
Heduyum 60061 u 20pmoHbL

XapakTepHas pOCTOBasi peakiys pacTeHWH Ha IeQHUIUT BOIBI —
TOPMOXKEHHE POCTa moOera M OTHOCUTEJbHAs aKTHUBALMs pocTa KopHeil. B
pe3ynbTaTe MPOUCXOOUT CHIKEHHE COOTHOIIEHHE Macc rmolera W KOPHS IOJ
BIIMSTHAEM JIC(UIINTA BOABL, YTO IIOMOTAET PACTEHHIO S5KOHOMHTH BOZY 32 CUET
YMEHBIICHNS! TPAHCIUPUPYIOMEH IOBEPXHOCTH JHCTHEB M CHOCOOCTBYET
TIOBBIIIICHUIO MTOTIIOTUTEIRHOM criocoOHOCTH KOopHEH. Kak yxe ynoMuHazoch
BBIIIIE, M3MEHEHHWE pPOCTa Mo0era M KOPHS IPOHCXOIST COITIaCOBAHHBIM
00pa3oM, YTO yKa3bIBa€T Ha CYLIECTBOBAaHHE HEKOW CHCTEMHOHN pETyISIHN
POCTOBOI'O OTBETA PACTCHUM.

PocT 1 BonHBIH 0OMEH TECHO B3aMMOCBSI3aHBI. DTO MPOSBISIETCS HE
TOJIBKO B 3aBUCHMOCTH BOJIHOTO 0ajlaHca OT pa3BUTUS KOPHEBOM CHCTEMBI, HO
U B OOpaTHOM BIIMSIHUU TOKazaTesleld BOJAHOTO oOMEHa Ha POCT PacCTCHHHU.
OnHO W3 HEJABHO OTKPBITHIX 3araflOuHBIX SBJICHUH — BIHSHHE YpPOBHA
THIPAaBIMYECKOH TPOBOAMMOCTH Ha POCT KOPHEBOM CHCTEMBL. Y
TPAHCTEHHBIX PACTCHHUH, Y KOTOPHIX HAKOIUICHHE aKBAIIOPUHOB IOAABIUIOCH
M3-32 OKCIPECCHU AaHTHUCMBICIOBBIX mocienaoBarensHocTeil  (Kaldenhoff,
Fischer, 2006), wabnromanu OypHOE pa3BUTHE KOPHEBOW CHCTEMBI.
@dusnonornueckoe 3HaUCHWE pa3pacTaHMs KOPHEH IMOHATHO: OHO NPH3BAaHO
KOMITEHCHPOBATh HU3KYIO THAPABIMIECKYIO ITPOBOIUMOCTD Y A€(EKTHBIX IO
akBarmopuHaMm pacTeHuil. CoOBepIIEHHO HE TOHATHO, KakuM o0pa3oM
CHIDKEHHE TUIPABIMYECKOM MPOBOAMMOCTH TPHUBOAMT K aKTHUBAIlMH POCTa
kopHei. [IpuOiau3uTh HAC K MOHUMAHHIO JTOM MPOOJEMBI MTOMOXKET
BBISICHEHHE MEXaHU3Ma PETYIIALNN POCTa PACTEHUI NPH e UIIUTE BOMBI.

IIpenmonaraeTcs, 9YT0 COIIACOBAaHHYIO PETY/IAIMIO pocTa mobera u
KopHsI mpu nedurmte Bombl MoxkeT ocymectBith ABK (Chapin, 1988).
Crocobrocth ABK wHrHOmpoBarh pocT KIETOK pacTsDKCHHEM Oblia
oOHapykeHa eIle B caMOM Hadaje H3y4deHHWs AaHHOTO TOpMOHAa pPacTEHWH
(Wright, Hiron, 1969). HeobxomuMo OTMETHTb, YTO MEXAaHHU3M
poctuaTHOHpYyromero pedictBust ABK 1o cumx mop ocraeTcs HESCHBIM.
[Hockoneky ABK pgeiicTByer Ha pacTsDKEHHE KIETOK KaK aHTaroHHUCT
AyKCHHOB, KOTOPBIE BBI3BIBAIOT DPA3PBHIXJIEHHE KIETOYHBIX CTEHOK dYepes
aktuBanuio TpaHcnopTHbXx ATda3 mrazmonemmsl (Hager, 2003), moruvno
npeamnonarats, 9To ABK momasnseTr aktuBHOCTH MeMOpaHHBIX AT®a3 u Tem
caMBIM YMEHBIIIA€T BBHIOPOC HOHOB BOJOPOAA B KIIETOYHBIE CTEHKH, HYTO
nenaetr ux Ooree jkecTkMMHU. OFHAKO K YCIOBHAX COJIEBOTO cTpecca ObIIo
obHapyxeHo aktupupymooimee nerictBue ABK nHa memOpannbie ATd-a3bi
(Janicka-Russak, Grazyna-Klobus, 2007). Tem HE MeHee,
poctunruOHpyromee  aedicteue ABK, BBIIBIEHHOE B MOJEIBHBIX
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JKCIIEPUMEHTaX C OTpEe3KaMH KOJCONTHJS W THIOKOTHIISL, MO3BOJISUIO
npexnonaratb, YTO €€ HAaKOIUICHWE, XapakTepHOe ISl  PaCTEeHUH,
WCIIBITHIBAIONINX JAC€(UIMT BOABI, MOXET CIIOCOOCTBOBaTh TOPMOKEHHIO
pocrta mobera (Chapin, 1988). Ho kak 00BSICHUTH PEUMYIICCTBEHHBINH POCT
KopHel Ha (QoHe aeduruTa BOABI? DKCIEPUMEHTHI ¢ 3k30reHHON ABK
MOKa3aJjH, 9YTO 3TOT TOPMOH MO-Pa3sHOMY BIHsET Ha pocT mobera u kopas (Yin
et al., 2004). Topmokenue pocta kopHeit mon BiusaieM ABK mposiBisiiiocs B
MCHBIIEH CTENEeHH, 4YeM Yy 100era, 4YTo MPHBOAWIO K CHIDKCHHIO
COOTHOIICHHUS MAacchl MmoOera W KOpHA y OOpabOTaHHBIX 3THM TOPMOHOM
pacteHmid (TOT ke caMmblii A(PQEKT, 9TO M y pPACTCHHH, HCIBITHIBAIOIINX
nedurmt Boapl). Ha ocHOBaHMM TaKoro posa pe3ylnbTaToB M BO3HHUKIA UAES O
TOM, YTO IPEUMYIIECTBEHHBIN POCT KOpHEH Ha (oHe neduiura BoJbI CBsI3aH
¢ HaxoreHueM ABK.

Crenyroumii mar B uzyuyeHuu nevictsus ABK Ha pocT xopHeil npu
Jeduiyte BoIbl ObLI CAeNIaH UCCIeA0BaTeNsIMU ol pykoBoacTeoM P. [lapma.
Ha ocHOBaHMM ONBITOB C pacTeHUSIMH, OOpabOTaHHBIMH HMHIMOUTOPOM
cunre3a ABK ¢uypumonom, uMu ObLT chenaH BbiBog o Tom, uto ABK
MOAZICPIKUBACT POCT KopHeit npu nedunute Boasl (Saab et al., 1990). B stux
ombITax OBUTM MOROOPAHBI YCIOBHS, MPU KOTOPHIX AE(HHUIUT BOABI BBHI3BIBAII
HE IIPOCTO OTHOCUTENBHYIO, HO a0COJIIOTHYIO aKTHBAIMIO POCTa KOpHEH. mn
OBUTO TakXKe MOKA3aHO, YTO 3TOT APQPEKT OTCYTCTBOBANT y 00pabOTaHHBIX
(rypuI0HOM pacTEeHUI.

Wzydyenne peakumu Ha AEeQUINT BOABI Y HEUYBCTBHUTEIBHBIX K
STUJIEHY MYTaHTHBIX PacTeHMH W NPOAYKIHMH STHJICHA y ACDUIUTHBIX MO
ABK myranToB moka3zaino, uto ABK mogaBmsier cMHTE3 3TWIIEHA, U YTO 3TO
CHIYKEHHE TIPOAYKIMU ITHIICHA MOXKET OBITh MEXaHU3MOM, 00€CIIeYHBAIOIIIM
nojJepkaHue pocTa KopHew npu aepunute Boasl (Sharp, LeNoble, 2002).
CrnocoOHOCTh 3THIIEHA TOPMO3UTHh POCT KOPHEW — OMHO W3 KIACCHUECKHUX
CBOMCTB JaHHOTO TOPMOHA, KOTOpO€ OBbLIO BBISBICHO MPHU HU3YYEHHU
npoiecca MpopacTanusi CeMsiH y ABynoibHbIX pactenuit (Pierik et al., 2007).
OTH pe3ynbTaThl MO3BOJMIM HPennoyoknuTh, uto ABK monmepxwusaer pocr
KOPHEH, ITO1aBIIsisi CHHTE3 STHIICHA.

Bsanmoneiicteue stmnena u ABK B perymamuu pocra mobera u
KOpHEH npyu neduiyre Boabl yKa3bIBaeT HA TO, YTO 3TA POCTOBAS aJalTHBHAS
peakuusi pacTeHUM SBISETCS PEe3y/IbTaTOM MHOXECTBEHHOW TOPMOHAaIbHOU
perymsinuu. CHM)KEHHE KOHIIEHTPAlMM LUTOKHHUHOB, OOHApY)XEHHOE IpU
JICWCTBMM Ha PACTeHWsI psiaa HebmaronpusTHeIX Gaktopos (Hare et al., 1997),
TaKXKe MOXET OBITh (aKTOPOM pETYIAINH POCTOBOTO OTBETA. AYKCHHBI
TaKXKE€ MOTYT HWIpaTh OIpPEICNCHHYI0 pOJb B aJanTallill pPAacTeHHH K
ne¢unuty Boasl. Ha 3TOT cuer B nmrTeparype KpaitHe mayo ceneHuil. Ho
pocTperynupyionias (QyHKIUS ayKCHHOB M HMX aHTaronucruueckoe ¢ ABK
JISWCTBHE HA POCT PAaCTEHHUIH B MOJIETIBHBIX OIBITaX C OTPE3KaMHU KOJICONTHIICH
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U TUNOKOTWIEH CBHUIETENbCTBYET O IEPCIEKTUBHOCTU M3YUYEHHUS pPOIH
SHJIOTEHHBIX ayKCHMHOB B pOCTOBOW peakuuu pacteHuil. Tem Oonee 4TO
HeIaBHO OblIa BBISBICHA CIOCOOHOCTh AyKCHHOB BO3/EHCTBOBaTh Ha
9KCIIPECCHI0 T€HOB JKCIAHCHHOB, KOTOPHIE HEOOXOAMMBI JUIS PacTSKEHHS
kietounoit crenku (Cosgrove et al., 2002; Takahashi et al., 2006).

CyMMupys Bce CKa3aHHOE B 3TOM pasfele O CHUrHajax,
o0ecTieunBaOMnX KOOPAWHALIMIO MPOIECCOB IIPH OTBETE pAacTCHUH Ha
JaeumT BOAbI, MOXKHO 3aMETHTh, YTO JIyUIEe BCEr0 B 3TOM IUIaHE M3ydCHA
pons ABK. U3menenne mpuroka ABK n3 moichIxarommx BEepXHHX CIIOCB
MOYBBl NPUBOJUT K 3aKPBITHIO YCTBUI B OTCYTCTBHE THIPABIMYECKUX
CUTHAJIOB, T.€. TOIIA, KOIAa U3 HIKHHUX CIOEB MOYBBI B PACTEHHE MOCTYINAET
JIOCTaTOYHOE KOJIMUYeCTBO BOAbl. B 3Tmx ycnoBusix mputoxk ABK sBnsercs
onepexaroluM curHaaoM. OH IpeaynpexaacT PacTeHHs O IPeICTOsAIIEH
3acyXe U IO3BOJIIET PACTEHUIO NIOATOTOBUTHCS K HEH. Takke eCTb apryMEHTbI
B 10J13y TOTO, 4T0 ABK MOXeT perynupoBath npucnocodnenue K aeduuury
BOIBI, obeclieuuBasl MPEUMYILIECTBEHHBIH pocT KopHeil. Bmecte ¢ Tewm,
CYIICCTBYIOT NaHHBIC, KOTOPHIC YKAa3bIBAIOT HA HEOOXOMUMOCTh H3yUYCHHS
CUTHAJIBHOM (PyHKIMHM APYTrHX TOPMOHOB, H, NPEXJE BCETO, IUTOKHHHHOB
npu geduiure Boxabl. V3ydeHHEe B3aMMOJECHCTBHS pa3HBIX TOPMOHOB
MIO3BOJIUT MOJYYUTH OoJiee SICHYIO KapTHHY PEeTyIALUH OTBETa PAacTeHHH Ha
BHEIIIHUE BO3ACUCTBUS.

Tpancnopm u nepepacnpedenenue YyumoKUHUHOS

Baxnmas mnpobmema B  U3YyYCHMHM  MEXaHU3Ma  PETYISALUHU
KOHIIEHTpAIIMU LITOKHHUHOB 3aKJII0YAETCsl B TOM, YTO JIO CHX IOp HE JI0 KOHIA
SICHO, TIle CHHTE3HMPYETCSl OCHOBHAs 4acTh IIMTOKUHHWHOB, U B Kakol mepe
yMEHBUIEHHE WX NPUTOKA W3 OJHOIO oOpraHa B JPYrod MOXeT
BOCIIPUHMMATHCS OPraHOM MUILIEHBIO B KauecTBe curHana. [Ipeanonoxenue o
TOM, YTO IUTOKHHWHBI MOTYT BBICTYIATh B POJIM AWCTAHIIMOHHOTO CHUTHAIA,
0a3npoBajoch Ha TOM, 4YTO OHM OBUIM HaWAEHBI B KCHJIEMHOM COKe
paznmuunbix pacrenuii (Kuroha et al., 2002). [{urokuHHHBI ObLTH 00HAPYKEHBI
u Bo (ioame MHOTHX BuioB pactenuit (Baker, 2000).

TpaHCTIOPT IMTOKWHMHOB, CHHTE3UPOBAHHBIX B KOHYMKE KODH,
OCYIIECTBIIIETCS B COCTaBe KCHJIEMHOrO COKa BMECTe C JIDYyTUMH
MerabosuTamu. IIpd 3TOM CUYMTANIOCh, YTO OCHOBHBIMH TPAHCHOPTHBIMU
(bopMamMH IUTOKMHUHOB B KCUJIEMHOM COKE SIBIISIIOTCSI 3€aTHH U €ro pruoo3u,
OJJHAKO B JIajibHEHIIEM MOSBHIKCh COOOILICHUS O HAJIUYUM B KOPHEBOM
9KCCyHaTe CBOOOAHBIX OCHOBAHWH, PHOOTHIOB, TIIOKO3UIOB, YPOBEHb
KOTOPBIX 3aBHCEN OT WHAMBHAYyalTbHBIX pacTeHnid u BuIoB (Incoll et al.,
1990). Ananmz skcnpeccun reHoB CYP735A1 n CYP735A2 noxkasain, urto
CYP735A2 mnpeobmanatome SKcrpeccUpyercss B KOpHAX H cinabo - B
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Hag3emubix vacTsax (Takei et al., 2004). Dtu pesynsrarsl JOKa3bIBAIOT, YTO
KOPHH — IJIaBHOE MECTO MPOAYKIMH LUTKHHUHOB, © YTO OHH MOTYT Urparb
BOXHYIO DOJIb B AaKpOIETAJIbHOM CHTHAIMHIE KOpeHb-moOer. l3mepeHus
CONlep)KaHusi MUTOKHHUHOB B KCHJIEMHOM U (mosmHOoM coke Arabidopsis
MOATBEPXKAAIOT ATy MBICHb. [IoSBUIMCE JaHHBIE O TOM, YTO C (JIOIMHBIM

COKOM NPEUMYIIECTBEHHO TPaHCIOPTHPYIOTCS LHUTOKUHHUHBI
u3oTeHTeHmIaeHnHOBOTO Tria (Romanov et al., 2006). B HacTosiee Bpemst
OGHOJIOrn4ecKoe 3HauYEHHE KOMIIaPTMEHTALIUH 3€aTHHOBOTO u

M30IICHTCHUIAACHUHOBOTO TUIIA IINTOKUHUHOB B KCHJIEME U (I0IMe IOKa He
scHo. IlpomuTh cBer Ha 9Ty mpobieMy MoxeT wuHboOpManusi O
MPEUMYIIECTBCHHOM CBSI3BIBAHUH [IUTOKHHIHOB peuenTopamu,
JIOKJIN30BAaHHBIMH B pa3HbIX 4YacTsAX pacTeHus. Tak, H3BECTHO, 4YTO Yy
pacTeHuil apabuioricuca HMeeTcs, 10 MEHbIIeH Mepe, TPH pelenTopa:
ANK2, ANK3 u ANK4/CRE1/WOL. HccnenoBanust adp(HUHHBIX CBOUCTB
perienTopoB ¢ mcrnonb3oBaHuem Escherichia coli  skcmpeccupyroreit
cuctemsl mokazanu, 4ro ANK3 u ANK4/CRE1/WOL wumeror Onuskuit
ko3 duIeHT cBsa3biBaHUA ¢ TpaHc-3eatnHoM, a ANK3 perenrtop umeer
HAMHOTO HIXKE CPOJACTBO K m3omeHTeHmnanenuny dem ANK4/CRE1/WOL
(Spichal et al., 2004; Romanov et al., 2006). Ilpu srtom ANK3
JKCIIpeccUpyeTcss mpeumyinectBeHHo B moberax, a ANK4/CREL/WOL —
NPEHMYIIECTBEHHO B KOPHAX. [l03TOMY JIOTHYHO TPEANOIOKUTh, YTO
IIUTOKWHUHBI ()JIO3MBI MOTYT (PYHKIMOHHPOBAaTh KaK Oa3WIETAIbHBIA WIH
CHCTEMHBI! CHUTHAII.

PesynbraThl MccleNOBaHMI C MyTaHTaMH B KayecTBE IPHBOS U
TMO/IBOSI TAKXKE MOKA3aJM, YTO COCTAB IIMTOKHHMHOB KCHUJIEMHOTO COKa MOXKET
3aBUCETh OT JAWCTAHIIMOHHOTO CHMIHAJA, KOTOPBIM Tepenaercs oT mnodera K
kopuro (Beveridge et al., 1997; Foo et al., 2007). Euie oguH aprymeHt B
TMOJIB3Y 3TOTO TPEIIONIOKEHHS, ITO HAJTMUKe FMS4 MyTaHTa pacTeHHi ropoxa,
KOTOPBIA XapaKTepH30BaJICS IOBBIIICHHBIM BETBICHHEM I00era, HO HMe
HH3KYI0 KOHLICHTpaLuio 3eaTHHpuOo3una B kcuiieMHoM coke (Beveridge et
al., 1997).

[Ipenmnonaraercs TakXke, YTO BO3MOXKEH OOMEH IMTOKMHUHAMH
Mexnay kcmmemod U ¢oosmoit  (Baker, 2000). Ilockomeky X0poImo
YCTaQHOBIICHO, YTO OCHOBHBIM IIMTOKMHWHOM KCHJIEMHOTO COKa MHOTHX
pactennii sBisiercst  3earuHpubo3ua  (Dieleman et al., 1997), tpymHo
00BSICHUTH (akT mpeoOmamaHus BO (I03Me HEKOTOPHIX BHIIOB PACTCHHN
IIMTOKWHUHOB M30MeHTeHnaaennHoBoro Ttruma (Komor et al., 1993). He
MCKITIOYEHO, YTO BO3MOXKEH M OYE€Hb MEUICHHBI Oa3UMeTalbHbIi TPAaHCIOPT
IMTOKHHUHOB T10 napeaxume (Jackson, 1993).

Oxkouio 10 et Ha3aj HE BBHI3BIBAJIO COMHEHHM, YTO OCHOBHAS 4acTh
IIUTOKMHUHOB IIOCTyNaeT B mober u3 kopHei (Horgan, 1992). Oto mueHue
6a31poBaIOCh HAa HKCIIEPUMEHTAX, TIEPBbIE N3 KOTOPBIX OBLIM caenaHsl npod.
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O.H. Kynaepoit (1962). B Hux OBUIO NOKa3aHO, YTO YHallCHHE KOPHEH
MIPUBOIUT K OBICTPOMY CTapCHUIO JINCTHEB, KOTOPOES MPOSBISICTCSA B pacraje
xmopoduina, a 00pabOTKa JIMCTHEB CHUHTECTHYCCKUMH IIUTOKHHUHAMHU
3aJIepKUBACT UX CTAPCHUE. DTU PE3YIbTAThl HHTEPIPETHPOBAIH CIICTYFOLTIM
o0Opa3oM. Bputo crenmaHo 3aKTOUEHHE, YTO MUTOKUHUHBI CHHTE3UPYIOTCS B
KOpHSIX, ¥ UMCHHO IO3TOMY VIaJICHHE KOPHEH NPHBOAUT K IOSBICHUIO
CHUMIITOMOB  JedHIUTa TOpPMOHAa B JIUCThSIX. B  mpuHOune Takas
HHTEPIIPETALNS PE3YNIbTATOB SIBJSICTCS] KJIIACCUYECKOH [Tl 9HJOKPHHOIOTHUH,
IJe TakXke MPUHITO YAalsATh OpraH, B KOTOPOM IPEANOJIOKHTEIbHO
CHUHTE3UPYETCsS TOPMOH, a 3aTeM HaOMIoNaTh 3a CHMITOMAMH M TBITAThCS
HHUBEJHMPOBATh WX MYTEM BBEJCHHUS TOPMOHA U3BHE.

MHOTOYHCIICHHBIC JKCICPUMEHTHI TIOKa3ajH, 4YTO COJCpPIKAHUC
UUTOKHHMHOB B PACTCHHSX 3aBHCHT OT JOCTYIHOCTH 3JCMEHTOB
MHUHEpaJIbHOrO NHUTaHus (Ipexae Bcero a3ora u Gocdopa) U CHIKACTCS MPH
ux aepunute (Kuiper, 1988, Kymosiposa u ap., 1999).

BbuT0 3aMedeHO CXOACTBO B JACHCTBHHM HAa PACTEHHs HUTpaTa M
IUTOKMHMHA. Kak TOT, Tak ¥ Jpyroil CTUMYJIUPOBAIM CHHTE3 XJIOpodhuiia u
(depMeHTOB, yduacTByommx B (orocuHTe3e u MerabonuzMme a3ora,
AKTHBUPOBAIIH JICIICHHUE U PACTsHKEHHE KieTok iucta u T.1. (Franco-Zorrilla et
al., 2004; Sakakibara, 2006). CpaBHuTeIbHOE HW3y4YCHHE TI'CHOB,
HHIYUUPYEMbIX HUTPATOM U NUTOKUHUHAMH, TaKkKe OOHAPYKUIO MHOTO
coBmajieHuii. B pe3ynbrate BO3HHUKIO MPEANOIOKEHHE O TOM, 4YTO
LUTOKMHUHBI MOTYT Y4acTBOBaTh B HUTPATHOM CHTHAJHHIE. BbUIO MOKa3aHo,
YTO T'€HbI, AKTUBHOCTh KOTOPBIX B JIUCThAX PACTCHUN KyKYPY3bl HOBBIIIACTCS
Ipu IEHCTBUM HUTPATOB HAa KOPHH, HE OT3BIBAIOTCS HAa HUX B Cllydae HX
JICHCTBUSL HA HW30JMPOBAHHBIC JIUCThS, HO AKTUBUPYIOTCS IIOJ BIIHSHUEM
LUUTOKMHMHOB. Ha OCHOBE 3THX SKCIIEPUMEHTOB OblLIa MpPEAJIOKEHA cXema
HUTPATHOTO  CUTHAJMHIA, OCHOBaHHAs HA  TOM, 4YTO  HHUTPATHI
MIPEIOJIOKUTEIBHO aKTUBUPYIOT CUHTE3 IIUTOKMHUHOB U UX OCBOOOXKICHME
u3 cBsizaHHbIX GopMm (O-TIIFOKO3UI0B) B KOPHSAX PACTEHH KyKypy3bl, 3aTeM
TOPMOHBI  TOCTYMAIOT B  JIACThS, TIO€ HHAYLHPYIOT  3KCIPECCHIO
COOTBETCTBYIOIUX ICHOB «OT3BIBUMBBIX HA HUTpPATHI» (Nitrate response).

BwMmecTe ¢ TeM, B IUTepaType MOCTOSIHHO MOSBISUIUCH JIAHHBIE O TOM,
410 mOOEr TakkKe MOKET OBITh MeCcToM cuHTe3a IurokuauHoB (Chen et al.,
1985). Okazanock, 4TO y pacTeHHH HEKOTOPHIX BUIOB CUMIITOMBI CTapEHUS
H30JIMPOBAHHBIX  JIUCTBEB MOKHO  IIPEAOTBPATHTh, O0OpabarhiBas HX
coemunennsiMu aszora (Singh et al., 1992). KynsmuHaIueit momnsIToK 10Ka3arh,
910 MOOEr HE HYXKIACTCS B IMTOKMHHWHAX, CHHTC3UPYEMBIX B KOPHSX,
OKa3aluCh pe3yapTaThl M3ydeHus oskcmupeccun |PT-reHoB y pacrenuit
apabumorcuca (Miyawaki et al., 2004). Beita oOHapy»eHa SKCIIPECCHST ITUX
TCHOB HE TOJIBKO B KOPHSX, HO U JIUCTHSIX, a TaKKE JPYTUX YaCTSIX mooera.
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OnHako CHOCOOHOCTh OpraHa CHHTE3UpPOBATh TOPMOH €Il HE 03HAYAeT, 4TO
OH TIOJTHOCTHIO aBTOHOMEH M HE 3aBUCHT OT MOCTYIUICHUS! TOPMOHA U3BHE.

3HaHHE O TOM, YTO MOOEr CrI0COOEH CHHTE3MPOBAaTh IUTOKUHUHBI,
M3MEHWIIO TPEICTaBICHUE O TOM, KaKk MOXXET TO WJIH HHOE BO3JIEHCTBHE
BIIUSITH Ha COAEPIKAHUE IUTOKMHUHOB B PACTEHHSIX.

Okazanoce, 4T0 B OTIMYUE OT PAacCTEHHH KYKypy3bl, Yy pPacTeHHH
apabumorcuca COSOTUHEHUS a30Ta MOTYT HHIYIUPOBATh SKcmpeccuio IPT-
TEHOB B M30JIMPOBaHHBIX JHCTEIX (Miyawaki et al., 2004).

Jnst Toro 4ToOBI ONpENENUTh CTENEHb 3aBHCHMOCTH IoOera or
IUTOKMHUHOB, IIOCTYNAONIMX B NOOEr wn3 KOpHEH, HYXHO CpaBHUTH
KOJIMYECTBO TOPMOHA, KOTOPOE MOCTYIAET B MOOEr ¢ KCHJIEMHBIM COKOM, C
YPOBHEM €ro cojepanus B mnobere. Takoro poma MccieOBaHUS B Cilydyae
UTOKMHMHOB MPAaKTHYECKH HE IPOBOIMIMCH. J{JIsi ONMUCAHUS MOCTYIUICHUS
TOPMOHOB M3 KOopHeil ucmons3yror Tepmunsl delivery (mocraska) mmu flow
(mputok, morok). Kak yrmoMuHanoch Bellle, IPUTOK [IUTOKHHUHOB U3 KOpHEH
HY)KHO pacCUMTBIBaTh, KaK IPOU3BEJCHUE KOHIIEHTPALMd TOpPMOHa B
KCHJIEMHOM COKE Ha CKOpPOCTh TpaHcmupannonHoro motoka (Else et al., 1995,
2006). CymecTByeT MHOTO CIIOCOOOB cOopa KCHIEMHOTO COKa. Tak, ero
COOMpPAIOT M3 «IEHBKA», KOTOPBIA OCTAacTCs IOCiE ynajeHWus Iobera, u3
YepelKa, OCTaBIIEroCs NMPHUKPEIUIEHHBIM K CTEOII0 TOCie ylaleHHs JIICTa,
WIN U3 CaMOT0 OTAEIEHHOTO JHCTA. J[JI1 MOoNydeHnsT KCHIEMHOTO dKccynara
€ro WM BBIJABIHMBAIOT, NPUKJIAABIBAS TTOJOKUTEIBHOE AABICHUE K KOPHIM
WIIY JINCTY, WIN OTCAchIBAIOT, cO3/1aBasi BakyyM (puc. 1).

[MockonbKy (03IMHBIE COCYABI OBICTPO 3aKyIOPHBAIOTCS KaJUI030ii
NPU MOBPEX/IEHUH, COOpaHHBIA TaKUM OOPa30M PacTBOP COJIEPKUT TOJIBKO
KCHJIEMHBIH COK IPU YCIIOBHH, YTO NPUMEHSEMOE JaBJjeHHE HE pa3pyliaer
KJIeTKH. B skcrnepuMeHTax ¢ 3K30I€HHBIMH MEYEHBIMH TOPMOHAMHU OBLIO
MOKa3aHO M3MEHEHHE CIIEKTPa IUTOKMHUHOB B KCHUIIEMHOM COKE B IIpolecce
ux TpaHcnopra u3 kKopueit B smct (Zhang et al.,, 2002). Kpome Toro,
KOHIIEHTpanusl INTOKUHWHOB B COKE, MOJyYEHHOM W3 JINCTA, BBINIE, YeM B
COKe, IIOCTyINalomeM B JIMCT W3 cTeOnst u kopHed. [lo sTol mpuumne
WCIIOIb30BaHNE KOHIICHTPAIIMY [INTOKHHUHOB B KCHJIIEMHOM COKE JUIsl pacyera
NPUTOKA TOPMOHA W3 KOPHEH MOXKET INpPUBECTH K €ro 3aBblmieHuro. [Ipn
OLICHKE KOHIIEHTPAIMM KOMIIOHEHTOB B COKE M3 CTEOJIsI WM KOPHEH BaXXHO,
4TOOBI CKOpPOCTh 9KCCYIAINU COOTBETCTBOBAJIA CKOPOCTH
TPaHCIUPAIMOHHOTO OTOKAa MHTAKTHOTO pacTeHusl. B NMpOTHBHOM ciiydae
KOHIIGHTpALIUSl BEIIECTB B KCHJIEMHOM COKe OyleT pe3Ko OTINYaThCsi OT
uctuHHOH. CoOmogath 3TO YCIOBHE MAOBOJBHO TpyaHo. Ilpenmaranocs
coOMpaTh KCWJIEMHBIH COK TIIPM  Pa3HBIX YpPOBHSX  [aBJCHUS M,
COOTBETCTBEHHO, CKOPOCTH IIOTOKa, MOAOMpas Te BEJIMYHMHBI, KOTOpBIC
COOTBETCTBYIOT ~ TPAaHCIUPAIIMOHHOMY IIOTOKY HMHTAaKTHOTO  pPacTeHHs
(Jackson, 1993). Omnako 3TO pe3ko yBenuuuMBaeT o0beM paboThl. Takum
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06pa30M, BLI60p AACKBATHOTO MCETOAA OLCHKU IPUTOKA IUTOKWHUHOB U3
KOpHeﬁ — CJIOJKHas U Ba)KHas 3aJa4a.
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Puc. 1 Cxema ycraHOBKH AJsl c0Opa KCUJIEMHOI0 COKa IOJ
BaKyyMOM

Heo06xoaumMo oTMETHTD psi poOIeM B IOHUMaHUH TOTO, KAK MOXKET
perynupoBaTbcs MOCTYIUIEHHE LHUTOKMHUHOB U3 KOPHEH M, COOTBETCTBEHHO,
OCYIIECTBIATHCS X CUTHalbHas (QyHKIMs. B nmTeparype 1OBOJIBHO IIUPOKO
pacupocTpaHeHO MHEHHE O TOM, YTO IOCTYIJICHHWE TOPMOHOB M3 KOpPHEH
3aBHCUT OT CKOPOCTH TPAHCIHPAIMOHHOTO MOTOKAa. OYEBHIHO, YTO MMEHHO
KCHJIEMa SIBIIICTCSI TPAHCIIOPTHON MarmcTpaibio, MO KOTOPOH IIMTOKMHUHBI
momaaaoT B moder. OJHAKO CBA3b MEXKIY CKOPOCTHIO TPAaHCIHPAIIMOHHOTO
IIOTOKA W MPUTOKOM IUTOKWHHUHOB W3 KOPHEH HE TaK OYEBHAHA, KaK MOXET
mokasarscs. [Ipu oOCcyXIeHUH BO3MOXHOH pOJIM HUTOKHHHUHOB B KadeCTBE
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KOPHEBBIX CHUTHANOB oOTMmeuanoch (Jackson, 1993), yro B OCHOBHOM
UCCIENOBaHUS B JTOW  OONAacTM  OrPaHWYMBAIOTCS  ONpEJEJICHUEM
KOHIIEHTPAIUU IIMTOKUHUHOB B KCHJIEMHOM coke. IIpu 3ToM He npuHnManachk
BO BHHUMaHHE CKOPOCTb TI0TOKA, C KOTOPBIM IIUTOKWHHUHBI OCTYIAIOT B 1OOET.
Kak u B cinyuae ABK, xotopslif o0CyXJasics Bbllle, HCTUHHBIM KOPHEBBIM
CHTHAJIOM JIOJDKHA OBITh CKOPOCTh HPUTOKA TOPMOHOB M3 KOpPHEH, T.e. MX
KOJIMYECTBO, MOCTYTIAlOMIee B MOOET 3a SAMHUIY BPEMEHH. DTOT MOKA3aTelb,
KaK YK€ OTMEYalloCh, PACCUHMTHIBACTCS KaK MPOWM3BEICHHE KOHIICHTPAIH
TOPMOHa B KCHJIEMHOM COKE Ha CKOPOCTb TPAHCHHUPAIIMOHHOTO IIOTOKA.
IIpoBeneHne TakWX pacdeToOB CO3JACT MIUTIO3MIO 3aBHCHMOCTH IPUTOKA
TOPMOHA OT €Tr0 KOHIEHTparuu. Ha meme KoJrMdecTBO MOCTYHamuX B Io0er
IUTOKMHUHOB 3a EIUHHUIYy BPEMEHM 3aBHCUT (IO 3aKOHY COXpaHEHHS
BEIIleCTBA) HE OT CKOPOCTH IBIDKEHHS BOJBI, a OT TOTO, Kakoe KOJINYECTBO
rOpMOHA 3arpyKaeTcsi B KCHieMy B KOpHsX. KoHIeHTpanus sxe IMTOKUHUHOB
3aBUCHT OT TOTO, B KakOM KOJIMUECTBE KCHJIEMHOTO COKa pa30aBIISIOTCS
UUTOKMHHUHBL. [IpM HEM3MEHHOM KOJHMYECTBE LHUTOKMHHHOB, KOTOpBIE
3arpy’kaloTcss B KCHJIEMHBIE COCyAbl B KOPHSX, HMX KOHLEHTpalus B
KCIJIEMHOM COKE€ JOJDKHAa BO3pacTaTh TPH CHIDKCHHH CKOPOCTH
TPAHCIUPAIIOHHOTO TIOTOKa M CHIYKATHCS TPHU €TO BO3pacTaHWU. B mepBoM
clydae TPOHCXOIUT KOHIICHTPHUPOBAHME BEIIECTBA B MEHBIIEM 10 00beMy
TPAHCIHUPAIIIOHHOM TIOTOKE, a BO BTOPOM — ero pas0aBieHue. Bimsaue
CKOPOCTH TPAaHCHHPAINA HAa NPUTOK IIUTOKHHWHOB B IPHHIKIEC BO3MOXKHO,
HO OHO [OJDKHO OBITh OIIOCPEIOBAaHO Yepe3 ee BIUIHHE Ha 3arpy3Ky
TOPMOHOB.

Paspa6oranusiii M. Jackson (Jackson, 1993) npuanmn ananmsa
MOTOKOB TOPMOHOB M3 KOpHEH TIPOTHBOCTOUT JPYrOMYy JIOBOJBHO
pPacIpoOCTPaHEHHOMY U, MO-BHAMMOMY, OIMKWOOYHOMY MHeHu0. Tak, N.
Holbrook u M. Zwieniecki (Holbrook, Zwieniecki, 2003) msitamics
OOBSCHUTHh BIMAHHE 3aTOIUIGHUS Ha pacHpeieieHue IpeIIecTBeHHNKA
STHJICHA MEXAy NO00eroM M KOpHEM TeM, YTO 3aTOIUICHHE CHIDKACeT
THIPABIMYECKYI0 MPOBOINMOCTh KOPHEH M, COOTBETCTBEHHO, YMEHBIIIACT
CKOPOCTh TPAHCHHPAIMOHHOTO TOTOKA, YTO, MO WX MHEHHIO, HU3MCHSIET
CKOPOCTh IPHUTOKAa TOPMOHOB B MoOer. B skcmepuMeHTax ¢ OXJIaXKICHHEM
KOpHEW KOHIIEHTpaIus [UTOKWHUHOB B KCHJIIEMHOM COKE HE CHIKAllach, a
nputok ymenbmmancs (Veselova et al., 2005). ®opmaibHO 3TH Pe3y/bTaThl
OMATh BBINIAAT TaK, Kak OyATO NPUTOK HHUTOKMHUHMHOB CHHXKAJCS B
pe3ynpTaTte yYMEHBIIEHHS CKOpOCTH TpaHcmupanuu. Ha camom neme mpu
JIAHHOM BO3JI€HCTBUM NPUYUHA TaJICHUSI TPUTOKA IUTOKMHUHOB 3aKIF0Yaach
HE B YMCHBIIEHHH CKOPOCTH TPAHCHHPALMOHHOIO IMOTOKA, & B YIHETCHHU
CHHTETHYECKOM aKTMBHOCTH KOPHEW NpH HU3KOM Temmeparype (okosno 6 °C).
[Ipu 3TOM HpOMOPIMOHANEHOE CHMKEHHE YPOBHS 3arpy3Kd IIUTOKMHWHOB B
KOPHSIX U CKOPOCTH TPaHCIHPAIMOHHOTO IOTOKA MOAJECP)KUBAIO Ha YPOBHE
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KOHTPOJISI KOHIIEHTPALMIO 3€aThHa W ero pubo3una B KCHIEMHOM COKe
pacteHuii mueHUnbl. [10CKONBKY IUTOKMHUHBI MOTYT BJIMSITH Ha CKOPOCTH
TPaHCIUPALMHN Yepe3 PErysalui0 YCThHYHOH MPOBOJMMOCTH, CKOpEe MOXHO
TOBOPUTH O TOM, YTO MPUTOK HUTOKHMHWUHOB BIIMSIET HA TPAHCIHPALUIO, a HE
CKOPOCTb TPAHCIHPALMH — Ha MPUTOK IUTOKMHUHOB U3 KOPHEH.

W3 npuBeneHHOro MpUMEPOB BHUJIHO, YTO, XOTS pacyeT INPHTOKA
IUTOKHHIHOB OCHOBBIBAETCS Ha OTIpeNeIeHu CKOPOCTH
TPaAHCIIUPAITHOHHOTO TTOTOKA, 3TO HE BCEI/a O3HAYaeT 3aBHCUMOCTH IPUTOKA
oT ckopocTd TpaHcmupanud. Ckopee OT CKOPOCTH TPAHCIHPALUU 3aBUCHUT
KOHIICHTpalWsd NUTOKHHUHOB B KCHJIEMHOM coke. [Ipu HeusMeHHOM
KOJIMYECTBE ITUTOKWHIHOB, SKCIOPTUPYEMBIX M3 KOPHEH, WX KOHICHTPAIHs
BO3pacTaeT CO CHIDKEHHEM CKOPOCTHM TPAaHCIUPALMOHHOTO [IOTOKA H
CHIDKAETCSI C ero yBelMYeHueM (B pe3ysbrare MeHblIeld U OoJblIel CTerneH:
pa3BeJeHUs], COOTBETCTBEHHO). Pe3ynbraThl, MONyYCHHBIE TPH OXJIAXKICHUH
kopHeii, cBugetenscTByIoT (Veselova et al., 2005), 4To TPUTOK IUTOKUHUHOB
B mo0er 3aBUCHT, MPEXIE BCEro, OT CIIOCOOHOCTH KOpHEH INPOM3BOIUTH
LUUTOKMHUHBI ¥ SKCIIOPTHUPOBATh MX B moder. TakuM 0Opa3oM, KOHIEHTpals
OUTOKHHIHOB B KCHJIEMHOM COKE 3aBHCHT OT IBYX (DaKTOpPOB: KOJHMYCCTBA
SKCTIOPTUPYEMBIX KOPHSMH IIUTOKHHUHOB (TIpsMas 3aBHUCHMOCTH: dYeM
OoIIbIIIe TPUTOK IIUTOKMHUHOB U3 KOPHEH, TeM Ooiblie WX KOHICHTpAUus) U
CKOpPOCTH TpaHcmupanuu (oOpaTHas 3aBUCHMOCTh: YE€M BBIIIE CKOPOCTH
TpPaHCIIUPAIIUH, TEM MCHBIIC KOHICHTpAIMsS ITUTOKMHUHOB B KCHIJICMHOM
COKe).

BMmecte ¢ TeMm, B HEKOTOPBHIX cCiydasx ObUIO OOHApYKEHO, 4YTO
yBEJIMYEHUE TPAHCIUPALUK  CONPOBOXKAAETCS BO3PACTAHHUEM IIPUTOKA
LIMTOKMHUHOB 3 KopHeil (BecemoBa u ap., 2006). Oto Habmomanoch mpu
HOBBILIEHAH TEMIIEPATYPBI Bo3ayxa Ha 3-4 °C B orcyrcTBHe Betpa. [Ipu 3TOM
OJTHOBPEMEHHO BO3pacTajia KOHICHTpAIUsl IMTOKUHUHOB B KCHJIEMHOM COKE.
OTO TPOUCXOAWSIO Tak ObICTpO (Uepe3 5 MHUHYT TMOcje TOBBIIICHUS
TEMIepaTypsl), YTO TPEACTABISIIOCH MAJIOBEPOSTHBIM, YTO €r0 MPHIHMHOMN
MoTIIO0 OBITH BO3pacTaHUE CHHTE3a IIMTOKHMHWHOB B KOpHAX. Ckopee B 3TOM
ciyyae momxoaut obwbsicHenue W. Hartung c coasropamu (Hartung et al.,
2002). OHU TPEennoNIOKUIHA, YTO TOPMOHBI MOTYT CKAIUTMBATHCS B KOPHSAX,
MIPEIOIOKUTEIPHO, B 007acTH TmmosckoB Kacmapm 3a cdeT HH3KOM
NPOHUI[AEMOCTH  cyOepuHa W JHWTCHMHA, M 4TO  BO3pacTaHHe
TPAHCIUPAOHHOTO MMOTOKA MOXKET BBHIMBIBATH BEIECTBA M3 KOpHEH. Takum
00pa3oM, yBEIHYEHHE IMPHUTOKA [UTOKUHUHOB C YBEIHYEHHEM CKOPOCTH
TPaHCIUPAMA  MOXHO  OOBSICHUTH TEM, 4YTO BBICOKas CKOPOCTb
TPAHCIUPAHOHHOTO  [OTOKAa MNPUBOAUT K  YBEJIMYCHHIO  3arpy3Ku
LUUTOKMHHHOB B KCHJIEMY.

Tem He MeHee, BO3pacTaHHWE TPAHCIHMPALMOHHOTO IIOTOKA IIOA
BIHMSHAEM TOBBIINICHUS  TEMIIEPATYyphl HE BCEra  COIPOBOXKIANOCH
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yBEJIMYECHUEM IIPUTOKAa TOPMOHOB U3 KOpHel. BoznelicTBue Hebonbmoro (Ha
HeckoJbko °C) TOBBIIICHNS TEMIIEPATyphl B COYETAHUHU C BETPOM IPHBOJIIIIO
K pe3koMy (B 4 pasa) BO3pacTaHHUIO TpaHCIUpanuoHHOro moToka (Farhutdinov
et al, 1997). Ilpu 3ToM coaepaHHe UHUTOKHHHHOB B MobOere He
YBEIMYHMBAIOCh, @ CHHXXKAJIOCh, YTO CBHJIETENBCTBYET 00 YyMEHBLICHUH
NPUTOKA IIUTOKWUHUHOB M3 KOpHEH. OJHOBPEMEHHO B KOPHSX HPOUCXOJHIIO
HakKoIUIeHHe TropMoHa. Kakum ke 00pa3oM IIMTOKMHHHBI ~ MOIJIH
3a7epXKUBATHCS B KOPHAX IPH BO3PACTAHHU CKOPOCTH IOTOKAa KCHIEMHOTO
COKa M3 KOpHEH, BBI3BAHHOTO IIOBBINICHHEM TEMIICPaTyphl B COYCTAHUH C
BerpoM? Ilpu IaHHOM BO3AEHCTBHM B KOPHSX NPOHMCXOOHWJIO INpEBpalICHHE
3eaTHHa " ero pubosuna B ux N-TIOKO3uABL. XOTS IIHKO3UIBI IIPACYTCTBYIOT
B kcuimemuom coke (Kuroha et al., 2002), mpeBpaiieHue 3eatvHa B €ro
DIIOKO3UBI U MX HAKOIUIEHHE B BAKYOJISIX MOIVIO OBITH MPUYUHOW CHUYKEHHMS
9KCTIOpTa NIUTOKMHUHOB U3 KopHeil. [1o Beelt BuIuMocTy, pacTeHus o0nagaoT
MEXaHU3MOM, CIIOCOOHBIM TMPOTHBOCTOSITH MEXAHUYECKOMY «BBIMBIBAHHUIO
LUTOKMHMHOB M3 KOpHEH. [IIIOKO3MIIMpOBaHHE IUTOKWHHHOB CHIJKAeT HUX
BBIXOJ] U3 KJETOK W 3arpy3Ky B KCHJIEMY M MOXET OBbITh TEM MEXaHHU3MOM,
KOTOPBIH PEryIupyeT UX OTTOK B TIOOET.

HekoToprle nccinenoBaTed MOABEPraii COMHCHHUIO PErYISATOPHYIO
POJIb TOPMOHOB NPH M3MCHEHHMY BHEIIHHUX YCJIOBHI Ha OCHOBAaHHUH TOTO, YTO
NPUTOK TOPMOHOB 3 KOPHEH SBIACTCS MACCUBHBIM CICACTBHEM H3MEHCHHS
CKOPOCTH TPAHCIIMPALXH TI0]] BIMSHUEM BHEIIHUX YCIOBHH (OCBELICHHOCTH,
temneparypsl u Berpa) (Canny, 1985). OnHako aHaNHM3 MaHHBIX JIHTEPATYPHI
CBHJIETENILCTBYIOT O TOM, YTO KOJMYECTBO IIMTOKWUHMHOB, KOTOPOE MOIYYHT
nober W3 KOpHEH, 3aBUCHUT, MpEXIE BCEro, OT CHOCOOHOCTH KOpHEH
NPOJYLHMPOBAaTh LUTOKMHUHBI W 3arpyxkarb WX B KcuieMmy. l3meHeHue
NPUTOKA LUTOKMHUHOB M3 KOPHEH OIpenensiercss He TOJIbKO BHEIIHUMHU
YCIIOBUSIMHU, HO U XapakTepoM peakiMy Ha HUX caMoro pacteHus. s Gonee
SCHOTO TIOHMMAHHUSl CUTHAJIBbHOM (YHKIMH IUTOKMHUHOB TpeOyeTcs
JajbHelee H3y4eHHe MEXaHN3Ma PErY/IALHN TPAHCIIOPTa UTOKHHUHOB.

Kak ymomuHanoch BbIlIe, OOHApYKEHHash CIOCOOHOCTh JIMCTHEB
cunTe3npoBars 1uToknHuHel (Chen et al., 1985; Miyawaki et al., 2004)
NO3BOJIMJIA PsIy AaBTOPOB MPEINOJOKHTh, YTO IOOEr HE 3aBHUCUT OT
MOCTYIUICHUS 3TUX TOPMOHOB 13 KopHel (Faiss et al., 1997). Jlns toro uto0sr
MPOBEPUTh, NEUCTBUTEIBHO JIM ITO TaK, BAKHO MHPOCIEWTh, KaK BIHSET
M3MEHEHHE MPUTOKA LUTOKMHUHOB M3 KOPHEil Ha Cojiep)KaHhue TOPMOHOB B
nobere.

IIpu NOBBILIEHUH TEMIIEPaTypbl BO3lyxa 0Oe3 BeTpa COAEpIKaHUE
IIMTOKMHUHOB B mobere Bo3pacrano depe3 30 muH B 2 pasa (Becenosa u ap.,
2006). IIpu sTom B Takoit ke Mepe BO3pacTal MX MPUTOK M3 KopHe. Takas
YeTKast TPOIOPIIMOHAIBHOCTD TIO3BOJISIET IIPEATIOAraTh, YTO IPUPOCT YPOBHS
IIUTOKMHHHOB B I0OETe CBsA3aH C yBEIWYEHHEM HX 3KCIOpTa U3 KopHeil. Tem
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HE MEHEe, BO3MOXHO M Jpyroe oObsicHeHHE. [I0CKOIbKY BO3ICHCTBHUIO
MOJIBEprajcs mooder, MOXKHO OBLIO AyMaTh, YTO MO BIMSHUEM TEMIICPATyphI
BO3/IyXa BO3pPACTall CHHTE3 IIUTOKUHUHOB B MOOETe, OTKYNA OHH MOCTYIAIU B

KOopHH 1o ¢yodMe, a 3areM yxKe — B KcwieMy. B pesynbrate Taxoi
PELMPKYIALUN IUTOKUHUHOB MOT BO3pacTaTb MX YPOBEHb B KCHJIEMHOM
coke. M3  nurepaTypbl ~ M3BECTHO, YTO  IUTOKMHMHBI  MOTYT

TpaHcnopTupoBarkcss 1o ¢uosme (Baker, 2000). OuenuBarh (GirosMHBIHR
TPAHCIIOPT IUTOKMHWHOB TaK )K€, KaK M JPYTHX BEIIECTB, JOBOJIBHO CIIOXKHO,
MIOCKONBKY ITOBpEXAEHHE (IOIMHBIX COCYHOB INPHBOAUT K HX OBICTPOIi
3aKyrnopke. Tem He MeHee, BHUMATEIbHBIA aHAIN3 PE3yJIbTaTOB ONPEICICHHS
MOTOKa IUTOKWHUHOB IO KCHJIEME INPH IMOBBIIICHUN TEMIIEPAaTyphl BO3AyXa
UCKIIIoYaeT (UIOSMHBIM TPaHCIOPT LUTOKHMHWHOB U3 HOOera Kak HMCTOYHUK
MIOBBIIIEHHOTO YPOBHS TOpMOHA B KcuieMHOM coke (Becenosa u np., 2006).
Hemo B ToM, 4TO Juisi cOopa macoku orpesanu moderu. Yepes 5 MuH mocie
MOBBIICHUSI TeMIepaTypsl BO3lyXa KCWIEMHBIH COK coOupamu U3
N30JIUPOBAHHBIX KOpHeﬁ, Kyda YK€ HE MOITIM MOCTylnaTb HUTOKWHUHBI W3
mobera. U, TeM He MEHee, JaKe MOCIe S-MUHYTHOW IKCTIO3UIIMHA MHTAKTHBIX
pacTeHuil py MOBBIIICHHON TeMIlepaType BO3yXa MPUTOK NUTOKHHUHOB M3
KOpHEil Bo3pacTai. 3a 3To BpeMsl HeOOXOJMMOE KOJIHIECTBO IUTOKHHINHOB HE
MOIVIO YCIIEThb TpPAHCIIOPTHPOBAaThCS W3 MoOera B KOpeHb Mo (hrodme.
Pe3ynmbraThl 3THX ONBITOB YKa3bIBAlOT HAa TO, YTO BO3PACTaHUE NPHUTOKA
IUTOKHHIUHOB W3 KOPHEH MPOMCXOAWIO HE 3a CYET PEHUpKYIAIAN
IIUTOKMHIHOB, MOCTYNAIOIINX M3 Mobera, a 3a c4eT COOCTBEHHBIX KOPHEBBIX
IMUTOKHUHHUHOB. EHIC OJHUM CBHIACTCIBCTBOM O TOM, 4YTO HUCTOYHHUKOM
MOBBILICHUs] YPOBHsI IIMTOKMHUHOB B T0O0OEre, cKopee BCEro, ObLIM KOPHH,
SIBIISICTCA aHANM3 TUHAMUKH COJEpIKAaHUS TOpMOHOB. B Teuenme 15 MuHyT
NocJie BO3JEHCTBHS UX COJCPIKaHKE B KOPHSIX MaJallo, a MOTOK IIUTOKUHUHOB
B mober Bo3pactan. I[lpu 5ToM B HauOoNbIIEH CTENEHH CHUXKAIOCHh
COACPKAHUE B KOPHAX pI/I6031/II[OB IMATOKWHWUHOB, KOTOPLIC CYHUTAIOTCA
TpaHCTIOPTHEIMH ~ (opmaMu  ropmoHa. Kak OBIJIO  YHOMSHYTO —BBIIIE,
npeanonaragocs (Hartung et al, 2002), uro yBenuveHue CKOPOCTH
TPAHCTIMPALIOHHOTO ITOTOKA MOKET BHIMBIBATH TOPMOHBI U3 KOPHEH.

Ponp kxopHeit B oOecrmedueHnn mo0era ITUTOKMHHUHAMH —TaKKe
NIPOCIIEKMBACTCI B JKCIIEPUMEHTaxXx C  IIOBBIICHWEM  TEMIIEpaTyphl
nuTarenbHoN cpensl (Mutpuuenko, 1999). JlaHHOoe BO3AEHCTBHE TOBBIIIAIO
COACPpKAaHNE IMUTOKWHWHOB KaK B no6erax, TaK U B KOPHAX, YTO JIETKO
00BICHATH MPpAMBIM AKTUBUPYIOIUM BJIIUAHUEM TEMIIEPATYPhl Ha CHHTE3
IMUTOKWHWUHOB B KOpHAX. Ha BO3MOXHYIO aKTHBAIlUIO CUHTE3a HUTOKWMHUHOB
IIPYU TIOBBIIIEHWH TEMIIEPATyphl MUTATENFHOIO PAacTBOpa YKa3bIBaeT oOIIee
TIOBBIIICHUE COACPXKAHWUA IMUTOKWMHWUHOB BO BCEM modere paCTeHI/Iﬁ npu
JaHHOM Bo3zieiicTBuM. IIpencrapiser HHTEpEC TO, YTO Yepe3 4ac CoepKaHue
LUUTOKHHHHOB B TMOOEre CHMXAJOCh Ha (OHE BBICOKOTO COJEpIKaHMs
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TOPMOHOB B KOPHSX. DTO MOIJIO OBITh CICICTBHEM KaK CHHIKCHUS MX IPUTOKA
U3 KOpHEH, TaK U aKTUBAIMK PAcIia/ia IIMTOKMHUHOB B mooOere.

Bo3MoxHass pojb OKHCICHHS LUTOKAHUHOB B PETYISIMH WX
KOHIIGHTpAllMK SIBHO MPOSBUWJIACH B JKCIEPHUMEHTaX C OXJIAXKJCHHUEM 30HBI
KOpHe# MoJopIx pacTeHuil muenus! (Veselova et al., 2005). B atux ombiTax
HAOJFONaTTN OYeHb OBICTPYIO0 TOPMOHANBHYIO peakimto. Ee BbICOKast CKOPOCTh
Morma OBITH CIIEACTBHEM KaK WHTEHCHBHOCTH CaMOTO BO3IeHCTBUSA
(ox7makmeHne THUTATeNFHOTO pPAacTBOpa 3a HECKONBKO MHHYT IIyTEM
J00aBIICHNSI KYCOYKOB JIbJIa B MMUTATENBHBIA PacTBOP), TaK U 0o0Jee BBICOKOMH
CKOpPOCTH OOMEHa TOPMOHOB Y MOJIOABIX pacTeHHUi mmieHunsl. Habmronenwus
TIPOBOAMIIVICH B JMHAMHUKE, YTO TO3BOJIMIIO YCTAHOBUTH IMTOCIIEIOBATEILHOCTh
OTICTBHBIX COOBITHI MPU JAaHHOM BO3MCHCTBHU. Yike uepe3 15 MuH mocie
Hayalla OXJaKICHUSA KOpPHEH COAep)KaHHE IUTOKMHHMHOB B Mmo0ere
YMEHBLIUJIOCH B 3 pa3a, a uepe3 30 MUHYT uX ObLIO yke B 4 pa3a MEHBIIE 110
CpPaBHEHHMIO C HCXOIHBIM YpOBHEM. lIpu 3TOM NPUTOK IMTOKWHUHOB W3
KOpHEH YMEHBIIMJICS B MEHbIIEH cTeneHu: 3a 15 muH — numb Ha 30 %, a 3a
30 muH - B 2 paza. TakuM 00pa3oM, OXJIaX/JIeHHUE KOPHEH MPUBOAMIO K Oojee
3HAYATEIIFHOMY YMCHBIICHHUIO YPOBHS TOPMOHA B MOOETE, YeM ero IPUTOKA
n3 KopHed. MokHO OBUTO TIpearojarath, 9YTO OXJAXKICHHE KOpHEH
aKTHBHPOBAJO pacmaj TOPMOHAa B caMoOM MoOere. DTO MPEIONIOKCHHE
MOATBEPAWIIA  pe3yibTaThl  ONpeAeieHus  iN Vitr0  akTUBHOCTH
UTOKUHIUHOKCH3aIbl. AKTHBHOCTH (PepMEHTa, BBIJCICHHOTO W3 TIobera
pacTeHH ¢ OXJAXICHHBIMH KOpPHSIMH, OblTa BBIIIE, YeM B KOHTpOIE.
CrnenoBaTenbHO, akTUBalusg (epMeHTa MoOIvIa TMPUBECTH K YCKOPEHHIO
pacmnazia IUTOKUHUHOB M, B COUYETAaHUH C YMEHbIIIEHUEM TIPUTOKA TOPMOHA U3
KOpHEH, - BBI3BaTh PE3KOE MaJIeHue YPOBHS TOPMOHA B TIo0ere.

Uto MOTIO OBITH CUTHAJIOM JUIS aKTUBAIMHM ITUTOKMHUHOKCHUIA3bl B
nobere mnpu oxNaxAeHMH KopHeW? Kak ymoMHHAJIOCH BBINIE, BBICOKAS
CKOPOCTh PACTIPOCTPAHEHUsI XapaKTepHa HE TOJIBKO JJIS DJIEKTPUUECKUX, HO U
ruapasiuueckux curuanos (Malone, 1993). OxnaxeHue KopHel TPUBOIUIO
K CHIDKCHHUIO OTHOCHTENBbHOTO coxepkaHus Boabl (OCB) B mobere. Jto
MPOMCXOUIIO TIOTOMY, YTO TPH OXJKIACHUU CHIDKAACh THAPABINYCCKas
MPOBOAMMOCTh KOpHEW Oolee YeM B JBa paza ¥, COOTBETCTBEHHO,
YMEHBIIIAJCS TPUTOK BOABI. JlaHHBIE IUTEpaTypsl YKa3bIBAlOT HA TO, UTO
3acyxa yBEIMUYMBAET KCIPECCHIO TEHOB IUTOKMHUHOKcHaa3 (Brugiere et al.,
2003) w akTUBHOCTh Komupyemoro wumu ¢epmenrta. CieaoBaTeNbHoO,
aKTUBHOCTh IUTOKMHWHOKCHIA3bl B TMOOErax pacTeHHWi MOIJla BO3pacTaTh
omaromapst camwkennro OCB npu oxnaxaenun kopHeit. [lameHue BogHOTO
MOTEHIIMaJa TPHUBOAWT K CHIDKEHHIO Typropa, 4YTO BOCHPHUHHUMAETCS
mexanoperenrtopamu (Xiong, Zhu, 2002). Tlokasano, 4To majeHHe Typropa
moxeT akruBupoBarh cunte3 ABK (Pierce, Raschke, 1980). Tlpu neduiure
BOJBI U3MCHSIETCS TaKXKE OCMOTHYCCKHN MOTCHIMAN, YTO BOCIPHHUMAETCS
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ocmocencopamu (Luan, 2002). CpaBHeHHE OCMOCCHCOPOB APOMOKEH H
peLenTopoB MUTOKMHUHOB M3 pacTeHWil apaOumoIicuca, NOKa3ajo CXOJCTBO
UX CTPYKTYPHOW OpraHM3allid ¥ BBICOKHH YPOBEHb TOMOJIOTHH JOMCHOB.
Perientopsl HUTOKWHUHOB OKAa3aJIHCh CIOCOOHBIMH BBIMONHITH (DYHKIIHIO
OCMOCEHCOPOB MPHU UX IKCIPECCHH B KieTkax apoxokeit (Reiser et al., 2003).
XoTsl elle He YAalIoCh J0Ka3aTh, YTO PELEHTOPHI IUTOKUHUHOB BBITOIHSIIOT
(GYHKIMIO OCMOCEHCOPOB y PAacTeHHH, Takoe NPEIIIOJIOKEHHE HE JIMIICHO
ocHoBaHMi. Kpome Toro, mokasaHo, YTO B3aUMOJEHUCTBUE LIUTOKUHUHOB C
peLenTopaMy NPUBOJUT K HOBBIMICHHIO YPOBHS SKCIPECCUH Psijia IEHOB U B
TOM YHCIIE TEX U3 HUX, KOTOpBIe KOmupytoT nuTokuauHoKcHaasy (Kiba et al.,
2005, 2011). Takmm oOpazoM, BHOJIHE MOXKHO IIPEAINONAraTh, YTO
JCeTUApaTalls  MOXET  BOCIPHUHHMATBCS — PELENTOPHOW  CHCTEMOM,
aKTI/IBI/IpyIOHleﬁ IUTOKHMHHUHOKCHUIA3bI. AKTI/IBaI_II/IH IMUTOKHMHUHOKCHAA3bI 110
BIIMAHHUEM He6OJ'H)I_HOFO [[e(bI/II_[I/ITa BOABI MOXCT YCUIIUBATh FI/I}IpaBJ'II/I‘-IeCKI/Iﬁ
cHrHAN Onarofaps aKkTHBAlMM pachajga UUTOKHHUHOB U CHIDKCHHIO
COZIepIKaHUsI TOPMOHOB.

Takum oOpa3zom, TpH pa3HOOOpa3HBIX BHEIIHMX BO3ACHCTBUSX
HaOlroaeTcst OBICTPOe U3MEHEHHE KaK OOIIEro COIEepKaHUs LIUTOKHHHHOB B
pacTeHHsAX, TaK M MX PACIPEACIICHUS MEXKIY I0OErOM M KOPHEM, a TaKKe
MEXIy pa3HBIMH 4YacTsAMU pacTeHHi. IIpy MHOrMX HeONaronpHsATHBIX
BO3ACHCTBHAX INPOHMCXOOMIO CHH)KCHHE COICPXKAHHS LUTOKHHHHOB. JTO
MOXXET OCYIIECTBILTECS Kak Oaromapsi peryssiliiy TPaHCIIOPTa IUTOKUHUHOB
U3 MecTa MX CHHTe3a B APYTHe OpPTaHbl, TaK M 33 CUCT M3MCHCHHUS Xapakrepa
MeTaboJiu3Ma 3THX TOPMOHOB B CaMOM oOpraHe-muiieHd. Henb3s He
OTMETUTH, YTO OTHU AJAaHHBIC HEMHOTOYHCIICHHBI, 3a4aCTYI0 IPOTUBOPCUYMBEI,
MO3TOMY JlaNIbHEMHIIIee H3yueHHe MeTaboIu3Ma U TPAHCIIOPTa [IUTOKUHUHOB B
MU3MECHAIONIUXCA YCIIOBUAX BHEIIHENH Cp€abl OCTACTCA aKTyaJIbHbIM.
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Perynsanust pocra pacrenuii npu nepuoure NUTAHUSA
Heuyum munepanvrnozo numanus u 20pmonbl

B ecTecTBEHHBIX yCIOBUSIX OOUTAaHUSI PACTEHHS YacTO MCIBITHIBAIOT
HEJJOCTAaTOK 3JIEMEHTOB MHUHEPAJIbHOTO MHUTAHMS, U HPUCIIOCOONEHHE K HX
neQUUUTY CTAaHOBHUTCS YCIOBHEM BBDKHBAaHHSA pacTeHHH. OIHUM M3 BaXKHBIX
MEXaHW3MOB aJalTallid PAcTeHUH K HEJOCTaTKy MHHEpaJbHBIX BELIECTB
SBIICTCS. OTHOCHUTENBHAs AaKTHBAlMA POCTAa KOPHEH, YTO oOecreduBacT
BBDKMBAaHHE PACTCHHH NpH AeHLUTE MOHOB B IO4YBe. Bosbmoe BHHMaHue
[P 3TOM YIEISUIOCH TOPMOHAIBHON PETYJALUH POCTOBOTO OTBETa PacTEHUH
(Chapin, 1990; KymosipoBa u ap., 1999; Sharp, LeNoble, 2002). Bsuio
MOKa3aHO, YTO HEJOCTAaTOK B MO4YBE, KaK MOHOB, TaK W BOJBI NPUBOAUT K
CHIDKEHHIO COZIEp)KaHUsl LUTOKMHUHOB M HakoruleHHto ABK B pacteHumsx
(Kedemu u ap., 1989; XKonaxesuu, ITycrosoiitoBa, 1993). UsBectHO, 4TO
IUTOKWHHHBI aKTUBUPYIOT POCT MoOera W TOPMO3ST POCT KOPHEH B JJIMHY
(Bnoxun, 1986; Beck, 1996). DT1o nmamo oCHOBaHHME IpEaNONararb, 4YTO
CHI)KCHHUE COACPIKAHWS LIUTOKMHHHOB B PAaCTCHUH INPU JeQHIHUTE BOIBI H
HOHOB B II0YBE MOXKET CHOCOOCTBOBATh OTHOCHUTENBHOH aKTHBALMH POCTA
KopHed. JlaHHBIe JMTEpaTypbl MO3BOJIIOT Takke MpeNrojararb, 4YTo
HakorieHne ABK MoxkeT crmocoOCTBOBAaTh NPEUMYLIECTBEHHOMY pOCTY
kopreit (Chapin, 1990; Teplova et al., 1998).

Psanom  wmccnenoBaTeneil  ObUIO  MOKa3aHO, 4YTO  HAKOIUICHHUE
IUTOKMHMHOB TECHO CBSI3aHO C MUHEPAJbHBIM CTaTyCOM PACTEHUS, U YTO 3TH
TOPMOHBI MOTYT BBICTYNaTh CHIHAJIOM O JOCTYIIHOCTHM a30Ta W JPYrHX
muHepaibHbix BemecTB (Kymosiposa, Yemanos, 1989; Takei et al., 2001).
MeTa00s13M M TPAHCIOPT LIUTOKMHUHOB MOXXET U3MEHSTHCS! B 3aBUCUMOCTH
OT cTaTyca a30THOTO MTUTAHUSL.

Henocrarok MuHepalbHBIX BEIIECTB B KOpHEOOMTaeMOH cpele
NPUBOJMT K CHIDKCHHIO COAEPXKaHHS LUTOKHHHHOB B TKaHAX DACTCHUI
(Salama, Wareing, 1979; Sakakibara et al., 1998). Tak, pasbaBneHue
NHUTATeJIBHOTO pacTBopa B 50 pa3 yxke uepe3 CYTKH TNPHBOAWIO K
3HAYUTEIFPHOMY YMEHBLICHHIO KOHICHTPAaLMH 3THX TOPMOHOB B moOerax u
kopusix (Kuiper et al., 1988). B pacreHusix CHHKXAIOCh COAEPIKAHUE KaK
CBOOOIHOTO 3€aTWHa, TaK W ero pudo3mma. YMEHBIICHHE COIEpKAHUS
UTOKMHMHOB B HauOONbIICH CTEleHW HAONIONaNM NPHU HEJOCTaTKe a30Ta
(Kuiper et al., 1988; Groot et al., 2010), pocdopa (Kuiper et al., 1988; Groot
et al., 2010), xanerus (Kuiper et al., 1988). HauGonee BoipaskeHHBIM 3 deKT
Obu1 B ciiyyae neduiura azora. BMecTe ¢ 3TUM, HEIOCTATOK MHHEpAJIbHBIX
BELIECTB B MUTATEJILHON cpefie MPUBOAMI K NOBBILIEHUIO cofepxkanus ABK B
noberax u kopHsx (Kymosposa u ap., 1993; Palmer et al., 1996). Onnako B
HEKOTOPBIX HCCICHOBAaHMAX 3HauMTeNpHOro yBenmmdeHus ABK B TkaHsx B
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OTBET Ha HEJ0CTaTOK a30Ta HE HAOIIOAANoCh, HO OBLIO 3aperucTpUpOBAHO
MOBBIILICHHE COMEPKaHUsI ITOrO TOPMOHA B KcHiieMHOM coke (Brewitz et al.,
1995).

Tak xak KOpHHM, KaK M IIpEJIIoJiaraiid, SBISIOTCS IJIABHBIM MECTOM
cuHTe3a muTtokuHuHOB B pacteHusx (Incoll et al., 1990), BoBneuenue 3THx
TOPMOHOB IIPH KOPHEBOM CTpecce CIIOCOOCTBYET paclpoOCTPaHEHHIO CUTHaIa,
U TOTOK IUTOKMHHHOB U3 CTPECCHPOBAHHBIX KOPHEH MeHCTBUTEIBHO
MEHSUIICS, XOTs He BO Beex skcmepumentax (Hare et al., 1997). CiocoGHOCTS
IUTOKWHIHOB WHAYIHPOBATh SKCIIPECCHIO HECKONBKHMX TE€HOB B OTBET Ha
HUTPATHOE BO3ACIHCTBHE, NPEAINONAracT, 4Tro TPAaHCIYKIWS CHTHama o
COZEpKaHMHM a30Ta OINOCPENOBaHA LUTOKMHWHAMH, CHHTE3UPYEMBIMH B
kopusix (Sakakibara et al., 2007). Opmnako B apabumomncuce aKTHBALHS
skcripeccun IPT-reHoB, oTBeHarONMX 3a CHHTE3 LIUTOKMHUHOB B PACTCHUSX,
MPOUCXOAUT MPHU JCHCTBUN HUTPATOB HEmocpeAcTBeHHO Ha mober (Miyawaki
et al., 2004).

Ponb yumoxununos 6 peyiayuu cCOOMHOUEHUs MAccbl nobez/kopens
npu oeuyume MUHEpaIbHO20 NUMAHUSL

Jeduuur HMOHOB Tak ke, KaKk U NS(PHIUT BOABI COMPOBOXKIACTCS
OTHOCHUTEJIbHON aKTHBAILlMEH pocTa KOPHEH M TOPMOXKEHHEM pocTa mobera
(Janunosa, 1965; Kuiper, Staal, 1987). AnantiBHoe 3HauYeHHE ITOM peaKiuu
OYEBUHO: OHA ODECIIECUMBACT HKOHOMHUIO OTPAHHUYCHHBIX PECYpPCOB 3a CUET
CHIDKEHHSI CKOPOCTH pOCTa mobera W HUX Mepepaclpee/icHHe B KOPHHU,
HEoOXonuMoe AJIS MOAJEp KaHUA UX pocTa U (GOPMHUPOBAHKE MOITIONIAIOIIEH
MTOBEPXHOCTH. Hurubupopanue pocra JINCTHLEB, CHIDKAIOLIEE
TPAHCIUPAIUOHHBIC MTOTEPH, TAKKE MOKET UMETh aJalITHBHOE 3HAUCHHE MPH
JNe(UIUTE HOHOB, MOCKOJIBKY 0 HEKOTOPHIM JTaHHBIM HEI0CTATOK JJICMEHTOB
MHUHEPAJILHOTO MUTAHUS MOXET COMPOBOXIAThCS CHIDKEHHEM Typropa H3-3a
neduuura Bomer (Radin, Boyer, 1982). INpuuunuoit 3toro 3ddexra Morio
ObITh CHW)KCHHE THPABIMYECKON MPOBOJUMOCTH PACTEHHUH, KOTOPYIO
Habmonanu npu jaedunure autparoB u Qocdaros (Radin, 1981; Radin,
Eidenbock, 1984). Tloka3aHo TaKkke, YTO CHHXKCHHE THAPABIMYCCKON
MPOBOJUMOCTH KJIETOK KOPHEH TNpH YOAJCHWH M3 CPebl HHUTPAT-HOHOB
BBI3BAHO IIPEKpAIICHHEM TPAHCIIOPTA BOABI dYepe3 BOTHBIC KaHAJBI
(axBamopuwusr) (Clarcson et al., 2000) u MOXeT GBITH CBSI3aHO C 3aKHCIICHHEM
y noBepxHocTH KopHs (KtuTposa, Cxobenera, 2008). OTu pe3ynpraTsl AalOT
OCHOBaHME IMPEIIOJaraTh, YTO POCTOBAs PEAKIUs PACTCHUH Ha AeUIIUAT
HOHOB MOTJIa OBITH OOYCIIOBI€HA THIPABINYECKUMU CHUTHajmamu. OHaKo
MIPOBEPKE ITOr0 MPEAMOJOKEHUSI HE YIasUIOCh JAOCTATOYHO BHUMAHUSA 0
Hayasa Haliel paboThl.
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Bornee mupoko B uTeparype 0OCYKIaeTCsl 3HAYCHHE [TUTOKUHHHOB
B peakiMM pacTeHuii Ha geduimT MuHEpanbHoro mnwuranus (Goring,
Mardanov 1988; Kuiper et al., 1988, Chapin, 1990). Kak yxe ynoMuHamocs,
y4acTHe [IUTOKUHUHOB B HUTPATHOM CHTHAJIMHTE CBSI3BIBAIOT C MOBBIIIEHUEM
COJICP)KaHUS ATHX TOPMOHOB B PACTCHHSAX IOJ BIHMSHUEM BO3pPaCTaHUS
ypoBHs HUTparoB B cpeje (Sakakibara et al., 2007). Beuia taxxe oOHapykeHa
1 o0parHasi 3aBUCHMOCTB: HX COJIepKaHHE B PACTCHUSIX Maalo NapauielibHO
¢ nocrymaocthio nHOB (Kuiper et al., 1988).

Jo cux mop ocraercs 3aragkod  MEXaHHW3M ~ M3MEHEHMS
KOHIICGHTPAIlMM UUTOKWUHMHOB B PACTCHUSIX TMPH M3MEHEHHH YpPOBHs
MHHEPAIbHOrO MUTaHusl. ECTh OCHOBAaHUS MPEAINOJaraTh, YTO OH MOXET ObITh
HEOMMHAKOBBIM y JIBYy- M OJHOMOJBHBIX pacTeHuid. Tak, Ui pacTeHHid
KYKypy3bl OBUIO TOKa3aHO, UYTO TIOJ BIUSHHEM HUTPATOB CHUHTE3
[IUTOKWHHHOB AaKTHBUPYETCS B KOPHSX, YTO SBJIICTCS TEM CUTHAIIOM, KOTODPBIH
BIIMAET Ha QyHKIHOHUpoBaHue modera (Taniguchi et al., 1998). Curnanbuyro
(YHKIMIO KOPHEBBIX  I[MTOKWHWHOB TOATBEPOWIM  SKCIEPUMEHTHI  C
W30JIMPOBAHHBIMM  JIMCTHSIMH, TI€ I[IMTOKAHHWHBI, HO HE  HUTPAThl
MHIYIUPOBAIN T€ TCHBbI, AKTUBHOCTh KOTOPBIX MEHSIACH MPU JCHCTBHU
HUTPATOB Ha LieNibie pacTeHus. Bmecte ¢ TeM, y pacteHuil apabumoricuca
ObUTO TOKa3aHO TMOBBIIeHHEe Odkcrpeccud |PT-rema npum  oOpaboTke
HUTPATaAMHU U30JMPOBAHHBIX JINCTHEB, YTO YKA3bIBAET HA POJIb [[MTOKUHUHOB,
NPOJYLHPYEMBIX B JIHCThSIX, B peakiuu pactenuit Ha Hurpatel (Miyawaki et
al., 2004). Emie MeHee MHOHATEH MEXaHU3M TICHEpalUH UTOKMHHHOBOTO
CHTHaJIa py IeHUINTEe HOHOB. B HEKOTOPBIX IKCIIEpUMEHTax ObliIa MoKa3aHa
3aBHCHUMOCTh PEaKIiy Ha Ae(HUIIUT HOHOB OT MOCTYIUICHUS IUTOKUHHHOB U3
kopHelt (KynaeBa, 1962). B psiie onbIToB He ObUIO 0OHAPYKEHO W3MEHEHUS
KOHIICHTPAIIMA I[UTOKMHUHOB B KCHJIEME IPH HEJOCTaTKe 3JICMEHTOB
muHepaipHoro mutanust (Walch-Liu et al., 2005). Takum o6pasom, MeXaHH3M
W3MEHEHUS COACPIKAHUS [IUTOKMHUHOB IT0]] BIUSHHUEM YPOBHS MUHEPATIbHOTO
MUTAHKS OCTAETCS] MAJIO U3YUCHHBIM.

IMoueMy MMEHHO HUTOKHHUHBI MPUBIEKIN K ceOe BHUMAaHHE OPU
M3YYEeHUH PEaKIH PACTCHUH Ha JISQUIHUT DIEMEHTOB MHUHEPAIbHOTO
nutanus? Jleno B TOM, YTO MX JIEHCTBHE HA pACTEHHS MPAMO
MPOTUBOIIOIIOKHO BIMSHUIO AedHUIMTA a30Ta M JPYrHMX HOHOB: 00paboTka
pacTeHH DK30TCHHBIMH I[UTOKHHHMHAMH CTUMYJIHUPYET pOCT mobera, HO
nogasiseT pocT kopHei (Beck, 1996). Dto naBano 0CHOBaHHWE MPEAINOJIararh,
YTO CHW)KEHHE COACPIKaHUS B PACTCHHUSAX I[UTOKHHMHOB CIIOCOOCTBYET
TOPMOXXEHHIO pocTa modera M akTUBALMM pOCTa KOpPHEW, 4YTO Kak pa3
XapakTepHO [UIA PACTCHHM, WCHBITHIBAIOIIAX HEJOCTATOK 3JIEMEHTOB
MHUHEPaJILHOTO [THTAHUSL.

IMonaBneHue pocTa KOpHEH y pacTeHH HAOIIOIATN HE TOJBKO HPH
00paboTKe pacTeHHii YK30TCHHBIMHA [IUTOKHHUHAMH, HO M MPH MHAYKIHH ipt-
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reHa, KOHTPOJMPYIOIIEro CHHTE3 NUTOKMHUHOB B pactenus (Kuderova et al.,
2008). [lepuuuT UMTOKMHHHOB Yy TPAaHCTEHHBIX pPAacTEHHH, HA000pOT
NPUBOJMI K OTHOCHTENBHOM akTuBaiuu pocta kopueit (Werner et al., 2003,
2010).

Wurubupyromiee neiicTBUe IIUTOKUHUHOB Ha POCT KAaKOrO ObI TO HU
ObUTO OpraHa, B MPHHIMUIC, JODKHO  BBI3BIBATH YAUBIICHHE, IOCKOJBKY
LIUTOKMHUHBI HeoOxoxaumel i aenenus kiaetok (Miller et al., 1956; Hartig,
Beck, 2006). To, 4To OHM HYKHBI JUIsi pOCTa HE TOJBKO T0OeTa, HO M KOPHEH,
MOATBEPAMIN HAOMIOACHHST 32 MYTAaHTHBIMH PACTEHHSMH, y KOTOPBIX HE
(YHKIIMOHUPOBAJIM HOPMAJIbHO HECKOJNBKO M3BECTHBIX IUTOKHMHHHOBBIX
perrerrropoB  (Higuchi et al., 2004). Vyactne MUTOKHHHHOB B PETYIISIAH
pocTa KopHEi ObUIO MOKa3aHO C MOMOIIBI0 CHHXPOHU3UPOBAHHON KYIBTYPHI,
YTO UMEHHO [TUTOKHHHHBI HEOOXOAUMBI JUTS MepeXoia KICTOK U3 OJHOH (a3bl
KJICTOYHOTO IMKJIAa B JPYIYIO, IOCJIEC Yero HUX KOHICHTpamus JI0JDKHA
cumkarbes (Redig et al.,, 1996). Ilouemy e 3K30r€HHBIE IMTOKHHHHBI
TOPMO3SIT POCT KOpHEH? BakHO 3aMETHTh, YTO HEKOHTPOJIHpYyeMast
9KCIpeccHs ipt-reHa MUTOKMHUHOB MOKET PUBECTH K TOJABJICHUIO POCTa HE
TOJIBKO KopHed, Ho u mobera (McKenzie et al., 1998). Takoro poxa
pe3yabTarthl yKa3plBAlOT HA TO, YTO MPHYHHOW POCTHHTHOUPYIOIIETO
JCUCTBUSI IUTOKMHUHOB MOXKET OBITh HE MOBBINICHUE UX COJACPKAHUS Yy
00pabOTaHHBIX YK30TCHHBIM TOPMOHOM pACTEeHHMH (MJIM TMPH UHAKYUUH ipt-
reHa), a HapyIIeHHEe MPOIECcca TOHKOW PEryisiiiii WX KOHIICHTPAIUU CAMHUM
pactenueM. PocTUHrHOHpyIOliee  ICHCTBHE IUTOKUHHHOB MOXET OBITh
TaKXe CJIEJCTBUEM aKTUBALIMH CUHTE3a STHJIECHA O] BIUSHUEM [IUTOKHHUHOB
(Cary et al., 1995). Dtu pe3yabTaThl YKa3slBalOT HA HEOOXOAUMOCTH H3yYEHUSI
B3aMMO/ICHCTBHUS Pa3HBIX TPYIII TOPMOHOB JJIsi TOTO YTOOBI MMOHITH MEXaHU3M
UX JCHCTBUS Ha pPACTCHHSA. BakHYIO pOJb [UIS PETYISAIUH alanTHBHBIX
peakIii MOXEeT WrpaTb B3auMoAeWcTBHe nHUTOKMHMHOB u  ABK.
OIHOBPEMEHHOE CHIDKCHHE IEPBOI0 M3 3THX TOPMOHOB M HAKOIUICHHE
BTOPOTO — XapakTepHasi 0COOEHHOCTh PACTEHUI MPH MHOTHX cTpeccax (Hare
et al., 1997). Hakorutenne ABK mporcxoauT He TONBKO mpu JAeduire BOAbL,
HO ¥ 3JeMeHTOB MuHepansHoro nuranusi (Chapin et al., 1988). Hamu yxe
obcyxnanocs 3HaueHne HakoruieHns ABK mns momnmepxanus pocra KOpHEH
npu jpedunure BoAbl (Saab et al, 1990). Tor ke MeXaHH3M MOXET
(YHKIIMOHUPOBATH U TIPH HEJOCTATKE HOHOB, XOTSI 3TOMY BOIPOCY YAECISIOCH
MeHblre BHMMaHMs. Yactoe coBmamenue HaxomeHus ABK co cHmkeHueMm
COICpPXKAHUS  IUTOKMHMHOB  yKa3blBAET HA BO3MOXKHYIO TMPHYHHHO-
CIIEICTBEHHYIO CBSI3b MEXIY ITHMH COOBITHAMH. COMOCTAaBICHHE ACHCTBHS
3acyxu W 9k3oreHHOW ABK Ha 3KcmpeccHio TEeHOB IMTOKWHOKCHIA3BI
MO3BOJIMJIO TIPEAIONOKNTH, uYTO HakomuieHne ABK mpm 3acyxe Moxer
CHIDKATh COJICpXKaHUE I[UTOKUHWHOB B PACTCHUSX 4Yepe3 aKTUBAIHIO
muroknHuHOKCHAa3el (Brugiere et al., 2003).
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Peryasinusi BeTBJIeHUsI KOPHeil

BeTBnenue kopHeit — omHa W3 Hauboliee BaKHBIX aJalNTHBHBIX
peaKIyii, ONTUMHU3UPYIOIIUX POIIECC MOMNIOMICHNUS HOHOB U BOmIbl. OHO SIPKO
OpOSIBISIETCST  TMPH ~ HEPAaBHOMEPHOM  pACHpeNeNiCHHH  3JIEMEHTOB
MHHEPAJIbHOTO MUTAHUS B MOYBE: HEOAHOKPATHO HAOMIOMANM CTUMYJISIIHIO
BETBJICHHS KODHEH B odare C IIOBBIIICHHBIM coaepkanmem HoHOB (Hodge,
2004; Walch-Liu et al., 2006). MexaHn3m BIMsSHHUS KOHIICHTPAIIMA HOHOB Ha
BETBIICHHE KOpPHEW ocraeTcs 3arankod. Ho mombITKH pa3o0paThcs B ITOM
npobieMe IO3BONIIA BBUIBUTH PR (AKTOB, KOTOPBIC YKa3bIBAIOT Ha
CyLIECTBOBaHKE 0OMEHa CHIHAIAMH Ha YPOBHE IIENOro pacteHus. Tak, GbUIO
MOKa3aHo, YTO JIOKAJbHOE ACHCTBHE MOHOB OTIMYACTCS OT ACHCTBUS HOHOB
Ha 1IeJI0C paCTeHHEe: TMOBBIIICHHEC KOHICHTPAlMM HUTPATOB B oOuare
CTUMYJIUPYET BETBJICHHUE B HEM KOpHEii, a 00liee MOBBIIICHHE KOHI[CHTPAIIHH
HHUTPaTOB BO BCEil cpele KOPHEOOWTaHHsS MOAABISIET YIUIHHEHHE OOKOBBIX
kopHeii (Forde, 2002). Ha ocHOBaHHHM 3THX PE3Y/IbTATOB BO3HHUKJIA TUIIOTE3a O
CHCTEMHOM [CUCTBHHM HUTPATOB, MPEIMONATAIONIAs CHUTHAJIMHT HA YPOBHE
LIEIIOTO PACTEHUSL.

Kakue curhanel, mepeaaBaeMble W3 OpraHa B OpraH, MOTYT
ofbecreunBaTh Peryisiniuio BeTBieHHs kopHei? [Ipexnme Bcero, pedb MOKET
uard 00 aykcmHax. VX ydvacTHe B PEry/silMM BETBICHHS HE BBI3BIBACT
comuenuii (Blakesley et al., 1991; Casimiro et al., 2001). Xots 110 mocieqaum
JaHHBIM ayKCHHBI MOTYT CHHTE3MpOBaThcsi B camux kopmsx (Ljung et al.,
2005), TeM He MeHee, PsII UCCIEA0BAaHUH TTOATBEPKAAIOT yIacTHE ayKCHHOB,
MOCTYMAMOIIAX U3 M00era, B Peryisiiiik BETBICHHUs KOpHs. basumeranbHbIit
TPAHCIIOPT ayKCWHOB OT KJIETKH K KJIETKE W3BECTEeH MaBHO. IToka3aHO Takike,
YTO ayKCHHBI MOTYT TPAHCIIOPTHPOBATHECS B KOPHH MO (JIOIMHBIM COCY/IaM,
pasrpyxkasch B wux tepmuHamusx  (Baker, 2000). Ilomyuens
OKCIIEPMEHTAIbHBIC JAHHBIE O TOM, 9YTO TMOSBJI€HHE HOBBIX JIHCTHEB
CONPOBOXKAAETCS WMITYIIbCAMH [PHTOKA ayKCHHOB B KODHH M 3aKIIaJKOM
HOBbIX KopHe#t (Bhalerao et al., 2002). Ortu pe3ynbraThl MO3BOJSIOT
OOBSCHUTH ~ OOHAPYKEHHYIO  3aBUCHMOCTh  BETBICHHS OT  yPOBHSI
ocseriennoctu (Salisbury et al.,, 2007). Dro eme oauH sSpKuil mpUMeEp
mepeqayd CUTHAIOB W3 OJHOM YacTH pacTeHHWs B JApyryro. JleranbHoe
W3ydeHHE 3aKJIaJKd MPUMOpPANEB OOKOBBIX KOpPHEH U IOCIEAyIomen
CTUMYJIHSIIIAK UX YIJTMHEHHUSI TTOKA3aJI0, YTO TEPBBIi MPOIECC CKOPEE 3aBUCHT
OT TPAHCIIOPTa ayKCHHOB M3 KOHYMKA KOPHS, & BTOPOM — OT WX MPUTOKA W3
nobera (Marchant et al., 2000). Bmecrte ¢ TeM, yTBep:KICHHE, UTO ayKCHHBI,
CHHTE3UpYEeMbIC B KOPHSX, 00CCIICUNBAIOT 3aKJIa/IKy MPUMOPIHEB, & CTUMYII
JUSL  YIUTHHEHUSI C(OPMHUPOBAHHBIX MPUMOPAUEB MPUXOMUT H3 Mobera,
NpEICTaBIACTCS YINPOLICHHBIM. MCTOYHHKOM HAKOIUICHUs] ayKCHHOB B
KOHYHMKE KOpHEW MOTYT TakKe OBITh ayKCHHBI, MOCTYNHBILWE W3 mobera.
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Brut0 MOKa3aHo, YTO paclpe/eicHUe ayKCHHOB B KOPHSX M UX HAKOTUICHHE B
OTIPENCIICHHBIX CalTax 3aBUCHT OT MPOCTPAHCTBCHHOTO PACHOJIOKCHHS
nepenocurkoB aykcuHoB (Casson, Lindsey, 2003). Tem He MeHee, KOJTMIECTBO
IKCIEPUMEHTANBHBIX PAa0OT, B KOTOPBIX HM3Yy4ajOCh HU3MCHCHHEC YPOBHS H
pacrpeneNicHusl ayKCUHOB B KOPHSAX B CBSI3U C M3MCHCHHEM WX BCTBJICHUS,
YyTh JH HE YCTYNaeT KOJIMYECTBY O030pOB HAa 3Ty TeMy. BONBIIMHCTBO
uccieoBaHuil 0a3upyeTcss Ha KCIOJIb30BaHMU KOCBEHHBIX IMOJXOMOB, a HE
aHaJKM3e YpPOBHS TOPMOHOB B PAaCTeHHUsIX. MHOTO JOMyILICHUH OBLIO ClIeNaHo
NpU aHaNW3e pPeaKkiMyd PaCTeHHH C HapyIICHHEM CHHTE3a T'OPMOHOB HIIH
TOPMOHAJILHOTO CUTHANMHTA. Tak, OTCYTCTBUE BETBICHHUS KOPHEH B OTBET Ha
JIOKAJIbHOE MOBBIIICHHE HUTPATOB Y AYKCHHOBBIX MYTAHTOB 10 HEJABHETO
BPEMCHH OBLIO EIMHCTBCHHBIM JOKA3aTeIbCTBOM POJIM AYKCHHOB B 3TOM
peakuuu (Forde, 2002). Tonbko HeIaBHO MOSBUIMUCH JAHHBIE O KOPPEJSIUH
U3MEHCHUH YPOBHS ayKCUHOB B KOPHSX C MX BETBJICHUEM IMPH JIOKAJHHOM H
TOTAJILHOM BO3xeiicTBUM noHoB Ha kopHu (Walch-Liu et al., 2006; VBaHoBg,
2009). Bce »3TO CBUACTEIBCTBYET O HEOOXOAMMOCTH JaJIbHEHIITUX
HCCIICIOBAaHUN  pONM  ayKCHHOB, CHHTE3WpPYeMBIX B  mobere U
TPAHCIOPTHPYEMBIX B KOPHH, B  Ka4yeCTBe MJaJbHUX  CHUCHAJIOB,
00eCIeunBaIOIINX B3aUMO/ICHCTBHE T00ETa U KOPHSI.

CJOKHOCTH B HWHTEPHPETALUMH POJH HUTOKUHUHOB B PEryNISIUH
pocta KOpHEH yKe yMOMHHAINCH Bbilie. Bce cka3zaHHOe B MOJHOW Mepe
OTHOCHUTCS K JICUCTBHIO I[UTOKMHHHOB Ha BETBJICHHE. MHEHHE O TOM, 4TO
LUTOKMHUHBI TOJABJSIOT BETBICHHE KOPHEH IIMPOKO pPaCHpPOCTPAHEHO
(Ilmommuckas u np., 2002). Bmecte ¢ TeM, OTMEUYeHHas HEOOXOIUMOCTH
MUTOKHHUHOB ISl PEry/SIHM Iepexoja KJIETOK KOPHS OT OJHON cTaauu
KiaetouHoro mukima k apyroi (Hartig, Beck, 2006), crasur mponecc
(GOpMHpPOBAaHUS PUMOPIUCB OOKOBBIX KOpDHEH B  3aBHCHMOCTH  OT
UTOKAHUHOB. 3BECTHO, YTO B KOPHAX I[IMTOKMHUHBI PaCIpeIe/ICHbI
uHepasHomepHo (Brovko et al, 2007). He wuckmroueHo, dYTO 3Ta
HEPaBHOMEPHOCTh B  pACMpECiCHHH [UTOKHHUHOB  OTpaXaeT uX
HEOOXOAMMOCTh HAa ONPENCNICHHBIX CTaausIX (OPMHUPOBAHHS OOKOBBIX
kopueit. IlomydeHune OTBETa HAa OTOT BONPOC 3aBUCHT OT pPE3YJbTATOB
JaNbHEHIIET0 M3yYeHUS] MEXaHU3MOB, ONPECISIONIMX PEryJsIUI0 YPOBHS
LUTOKMHUHOB B PA3HBIX YACTAX KOPHSI.

Eme oauH TOPMOH, pOJIb KOTOPOrO B PErY/ISIHMHA BETBICHHUS
MPEACTABISIETCS JOCTATOYHO BAYKHOM, - 3TO abCIu30Bas kuciora. HekoTopbie
JAHHBIC JINTEPATYPhI YKA3BIBAIOT HA TO, YTO OHA MOYKET BBICTYIIATh B KAYECTBE
AHTAaroHMWCTa ayKCWHOB B perymsinuu BerBienust (Hooker, Thorpe 1998).
OIsITh K€ 3TH BBIBOABI OMHMPAIOTCS HA PE3YJBTAThl ONBITOB ¢ MYTaHTHBIMU
pacrenusimu. Ha 3TOT pas peub HIET O MyTaHTax C HAPYIICHHEM CHHTE3a HJIH
yyBcTBUTENbHOCTH K ABK. V Takux pacreHuil oTCyTCTBOBAjJO MOJABIECHUE
VIAJIMHEHUsT OOKOBBIX KOpHEH Ha (pOHE TOTaIbHO BBICOKOW KOHIICHTPAIMH
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HUTPATOB, YTO yKa3biBajo Ha ydyactue ABK B MHrHOMpOBaHWM YIJIMHEHHS
6okoBeIx KopHeit (Signora et al., 2001). HecmoTpsi Ha TO, 4TO Bpems OT
BPEMEHH NOSBISIOTCS KakK OJKCHEPHMEHTalbHbIE pabOThl, Tak M 0030pHI
(Zhang et al., 2007; Fukaki, Tasaka, 2009; Kiba et al., 2011), nocesiieHHbIC
POJM TOPMOHOB U Ja’ke UX B3aUMOJIECHCTBHUIO B PETYNIALUU POCTa KOPHEH mpu
pa3HBIX YCJOBUSIX, OYEBUACH SIBHBIH Ne(QHUUUT AAaHHBIX B 3TOi obmactu
UCCIIEIOBAHUN.
*kk

PacteHns cmocoOHBI KOOPIMHUPOBAaTh POCT  HAI3EMHBIX
OpPraHOB M KOpHS B HM3MCEHSIONIMXCS YCIOBHAX OKPYXKAIOWIEH Cpenbl, 4To
O4YCHb BaXHO I (POPMHPOBAHMS ACCHMIIIMPYIOUIEH M MONIOMAONIEH
noeepxHocTell. [lo maHHBIM NTEpaTypbl, Ta WIM HHas POCTOBAs PEaKIUs
pacTeHHs] MOXKET JOCTUTaThCs 3a CYET PA3IUYHBIX MEXaHH3MOB B
3aBUCHMOCTH OT XapakTepa BHENIHEro BO3JCHCTBHS W (PU3MOJIOTHYECKOTO
COCTOSHHUS pacTeHHsA. BaxHylo ponp B MOJAEPKAaHHMM pOCTa UIparoT
npoLecchl,  oOecreunBalolnIMe  BOCCTAHOBICHHME  OamaHca  MEXIy
MOINIONICHUEM M moTepeil Boabl. Bompoc o ToMm, KakuM o0Opazom
OCYILIECTBIICTCS  BHIOOD ONHOTO W3  AJNBTCPHATHBHBIX ~ MEXaHW3MOB
(yBenmmueHne THUAPABINYECKOH NMPOBOAMMOCTH, OOeCreunBaromell OombIIni
NPUTOK BOABI M3 KOPHEH, WINM CHI)KEHHE YCTHBHUYHOM INPOBOAMMOCTH) HE
UMeeT OJHO3HAYHOIO OTBETAa. B 3TOil CBA3M OYEHb Ba)KHO HCCIIENOBATh
OPUPOAY MEXaHU3MOB, 3aJCHCTBOBaHHBIX B IepeJade CHUTHAJIOB IO
pacTeHHIo.

HccnenoBannio TOPMOHAJBHBIX CHUTHAJOB B KOOPAMHALIUU
MIPOIIECCOB B IIEJIOM PACTEHUH YIENAIOCh HE Mano BHHUMaHus. U ceromss
W3BECTHO MHOTO IIPUMEPOB, MJOKA3bIBAIOUINX BaXKHYIO pPOJIb JAIbHETO
TPAHCIOPTa TOPMOHOB B PETYISAIUH IPOIECCOB, MPOTEKAIOUINX B Pa3HBIX
9acTAX PacTeHUs, HO IIPHU 3TOM OCTAETCSl OYeHb MHOTO BOIPOCOB, CBA3aHHBIX
9acTO C TPOTUBOPEUMBOCTHIO OKCIEPUMEHTAIBHBIX JaHHBIX. OcoObIi
UHTEpEC B OTOW CBA3M NPEACTAaBISIIOT LUTOKMHUHBL B oxHux
9KCIIEPUMEHTAILHBIX CHCTEMax II0Ka3aHa WX IapakpuHHas (QYHKIWSA, B
Jpyrux — TOIYy4YeHbl JOKa3aTedbCTBA MX CHUCTEMHOro peidctsus. Jlo
HACTOSIIIIETO BPEMEHH HEJOCTaTOYHO BHHMAaHHS OBUIO YAENIEHO PpOJH
HNOCTYNAIOMKUX M3 KOPHEH IMTOKMHMHOB B  PEryisliMd  yCThUYHOU
MPOBOAMMOCTH, XOTS B KQUECTBE MPETEHACHTOB HA POJIb KOPHEBBIX CUTHAJIOB
IIUTOKUHUHBI PACCMATPHUBAJIICHh NMPAKTHUYECKH C MOMEHTa WX OTKpHITHS. He
CHSTHI TaK)K€ IPOTUBOPEUHS, CBA3aHHBIE C UX BO3JCHCTBHUEM Ha POCT KOPHEH.
B s10i1 cBs3M, 0ueBUIHO, BaxHO U3y4arh ux B3aumoeiicteue ¢ UYK, ABK u
HUTpaTaMu.

HecmoTrps Ha mpusHaHWe aOCIM30BOM KHCIOTHI B KadecTBE
KOPHEBOTO CHUTHajla O HeOJaronpHusTHBIX H3MEHEHUSIX B KOpHeoOHMTaeMon
cpene (3acyxa, 1e(HUIUT HOHOB U T. JI.), BCE €IlIe OCTAETCsl MHOTO BOIIPOCOB O
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TOM, Kak (OpMHpYeTcs STOT CHTHaJl M KaKk OH TpaHC(QOpMHUpYeTCs B
3aBUCHMOCTH OT BHEUIHMX M BHYTPEHHHX (akTopoB pacteHus. Baxno
MOHATh, KAaKHE€ MEXaHW3MbI 3a/IeHiCTBOBaHBI B II€pEpacIpEeielIeHUN 3TOro
TOPMOHA B PACTEHUH, OT KOTOPOTO 3aBUCHUT U THAPaBINYECKas MPOBOAUMOCTD
KOpHSI, U COCTOSIHAE YCTBHIl, a TaKkKe WHTHOMpOBAaHHME WM IOAJEpP KAaHHE
pocTa B YCIOBUSIX CTpecca.

BnusHue THOPaBIMYECKHMX M TPOPHUUECKHX CHUTHAJIOB Ha
MIPOTEKAONINE B PACTCHUU IPOLECCH Takke ObUIo moka3aHo. Ho penko mx
perynsTopHas poib OOCYKZaeTcs BO B3aUMOACHCTBHM C APYTUMH
CUTHAJIBHBIMH  cuUcTeMaMH. Yamie  JUCKYTHPYETCS  NPHOPHTETHOCTB
TOPMOHAJBHBIX ¥ FHIPABIMYECKAX CUTHANIOB.

Wmeetcst psin paboT, MOCBAIIEHHBIX U3YYEHHIO HUTpAT-MOHA B
Ka4yeCcTBE CHCTEMHOro curHana. IlomyueHbl apryMeHTHl B MOJb3Yy TOTO, 4TO
KOPHEBOI HUTPATHBII CUTHAT BIHMSET HA MHOTHE NPOIECCHI, IPOUCXOAAIINE B
nobere, a Taxke INOKa3aHa U oOpaTHas CBs3b — MOCTYIAIOIIUE M3 IOOEroB
HUTPAThl BIMAIOT Ha METa0OJIMUeCKHe INpolecchl B KOpHAX. HekoTopsiid
ycIex, TOCTUTHYT B M3Y4YE€HHUH POJIM LIUTOKMHHUHOB B KOPHEBOM HHUTPATHOM
curHammare. HO He Bcerma »Ty cBsA3b MOXHO OOHapyxuth. I Bce emie
OCTaeTCsl MHOTO BOINPOCOB, CBA3aHHBIX C POJBbI0 LIUTOKHHUHOB B OTBETHOHN
peaKknuy pacTeHus Ha JeQUITUT MUTaHNUS.

Takum 06pa3oM, aHaIN3 JAHHBIX JIUTEPATYPhl CBUACTEIbCTBYET
0 HEOOXOOMMOCTH JalbHEWIIEro W3y4eHHS MEXaHH3MOB, KOTOpBIC
o0ecrieunBaroT nepegady CUTHAJIOB 10 PACTEHHIO, KOOPIMHAIMIO IIPOIIECCOB,
MIPOUCXOMAIIMX B Pa3HBIX OpraHax, M PEaKIMI0O PAcCTeHUIl KaK ETUHOTO
OpraHM3Ma Ha HM3MEHEHHe yCIOBMH ux oburtanus. HambGompmmii mHTEpeC
MOTYT TPEACTABIATh UCCIEAOBAHNS B CIEAYIOIINX HANpPaBICHHUIX: H3y4EeHHE
OTHOCHUTENIBHON pPOJIM MpPOLIECCOB CHUHTE3a, TPAHCIOPTAa U JalbHEHINIEro
MeTaboyi3Ma TOPMOHOB B mporecce (OPMUPOBaHHS M Iepeiadu
TOPMOHAJIBHBIX CUTHAJIOB, a TAK)Ke B3aMMOJIEHCTBHSA Pa3HBIX TOPMOHOB APYT
C IpyTOM U C TUAPABIMIECKUMH U CyOCTPAaTHBIMU CUTHAJIAMH.
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2. TOPMOHAJIbHBIN BAJIAHC U BOJHBIN OBMEH PACTEHUI
IIPU PAZHBIX YPOBHSIX MUHEPAJILHOI'O IUTAHUS

PoJib ropmoHabHOI cucTeMbl B (JOPMUPOBAHHU POCTOBOIO OTBETA NP
Pa3HbIX KOHLIEHTPALMSIX 3JIeMEHTOB MUHEPAJILHOIO MUTAHUS B cpeje

CoXHBIM XapakTep PEeakUUH PacTeHWH Ha M3MEHEHHE YCIIOBHHU
MUHEPaJILHOTO IUTAHUS COUETAETCS C UETKOI COMIacOBaHHOCTHIO IPOLIECCOB,
MPOTEKAIONINX B Pa3HBIX OpraHax, 4YTO JelaeT BO3MOXKHBIM INPEIION0KEHHUE
00 yyacTMHM B NpoOLECCEe aJanTallid PETYIUPYIOLIEro, HWHTErPHPYIOIIETO
MexaHu3Ma. llenpl0 MAaHHOTO JTama HUCCIENOBAaHUN SBIAJIOCH H3y4YCHHE
(YHKIIMOHANBEHON posu (PUTOTOPMOHOB B IIpOIieccax aganTalul PacTeHUH K
YCIOBHUSIM MHHEPAJIBHOTO IIMTAHMS, a TAKXKE MONCK KOHKPETHBIX MEXaHW3MOB
TOPMOHAJILHOM PEryssiius B CHCTEME MUHEPAIBHOTO MUTAHMS.

W3ydenne BIMAHUS TpagueHTa MUHEPAIBHOTO IUTAaHUA Ha
(hUTOTOPMOHANIBHBIA CTAaTyC W POCTOBBIE IOKa3aTeIH IPOPOCTKOB SUMEHS
copra Maiis pOBOIMIM HAa BOXHBIX PacTBOPAX CIEAYIOIINX KOHLEHTPALMH
MUTaTeNbHON cpenbl Xormanaa-ApHoHa (X-A): 1%, 10%, 100%, 500%.

Yepez 7 cyrok moclie pasMEUIeHUs pacTeHWd Ha cpene
Pa3NUYHBIMM KOHIEHTPAlMAMHU 3JIEeMEHTOB MHUHepaibHOoro nuranus (OMII)
MPOPOCTKH pa3uyajnch IO ANMHE KOopHed u moberoB (puc. 2). Ilpu
nedurmre (1% KOHIEHTpalus MUTATeIbHON cpenpl) U Ha u3dbITKe (500 %
KOHIIEHTpalus MuTarenbHoit cpeapl) DMII Habironanock mnoaasieHue pocra
HaJ3eMHOM 4acTu. MakcuMasbHbI POCT KOPHEHN B JJIMHY IPOUCXOAUI IIPU
neduimre nuranns. CTeneHp aKTHBAllMM pocTa KOpHel Ha ¢oHe nedunura
MUTaHMS 110 CPAaBHEHHUIO C YCIOBHBIM ontuMyMoM muTanus (100% cpena X-
A) cocraBuna 60 %. [Toka3zarens KOPHEBOTO HHJIEKCA MPH IS HUIIUTE TTHTAHUSL
(oTHOmIEHWE Macchl KOpHEW K Macce HAaJ3eMHOW 4YacTH) cocraBwi 1,22.
CHIDKeHUE JUTMHBI HAa/I36MHOI 9acTH MO CPaBHEHHIO C ONITUMYMOM ITMTaHHMS
cocraBmwio Ha pepumure DOMII — 20%, a Ha uU30OBITKE (500 %)
cootBeTcTBeHHO — 12 %. Kpome Toro Ha cpemax ¢ wu30eiTkom OMII
HaOII0AATI0Ch CHIKEHHE POCTa KOpHEH B JIMHY. B IpoLeHTHOM BBIpayKeHUN
9TO BBIDNIAZENO cieayromuM odpazom, Ha 500 % konunentpammuu — Ha 20 %.
Taxum 00pa3om, TeHINT MUHEPATIHHOTO MUTAHUS MPUBOIII K TOPMOXKECHUIO
pocta mobera W OTHOCHUTEIHHON aKTHUBAIIMKM POCTa KOPHEH, UTO SBIAETCA
XOpOILIO M3BECTHOM peaklued pacTeHU Ha HENOCTaTOK MUHEPAbHBIX
BelecTB B okpyxatoweii cpexe (Kuiper et al., 1988; Paxmankynosa u 1p.,
2001).
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Puc. 2. lnuna nagzemHoil yactu (HY) m xopHeil y pacreHnii sumMens
yepe3 7 CYTOK POCTa HA Pa3HBIX KOHLEHTPALUAX NMHUTATEJBHON cpelbl
(Xornanaa-ApHoHA)

Bbuto MHTEpecHBIM MpOaHAIU3UPOBATh, CBA3AHBI JIM YyKa3aHHBIC
pas3iuuus ¢ TOPMOHAIBHBIM OTBETOM pacTeHHi. B nmureparype oOcyxnaercs
ydacTHe TOPMOHOB B pETYISIMM POCTOBOTO OTBeTa Ha JAeuIuT
muHepaibHoro nutanus (Palmer et al., 1996).

[Ipn aHanmu3e SHAOTCHHOTO COAEPXaHUs (UTOTOPMOHOB OBLI
OOHapyKeH pa3JInYHBbIIl TOPMOHAJBHBINA CTATyC Ha 7 CyTKM NpeObIBaHUS HA
pa3nuuHbIX ypoBHIX OMII. Tak ObIJI0 yCTaHOBIEHO CHHXPOHHOE HaKOIUICHHE
COJepKAHUSA LUTOKWHMHOB B HAJ36MHOM YacTH M KOPHAX IIPOPOCTKOB IO
Mepe yBemmdeHus KoHieHntpamuu OMII B mutartensHoM pactBope (puc 3).
[Ipyyem HakOIUIEHHE NHWTOKMHHHOB MO IO MEpe CHIDKEHHUS JUIMHBI
KOpHEBOH cHCTeMbI. BeposiTHO, 3TO CBsS3aHO C y4yacTHEM IIMTOKMHHUHOB B
TOPMOKEHUH pocTa KOpHeBoH cucteMsl (Becenos u ap., 2007). [Ipuaumast mo
BHUMaHHE POJb LUTOKMHUHOB B aJaNlTallil K MHHEPAJIBHOMY MHUTAHHUIO
(YeprospsiHOBa M ap. 2005), B HameM ciy4ae YOAIHCh IIOKa3aTb, 49TO
TOPMOHBI IIUTOKWHUHOBOW INPHPOJBI MOTYT WIpaTh ONpPEEJICHHYIO POJIb B
aJanTallUOHHOM OTBETE SYMEHS Ha M3MEHEHHE YPOBHS MUHEPAIBHOTO
MUTAHUS.
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Puc. 3. YpoBenb copep:kaHHsI IHUTOKMHUHOB Y PpacTeHMil siUMeHs B
Hag3emHoii yactu (HY) M kopHsiX yepe3 7 CYTOK pocTa Ha pPa3HBIX
KOHLEHTPalUAX NUTaTeJbHOI cpeabl (XornaHnaa-ApHoHA)

Omnpenenenue conepxanus ABK nokasano cienyromryto KapTUHY -
Kak neuuuT, Tak U n3061Tok DMII, BBI3BaI HAKOIUIEHHE TOPMOHA B KOPHSX
(puc. 4), omHako ypoBeHr ABK Ha nmedunmre mUTaHHS MO CPaBHEHHUIO CO
100% cpenoii Ob11 Beimre Ha 260 %, B To Bpems kak Ha 500% cpene X-A — Ha
184 %. B Hajg3zemHON uyacTH pacTeHHs OBUIO YCTaHOBJIEHO, YTO IO Mepe
Bo3pacTaHus koHIeHTpaun OMII B cpezie, COOTBETCTBEHHO YBEJINYMBAIOCH
conepxxanue ABK B Hux. M3BectHo, uro ABK HakarumBaeTcsi B pacTEHUSX
IpH JCWCTBUHM HEONarompuaTHBIX (AKTOpOB (HANpHMEp, 3acCONICHHH), a
YPOBEHb €€ HaKOIJICHHS MPOIOPLHOHAJICH CTENeH! NoBpexaeHus (Becemor
u 11ip., 2007). B HamieM cirygyae MOTHBAIIUsI HAKOIUICHUS MOIJIA OBITH CBSI3aHa C
oxHo# ctopons! ¢ aedurrom DMII (YepkospsHoBa u ap. 2005), a B apyrux
YCIOBUSIX CTUMYJIOM CIyui u30biTok coneit (Kefu et al., 1991).

Curyanms ¢ conepxanuem YK BeImmsigena cieayrommM oopa3oM
— MakCHMaJlbHBI ypOBEHb cojlepKaHHs B moOere W KOpHA Ha JAepUINTE
OMII n MHUHMManbHAs KOHLEHTpalus B TKaHAX Ha 3acolieHnH (puc. 5).
[TockonbKy M3BECTHO, YTO AyKCHHBI HEOOXOAMMBI JJIsl pOCTa KOPHEH B JIMHY
(Becenos u ap., 2007), To nmapauieabHOE CHIDKEHUE JUIMHBI KOPHEH M YPOBHS
cogepxkanus UVK, MoXkHO paccmarpuBaTh Kak CBHJETEIbCTBO Y4YacTHSA
ayKCHHOB B POCTOBOM OTBETE Ha M3MEHeHHe cozepykanue DMII B cpere.

47



140
120 '\

100

. N A

60 W == KopHu

40 —&8—HY

Hr/r cbipoii macchl

20

1% 10% 100% 500%

KOHUeHTpaum1a nuTatenbHOM cpeabl

Puc. 4. Yposennb conepxxannss ABK y pacreHuii siuMeHss B HaJa3eMHOI
yactu (HY) u kopHsX 4epe3 7 CYTOK pocTa Ha Pa3sHbIX KOHIEHTPALMAX
NUTAaTeJBHON cpeabl (XoriaHnaa-ApHOHA)
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Puc. 5. Ypoennb cogep:kanusi UYK y pacrennii sumensi B Ha/i3eMHOM
yactu (HY) u kopHsX 4epe3 7 CYyTOK pPOCTAa HA Pa3HBIX KOHIEHTPALMAX
NUTaTeJbHOM cpeabl (Xornanaa-ApHoHa)
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OGHapy)KeHHLIC Koppesauuu MExXAy MOp(l)OJ'IOFPI‘ICCKPIM OTBCTOM
n I‘OpMOHaJ’ILHOﬁ peaxuneﬁ paCTeHI/Iﬁ Ha U3MCHCHUE YPOBHS MHUHEPAJIBHOIO
MATaHUusA CBUACTCIBLCTBYIOT O THEPCICKTUBHOCTHU OLCHKU KOHICHTpAalunu
(bPITOFOpMOHOB KaK JHAarHoCTHYCCKOI'O ITIOKa3areiisd, KOTOpI;IfI MOXET OBITh
HCIIOJIBb30BaH JJIA noa6opa OIITUMAJIBHOI'O (bOHa MUHEPAJIBbHOI'O MUTaHUA.
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Poan CyﬁCTpaTHLIX, THAPABIMYECKUX U TOPMOHAJBHBIX CUTHAJIOB
B peryJjisiiua oTBe€Ta paCTeHI/lﬁ NIICHUIbI ITPH I[e(l)I/IIII/ITe MHUHEPAJIBHOI0
NUTAHUA

Bauanue azomnoit HOOKOPMKU Ha codepafcauue UUMOKUHUHOB
6 IUCMbAX RUICHUUbL

V3omsmus TUCTheB YCKOPSIET HX CTapeHHe, KOTOPOE MPOSBISECTCS B
HApYLICHHH CTPYKTYpHl H (QYHKIMH (DOTOCHHTETHYECKOIO —ammapara.
CHmKeHHe colepkaHus XJopoduiuia SBISETCS ONHMM H3 IIOKa3aTeled
crapenns muctbeB (Nooden et al.,, 1997). Beictpoe crapeHme cpe3aHHBIX
JIUCTBEB MOXKET 3aMEJIAThCS IK30TeHHBIMU nuToknHnHamu (Kynaesa., 1962).
DT0 TPOUCXOAUT Onaromapsi aKTHBAIlMM AHTHOKCHAAHTHO#H cuctembl (Liu,
Huang, 2002), cunresa kaparuaonnos (Chernyad’ev., 2000) u nogaepkaHuio
CTpyKTYphI xsoporuiactoB (Zubo et al., 2008). B nureparype Takxke OMUCAaHBI
(GaKkThl YCKOpPEHHsS CTapeHHs JIUCTheB TMpH 00paboTKax BBICOKHMMU
KOHIleHTpanusamMu nuTokuauHOB (Carimi et al., 2004) u 3aBHCUMOCTH TOTO
nporuecca ot cera (Vickova et al., 2006). Hac unTepecoBana obpaboTka
W30JIMPOBAHHBIX JIMCTHEB MIICHUIBI PAacTBOPAMH a30TCOACPIKAIIMX COJIEH,
MIOCKOJIBKY Takasi oOpaboTKa, 10 JaHHBIM JIUTEpaTyphl, 3aMeUIsIeT MOTEPIO
XJIOpo(dIILIA U €CTECTBEHHBIM ITyTEM MOBBIIACT COACPIKAHNE IUTOKUHHHOB B
muctesx (Singh et al., 1992).

o HenaBHEro BpEeMEHH CYUTAIIH, YTO JUCThSI MHOTHX BHIOB 3aBHCST
OT JIOCTaBKM IUTOKMHHHOB W3 KOpHeW. M30is1usi JNHCTbEB OT MCTOYHHKA
LIIMTOKMHIHOB MOXXET OBbITh ONHOW M3 mpuuuH ux crapenus (Kymaesa, 1973;
Nooden et al., 1990). O6HapyxeHO, YTO B MHTAKTHOM PACTEHUM JEHCTBHUE
HUTPATOB HAa MHAYKIHMIO psijia TEHOB ONOCPEIOBAaHO IUTOKMHHHAMHM
(Sakakibara et al, 1998; Takei et al., 2001), cuHTe3 KOTOPBIX IO BIHSAHHEM
HUTPATOB AaKTUBUPYETCS B KOPHAX PpACTeHHH KyKypy3bl, a o0paboTka
pacTeHHi 3K30TeHHBIMH LUTOKWHUHAMH HU3MEHSET SKCIIPECCHIO psijia TeHOB,
perynupyromux Merabonusm asora (Brenner et al., 2005). Bumecte ¢ Tewm,
MOKa3aHO, YTO JKCIPECCHUsI FEHOB, KOAUPYIOIIUX H3ONECHTEHUITpaHchepasbl,
HE TOJNBKO OCYILECTBISIETCS B MOOEre MHTAKTHOIO PACTCHHS, HO M MOXET
H3MEHATHCS B 3aBUCHMOCTH OT ycioBuii (Tanaka et al., 2006). ITostomy Harm
HCCIIe0BaHusl ObUIM HANpPAaBJCHBl Ha M3yYCHHE BO3MOXKHBIX MEXaHW3MOB H
HCTOYHHUKOB TOBBIMICHUS COJEPKAHUS MUTOKHHWHOB B JIUCTHSX. [IpHHHMAs
BO BHHMaHHE, YTO TaKMMH MEXaHW3MaMH MOTYT ObITh KaK 3aMe/JIeHHe
pacriajia ropMOHa, TaKk U BEICBOOOXK/ICHHE U3 3aMacHbIX (HOpM MK, BO3MOXKHO,
cuHTe3 (€ NOVO, Hamu ObUTa W3ydeHA JIWHAMHKA PAa3IHYHBIX MPOM3BOIHBIX
3eaTWHa B CpPE3aHHBIX JIMCThSIX IPOPOCTKOB  MILIEHHUIIBI, KOTOpBIE
obOpabarpiBaun  Bomoit wim  pactBopoM NH;NO; Ilo HammM paHHBEIM
Cpe3aHHbIC JIMCTBS Y€ depe3 S5 OHell uMmenn Oonee HHU3KHMH YpOBEHb
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XJIOpoHIUIa MO0 CPABHCHUIO C MHTAKTHBIMH PACTCHUSIMH, B TO BpEeMs Kak
HUTPAT aMMOHHS 3aMeJISUT CHI)KEHUE ero cojiepkanus (puc. 6).
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Puc. 6. Comep:kanme xsopodpuiia ¢ u b M 3earmHa B JIMCTBSIX
MIIeHUIbI 10 30NN U Yepe3 NATH AHell mocie m3oasuun. [locie
M30JIILIUM JIMCThS YeThIpe pa3a B IeHb CMAYUBAJIH BOAOH (KOHTPOJIb)
WJIM pacTBOpaMu HUTpara amMonus (10 u 20 mM)

O6paboTaHHbIE HUTPATOM AMMOHHSI CPE3aHHBIE JIHCThS COJECpIKaIN

OounpIlle 3eaTHHA 10 CPABHEHMIO C JIMCThSIMH, 0OpaOOTaHHBIMHM Bomoil. B
KauecTBE MHIUKATOPA CTAPEHHUS JHUCTHEB OUYEHb YACTO HCIOIB3YIOT CKOPOCTh
pacnana B HUX xjiopoduisia. B To ke BpeMsi M3 JMTEpaTypHBIX MCTOUYHHKOB
XOpOLIO HW3BECTHBI (PaKThl BIMSHUS [UTOKMHMHOB Ha HaKOIUICHHE
(DOTOCHUHTETHYECKUX IMUTMEHTOB M  OEJKOB THJIAKOUAHBIX MeMOpaH
XJIOPOIIACTOB, & TAK)K€ CIIOCOOHOCTh 3K30TC€HHBIX LIMTOKMHUHOB 3aMEIJISTh
crapenue nuctbeB (Kymaesa, 1962, 1973). OOHapyXeHO Taxke, YT0O HUTPAThI
CIIOCOOHBI TMOBBIIATH YPOBEHb IIMTOKHMHMHOB B pacteHusx (Singh et al.,
1992; Takei et al., 2001). M3y4as KOHUEHTPALUIO HAOTCHHBIX IIMTOKMHHUHOB
U XJOpo(uiUia B M30JMPOBAHHBIX JINCTHAX PACTEHHUH IMIIEHWIBI, MBI TaKXe
OOHAPYKMII KOPPEJISILIMIO MEXIY CO/IEpXKaHHEM 3eaThHa U XJIOpoQHIuIa.
W3onupoBaHHBIE JHCTHS, KOTOpBIE IIOJBEPraJiich 00pabOTKE pacTBOPOM
HUTpaTa aMMOHHMs, HMMeJM Oojiee BBICOKOE COJIEpXKaHHE W 3earTHHa, MU
XI0po(dHUILIa TT0 CPABHEHHIO C JINCTHSIMHU, 00pabaThiBaeMBIMH BOIOH (pHC. 6).
MoxHO OBIIO TpeAmosiaraTth, 4YTO OOHAPY)KEHHOE B HAIINX
SKCIEepPUMEHTaX 3aMeIUICHHEe pacmaja xJIopodmwula B HM30JMPOBAHHBIX
JIMCThSIX, BBI3BAHHOE O0pabOTKOM pPacTBOPOM HHUTpaTa aMMOHHS, MOIIIO

51



MOACPKUBATHCS MIIH BHICOKAM YPOBHEM LIMTOKHHHHOB B 9THX JIUCTBAX, HIH
OpSIMO 3aBHCETh OT MOCTYIUICHHs B JIMCT HUTpara. Kak yxe ymoMHHAIOCH
BbIlIe, B pacTeHusx Arabidopsis oOHapyKeH psi TeHOB, IKCIIPECCHS KOTOPBIX
peryaupyercss W IMTOKMHHHOM, M HHTPaTOM, a B OJKCICPUMEHTaxX ¢
IeOULUTHBIMA TI0 a30Ty PACTEeHHSIMH KYKypy3bl OBLIO MOKa3aHO, dYTO
BIMSIHUE HUTPATOB HA DKCIPECCHIO TCHOB OMOCPEIOBAHHO HHUTOKHHUHAMH
(Sakakibara et al., 1998; Takei et al., 2001). Mcxons U3 3THX HaHHBIX, MBI
MOXKEM MPCANONOKHTh, YTO M B HALIMX OIBITAX C H30JHPOBAHHBIMU
JIMCTBSIMH, KOTOPBIC MBI 00OpabaThIBAalINd HUTPATOM aMMOHHS, YMCHBIICHHE
CKOpOCTH pacmama xjopo¢mmia OBIIO CBA3aHO C BBICOKHMM YPOBHEM
[UTOKUHUHOB.

JluHaMuKa CcoAep)KaHWs TOPMOHOB B HW30JHMPOBAHHBIX JIUCTBIX
npezcTaBieHa Ha puc. 7. Cpasy mocie M30JSIHHU JINCTa COJepiKaHue 3eaTnHa
B HEM PE3KO CHIKAJIOCh U TI0CIIE BPEMEHHOTO MOBBIIICHHS Ha TPETbH CYTKH B
JATbHEWIIIEM OIMyCKaNIOCh A0 OY€Hb HU3KOTO ypoBHs (puc. 7a). ComepxaHue
3TOr0 TOPMOHA B JIMCTHSIX, KOTOPbIE ObUIM 00pabOTaHbl pacTBOPOM HHUTpara
AMMOHHUSI, CHU)KQJIOCh B TEUEHHE MEPBBIX ABYX JHEH MOCIe U30JLILUY JINCTA,
a 3aTeM YBEJIMYHMBAJIOCh U OCTaBaJOCh BBHICOKUM [0 KOHIIA IKCIICPUMEHTA.
IIpu »TOM yMeHbIIeHUE cojepkaHusi Hykieortuaa 3eatuHa (3H) (puc. 70)
4yepe3 [eHb IMOCJE H30/IMU JIUCTA TMPOSBISUIOCH B OOIbIICH Mepe 1o
cpaBHeHHIO ¢ 3eatuHoM (3) um ero pubosmmom (3P) (puc. 7a m 7B) B
00pabOTaHHBIX HUTPATOM AMMOHHS JIUCTHSAX, B TO BPEMSI KaK B KOHTPOIJIBHBIX
COJIepIKaHUE BCEX U3YYCHHBIX HAMU MPOU3BOJIHBIX 3€aTHHA PE3KO CHUKAIIOCH
K KOHIIy MEPBBIX CYTOK M30JISILIMH JHUCTheB. [10BBIIIIEHHE YPOBHS CBOOOTHBIX
MPOU3BOAHBIX 3€aTHHA, OOYCIIOBIEHHOE 00paboOTKOH a30TcoepIKamie
COJIBIO, MOIIIO OBITh CJIEJCTBUEM 3aMeIUIeHHs1 UX pacnaja. M3omsuums iucra
NPUBOAMIA K MHOTOKPAaTHOMY CHIDKCHHIO COJIEPXKAHUS IPOM3BOIHBIX
3eaTWHa MOCJe BPEMEHHOTo HeOonbIIoro mobimeHus (puc. 7). Obpaborka
JIMCTHEB PACTBOPOM HHMTpPaTa aMMOHHSI BBI3bIBAJIA YBEIUUSHNE KOHLIEHTPALH
K B 9TUX JHCTBAX HA TMPOTHKEHHH TPeX MOCIEAYIOUMX JTHEH
IKCIIEPUMEHTA. DTH PE3YIbTAThI TOBOPST O TOM, YTO B H30JIMPOBAHHOM JIHCTE
HE TOJBKO MPOUCXOAUT pAacCHa] IIMTOKAHUHOB, HO MPH ONpPEACICHHBIX
YCIIOBHUSIX OHHU TAKXK€ MOT'YT B HEM HAKAIUIMBATHCSI JJAXKE MMOCIE MPEKPAIICHHSI
NpHUTOKa rOpMOHa u3 kopHeii (Singh et al., 1992).

N3 pucynka 7  BHIHO, UTO  CHIDKEHHE  COJEpKaHUS
3€aTHHHYKJICOTH/IAa Yepe3 JAeHb MOCie M30JSIIHMU JIMCTa 00Jiee BBIPAXKEHO MO
CPaBHEHHUIO C 3€aTHHOM U 3€aTMHPUOO03MIOM. OTH pPe3y/IbTaThl IaroT
OCHOBaHHME MpeAIoNaraTb, 4T0 B TEYCHUE IEPBOrO JHS TOCHE H30JISLHN
mucTa ypoBeHb 3 U 3P B ompeneneHHON cTerneHn MOT TOAAEPKUBATHCS 3a
CUeT BBICBOOOKACHHSI X U3 HYKIEOTHUIOB.
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Puc. 7. lunamMuka coiep:kaHus 3eaTuHa (a), HykJeoTuaa 3earuHa (0)
U pubosuna 3earuHa (B) B M30JHPOBAHHBIX JIMCTHSX MIIEHUIbI.
IMocsie M30sIMM JINCTHSI YeThIpe pa3a B [JeHb CMa4YMBaJIM BOJAOii
(xoHTpOJIL) WK 20 MM pacTBOPOM HHTPATa AMMOHHS

OnHako Ko
4TOOBI OCTaBaTHCS

BTOPOMY IHIO YpoBeHb 3H OBLT yXKe CIHIIKOM HH3KHUM,
HCTOYHUKOM TIOJCPIKAHUS CcoAep)kaHus 3eaTwHa. Kak
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W3BECTHO W3 JIMTEpaTypbl, JIMCThsi pacTeHWH MOryT HakarumBarh O-
omoko3uael  (Nishiyama et al., 2011; Kudoyarova et al., 2014). DOru
COEIMHEHUS] PAacCMaTpPHBAIOT B KadecTBE 3alacHOW (opMBI IIUTOKWHHHOB
(Letham, Palni, 1983). Habmronaemoe HaMu MEepBOHAYAIBHOE CHIDKCHHE
copepkanust cBoOonmHbIX nuTokumHMHOB (3, 3P, 3H) coBmagamo ¢
HakorieHueM O-IVTIOKO3MJIMPOBAHHBIX LUTOKMHUHOB B HW30JIMPOBAaHHBIX
JHCTBAX, 00pabOTaHHBEIX BOJOH, B TO BpeMs Kak BPEMEHHOE IIOBBILICHHE HX
KOHLCHTPAUX Ha TPETBU CYKH CONPOBOXIAJIOCh PE3KHM CHIDKCHHEM
koHneHtpanun O-rmoko3umoB (puc. 8). CremoBarellbHO, 3TH PE3YIbTaThI
MO3BOJIAIOT IIPEANoiararh, 4To IOJJICp)KaHUE CONIEp)KaHUS LUTOKUHUHOB B
W30JIMPOBAHHBIX JIMCTBAX II0CIEe OO0padOTKM WX BOINOH B KAaKOH-TO CTEHNEHU
MOIIO OBITh PE3YJABTaTOM BBICBOOOXKIECHUS MX 13 O-IIIOKO3MIMPOBAHHBIX
UUTOKMHUHOB. Ho 00paboTka HUTpaTOM aMMOHHS NPUBOAMIA CHadana K
MaJICHUIO COJICPXKAHUS BCEX LUTOKMHUHOB, a B KOHEYHOM HTOre - K
MOBBIILIEHUIO cofepkanus kak 3 u 3P, tak u O-rmoxo3unoB (puc. 80).
[MosTomMy O-TIIIOKO3U/BI B TAHHOM Clly4yae HE MOIVIM BBICTYNAaTh B KauecTBE
UCTOYHMKA CBOOOAHBIX (hopMm ropmMoHa. KakoB e HCTOYHMK HaKOIUICHHS
NPOU3BOIHBIX 3¢aTHHA B CPE3aHHBIX JIUCTHSIX, KOTOPBIC MONYYaIn TOJKOPMKY
coJsiMu a3oTa’?

B mocrennee BpeMsi 0OHApyXeH MIMPOKUIl CHEKTP LUTOKUHUHOB B
xnoporacrtax tabaka u nmenuipl (Benkova et al., 1999). Hakomuens
JaHHBIC O PONU LUTOKUHUHOB B IOIJCPKAHUH CTPYKTYPHl U (DYHKIUH
XJIOpOIUIACTOB, B TOM 4YHCJIEe W HA MoOJeKylsipHoM ypoBre (Kusnhetsov et al.,
1994, 1999), B pery/siiuy aHTHOKCHUIAHTHBIX CHCTEM JIHCTHEB B MPOLIECCE MX
crapenust (Vickova et al.,, 2006). OmHako BOMPOC O MPOUCXOKIAECHHU
LUUTOKMHHHOB B JIMCTBSX W OpraHeijiax He MMeeT OJHO3HauHoro orsera. He
SICHO TaK)Ke, HACKOJIBKO JIUCT 3aBHCUT OT MOCTaBKM IUTOKWHHHOB W3 KOPHSI.
BwMmecTe ¢ TeM, B uTepatype yke UMEIOTCs JaHHbIE O TOM, YTO TKaHU odera
MOTyT cuHTe3upoBarh 3T ropmoHsl (Chen et al., 1985; Singh et al., 1992;
Tanaka et al., 2006). Taxxe ObLJIO MOKA3aHO, YTO HHUTPATHI CTUMYJIHPYIOT
9KCHPECCHIO TEHOB, OTBETCTBEHHBIX 32 CHHTE3 IUTOKMHUHOB y DPACTCHHH
apabuoncuca (Miyawaki et al., 2004). TTo3ToMy MbI HPEANOIOKHIIH, YTO
W30JIMPOBAHHBIC JIUCThS ILICHHUIBI NpH 00pabOTKE HUX PacTBOPOM
a30TCOAepXKaIle CONMM  CIOCOOHBI CHUHTE3MPOBaTh LUTOKUHUHBL s
MOJIy4eHHsI apTYMEHTOB B T10JIb3Y TOTO MPENOJI0KEHUS TPOaHATU3UPOBAIIH
JHUHAMHUKY COJCpIKaHus M30NeHTeHImIaaeHo3uHa (puc. 9) u 3H (puc. 86).
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Puc. 8. Conepxxanue HEIIIOKO3UJIUPOBAHHBIX (3eaTuH,

3eaTHHPUO03U, 3€ATHHHYKJIHMOTHA) M IIIOKO3WIMPOBaHHBIX (O-
TIIOKO3W/IbI 3€aTHHA, €ro pudo3uaa U HYKJIEOTHAA) IUTOKHHHUHOB B
M30JIMPOBAHHBIX JHCTbAX MmeHUunbl. [locje W30JSUM JIMCThS
YeThIpe pa3a B JeHb cMauyuBaJM Boaoi (a) wam 20 MM pacTBopom
HUTpPaTa aMmMoHuus (0)

OCHOBHBEIM OyTeEM CHUHTE3a mparc-3€aTiHa B BBICHIUX PACTCHUAX
CUUTACTCA mpanc-ruIpoOKCUINPOBaHUC IMUTOKWMHWHOB
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M30MEHTEHUIaZICHUHOBOr0 THrna MoHookcurenazamu (Hwang, Sakakibara,
2006). Ho 31ech yMECTHO BCIIOMHUTB, YTO B JIMTEPATYpe €CTh apryMEHTHI B
MOJIb3y CYIECTBOBAHUS ANBTCPHATUBHOIO IyTH CHUHTE3a MpAaHC-3¢aTHHA B
pacTeHusX apabuIonCcuca, MPH KOTOPOM MPOHM3BOAHBIC 3¢aTHHA 00pa3yroTCs
HETMOCPECTBEHHO U3 aJICHUHA IyTeM MPUCOCTUHEHUS TUAPOKCHINPOBAHHOTO
pamukana (Astot et al., 2000). B Hamieii paboTe MBI HE MOXKEM OLICHUTH
OTHOCUTENBHBI BKJIaJ JTUX NyTed B NpeanojaraéMblii HaMu CHUHTE3
IUTOKHHIHOB B H30JINPOBAHHBIX JINCTHSX.

= O = KOHTPOIb

=
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(&)
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Puc. 9. Conep:xaHnne U30NMeHTEHNWIaeHO3UHA B H30JIMPOBAHHBIX JIMCTHSIX
nueHunbl. [lociie M30aAMM JUCTHSI YeThIpe pa3a B JieHb CMaYMBAJIH
B0O/10i1 (KOHTPOIb) 1K 20 MM pacTBOpPOM HUTPATa AMMOHMS

U3 pucynka 9 BHIHO, YTO COICp)KaHHE H3ONCHTCHMIAICHO3HHA
MOBBIIAJIOCH B HM30JIMPOBAHHBIX JIMCTBSIX, 0OpabaThiBaeMbIX HHUTPATOM
aMMOHHUSI, K KOHIly 3kcniepuMenTa. Ha pucyHkax 7 u 9 XopoIo 3aMeTHO, 4To
YPOBEHb COJICpIKaHMsI U30MEHTEHMIAICHO3MHA ObUT 3HAYMTENILHO HIKE, YeM
3eaTWHa Ha MPOTSDKEHWH BCETrO IKCIEPHMEHTA, & XOJ KPUBOM KOHICHTpAIMU
M30MEHTEHWIAZCHO3MHA HE IIOBTOPSUI AMHAMUKY 3€aTHHA. OTO MOXHO
0OBSICHUTD, ONUpasich Ha JaHHbIe yuTeparypsl (McGow, 1995) o Tom, yToO
M30MEHTEHWIAZCHUH U W30IIEHTEHUIaICHO3MH OOBIYHO HE HAKAILUIUBAIOTCS B
pacTeHuH, a OBICTPO THIPOKCHIIMPYIOTCS C O0Opa3oBaHHUEM IPOW3BOIHBIX
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3earnHa. Hykieoruna 3earrHa, KOTOPBIH Hapsily ¢ M30IEHTEHHIIAaCeHO3UHOM
SBJISAETCS OJHUM M3 MEPBBIX NPOAYKTOB B IENOYKE CHHTE3a LUTOKMHUHOB,
TaKke KaKk M  M30NCHTCHWIAJCHO3UH 3aMETHO HaKalUIMBaeTcs B
W30JIMPOBAHHBIX JIMCTHAX IIIIEHUIBI IOCIE HMX O0O0paOOTKH pacTBOPOM
HHUTpaTa aMMOHUS TOJIBKO Ha MATBHIA JEHb W3OJALUH JIUCTHEB B TOT CaMbIi
MOMEHT, Korna coxepxanue 3 u 3P yxe He yBennumBaercsi (ocTaeTcs Ha
ypoBHE deTBeprToro aHsA). O4ueBuaHO, uTO HakomieHue 3 U 3P k gerBepToMy
THIO MOTJIO MATH 3a cdeT Ooyee OBICTporo mpeBpameHus 3H, HakorueHue
KOTOPOTO B 3TO BpeMs ObUTO0 BBIpaxkeHo ciabee. MHTepecHO TO, dYTO
copepxkanue 3H cHmXamock B HECKONBKO pa3 depe3 CyTKU IOCIE M30JILUN
JHCTEEB Ha (oHE 0OpabOTKHM WX PacTBOPOM a30TCOAEpIKaIled CONH IpH
COXpaHEeHUH conepkaHus 3P M IBYKpaTHOM CHIDKCHUH COJEp)KaHMs 3eaTHHa.
Takum 06pa30M, N3 TIOJMTYYCHHBIX HaMH JaHHBIX BHJIHO, YTO THUAPOJIN3
3ar1aCHbIX q)OpM ITUTOKMHHUHOB MOT Ccoco0CTBOBAThL MOAACPIKAHUIO YPOBHA
AKTHUBHBIX q)OpM B HU30JIUPOBAHHBIX JIUCTHAX, JIMIICHHBIX IIPUTOKA
IMTOKHHUHOB U3 KOpHel. Ho 3ToT mporiecc cam mo cebe He MOT 00eCTIeYUTh
TMOBBIIICHUA YPOBHA HUTOKMHUHOB B H30JIMPOBAHHLIX JIMCTHIAX IIPpU HUX
00paboTke conepKallMMK a30T COJMSIMH. TakuMm o0pa3oM, HAMH IONy9IEHBI
apryMEHTBI B TOJIb3y TOTO, YTO B W3OJMPOBAHHBIX JINCTHAX MNIICHUIBI MPH
00paboTKe MX PacTBOpaMM a30TCOICPIKAIIEH CONMM MOTYT CHHTE3MPOBATHCS
IIUTOKWHHUHBI.

[lomydeHHbIe HaMHM pe3yabTaThl HCCICIOBAHWH IOATBEPKIAIOT
CJICITYIOIINE TIPETIONOKCHHUS:

]_[I/ITOKI/IHI/IHI)I Y4aCTBYIOT B 3aMCIJICHUU CTapCHUSA MU30JIMPOBAHHBIX
JUCTBEB IIpH 00paboTKe HMX pAacTBOPOM HHUTpaTa aMMOHHA. BpemeHHoe
HaKOIUJICHUE TMPOU3BOAHBLIX 3€aTWHA B H30JIMPOBAHHBLIX JIMCTHAX MNIICHWUIBI,
MoJBepraBImINXcs 00paboTke BOMOW, MOXET MPOHCXOAWUTH 3a CUeT
BBICBOOOKACHUST uX u3 O-mioko3waupoBaHHbIX (opm. Ilpu obpaboTke
N30JIMPOBAHHBIX JIMCTHEB NIICHUIIBI pACTBOPOM HUTpATAa aMMOHHSA OHU MOTYT
HPOAYLHPOBATH LIUTOKMHUHBI € NOVO

Hammm pe3ynbraTsl HE IMO3BOJITIOT OTBETHUTH HAa BOIPOC O TOM, B
Kakoil CTerneHW HoOer 3aBUCHM OT IIOCTaBKM IIUTOKWHMHOB W3 KOpHEHW B
MHTAaKTHOM pacTeHnH. Ho 1aHHBIe, HECOMHEHHO, CBHJICTEIBCTBYIOT B MOJIB3Y
TOTO, YTO B KCTPEMAJIbHON /I PACTEHHS CUTyallud HEOOXOANMBIN ypOBEHb
IMATOKMHUHOB MOXKECT IMOAACPKUBATHCA 3a CUCT CBA3AHHBIX (bOpM JOBOJIBHO
MPOAODKUTENIbHOE BpeMs (B TeueHHWe HeCKoabkux paHer). CunTte3
IATOKMHUHOB B JIUCTC TaKXE€ BO3MOXCH IIPpHU OIPEACICHHBIX YCIOBUIAX.
COBepHJeHHO O4YCBHUIHO, YTO OJHHUM U3 yCJ'IOBPIﬁ ABJICTCA  YPOBCHb
00ECIIeYeHHOCTH PAaCTeHUs MHUHEpalbHbIMH  cosiMi.  ClieoBaTesbHO,
W3ydeHWe [UCTAHIMOHHOTO CHTHAJHHra KOPEHb-TIOOET Yy pacTeHUH
COBEpIIEHHO HEBO3MOXHO 0e3 yueTa CyOCTpaTHBIX CHTHaJoB. Tem Ooiee, 4To
B IOCJEIHEe BpeMs YK€ ObUIO TOKa3aHO KaK B3aMMOJAEHCTBHE KOPHEBOTO

57



HUTPATHOTO CHUTHAJIMHIa € LOUTOKMHUHOBBIM, TaK W BJIHAHHUC a30THOT'O
NUTaHUA Ha CUHTE3 JaHHOT'O TOPMOHA.

Peaxyus pacmenuii na degpuyum uono6 6 numamenbHom pacmeope

Henocratok s1eMEHTOB MUHEPAJIBHOTO MHUTAHHUS M BOJBI B IIOYBE
NPUBOAUT K 3aMEUICHHIO pocTa mobera, B TO BpeMs Kak pPOCT KOpHS Y
pacTeHuii WHTHOUpYeTCss B MEHbLICH CTemeHW. OJTa POCTOBas PEaKius
pactenust  obecrieyMBaeT  OTHOCHTENIbHOE  YBEJIMYCHHE  IUIOLIAH
TIOBEPXHOCTH, KOoTOpas agcopbupyer moHbl (Chapin, 1990). Ona mpusHaHa
KaK Ba)KHEWIIast AJsl afanTainu K Ae(UIUTY BOABI U MOHOB. 3a MOCIEAHHE
JECATHICTUS] OBbUIM CJEJaHbl CEpPhE3HbIE INard B HM3YYCHHHM MEXaHHU3MOB
nepepacrnpezenenus 6moMacchl B monb3y kopas (Wilson, 1988; Chapin, 1990;
Frensch, 1997; Werner et al., 2010; Yamaguchi et al., 2010). HauGomnee
AKTHBHO pa3BUBAJIOCH HANpaBJeHUe 1o u3yueHuto ydactus ABK B perymsiun
cootHotreHus kopenns/moder (Chapin, 1990; Saab et al., 1990) B ycnoBusx
sacyxu (manpumep, LeNoble et al., 2004). Ponru ABK B pocToBoii peakiuu
KOpHs Ha JAe(UIUT HOHOB YACISIOCh 3HAYUTEIBHO MEHBIIE BHUMAHUS
(Chapin, 1990). IIpu 3TOM BCe € HAKOIUICH OMNPEACICHHBIA OMBIT
paspo3HeHHbIX ()akToB U B 3TOi oOmactu. [loka3zaHo, 4ro mpu aedunute
¢docdopa y 06000B TOpMOH MPEUMYIICCTBEHHO HAKAIUIMBAJCS B TMoOerax
(Jeschke, Hartung, 2000), meduuur a3ora W Kajus BBI3BIBAI HAKOIUICHUE
ABK B TKaHsx kopHe#l kykypyswer (Schraut et al., 2005). B paborax 4yarie
obcyxnaercs pons ABK B perymsinuu pocra mobera, a He kopas (Dodd et al.,
2002). Hapsimy ¢ 3TUM cymiecTByeT LEebIi psiji BOIIPOCOB, CBs3aHHBIX ¢ ABK-
CUTHAJMHIOM npu aeduimre MOHOB. [Ipexnme Bcero, 3To pacro3HaBaHHE
cUrHaja, KOTopbii BbI3biBaeT HakoruieHne ABK B pacrenusix npu nedununte
MHUHEPaJbHBIX BEIIECTB. SIBNsSETCS JIM OTUM CHUTHAJIIOM CHIXKEHHE
COZIep)KaHUSI MUHEPAJbHBIX  COJieH, LUTOKMHUHOB, HW3MeHeHue PH-
KCHJIEMHOTO pacTBopa ui Bofaubli aedurmr (Dodd et al., 2002; Wilkinson et
al., 2007, 2010), kOTOpBIii 4ACTO Pa3BUBACTCS MPH HEIOCTATKE MUHEPATHLHOTO
nutanus? CeromHs TakKe HET OJHO3HAYHOTO OTBETA Ha BOIPOC O MECTe
cunre3a ABK B pacrenuu B aTux ycnosusix (Hartung et al., 2002).

Xopowo u3BecTHo, yTo mnpu 3acyxe ABK, cuHTe3upoBaHHas B
KODHSIX pPacTeHHH, MOXET CIYXHThb B KauecTBE IOCTYMAMOLIero B mober
CHTHAJIAa ¥ BBI3BIBATh 3aKPBITHE YCTHHUI[ M TOPMOXEHHE pocTa jmcTa (Zhang,
Davies, 1989). Ilpu neduimre nWTaHUs B HEKOTOPHIX CIIy4dasX TaKKe
HaOmomanu nosblieHne KoHIeHTparuu ABK B kcunemHOM coke 0000BBIX
pacTeHH#, WCTBITHIBAIOIINX HemocTatok asora u (ocdopa (Jeschke et al.,
1997; Dodd et al., 2002). B to xe Bpemst ABK MoxeT cHHTe3MpOBaThCS B
noberax M TPaHCIIOPTUPOBATHCS B KOPHU O ¢ioame (Jiang, Hartung, 2008) u
CHOBa OKa3aTbCsl B KCHJIEMHOM COKe, PeUpKYIUpys B pacteHuH. [lostomy B
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ciydae neduIuTa MHUHEPAIbHBIX BEIIECTB B IIOYBE MCTOYHHMK HAKOIUICHHUS
ABK B pacTeHMHM ONpenenuTh JOCTATOUHO CJIOXKHO. AHAIHU3UPYS
Npe/CTaBIeHHbIe (haKThl, Mbl BKJIIOYMIIM B HAIIHU 33Ja4d HApsIy C aHAIU30M
JUHAMUKHU TOKa3aTejaed pocTa U TPAHCHOPTAa HMOHOB OLEHKY KCHIEMHOTO U
(J109MHOTO TpaHCHOpTa TOPMOHOB y PACTCHUI IIICHWLBI NPU JeuuuTe
MHHEPAIBHBIX COJICH B IIMTATEILHOM PAacTBOPE.

B mpenBapuTenbHBIX OKCIEPUMEHTaX HaMH Oblia momoOpaHa
KOHIIEHTpanusi  NHTAaTeIbHOTO  pacTBOpa,  KoTopas  obecnednBana
MaKCHMaJbHOE HAKOIUICHWE CBIPOM MacChl 7-THEBHBIX IIPOPOCTKOB
mmeHnnsl. B pesymprate 10%-HBIi  pactBop  XormaHma-ApHOHa
UCIIONB30Bald  BO BCEX IIOCJIEAYIONIMX O3KCHEPHMEHTaX B KadecTBE
ONTHMAJILHOTO JJIsI BBIPAIIMBAHUS PACTCHUI MIIEHMIBI JAHHOTO BO3pacra
(KynmostpoBa u ap., 1993). JlepuuuT MuHEpaidbHBIX BELIECTB CO3JaBajd
JIeCSITUKpaTHBIM pa3basieHueM 10%-ro muraTenbHOro pactBopa. braromaps
€XCHEBHOM OJHOBPEMEHHOH 3aMEHE IUTATEIbHOW Cpellbl B KOHTPOJIE U B
ombITe (TPWXKABI B ICHb Yepe3 paBHbIC MPOMEXYTKH BPEMEHU) KOHTPOJIbHBIE
pacTeHuAd cHaOxanu HCO6XOILI/IMI)IM KOJIMYCCTBOM ITMTATCIBbHBIX BCHICCTB B
TEUEHHE BCETO 3KCIEPHMEHTA, a ONBITHBIC PACTEHH HAaXOAWINCH B YCIOBUSIX
MOCTOSTHHOTO Aedurura.

Jedumur MHUHEpaNIbHOTO IUTAHUS YK€ 4Yepe3 CYTKH CHIDKa
JWHEHHYI0O CKOPOCTh pocTa Io0Oera CEMHIHEBHBIX PACTCHUH IIICHHIIBI
(manHBIC HE TOKa3aHBI). K KOHIly BTOPBIX CYTOK IPOSIBIISUIOCH TOCTOBEPHOE
MHIHOMPOBAaHNE HAKOIUICHHUS CHIPOM Macchl mobera, B TO BpeMs Kak Macca
KOpHSI OCTaBajlaCh Ha ypOBHE KOHTPOJBHBIX pacTeHHi (Tabin. 1). CHikeHue
CKOpPOCTH pocTa mobera, B TO BpeMs KaK POCT KOPHA MOAJEpPKHBAJICS,
MPUBOJINIIO K CHHIKEHHIO COOTHOILIEHHSI MacChl [T00ET/KOPEHb.

Tadnunua 1.
CrplIpas Macca modera U KOpHsl pacTeHWil NMIEHWIbl  UX COOTHOLIEHHE
yepe3 2 CYTOK mocJie pa3déaBiieHHs1 NUTATeIbHOr0 pacTBopa X-A ot 10 1o
1%; n=10. *- 0603Ha4Y€eHbI JOCTOBEPHBIE PATHYUA MEKIY MOKA3ATESIMA
koHTpois (10% X-A) u onmbita (1% X-A), t-Tect, p<0,05

ITurarenbHbIil Macca Macca [Tober/kopeHb
pacTBop nobera, Mr KOPHSI, MI'

10 % X-A 22545 132+5 1,70+0,04
1% X-A 202*+6 13146 1,50*+0,08

IlonoGHas pocrtoBas peaknus Ob1a OOHAapy)XeHa Yy pacTeHUH
TOMaroB W y MHorux napyrux BumoB (Chapin, 1990; Peug et al., 2013).
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OtHOcHTENbHAs aKTHUBALUS POCTa KOPHEBOW CHUCTEMbl — JIABHO M XOPOIIO
W3BECTHAs peaKlus pacTeHUH Ha HEJOCTaTOK MUHEPAJIbHBIX BEIIECTB B Cpesie
(Kuiper et al., 1988; Sattelmacher et al., 1993; Frensch, 1997; Paxmaukynosa
u z1p., 2001), koTopast BOCIIPOU3BOAMUIACH B HAIIUX IKCIIEPUMEHTAX.

[o naHHBIM JIUTEPATYpHI, AePULNT MUTAHUS IPUBOJIUT K CHIDKCHHUIO
CKOPOCTH TpAHCIIUpAlNU, YCTBUYHOW W THAPABIMYECKOW IPOBOIUMOCTHU
(Chapin et al., 1988; Carvajal et al., 1996). OnHako B HAIIHX 3KCTIEPHMEHTAX
pa30aBlicHHE NMUTATEIBLHOTO PAacTBOpa HE NMPHBOIMIO K OXKHAAEMOMY HaMH
CHIDKECHHUIO YCTHBHMYHOI MPOBOJMMOCTH M TPaHCIHPANNH, [0 MEHBIIEH Mepe,
B TEUYCHHE IIEPBBIX JBYX CYTOK HaOmroneHus (Tabn. 2). Bo3mMoxHBIM
00BSICHEHHEM 3TOT0 HEOOBIYHOTO TOBEACHUS YCTHUI] MOXET OBITH CHOCO0
BHIpalllMBaHMsl pacTeHud. PacTeHus WHKyOMpOBaJIM B TEYEHUE BCETO
OKCIIEpUMCHTA Ha FH[[pOHOHH‘-IeCKOﬁ cpeac, 4To MOIJIO MOBJIUATH Ha CTCIICHb
cyOepuHH3aIiu HOPMHUPYIOIIHXCS B KopHe mosickoB Kacnapu (Steudle, 2000).
IIponnmaemocts  mosickoB  Kacmapu  BimseT Ha  THAPABINYECKOE
COIMPOTUBJIICHUC KOPHA U B KOHCUHOM HUTOI'C HA BOHHLIﬁ oOMeH pacTeHus.

Taonauna 2.
Tpancnupanusi 1 yCTbHYHAsl MPOBOAUMOCTh PACTeHUH MIIEHUIbI Yepe3
2 cyTOK mocJie pa3daB/iecHHs1 MUTATEJIBLHOro pacteopa X-A or 10 50 1%;
n=10

Tloxazarenu 10 % X-A 1% X-A
Tpancrmparus, MOIb MmcT 2,5+1 2,3 +1
YcTbuyHasi IPOBOJUMOCTb, MMOJIb m2ct 86+4 95+5

B skcnepuMmeHTax ¢ ypajgeHHEM KOpHEH y PacTeHWH MIIEHUIBI MbI
HaOJIIOANIN KOPPEISILUMI0 MEX/Y YCThHYHON MPOBOIMUMOCTBIO U CKOPOCTBIO
(oTOCHHTE3a B TEYEHHE HECKOJIBKHX YacOB IOCJE BO3JEHCTBHS. 3aMeHa
10%-noro pactBopa X-A Ha 1%-Hblil He BbI3bIBaJIa OBICTPBIX (HECKOJIBKO
4acOB) MU3MEHEHUH CKOPOCTH POCTa JIUCTA. DTO MOTIO CBHUJIETEILCTBOBATH B
TOJIb3Y TOTO, YTO y PACTEHUI Ha pa30aBICHHOM cpelie epBoe BpeMsi He ObLIO
npo0JsieM C MOCTYIUICHWEM BOABI B pacTyIlue KIETKH W He ObLIO OBICTPBIX
THIPaBIMYECKUX CUTHANOB. [IponomkurensHOe BpeMst MBI HE HAOMIOAAIH 1
W3MEHCHUH YCTBUYHON MPOBOAMMOCTH (Tabi. 2), MOSTOMY JIOTHYHO OBLIO
OXXMJATh TOJUIEPKAHUSI CKOPOCTH ACCUMMJISIIIMY YIJIEKUCIIOTO ra3a Ha ypoBHE
koHTposs. Ho oxaszanmoce, 4Tto uepe3 CYTKM CKOpocTh (hoTocmHTE3a
cHmKanack mpuMmepHo Ha 30% mo cpaBHeHHIO ¢ KOoHTpoinem (puc. 10),
0CTaBasiCh Ha 9TOM YPOBHE U B IOCIIEIYIOLIHE BTOPhIE CYTKU IKCIIEPUMEHTA.
[MonyueHHple HaMM [aHHBIE O TOM, 4YTO JAECATHKPATHOE YMEHBIICHHE
COZIep)KaHUSI MOHOB B MUTATEJIbHOM pAcTBOPE HE BBI3BIBAIIO W3MEHEHHMS
pa3sMepoB YCTBMYHOI 1€, HO NPUBOJWIO K CHHKEHHIO YPOBHSA
ACCUMMJISILIMK YTJICKHCIIOTO r'a3a, HO3BOJIMIIM MPEATON0KHUTh, YTO HAPYIICHUS
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MOIIM HPOM30MTH B (YHKIMOHUPOBAHHHM CaMOro (hOTOCHHTE3HPYIOILETO
ammapara.

01% X-A
H 10% X-A

N w B (@) ] (o] ~
1

CkopocTtb accummnsaumm CO2,
MKMOIb/MZ+C

24 4 48 4

Puc. 10. CkopocTh acCCHMUISIHH YIJIEKUCIOT0 ra3a pacTeHHil MeHHIIbI
yepe3 1 M 2 cyrok mocje pa30aBjeHUs] NUTATEJBLHOIO PacTBOpa
Xornanga-ApaoHa ¢ 10 g0 1%; n = 20

Ilo nmaHHBIM JHTEPATYphl, yYMEHBUICHHE KOHUEHTPAlWH a30Ta B
OHUTATENIbHOM  CpeJje MODIO MOBIMSATH HA aKTHBHOCTH  (DEPMEHTOB
(hoTocuHTE3a, MOCKOJIBKY a30T BXOAWT B COCTaB M OCJIKOB, W MHIMEHTOB
(dorocunresupyromero armmapara (Paul, Driscoll, 1997). B nureparype ectsb
JaHHBIE O CYHICCTBOBAHUM KOPPEIAIUN MEKIAY KOHHCHTpaHHeﬁ a30Ta B
nucTe U ckopocthio (hortocuntesa (Reich et al., 1995; Niinemets, Tenhumen,
1997; Reich et al., 1997; Garnier et al., 1999), a Takxke 0 B3aHMOCBSI3H MK LY
cojiep’KaHueM a30Ta W yriepoja B perymsiuuu ¢dorocuntesa (Paul, Driscoll,
1997; Martin et al., 2002; Paul, Pellny, 2003). YMmeHbllIeHHE KOHIEHTPAIMN
HHUTPAT-MOHOB B IHTATeIbHOM pAacTBOpE WM 4YacTUYHas HMX 3aMeHa Ha
BOCCTAHOBJICHHBIC A30THBIE COSIUHCHUs (MOHBI aMMOHHSI, MOYEBHHA M Jp.)
MOXXET IPHUBOAUTH K CHIDKCHHIO COICpKaHUs azora B pactenun (Gashaw,
Mugwira, 1981; van der Boon et al., 1990; Giines et al., 1996; Santamaria,
Elia, 1997).

Panee npeamnoarajiv, 4To B YCJIOBUAX, B KOTOPBIX IMUTAHUC CTAHOBUTCS
JIAMATHPYIONM (HaKTOpPOM, MOHBI M BOJA, TIPEKIE BCETO, MOMAJAI0T B OPraH,
Ommwke K HEMy PACHOJIOKEHHBIM, 9TO 00ECHeYMBACT €ro IMPerMYIIeCTBEHHBIN
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pocrt (Gordon, Intyre, 2001). B HekoTOpbIX paboTax ObLIO OOHAPYKEHO, YTO IIPU
Je(uIHTe MUTaTeIbHBIX BEIIECTB BO3PAcTacT aKTUBHOCTh HUTpPAaTpPENyKTa3bl B
KOpHSIX, TJI¢ M NPOMCXOAWT aKTHBHOE BOCCTAHOBICHHE HUTpar-HoHOB (Lips,
1997; Stitt et al., 2002). OxHako IKCIEPUMEHTBI ¢ TPAHCHOPMUPOBAHHBIMH
pacteHussiMH Tabaka ¢ MOHM)KEHHOW DKCIIPECCHed HUTPaTperLyKTasbl MOKa3allH,
YTO CHIKEHUE COOTHOILIEHHMS ITOOET/KOPEHb CBI3aHO C COJECPKaHUEM HUTPATOB B
moberax, a He KOpHAX. Y TaKWX PAacTeHHH HE MPOMCXONMIO OTHOCHTEIHHOW
aKTHBAllUM pOCTa KOPHEH 3a CYET OTTOKA ACCUMHJISTOB B KOPHHU. ABTOpPBI
OOBSICHSAIOT 3TO HAKOIUICHWEM HHTPATOB B NOOETe B pe3ylbTaTe MOHIKEHHOMH
aKTHBHOCTH HUTparpeaykrassl (Scheible et al., 1997; Stitt, Feil, 1999). ITostomy
HaM HeoOXOIMMO OBLIO ONpEeNeNHTh COICPKAHWE a30Ta B 30HE POCTA JMCTa
mocie TIepeHoca pacTeHWd Ha pa30aBjIeHHBIH MHUTATENBHBIA  PacTBOP.
OrmnpeneneHue CoAep)KaHus a30Ta B PACTYIIMX TKAHAX MoOera B MPOICHTaX OT
CYXOTO BELIECTBA TOKA3aJ0, YTO €r0 COAEpIKaHUE Yepe3 CYTKHU IOoclie IepeHoca
pacTeHuii Ha pa30aBJICHHBIN MUTATEIbHBIH PACTBOP U3MEHSIIOCH HE3HAYUTEHHO
U HEAOCTOBEPHO (KOHTPOIH - 8,0+0,2% u pedurut - 7,6+0,2%, n=5).

Ta6auna 3.
Konuenrpauust HuTpar- cyjibdar- ¥ Xja0pua-uoHoB (MM) B KCHJIEMHOM
3KccyaaTe pacTeHMil MIIeHUIbI MPU pa30aBjeHHH MUTATEJLHOIO PacTBOpa
Xornanaa Apuona C 10 go 1% (medpuumMT nuTAHUA) U NOCJe yIaJdeHUS
YeThIpeX U3 NATH MEPBUYHBIX KOPHeEii (yIajaeHune KopHeii); N=9

Bpems 0,5 3,5 24

, d

NO; SO, CI | NO, SO° Cl | NO S0, C
WoHsI 2 2

Kourp | 6,7 0,3 2,8 6,8 11 0,8 73 12 08

0JIb + + + + + + + + +
03 01 0,3 0,3 0,1 0,1 03 02 01
Hedu _ _ _ 3,2 1,0 0,7 16 07 05
UT + + + + + +
MATaH 0,3 0,2 0,1 02 01 01
ns
Vnane 2,8 1,1 3,5 _ _ _ 22 18 09
HHUE + + + + + +
KOpHE 02 01 0,3 02 02 01
i

CHGHOB&TGHBHO IIOITbITKA OOBSICHUTH CHMIKCHHC CKOpOCTHU
ACCUMWJBILINU  YITICKUCIIOTO Ta3a B TCEYCHUE TICPBBIX CYTOK HAPYHICHUCM
COJCpIKaHMA a30Ta B 30HC pPOCTa TAKXKE HE HallJla SKCHECPHUMCEHTAJIbHOIO
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noxTBepkeHus. OOBIYHO CHMIITOMBI HUTPATHOTO AC(HIUTa PAa3BUBAIOTCS NPH
JUTUTEIFHOM TOJIOAQHWHM PAacTeHHWIl M MCTOLIEHWHM WX 3allacHOIoO Iyja B KOpHE
(XapuronamBunu u ap., 1993). CeeaeHuit 0 perymsiiuy OTTOKa HUTPaToB U3
KOpHE B MoOerd 10 CHX IOp MaJl0 M TOKa HE SCHO, KaKue MeXaHHW3MBbI
KOHTpOJTHPYIOT 3arpy3Kky keuemsl (Walch-Liu et al., 2005). ITostomy manee Ham
HEeoOXOmMMO OBUIO  OIpENeNnTh, KaK HM3MEHWIOCh COJAEp)KaHWEe HOHOB B
KCHJIEMHOM D3KCCyJaTeé TOCIe MIECSTHKPAaTHOTO pa30aBlICHHUS MHUTATEIBHOTO
pacTBopa. MI3MepeHns nokasanu, 4To yxke uepe3 3,5 1 KOHIEHTpanus HUTpaT-
MOHOB ObUIa B [BA pa3a HIDKE y PacTCHUH, KOTOPBIE POCIH Ha pa30aBICHHOM
MUTAaTeNbHOM pacTBope (Tabm.  3). DTo CHWKEHHE MOXHO OBLIO
paccMarpuBaTh B Ka4eCTBE CyOCTPAaTHOTO CHTHAJa, KOTOPBIH MOT IPUBECTH K
YMEHBIIEHUIO CKOPOCTH (POTOCHHTE3a U TOPMOXKEHHIO pocTa nobera. OmgHaKo
B JPYIHX OIIBITaX, B KOTOPBIX MBI PEOYLHPOBAIN KOPEHb MPOPOCTKOB
MILIEHUIBI TAKOTO YK€ BO3PACTa, COACPIKaHUE HUTPATOB CHIXKAJIOCH B 2,5 pasa
yxke uepe3 0,5 4 mocne ynaneHHsl YeThIpeX W3 ISTH KOPHEH, HO CHUXKEHHMS
ckopocTu (oTocuHTe3a He npoucxoauio (puc. 10). DTo MOXET roBOpHUTH O
TOM, 4YTO CHIKCHHE CKOPOCTH AaCCUMWISIMM YIJIEKHCIOro Ta3za H
TOPMOXKEHHE pocTa Mmobera B TEUEHHE INEPBHIX CYTOK IIOCIE pa30aBICHUS
MHUTATEIBHOTO PAacTBOpa OBUIO 0OYCIIOBICHO HE TOJIBKO MOCTYIUICHHEM HOHOB
n3 KopHA. O4EBHIAHO, YTO MBI JOJDKHBI U3YYHTh TAKXKE POJIb THIPABINIECKUX
U TOPMOHAIBHBIX CHTHanoB. ONIHAKO OTPUIATH BIMSHHE CYOCTPaTHOTO
CHTHAJIMHTA TaKXe ObLIO OBl HE CIIPaBeUINBO, YUUTHIBASI CIICAYIOIIHE JaHHbIE
HAaIIUX 3KCIepuMeHToB (Tadi. 3). Uepes cyTku mocie yMEHbIICHUS pa3MEPOB
KOpHsSI KOHLEHTpallMsi HHUTPAaT-MOHOB B KCWIEMHOM COKE OCTaBajlach
MPaKTUYEeCKH TaKoH ke, Kak u uepe3 0,5 4 mocne ymaieHus KOpHEH, XOTA
CTaja ellle CUIIbHEee OTJINYAThCS OT YPOBHS MHTAKTHOTO KOHTpOJIs. J{nHaMuKka
9TUX TMOKa3zarteneil mpu nedunure nuraHus ObUla MHOW, KOHUEHTpALMs
HUTPATOB B KCWJIEME y PACTCHHH C NeUIMTHON cpeabl MUTaHHUS K KOHILY
MEePBBIX CYTOK CHHXKAJIOCH BJIBOE 10 CPAaBHEHHUIO C YPOBHEM MEpBBIX 3,5 4
9KCIIEPUMEHTa M, COOTBETCTBEHHO, B €Il OOJIbIIEH CTENCHN OTJINYaNach OT
KOHTPOJIbHBIX PacTeHUH. BO3MOXHO, 4TO HE TOJBKO aOCOJIOTHBIC 3HAUYCHMUS,
HO M cama AMHAMUKa COJEp)KaHHWs HUTpaTa B KCHJIEME MOTJIA MOBIIHATh, KaK
Ha BOJHBIM 0OMEH, TaK ¥ Ha TOPMOHAJIbHBIN OallaHC pacTeHHMSI.

Bausinue oegpuyuma munepanbHulx geuyecmes Ha 600HbIL 0OMEH pacmenutl

HeO}IHOKpaTHO OBLIIO IMOKa3aHO, YTO HEAOCTATOK MHWHEPAJIBbHBIX
BECHICCTB B CPCAC NMPUBOIAUT K CHHKCHUIO FH}lpaBHquCKOﬁ MMPOBOANMOCTH
xopueit (Radin, Boyer, 1982; Radin, Eidenbock, 1984; Chapin et al., 1988;
Radin, Matthews, 1989; Carvajal et al., 1996 u ap.). ComiacHo ruIoTe3e
KJIapKCOHa I[e(I)I/IIII/IT HOHOB B Cp€JI€ BbI3bIBACT HU3MCHCHUS B MeM6paHax
KOpPHEH, IPU 3TOM CHIKASTCs UX CocoOHOCTh npoBonuth Boxy (Clarkson et

63



al., 2000). Kpome TOro, y TpaHCT€HHBIX PACTCHHUIl C MOHMWKCHHBIM YPOBHEM
THJPaBIMYECKOH MPOBOJMMOCTH ObUIA 3apETUCTPUPOBAaHA pe3Kas aKTHBAIUs
pocta xopHeBoii cuctemsl (Kjellbom et al, 1999). 3o mozsosmno Knapkcony
¢ coasropamu (Clarkson et al, 2000) BbIABHHYTH MPEINOIOKEHHE O TOM, YTO
CTUMYISIIMS ~ pocTa KOpHEH mnpu  Jgeduiure  MUTAHUS — SBISETCS
KOMIICHCATOPHOM  peakuueil Ha  CHIKEHHE UX  TUAPABINYECKOH
MIPOBOIUMOCTH.

Jis  OUmeHKHM BOXHOW TPOHHIIAEMOCTH MeMOpaH, KoTopas
XapaKkTepu3yeT MX CIIOCOOHOCTh NMPOBOAWTH BOJY, MBI MPOBEIH H3MEPEHHE
OCMOTHYECKOW BOJHOW MPOBOAUMOCTH KOpHEH. JlJIi OLlEHKH OCMOTHYECKOH
BOJHOW TNPOBOAMMOCTH KOpHEH HaMM OBUIM H3MEPEHBI CKOPOCTh IIOTOKA
KCHJIEMHOTO COKa M OCMOTHYECKOE JIaBJICHUE NMUTATENIbHOM cpeapl (Tabi. 4) u
KcuJieMHoro skccynara (tabm. 5). Ilotokx Boabl u noHOB (V) CHIDKANCS yxe
4yepes CyTKH Mocyie pa30aBiieHust TUTATEIbHOTO pacTBopa (Tab. 5).

Taonuna 4.
OcMoTHnyeckoe 1aBjieHHEe MUTATEeJBLHOT0 PacTBopa (7,), CKOPOCTh MOTOKA
KcuiieMHoro coka (V) M ruapapjiHyeckasi NpoBoAMMocTh Kopus (L)
pacTeHHii NIIEHHNBI TNpPH Ppa30aBJeHHH TMHTATEJHLHOTO PacTBOpa
Xormanaa-ApHoHna ¢ 10 5o 1 % (t — Bpems nocie pa3dasiaenus); N =9

tq pactBop T, V, Ly,
’ X-A, % MIla r/4 pacreane  r/u/Mlla/pacrenne
24 10 0,030 + 0.002 0,013 +0.002 0,215
1 0,010 + 0.001 0,006 + 0.002 0,320
48 10 0,030 + 0.002 0,010 + 0.002 0,120
1 0,010 + 0.001 0,005 + 0.002 0,075

IIpu 3TOM OCMOTHYECKOE MAaBICHHE KCHJIEMHOTO COKa (7y) Y OIBITHBIX
pactenuii cHmxanoch (Tabm. 5). MHbIMH cJ0BaMH, B HEM CHIDKAJIACh
KOHIOEHTpad OCMOTUYCCKN aKTHBHBIX BEHICCTB, YTO BIOJIHE MPEACKA3YEMO
rocJie epeHoca pacTeHus Ha pa30aBIeHHYIO MUTATEIbHYIO CPEy.

Taoanua 5.
OcmoTu4yeckoe JaBjieHMe KCUJIEMHOr0 cOKa () pacTeHMil NMIIEHHLbI
NpH pa30aBJIeHNU NMUTATEJILHOI0 pacTBopa Xorinanaa-ApHona ¢ 10 go 1
%;n=9

my, Mlla
Bpewms, u 10% 1%
24 0,090+0,003 0,030+0.002
48 0,110+0,002 0,070+0,003
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JBHXKyIEH CHIIONH OCMOTHYECKOTO TIOTOKA BOJBI M3 KOPHS SIBISIETCS
TPaJIMEHT OCMOTHYECKOTO IaBJICHHs MEXKIYy IUTaTelIbHOW Cpelod u
KCIWJIEMHBIM cOKOM. B konTpose oH coctasun 0,06 Mlla, a y pactenwuii,
KOTOpBIE MCHBITHIBAIH AeHUINUT MUHEpaibHoro nutanus — 0,02 MIla (Tadm.
4 u 5). Pacuer ruapaBiaudeckoll MPOBOAMMOCTH ITI0Ka3all, 4TO Yepe3 CYTKH
nocie pa30aBieHUS] NHUTATENBHONW Cpeibl CHIDKEHUS THAPaBIMYECKON
NPOBOAMMOCTH eme He mnpoucxomwno. CHIKEHHE 3TOTO IOKa3aTens
MPOUCXOIMIIO TOJIBKO Ha BTOPBIC CYTKH JIE(HUINTa MHUHEPAIbHBIX BEIIECTB B
MUTaTeNEHOM pacTBope (Tabi. 4). I[TockonbKy HJOCTOBEpHOE CHIKEHUE CBIPOi
Macchl o0era M TUAPaBINIECKON MPOBOJUMOCTH KOPHEH pEerHCTpHPOBAIOCH
B OIHO W TO K€ BpeMs - uepe3 ABoe cyTok (Tadm. 1 u 4) mocne pazbasineHHs
MUTATENBEHON Cpebl, OTHOCUTENbHAS aKTUBALMS pOCTa KOPHEH MOXKET OBITh
CJIC/ICTBHEM YMEHBIICHUS X THUIPABINYECKOI MPOBOAUMOCTH, IOCKOJIBKY O
HEKOTOPBIM JIaHHBIM THJPABIMYECKas M30JISIHS KOPHEH MOXKeT ObITh
MPUYMHOW OTHOCUTENbHOU aktuBaimu ux pocra (Frensch, 1997). Tem ne
MeHee, 3TO He MOIIO ObITh NPUYMHON CHIXKEHHS YPOBHA (OTOCHHTE3a,
KOTOpO€ MblI HaOmtofainu yxke uepe3d cyTku aedunura. O4yeBHAHO, YTO B
HaIllUX SKCIIEPUMEHTAaX CHIDKCHHE THIPABINYECKON MPOBOIAUMOCTH KOpHEH
He OBLTO MepBOH peakiyel pacTeHNH Ha Ie(UIUT MUTAHUS, YTO HAXOIUTCS B
HEKOTOPOM MPOTHBOPEYNH HE TOJBKO C THnoTte3oil Kiapkcona, HO u ¢
pe3yabpTaTaMH HEKOTOPBIX JPYTHX HCCIIEJOBaTeNeH.

W3 nureparypsl yXe M3BECTHO, YTO y PACTCHUH SUMEHS W TOMATa,
WCTIBITBIBABIIUX JE(PHUIUT a30Ta, CHI)KCHHUE THUIPABINIECKON MTPOBOIUMOCTH
npeaBapsuto M3MeHeHus1 ycThuuHO# mpoBoxumoctu (Chapin et al., 1988).
Jpyrue wuccienoBaHus MOKa3ald, YTO Yy pacTeHHH SUMEHs B OTBET Ha
UCKIIIOYEHHUE M3 CPEAbl Cepbl T'HMJpaBIMYeCcKas MPOBOJMMOCTh KOpHEH B
TeueHne 4 nHedl yMmeHbpmanach npuMepHo Ha 80% MO CpaBHEHHIO C
koHTpoibHbIMU pacTtenusivua  (Karmoker et al., 1991). Drtor sddekr
NPEIIIeCTBOBAJ CHUIKEHHIO CKOPOCTH TPaHCIHUpAUMK M (OTOACCUMMUIISIIMN
(net assimilation) (Gilbert et al., 1997). Kpome Toro, CyIiecTByrOT JaHHBIE O
TOM, YTO THJIpaBIMYECKas IPOBOJUMOCTh KOPHEH MOXET H3MEHSATHCA B
COOTBETCTBHM C HM3MEHEHHeM ckopoctd TpaHcnmpanuu (Mees, Weatherley,
1957; Passioura, 1988; Steudle, 2000; ®apxyraunoB u ap., 2003;
Tumepranuuna u ap., 2007, Kudoyarova et al.,, 2011). Koopmunaims
YCTBHUYHOM M THIPABINYECKOI MPOBOANMOCTH OblLIa OOHAPYKEHA U B APYTUX
paborax (®PapxyrauHoB u nap. 2003). MHoruMu HCCIEAOBaTENSIMA OBLIO
MOKAa3aHO, YTO HEIOCTAaTOK MHHEPAIbHBIX BEIIECTB MPUBOAUT K CHUKEHHIO
YCTBHUYHOM TNPOBOAMMOCTH, TPH 3TOM YCThHIIA MOTYT 3aKpbIBaThCS Kak
gacTnuHo, Tak u momHocthio (Wallace , Frohlich, 1965). Takas peaxmust
pacTeHuii OblTa BHOCIEACTBHM  HeomHokparHo ommcana  (Clarkson,
Scattergood, 1982; Chapin et al., 1988; Carvajal et al., 1996). bonb1oi Bkiazn
B MOHMMAHHUE BIIMSHMS a30THOrO M (hocOpHOro NMHUTAHMS HA YCTHUUHYIO
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NPOBOAMMOCTh U pacTshkeHue jucta BHecan Radin ¢ corpynaukamu (Radin,
Ackerson, 1981; Radin, Eidenbrock, 1984). 1x skcriepMeHTbI ¢ paCTCHHSAMHE
XJIONKa TMOKa3ayin, 4To npu aeduimre azora win ¢Gocdopa B MUTATEIHHON
cpene y pacTeHUi TOPMO3UTCS PACTsHKEHHE JIMCTA, YMEHBIIAIOTCS CKOPOCTh
TpPaHCIUpPAlMA M THAPABIMYECKas NPOBOAMMOCTb PACTCHUH, HO BOIHBIN
MOTEHIMAJ JJUCTHEB OCTAETCSI HEM3MEHHBIM.

ITpoTHBOPEUNBOCTh AAHHBIX JUTEPATYpHI, a TAKKe, OOHAPYKEHHOE
HaMH (XOTS W HEe OBICTPOE — TONBKO K KOHI[y BTOPBIX CYTOK) CHIDKEHHE
CHOCOOHOCTH KOpHEH MPOPOCTKOB IIIEHWIBI NPOBOJWTH BOLY IIpHU
HEJIOCTAaTKE ITUTATEIbHBIX HOHOB AK€ B YCIOBHAX T'MIPOIIOHUKH, TTOOYIMIO
Hac K OoJee moapoOHOMY M3YUSHHIO TAKUX ITOKa3aTesell BOAHOTO 0OMeHa Kak
BOJHBIM TOTEHIMANI W colep)KaHHe BoAbl. Tem Oojee, YTO COXpaHEHHE
BBICOKOW YCTBUYHOW IMPOBOAMMOCTH Ha (hOHE CHIIKEHHs TMAPABIMYESCKON
MIPOBOJUMOCTH JOJDKHO OBUIO MPHUBECTH K IUcOallaHCy MEX/y MOMIOMICHUEM
W WCIapeHUEeM BOJBI 32 CYET TpPAHCIHUpAlMd M B KOHEYHOM HTOTE€ - K
pasButuio Jeduumra Boasl B modere, Mo MEHbIIEH Mepe, K KOHILy BTOPBIX
cytok gaedunura nuraHus. IS NPOBEpKH I3TOTO IPEINOJIOKEHUS MBI
OTIpeNeNsIN OTHOCcUTeNbHOE coaepkanue Boabl (OCB). OCB — mokasartenb
ONMM3KMH K BOJHOMY TIOTCHIHMANy JIMCTA, KOTOPHIH XapakTepHu3yeT
CIIOCOOHOCTh HE pACTYIIMX JHCTheB (A (epeHIPOBaHHBIX) ITOTIIONATH
BOJY JI0 UX TIOJHOTO HACHIIEHMA. SICHO, 9TO 3Ta CIIOCOOHOCTH 3aBHCHT OT
CTETICHN HACBIIIEHUs KJIETOK JIMCTA BOAOW, T.6. OT MX BOIHOIO NOTEHIMANA.
Takum 00pa3oM, OTHOCHTEIBHOE COJECP)KAHUE BOIBI SBISETCS MOKA3aTeseM,
TECHO CBf3aHHBIM C BOAHBIM mnoTeHImaioM (Jones, 1992). OCB Ttaxxe
MO3BOJISIET CYAUTh O JeUuuuTe BOABI B JUCTe, KoTophlid paBeH (100 — OCB)
%.

B Hammx OJKCIEpUMEHTaxX OTHOCHTEIIHOE COJIEpKAaHUE BOIBI Yy
ONBITHBIX PAacTeHHH OBUI0O Ha YpPOBHE KOHTPOJBHBIX B TEYEHHUE BCETO
sKcnepuMenTa (tabi. 6).

Ta6auua 6.
OtHocutenbHoe coaep:kanue BoAbl (OCB) B JHMCTBAX NPOPOCTKOB
NIIeHUIbI TPU pa30aBjieHUH MUTATEJIbHOT0 pacTBopa XornaHaa-ApHoHa
¢ 10 10 1 % (t — Bpems nmocJie pa3dasiaenus); N =9

t oy OCB, %

’ 10 % 1%
24 90,8 £0,2 90,0 + 0,1
48 89,4+ 0,3 90,3+ 0,2

Pe3ynbTaTel TOBOPAT B MOJB3Y TOTO, YTO BOJHBIN MOTEHNIHAT ToOera
HE CHIDKAJICS Ha MPOTSHKEHUH BCEro BpeMeHu Habmopenus. OOpatuM Harre
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BHUMaHHE Ha TO, YTO BOJHBIA MNOTCHIHAT OOYCJIOBICH OCMOTHYECKHM
MOTEHIMATIOM U Typropom. M mpuMeM BO BHHMaHHE, OOHAPYXCHHOC HAMHU
CHIDKCHHE OCMOTHYECKOTO TIOTCHI[Malla KCHWJIEMHOrO 9KCCyaara, u
JIOCTaTOYHO OBICTPOE CHIDKCHHE CKOPOCTH HAKOIUICHHUS acCUMMIIATOB. Kak
OBICTPO 3TO MOTJIO MOBIUATH HA OCMOTHUYECKOE JaBlicHHe TKaHel mucra? Kak
BUJHO W3 TaOnuikl 6, Ha QoHE AePUIUTA MUTAHUS OCMOTHUYCCKOE JTABICHHUE
KJICTOYHOTO COKa TKaHEH JINCTa CHIKAJIOCH YK€ K KOHI[Y IEePBBIX CYTOK. JTO
JIOJDKHO OBIIIO TIPUBECTH K BO3PACTAHHUIO BOAHOTO moTeHIHana mcta u OCB.
OpHako B HamIMX OJKCIIEPHUMEHTax 3Toro He Habmomamocs, 1 OCB B
pacTeHHIX, KOTOPBIE POCIH Ha pa30aBICHHOM MTUTATEIHHOM PacTBOpE, OBLIO
He Boime, 9eM OCB B pacTeHHsX, MOMyYaBIIMX ONTUMAIFHOE MHUHEPAIHFHOE
nuTtaHue. [loCKONBKY, Kak yxe OBLI0O OTMEYEHO, BOJHBIN MOTCHITUAI
OMpENeNsAeTCs KaK OCMOTHYCCKHAM IMOTCHIMAIOM, TaK U TYPropoM KJIETOK,
JIOTUYHO TIPEIOI0KUTh, YTO Ha (oHe neduirTa MuTaHus CHUXKAJICS Typrop
KIICTOK. HOHy'—II/ITb OTBCT Ha 3TOT BOIIPOC 6])1.]'[0 O4YCHb BAXXHO IJIA ﬂaHHOﬁ
pa6OTI)I, IOCKOJIBKY U3MCHCHUE Typropa KJICTKHW MOXKET MOBJIUATL HA MHOTHC
IIPOUCXOJAIINE B HEU IIPOLIECCHI.

[Ipu momommm Kamepsl NaBICHHWS HAM YOAIOCh W3MEPUTH BOIHBIH
MOTSHIIAAN JIICTa PACTCHUN MIICHUIIBI Yepe3 CYTKH MOCIe MX MPOU3PACTaHUSA
Ha pa30aBICHHOM MHUTATEIFHOM pacTBope. Typrop iMcTa BBEIYUCISUIA Kak
pa3sHOCThP MEXKAY BOAHBIM H OCMOTHYSCKHM IIOTCHIIMAaMH. Pe3ymbTarsl
MIpeACTaBJIeHBI B TabmuIe 7.

Tadnuua 7.
IToxa3zaresn BogHbIX oTHoweHuii (MIla) JucTheB M KOpHeH pacTeHMI
NIIeHNIbl, KOTOpPble NOCTOAHHO pocau Ha 10% pacrBope X-A
(KOHTPOJIL) M Yepe3 cyTKU mocie nepenoca Ha 1% X-A. Ordop nmpod
OCYUIECTBJISUICS OXHOBPEMEHHO; N=5. *- CTATHCTHYECKH [JOCTOBEPHO
oTiMYaonuecs 3HaYeHns ot kKoHTpoJs (10% X-A); t-recr, p<0,05

Boxnerit OCMOTHYECKUM OcMOTHYECKUI
Konuenrpanus
X-A ITOTEHI[HAT IMOTEHIHAT Typrop nmucra IMOTEHIHAT
JIUCTA JIACTa KOpHSA
10% X-A -0,65+0,04 -1,24+0,06 0,59+0,03 -0,46+0,03
1% X-A -0,61+0,05 -1,05+0,05 0,44+0,03* -0,42+0,04

Kak BMIHO W3 NpHBEICHHBIX B TaOJIMIE IAHHBIX, TYProp KIETOK
JUCTa y pPacTeHHd C AeUIMTHON NHUTaTEeIbHOW cpelpl Majan K KOHILY
MEPBBIX CYTOK. DTO MOXXHO OBUIO OOBSCHHUTH CHI)KEHHEM OCMOTHYECKOTO
JABIICHUSI TKaHEH JIMCTa BCIEICTBHE YMEHBIICHHS NPHUTOKA HOHOB C
KCHJIEMHBIM 3KccynaToM. Ho Hanboiee BEpOSITHO, 4TO 3TO OBIIIO PE3ysbTaToOM
YMEHBIIIEHUS MTOTOKAa (POTOACCHMHUIIITOB (BCIEACTBHE OOHAPYKEHHOTO HAMHU
CHIDKCHHMS YPOBHS (OTOCHHTE3a), KOTOpHIE, IO [IAaHHBIM JINTEpaTypsl, B
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Oonblei MEpe, 4EM HOHBbI MOAACPIKUBAOT OCMOTHYCCKOC NABJICHUC KJICTOK
(Studer, Schmidhalter, 2007).

I/I3MepeHHe OBOJHCHHOCTH TKaHeH paCTeHI/Iﬁ mokasajio, 4TO 4€pe3
CYTKH MOCJIC Ppa3BCACHUA IMUTATCIbHOIO pacTBoOpa COACPKAHUE BOJbI B
noberax u KOpHAX OCTaBaJIOCh Ha YPOBHC paCTeHI/IP‘I, KOTOpbIC POCJIM Ha
ONTUMAJIBHOM ISl pocTa MUTaTeNbHOM cpene (puc. 11).
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Bpems Bo3nelicTBUs, U

Puc. 11. Copep:xanue Boabl B 1uddepeHIMPOBAHHON YACTH MOJTHOCTHIO
c¢()opMHPOBAHHOI0 MEPBOTo JucTa (A), B pacTyuleil yactu nodera (B) u B
kopHe (C) pacreHuii mneHMUbl NPUH Ppa3daBJeHMM MHTATEJbLHOr0
pacrBopa Xornanga-ApHoHa c 10 g0 1 %; n=9
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Tonpko Ha BTOpHIE CYTKHM HAONIONAIN CHIDKCHHE OBOJHEHHOCTH
TKaHell B OCHOBaHUM JUCTa (pacTyllas 4acTh), TA€ COACpXKAHUE BOABI OBLIO
JIOCTOBEPHO MEHBIIIE, 4eM B KOHTposie (N=9, BepOATHOCTh pa3IU4Uil BhIIIE
0,95). YmenblieHre cofepkaHus BOJBI B pacTyIlell 30He, BEPOSTHO, ABISIETCS
CJIC/ICTBHEM MaJICHUs TIPOHULIAEMOCTH MEMOpPaH JUIsl BOJBL.

Takum 06pa3oM, HEIOCTATOK MUHEPAIBHBIX BELIECTB B IUTATEIBHOM
cpene B TEUCHHE J[BYX CYTOK HPHBOIWI K CHIDKEHHIO THAPABIMYECKON
MPOBOJMMOCTH KOPHEH M CBA3aHHOMY C HHM JE(PHIUTY BOIBI B PacTymieH
4yacTH nodera. YCTbUYHAsI MPOBOJMMOCTh, TPAHCIHUPANNS U OTHOCHTEIHHOE
COZIEPKaHUE BOZIBI Y ONBITHBIX PACTEHUH HE M3MEHSIIHCH.

IIpencraBnsier MHTEpPEC TO, YTO JaXXe HA BTOPHIE CYTKH, KOT/A THA-
paBin4eckas MPOBOJUMOCTb Y)K€ CHIDKANach, 3TO HE MPUBOIWIO K CYIIECT-
BEHHOMY CHMXXCHHIO OBOJIHCHHOCTH TKaHEH pacTeHHM, U JIUIIb B 30HE POCTa
nucTa ObII0 HeOONbIIOE, HO JOCTOBEPHOE CHU)KEHHE COJiepKaHus Boabl. Ta-
KOH ke 3(PQeKT CHIKEHHS COIAEepKaHWs BOIbI B PACTYLIMX KIETKAaX, B TO
BpeMsi Kak OBOAHEHHOCTb MU(QepeHInpOBaHHbIX TKaHEH JIMCTa HE M3MEHSI-
Jack, MBI HaOIIIOAAIN U B OKCIEPUMEHTaX C ynajieHneM KopHed. OObsSICHHUTD,
KakuM 00pa3oM NpH HapyHIEHHH TUAPABIMYECCKOM MPOBOIUMOCTH TIOJIEP-
JKMBAJIACh OBOJHEHHOCTh TKaHEH rmodera mpy AeHUINTE MUTAHUS, TAKKE KaK
Y TIpM YAAJIEHUH KOPHEH, MPEeACTABISIETCSI BO3MOXHBIM C TOYKH 3PCHUS KOM-
MO3UTHOM Teopuu TpaHcmopta Boasl (Steudle, 2000) B tpancnupupyroiiem
pacTeHNH 3HAYMTENbHAS 9acTh BOJBI ABIKETCS IO amoIuiacty. BeposTHo, ¢
3THM IIOTOKOM CBSI3aHA CIIOCOOHOCTH pacTeHWH obecrieunBaTh 1moder HeoO-
XOJMMBIM KOJHMYECTBOM BOJBI, HECMOTPSI HAa CHM)XCHHE BOJHOI IpOHHIae-
Moctu MemOpan. Emie pa3 obpatumcst k pesyipratam P.H. Meiuuk u W.IT.
Epmakosa (Meychik, Yermakov, 1999) o tom, uto pa3basieHne MUTATENBHO-
ro pacTBOpa CKa3blBaeTcs Ha (U3UKO-XUMHUYECKUX CBOMCTBAX KIETOYHBIX
CTeHOK. B wacTHOCTH, MU OOHApy>XEHO, YTO NPH 3TOM YBEIHIHBAETCS KO-
s dunmeHT HaOyxaHus KIETOYHBIX cTeHOK. CrefoBaTeabHO, NeQUIUT TUTa-
HHS MOT TIPHBECTH K YBEIMUYCHHIO oObeMa aroruiacta. [IockoiIbKy B KOPHSIX
MOJIO/IBIX PACTEHHI CONPOTHBIIEHHE ITOTOKY BOJIBI 110 arloIIacTy 3HAUYNTEThb-
HO HIDKE, YeM IIPH TPAHCHOPTE €€ OT KIETKH K KIIETKe, yBeIndeHHe oobeMa
aroriacTa J0JDKHO 3HAYNTEIHHO YBEINYMBATH CYMMAapHYIO THIPABINIECKYIO
MPOBOJUMOCTE. JTO U MOXET OBITh MPUIMHONH OOHAPY)KEHHOH B HAIIMX 3KC-
MepUMEHTaX CHOCOOHOCTH PAcTeHHH MIIEHUIB! MOAICPKUBATH HEOOXOIu-
MBI IPUTOK BOJBI U3 KOPHEH, HECMOTPS HA CHUKEHUE BOJHOM IPOHULIAEMO-
cTH MeMOpaH. OTH e 3HAHWUA T03BOJISIOT OOBSCHHUTH, TIOYEMY HMEHHO B 30-
HE POCTa JIMCTa CHIDKEHHE COJCepXaHUSA BOABI OBIJIO Hanbojee CyIIecTBEH-
ueiM. Kak m3sectro (Tang, Boyer, 2002; Fricke et al., 2004), moTok BoasI K
pacTymuM KJIeTKaM JIHCTa MPEoJoJIeBaeT OONbIIOe KOJINYECTBO MeMOpaH
MEJNIKUX KJIETOK B 00JacTH OOKIaIKH COCYIHCTBIX IydkoB. Kpome Toro, B
OTIMYUE OT TPAHCIUPALUOHHOTO MOTOKA, MOTOK BOJABI, MOAJEPKUBAIOIIUIL
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POCT, IIBMDKETCS 32 CYET OCMOTHUYECKOTO I'PaJHEHTa U 110 OIPEAEICHHIO J10JI-
KEH WJITH 4Yepe3 MeMOpaHbl KIeTOK. [109ToMy ypoBeHb OBOJHEHHOCTH pac-
TYIIMX KJIETOK JINCTA B OOJIBIIEH CTETIEHH 3aBUCUT OT NMPOHHULAEMOCTH MEM-
OpaH Ui Bozbl. Tarke Kak M B OINBITHIX C PEAYKIHEH KOPHEBOH CHCTEMBI
pacTeHuil NMIIEHUNBl B OMbITaX ¢ Ae)UIUTOM IHTaHUS HEBO3MOXKHO OBLIO
W3MEPUTH OTAEIBHO T'HPAaBINYECKYIO TIPOBOIUMOCTS JIMCTA, HO MIPU U3Mepe-
HHUH THIPABINYECKON MPOBOANMOCTH KOPHS 4aCTh OCHOBAHMS JIMCTA OCTaBa-
JIOCh HE OTAEICHHBIM OT KOpHEH M BHOCWJIO CcBOW BKiaj. O4eBHAHO 4YTO,
CHIDKCHHE THUAPABIMYECKON MPOBOIMMOCTH, KOTOPOE MBI OOHAPYXKWIH, He-
n30e)KHO BHOCWJIO CBOHM BKJIAJ B MHTHOMpOBaHWE pocra jucra. OJHAKO ee
CHIDKCHHE TPOHCXOAMIO HEIOCTATOYHO OBICTPO (TONBKO K KOHILy BTOPBIX
CYTOK pOCTa pacTeHHH Npu AeUIMTE TUTAHUS) UL TOro, YTOOB! OBITH PH-
YMHOW OOHApYXEHHOTO B HAIIMX OIBITaX OINEPEkKAIOLIEr0 CHUKEHHSI CKOpPO-
CTH pocTa nnooera.

Takum 00pa3om, HECMOTpPsI HA YMEHBILICHHE MPOHUIAEMOCTH MEM-
OpaH 1 BOJbI, allOTUIACTHBIN MyTh 00ECHeYHBal AOCTATOUHBIN MPUTOK BO-
JIbl B TIOOETr, KOTOPBIi B pe3ysibTaTe He MCIBITHIBAN €€ Ae(UIUTa IPH CHIKeE-
HHUM 00ECTIEYEeHHOCTH PACTEHUH 3IeMEeHTaM1 MUHEpanbHoro nuranus. [lane-
HHE Typropa, KOTopoe MOTJIO OBITh IPUYNHON MHIMOMPOBaHUS pocTa rmoodera,
OBLIO CBA3aHO HE C YMEHBUIICHHEM NIPUTOKA BOJBI, & CO CHIDKCHHEM KOHIICH-
TpaIlil OCMOTHYECKH aKTHBHBIX BEIECTB B KJIETKAaX. JTO, B CBOIO OYEpEllb,
MOTJIO OBITH CIIEICTBUEM KaK YMEHBIICHHS NPUTOKA HOHOB M3 KOPHEH, Tak U
acCUMHWIIATOB n3 Au(epeHIMpPOBaHHON YacTH aucTa. IlocnenHee mpemrno-
JIO)KEHHE OCHOBAHO Ha 0OHAPYKEHHOM HaMH MHIMOMPOBaHHU (OTOCHHTE3A.

Takum 00pa3oM, K KOHILy NEPBBIX CYTOK C MOMEHTa pa30aBieHHs
NIUTATEJILHOTO PAcTBOpa NPSMON PETyJIATOPHOM POJM I'MIPAaBIUYECKUX CUT-
HaJIOB (YMEHbBIICHHUS THPABINYECKON MMPOBOAUMOCTH, Jeduiura Bo/ibl) Bbl-
SIBUTh HE yAajoch. Ho ecnu paccMaTpuBaTh TYprop KJIETOK Kak OJUH M3 I10-
KazaTesiell BOIHOTO OOMeHa, TO MOXHO OTMETHTh, YTO TaKOi CUTHAIl TeHepH-
poBaJics B 1odere Kak clieICTBHE Aeduiura HOHOB U (hoToaccCuMUIATOB. Ec-
JIM TIepBOHAYAJIFHO MOTJIa UJITH Pedb O CyOCTPaTHOM YPOBHE PEryJISILMN IPO-
TEKaIoOUINX B 1Mo0ere MpoIeccoB, TO B MOCIEAYIOIINE BTOPBIE CYyTKU TPYIHO
OyneT onpenesuTh NMPHOPUTETHOCTh KAKOTO-TO THIIA CHUTHAJIOB, M PeYb MO-
XKET UATH, TT0 MEHBILIEH Mepe, O B3aMMOJIEHCTBUU CYyOCTPAaTHBIX U THAPaBIIHU-
YECKUX CUTHANIOB. TeM Ooiiee, UTO CHMIKEHHE CKOPOCTH (POTOCHHTE3A B TEp-
BbIE CYTKH POCTa PAaCTeHHH NpH Ae(UINTE MUTAHUA TPYTHO OOBSCHHUTH MPS-
MBIM BJIMAHHUEM CHHKCHHUA COACPKAHUA MHUHCPAJIbHBIX COJIEH B KCHJIEMHOM
sKkceynate. TakuM 00pa3oM, eciii HeJJOCTATOK OCMOTHYECKH aKTHBHBIX KOM-
MIOHEHTOB B KJIETKax mobera Mor OOBSICHUTH TOPMOXKEHHUE €ro poCTa, OCTa-
BaJICI HEPACKPBITBIM MECXaHU3M OTHOCHUTEIILHON AKTHUBAIlUMU pPOCTa KOpHeﬁ
npu AeUINTE MUTAHUS, TOCKOJIBKY B KJIETKaX KOPHEH OCMOTHYECKOE JlaB-
JICHUE Yepe3 CYTKH I0cie IIepeHoca pacTeHHH Ha JeQUIUT MUTAHUS PAKTH-
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YECKH HE OTIIMYAJIOCh OT KOHTpouis (Tabui. 7), a yepe3 ABOE CYTOK Habirona-
Jach JIMIIb TEHICHIHMS K €ro CHWKCHHUIO (JaHHBIC He mpuBeleHbl). Ho Ha
JITAaHHOM 3Talle MCCIIeI0BaHUH yKe ObIJI0 OYEBHIHBIM, YTO B PACTEHUH 3aIlycC-
KaJICSl MEXaHU3M YCHJICHUs NPHUTOKAa aCCUMHJISATOB M3 moOera B KOPEHb, O
KOTOPOM CBHJETEIHCTBYET OOHApy)XKEHHOE HAMHM CHHIKEHHE COOTHOLICHUS
Cyxoit Macchl ober/kopeHs uepes 2 cyTok (tabi. 8).

Tabauna 8.
CooTHouleHUEe Mo0er/KopeHb CyX0ii Macchl OTHOI0 PACTEHHS MIIEHHIIbI
Nnpu pa3daBiieHUM NMUTATEJIbHOr0 pacTBopa Xorjianaa-ApHoHa c¢ 10 xo
1% (t — Bpemst mocJie pa3baBiieHus pactBopa X-A); N =50

t ITober/kopeHb

10 % 1%
24 2,28+0,06 2,294+0,05
48 2,7+0,05 2,3+0,07

[epepacnpenencHnue aCCUMHIISITOB MOTJIO OBITh MPUYMHON TPEUMYIIECTBEH-
HOTO pocTa KOPHEH, KOTOPOE MPOSIBISUIOCH B YBEIHMUCHUH CKOPOCTH HUX Y/I-
JIMHEHUS Y PacTeHUH ACHUIIMTHON MO MUTAHUIO CPEIbl U MOMACPKAHUU Ha-
KOIUICHHsI OMOMACChl Ha yPOBHE, HE HHUKE TOr0, KOTOPBIHA ObLT 3apErUCTPHPO-
BaH Y paCTCHHUH, BBIPAIICHHBIX HA ONTHMAJIBHON MUTATEIBHON cpele.

Janee HEOOXOUMO OBUTO BBISICHUTH, KAKUM 00pa30M OCYIIECTBIISICTCS H3Me-
HEHHE PaCIpeCCHHs aCCUMUIIITOB MEXKIy MOOEroM M KOPHEM y PacTeHH
MO/ BIUSIHUEM Je(hUITa MUHEPAIbHOTO muTaHus. Kak HEOHOKpPaTHO OTMe-
4aJoCh BBIIIE, 3TA POCTOBAS PEAKIIHU HMEeT OOJIBIIOE 3HAUYCHHE B aJalTalluu
pacTeHuil K yClIOBHSIM OOHMTaHMS, T.K. OHA HANpABIICHA HA MOWCK [TUTAHUS B
30HE KOpHEH, a TaKkKe MPUBOAUT K YBEIMUYCHHUIO IUIOIIAAU MOTJIOIAONICH
MOBEPXHOCTH KOPHs. [10CKOJIBbKY 3amyCK 3TON afaNTHBHON peakiuu He y/a-
JIOCh CBSA3aTh HAMPSIMYIO C HAPYILICHUEM BOJHOTO 0OMEHa, HEOOXOIUMO OBLIO
MPOJOJIKUTH MOUCK BO3MOJXKHBIX PETYJIATOPHBIX MEXaHH3MOB. Pojb ropmo-
HOB KaK PEryJIiTOPOB MHOTHMX IPOIIECCOB Yy PACTEHHUH XOPOIIO H3BECTHA
(Leopold, Nooden, 1984). TlosToMy najiee HaMH OBIJIO W3YYEHO BIIUSHHE Ji€-
(huIUTa MHHEPAIHHOTO IIUTAHKS HA COACPIKAaHHE TOPMOHOB B PACTCHHUSX.

Bzaumoodeticmeue cyocmpamuuvlx u 2uOpagIuieckux CUSHaI08 8 UHOYKYUuu
naxonnenuss ABK 6 nobeze

TunuuHasi pOCTOBasi Peakius PacTeHHN Ha JeQUIMT NMHUTAHUS XapaKTEPHU3Y-
€TCsI CHIDKEHUEM COOTHOIICHHS Macc MoOET/KOPEeHb, KaK OBLIO OIMHMCAHO BEI-
me. Ho momoOHOe mepepacnpenesieHne Macchl B IMOJIb3y KOPHEW HE Bceraa
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MOXHO OOBSICHHMTH JIOCTYIHOCTBIO PECYpPCOB, TaK Kak 3TOMY 4allle BCErO HE
MPEIIICCTBYIOT U3MCHEHHsI COACPKaHUA MakpoaseMeHTOB B mobere (Kuiper
et al., 1988; Forde, 2002). D10 MO3BONSAET MPEANONOKHTH, YTO PACTCHUS
HMEIOT LIEHTPAIM30BAaHHYI0 TOPMOHAJIBHYIO CUCTEMY PETyJISLIUH POCTa KOPHS
u nobera B ycnoBusix Hemocrarka nutanus (Chapin, 1990). Xopoio ussect-
HO, 4TO Je(UIUT MUTAHHS BHI3BIBAET CHW)KEHHE COZICPXKAHUS IIUTOKUHHHOB
(Kuiper et al., 1988; Kynosiposa, Yemanos, 1991; Forde, 2002; Rahaya et al.,
2005) B To Bpems Kak comepxkanne ABK mossiaetest (Chapin, 1990). ABK
TIPEIIIOJIOKUTEIHHO BBI3BIBAET HHIMOMPOBAaHUE pocTa rmodera u crocoOCTByY-
€T TIepPepacHpeNeNiCHNI0 aCCHMIUISITOB B KOPEHb, IOIEPKHUBAsI €ro poCT
(Chapin, 1990; Beck, 1996; Munns, Cramer, 1996). BoIbIIHHCTBO JOKa3a-
TEJILCTB BOBJICYCHHUS] TOPMOHOB B PETYIISIIIMIO POCTa PACTEHHUH IpH IedHULnTe
MUTaHKUs OTPBIBOYHBL B mocieaHue rofpl NpeInpruHATO HECKOJIBKO MOIBITOK
MPOCIIEUTh TOPMOHAIIBHBIA 0ajaHC y MYTaHTOB C M3MEHEHHBIM rOPMOHAJIb-
HBIM CTAaTyCOM B YCJIOBHSIX HOJIHOTO OTCYTCTBUSI 3JIEMEHTOB MUHEPaIbHOTO
MUTAHUS B CPEJIC WITH MPU UCKIFOUCHUH U3 cpeasl oguHoro u3 noHos (Chapin,
1990; Dodd et al., 2004; Rahaya et al., 2005). IIpeamnonaraercst, 4T0 U3MEHE-
HHUE KOHIICHTPAIIMM TOPMOHOB WTPAET BAXKHYIO POJb B PErYISALUH aJanTHB-
HBIX PEAKLUH, HANpaBIEHHBIX Ha NMPHUCHOCOOJICHUE PAaCTCHHH K W3MECHEHHIO
YPOBHS MHHEpanbHOro muTaHus. OIHAKO MEXaHH3MBl M3MEHEHHUS TOpPMO-
HaJIHOTO 0ajyaHca MpU 3TOM BO3JEHCTBHHU HE 10 KOHIIA SICHBI.
IIpn wHamem cmocobe MOAETMPOBAHWS JNeQUUUTA NHUTAHHUA IIyTEM
JecaTHKpaTHoro paz6asienust 10%-Horo pactBopa X-A MBI HE OOHAPYXHIH
HakoruleHHst ABK B KOpHSX M KCHJIEMHOM »JKccynaTe, HO B Tobere
coJiepKaHNe TOPMOHA TOBBIIIATIOCH B HECKOIBKO Pa3 yXke uepe3 CyTKH (Taoi.
9). Hakomnenme ABK B mobGere BO MHOTHX CiIydasx MPHBOAWIO K
YMEHBUICHUIO  YCTHHUYHOM  MPOBOJMMOCTH U  CHHXKEHHIO  CKOPOCTH
Tpancnuparmu pacrenuii (Mansfield, 1990).

Ta6auna 9.
Copepxanue ABK B JuCTBhAX M KOPHAX (IMOJL/T ChIPOH Macchbl) M
coiepkaHue B KCUJIEMHOM cOKe (IIMO0JIb/T) pacTeHUH MIeHUbl, KOTOpbIEe
NnocTossHHO pociin Ha 10% pacTBope X-A, 1 Yepe3 CyTKH MOCJIe IIepeHoca
Ha 1% X-A. Ot6op npo0 ocymecTBJsIJICS ONHOBPEMEHHO M 000HMX
BapHAaHTOB. N=5; *- CTaTHCTHYECKH JAOCTOBEPHO OTJIHYAKIIHECS
3HaveHusi or kKoutpoas (10% X-A); t-rect, p<0,05

[Tpo6s1 Conepxanne ABK

10% X-A 1% X-A
Jlucr 87+11 178+19*
Kopens 45+4 38+4
Kcunemuslii axccyaat 4,5+0,4 5,7+0,6
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B Hammx onelTax Mbl 0OHApYXWJIM, YTO YCTHUYHAS POBOAMMOCTb PACTEHHUN
npyu pa30aBlIeHUH MUTATEIBHOTO PacTBOPa OCTaBajlach Ha YyPOBHE KOHTPOJIS.
3TO TPOTHBOPEUYMIIO XOpOIIO H3BecTHOW crocobHocTH. ABK 3akpeiBath
ycrpuna. B To ke BpeMmsi M3 JUTEpaTypbl M3BECTHO, YTO B OOJBIIMHCTBE
ciyuacB He oOmiee comepkanue ABK B mobere wWMeeT OTHOIICHHE K
perynsuuu ycthuaHOW mpoBogumocTd, a ABK kcumemHoro coka (Zhang,
Davies, 1989; Hartung et al., 2002), B koTopoM Hamu He ObIIO OGHAPYKEHO
CYIIECTBEHHOTO WM3MEHEHHs COICp)KaHHs 3TOro ropmoHa. O4YeBHIHO, 4YTO
OTCYTCTBHE pEaKkIMM YCThHI Ha pa30aBlICHHWE NHTATEJHFHOTO pPacTBOpa B
HAIIUX SKCTIEPUMEHTaX OBIJIO 00YCIIOBIEHO HEM3MEHHBIM conepkanreM ABK
B KCHJIEMHOM COKE.

W3BectHO, uro HakomieHue ABK B JMHCTBAX B pesyabraTe 3acyXu
WIM DK30reHHas o0paboTka pacTeHWH OSTHM TOPMOHOM IPHBOJAT K
CHIKEHHIO (DOTOCHHTETHYECKOro (GochOpUnupoBaHis W HHTEHCUBHOCTH
¢dorocunresa (Popova et al., 1996; Liu et al., 2004). ITo qaHHBIM THTEPATYPHI,
CKOPOCTh ACCUMWIIALIMU YTJIEKUCIIOTO Tra3a CHIDKAJACh IMPU CYIIECTBEHHOM
HaKOIUIEHHH TropMoHa (B 1-6 pa3), CKOPOCTh K€ pOCTa CHIDKAJIAch B Cilydae
najeHns ckopocTtr ¢otocunTesa Ha 40% u Ooree B mporiecce GOPMUPOBAHMS
mwiona y 606oB. B Hammx ombiTax comepxkanne ABK B mmcThsx pacreHmit
MIICHUIBI Yepe3 CYTKH Ae(UITa HOHOB YBEIHUNBAIOCH Ooee ueM B 2 pasa.
Ioatomy MBI Tpemmonoxway, 4to HakoruieHue ABK B mobere y pacteHwmit
MIICHUIBI IPU pa30aBICHNN MUTATEIBHOTO PACTBOPA MOIVIO OBITH NPUIMHON
OOHapY)KCHHOTO HaMH CHIDKCHHS YpPOBHS (OTOCHHTE3a. A 3TO B CBOIO
o4epe/ib MOIJIO MOBNHUSTH HAa COOTHOILIEHHE TI00ET/KOPEeHb Yepe3 TOPMOKEHHE
pocTa mobera.

ITonpobyem nokazaTh MpUYACTHOCTH HakomuBiekcs: B mobere ABK
K PEeryiaLuy IepepacipeielIeHUs] MacChl B MOJIb3y KOPHS IyTeM IIPUMEHEHHUS
unruduropa cunre3a ABK. JloOaBieHre B muTaTEeIbHYIO cpeny (ypuIoHa
npenorBpamiaer cuHTe3 ABK B pacTeHusx W, e€cim poOCTOBas peaxIus
pacteHus Ha aeduuuT nuTaHUA cBsi3aHa ¢ HakoruleHneM ABK B mobere, To
00paboTka JOMKHA €€ M3MEHHTb. MBI Takke HW3MEpsull YCTbUYHYIO
MPOBOJMMOCTh M CKOPOCTh (DOTOCHHTE3a JUIs TOTO, YTOOBI YOSIUTECS B TOM,
YTO BO3JEHCTBHE caMoro (rypuioHa Ha 9TH TIOKa3aTesld MUHAMAIIBHO.

W3 rtabmuuer 10 BugHO, 4Yro mobaBiieHHE B pa30aBICHHYIO
MUTATeNbHYI0 cpeqy uHruomropa cuHTe3a ABK moutm He uU3MeEHsIO
MOKa3aTenu ypOBHA (OTOCHHTE3a M YCTBUYHOM TPOBOIMMOCTH IO
CPaBHEHHIO C pACTCHUSIMH, TIIOJBEPraBIIMMHUCA BO3ACHCTBHIO TOJBKO
nepunura nutaHusa. M xoTs macca moOera M KOpHS Obula MEHbBIIE, YeM Y
pacTeHmiI Ha OO0OWMX YPOBHAX NHUTaHUA, mA00aBieHHE (IypHIOHA B
JeUIUTHYI0O MUTATENBHYI0O Cpeqy NPUBOAMWIO K  BOCCTAaHOBJIICHHIO
COOTHOIIIGHHSI Macc IOOEr/KOpeHb 1O YPOBHS pacTeHWH C ONTUMAaJbHOU
nurarensHoi cpenbl (Tadmn. 10). Takum 0Opa3oM, MBI BUIIUM, YTO PETYISINS
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COOTHOIIEHHSI MacC NM0OET/KOpEHb IPH NeGHUIITE MUTAHUS OCYIIECTBISIETCS C
yuactueM ABK, xotopas HakaruimBaeTcst B mooere.

Tadmuma 10.
Chipasg Macca mo0eroB M KopHeil, a Takyke HX COOTHOIIEHHE, CKOPOCTH
ACCHMUJISIINM YIVIEKHCJIOT0 ra3a U yCTbUYHAS MPOBOANMOCTH pPacTeHui
NMIIEeHUIBI Yepe3 ABa AHA Mocje pa3daBieHnsi MUTATEJbHOT0 PpacTBopa ¢
10%-ro a0 1%-ro X-A u pgoGaBjeHust (aypuaoHa (KOHedHasi
KOHIeHTpauusa 5 mr/i). JlocToBepHble pa3ju4is 3HAYEeHHIl 1J1s1 pasHbIX
cnoco00B BBLIPALIUBAHMS PACTEHUH C BepoOATHOCTbIO Oosee 95% mo
kputepuio Ctbionenta (N=20) o6o3Ha4yeHbI *

O6paorka 10% X-A 1% X-A 17 X-A+
¢barypunoH

Macca nobera, Mr 22545 202+6* 193+£7*

Macca kopHsl, Mr 13245 131+6 111+4

IToGer/kopeHb 1,7 1,5* 1,7

AcCUMUITAIINAS CO,, 11+£1 6+1* S5+1%*

MKMOIB/(M2C)

YerbuuHas 864 9545 79+4

TPOBOJUMOCTE,

MMOJIB/(M2C)

[TombITKM W3yYeHHS MEXaHW3MOB DETY/SIIMU pocTa aOCIH30BOH
KHCJIOTOH NPEANPHHIMAINCH HEOZHOKPATHO. XOTS MHOTHE BOCIPHHHMAIOT
9TO COCIMHEHHWE TOJIBKO KaK WHTHOMTOp pOCTa, JaHHBIE Ha 3TOT CYET
HeomHO3HA4YHBI. Tak, poct ABK-mepumurHOrOo MyTaHTa WHTHOMPOBAJCS
HE3aBHCHUMO OT €r0 BOJHOTO CTaTyca M3-3a MOBBIIICHHOH MPOIYKIINH STHIICHA
(Sharp, 2002), npeamosaras aweobxomumocts ABK mst mommepxanus pocra
MyTeM TMOJAaBIEHHUs NPOJAYKUMHM OJTWIEHA. YYHUThIBas TO, 4TO Jeduuur
ITUTaHUA BBI3BIBAET B PACTCHUSAX HAKOIUICHHE aOCIIM30BOM KUCIOTHI, KOTOPOE
COIPOBOKAAETCS CHIDKEHHEM cojepkanus nurokuauaoB (Chapin, 1990), a
sk3oreHHass ABK moBbIIaeT ypoBeHb SKCIPECCHH TeHa ITUTOKHHUHOKCHIA3HI
(Brugiere et al., 2003), MOXXHO MPEANOIOKUTH, YTO POCTPErYIUPYIOIIAS
¢ynkuus HakomuBinelicss B mobere ABK ocymectBisercs Takke m depes
N3MEHEHWE YpOBHA IHUTOKMHMHOB. KakuM 00pa3oM 3TO  MOXeET
OCYILECTBIIATHCS - PACCMOTPUM HECKOJIBKO T03%ke. A MOKa yMECTHO OTBETHTH
Ha Bompoc 00 wucrouHuke HakomieHuss ABK B moGere mpu nedunute
TTUTaHUA.

Wcxonst W3 TpencTaBIeHHBIX JaHHBIX, MBI HE MOXXEM CBS3aTh
nepBoHavaigbHOe HakoruieHne ABK B mobere ¢ mocraBkoi ee W3 KOpHEH.
JocraBka TopMOHa B TOOEr TOCiIE IMEpeHoca pacTeHHH Ha IePHUINTHYIO
MUTATENBHYIO CPey OCTaBajlach HEM3MEHHOM HMCXOZS W3 HAIIMX JAaHHBIX 00
OTCYTCTBHUH CYIIECTBEHHBIX H3MEHEHHH conepxanusi ABK B kcuineMHOM coxe
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M CTaOMJIBHOW CKOPOCTM TpaHcnupaunuu. Kak Mbl yKe mpenroyiaraim, 3To
MOIIO OBITh pE3yJbTaTOM CHHTE3a TOpMOHa B mobere B OTBET Ha
obOHapyKeHHOe Hamu TajeHue Typropa nucra (Pierce, Raschke, 1980) mpu
nedunure mnuTaHus. JlokaJdbHOE TOBBIIMIEHHE COJIEPXKAHUS TOPMOHA
HE3aBUCHMO OT €ro KOHIIEHTPALUH B KCHJIEME M OT JOCTaBKM HaXOAMUTCS B
OpPOTHBOPEUHH C AaHHBIMH U3 apyrux pabot (Dodd et al., 2004), craBs mox
coMHeHHe poib mambHero ABK - curHanmmara mpu neduite THTaHUS.
OpHako M3MEpeHHe KOHICHTpamuu cBsi3aHHBIX (opM ABK mokasamo, drto
pocT pacreHMi Tpu AePHUINATE NHTAHUS B TEUCHHE CYTOK IPHBOIUT K
MOBBILIEHUIO COAEpX aHUS B KCWIEMHOM »3Kccynare KoHbtoratoB ABK.
Konmenrpammst koHbrorupoBaHHO# ¢opmsl ABK B skccymare pactenuid,
pocHInX Ha ONTHMANBHON NMUTATENBHOM cpese, Obuta 6448 HM, a y pacreHuii,
pocumux Ha pa30aBICHHOM pacTBope, - 136+8 HM. [IpuHumas BoO BHUMaHHE
HEe3HAYUTEeIbHbIE M3MEHEHHUS TPAHCIUPAIMH y PACTEHUH pa3HBIX YpOBHEH
nMUTaHus, nocTaBka KoHptoratoB ABK Taxike BoszpacTana yepes3 CyTKH Mocie
pa30aBiieHUs] MUTATEIBHOTO pacTBopa. [lom00HBIE M3MEHEHHS COIEepIKAHMs
cs3aHHBIX (opM ABK B kcuinemMHOM skccynare yxe ObLTH OOHAPYKECHBI Yy
6000B mpu HepocTaTke B cpede (ocdopa (Jeschke et al., 1997). 3to 6bu10
apryMEHTOM JUIsl MIPENAIIONIOKEHUS O TOM, YTO SKCIOPT U3 KOPHEW CBA3aHHOMU
ABK MokeT BbICTYNaTh B Ka4eCTBE CHTHANA U3 KOpHs B mober (Sauter et al.,
2002) m MOXKeT Tak)Ke BHOCHTPH BKJIJ B IOBBIICHHE KoHICHTpanuu ABK B
mobere. Bo3MOXHO, YTO B HAIUX OMNBITaX OTCYTCTBHE HAKOIUICHUS
cBoOomHoit ABK B KOpHAX B OTBeT Ha ACPUINT MUTAHHUSA CBS3aHO C
aKTHBHBIM TpPaHCIIOPTOM TOpPMOHa B 1o0Oer B KOHBIOTHPOBaHHOW (opme.
TaxuM 06pa3om, pe3ynbTaThl HAIIUX HCCIEAOBAHUM TOBOPAT B HONB3Y TOTO,
gyT0 HakorieHne ABK B mobere BcienCTBHE pOCTa PACTEHUH B TEUEHUE CYTOK
Ha pa30aBIEHHOM NUTATEIbHOM PACTBOPE MOXKET OBITh PE3YJIBTaTOM CHHTE3a
TOPMOHa B CaMOM Iobere M THUAPOJIM3a TPAHCIOPTHPYEMBIX W3 KOpHEH
konptoratoB ABK.

Wrak, MBI BUAHM, 4TO HecsaTHKparHoe paszbamieHue 10%-ro X-A
BBI3bIBAET y PACTEHHUH MILEHUIBl CHI)KEHHE COAEpXKaHUs HOHOB U
MOBBILIEHHE KOHIEHTpauuu cBsizaHHOM ABK B kcunemHoM 3kccynare. DTH
M3MEHEHUS] MOXHO paccMaTpHUBaTh B Kau€CTBE KOPHEBOTO CUTHaja, KOTOPBII
MOT HWHIYIUPOBaTH W3MCHEHHWsS, IPOUCXOIIINEC B To0ere. YBeIMUYeHHE
nocTtaBku cBs3aHHOW ABK Ha (oHE MOCTOSHHO CHWKAIOMIEHCS IOCTaBKU
SNIEMEHTOB NMUTAHHUS MOIJIO NPHBECTH K JOBOJHHO OBICTPOMY HAKOIUICHUIO
3TOTO TOPMOHA B JIMCTHSIX, KOTOPBIH B CBOIO O4YEpelb MOT HHIYyIHPOBAaTh
CHIDKEHHE CKOPOCTH aCCHMWIIAIIMN YIIIEKUCIIOTO Tra3a HalpsMylo WIHA 4depes
BIMSHUE HAa JPyrde TOPMOHBI, HAIIpUMeEp, NUTOKUHUHBL. CHIDKEHHE MOTOKa
aCCHMWIIAITOB HE MOIJII0O HE CKa3aThCs Ha OOECHEUeHHOCTH TKaHeH
OCMOTHYECKUMH BEIECTBAMU U MPHUBENO K MAJCHUIO Typropa KJIETOK JIUCTA.
ITagenue Typropa mMoxer 3amyckartb MexaHu3M cuHTe3a ABK yxe B camom
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nobere. W TakuM  00pa3oM  KOpPHEBOH TOPMOHAJIBHBIA  CHTHAJ,
MIOAKPETIIIEHHBIH CyOCTPAaTHBIM M THIPABINYECKHM, MOT YCHWIIMBATHCS yXKE B
camoMm mnoOere. O4YeBUIHO, 4YTO ISl PacTeHHs B YCIOBHSX HeEIOCTaTKa
JJIEMEHTOB  IUTaHUSA pacIpoCTpaHEHHE JTUX CHUTHAJIOB CBA3aHO C
perymsiiueil  pocTOBOrO OTBeTa — TOPMOXKEHHEM pocra mobera |
OTHOCUTEJIBHOM aKTUBALMEH POCTa KOPHEH.

Dnoomusiii mpancnopm ABK u peeynayus pocma xopuet

PasbaBiieHue ONTHUMAJBHOTO JUIS POCTAa MUTATEIBHOTO PacTBOpa B
HAIIIMX OMBITAX HHrUOUPOBAIO POCT M00era, B pe3y/ibTaTe 4ero COOTHOLICHHE
Macc mober/KopeHs CHUXKaaoch. K KOHIly MEPBBIX CYTOK MPOU3PACTAHUS HA
pa30aBIICHHOM PAacTBOPE y PACTEHHIA HAOIIOAAaIM aKTHBAIMIO POCTA KOPHS B
mmuny (Tadmn. 11).

Yro kacaeTcss TOPMOHAIBHOrO OajiaHca, TO HaMH OBUIO TOKA3aHO,
YTO Yepe3 JICHb Mocje pa3daBieHus pacTBOpa B mobere HakammuBaigach ABK
n cHmwxanoch coxepxanue K. B kopHax Ttakxke HaOmomanu CHMKEHHE
COJIepIKaHuUs [IMTOKUHUHOB, HO conepkanne ABK mpakrtudecku ocraBaioch
Her3MeHHbIM. KCHIEeMHbBIE TIOTOKH 3THX TOPMOHOB B 3TOT MEPHOJ BPEMEHH
TAaKKe HE HW3MEHSINCh [0 CPAaBHEHUIO C PACTCHUSIMH ONTHMAIbLHOTO
MUTATEIBHOTO PACcTBOPA.

Tadauna 11.
CkopocTh pocTa KOpHeii B JUIMHY Y pacTenuii nueHunsl Ha 10%-HoM 1
1%-nom pacTBopax Xornanaa-ApHoHa 4Yepe3 1 CyTKHM mocie Havajia
JKCIepUMEHTAa. *- Pa3iMumMsi M0 CKOPOCTH POCTa MEKIY PACTEHHSIMH C
Pa3HBbIX MUTATEIbLHBLIX PACTBOPOB € BEPOSITHOCTHIO 0ojiee 95% m **- ¢
BEPOSITHOCTHIO Gosiee 99% mo kpurepuio CtbionenTa; N=50

Bpemst  mocne CKopoCTbh pocTa, MM/CYTKH
pa3baBieHUs
pactBopa X-A, 4 10% 1%
24 19,4+0,7 22,3+1,2%
48 9,6+1,6 16,142 2%*

[Ipumenenne wunHruOuropa cunreza ABK monrBepauno Hame
MIPEATNIONIOXKEHHE O TOM, YTO NpU JeHIMTE MUTAHUS IepepacrpeneieHe
ABK perymupyer mnepepacnpeneineHue acCUMUISITOB B IOIb3Y KOPHS.
[TosutuBHas porxs ABK B mommepkaHmM pocTa KOpHSA NPH CTpecce ObLia
nmokazaHa u Jpyrumu aBropamu (Saab et al., 1990; Sharp et al., 2004).
OpmHako Ha  CETOAHAMIHMK  J1eHb  OOJNBIIOW TOTOK  HH(OpMarmu
CBUICTENIECTBYET B TOJB3Y TOTO, 9YTO (POPMHPOBAHUE APXUTEKTYPHI KOPHS B
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Oouplied Mepe HAXOAWTCS TOJ KOHTPOJIEM AayKCHHOB M LUTOKMHUHOB W
3aBUCHT OT MX B3aMMOJAEHCTBUS, YTO COIVIACYETCS C HAIIMMHU JTAHHBIMH MO
perymsinuu pocra KOpHEH mocie uX penykuuu. [losTomy BbIpaliMBaHue
pacTeHnii Ha pa30aBIEHHOM IUTATEIBHOM pAacTBOpPE TaKXe IPEJCTaBIsET
MHTEpEC C TOYKHM 3PEHMs POJIM TOPMOHOB B MpOLECCaX PEryisluu pocTa
KOPHS Ha YPOBHE MHUIIMAIIMY TPUMOP/IMEB U POCTa OOKOBBIX KOPHEH.

W3 pucynka 12 BuAHO, YTO pa30aBieHHE MUTATEIBHOIO PacTBOpa
Xormanga-ApHoHa B 10 pa3 mpuBeno K JOCTOBEPHOMY CHIDKCHHIO YHCIIA
IpUMOp/ANeB OOKOBBIX KOpHEH Ha IJIaBHOM KOpHE PAcTeHHH OepUIHUTHON
nutarensHON cpenbl (1%-Hbrit pactBop X-A) MO CpaBHEHUIO C KOHTPOJIEM
(10% pactBop X-A). K 3ToMy MOMeHTy emie HE OBIJIO HUKAKMX BHIUMBIX
pa3nuuuii mo yuciay o0pa3oBaBIIUXCS OOKOBBIX KOpHeH. [ToaToMy MBI MOXkeM
HoJsaraThb, YTO U B 9THX IKCIIEPUMEHTAX, KaK M B 9KCIIEPHUMEHTaX C yAajJeHUeM
YacTH KOpHEH, MOsSBUBIIMECS OOKOBbIE KOPHH ObLTH CHOPMHPOBAHBI U3 yXKe
MMEIOIINXCSl 10 Hayaja SKCIIEPUMEHTa MPHUMOpPIHEB OOKOBBIX KOpHEH Ha
MaTepHHCKOM KOpPHE.

35 7

0 BK B MNBK

30 A

25 4

20 A

15 A

10

Yucno BK n MNBK Ha kopeHb

Puc. 12. Yncao 6oxoBbix kopHeii (BK) u nmpumMopaneB 60K0BBIX KOpHei
(ITBK) Ha r1aBHOM KOpHe pacTeHMii NuIeHUUbI 4Yepe3 48 4 mocie
pa30aBieHUs] MATATEJIBHOr0 pacTBopa Xorianaa-ApHoHa ¢ 10 go 1 %;
n=15

Takum o00pa3oM, W KOHTPONBHBIC, W ICQUIUTHBIC 0 MHTAHUIO
pacTeHHsi HE OTIMYAIHMCH II0 CKOPOCTH TMOSBICHHS OOKOBBIX KOpHEH Ha
MOBEPXHOCTH MAaTEPHHCKOTO IJIABHOTO KOPHSA, HE OTIAMYANach TaKXKe M HX
cymmapHast mmHa (5748 m 61+9 MM coorBercTBeHHO). COBEpIIEHHO
OYEBHJIHO, YTO B JAHHOH CEpPHH AKCIEPHUMEHTOB ACHUIIUT MUHEPAITLHOTO
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MUTaHUs TPUBOAMI K HApYLICHUIO MHUIMAIMKA OOKOBBIX KOpHEW, Tak Kak
YMEHBIIAJIOCh YHUCIIO IPUMOPANEB OOKOBBIX KOpHEW Ha IIaBHOM KOpHE (pHc.
12). Co BpeMeHEM 5TO MOXET NPUBECTH K YMEHBIICHHIO YHCIa OOKOBBIX
KOpHEH U IUIOTHOCTU BeTBIEHMS VI3BECTHO, YTO B PETyISILIUU POCTa U
WHUIUAIUK OOKOBBIX KOpHEH, mpexie BCero, NpPUYacTHbl ayKCHHBI W
LUUTOKMHUHBL, TO3TOMYy B JaHHOM 4YacTh paboThl BaXHO OBUIO
IIPOaHAIM3UPOBATh HE TONBKO MX COJAEpXKAHUE B OPraHE, HO M TPAHCIOPT W3
nobera. DKCIIEPUMEHTHI ITOKa3ajiH, YTO IIEPEHOC MPOPOCTKOB Ha Cpemy ¢
HU3KAM COJCP)KAaHWEM IHTATeJbHBIX BEIIECTB HE BBI3BIBAI OONBIINX
n3MeHeHud B conepkaHun YK B kopHe M He OKa3blBal CYLIECTBEHHOIO
BIMSHAUSA HAa MX TPAHCIOPT MO (odMe AaXe depe3 CyTKH IOcie Hadama
sKcriepuMeHTa (Tadi. 12). B 9TuX SKcrepuMeHTax TakoW pe3ynbTraT He MOXKET
MOoKa3aTbCsd HCOXKHUIAAHHBIM, IOCKOJIBKY HMEHHO C NYK cBs3bIBalOT
WHHUIUALUIO TPUMOpAWEB ¥ (OPMHUPOBAHHME aNMKAIBHOH MEPHCTEMBI
pactymero npumopausi (Casson, Lindsey, 2003), a ckopocTh TpaHCIOpTa
ayKCHUHOB M3 Io0era - ¢ akTHBallMeil pocTa nmpuMopaueB 1 GopmMupoBaHuEeM
OOKOBBIX KOpHEH M3 3peibIX IPUMOPANEB OOKOBBIX KOPHEH.

Taoauua 12.
Copepxanue MUYK B KopHe H CKOPOCTH TPaHCHOPTAa (CKOPOCTH
BBITEKAHHUS M3 U30J1UPOBaHHOrO nmodera B pacrop ¢ IATA) u3 nodera y
pacTeHull NuIeHUUbI 4epe3 24 4 mocje pa3daBjieHMs] NMUTATEIbHOIO
pactBopa Xorianga-ApHona c 10 1o 1 %; n=9

Konnenrpamus  Copepkanue Coneprxanue CxopocTb
MUTATEIBHOTO NYK B xopue, HNYK B amekce TpaHcmopTa
pactBopa X-A, HI/T coipoit  kopHst (3-4mm) , MVYK u3 nobera,
% Macchl HI/T CBIpOIi  Tr/(pacTeHues4)
Macchl
10 12+£2 44+4 170£11
1 9+1 365 190+19

B 10 e Bpems conepkaHHE ayKCHHA Ha T CBHIPOM MaccChl LEJIOTO0
KOpHSI MMEJIO TEHIEHIMIO K CHIDKCHHIO, a pa3lIMude MOIVIO IPOSBUTHCS B
Oomnbleil Mepe B 30HE 3aKJIa KU MPUMOpPIHEB OOKOBBIX KOpHEH. OHAKO MBI
BU/IUM, YTO M B KOHYHMKE KOpHS 3-4 MM JUIMHOH, Iie B 30HE DPAaCTSHKEHMS
OCYLIECTBIIAIOTCS TIEpPBBIE JICNEHUS WHUIMAIBHBIX KIETOK HPUMOPAMS
(Jdemuenko u ap., 2001; emuenxo, demuenko, 2001), B ycnoBusix neduuura
MUTaHUS KOHLEHTPALUsI ayKCUHA M3MEHSETCS HE3HAUMTENLHO 10 CPAaBHEHHIO
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¢ KoHTpojieM. HeoOxonumMo ObUIO BBISICHHTB, C Y€M CBSI3aHO I0JABICHHE
WHUIHAAIIA OOKOBBIX KOpPHEH?

B mpenpiaymem pasmene  Mbl  HOIpoOHO  0OCY)XKHainw  poJb
IUTOKUHUHOB B (OPMHPOBaHUM  IPUMOpPIAHEB  OOKOBBIX  KOPHEH.
OO1menpuHATOe MHEHHE O TOM, YTO HUTOKHMHUHBI TOPMO3ST POCT KOpHEH B
MoCIeAHUX paboTax JIONMOJHEHO CBEICHHUSMH O TOM, 4YTO IIMTOKWHHHBI
TIPOSIBIIIOT HHTHOMPYFONTNH 3G GEKT Ha CTAANH UHIYKIIMHA TPUMOPIHUS.

40 A

w
[8)]
1

B10% B 1%

Copepxanue LIK, Hr/r cipoii macchl
= - N N w
o (6] o (6] o
1 1 1 1 1

o
1

o
|

Z ZR ZN O-rnoko3uapl

Puc. 13. Conpep:xkanune IIK (Z-3earun, ZR-zearunpu6o3ma, ZN-
3eaTHHHYKJIeOTH], O-DIIK03HAbI) B NIABHOM KOPHE PpacTeHHit
NIIeHNIbl 4Yepe3 24 4 mocje pa3daBieHUs] NMHUTATEJLHOI0 PacTBOpa
Xornanga-Apuonac 10 xo 1 %;n =9

Ha puc. 13 mnpexacraBiieHbl pe3yibTaThl H3MEPCHUs COICPIKAHUS
NPOU3BOJHBIX 3€aTHHA B TJIABHOM KOPHE KOHTPOJBHBIX PACTCHUH MINCHHUIIBI
(10% X-A) u pacTeHui, KOTOpbIE B TEYEHHE CYTOK POCIH Ha pa30aBiIeHHOM
nuTateJbHOM pactBope X-A. Mbl OOHApYyKHJIH CHIDKEHHE COICpIKaHUS
TOPMOHA y PacTeHHH C AeUIUTHONW mHTaTenbHON cpernsl Ha 30-40% mo
CPaBHEHHUIO C KOHTPOJBbHBIMH PACTEHUSIMH. DTO BIOJHE COOTBETCTBYET
JIAHHBIM JIUTEPATYPBI O TOM, YTO Je(HHULIUT MUTAHUsI (B OCHOBHOM HEJOCTATOK
a30TcoJiepXKaIUX HOHOB U (Gochopa) MPUBOAUT K CHIDKECHHIO COJIEpPIKAHUS
MTOKMHUHOB B pactenusx (Salama, Wareing, 1979; Sakakibara et al., 1998).
AHanu3 IMHAMUKU COAEPKaHUS PasHBIX ()OPM IUTOKHMHUHOB TAKKE IMOKA3ajl
OXHIaeMble U3MeHeHHs. B HanOombIel cTerneHn ObUIo BBIPaXXEHO CHUIKEHHE
AKTHBHBIX (JOPM IIUTOKMHHHOB (3€aTHH, 3€aTUHPHO031), HO (pakTHIecKHn He
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OBbUIO IOCTOBEPHBIX PA3IMYHUN MEXKITY KOHTPOJIBHBIMHU M OIBITHBIMH KOPHSIMHU
10 COAEP)KAHUIO 3aMacHBIX (OPM IUTOKMHHMHOB - O-rimoko3unoB. OpHaKo ¢
9TMMH  W3MEHEHMSMH  TOpPMOHalbHOrO  OajaHca  TpPYJHO  CBSI3aTh
HaOmonaemyto Hamu (puc. 13) poCTOBYIO pEeakLHUIO KOpHS. YUWTBHIBas HaIl
BBIBOJ] M3 MPEABIIYIIETr0 pa3jielia O TOM, YTO POCT OOKOBBIX KOPHEH sSBISETCS,
10 MEHbLIEH Mepe, pe3yJabTaToM B3aUMOJCHCTBHSI QyKCHHOB U IUTOKMHUHOB,
N3MEHEHHSMH B COAEPKAaHMH 3TUX TOPMOHOB, KOTOpBIE HaM YHaloch
0OHAPYXUTH TIPH ACPUINTE MATAHHUI, MBI MOTIIH OBl OOBSICHUTH aKTHUBAILIHIO
WHHLUANNI TPIUMOPANEB, HO HUKaK HE TOPMOXKEHHE TOTO TIpoIiecca.

C npyroi CTOpOHBI HAallM IAHHBIE II0 W3YYCHUIO TPAHCIIOPTa
IUTOKMHUHOB B KOPEHb M3 TMobera 1mo (hrosmMe moATBEpKIAI0T MOJIOKEHHE O
TOM, YTO LMTOKHMHUHBI HEOOXOIMMBI JJIsI pocTa Yyke C(HOpMHPOBAHHOTO
npumopust (Debi et al., 2005) (tab. 13). MbI TakKe BHAUM J0Ka3aTelIbCTBA
TOTO, YTO MMEHHO TPAaHCIOPTHPYEMbIe U3 1mobdera MUTOKMHUHBI MOTYT UMETh
CyIIECTBEHHOE 3Ha4YeHHE sl pocTa OOKOBBIX KopHeil. HecMoTpst Ha To, uTO B
TEUCHHUE MEPBBIX CYTOK (DIIOSMHBIM TPAHCIOPT IMTOKWHHHOB HE OBLI
CTaOMIbHBIM, MBI HE HAOJIIO/Ia)IM CHU)KEHHMS TIOCTYIIJICHUsI TOPMOHA 13 robera
B KOPEHb B 3TOT TEPHOJ BpeMEHH. [ 3TO cOMpoBOXXAAIOCh KaK HEM3MEHHBIM
KOJIMYECTBOM OOKOBBIX KOPHEH, TaK M MX OOMHAKOBOW CYMMAapHOU JJIIHOM.

Wrak, mnpoaHann3upoBaB CYTOYHYIO IUHAMHKY COICpPXaHUSI B
KOPHSIX M TPAHCIIOPTa ayKCHHOB M IIUTOKWHUHOB M3 NMOOETa, B3auMO/IeHCTBIE
KOTOPBIX HauboJiee YacTO HW3Y4aloT B CBA3M C PETYISIMEH IPOIEeccOoB
KOpHEOOpa30BaHMA, HAM TaK M HE YJaJOCh BBUICHUTB, YTO )K€ MOIVIO OBITH
CUTHAJIOM JUIsi TOPMOXKEHHS HMHHUIMAIMKM OOKOBBIX KOpHEW pacTeHHi
MIIEHULBI TIPH Ae(DUIMTE MUHEPATIBHOTO TUTAHHS.

Tadmuma 13.
CKopocTh TPaHCIOPTA LUMTOKMHUHOB M3 MoGera (CKOPOCTh BBITEKAHUS
U3 u30JaupoBaHHOro modera B pacrBop ¢ JATA, nr /(pacrenue 4)) y
pacTeHui nmueHuubl Yepes 4,5 u 24 4 nocje pazdaBjeHusl NUTATEIbHOIO
pacTtBopa Xorianga-ApHona c 10 to 1 %; n=9

Bpewms

o X-A, % 4 ZR ZN Cymma
BO3JEUCTBUS, U

45 10 134+ 13 132+ 31 133 £39 399

' 1 180 + 35 225+ 41 174 £ 41 579

o4 10 201 + 41 194+36 198 +39 593

1 174 £ 19 172 £48 208 +27 554

ITo muteparypubsiv nanneiM, ABK Biusier Ha poct pacrenuil. U eciu
B Oosilee paHHUX pabOTax ee paccMaTPHBAIM B CBSI3M C IOJABIEHHEM POCTa
WIN CTapeHWeM, TO B HAcTOsIIee BpeMs IOSBWINCH PabOTHI, KOTOpPBIC
CBUJETENECTBYIOT B TMONB3y TOTO, YTO 3TOT TOPMOH HEOOXOIUM JUIA
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HOAJIepKaHusl pocTa U nobera, u kopHs B ycnosusx crpecca (ITycroBoiirosa
u np, 1997; Sharp et al., 2004; Illakuposa, 2001; Apxunosa, AHoxuHa, 2009).
Io nauusiM aBTOpOB (Deak, Malamy, 2005), narubupoBanue pocTa HOKOBBIX
KOpHEH P OCMOTHYECKOM CTpECCE SIBISAETCS PE3yNbTaTOM B3aUMOJIECHCTBHS
crumynupytoriero UYK u narndupyromero ABK curaaiusros.

Ucnonb3yst mHruburop cunreza ABK, MBI yxke mokazaiau, 4TO
nmerHO ABK cmocoOcTBoBana moanepKaHWIO MAacChl KOPHS B YCIOBHUSX
nepunura nutaHusA. Ho Hamu ObUTo OOHApYKE€HO HEKOTOPOE MPOTHBOPEUHUE
Mexay (mosmHbIM TpaHcropToM ABK m ee comepskaHmeM B IETIOM KOpHE
pacTeHHi, KOTOpBIE CYTKH IPOM3pacTald Ha pa30aBICHHOW NUTATENbHOU
cpene X-A (ta6. 14).

Tadnnna 14.
Conep:kaHue M CKOPOCTH TPAHCHOPTa (CKOPOCThL BBITEKAHUA U3
u30MpoBaHHoOro nodera B pacteop ¢ IITA) ABK u3 nobera y pacrenuii
NIIeHNNbl 4Yepe3 24 4 mocje pa3daBieHUs] NMHUTATEJLHOIO PacTBOpa
Xornanga-ApuoHac 10 mo 1 %;n =9

Konuenrpanus Coneprxanue Coneprxanue CkopocTb
MUTATELHOTO ABK B xopue, ABK B amekce TpaHcnopTa
pactBopa, % HI/T celpoif  kopHs (3-4mMm), ABK u3 moOera,
MAacChl HT/T CBIpOHl  mr/(pacTeHue )
Macchl
10 12+1 26+3 260+29
1 10+1 40+4 440+35

OHO 3akito4yaeTcs B TOM, 4YTO COJIep)KaHHE TOPMOHA IIOYTH He
M3MEHSUIOCh B IVIABHOM KOPHE PacTeHHH 4epe3 CYTKH Iocie pa3OaBiieHHs
nuTarenbHoro pactBopa X-A ¢ 10 g0 1 %, a Tpancnopt ABK mo ¢uosme B
KOpEHb YBEJIMUYHMBAJICSA. DTO NMPOTHBOPEYHE OBbLJIO CHATO IOCIHE ONpe/Ie/ICHHs
COAepXKaHUsi TOPMOHA B  KOHYMKE  KOpHs, KOTOpOoe  II0Ka3aJjo
koHIeHTpupoBanne ABK B pactymeii wactu kopHs (tabm. 14). Takoe xe
nepepacrnpeneneHne ABK Obuio oOHapykeHO B KOPHSX KyKypy3bl IpH
BogHOM crpecce (Sharp, 2002), 9To cOcOOCTBOBANIO MOAACPKAHUIO POCTa
KOpHS B JUIMHY B YCJIOBUSX Je(UIMTa BOABI U OTPAaHUYEHHOTO MOCTYIUICHHS
aCCUMMJISITOB M JPYrMX BeLIeCTB W3 moOera B KOpeHb. B To e Bpems
HaroruieHne ABK B KOHYMKax KOpHEH KyKypy3bl B OTCyTCTBHE Aeduiura
BOZIbI TIPUBOJIMJIO K CHMIKEHHIO CKOPOCTH Y[UIMHEHHs KOPHS. DTO TOBOPHT O
TOM, YTO U3MEHEHHUE YCIIOBHH OKpYKaIOIIeH cpelibl MOXKET MOAU(BHIUPOBATH
POCTOBYIO PEaKLMIO KOPHS B OTBET Ha HAKOIUICHHWE JaHHOrO ropmona. B
HAIIUX SKCIIEPHMEHTaxX pa30aBiieHHE MUTATEIBHOTO PACTBOPA TakXkKe, C OHON
CTOPOHBI, MOTJIO OBITh MPHYUHON OTHOCHUTEIFHON aKTHBAI[MH POCTa KOpPHE,
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a ¢ Ipyrod CTOPOHBI, MOTJIO TOAABJISITh MHUIIUAIMIO TPUMOPIUCB OOKOBBIX
kopHel. Hame mnocnemHee NpeAnooKEHHUE HAXOMUT TOATBEPXKICHHE B
HEeIaBHUX MyOnuKamusx, kacaromuxcs pond ABK B ¢popmupoBann OOKOBBIX
kopueit (Smet et al., 2003). ITokazano takxe, uro ABK wurpaer BaxHyIO
PETYIATOPHYIO POJb B BETBICHHM KOpHs pacteHuit Arabidopsis B oTeT Ha
nevictBue Hutparos (Signora et al., 2001). Hakomienne ABK B anukaibHOU
4acTH KOpPHEH MOIIO OBITh BaXHBIM 3BEHOM DETYISTOPHBIX COOBITHIA,
MPUBOMAMMAX K  BKIIOUEHHIO  PAa3HOHANPABICHHBIX  MEXAaHHU3MOB,
00ecneynBaroNX ¢ OMHON CTOPOHBI MOAIEPKAHAE POCTa KOPHA B JUIHHY, a C
JpYyTO# - OAaBJICHNE MHUIIMANN IPIMOPINEB OOKOBBIX KOpPHEH B OTBET Ha
CHIDKEHHE COAep KaHUs MUHEPaJIbHBIX COJIEH B MUTATEIIHEHOM PacTBOPE.

Takum 00pazom, 0OHapYKCHHOM pocToBOit peakuuu
MIPEIIECTBOBANIO H3MEHEHHE TOPMOHAJIBHOrO 0ajlaHca KOpHS, KOTOpOe
YAAJIOCh 3apETUCTPUPOBATh K KOHILY MEPBBIX CYTOK. A IOCKOJIBKY POCTOBas
peakuusi KOpHS HauOolee SPKO MPOSIBIIACH K KOHILY BTOPBIX CYTOK, TO MBI
MOXEM KOHCTaTHpOBaTh, YTO TEHEpUpyeMbleé TOPMOHAJIBHBIC CHUTHANbBl B
caMOM KOpHE, a Takke HW3MEHEHHE TpaHCIopTa TOPMOHOB W3 Tmobera
MIPEIIECTBOBAIM POCTOBOM peakIi KOPHS ¥ BBIONHSIH PETYIATOPHYIO
($yHKHIO.

®dopMupoBaHHE KOPHEBOH CHCTEMBI HAXOIWTCS IO KOHTPOJIEM, II0
MeHbBIIIEH Mepe, HECKONBKHX TOpPMOHOB. B Hamie#i paboTe HaMm yHaioch
MTOKa3aTh POJb ayKCHHOB, MUTOKMHUHOB U ABK mpu pa3HbIX BO3IEHCTBHUIX Ha
pacteHus mireHUNBl. Hamu ObutM mONTydeHBI yOeIWTEeNbHBIE apTyMEHTHI B
MOJIb3y TOTO, YTO HWMEHHO IWHAMHKA TOPMOHAJIBHOTO OanaHca sBISETCS
BOXHBIM 3BEHOM B (OPMHPOBAHMU apXUTEKTYPbl KOPHEBOIl CHCTEMBI
pacrenus. Ilpy 3TOM B KOHKDETHBIX YCJIOBHSAX OKpYXKaroLlell cpensl
peTyIISITOpHAs PONIb TOTO MM MHOTO TOPMOHA MOXKET MPOSBISATHCS Hauboiee
sipko. Tak, B cliyuae SKCIIEPUMEHTOB C yAalleHHeM KOpHel ObIJIo 00HApYKEHO
YBEITMUEHHE COAEP)KAaHUS AayKCMHOB M IIMTOKMHMHOB, a POCTOBAasl PEaKIus
XapaKTepu30BaNach aKTHUBAUH pOCTa OOKOBBIX KOPHEH W WHHIIHAIHCH
puMOpAreB OOKOBBIX KOpHEW. [le(pUIMT MUHEPATbHOTO MHUTAHUS BHI3BIBAT
Ooylee CIOKHYIO KapTHHY B JWHAMHKE H3YYCHHBIX TOpMOHOB. ConepkaHue
OITHIX TOPMOHOB OCTaBaJIOCh ITOYTH HEU3MEHHBIM (AyKCHHBI), B TO BpeMs Kak
coJiepKaHue APYTHX CHIDKANOCH (uToKuHUHEI). [lepepacnpenenenne ABK B
00macTh 3akiagKkd OOKOBBIX KOPHEH MOTJIO CIOCOOCTBOBATH IO/IABICHHIO
mporiecca HHUIMAIMN  TPAMOPANEB OOKOBBIX KOpHEH, oOecreunBast
moj/iep>KaHue poCTa KOPHSA B JUIMHY B YCIOBHSX HEIOCTaTKa IHTATEIBHBIX
JIIEMEHTOB B Cpee.
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Mexanusmor pecynsyuu codepoicanus LK 6 nobece

Jlo HacTosIIero BpeMEHH OCTaeTcsi HESICHBIM BOIIPOC O TOM, YeM
00yCIIOBIIEHBI TOPMOHAJIBHBIE M3MEHEHUS B 1o0ere Ipu Ae(UIMTE MUTaHUSI —
M3MEHEHHEM JKCIIOpTa TOPMOHOB M3 KOPHEH HMIIH JIOKQIbHBIMU H3MEHEHUSIMU
B mobere (Jackson, 1993; Davies et al., 2005). M3BecTHO, 4TO BCE KIACCHYECKUE
TOPMOHBI MOTYT CHHTE3HMPOBATHCSI KaK B KOPHSIX, TaK U B moberax. XoTs KOpHU
CUMTAIOTCS OCHOBHBIM MECTOM CHHTE3a IIMTOKMHWHOB B pacteHmsx (Jackson,
1993; Aloni et al., 2005), a meduuur nuTaHWs (Yalle BCETO HUTPATHBIN)
BBI3BIBACT CHIDKECHUE COZICP)KAHMS [IMTOKAUHUHOB B KCHUJIEMHOM JKCCYIATe W MX
nocraBku B mober (Takei et al., 2001; Rahayu et al., 2005), BHeceHHBI B
NHUTATEIIBHBII PACTBOP HUTPAT MOXKET HAIMPSIMYIO PErYIIHPOBATh KCIIPECCHIO ipt-
T€HOB, OTBETCTBEHHBIX 3a cuHTe3 nutokunuHoB (Miyawaki et al., 2004; Takei et
al, 2004). B Hauame QaHHOTO pasgeia Mbl TaKKe MPEACTABHIN JaHHBIE,
MOATBEPXKIIAIOIINE CBSI3b MEXJAY COACp)KaHUEM IHUTOKMHUHOB B JIMCTHSX M
9K30T€HHBIM HUTPATOM, @ TAKKE NMOKa3aJId BO3MOKHOCTh CHHTE3a [IUTOKWHUHOB
B M30JMPOBAHHBIX JIUCThAX. B npyrux paborax ObUIO TOKA3aHO, YTO pasHbIE
TEHOTHITBl TOpPOXa JIEMOHCTPHPOBAIU CXOIHBIII POCTOBOM OTBET mobera Ha
JeDUIUT MUTaHWST HE3aBUCHMO OT Pa3HOW KOHIEHTPAIMM I[IMTOKUHUHOB B
keunemMHoM coke (Dodd et al., 2003). Tlepeuncnennsie GpakThl MOCTABHIN O
COMHEHHE 3HA4YCHHE KOPHEBOTO CHTHAJMHIA [UTOKUHUHOB U MX 3HAYUMOCTH B
PEryisIUK JIOKAIBHBIX MPOIECCOB. B TO ske BpeMsi pOCT TOMAaTOB B YCIOBHSX
JneduiuTa MUTaHUs. B TUAPOIIOHUYECKOM Cpeie TIPUBOIII K PE3KOMY CHIDKECHUIO
KOHIGHTPAIlMK LMTOKMHMHOB M UX JIOCTAaBKH, KOTOPOE KOPPEIMpOBaJO CO
ckopocThio pocta smcthes (Rahayu et al., 2005). 1o roBopuiio B M0JB3y TOTO,
41O Je(HUIMUT NMHUTAHUS MOXKET yrHEeTarb CIOCOOHOCTh KOpPHEHW K NPOLYKLHH
IIUTOKMHUHOB, a moOer 3aBucuT OT mnoctaBku [IK u3 kopueir. Eme omHa
npodiieMa 3aKkifoyaiach B TOM, YTO B HAIMX JKCIIEPUMEHTaX C 3acyXoil B
obnacT yacTH KopHei pacteHuit Tomara (PRD — pacTeHns) mMTOKMHHHOBBIN
craryc modera HeBO3MOXKHO OBLIO CBSI3aTh HU C KOHIICHTPAIMEH MTOKMHUHOB B
KCHJIEMHOM COKE, HH C HMX J0cTaBkoii B mober. [lostoMy nanee B Hammx
HCCIIC/IOBAHUSIX MBI MOMBITAJIUCH CBS3aTh POCTOBYIO PEAKIMIO PACTCHHUI Ha
JeUIUT NUTaHKs, KOTOpasi Hauboliee YeTKO TPOSIBISUIACH Yepes3 JIBa JHs MMOCIie
BO3/ICUCTBHSI, HE TONBKO C M3MEHEHHEM cojepxaHusi U Tpancrnopra ABK wmiu
IMTOKMHMHOB, HO TaK)Ke COWIM HEOOXOIMMBIM IIPOAHAIU3UPOBATh HX
B3aMMOBJIHSIHHE.

Kak u3MeHsuICsT IIMTOKMHMHOBBIM CTaTyC y pacTeHUM MIIEHULBl IpU
nedulrTe MOHOB B pe3ylibTare pa30aBieHHs] ONTHMAILHOTO IUTATeIbHOTO
pactBopa? Ilpu pecsatukparHoM pazOaBieHun pactBopa 10%-ro Xorianma-
ApHOHa Mbl He OOHApPYXKWIM CYIIECTBEHHOTO W3MEHEHUsS COIEpKaHUs
LUTOKMHMHOB B KCHUJIEMHOM 3KCCYIaTe 4yepe3 CYTKH MOCIe MepeHOca PacTeHHI
Ha pa30aBJIeHHYIO MUTaTe]bHyIo cpedy (Tadm. 15). [lo HammMM JaHHBIM, ITOTOK
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LIMTOKMHUHOB W3 KOpHEH TakKe OCTABaJICsi HEM3MEHHBIM, T.K. HE H3MEHsUIach
TpaHCTIMpALMsl TPU JaHHOM BO3ICHCTBHH. OJTH PE3yJIbTaThl COIIACYIOTCS C
J@aHHBIMH DKCIICPIMEHTOB, KOTOpbBIE IOKAa3bIBAIOT OTCYTCTBHE KOPPEISLHI
MEX[y TOCTaBKOH LIUTOKMHHHOB M3 KOPHEW M POCTOBBIM OTBETOM PacTEHHH IpH
nedunmre asora (Dodd, Beveridge, 2006). HecMoTpst Ha coXpaHEeHHE Ha YPOBHE
KOHTPOJISl IOCTABKH IIMTOKWHUHOB, UX KOHIIEHTpaLKs B IOOerax 1 KOpHsX depes
CYTKM TIpOM3pacTaHWs pacTeHnil mmeHnns! Ha 1%-HoM pactBope X-A
YMeHbIIIaNach MpuMepHO BaBoe (Tabi. 15). MeI Taroke 0OHAPYXHIA CHIDKCHHUE
CONepKaHWS IIMTOKMHMHOB B JIMCTHAX HAa ()OHE HEHM3MEHHOIO IIPUTOKA
IIMTOKMHUHOB W3 KOpHeH. Hamu OBI7IO BBICKAa3aHO NMPEIIONOKEHHE O TOM, YTO
JacTUYHAsI KOPHEBAs 3acyxa M Je(hUIUT IUTAaHNS MOIJIM IPUBECTU K N3MCHCHHIO
MeTa0onM3Ma LUTOKHMHMHOB B camoM Iobere. Kakum oOpa3zom 3T0 MOXKeT
OCYHIECTBIIATLCA B YCJIOBUAX Jle(l)I/IHI/ITa MUHEPAJIbHBIX COoJIeH B IHUTATEILHOM
pactBope? Jlist oTBeTa Ha BOMPOC HEOOXOMUMO OBbLIO MCCIIE0BATh MEXaHU3MBbI
(hOpMHPOBaHHs TOPMOHAILHOTO CTaTyca mobdera B yCIOBUSIX JAe(hUIIMTa HOHOB B
MUTATEJILHOM PacTBOPE.

Tab6auua 15.
Copnep:xanue ropMOHOB (HI/T ChIPOM MAcCChI) B 00erax U KOPHsIX, a TAKkKe B
KCHJIEMHOM COKe (HI/T KCHJIEMHOIO COKa) BbIpamubaeMbIXx Ha 10%-Hom
pacrBope X-A pacTeHuMH NIIeHMUbI U 4yepe3 1 CyTKH Mocjie IepeHoca Ha
10%-nb1ii pacTBop X-A, cogep:kamuii ABK (koHeunasi koHueHTpamus 3
mr/m), 1%-ubiii pactBop X-A u 1%-ublii pactBop X-A, cogep:Kamuii
¢aypugon (®) (xkoHeuyHas KoHueHTpauuss S wmr/u). JlocToBepHO
OTJIMYAIOLIHECS 3HAYeHUs1 0003HAYEHbI pa3HbIMH OykBamu; t-Tect, P>0,95

O6paboTka | 1K (Z+ZR+ZN) | ABK

ITo6er Kopenr  Kcumema Ilo6er  Kopens Kcuiema

10 % X-A 8682  39+5° 52453 2044  1442°  8849°

10 % X-A b b a b c c
FABK 60+8 2643 48+3 6248 47+9 130+8
1% X-A  55+7°  19+4° 50+6° 51£7°  11+£1® 100+11°

0, -
1/4(:§A 7448 3044%®  54+4°  30+6°  8+1° 59+6°

CnocoGHOCTb TOOEroB K CHHTE3y IMTOKMHHHOB ObLIa ITOKa3aHa Ha
apabumonicuce (Miyawaki et al, 2004), mpu s5TOM O3Kclpeccusi ipt-TeHa
TIOBBIIIAIACK MIOCIIE HUTPATHOW 00pabOTKH. Pe3ynbTaTel HAlMX SKCHEPUMEHTOB
C  ONPBICKMBAHMEM  H30JIMPOBAHHBIX  JIMCTBEB  IIICHHUIBI  PACTBOPAMHU
a30TCONEpXKAIMX CONel JaiM apryMeHThl B IIOJB3Yy CIOCOOHOCTH JIMCTHEB
CHHTE3MPOBaTh [IMTOKUHUHBI B YCJIOBHUSIX TTOJHOTO MPEKPAIIEHHUS UX MP WTOKa
n3 KopHeil. Ho ocoObrii mHTEpec B CBA3M C pETyISIHEH COIepiKaHHSA
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IIUTOKMHHUHOB B mo0erax IpH Je(UIUTEe MHUHEPAIBHBIX COJNCH NPEICTaBISIOT
HaIlli JIaHHBIE O TOM, YTO Jake 0e3 SK30TeHHBIX HHUTPATOB H30JIMPOBAHHbBIC
JMCThsI B TEUEHHE MEPBBIX JIBYX CYTOK TIOCJIE OTACNEHHs OT IoOera MOTyT
MOJAEPKUBATh JIOBOJIBHO BBICOKHH YpOBEHb HECBA3aHHBIX LUTOKMHUHOB. B
HacTodllee BpeMs BKJIAJ CHHTE3UPYEMBIX B JIHMCThSIX IMTOKMHUHOB B
IIUTOKMHUHOBBIH CTaTyc noOera Npyu pa3IMYHbIX BHEIIHUX BO3JCHCTBUSAX BCE
eme TpebyeT cephe3HOro m3ydeHus. M, mo MHEHHI0O HEKOTOPHIX aBTOPOB,
HEOOXOIMMO HCCIIeTOBaHNE TIOTOKOB TOPMOHOB B MOJICITBHBIX SKCIIEPUMEHTAX
(Jiang, Hartung, 2008), koTopsie Mo Obl mdaTh Oojiee TMOAPOOHYIO
HHPOPMAITHIO.

Hcxomss W3  BBIIECKa3aHHOTO,  CHIDKEHHE  KOHIICHTPALUH
IIUTOKMHUHOB B Tobere Ha (oHe nX cTabMIIBHOTO TpaHCIOpPTa M3 KOpHEH B
YCIOBUSIX Je(UIMTa MTUTAHUSI MOXKET OBITh CIIEICTBHEM CHHIKEHHS CKOPOCTH
MX CHHTE3a WM aKTHBAIMHU JIeTpaJalliy B rooere.

Kak yxe ymoMuHanoCh BBIIIE, BIMAHUE IIpollecca Aerpagaluy
LUTOKMHMHOB HAa HX COJIEp)KaHUE B II€JOM pPACTEHHH OBbUIO HM3YYeHO Y
TPAHCTEHHBIX PACTCHUH, CBEPXNPOAYLMPYIOIIMX IUTOKMHUHOKCHIA3y B
orcyrcrBue crpecca (Werner et al., 2003) u npu nedunmre Bogst (Werner et
al., 2010). Bsuto nokazano Takxke, uyto akTuBHOCTh LIKO yBenuumBaercst B
moberax MpH Pa3TUYHBIX BHEIIHUX CTPECCOBBIX BO3JeHcTBUAX. Hamprmep,
NP OXJTAXKACHUN KOpHEW OBICTPO TOBHIMIANACh AaKTHBHOCTH ()epMEHTa Ha
(hoHEe CHIDKEeHUsI OTHOCHTENBLHOTO COIepKaHus Bojbl B ucThsx (Veselova et
al., 2005). B Hammx skcnepuMeHTax Ae(UIMT MUTAHHUS Yepe3 CYTKU elle He
BBI3BIBAJI CHHKEHUS BOJIHOTO MOTEHIMAJA, HO MPHUBOIII K MaJICHHUIO Typropa
TKaHel nmcra. M 9To Takke MOIVIO MOBIUATH Ha aKTUBHOCTH ¢epmenta. Ho,
M0 JAHHBIM JIUTEPaTyphl, B HKCIEPUMEHTaX C HCKIIOYEHHEM HHTpara Hu3
Cpezsl MONAEp)KaHUs Typropa 3a CUeT CO3/JaHHs JaBJICHHUS Ha KOPHHU OBIIO
HEJIOCTATOYHO JUIs COXpaHeHHs ckopoctu pocta jmcra (Dodd et al., 2003).
OdeBHIHO, YTO B CIy4yae HAIIUX SKCIEPUMEHTOB C JE(GHUIMTOM IHTAHUS,
MPeXIe BCETO, CIeAyeT OOCYIUTh CUTHAIBI HETHAPABINICCKOW MPUPOIBI, a
nMeHHO HakoruieHue ABK B mo0ere.

Onwmpasicc Ha W3BECTHBHIH (akT O TOM, 4YTO dKk3oreHHas ABK
aKTHBUPYET IKCIPECCHIO0 TeHOB UTOKMHUHOKCHAa3bl (Brugiere et al., 2003),
MBI MPEINOJOKWIA HAJMYMe NpsIMOU CBsI3W MexAy coaepxkanueM ABK u
aktuBHOCTHIO [IKO B mobere pacTeHMid TIICHUIBI B YCIOBUSAX JehUITUTA
nuTaHusA. [ Toro 4ToOBI MPOBEPHUTH ATy THIOTE3y, MBI JOJDKHBI OBUIH
MpOoaHaIM3UPOBaTh POCTOBOW OTBET pacTeHwmid, copepxanmne IIK m ABK B
KCHUJIEMHOM JKCCyare, B moberax M KOpHSX, a Takke akTUBHOCTH L[KO He
TOJBKO TIPH JBYX YPOBHSAX MHHEPATbHOTO HHUTAHHUS, HO TaKXKe HPUMEHSA
narnourop cuareza ABK dmypunon (Spollen et al., 2000) u 3x30reHHYIO
00paboTKy pacTeHHi aOCI30BOM KuCIOoToi. ABK BBOAMIN B ONTHMAIBHYIO
nurarensHyto cpeny (10% X-A) juid CTUMYISIMM HAaKOIUIEHHWS TOpPMOHA B
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pacrenuu. U, Harpotus, ¢urypunoH Mor npenorBparuts HakoruieHue ABK B
robere pacTeHHuH, pOCIINX Ha pa30aBIeHHOM MHUTATEIEHOM PacTBOpE.

Tadmuma 16.
Crpipas Mmacca modera u KOpHsl (MI) 4 COOTHOIIEHHE MacC Moder/KopeHb
Ha 10%-HoM pacTBOpe X-A H 4epe3 2 CYTOK IoOCJe MepeHOCca pacTeHui
Ha 10%-ub1ii  pactBop X-A, cogep:xkammii ABK (koHeuHas
KoHueHTpanus 3 mr/n), 1%-uplii 1 1%-Hb1ii pacTBop X-A, comepaxamuii
¢aypunon (®) (xkoHeuHasi KoHUeHTpamus S wmr/a). J[locroBepHo
OTJHYAIOIINecs] 3HAYeHUs 0003Ha4YeHbl Ppa3HbIMH OykBamu; t-TecT,
P>0,95, n=10

BosneiictBue [ToGer Kopens IToGer/xopeHb
10% X-A 15249 8244 1,86+0,04°
10% X-A+ABK 128+6 7543 1,71+0,08%°
1% X-A 127+4 8745 1,49+0,08°
1% X-A+® 12746 7245 1,78+0,06*

B Ta6nuie 16 mpencTaBieHbl pe3yabTaThl U3MEPEHHSI CHIPOH MaCChI
oOeroB ¥ KOpHeH npu Bo3aeicTBuy GuiypuaoHa - HHruouropa cunresa AbBK
(Spollen et al., 2000). Ms1 nobapusim ero B 1%-Helil pacTBop X-A 1uis npe-
notspamieHns HakomeHust ABK B moGere, koTopoe MBI OOHapYXWIN depes
cyTKH mocie nepeHoca pacteHuid ¢ 10%-ro X-A. V3 tabnuisl BUJHO, YTO
HapylIeHHe CHHTEe3a TOPMOHA COXPAHSIO COOTHOIIEHHE MAacC I00er/KopeHb
ONM3KMM K TAKOBOMY Y PAacT€HHH Ha ONTHMaJbHOHM murtaTeibHol cpexe. On-
HaKO CJIelyeT OTMETHTb, YTO MPUCYTCTBHE (IIypHIIOHA B ONPEEICHHON Mepe
MOJIABIIATIO POCT Kak mobera, Tak u kopHA. Jlo6aBnernne ABK B 10%-HbIi
pactBop X-A (ONTUMaJIBHBIN I POCTa YPOBEHb IIUTAHU) Yepe3 TBOE CyTOK
TaKkKe NPUBOJMIO K MOJABICHUIO pocTa 1modera U KOpHs, HO B Ooubliieii cre-
NIeHU MOJABIIUICS pocT nodera. Haim naHHbIe elie pa3 moJATBEpKIAtoT JaH-
HBIE JIUTEPATYphl O TOM, 4TO B CTpeccoBbIX ycioBusix ABK moxer momaep-
XKHMBaTh POCT KOPHS.

W3  Tabmuuer 15 BupHo, uro oOpaborka  QuypumoHOM
JEeUCTBUTENBHO MPUBOAMIIA K CHIDKEHHUIO cojepxanus ABK u B kopHSX, U B
noberax pactenuii Ha ¢one nepunura nuranus (1% pactsop X-A), npu 3TOM
cojiep)KaHue IIMTOKMHUHOB OBUIO BBINIE KAaK B KOPHSX, TaK M B rmo0erax I0
CPaBHEHUIO C PACTEHUSIMH, KOTOPbIE POCIN Ha pa30aBiIeHHOH MUTATEIbHOU
cpene 0e3 quypugona. Criemyer oOpaTUTh BHUMaHWE Ha TO, YTO (BIypumaoH
JNEHCTBUTENHFHO CIIOCOOCTBOBAN IpenoTBpamieHnio Hakomieans ABK nu
MOBBILICHUIO YPOBHSI IUTOKMHHUHOB B PACTEHHH, HO IIPU TOM COJIEpIKAHHE
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ABK Bce eme ocTaBanoch BhIIIE, @ IUTOKMHHUHOB - HHXKE, YeM B PACTEHHSAX
ONTUMAJILHOTO BapHaHTa mnuTaTenbHOro pactBopa (10% pactBop X-A).
Takum o0pa3zomM, MBI BUAUM CBS3b MeXny coiepxanueM ABK u
[UTOKWHHUHOB U COOTHOIIIEHHEM Macc mober/kopeHs (Tabmuiisl 15 u 16).

CoBepuleHHO WHas KapTMHa ObUIa XapakTepHa Uil pacTeHWH,
KOTOpblE pOCIM Ha oNnTuMaidbHON mnutaredapbHou cpene (10% X-A) ¢
nmobaBneHreM B mutaTenbHBIN pacTBop ABK. Uepes cyTku mocie BHECEHHS
ropMoHa B nuratesbHbI pacTtBop ABK HakamiuBanach, Kak B KOPHSX, TaK U
B mo0erax, a cofepKaHne B HUX HUTOKWHUHOB CHIDKANOCH (Tabm. 15). Ilpu
stoM HakoruieHue ABK Oputo Gornee BBIpaKeHHBIM, YeM TIpH Ae]uInTe
MUTAaHUSA M OBIJIO XapaKTepHO W uIi mobOera, u ais kKopHsA. COOTBETCTBEHHO,
COOTHOIIEHHE Macc mobOer/kopeHp (Tabm. 16) XOoTs W MMENo TEeHICHIHIO
YMEHBLICHUSI 110 CPaBHEHHIO C COOTHOLIEHHEM Macc NO0er/KopeHb s
pacTeHHi ¢ ONTHUMaJIbHOTO MuTaTenbHOro pactBopa (10% pactBop X-A), HO
JIOCTOBEPHOTO pa3Iu4yusid MEXIy HHMHM B HAllUX OMNBITax He ObUIO
oOHapyxeHo. TemM He MeHee, U B JaHHOH CEpUU IKCIEPHUMEHTOB YETKO
MPOCIIEeKHMBAIACH CBA3b MEXKY COIEPKaHUEM B robere aOCIU30BON KHUCIIOTHI
W IMTOKWHHUHOB. Bo3morkHast mpuyactHocTh ABK Kk KOHTpoOmIO conmepikaHus
IIUTOKMHUHOB JIENIA€T AaKTyaJdbHOH NPOOIEeMy W3YdECHHUS BIHMSHUS 3TOTO
TOpPMOHA Ha aKTHBHOCTh IIUTOKWHHUHOKCH/IA3bl TIPH BBEACHUH B NUTATEIHHBIC
pactBopel (ypunoHa u ABK. Tem Oomee 4TO, 1O MAaHHBEIM JHTEPATYPEI,
sk3oreHHass ABK MoxeT BIMATh Ha aKTUBHOCTH IIUTOKMHHHOKCHIA3bl M Ha
9KCIIPECCHIO T€HOB, KOAUPYIOIINX 3TOT ()EPMEHT.

N3zyuus akruBHOCTh LIKO mpu pa3HbIX YPOBHSX MUTAHUS U Pa3HBIX
00paboTKax, Mbl OOHAPYKHIN Pa3INYHMs B aKTUBHOCTH ITUTOKHHUHOKCHIA3BI
(puc. 14) gepe3 cyTKu mocie AECATHKPATHOTO pa30aBieHHs MUTATEIBHOTO
pacTBopa X-A OJHOBPEMEHHO CO CHIDKCHHEM COJEpKaHHUS [UTOKMHUHOB U
yBenunueHueM coaepxanus ABK B mobere.

Ho6asnenne ABK B 10%-HbIi nuTaTenbHBINA pacTBOP X-A HPUBOAUT
K aKTHBAallM¥ IUTOKMHUHOKCHA3bI, TAK)Ke KaK M JIECATHKpaTHOE pa3daBieHne
CaMoTo TMHTAaTeNbHOTO pacTBopa (AeUIMT IHUTAaHHUA) IO CPAaBHEHHIO C
aKTHBHOCTBIO (hepMEHTa PACTEHUI Ha ONTHMAJIFHOM MHUTATEIBHOM pacTBOpE
(10% X-A), 1 coBmagaeT cO CHI)KCHHEM CONCPXKAHHUS LUTOKHHHHOB B
noberax. Beenenne B paz6aBieHHbIH nuTarenbHb pacTBop (1%-Hblil X-A)
bnypunona mns  mpemoTBpameHuss HakoreHus ABK, kotopoe Obu1o
XapaKTepHO Ul PAacTeHHH C 3TUM THUIIOM IHTAaHMS, [IPUBEIIO K CHUKEHHIO
AKTHBHOCTH ITUTOKMHHHOKCHJA3bl II0 CPaBHEHHIO C PACTCHHAMH C
IeUIUTHOW THTATeIbHON cpeapl. TeM He MeHee, aKTHBHOCTH (hepMmeHTa
ObLTa BBIIIE, YeM y PACTEHHH, MOMYYaBIINX onNTHMaidbHOe nuTanue (10% X-
A), 9T0 Taxke OBUTO MPONOPIMOHATIHFHO COAEPIKAaHIIO INTOKMHNHOB U ABK B
nobere.
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Puc. 14. AKTHBHOCTh IMTOKMHUHOKCHAA3BI B NMo0erax BhIPalMBAaeMbIX
Ha 10%-HoM pacTtBope X-A pacTeHMii NIIEHWIbI W 4Yepe3 AeHb IOCJe
nepesoca Ha 10%-ub1ii  X-A, cogepxamuii ABK (koHeunas
KoHueHTpauust 3 mr/n); 1%-upiii X-A u 1%-#b1ii X-A, cogepskammii
¢uypuaon  (koHeyHasi  KOHUeHTpauusi S  Mr/o1);  JA0CTOBEpPHO
OTJHYAIOIIHecs] 3HAYeHHUS O0003Ha4YeHbl pa3HbIMH OykBamu; U-TecT,
P=0,95

Jns toro 4roObl pa3oOparhsCs, BaKEH M TPAHCKPUIIIHOHHBIN
YPOBEHb B PETYNALNH AaKTUBHOCTH LUTOKWHHUHOKCHJIA3bl, MBI OIICHHUBAJIU
skcrnpeccuro reHa [IKO mmennns metogom OT-IIIP. Ananu3 moxkaszani, 4To
4yepe3 CyTKH Toclie IepeHeceH s pacTeHni mieHuIsl Ha 1% cpeny X-A mon
BIMsSHUEM Jeduiura HOHOB B IHUTATEIbHOM pacTBOpPE CO/EpIKAaHHE
tpanckpunra rera 1IKO B moGere Bo3pacrtano npumepuo Ha 70% (puc. 15).
Hamn oOnapyxeHa Koppeisinusi MEXIy YPOBHEM TpPaHCKpUNTA TeHa |
aKTHBHOCTBIO KomgupyemMoro uM ¢epmentra (puc. 14, pumc. 15), uro
CBHUJICTEIBCTBYET O TOM, YTO TPAHCKPHUIILMOHHBIH YPOBEHb UTPAET B TAHHOM
ciay4yae BakHYIO poiib B peryimsauuu aktuBHoctd LIKO. Ilpu stom cnenyer
MOAYEPKHYTh, YTO M3MEHEHHE aKTHBHOCTH ()EPMEHTA COOTBETCTBOBAJIO TEM
KoJIeOaHMAM B COAEP KaHUH IUTOKWHIUHOB, KOTOPbIE OBUIN BBISBICHBI KaK IIPH
neGunruTe MHHEPAJHHOTO NMHUTAHMS, TaK W YaCTHYHOW PEAYKIUH KOPHEBOU
CHCTEMBI.
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Puc. 15. OTHOCHTEeIbHBII YPOBeHb TPAHCKPHUITA reHa

IHMTOKHHUHOKCUAA3bl B Mo0ere pacTeHMil NMIIEHHUIbI, KOTOPbIC POCIH B
Teyenne 24 4 Ha 10% u 1%-HoM nuTarensHoM pactBope X-A. Merton
OT-IIIP. BuipaBuuBanue koaudecrBa PHK B oOpa3umax, B3SITBIX B
peakuuio, NPOBOAMJIN NyTeM CPaBHeHHUSl B HHUX JIKCIpecCHMM reHa f-
TyOoyauHa. 1 — koHTpoiabr (10% pacrtBop X-A); 2 — npeduuur
MuHepajabHoro nuranus (1% pacreop X-A)

OTO TO3BOJSET MoJiararth, 4YTO pachaj [UTOKWHUHOB, CBSI3aHHBIN C
akTHBHOCTBIO LIKO, BHOCHT CBOI1 BKJIa]l B 0OHApYyKEHHbIE HAMU U3MEHEHHS B
COZIepKaHUH INTOKMHWHOB IIPU Pa3HBIX Bo3aeHcTBusX: akTuBamms LIKO moxn
BIUSHAEM pAe(duIMTa MHUTAaHUA CIOCOOCTBOBAJa CHIDKCHHIO COJCPIKaHMS
IIUTOKWHUHOB, & CHI)KCHHE aKTUBHOCTH (PepMEHTa — MOAEPKaHUIO YPOBHSA
IIUTOKMHUHOB B TI00€Tax pacTeHWH NP YaCTUYHOM YJaJICHUH KOpPHEH.

Takum 00pa3om, HakamMBaromascs B rmodere adcun3oBasi KUCIOTa
npu pazbasnenun 10%-ro murarensHOro pactBopa X-A 10 1%-ro, Moxer
MHIyLIUPOBAaTh paspylieHue LUTOKHHUHOB yepes aKTUBALUIO
IIUTOKMHWUHOKCHIA3bI. A peryianyda aKTUBHOCTH MUTOKMHUHOKCHUAA3bl MOXKET
OBITh ONHMM M3 MEXaHM3MOB IepepacipeeieHus OUOMAacChl B TIOJIb3Y
KOpHEH.

Henp3s HE OTMETHTH, YTO B HAIIMX JKCIEPUMEHTaX C Aeduuurom
MOHOB B NHTAaTEIFHOM PacTBOPE CHIDKEHHE COAEP)KaHUS IIMTOKMHMHOB B
nobere ObIIIO MeHEE BBIPQKEHHBIM M 0oJiee MEUICHHBIM, YeM TIPH yIaJIeHUN
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yacT KopHei. He nckitoueno, 4yro HabmonaeMelii IpH TOM B TEUEHHE CYTOK
1ocjie BO3JCHCTBHS HEM3MEHHBIH NPUTOK TOpPMOHa M3 KOpPHEH MoOr
NIPEIOTBPAaTUTh PE3KOe MaJIeHHE YPOBHS LIMTOKMHWUHOB B robere Ha QoHe
aKTHBallMM paspyliaromero ux ¢epmerta. B 1o xe Bpems ObicTpoe
TIOBBILIIEHUE COJIEP)KaHUsI TOPMOHA B MOOEre Mocie pe3Koro CHMKEHHS UX
JOCTaBKHM M3 KOpHEH BCIIENCTBUE PEIYKLUH KOPHEBOW CHUCTEMbI HaOIOAaIN
Ha (QOHE CHIKEHHOH aKTHBHOCTH (pepMEHTA.

Taxkum o00pa3oM, coYeTaHHE H3YYCHHBIX HAMH pETYISTOPHBIX
MEXaHH3MOB Ha YpOBHE TpaHCIOPTa M pacmaja MOXeT obecnedynBaTh
PETYIALMIO COEpKaHHUS INTOKMHUHOB B PAa3HBIX YaCTSAX PACTCHUSL.
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3. POJIb TOPMOHAJIBHOI CUCTEMBI B AJIANITALIANA
IMPOPOCTKOB HNIIEHUIIBI K PASHBIM ®OPMAM
A30THOI'O IIMTAHUA

B npempigymeit miaBe 0o0cyXIanuch pe3yibTaThl  BIUSHUS
rpajiMeHTa MUHEPaJbHOTO NMUTAHUS Ha TOPMOHAIBHYIO CUCTEMY PAaCTCHUSL.
Hacrosmas miaBa  MOCBsIIEHA  HMCCIEAOBAHUIO  BO3MOXHOW  POIM
(hUTOTOPMOHOB B TpOLECCAX AZANTALUHM K Pa3IUdHBIM (opMaM a30THOTO
MUTaHWUA. DTOT IIEPEXO/ BBI3BAH CIEAYIONINMHU COOOPAKEHISIMU.

Bo-niepBbIX, M3ydeHHE OHOTO W3 OCHOBHBIX MakKpOIJIEMEHTOB -
a30Ta, IO3BOJSIET CKOHLCHTPUPOBATH BHHMAHHE Ha  OXHOGAKTOPHOM
BO3JCHCTBMM  Ha  (uTOropMoHanbHBIN craryc. Bo-BTOpBIX, yXom oT
CBEPXONTUMAJILHBIX KOHLEHTPALUiA MO3BOJIMI H30€Karh WHIHOMPYIOIIETO
JIeUCTBUSA HEOPTraHUYECKUX aHHOHOB, BO3JCHCTBUE KOTOPBIX
HAaropMOHAJIbHBIA OaJaHC TPHBEACHO B NPENbIAYIICH TNIaBe HacTOsLIen
paboTbl. B-Tperbux, B JHTEpaType IIMPOKO paccMaTpUBAIOTCS MHOTHUE
acreKThl (U3MOJOTUYECKOTO0 COCTOSHHMS, IIOCBSIICHHBIC CPaBHUTEIHLHOMY
WCCIIEOBAHUIO BIMSHHAS aMMOHHMHHOTO M HUTPAaTHOTO a30Ta Ha PacTEHHE.
370 mo3BONAET MPUOMU3UTECS K MOHUMAaHUIO 0oJiee TOHKHX MEXaHH3MOB
CHCTeMBl ajanTanuu pacTeHus. [Ipeamonaramock, dYTO  BBISICHEHHE
B3aUMOCBSI3M MHHEPAIbHOTO TUTAHUS W SHIOTCHHOTO  TOPMOHAJIBHOTO
cTaTyca TIO3BOJIMT YCTAHOBHTh HEKOTOPHIE MEXaHM3MBI IIEPBUYHON
a/IanTal[MOHHON CTPAaTErny PacTCHUH.

B mouBe CylecTByIOT /IBe OCHOBHBIE (POpMBI a30Ta: HUTpATHAsT U
aMMoHuitHas. HwuTpaTHeli W  aMMOHHMIHBIA  a30T  (U3HOJOTHYECKH
paBHOIleHHBl st pacTeHust (IIpsuumrankoB,1945; CemenoB u 1p.1990).
du3noI0rnuecKue MEXaHU3MbI MPOIIECCOB MOMIOIIEHHSI U YCBOGHHUS a30Ta
HUTPATOB M aMMOHHMsSI CYIIECTBEHHO pa3iu4aloTcs. Y OOJNBUIMHCTBA BHJOB
noromenne  NOz; TPOUCXOIUT TYTEM aKTUBHOTO JHEPro3aBHCUMOTO
mporecca, B TO BpeMsI KaKk MOIIONMIEHHE aMMOHHS MOXKET OCYLIECTBIISITHCS
HECKOJILKUMU crioco0amu (0T akTHBHOTO mepeHoca 1o nudp¢ysun) (CemeHOB,
CoKxoJ10B, 1983). ITornomeHHbIi aMMOHUN MPaKTUYECKU BEChH
accummpyetcs B kopHsax (Lewis et al.,1982), a HUTpaThl B 3aBUCHMOCTH
OT BHJa PACTEHUs BOCCTaHABJIMBAIOTCS B KOPHAX M ( WIM) B  JIHCTBSIX
(Srivastava,1980; KimotikoBa, Anexuna, 1983; Illupmosa u ap. 1986; Wang et
al., 2012). DOrtu mpormeccsl W ApyrHe OCOOEHHOCTH NPUBOIAT K
(hopMHPOBaHHIO  OTPENEICHHOTO MOPGOPU3NOIOTHIECKOTO OTBETa KOPHSI.
HutparHblii a30T criocoOCTBYeT yBEINYECHHIO aICOPOUPYIOIIEH TOBEPXHOCTH
n  kaTuoHoOMeHHOUW emkoctu kopHew (Jlonmos, 1976; Capcenbaes,
JobpyHos, 1980).

OnHako, aMMOHHMHHBIA a30T momniomaercs Oonee WHTEHCHUBHO,
Hexxen HUTpaTHbIA (Hendricks, Taylorson,1974). Topmoxenue pocta KopHel
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10 JaHHBII JIUTEpaTypbl KOPpENHpYyeT C HAKOIUIEHMEM B  TKaHAX KOPHS
HMOHOB aMMOHHUSI, CTEleHb TOPMOXKEHHSI POCTa KOPHEH HAaXOAWTCS B NMPSIMOU
3aBUCUMOCTHU OT cogepxanust NH, B kopusix (danumnoa, 1965). Jlanubie o
BIMSTHUM (DOPMBI a30Ta Ha COJEPIKaHWE TOPMOHOB BECbMa HEMHOTOYHCIICHHBI
(Aurenosa u 11p.,1985; 3o3ukoBa, Kosauera, 1986; Kymosipoa u mp.,1990;
Kudoyarova et al., 1997; Krouk et al., 2011).

XapakTepUCTUKOW  JEMOHCTPUPYIOIIEH  PEakUui0  KOPHEBOM
CHCTEMBI Ha H3MCHEHHE YCJIOBUH MMUTAHUA SBJSIETCS, TAK)KE KOPHEBOM HHIECKC
(oTHOmIEHME Macchl KOpHEH K Macce Hag3eMHOH 4YacTH). Tax,
BEIIIICOITMCAHHBIE HM3MEHEHHs B CHIPOH Macce mofera u KOPHSA CKa3alHCh Ha
KopHeBoM HHIeKkce (tabmuma 17). KopHeBoif mHAEKC BO3pPOC Y  pacTeHHUH
HUTPATHOTO BapuaHTa B MEPHOJ 5-7 CYTOK POCTa Ha IUTATENILHOM cpelie, 4To
TOBOPUT O JOMUHHPYIOILEM POCTE KOPHsI Ha JaHHOH (opMe IHUTaHusI.

Tao6auma 17
HN3meHeHne 3Ha4YeHUII KOPHEBOI0 MHAEKCA B MEPUOJ IKCIIEPUMEHTA NPH
pocTe NMPOPOCTKOB NIICHWIBI HA aMMOHHUITHOM W HHMTpPaTHOH ¢opme
NMUTAHUA

Hcrounuk CyTKu Ha IUTaTEJIBLHOU cpene
azora 1 2 3 5 7
NH," 1,44 1,58 2,2 2,23 2,24
NOs 1,4 1,51 1,8 2,02 1,55

OmHUM ©3 aJanTHUBHBIX JIPQPEKTOB MOP(HOPH3NOIOTHIECKOTO
OTBETa pPAcTEHWH HA HUTPATHBIM ()OH MUHEPAIHHOTO IUTAHUS SIBISCTCS
¢dopMupoBanne  Oosiee pa3BUTONH KOPHEBOH CHCTEMBI MO CpPaBHEHHUIO C
aMMOHHUHHBIM BapraHToM ([anmmosa, 1965). [Tockombky H3BECTHO, YTO POCT
KOHTPOJIUPYETCS ~ TOPMOHAJBHOM CHCTEMOH pacTeHHs, NpPEeACTaBIAIOCh
HHTEPECHBIM H3yUeHHE BO3MOKHON POJIM GUTOTOPMOHOB B 3TOM TIpOILIECCe.

Kak BumHO u3 pucyHka 16, IOCTOBEpHbIE paznu4us MO JJIMHE
KOpHEH MEXIy PAacTeHHSMH, BBIPOCIIMMH HAa HUTPAaTHOM W aMMOHHHHOM
¢oHax mNUTAaHWA, HAOMIOJAIMCh B MEPUOJ C S5 1O 7 CYTKH pocra Ha
nUTaTeNbHON cpene. [loCTOBEpHOH pasHHMIBI 10 JUIMHE HAA3€MHOW 4YacTh
HaMy He ObIJI0 OOHapy)KeHO. DTH JaHHBIE MPOTHUBOPEYAT pe3ysbTaraM psa
uccienoBarenei, CBUAETENbCTBYIOIMX 00 HHruOMpyIOmeM JeHCTBUH
"ammua4qHoro orpasieHus” Ha pacrteHue (OcmonoBckas, Kpenrays, 1975).
ITo Hamemy MHEHHIO, 3TO, BEPOSATHO, CBSI3aHO C TE€M, YTO MBI MOJAEP KUBAIU
pH Ha NOCTOSSHHOM  HEWTpaIbHOM  ypPOBHE, UTO IO3BOJISLIO TAKXKE
ONTUMHU3UPOBATH YCIOBUS MOIVIOIMIEHUS aMMOHHMHHBIX MOHOB (IllmpmroBa n
np. 1986; Eroposa, BopoOneB 1989).
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Puc. 16. Biaussinne aMMOHMITHOI M HUTPaTHON ()OPMBI a30Ta Ha JJIMHY
Haa3emHo#l yactu (1) u xopHeii (2) pacrenmii mmenunsl. Ha rpaduke
NpeacTaBJeHbl cpeaHue 3HaYeHus (N=5) u ux omuodKu.

CxomHas KapTUHA OblIa MOJy4YeHa HAMHU IO Pe3ylbTaTaM M3MEPEHHH ChIpOH
Macchl MPOpOCTKOB (puc. 17). YBenwdeHne chIpoil OMOMACCH KOPHS IO
MapajuleNbHO ¢ aKTHBAIMEH pPOCTa KOPHEH B JUIMHY, T.€. Pa3HHUIA IO Macce
KOpPHEH MeXIy HHUTPAaTHBIM M aMMOHMHHBIM BapHaHTOM IMPOSBISUIACH HA
cempMble CYTKH pOCTa Ha NMUTaTelIbHOW cpene. Kpome Toro, Habmonanock
HEe3HaYUTeIbHOE NMPEBOCXOJCTBO Y PACTEHUI HUTPATHOTO BapHaHTa IO CHIPOH
Macce Ha/I3eMHOH 4acTH MOC/Ie CEMU CyTOK POCTa Ha MUTATENIbHOM cpezie.
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Puc. 17. BausiHue aMMOHUIHOI ¥ HUTpaTHOH ¢opMbI a30Ta HA Maccy
Haa3emHo#i yactu (1) u xopHeii (2) pacrenmii mmenunsl. Ha rpaduxe
NpeACTaBJIeHbI CpeiHNe 3HaYeHHus (N=5) 1 uX OIUOKH.
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[TpuBeneHHbIe pe3yNbTaThl XOPOIIO COMIACYIOTCS C JIUTEPaTypHBIMU
JaHHBIMH, CBHJCTEIILCTBYIOUIMMH O CTUMYJSIMM HaKOIUICHHS OHOMacChl
pacteHusiMu Ha HUTparHoM ¢one mutanus (Calain et al.,1980; Chaillan et
al.,1986; Ycmanor 1986; Rahayu et al., 2005). 3HaueHHsI MAacChl CyXOro
BEIIECTBa BO MHOTOM ITOBTOPSUTH JTMHAMHKY HaKOIUICHHSI CBHIPOH OHoMacchl
IIPU POCTE Ha Pa3IUYHBIX POpMax a30THOTO MTUTAHHS.

CBHIETEIHCTBOM TOTO, 4YTO '"aMMOHHUHHBIE" pacTeHHS He
MIPOSBIISAIN NIPU3HAKOB YTHETCHUS MOCITYKIIIN PE3yIIBTaThl, TOTy9YeHHbIE IPH
OTIpEZIETICHNH  XJIOPODUIBHOTO WHIEKCA, CyMMapHOH IUIOMIAAN JHCTHEB U
YHCTON IPOXYKTUBHOCTH oTocuHTe3a. [Inomans mrucToBoi miacTHHKY Obl1a
Oompirel y " HUTPATHBIX" PacTCHWH NPUMEPHO B MOJITOpA pa3a Ha CeIbMBIC
CyTKH, OJHAKO, "aMMOHHIHBIC" pacTCHHs WMEIH OoJice BBICOKHIA
xJopo(UIIbHEIN HHACKC mpuMepHO Ha 44% (Tabmuia 18). Tak kak 0ba 3THX
MoKasaTelss HMEIOT HEMOCPEACTBEHHOE 3HayeHue sl (OTOCHHTE3a,
NPE/ICTABISIOCh MHTEPECHBIM OMpeielieHHe NPOAYKTHBHOCTH (JOTOCHHTE3A.
OmpezeneHne YUCTOW NPOAYKTHBHOCTH (OTOCHHTE3a, Kak MOKa3arels
paboThI JIMCTHEB MO HAKOIUICHHUIO OMOMACCHI 32 CEMb CYTOK POCTa Ha Pa3HbIX
MIUTATENbHBIX CPe/ax, MOKa3ajIo JOBOJIBHO OMU3KHE APYT K APYTY 3Ha4YCHUS,
XapakTepusyromue paboTy (OTOCHHTE3UPYIOIIETro ammapara y pacTeHHH
HUTPAaTHOTO ¥ aMMOHHiIfHOTO BapuaHToB (Tabmuma 18). BeposTHO,
BBIIIIECKA3aHHOE MOXKHO PacCMaTpPUBATh KAK MMOATBEPXKICHAE PAaBHOIICHHOCTH
obonx (opM a30THOTO NMHUTAHUS, YTO COOTBETCTBYET IAHHBIM JIUTEPATYPHI
(CoxomnoB u 1p., 1990).

Taoauna 18
H3meHeHne niIomaam JUCTOBOI MOBEPXHOCTH, XJIOPOPUIBHOIO HHIEKCA
U 4YucTOli mpoaykTuBHOCTH ¢oTtocunTesa (YIIP) y mnpopocTkoB
MIIEHUIBI IPH POCTE HA AMMOHUTHOM M HUTPATHOM BapHaHTe NMUTAHUS

ITapameTpsbl Hcrounux CyTKH Ha IUTaTeNbHOU cpesie
aszoTa 1 3 5 7
S IMcTOBOM NH," 1,354 3,734 4,657 6,73
l'IJ'IaCTI/IZHKI/I, NO3 1,403 5,051 5,821 9,98
cM
XIT 45, MI/T NH.," 13,4 9,61 55 1,87
ChIpoi NO;s 12,28 7,29 3,72 1,17
MAacChl
UI®, r/em? NH," 0,0169
NO; 0,0163

BBI/IHy TOT'0, YTO KOPCHb ICPBBIM BCTYIIACT B HCHOCpeL[CTBCHHBIfI
KOHTAKT C DOJJIEMCHTAaMHU MHWHEPAJIbHOIO0 MNHUTAHWUA, I[MOOTOMY Ha4YuWHACM
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oOCyXieHHe pe3yiabTaroB C IE€PBOHAYalbHOM TOPMOHAJIBHOW peakuuen
KOpHEH Ha BO3JEHCTBHE pa3HbIX (OPM a30THOTO MTUTAHUS.

Kak BuaHo m3 pucyHka 18, ropmoHajbHBIH OajaHC B KOPHSX
pacTeHuil CKIaabpIBajics cileayrommM oopasoM. Habmonmanock Bo3pacraHue
ypoBHs conepxkaHus ABK B kopHix y "HUTpaTHBIX" pacTeHMH Ha
MPOTSHKEHUU IISITU CYTOK, T.€. 10 Hadyajla aKTUBU3AI[UM pOCTa KOPHEH, a 3aTeM
- PE3Koe CHIDKCHHE COMAEPKaHWS K CEAbMBIM CyTKaM. M3 mureparypsl
W3BECTHO, 4TO 00paboTka pacternii ABK BBRI3bIBaeT momaBiIeHNE AKTHBHOCTH
HuTparpenykrassl (AHP) B KOpHSX W HakoIUIeHHE HHUTPATOB B KODPHSX.
(Palmer, 1985; Lu et al., 1992). [lockombKy B TaHHOW CEpHUH OIMBITOB HE
onpeaensinace AHP, ¢ ompeneneHHON OCTOPOXHOCTBIO, MOXKHO OIYCTUTb
NpeNNoNIoKEeHHe O ToM, 4ro uHruompyromee nevicteue ABK Ha
HUTpATPEIyKTa3y HEOOXOMUMO KaK CACp)KUBAarOIUi (akrop cyOCcTpaTHOM
aKTHBalMU ()epMEHTa, a HAKOIUICHUE HUTPATOB B KOPHSIX, B CBOIO OYepElb,
Kak OIIpe/IeJICHHBIH 3Tall OHTOTeHEe3a IPOPOCTKA.

VY "amMoHUMIHBIX" pacTeHMid auHamuka cozaepkanusi ABK Obuia
00paTHO! - MakCHUMaJbHOE COJACpXKAHUE MPUXOTUTCS Ha IEpBBIE CYTKH, a
3aTeM  TPOMCXOJWIO CHIDKCHHWE YPOBHS TOPMOHAa BIUIOTH JO KOHIIA
HCCIEAYEMBIX CpPOKOB pOCTa Ha MHWTaTenbHOM cpene. IlpuHnumas Bo
BHUMaHHME, YTO ACCHUMHWJIIIMSA aMMOHHS IPOUCXOMUT  MHPAKTHIECKU
nonHocThio B KopHsix (Lewis et al, 1982; Marschner et al., 1997; Wang et al.,
2012), a i monmmepiKaHUSL ONTUMANTbHOH AaKTUBHOCTH (PEPMECHTOB
MeTabonM3Ma aMMOHHS, KaK MW3BECTHO W3 JINTEPATYphl, HEOOXOIHM
JIOCTATOYHO BBICOKHI YpOBEHb KOpHEBOTO abixanus (Shi Zheng - Qiang et al.,
1990), MOXXHO TPEANONIOKHUTH, YTO BBICOKHH ypoBeHb ABK B KOpHSX MoOT
CrocoOCTBOBAaTh AKTHBAIlMM B HHUX JBIXaHUS. JTt0 comacyercs ¢
JUTEPATYPHBIMH JTaHHBIMHU TOBOPSIIIUME 00 yBEJTMUEHHH YPOBHS [IBIXaHHS B
kopHsix oOpaboranubix ABK pacrenumii (Markhart, 1982).

IIpocnexuBaercs Takke U3MEHEHHE ypoBHA conepkanus UYK B
kopHsix (puc. 19) momo6Ho nuHamuKe conepxanus ABK. Hakomernne UVK y
"HUTpaTHBIX" pacTEeHWH, TakXKe LUIO A0 IATBIX CYTOK pOCTa Ha cpele, a
3aTeM Ha Ce/IbMble CYTKH HAaOJIOZAJOCh PE3KOE CHIDKEHHE KOHLEHTpPAINH
NVYK B xopusax. [lpu oOCyXIeHHH O3THX JaHHBIX HEOOXOAMMO BBHIICIUTH
CJICITyIOIINE MOMEHTHI:

Bo-mepBrIX, y pacTeHH HUTPATHOTO BapHuaHTa B MEPHOA 2-5 CYTOK
pocTa Ha MUTATENBHON CpeAe BU3yaJbHO HaOMonanu Ooiee MHTEHCHBHOE
oOpa3oBanme OOKOBBIX KOpHEW. [1o cpaBHEHHIO C AMMOHHMHWHBIM BapHaHTOM,
3TOT TpoIiecc 1es Ha (GoHe Bce moBbImatomieiics konmnenTpanuun MYK, aro
COOTBETCTBYET KJIACCHYECKMM TpeacTaBieHussMm o ponmu HWYK B
kopHeoOpazoBanuu (Torrey,1976).

Bo-BTOpBIX, M3BECTHa aTTparupylomas CrocoOHOCTH TOPMOHOB
ayKcMHOBOH npupossl B pactennu (ITonesoi, 1986).
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Puc. 18. Binssnne aMMOHUITHON W HUTPaTHOW (OPMBI 230Ta HA YPOBEHb
cogepxanusi ABK B Hanzemuoit yactu (1) m kxopHsax (2) pacreHuii
nmennnbl Ha rpadguke mpeacrasiiensl cpeanue 3HadeHus (N=5) m ux
OlIUOKH.
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Puc. 19. Binsinne aMMOHUITHOW 1 HUTPaTHOH ¢GOpMBI 230Ta HAa YPOBEHb
cogepxxkanusi YK B nanzemuoit yactu (1) u kopusix (2) pacrenmii
nmennnsl. Ha rpadguke npencrasieHbl cpeiHue 3Ha4YeHus (N=5) m ux
OMINOKH.
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Hakomnenue MYK B kopHSX, Kak U3BECTHO U3 JIUTEPATyphl, MOXKET
BBI3BaTh JONIOJHUTEIEHOE MOCTYIUICHNE B KOPEHb YIJICBOIOB U AMHHOKHCIIOT
u3 HamzemHoi uyactu (bymaroBa, Aunucumon, 1976; KazapsH, XauaTpsH,
1986), 4TO BEPOSITHO MOXET CIOCOOCTBOBaTh aKTUBHOMY POCTY KOpHS W
yeunenuto moronrenuss NOjz (Komobak,1985; Walch-Liu et al., 2006).
brmmsocts xapaxTepa aumHamuku copepxkanus MYK u ABK B kopHsax
HHUTPATHOTO BAPHAHTA MO3BOJISIET CAEIIATH MIPEAIIOTIOKEHUE TAKKE 00 yqacTHn
ABK B Bbllle ONUCaHHBIX MPOLECCAX, YTO COOTBETCTBYET JAHHBIM
nureparypsl o Biustaun ABK Ha mortomienue wonos (Karmoker,1979).

W, naxonen, BHOBb BO3Bpamasich k guHamuke ABK B kopHsx
MOXHO IIPEAIONOXHUTE crexytomee. C OHOW CTOPOHBI, H3BECTHO
npennonoxkenue P.C. Peitnexke, J.M. bangypckoro o ToM, 4YTO
pocraktuBupymomiee neiicreue MYK crsa3ano ¢ ero mnakrusanumeii (Reineke,
Bandyrski, 1987). C apyroii ctopoHbl, uzBecteH (akt o ToM, uto ABK MoxeT
akTHBUpOBaTh peryisnuio pacnaga MYK (Evans,1984; Salopek-Sondi et al.,
2013). Hcxons u3 3TOro, MOXKHO MPEAMOIOKHTE, 4TO B HarieM ciydae ABK
TaKke  NPUHUMAET YdYacTHE B AaKTHBAl[MM pPOCTa KOPHEH HUTPATHOTO
BapuaHTa, BO3MOXHO depe3 perymsinnio merabonmmma UYK.

Ha ¢one "amMmoHmitHOrO" mHTaHUS HaOIIOMANIN CIIa0BIi
TOPMOHAJNBHEIH OTBeT 1O comepxkanuto UYK B xopmsax (puc. 19), Te.
comepkanne MYK B KOpHAX Ha TPOTSHKEHHH MCCIEIYyEeMOIo IIepHoza
N3MEHSIOCh B MEHBIICH CTETIEHH MO CPaBHEHHIO C PACTCHHSMH HUTPATHOTO
Bapuanta. Kak m3BectHo UYK mpuHHMMaeT yyacTHe B peryiasilud pocra
xopueit B amuny (Pilet,1979; Silva, Davies, 2007), ucxofst u3 3T0ro, MOXHO
cemnarh MPEANOIIOKEHNE, YTO OTHOCUTENBHO cIa0bli POCT B JUIMHY KOpHEH
"aMMOHUIHBIX" pacTeHWH CBA3aH B KAKOH-TO CTEMEHH C HU3KOM
TOPMOHAJIbHOM aKTUBHOCTBIO AyKCUHOB B KOPHSIX.

OnpeneneHne coepX aHus ITUTOKUHUHOB II0KA3aJ0 CIECIYIOUIYIO
kaptuny (puc. 20) - pe3koe yBelUYEHHE YPOBHS COAEPKAHUS [IUTOKUHUHOB
[IUIO MapajuiedbHO C aKTUBALIMEH pocTa KOpHEN y "HUTpATHBIX" pacTeHUi.

W3BecTHBI NaHHBIE O TOM, YTO MEXKAY POCTOM KOPHS, YHCIIOM
BHOBb OOpa3yIOIIMXCSI KOPHEBBIX MEPUCTEM M CHHTE30M IIMTOKMHHHOB
cymiecTByeT TecHas B3auMocBs3b (Forsyth, Van Staden, 1981; VWsotskaya et
al., 2001). B Hamiem ciydae akTUBAalMM pOCTa KOpPHEH MpoM30mUIAa HA
CeAbMBbIE CYTKH pOCTa Ha MHUTATENBHOH cpele MpH BO3MOKHOM YYaCTHH
aykcuHoB 1 ABK (0TMedanoch pe3koe CHIKEHHE KOHUEHTPalMK JaHHbBIX
ropMoHOB cM. puc. 18 u 19). Ha 31oM 0CHOBaHUH MOXHO ITPEAINOJaraTh, 4YTO
HAaKOIJICHWE I[IMTOKHHMHOB B KOPHSX B KAaKOW-TO CTENEHHU SIBISETCS
CJIEZICTBHEM aKTHBAIH POCTA KOPHEH.

TeHmeHIMI0O K CHW)KEHHIO HWMEET [MHaMHKa COAEp)KaHUs
LIUTOKUHMHOB B KOPHAX y "aMMOHUIHBIX" PACTEHUH, UYTO BEPOATHO, Kak U B
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Cllyyae C JIpyrUMH FOPMOHAMH, CBSI3aHO C OTCYTCTBUEM POCTOBOIO OTBETa
(puc. 20).

[epexonst k 00CYXIEHHIO PE3Y/IBTATOB OLEHKH T'OPMOHAJIBHOTO
cTaryca Ha/J3eMHOIl YacTH TPOPOCTKa HEOOXOTUMO OTMETUTh, YTO
NepBUYHAsT Peaklysi KOPHEH OKa3plBaeT CBOE BIIMsIHME Ha (OPMUpPOBaHHE
¢usmonornyeckoro orBera mnobera. B nmreparype cymecTtByeT psn
9KCIIEPUMEHTANBHBIX [IaHHBIX, IIOJydCHHBIX IPH pPabOTe C HK30TCHHBIMH
TOPMOHAMH, OJHAKO HCIOJIB30BaTh HX IPH OOCYKACHHH pE3ylIbTaToB,
MONYyYEHHBIX TPH  AaHAJINW3€ JHIOICHHOTO TOPMOHAIBHOIO  CTaTyca,
HeoOXomuMo Oosiee OCTOPOXHO, T.K. Ha YPOBHE LEJIOTO PACTHTEIHHOTO
OpraHu3Ma JAEHCTBHE OJHIOTCHHBIX TOPMOHOB HOCHT Ooyiee CIIOXKHBIH
xapakrep (Karmoker, 1985).

Ha pucynke 19 mnokazana auHamuika conxepkanus HUYK B
HAa/J36MHOM YacTH IPOPOCTKOB MIICHUIBI. Y "HUTpaTHBIX" pacTeHUH
MPOHCXOWIO TOCTENEHHOe CHIXeHue koHueHTpaimun WUYK B HagzemHOH
JacTH I10 Mepe HAKOIUICHUS ayKCHMHOB B KOPHAX. DTO MOXET ObITh CBA3aHO C
yuacteM MYK B akTHBaIuu TpaHCIIOpTa aCCUMUIIATOB U3 HaJA3€MHOI yacTu
B KopeHb (Tkauyk u np., 1991).

ITpu o6cyxeHnN TaHHBIX [0 HAJ[3MHOM 4acTH oOpaIaeT Ha ceos
BHIMaHHE CXOXECTh IUHAMHK coiepkaHuss ABK W IUTOKMHHMHOB B
HaJ3eMHOM 4YacTu "aMMOHUHHBIX" pacTeHuil. OIHAKO CBS3aTh UX KaKUMU-
00 W3 W3ydaeMbIX HAaMH IapamMeTpaMd HaM He ymanock. Cyas 1o
JUTEpaTypHBIM  JIaHHBIM, CYINECTBYET  OMNpEICICHHBI  HHTEpeC K
paccMoTperuto B3ammojeiictBus ABK M ITUTOKMHMHOB B PacTHUTEIHHOM
opranmme (El-Antably Hamed,1976; Wsltskaya et al., 2009). Kak npasuo,
WM OTBOJMTCS POJib aHTOroHKCcToB (MyHKoeB, 1981; Blackman, Davies,1983;
Saha et al., 1983), xoTs1 Bce 4alue B HOCIEHEE BPEMSI TOBOPUTCSI O TOM, YTO
ABK He TOnpkO MHrHOMpyeT MHOTHE (DU3MOJOTHYECKHE MPOLECCHl, HO U
NPUHUMAET y4acThe, HAlpuUMep, B PEryIsIluM MOIIOLICHHS HOHOB H
TPAHCIIOPTa aCCUMMIISATOB M HYXHa Juisi pocta pacrenuit (Karmoker ,Van
Steveninck,1979; Kazapsin, I'eBopksin, 1986; Makela et al., 2003).

C kakoii-TO J0Jeld YBEpPEHHOCTH MOXHO cKa3zarth, uyTo ABK
Y4acTBYET B PETyJSILUU NPOLECCOB TPAHCHOpPTa Y "HUTPATHBIX" pacTeHUU.
Cyns 1o naHHbIM JInTeparypsl, ABK ydacTByeT B perynsiiuu OTTOKa caxapoB
n3 muctheB (Karmoker, Van Steveninck,1979; Conde et al., 2006). B namiem
ciydae HaxorieHne ABK B Hag3emHO# acTu B mepuox 1-5 CyToK, BEpOsTHO,
CTUMYJHPYET 93BaKyallMI0 W3 JIICTbEB CaxapoB HEOOXOIMUMBIX  JUIA
obecrieueHns akTUBaIllMU pocTa KopHel (puc. 18).
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Puc. 20. Biusinne aMMOHUITHOI M HUTPaTHO# (OpPMBI a30Ta Ha YPOBeHb
cojepkaHUsl LUUTOKHHMHOB B Haa3eMHoil 4yactu (1) u kopHax (2)
pacrenuii mmennubl Ha rpaduke mpeacrasiieHbl cpefHHe 3HAYECHHA
(n=5) u nx omrMoOKM.

B Hauane MemieHHO, a 3aTeM JOBOJBHO PE3KO BO3pPACTABIIUH
YPOBEHb COAEepKaHUS ITUITOKUHUHOB B HaJ[3eMHOU yacTH (pue. 20), BeposATHO,
CBfI3aH C y4acTHEeM IIMTOKHHHWHOB B Ipoleccax Merabomusma HHTparoB. Ilo
naHHeIM  Jateparypsl  (Ky3memoB wu  1p.,1986) coBmecTHOe nelcTBHE
uuTokMHUHOB 1 NO3 HOCHT aJ/TUTUBHBIH XapakTep, OJHAKO, TOPMOHAIIbHAS
peryisiuus CBsi3aHAa C OMNpENCJIeHHOW CTagued pas3BUTHSA, TOrJa Kak
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cyOcTparHas MHAYKIMS He 3aBUCHUT OT craauu pasButus (KysHenos wu
Ip.,1986). LIUTOKMHWHBI TPUHMMAIOT ydyacTue B cuHTe3e de novo
HUTpATpPEeNyKTa3bl, B TO BPEMsl KaK HUTPAT-HOH BBICTYMAET KaK aKTHBAaTop U
crabunuzarop umetomierocs yponst AHP (Hirschberg et al., 1972; Kynaesa n
np.,1976; KysuenoB u 1p.,1977). bonee BBICOKHIT YpPOBEHb COAEpNKAHUS
IUTOKMHUHOB Yy "HHUTpPaTHbBIX" pacTeHHi MoxeT obecreuuBaTh Oojee
BBICOKYIO MHTEHCHBHOCTH (DOTOCHHTE3a, a TAKXKE aKTUBALMIO POCTa JIHCTHEB
(YepusappeB u gap., 1987; Uepnsamwes., 1990; Kazapsn, Muxaemsn, 1991;
Forde et al., 2002; Sakakibara et al., 2006), a 310 B CBOIO OYepEIb IPUBOIUT K
HaKOIUICHHUIO OONbIIed OMOMAacChHl, YTO XapaKTepHO MpH "HUTpaTHOM' BHUE
rutaans (CokoioB u ap., 1990).

Takum oOpa3om, HaM ynanoch Iokasarb poib aykcuHoB U ABK B
pPOCTOBOM OTBeT€ KOpHEil Ha pas3iinuHble (OPMBI a30THOTO IHUTAHUS.
[Mpennaraercs Takxke K OOCY)KICHHIO POJb IUTOKMHHHOB NPU HHUTPATHOM
IMMATAaHUH, B pETYIALINU POCTA JIMCTHEB U AYKCUHOB.

OnHako, XOTs pacTeHHs, BbIpocIIME Ha ABYX (opmax asora
JIOCTOBEPHO Pa3IM4aluCh IO JUIMHE KOPHEH, OTIMYUA B POCTE HAA3EMHOMU
yacTH OBUIM HE CTONb BEIpaKeHBl. HecMoTps Ha TO, YTO KOpHH
"aMMOHUHHBIX" pacTeHHMH OBUIM pa3BUTHI B  MCHBIICH  CTCICHH,
00ecCIIeyeHHOCTh HA/A3EMHOM dYacTH a30ToM Oblia JocTtatodHod. OTcrozma
OYEBUAHO, YTO aJaNTanys pPAacTeHHMH K MHUHEPAIbHOMY IHTaHHUIO MOXKET
MPOUCXOIUTH HE TOJBKO 32 CUET POCTOBOM pEaKIMM KOpHEW, HO M 3a CUer
M3MCEHEHHS, HallpUMep, CKOPOCTH TIOTVIOIECHHS HOHOB. [IpOBEICHHBIE OTIBITHI
TaKXe MMOKa3aJii HeJOCTaTOYHOCTh TaKUX MOKazaTeNel, Kak "pocT B [IMHY" U
HaKOIUIEHHE MacChl B OINpeAeieHNH (QYHKIMOHAIbHOW POJIM (PUTOTOPMOHOB,
T.K. OHH SABJIAOTCA KOMIIJICKCHBIMU napamMeTpamu, OTpaxarolmmMu
COBOKYIIHBIM XapakTep M3MEHEHUH, MPOUCXOAsIuX B pacteHuu. Mcxoas u3
CKa3aHHOTO MPEACTABIAIOCH HHTEPECHBIM U JIOTUYHBIM IMPOBEACHUE OIIBITOB
II0 U3YYEHHUIO POJIX I'OPMOHOB B IIPOLECCAX MOIVIOLIEHUSA, UHTEHCUBHOCTU
BOJHOTO OOMEHa M IpYrux (pU3MONOrHUecKHX mpoleccax. JTO ITO3BOJIHIO
Obl, M0 HalIeMy MHEHHIO, BBISIBUTH 00Jieeé TOHKHE MEXaHHW3MBl aJalTalliy
pacTeHuil K MUHEpAIbHOMY ITUTAHUIO.
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4. PETYJISILIUSI BOZHOT'O OBMEHA ITPY BO3PACTAHUM
JE®UILIUTA BOJbI B PACTEHUH

PacteHnst 4acTo MCHBITHIBAIOT AE(UIMT BOABI HE TOJIBKO B YCIOBHAX
3acyxu, HO W 3acomeHms (Munns, 1993), TOkCcHMYHOTO MACWUCTBHS HOHOB
(Barcelo et al, 1996), oxnaxxnenus noussl u T.4. (Wilkinson et al., 2001). B
TIPUHITUIIE Ha 3eMJIe HET TaKUX YCIIOBH, T/Ie PACTCHUS HE CTAIKHBAIHCE OBI C
mpoOJIeMOil perymsanuid BOZHOTO OOMEHa B YCIOBHUAX Je(pHUINTA BOABI.
JednuuTt BOABI B BO3AyXE OTCYTCTBYET JIMIIb B YCIOBHSAX €TO HACHIICHHS
mapaM#d BOABI, HO B TaKHX YCIOBHSAX TIIOYTH HEHW30EKHO 3aTOIUICHHE,
CHIJKAroIee CIocoOHOCTh KopHel momtomiate Boxmy (Else et al., 1995),
BBI3bIBAasl «TAaHTAJIOBBI MYyKH» Yy pacTeHuil (Muduueckuii repoit Tanran
CTpajiall OT aXJbl, XOTs ObUI OKpyXeH Bonoi). [Ipu BrakHOCTH BO3myXa,
OOBIYHOW /JIsI YCJIOBMI KOHTHHEHTAJIBHOIO KJIMMara, pacTeHus 3a 4Yac
HCMAPSIOT CTOJIBKO BOJIBI, CKONIBKO BecsT camu (Tardieu, 2005). Bmecrte ¢ tem,
aeuuur Bombl B OKpy’Kaloleld cpene elle He O3HaYaeT BO3pacTaHHs ee
nedumura B camoM pacTeHMH. MHOTME pacTeHUs CHOCOOHBI COXPaHUTh
HOpPMAaIbHYIO OBOJHCHHOCTh TKaHEW B YCIOBHAX €€ Je(UINTa B BO3AYIIHON
cpene, AN 9ero OHU JOJDKHBI TOIVIOIIATH CTONBKO JK€ BOABI, CKOJNBKO €€
ucmapsior. TakuM  o0pa3oMm, OONBIIYI0 YacTh WX OJKU3HH PACTCHHA
(YHKIIMOHUPYIOT KaK TpyOa, depe3 KOTOPYI0 HECeTCs UYIOBHIIHEBIA ITOTOK
Bomel. CKOpPOCTH 3TOTO ITIOTOKA MEHSETCS BO MHOTO pa3 IPH H3MECHEHHUH
TeMIepaTypsl BO3IyXa, 3aBUCSIIECTO OT YPOBHS OCBEUICHHOCTH. VMcmapeHue
BOJIbI BO3pPACcTaeT B Pe3yJbTaTe CHHKEHHsI BIQKHOCTH BO3/yXa, a TAKXKE IPH
YBEIIMYCHUN CKOPOCTH BETPaA, CAYBAIOUICTO Hapbl BOABLI W3 HCIOABUKXHOTO
CJIOSI BOKPYT JINCTheB M T.1. Ha (hoHE MHOTOKPAaTHOrO M3MEHEHHUSI CKOPOCTH
NPUTOKA W WCIApEeHUsl BOJbI, €€ COAEPIKAHWE B PACTEHHSIX KoieOJercst B
ropazgo MEHbHIMX TMpeaciax, 4YTO CBUIACTCILCTBYCT 00 y}IHBHTeHLHOﬁ
CHOCOOHOCTH pAacTeHUH CTPOro KOHTPOJHMPOBATH MOJJiepKaHue OanaHca
MEX]Ty IPUTOKOM U MCTIapeHneM Bobl. KpaiiHe Ba)KHO TIOHATH, KaK pacTeHHE
MOXET PerylupoBaTh 00a 3TH mpoIiecca.

AHanM3UpysT POCTOBYIO PEAKIHI0O pPACTCHHH Ha W3MCHEHHE BHEIIHUX
YCIIOBHIA, MBI OTMEUaJIH, YTO OBICTPOE MpEKpalleHHe pPOCTa SBISIETCS
CIEIICTBHEM CHIDKEHHUS OBOJHEHHOCTH TKaHEW JHCTa, O YeM MOXKET
CBUJIETENIECTBOBATh OTHOCHUTENBHOE cojepikaHue Boabl B JHCThIX (OCB).
Bruto HUHTEPECHO IPOCICANTH, KaK MCHACTCA OBOAHCHHOCTH JIMCTHEB IIPU
JNEHCTBUU PaA3IMYHBIX a0MOTHYECKHX (PAKTOPOB BBI3BIBAIOIINX BOIHBIN
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Puc. 21. [luHaMuKa OTHOCHMTEJBHOro coaepxaHusi Boabl (OCB) vy
JIMCThEB 7-CyTOYHBIX pacTeHuil nmueHunbl copra bedenuykckasn-139 npu
pa3nuuHbIx Bo3neiicTBusx: 3acosennn (100 MM NacCl), oxaamneHuu
NMUTATeJIBHOTO PAcTBOpPa A0 4 TIpajgycoB, NOBLIIMIEHHHM TeMIepaTyphl
Bo31yxa Ha 4 rpaayca. Ha rpajuke npeacraBieHbl cpeiHHe 3HaYeHHUS
(N=5) 1 ux omMOKM.

Kak BumHO u3 pucyHka 21, mpu NOBBIIEHWH TEMIEpaTyphl
BO31yXa, CHUXKCHHUU TEMIICPATYpbl NUTATCILHOTO pacTBOpa U oboux BUI0B
OCMOTHYECKOTO cTpecca (Ha THCTOrpaMMe IPEICTaBICHO TOJBKO 3aCONEHUE,
HO pe3yNbTaThl 3KCIEPUMEHTOB ¢ AericTBueM 101" ObIIM O4YeHb MOXOXKH), T.C.
Ipru BCEX HCIBITAHHBIX BOSHeﬁCTBHHX, BCJICO 3a CHHXKCHHUCM OBOAHCHHOCTH
JMCTa MpPOUCXOAWJIO €€ IMOBBIIICHUE, O YE€M CBUACTCIILCTBYIOT JTaHHBIC I10
OCB. Bo3zpacranne 0BOZHEHHOCTH COIIPOBOX/IAJIOCH BO30OHOBIIEHHEM POCTa
BO BCEX CIy4YasX, KpOME OXJIaXJCHUSI MUTATEIbHOrO pacTBopa. JaHHBIE 1O
JIOKJILHOMY XOJIOZIOBOMY BO3/ICHCTBHIO YKa3bIBaIOT HA TO, YTO OBOJHEHHOCTb
TKaHEH He SIBJISETCS eIMHCTBEHHBIM (PAaKTOPOM, OIpEAECISIONM H3MEHEHHE
ckopoct pocrta. Kak yka3pBaJoch B NpeAbIAyIIEM pasjeiie, HH3Kas
Temmeparypa B 00JacTH 30HBI POCTa, PACIOJIOKEHHOH Y OTHOMOIBHBIX
pacTeHHI B OCHOBaHMM T00era, T.e. B HEMOCPEACTBEHHON OIM30CTH K
OXJIAXKACHHOMY IIMTATCIbHOMY pacTBOpPY, OYEBUIHO, I/IHFI/I6I/IpOBaHa TC
OMOXMMHYECKHE  MPOIECCH,  KOTOpble  ObUTM  HEOOXOMMUMBI  JUIA
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BoccraHoBieHus: pocra. OO0 5TOM  CBHICTENBCTBOBAJIO  CHIKEHHE
KO3 QUIMEHTa PACTSHKEHHS JIMCTA, KOTOPOE OBUIO 3aperHMCTPUPOBAHO IPH
JIOKAJIbHOM OXJIaXIE€HUH MTUTATEILHOTO PAcTBOPA.

TeM He MeHee, BO BCEX OCTAJbHBIX CJIydasX IOBBIIICHHUE
OBOJHEHHOCTH TKAaHEH CONPOBOXKAAIOCH BO30OHOBJIEHHEM pOCTa, 4TO
yKa3bIBaeT Ha BAKHOCTb 3TOTO Mpolecca U HEOOXOIMMOCTh BBISICHEHHUS €T0
MexaHu3Ma. Kak ye ynoMuHanoch, qucOaIanc MEKAY HOCTYIICHHEM BOJIBI
B JIUCT W €€ HOTepel B Pe3yibTaTe TPaHCIHPAIWU MPUBOAWUT K CHHKCHHIO
BOJHOTO MOTEHIMAala KCHJIEMbI, © OH MOXET CTaTh Oojee HHU3KHM, 4eM Y
pacTymux KiIeTok. [lo3ToMy He YOUBHTENBHO, YTO pPOCT OBICTPO
Ipekpammaercsi. B pesynerare B pacTeHHH CO3JAaeTCSl BOXHBIM JE(HINT,
KOTOPBIA OCOOCHHO 3aMeTeH B pacTymux kietkax (puc. 22). bonpmias
BBIP@KCHHOCTh BOAHOTO JeuIUTa B PacCTyI[MX KIETKaX I100eros
COOTBETCTBYET JaHHBIMU uTeparypsl (Matsuda and Riazi, 1981).

92 -

91 A 010 mun
BA30 mun T

90 -

89
88 - I

87

ny
| A | Y

Coaepxxanne Boabl, %

85

MANNNE

NN

84
KOHTPOJIb | NaCl KOHTPOJIb | NaCl

Puc. 22. Conep:xanue Boasl B 1uddepenunupoBanHoii (A) u pacryuei (b)
30He JINCThEB 7-CYyTOYHBIX pAcTeHMIl MueHunbl copta besenuykckasn-139
npu 3aconenun 4epe3 10 m 30 mumyr nociae nodasiaenuss NaCl B
NUTATeJbHBIH pPacTBOpP 10 KOHe4yHOol koHueHTpauuu 100 mM. Ha
rpaguke npeacTaBiaeHbl cpeHHe 3HAYeHUus (N=5) 1 X oIHOKH.

McrounnkoM BoAbl A pacTyLUX KJIETOK JIMCTA SBJSETCS KCUIEMA.
Ee BomHBIM MNOTEHUMAN 3aBUCUT OT COOTHOLICHMS KOJIMYECTBA BOJBL,
MOCTYNAIOUIE U3 KOpHEH, M BOJbI, TEPSIEMON 3a CYET TPaHCIUpaLUU
(ucmapeHust ¢ TMOBEPXHOCTH JIHMCTa TPEHMYIIECTBEHHO Yepe3 YCTHHUI).
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CHIDKeHHE BOAHOTO MOTEHIMAJa MUTATeIbHOTO pacTBOPa MpH T00ABICHUH K
Hemy [I0I" n xnopuzaa HaTpusi OBUIONPUYMHON CHHMIKCHUS NPHUTOKA BOJBI U3
KOpHEH, MazieHuss OBOJHEHHOCTH 1olera M TOPMOXKeHHUs! pocTa. [locKombKy
BOJHBI TOTEHIMA MUTATEJIbHOTO PAacTBOpa OCTABAICS TaKMM K€ HH3KHM
IpY BO30OHOBIIEHUH POCTA, KaK W IPHU €ro MpeKpalleHWu, HU3KUH ypOBEHb
NPUTOKA BOIBI JIOJDKEH OBUI COXpaHAThCS Ha MPOTSHKEHHH BCETo
9KCIIEPUMEHTa, ¥ BOCCTAaHOBJICHHE BOJHOTO OalaHCca TKaHEH CKOpee MOTIO
MPOUCXOIUTH 3@ CYET W3MEHEHHS CKOPOCTH TpaHCIHUpanuu. BakHo ObLIO
MPOCIEONTh, KaK MEHSJIAaCh CKOPOCTh TPAHCIHPAIMU NPH BO300OHOBICHHU
pocra Ha (OoHE 3aCOICHUS.

Kax BunmHO m3 pucyHnka 23, B mepBble 15 MuH mociie 1o6aBieHUs
[I3I' B nuTaTeNbHBIA PAacTBOP JMCThS MINECHHUIBI M SUMEHS MPOJODKAIN
TEPATH 3a CUET TPAaHCIMPALUHU CTOJIBKO XK€ BOJBI, KaK U O BO3JEiCTBUS,
YTO HEM30EIKHO JOJDKHO OBLIO IMIPUBECTH K CHU)KEHHIO BOJHOTO MOTEHIMAa
KCHJIEMBl M TOPMOXEHMIO POCTa, YTO Mbl M Habmomanu. OgHaKo 3aTeM
TpaHCHHUpaIus cHWwkanach. OUeBUIHO, 3TO NMPOUCXOAUIIO 3a CUET 3aKPHITHA
YCTBUII, O YeM TOBODPAT JaHHBIE, MTOJYUYEHHBIE C MMOMOIIBIO0 TIOpoMeTpa (puc.
24).

CHIKeHHE TpaHCTIUpaluy HAOMIONANN KaK y PACTCHUS IIICHHIB,
Tak ¥ suMeHs. Hamboree cymecTBeHHO NOTEPH BOABI COKPAIIAINCh HUMEHHO
TOTAA, KOTJAa IPOWCXOAMIIO BO30OHOBICHHE POCTa. OTO OAaeT OCHOBaHHE
MpennoiaraTb, YT0 NPUINHON BO30OOHOBIEHHS pOCTa OBIJIO 3aKPBITHE YCTHHI
W CHIDKCHHE TPAHCIMPANMOHHBIX IIOTEPh BOXABI, YTO KOMIIEHCHPOBAJIO
CHU)KCHHE IIOCTYIUIEHMS BOAbl U3 KOpHEeil. M3mepeHue yCTbUYHOU
MPOBOJMMOCTH TOJATBEPIMIIO, YTO OHA CHIDKAJAch IIPU OCMOTHYECKOM
ctpecce (puc. 24). CooTBETCTBEHHO CHM)KEHHIO TPAHCIIUPAIIMOHHOTO TTOTOKA
BO3pOC BOJHBIA IIOTEHIMANI KCHJIEMBI, YTO IPHBEIO K BOCCTAHOBIICHHIO
rpajieHTa MEeXAY KCWIEMOH M pacTylIMMH KJIETKaMH U BO30OHOBIICHHIO
pocra. CHWXKEHHE TpaHCHHPALUK M YCTBUYHON NPOBOAMMOCTH IpH
JUTATEIIFHOM JICHCTBHUH 3aCOJICHHS ONMCAHO B iuTeparype (Sohan et al, 1999).
Ho Hamm BriepBbIe MOKa3aHO, YTO 3TO OBLI OBICTPBIH 3()(EKT, KOTOPHIH MOT
obecrieurBaTh BO30OHOBIEHHE M IOAJIEP)KAHWE pOCTa INPH 3aCOJICHUH W
nevicreuu 10T

J171st Toro 4TOOBI IPOBEPUTH MPABUIEHOCTD MPEATIONOKEHUS O TOM,
YTO CHIDKEHHE TPAHCIHUPALUU SIBISETCS MEXaHU3MOM, OO0ECIe4HBAIOIIM
BO300HOBJICHHE pocra, ObuTH MIPOBE/ICHBI 9KCTIEPIMEHTHI c
HETPAHCIIUPUPYIOLUIMMHU pacTeHHsMH. VX momemand B MOJMITHICHOBBIN
MEIIOK, BHYTPH KOTOPOTO TPOWCXOAMIO OBICTPOE HACHIIIEHHE BO3AyXa
BOJIOH, M MICTIApEHNE BOJBI TPEKPAIIATIOCh.
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Puc. 23. BausiHue Ha TPaHCIMPALMIO 7-CYTOYHBIX PACTeHUH AYMeHS M
nmeHunbl copra be3seHuykckas-139 nobaBjieHuss B NHUTaTeJbHBII
pacTBOp MOJMATHJIEHINIMKOJIA (A) u xjJopuaa Hatpus (B) 10 xoHeuHol
koHueHTpanuun 12 % wu 100 MM coorBercTtBeHHo. Ha rpaduxax
NpeacTaBJieHb] cpeiHue 3HaYeHus (N=5) U uX oIUOKHU.
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Puc. 24. BinsiHue Ha yCTBHYHYI0 NPOBOAMMOCTD 7-CYyTOYHBIX PACTEHMIA
stumensi copra Golf u nmennus! copra bezenuykckasn-139 no6aBienus B
NMHUTATEJBHBIA PACTBOP MOJMITHICHININKOIA (A) u xyopuaa Harpus (B)
A0 KoHeyHOUl koHueHTpamuu 12 % u 100 MM coorBercTBeHHo. Ha
rpadgukax npeacTaBjieHb] cpeHAe 3HaYeHusd (N=5) 1 uX oMuOKH.
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OO0 OTCYTCTBMM TpaHCHHMpALMK y PACTEHUH CBHIECTEIHCTBOBAI TOT
(haKT, YTO OTHOCHTEIIFHOE COAEPIKAHUE BOJBI B UX JHUCTHSIX NPUOIMKAIOCH K
100 %. Ha pucyHke 25 mpuBegeH POCTOBOM OTBET TaKMX pAcTEeHU Ha
Jno0aBlIeHHE CONMM B MHTATENbHBIN pacTBOp. Kak BuMAHO M3 pucyHKa, Korjaa
pacTeHusl IOMEINANN IOl TOJIMITHICHOBYIO IJIGHKY ISl ““BBIKIIIOYEHUS
Tpancnupanuy Ha 40 MUH 10 N00aBIeHHs COJM, TO (aza BOCCTaHOBICHHS
pocta YUIMHSIACh, U YPOBEHb BOCCTAaHOBIICHHs ObUl MeHblie. Huskuii
YpOBEHb BO30OHOBICHHS pPOCTa Yy HETPAHCIHUPUPYIOUIMX PACTCHHUH,
MOABEPTHYTHIX JCHCTBUIO 3aCONICHUS, MTOATBEPKAACT MPABUILHOCTD HAIIETO
NPEANONOKEHUSI O TOM, 4YTO CHIDKCHHE TPAHCIHUPALUH  SBISCTCS
MEeXaHH3MOM, 00eCIIeYnBaIOINM BO30OOHOBIICHHE POCTa Y pacTeHuil Ha (oHe
3acosneHus. Korma TpaHcnupanus OTCYTCTBOBajia, U €€ HEBO3MOXKHO OBLIO
MOHU3HUTh, BO30OHOBJICHUE POCTA HE POUCXOIUIIO.

50 1
40 A
30 A
20 A

10 1

0

1 20
10} 7

9
3

-20 1

Hsmenenne JJIMHBI JIUCTA, MKM/MHH

-30 -

Bpemsi, mun

Puc. 25. PocTroBasi peakuusi Ha 3acojieHue (100aBJjieHHe B MUTATEIbHbII
pacrBop NaCl 10 koneuHoii koHuenrpauuu 100 MM) nepBoro aucra 7-
CYTOYHBIX pacTeHui MIIEeHA b copra Bezenuykckasn-139,
npeABapuTeJbHO HaxoguBmuxcs (a) U He HaxoauBLmxcs (0) 40 MmunyT
noJx MoJMITHIeHOBOH mJeHkoil. Ha rpaduxe mpencrasiieHbl cpeanue
3HAYeHUs] M UX OIIMOKHM U3 4 He3aBMCHMMBIX IKcIepuMeHTOB. CTpenkoii
yYKa3aHo BpeMsi 100aBJIeHHs XJOPHAA HATPHS.

Eme omgHuM aprymeHTOM B TMOJB3Yy 3HAUUMOCTH OTrPaHUYEHUS
TpaHCTIMPALlMM B BOCCTAHOBJIEHWHM pPOCTa PACTEHUN NPH OCMOTHYECKOM
ctpecce  ObUTM  pe3yabTaThl  CpPaBHEHHMS ~ CTENICHHM  WHTHOWUPOBaHUS
TpaHCTIUpALIUK U BOCCTaHOBJIGHMSI pOCTa y JBYX COpPTOB S4YMEHS,
pa3IuyaOLIKXCs 10 PEaKLUU Ha 3aCOJICHUE.
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Puc. 26. Bausinme 3aconenusi (mooasiaenmsi NaCl B murarenbHbIi
pacTBOp A0 KOHe4yHOil koHueHTpauuu 100 MM) Ha pocT mepBoro Jmcra
(A) wu Tpancnupaumio (bB) aByx coproB siumensi (Ilpepusi wu
Mpuxaiinosckuii). Ha pocroBom rpaduxe npeacrabBieHbl cpegHHE
3HAYEHUs] M UX OLUMOKHU M3 5 He3aBUCUMBIX JKkcniepuMeHTOB. Ha rpaduxe
¢ UHTEHCHUBHOCTHIO TPAHCMHPALMH TNPEACTABJIEHbI CpelHHe 3HAYEHHS
(n=8) u ux omMoKH.

Kak BugHOo m3 pucyHka 26, y pacreHnuii copra Ilpepus cremneHs
BOCCTaHOBIEHHs pocta mocie 30-MuHyTHOM skcmosuiun Ha pactBope NaCl
ObuTa BBINIE, YeM y copTa MUXaHIOBCKHI M COOTBETCTBEHHO HMEHHO Yy
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pacrenuii copra Ilpepus B Oonbliell cTeneHW OBUIO  BBIPAKEHO
nHrubuposanue tpaHcrnupanuu (Ha 40 u 15 % 1O cpaBHEHHIO C UCXOJHBIM
ypoBHEM y pacTeHuit copra [Ipepust 1 MuxaitnoBckuii COOTBETCTBEHHO). DTH
pe3ynbTaTel CBUJETENBCTBYIOT O TOM, UYTO Oojblias yCTOWYMBOCTH
nokasareyied pocra y pacreHuil Ilpepus, npossismoomascs B MEHbIICH
CTENIEHW ero WHrHOMpoBaHMs Ha (OHE 3acoJieHUs, 3aBUCHT OT OoJjee
BBIPAKCHHON CIIOCOOHOCTH 3THX PacTeHHH MNOANECP)KUBATH OBOJHEHHOCTH
TKaHEH 3a CUET CHUKEHUS TPAHCIUPALUH.

CBsI3p MEXIy CTEHCHBIO CHIDKCHHUS! TPAHCIMPAIMH M CKOPOCTBIO

pocTa CHadasia IpOSBIIANACH U IIPH OOiee AIUTEIFHOM ACHCTBUH 3aCONCHNUS.
Tak Ha NPOTSHKEHUH MEPBBIX TPEX CYTOK YCTbHYHAsA IMPOBOAMMOCTH CHIIbHEE
CHM)KaNach y pacteHus: sumeHs copta Golf mo cpaBHeHHIO ¢ pacTCHUSIMU
TBepoi mieHuns! (puc. 27). B 3TOT e NpoMeXyToK BpEMEHH y pacTeHHH
MIIEHNIBI CHIbHEE HPOSBISUIOCh POCTHHTUOUpYIOLIee IeiCTBHE 3aCOJICHHS
Ha pOCT B JUIMHY BTOPOTO JIMCTa IO CPaBHEHHIO C PACTCHUAMHU SUMEHS.
Takum oOpa3somM, W Ha OTOM THpHMEpPEe NPOCIEKMUBACTCS Ta Ke
3aKOHOMEPHOCTh: POCT B OOJbIIEH CTENEHH CHHXKACTCA y TeX pacTeHUil, y
KOTOPBIX MEHBIIIE MaJacT TPAHCITHPALIHS.
VY pacteHui pa3HBIX COPTOB SYMEHS 3aBHCHMOCTb YPOBHSI BOCCTAHOBIICHHS
OBOJAHEHHOCTH  JIUCTBEB  OT  CTENEHM  CHIDKEHHWs  TpaHCIUpaLuH,
oOHapyXeHHasi B KpPaTKOBPEMEHHBIX OIIBITaX, COXpaHsjIach W TpH Ooiee
JUINTENIBHOM JEMCTBUU 3aconeHus. Tak depe3 CyTKU MOCIe Hadaaa ACUCTBUS
3aCOoJIeHHs YCTBHYHAS MPOBOIMMOCTh y pacTeHuil copra IIpepus Obuia B 2
pasa, a y pacteHuil copta MuxainoBckuii — aumb Ha 30 % HIDKE, 9eM B
KoHTpoJe (puc. 28).

COOTBETCTBEHHO, OTHOCHUTENIBHOE COJEpPKAHUE BOABI B JIMCTHIX
pacteHuil copra MUXailJIOBCKUN CHUKAJIOCh 110 CPABHEHUIO C KOHTPOJIEM Ha
2-3 % Ooublite, ueM y pactenuii copra [Ipepus (puc. 29).

Taxum oOpa3zoM, B Hadayle NEHCTBUS 3acoyieHHs (TepBBIE Yachl U
cytku mnocie jgobasnenuss NaCl nwurarensHbIii  pacTBOp) HMMEHHO
BOCCTaHOBJICHHE U COXpPaHEHHE BOIHOTO OajaHca ONpenelsio CoCOOHOCTh
pacTeHuil NojiepKuBaTh pocT Ha (oHe neduiura BOABI B IHTATEIHLHOM
pacTBope. BrIsiBIeHHBIE HAMH Pa3IN4Us MEXIY BUAAMU U COPTAMHU PaCTEHHH
10 CTENEeHW WHTUOMPOBaHWS pocTa B Hadane JICHCTBUS 3aCOJICHUS
NIPEACTABISIOT OIPENEICHHBIH HHTEPEC B CBETE MHEHHUS aBCTPAIMMCKHUX
uccienosareneir (Munns et al., 2002). Oun yTBepXIaaw, 4TO B Hayaie
JNEHCTBUS 3aCOJIEHHs, KOIJa JOMHHHUPYIOIIUM (DaKTOPOM SIBIISIETCS €ro
OCMOTHYECKHI KOMIIOHEHT, Pa3IUuns MEXIy COPTAMHU IO CKOPOCTH POCTa HE
nposiBsitoTcst. C 9TuM MHeHHeM OblT He cortaceH [1. HeromaH, KoTopsIid, Tak
e KaK ¥ MBI, OOHapY>KIJI pa3iudust B OBICTPOI POCTOBOW peakIMy pacTeHHH
Ha 3aconeHue (Neumann, 1997). B yem >xe MoOXeT OBITh NpHYMHA
MIPOTUBOPEUUBOCTHU 3TUX JAHHBIX?
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Puc. 27. Bumsinue 3acosienusi (mo6aBiaeHusi NaCl B mnuTareJbHbIi
pacTBop A0 KOHeyHOH KoHueHTpauuu 100 mMM) Ha ycTbHYHYIO
NpoBoAMMOCTD (Js) pacTeHuii stumeHst copra Golf u TBepnoii mureHUIBI
copra besenukckasn-139. Ha rpaduke npeacraBiieHbl cpefHHe 3HAYEHHS
(n=6) u nx omMoKH.
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Puc. 28. Baumsinme 3aconennss (mo6aBienns NaCl B mHTaTeNBHBIN
pacTtBop 10 KoHe4HOH KkoHHeHTpamun 100 MM) Ha yCTBHYHYIO
NpOBOIUMOCTL (Js) siumeHs coptoB MuxaiinoBckuii u Ilpepus. Ha
rpajduke npejacrabjieHsl cpeanne 3nadenus (N=10) u ux omnoOKu.
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Puc. 29. Bumsinme 3acosienusi (moo6aBaenusi NaCl B mnuTaTeJbHBII
pacTBOp 10 KoHe4yHOii kKoHueHtpauuu 100 MM) Ha oTHOCUTeIbHOE
cojepkaHue BOJAbI 7-CYTOYHBLIX pacTeHMii OByX coproB siumens. Ha
rpajguke mnpeacTaBieHbl cpeaHue 3HavyeHuss (N=5) W ux owWMOKH Yy
KOHTPOJIbHBIX pacTeHuil U yepe3 17 yacoB mocJjie Ha4YaJIa 3aCOJICHUsI.

Kak oTMedanoce Bbllle, HCIONB30BAHHBIE HAMH COPTAa SYMEHS
pa3iIMYaluch IO CTENEHU 3aCyXOYCTOHUMBOCTH. Y HAc HET JAaHHBIX O
3aCyXOyCTOMUMBOCTH COPTOB, KOTOPBIE HCHOJB30BalIM aBCTPAIUNCKUE
HUCCJICOOBATCIIN. HO, YUYuThIBasgd HUX KIUMAT, MOXHO MNpeArojgarartb, 4YTO
BJIAroMOOUBBEIX COPTOB B HMX KOJUIEKIMM He OblI0. Ilockoipky B Hauaie
JICUCTBHUSI 3aCOJICHUS] PACTEHUS] B OCHOBHOM CTpPaJaloT OT JAeHIUTa BOABI,
pa3nuuvs B WX POCTOBOM pEaKIMH, CBHAETEJIbCTBYIOT O HEOAUHAKOBOM
CIIOCOOHOCTH ~ aJanTHPOBaThCcs K 3acyxe. Y aBCTPANMHCKUI COpPTOB
3aCyX0yCTOMUMBOCTh, BHIUMO OblIa NPHUMEPHO ONMHAKOBOM, a B HamIeH
koiekuuu copt Ilpepust Ob1 Oornee 3acyXOyCTOMYMBBIM (110 ITACIIOPTHBIM
JaHHBIM U pe3yJbTaTaM roccopTrokoMuccuu). [loydeHHbIe HAME pe3yibTaThl
YKa3bIBalOT Ha BO3MOXKHOCTH OLIEHKH TOTEHIUAIBHOW 3aCyXOyCTOWYMBOCTH
1o OBICTPOM peakIMu pAacTeHHH Ha 3acoleHHe. JTOT IOIXOX MO3BOJSIET
UCIIOJIb30BaTh THAPONOHMYECKYIO KYJIBTYPY, YTO 00€CIeYnBaeT BO3SMOKHOCTD
Gornee OBICTPOH OLIEHKH PEaKIMU PACTCHUH 10 CPAaBHEHUIO C MpPEKpalleHHeM
[I0JIUBA B IOYBEHHOM KynbType. [IpeMmyIlecTBO HCHONB30BAHUSA XJIOPHIA
Harpust 1o cpaBHenuto ¢ I191 B ero nene u B ToMm, yto NaCl He BBI3BIBaET
KHCIIOPOAHON HemocTarounocTd B ommmame ot 19T (Chazen et al., 1995).
Heo6xonnmsl JlanbHenme HCCIIE0OBAHUS JUIs MIPOBEPKHU
paboTococoOHOCTH 3TOTO MOIX0a Ha OOJIbIIei KOJUIEKIINH COPTOB.
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Poas ABK B perynsinuu ycTbH4HOM NPOBOAUMOCTH IIPH
BoO3pacTaHuu AeuIUTA BOABI

W3 aHanu3a pe3ynbTaToB, IPUBEACHHBIX B MPEABILAYIIEM paszeie
BUJIHO, YTO 3aKpbITHE YCTBUI[ HWIpaeT BaXHYIO pOIb B OBICTPOM
MPUCTIOCOONIEHUN PACTEHUH K CHI)KEHUIO IPUTOKA BOJBI M3 KopHeH. CTeneHb
3aKpBITUS  YCTBUIl OINpenenseT CIOCOOHOCTh pacTeHUN TMOANEepP KUBATh
OBOJHEHHOCTb TKaHEH M POCT B 3THX YCIOBHUSX. BakHO OBUIO HOMBITATHCS
BBIICHUTD, KaK PETYIHPYETCS 3aKpBITUE YCTBUI] NPH CHIDKCHUH IIPHUTOKA
BOZBI M3 KOpHEH. OOIIEN3BECTHO, YTO 3aKPHITUE YCTHHUI] MIPOMCXOANUT TOTAA,
KOTJIa 3aMBIKAIOIIe KIETKH TepstoT Typrop (Mensenes, 2004).
Kazanoce 061, MEXaHU3M 3aKPBITHS YCTBUI] TP BO3PACTAHNH JIC(QHUIINTA BOABI
IPOCT: CaMO CHMXXCHUE OBOJHEHHOCTH INPHUBOAUT K MaJCHUIO Typropa H
yCTBUIIa 3aKphIBAalOTCS. BmecTe ¢ TeM, Kak yKa3bIBaJIOCh B 0030pe
JIUTEPATyphl, 4acTO MOTyYSHHbIE Pe3y/IbTaThl He YKIAAbIBAIOTCA B ATy CXEMY.
3TO0 B MOJHOW Mepe MOXHO OBUIO OTHECTH W K IIOJYYEHHBIM HaMu
pesynprataM. Tak B HEKOTOPBIX CiIyyasX B IepBble MMHYTHI IIOCJE
J00aBIeHNUs COMM B NMTATENbHBIN PacTBOp NMPOUCXOAMIO HE 3aKpBITHE, a
oTKpbITHE yeThHL (prc. 30). 3To mpuMep Tak Ha3bIBAEMOTO THAPOIIACCUBHOTO
OTKPBITHSL YCTBUI], KOTOPOE SIBISICTCS CIEACTBHEM MaJCHUS Typropa KIETOK
SMMIECPMHUCA, NMPUBOMAAIIETO K CHIDKCHHIO HMX [aBICHMS HAa yCThbHLA H, B
pesyabTare - K MX OTKPBHITHIO. TakuM 00pa3oM, IOBEICHHE YCTHUI[ HENb3S
OBLTO CBECTH IPOCTO K TMAPONACCHBHBIM 3(dekTaM, MOCKONBKY IMOCie MX
THPOTIaCCUBHOTO OTKPBITHSI IPOUCXOIIIIO MX 3aKpbiTHe. Kpome Toro, Benen
3a MaJeHUeM OTHOCHUTEJIEHOTO COJEPXAaHUS BOJBI IOJ] BIUSHUEM 3aCONEHHS
MPOMCXOIWIIO €ro IOBBIMIeHHe. lIpM 3TOM yCTbUYHAas NPOBOANMOCTH
MPOJIOJDKaTa CHIDKAThCs. OTH Pe3yiabTaThl YKa3bIBAIOT HA TO, YTO Ha 3TOH
CTaJU pearupoBaHMsA PACTCHWH HE MaJeHHE BOJHOTO IOTEHIHaja JIHCTa
MOIJIO OBITh MPUYMHON 3aKPBITHS YCTHUI] (OH B 3TOT MOMEHT BO3pacTai), a
cKopee, HAaoOOpOT, 3aKpBITHE YCTBHI[ CHOCOOCTBOBAJIO BOCCTAHOBJICHUIO
OBOJTHEHHOCTH TKaHEH. DTO BO3BpAIAET HAC K BOIIPOCY O TOM, YTO SIBISIOCH
CTHMYJIOM /IS 3aKpBITHS YCTBUIl NP CHIKEHHM MPUTOKA BOJBI W3 KOPHEH,
BBI3BAHHOTO 3acolieHneM U fo6asienueM 131 B muTarenbHbIA pacTBop.

Omnpenenernne comepxanns ABK B muddepenuupoBannoit yactu
JIUCTHEB PACTEHHUM MIIEHHULBI U ssuMeHs npu BosnercTBuu IIOI u xmnopuna
HaTpUs TI0OKa3ajJo BO3pacTaHWE YPOBHA OSTOTO TOPMOHA, KOTOpPOE
MpeIecTBOBaO 3aKpbITHIO YCThUIL (puc. 31) Ciocobnocts ABK 3akpbhiBaTh
ycTbuiia Obula OOHapy)KeHa BCKOpE IIOCIE OTKPBITHS 3TOTO TOPMOHA B
SKCIIEPUMEHTaX C OJK30TeHHBIM TOPMOHOM, KOTOPBIM 00pabaThIBaIH
M30JMpoBaHHbIe JMCTh win onuaepmuc (Mittelheuser, Van Stevenince,
1969). Undopmanus o tom, uro ABK 3akppiBaeT ycThUIla BOIJIa BO BCE
yueOnnku no ¢usunonorun pacrenuid (ITomesoi, 1989; Mensenes, 2004).
®akr HakoruieHus ABK B JuCTBIX mpu Jerujaparaldd M3BECTEH POBHO
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CTOJIBKO, CKOJIbKO H3BECTEH CaM 3TOT TOPMOH. Bexp ero OoTkpbITHE OBLIO
cBs13aHo ¢ 3tiM addextom (Wright, Hiron, 1969).
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Puc. 30. BpicTphlii TpaHCIMPAUMOHHBIH OTBET 7-CYTOYHBIX pacTeHMit
sstumenst copra Golf (A) m mmwenuusl copra Besenuykckasi-139 (B) na
KpaTkoBpemeHHoe jeiictBue 3acoienusi (mo6aBiaenue NaCl B
NUTATEJIbHBIA PacTBOpP A0 KOHe4HOH KoHmentpamuu 100 mM). Ha
rpa¢gukax npeacrabjieHbl cpeHne 3Ha4eHust (N=8) 1 ux omnoKN.
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[TosToMy Hamm naHHBIE, CBUAETENbCTBYONME 00 yyactun ABK B
3aKpBITHN YCTHUI TIpH AericTBuu [1D91" 1 3aconeHus, MOTYT MOKa3aThCsl OYCHb
OananmpHBIMH. BMecre ¢ Tem, HccienoBaTend cpasy K€ CTOJNKHYJIUCH C
TPYAHOCTSIMH TIPH TONBITKE CBsI3aTh C 3aKPBITHEM YCTBUII yPOBEHB
HaKOIUIEHHUs SHJIOTEHHBIX TOPMOHOB. Tak OBUIO IMOKa3aHO, 4YTO oOuIee
copepxanue ABK B JIMCTBAX BO3pacTaeT CIMIIKOM IO3[HO, KOIZa YCThHLA
yxe 3akpeiThl (Trejo, Davies, 1991). ITosToMy He YAMBHUTEIBHO, YTO POJIb
ABK B 3aKkpbITHM YCTBHII OOCY)XIZA€TCS B OCHOBHOM IPH AIUTEIHLHOM
nevicteun 3aconenus (Hampumep, De Costa et al., 2007: gepe3 mBoe cyTok
TOCIIe Hadasia JeHCTBHS 3aCOJICHHS).
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Puc. 31. YpoBeHb a0cuu30Boii KHCJIOTHI B JH((epeHIIMPOBAHHONI YacTH
JINCThEB 7-CyTOYHBIX pacTeHuii mmeHunbl copra besenuykckasn-139 (A,
B) u siumens copra Golf (b) B npeaesiax mepBoro 4aca mocje Hayaja
3acosienus (A, b) u peiictBusi mosmmdTHIeHDuKoas (B). Ha rpajgukax
NnpeacTaBJieHbl cpeAHue 3HaYeHus (N=4) U uX OIUOKH.

MHorue ucciieoBareid Mpu OOCYXKICHHUH OBICTPHIX POCTOBBIX pPEaKIUit
(BoccTaHOBIIEHHE pOCTa BCJIE] 3a €ro MPEKpalleHHEeM B Hayaie IeHCTBHA
3aCoJieHHs) He OpaJii B pacdyeT HU BO3MOXKHOE 3aKpPBITHE YCTHUIl, HHU
naxoruienne ABK (Munns et al., 2000). B pa6ore B.B. Tananosoii (2009)
rnokazaHo ysenuueHue cozepxkanuss ABK mocne aByx wacoB nelcTBHs
3acoJIeHHMsI Ha pacTeHusi Orypua U OOCYXKIaeTcs pojb 3TOr0 TOPMOHA B
3aKPbITUN YCTBHHIIL. B Hammux ompITax Mbl 3apEerucTpupoOBaIN KaK 3aKpPBITUE

115



yCTBbUI], TaK U 3HauMTeNbHOE HakomieHne ABK yxe uepe3 HECKOIBKO MUHYT
mocne Hauana gaedctBus 3aconeHus (puc. 31, b). Kakx yxe ynomunamoch
BBIIIIE, OBICTPbIE PEAaKIMH OYEHb BaXKHBI B €CTECTBEHHBIX YCIIOBHSX, B
KOTOPBIX PACTEHHS YacTO MCIBITBIBAIOT BO3ACUCTBHS, HapyIIAIONUEe UX
BoAHbIM Oananc. Ilomnepikanne pocTa B 3THX YCIOBHAX OOecreyuBaeT
¢dopmupoBanue Qoroaccumunupyomei nosepxHoct. I[lonmyueHHsle Hamu
pe3yNbTaThl CBUAETENBCTBYIOT O TOM, YTO UMEHHO 3aKPBITHE YCTBUI] MOXET
MOJAEP/KUBATh OBOAHEHHOCTh U POCT B ATHX ycIOBHAX. [103TOMY Tak Ba)KHBI
MIOJTy9YCHHBIC HAMU JIaHHBIE 0 BO3MOXKHOCTH ObIcTporo HakorureHus ABK mpu
3aconernn u pgevicteuu I10I. B mmreparype MOXHO BCTPETUTh HEMHOTO
paboT, B KOTOPHIX OBUIO BBIABIECHO ObIcTpoe Hakorwienus ABK (Blatt,
Armstrong 1993). [eiictBue sk3orenHoii ABK Ha cocrosHme ycThuil B
OTJENICHHOM DJIUAEPMUCE IPOUCXOAUT TaK CTPEMHUTEIBHO (32 CUMTAHHBIC
MHUHYTHI), YTO JIOTHYHO MPEINOJIOKUTh, YTO TaK € OBICTPO JOJDKHO
BO3pacTaTh COAEp)KaHHE JHAOTCHHOTO ropMoHa. [louemy ke Tak
YIBEPAWIOCh TpeJCTaBIeHHE O MeajeHHoM HakorieHun ABK? B
KJIacCHM4YecKHX onbiTax B. XapTyHra nepen Tem, kak pUKCUPOBATH JIUCTbS IS
OmpeneNeHusl TOPMOHOB, HX MOMENIAN B KaMEpy NaBICHUS A U3MEpPEHHS
BOJHOTO ToOTeHIMana. He Obul0o 1M CBS3aHO OTCYTCTBHE OBICTPOTO
HakoruieHust ADBK, 3apeructpupoBaHHOE B 3THX ONBITaX € TEM, YTO
«KOHTPONIB» B 3THUX OMNBITaX HA CaMOM Jele TMOABEprajics BO3JEHCTBUIO
JeruapaTtaiuy B KaMepe JaBICHUS, KOTOPOE BBI3BIBAIO IOBBIIIEHUE YPOBHSA
ropmona? [TockompKy MBI OXHIAIA UMEHHO ObicTpoe HakorwieHne ABK, To
cTapajauch ObICTPO (HPUKCHPOBATh KOHTPOJBHBIC PACTEHUS, YTOOBI M30EKATh
BO3MOXKHOM  germnaparanmu u  HakorieHus ABK.  AnprepHaTtuBHOE
00BsICHEHHE TOTO, YTO HaM YAaJoCh 3apEerHCTPUPOBATh OBICTPOE HAKOTUICHHE
ABK mpu 3aconeHnu, MOXeT OBITh B TOM, YTO MBI PabOTalu C MOJOABIMU
pacteHusmu. He uckmodeHo, 9To crmocoOHOCTh ObIcTpo HakammmBaTh ABK
NPU BO3pACTaHUU Je(UIUTAa BOJBI — 3TO CBOWCTBO MOJIOJBIX, PACTYIIUX
TKaHe#l. Hioke MBI emie BepHeMcs K OOCYKICHHIO 3TOW THIIOTE3HI. 37eCh
HEOOXOAMMO JIMIIb OTMETHUTh, YTO UMEHHO JUISI MOJIOJBIX PACTYIIHUX JIHCTHEB
Ba)XHAa CHOCOOHOCTH ObIcTpo HakammmBath ABK, T.K. 32 MMEHHO TakuM
00pazoM MOJIEPKUBACTCS UX POCT.

OTcyTcTBHE KOPPENSILMM MEXAY OOIIMM TMOBBIIIEHHEM YPOBHS
ABK B pacreHusix U 3aKpbITUEM YCTBUIl IPHUBIEKIO BHHUMaHUE
uccienoBatesiel K HeoOXogMMOCTH  peructpanuu  coxepkanms ABK
HETIOCPEACTBEHHO B 00yacTH ycThHm. st TOro, 4ToObI JOKa3aTh, YTO INPH
JEeTUApaTalii 3TOT TOPMOH HAaKallJIMBAE€TCS MMEHHO B OOJIaCTH YCTBHII,
MIPOBOAWIIN BBIZICTICHHE (PAKIUK KIETOK, OOOTAIIEHHON YCTBHLIAMH, H
onpenensnu conepxkanne ABK HermocpencTBeHHO B 3TuX KieTkax (Popova et
al., 2000). AnbrepHaTHBHBI mNOmXom K ompeneieHuro ypoBHsi ABK B
yCTBUIAX 3aKJII0YAeTCs B MCIOIb30BAHUU METOAAa UMMYHOIHCTOXUMHYECKON
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nokanuzanuu (Sotta et al., 1985; Pastor et al., 1999). TIpu stom ¢ moMombI0
AQHTUTEJ YAAeTCs BBIABUTH IPUCYTCTBHE aHTUIeHA (B JaHHOM cityyae, ABK) B
KJIeTKax Mo MX okpacke. OCHOBHas npoOiemMa NpH MMMYHHOJIOKAIU3AHN
TOPMOHOB 3aKJIIOYAeTCsl B TOM, YTO OHU BBIMBIBAIOTCS U3 KJIETOK B IpoOILEcce
JIeTHIIpaTallii TKaHeH, HEOOXOAUMMOW AUl 3aKJIIOUCHHS UX B CMOINY IEpen
npurotoBiieHneM cpe3oB (Becemos, 1999). UroObl u30exarh 3TOTO,
MPOBOUTCS (PUKCAIMS TOPMOHOB TIEpes ACTHApaTanyeil KyCOYKOB TKaHEH C
nomormipio Kapbomummuaa (Harris, Dugger, 1986). DTOT areHT CBS3bIBacT
kapOokcmipHyI0 Tpynny ABK ¢ aMuHOTrpynmamu KI1eTOYHBIX OenkoB, BaxkHO
TO, YTO MMEHHO KapOOAMMUMHM] MCIOJIB30BAJICS AJSI MOIYYeHHS MMMYHOTCHA
(xomproratra ABK c¢ OenxoM) mpu MMMyHH3alMM >KUBOTHBIX M ITONYYCHHUS
agturen k ABK. IIpu TakoM NpUrOTOBIEHMH KOHBIOIaTa B HMMYHOICHE
OTCyTCTBOBasNa cBoOonHasi kapOokcunbHas rpynna ABK. B Hekotopsix
ClIydasix cTapajich NMOMy4yuTh aHTUTena K ABK, pearupyromiye TOJIbKO CO
cBoOoaHO# (opmoit ropmona (Quarrie et al., 1988). IIpu 3ToM KOHBIOTAIIHS
MPOXOJMJIA CIIOKHBIM 00pa3oM, W TOPMOH CBSI3BIBAICS C HOCHTENEM uepe3
KapOOHMIIbHYIO0, a He KapOOKCHIbHYIO rpymiy. Ilpu ucmons30BaHMM Takux
aHTuTen A «y3HaBaHus» uMH ABK  HeoOxommmo mpucytcTBHE
HEe3apsHKCHHOW KapOOKCHIbHOH Tpymnmbl B Mojekyine ABK. B stom cimyuae
kapOommmmun He momxomuT ansd ¢ukcanmu ABK mepex nmermapararueit
TkaHeil. Takum oOpa3oM, ycmex Hamed paboTel ObIT  OOYCIIOBICH
UCTIONb30BAaHUEM OIIPEACIICHHBIX aHTHUTelN, y3Hatomumx ABK, cBsa3annyio
yepes KapOoKcmI ¢ OenkaMu.

Jlnst BBISIBIICHUSI aHTHTENl Ha cpe3e ObLIM HCIOJb30BaHbl BTOpHIC
aQHTHUTENa, MEUEHHbIE KOJJIOWIAHBIM 30JI0TOM, a HX BHU3yalIHM3alUs IpH
CBETOBOH MHKPOCKOIIMHM CTaja BO3MOXKHOM Onarofapsi HCIOIb30BAHUIO
npenapara cepedpa, KOTOPbIii 00pa30BbIBAJI [UICHKY B MECTaxX JIOKaJIU3alUN
gactuuek 3o510Ta (Becenos u ap., 1999). Kak BumHO U3 pucyHka 32, MeTo[
MMMYHOJIOKaJIM3aluu BeIIBIMII TpucyTcTBHe ABK B kietkax mesoduiia,
OOKJIQIOYHBIX KJETKax COCyloB M ycThuIl. CrenupuIHOCTh OKpAIIWBaHUS
MOATBEPXKAATIO €€ OTCYTCTBHE IPU HCIIOIb30BAaHUM HEMMYHHOW CBIBOPOTKH.
B cpesax, mucTeeB pacTeHHH SYMEHS, (DUKCHPOBAHHBIX dYepe3 30 MHUHYT
nocine  o0aBieHHWs — XJOpHIA HATpUs B INIMTATeNbHBIH  pacTBOp,
3apEerHCTPUPOBAHO YCHICHNWE OKPALIMBAaHMSA YCTHHYHBIX KIETOK. Takum
obpazom, JTaHHBIE HMMMYHOTUTOXUMHYECKOTO OKpalBaHHs
CBUJETEILCTBYIOT O TOM, 4TO HakoruieHue ABK npu 3aconeHuu npoucxonut
MMEHHO B YCTBMYHBIX KJIETKaX, YTO IOJDKHO 00ecredmBaTh CIIOCOOHOCTH
3TOTO TOPMOHA OBICTPO 3aKPHIBATh YCTHHIIA.

C HEKOTOPBIX TIOp pEe3YAbTaThl, TOJyYEHHbIE C ITOMOIIBIO
TPaIUIMOHHBIX MTOIXOA0B, HAIPHUMEP, ITyTEM W3yYSHHS BIUSHHUSA SK30T€HHBIX
TOpPMOHOB TozBepratorcs comuenuto (Trewavas, 1981). Taxke cumraercs
HEJJOCTaTOYHBIM TaK Ha3bIBAEMBIH KOPPEIALMOHHBIA MOIXOA, KOIZna CBS3b
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MEXAY TOPMOHOM M HEKOW (YHKUMEH yCTaHABIMBAaeTCsI Ha OCHOBE
BBIBIICHUs Koppemsiumn Mexay Humu (Vysotskaya et al., 2009). dus
MOATBEPXKIACHUS (DYHKIMM TOPMOHA CYHMTACTCSI HEOOXOJUMBIM IIPOBEPHUTH
peakuuio y MyTaHTHBIX PaCTEHHH C HapyIIEHHEM CIIOCOOHOCTH HaKaIlIMBaTh
TOpPMOH MK pearuposath Ha Hero (Werner et al., 2003).

Puc. 32. Kapruna xapakrepHoOro pacnpeaejieHus adcuu30BOi
KHCJIOTHI B KJIETKaX JiucTa siaumeHs copra Golf uepes 30 munyT neiicrBust
32COJIeHNs, MOJY4YEeHHAsI ¢ MOMOINBI0 MeTOAa HMMYHOIOKAIM3ANUMN. A —
ONBIT (Cpe3bl JIUCTA PACTEHMH, MOABEPIrHYTHIX JeHCTBUIO 3acojieHus), b —
ONbIT, 00pPa0OTaAHHBII HEMMMYHHOH CBIBOPOTKOiI, B — KOHTpPOJIL (cpe3bl
JIMCTAa KOHTPOJIBLHBIX pacreHuil), I' — KoHTpoab, 00padoTaHHBII
HEHUMMYHHOIi CbIBOPOTKOIi.

B cootBercTBHE ¢ 3TUM TpeOOBaHHWEM MBI M3YYIIN PEAKIUI0 Ha
3aCOJICHHE Y MYTAaHTHBIX pacTeHuH stumeHs Az34, y KOTOPBIX Pe3KO CHIDKEHa
AKTUBHOCTH aJIbJCTHIOKCUIA3bl, KaTaau3upytomiei oopazosanue ABK u3 ee
HEMOCPENCTBEHHOTO npesirecTBenHurka (Bacon et al., 1998). Kak BumHO u3
pHucyHKa 33, Takue pacTeHUs OKa3alich He CIIOCOOHBI BOCCTaHABIMBATE POCT
MOCJIE €r0 NPEKPalIeHUs oA ASUCTBUEM 3aCOICHUS.

Brime ynomuHanock 00 0OHapy)kKeHHOM HaMHU Pasidudd MEXIY
copTaMM SlUMEHs MO CTENEHH 3aKpbITHs YCTBUI] IIPHU  3aCOJICHUH.
[IpexncTaBisiio WHTEPEC BBISICHUTH, KAKOB OBbLJI yPOBEHb HAKOIUIEHHUS y HHX
ABK. Kak BumHO w3 pucyHka 34, pactenus I[Ipepms, 11 KOTOphIX Oblia
XapakTepHa OoJbIIasi CTENEHb CHIKEHUS YCTBUYHOW TPOBOJUMOCTH H
TPaHCIIUPAIUH B TEPBBIE CYTKH 3acojieHHs, HakammBanu Oomsme ABK mo
CpPaBHEHMIO C pacTeHMs MM copra Muxainosckuil. Pacrenus copra Ilpepus
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TaKKe OTIMYATIHUCH 00JICe BHICOKOH YCTOWYHMBOCTBIO POCTOBBIX MPOLIECCOB K
neiictBuro 3aconenus. Takum 00pa3oM, CHOCOGHOCTB pacTeHHil OBICTPO
HakarmmBath ABK mpu 3acoieHMd B HalIMX ONBITaX OOMOTrajga UM
OPOTUBOCTOSATH POCTHHIHOUPYIOIIEMY NEHCTBHIO 3aconeHus. JJaHHbIe 0 posH
Hakorienus ABK ripu 3acoseHrH JOBOJIIBHO MPOTHBOPEYHBEL.
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Puc. 33. PocroBasi peakuusi HopMaabhbixX (1) u myrantusix Az34 (2) 7-
CYTOYHBIX pAacTeHHil sYMeHs1 Ha 3acosieHue (no0aBiaenne NaCl B
NUTATeJbHbI pacTBOp 10 KOHeyHOH KoHuentpauuu 100 mM) Ha
rpajuke mnpeacTaBjeHbl CpelHHe 3HAYeHUS] W HUX OWMOkM u3 4
He3aBUCHUMBIX IKCIIePUMEHTOB.

HexoTopsie uccienoBareny, Kak ¥ Mbl, 0OOHapy>KWIN O0siee BBICOKHHA YPOBEHb
Hakoruienuss ABK y Gosee coreycroiunBbix pactenuii (Moons et al., 1995;
De Costa et al., 2007). Bmecte ¢ TeMm, Obliv u cooOIIeHHsS 06 0OpaTHON
3apucumoctd. Tak Kpamep wu Ksapm (2002) oOHapyxwmw, dro y
HETPaHCNUPHUPYIOIIUX PAaCTeHUIl KyKypy3bl ypoBeHb HakorieHuss ABK B 3one
pocTa JMCThEeB Ha (OHE 3acOJICHUS ObUI BBINIE Y MEHEE YCTOWYMBBIX COPTOB.
OTH pe3yasTaThl 00bSCHIN HHruOupytomumM aeiicrueM ABK Ha yummHeHne
KJIeTOK. MBI emie BepHeMcst K o0cyxaenuro posit ABK HerocpecTBeHHO B
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O konTpoIBL
16 1 & NaCl

Konuentpanus ABK, Hr/T cbipoii Macchl

10 mun 244 10 mun 244

Muxaiinosckmii Ipepus

Puc. 34. Bausinue 3acosenuss (nodoasienume NaCl B mnurareJbHbIH
pacTBOp 10 KOHeuHOH KoHuentpauuu 100 mM) Ha conep:xanne ABK B
JUCTHAX 7-AHEeBHBIX pacreHuii aByXx coptoB siumens (IIpepusi u
MuxaiinoBckuii). Ha rpaguke npeacrapiensl cpeaHue 3HavyeHust (N=4) u
HX OIINOKH.

PETYISIIAN pOCTa PACTSHKEHHEM. 31eCh )K€ HEOOXOANMO OTMETHTh, YTO MBI
UMEIH JIeJI0 C TPaHCHUPHPYIOIMMH pacTeHHsMH. O4YeBHAHO, B 3THX
YCIIOBHSIX Ha TeEpBBIA IUIaH Bexoamwina poimb ABK  kak  ¢akropa,
PETYIUPYIOIIEr0 BOCCTAHOBJIEHHE BOIHOTO OanaHca M OBOJAHEHHOCTH TKaHEH
pacTeHuil IpH 3aCOJICHHUH, YTO B CBOIO OYepeab 0OeCIeunBallo moepKaHue
pocTa pacTsKEHUEM.
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Hcrounnk ObicTporo Hakomiennsa ABK npu peskom Bo3pacTanun
aeguuHuTa BOABI

Jnst Toro, uToOBl pazoOparbess B ToM, OTKyaa Oepercs ABK mpu
pe3KOM Bo3pacTaHHu AedUIMTa BOJIBI, BAKHO OBLIO OoJiee NeTaabHO M3yYUTh
JMHAMHKY €€ HaKOIUIeHUs. DTo ObUIO cleslaHo Ha npuMepe aeiicteust [101 Ha
pacrenns mmennnsl. Conepkanne ABK B moberax B Hadase SKCIIEpUMEHTA B
OTIMYHME OT KOHICHTPAIMH MUTOKWHUHOB Bo3pactano (puc. 35). ABK
HaKaIlIMBaJlach CHadajla MEAJICHHO, HO 3areM (B mHTepBaie mexay 20 u 30
MHH OT Hadaja BO3ACHCTBUsI) HAOIIOAANICS PE3KUH MOIBEM YPOBHS TOPMOHA,
BCJIEZl 332 KOTOPBIM €r0 COAEPKAHUE CTOJNb K€ OBICTPO CHMKAIOCH MOYTH 10
HCXOJJHOTO YpOBHs. B KOpHSX OBIIO 3aperucTpUpOBAHO PE3KOE BO3pacTaHHE
copepxanust ABK, KoHLIeHTpaLusi KOTOPOH, M0 CPAaBHEHHIO C KOHTPOJIBHBIMU
pacTeHMsSIMHM, OCTaBajach BBICOKOM JI0 KOHI@ d3KcrmepuMmeHTa (puc. 35).
Pesynprarel u3MepeHUs KOHLIEHTpAalMM TOPMOHOB B KCHJIEMHOM COKE,
cobpanHOM uepe3 20 MHHYT OT Hayaja BO3IACHUCTBH, mokaszano, uto [10I
BbI3bIBaJ yBeanueHue koHueHTpaunu ABK (ot 120 o 360 ur/mi).

B nacTosmee Bpems Bce Ooree MOMyNIsipHBIM CTAHOBUTCS. MHECHHE O TOM, 4TO
TOPMOHBI, IOCTYIAIOUINE M3 KOPHEH, SBIAIOTCS CUTHAJIOM O COCTOSHHH
MIOYBBI, B COOTBETCTBHE C KOTOPHIM MEHSETCSI CKOPOCTh POCTa U AaKTHBHOCTB
IpYyTUX (HU3HONOTHYECKHX IporeccoB B mobere (Zhang, Davies, 1989;
Davies et al., 2005). Bmecte ¢ TeM MHOroe B MEXaHH3ME Iepeiadu
TOPMOHAIBHOTO CHTHalla M3 KOpHEH ocTaeTcs HESICHBIM. Tak, He
MPEKPAIAeTCs JTUCKYCCHA O TOM, 4YTO XK€ SBISIETCA PETYIUPYIOLIUM
taxktopom B neiictBum ABK: ee KOHIEHTpamus B KCHJIEMHOM COKE WIH
KOJIMYECTBO TOPMOHA, NocTynaromero u3 kopHeir B nmober (Tardieu, Davies,
1992; Gowing et al, 1993; Jarvis, Davies , 1997). O4eBHIHO, YTO MOCIICAHHU it
MOKa3arellb, KOTOPBI TaKkkKe Ha3bIBalOT MAacCOBBIM MOTOKOM (mass flux) wmim
CKOpoCThIO HocTaBku (rate of delivery), paBeH NMPOU3BEICHUIO KOHIICHTPAIHH
TOPMOHa B KCHJIEMHOM COKE Ha O0BEM TPaHCIHMPALMOHHOTO IIOTOKA 3a
enuauny Bpemenu (Else et al, 1995; Jarvis, Davies, 1997). Cuutas, dro
MMEHHO CKOPOCTh JOCTaBKM TOPMOHA HMEET pelIaloliee peryiIsiTopHOe
3Hayenue, M. JkekcoH oOpaTui BHHMaHHE HCCIeloBareliel Ha TO, 4TO
HEJIb3sl OTPaHMYMBATHCS ONHON MH(pOpManueid o KOHIEHTpPAIMH IOpMOHa B
KCHUJIEMHOM COKe, KaK 3TO JIeJaroT MHorue uccienoBarenu (Jackson, 1993).
Ilockompky GompImoe  4YmMCIO  BO3NCHCTBHH  BAMAET HA  CKOPOCTD
TpaHCIIUpAIu, W3MCHCHUE KOHOCHTPAIIMM TOpPMOHAa B KCHUJIEMHOM COKE
MOXET OBITH CIEACTBHEM €ro pa3z0aBieHHMsS WIN KOHIEHTpupoBaHus. Ilpu
9TOM JIOCTaBKa TOPMOHA MOXKET OCTaBaThCs MOCTOSHHOH. Tak, Hampumep,
NpU 3acyxe CKOpPOCTh TpaHCHIUpalMu CHUkaercs. [lodTomy Bo3pacraHue
koHueHTpaunn ABK B KcmieMHOM cOKe MOXeT OBITh CBS3aHO C ee
KOHIIGHTPHPOBAaHHEM B MEHBIIEM 110 00bEMY TPAaHCIIUPAIIMOHHOM IIOTOKE, U
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H€06XOHI/IM pacyeT A0CTaBKU ropMoOHa, 4TOOBI CyAuTb O TOM, U3BMCHUJIACH JIU
OHa IoJ ACUCTBUEM 3aCyXxHu.

20 T
—— KonTpo.ib, noder
= 0= =TI3T, noder
—z— Konrtpob, kopeHs,
15 + -- -/ -- TIDT, xopeHn MK

Conep:xxanne ABK, HI/T chIpoii Machl

Bpewms peiicteus [19Ta, mun

Puc. 35. Buusnue podapienusi II9I' B murarebHblli pacTBoOp [0
KOHeYyHOH KoHueHTpauuu 12 % Ha cogepxanue ABK B mnobGerax u
KOPHSIX 7-CYTOYHBIX pacTeHuii mueHunsbl copra besenuykckas-139. Ha
rpajuke npeacrapjieHbl cpeanne 3HaYeHus (N=5) U UX OIMUOKHU.

Bozpaxas M. Jlxekcony, 3aHr c coaBropamu oTmeudanu, 4To ABK,
MoCTymaromas U3 KopHe#, ObicTpo pacmamaercs (Zhang et al, 1997) wnm
yAaJsieTcst U3 anoIulacTa, HakaluBasich BHYTpH KieTok Me3o¢mmuia (Tardieu,
Davies, 1992). IIpenmonaraercs, 9to cKopocTh pacnaga ABK yBenmnanBaetcs
¢ yckopenmeM TpaHcmupanuu (Gowing et al, 1993). Bce 310 momkHO
npefoTBpammars HakorieHne ABK B amomacre, OTKyza oHa OCYyHIECTBIISIET
cBorO perynsTopHyio ¢yHknuio (Hartung 1983), m uMeHHO TO3TOMY, MO
MHEHHIO aBTOpa, YCThHUIA pearupyior He Ha konndyectBo ABK, nmocrymnaroniei
13 KOpHEH, a Ha ee KOHILEHTpamuio. Bmecre ¢ TeMm, OAMH U3 apryMeHTOB
MpoTHB (YHKIHMOHANBHOW posn koHueHTparmmun ABK B KcmieMHOM coke
3aKJII0YAeTCsl B TOM, YTO YBEIWYCHHE CKOPOCTH TPAHCIHUPAIMH MIPH >KapKOU
CyXOHl Tmorozie MODKHO IIPUBOIUTH K pa30aBIeHHIO TOPMOHA, KOTOPBIHA
3arpykaercs B KcwieMy. B pesynbrare (B TOM cilydae, KOrza yCThHIA
pearupyroT Ha KOHIICHTPAIHIO TOPMOHA B KCHJIIEMHOM COKE, a HE Ha CKOPOCTh
nocrymiennss ABK w3 kopuei#t) 3¢ ¢eKTHBHOCTD JAeHCTBUS TOPMOHa Ha
YCTBUYHYI0 MPOBOAUMOCTb JOJDKHA CHUXKATbCS MMEHHO TOTAA, KOrAa poib
ABK B perynsiiuy ycTbHYHOM TPOBOIMMOCTH CTAHOBUTCS 0COOCHHO Ba)KHOH.
Bwmecre ¢ Tem, kak ormedator Jxapsuc u [aBuec (Jarvis, Davies, 1997),
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koHueHTpauusi ABK B KCHIIEMHOM COKE 3aBUCHUT HE TOJBKO OT CTENEHH €ro
pa30aBieHUs] B KCHJIEMHOM IOTOKE, HO M OT CKOPOCTH 3arpy3kd TOpMOHa B
kcwieMy. He wHckioueHO, UYTO M3MEHEHHE CKOPOCTH 3arpy3KH MOXET
HUBEJIMpOBaTh 3((exr pa3daBineHus. [lbiTasch 00OCHOBAaTH CBOIO TOYKY
3pEHUs], aBTOPHI MIPOBOIMIIN IKCIIEPUMEHTHI ¢ 9k30reHHoN ABK, ¢ momomisro
KOTOpPOW BapbHpOBAJM WM KOHLEHTPAIMIO TOPMOHA B KCUJIIEMHOM COKE WIIN
ero nocrymwieane B moder (Gowing et al, 1993; Zhang et al, 1997). Ognako
HEOOXOMMO €IIe JO0Ka3aTh, YTO PACTEHHS PEarupyroT Ha 3K30T€HHBINH TOPMOH
TaKUM jk€ 00pa3oM, Kak M Ha 3HIOTCHHBIH. J[I1 3TOro BaXXHO COTOCTAaBUTH
W3MCHEHHE KOHIICHTPAIlMM 3HAOTCHHOTO TOPMOHA B KCHJIEMHOM COKE, a
TaKk€ CKOPOCTh €0 MOCTYIUICHHS B MOOEr ¢ YCTBUYHOW IPOBOAMMOCTBIO.
IIpy 3TOM OCHOBHas CJIOXKHOCTh 3aKJIIOUaeTcss B IPaBUIBHOM cOope
KCHJIEMHOTo coka. /lemo B ToM, uYTO yhaleHHe moOera cpasy ke CHHXKAaeT
CKOpPOCTh dKccymanuu MuHumMyMm B 10, a mHorma u 100 pa3 BcieactBue
OTKJIFOUCHHsI BEPXHEro KOHIIEBOTO IBUTraTens (TpaHcmuparun). s Toro,
4TOOBI TOBBICUTH CKOPOCTh O3KCCYAAlMM KOPHHM IOMELIAlOT B Kamepy
naenenust (Else et al, 1995). OnHako u B 3TOM cilyyae BO3HHKAeT COMHEHHUE B
HaJeKHOCTH pE3YJAbTaTOB M3-32 BO3MOXKHOTO IOBPEXICHHS KOPHEH.
[IpennoxeHnslii HamMu croco® cOOpa KCWJIEMHOTO 3Kccyaara (OTAEIEHHE
KOpHEH orT moOera mmoj BOJOH M 3aTeM COEAMHEHHE HX C ITOMOUIBIO
3allOJIHEHHOW  BOXOW  TpPyOOYKHM)  TO3BOJIICT  COXPAaHHTH  CKOPOCTb
TPaHCIIMPAIMM Ha YPOBHE MHTAKTHBIX PACTCHUH, YTO MO3BOJSIET aJE€KBAaTHO
OLICHMBATh KaK KOHIIEHTPAIMIO, TAaK M CKOPOCThH JIOCTaBKM TOPMOHA B MOOET.
Ha nmpumMepe moiydeHHBIX HaMHU PE3ylIbTaToOB, MOXHO NPOMJUTIOCTPUPOBATH
pa3nuuusi B HMH(POPMATUBHOCTH IIOKa3aTejell KOHLEHTpaluh TOPMOHA B
KCHJIEMHOM COKE M CKOPOCTH €ro MOCTYIJICHHS B MoOer. XOpoIlIo H3BECTHO,
YTO MaJCHHE BOAHOTO MOTEHIMANA KJIETOK CTUMYIHpYyeT cHuHTe3 B HUX ABK
(Zeevart, Creelman, , 1988). B Hammx 3KCIIEPUMEHTAaX OJHHM H3 CaMbIX
paHHHX 3(Q(eKTOB ObLJIO YMEHBIIEHHE COAEPIKAHWE BOJBI B KOPHAX (Tallr.
19).

Janublii 3¢Qexr serko OOBACHHTH TEM, YTO BO3pacTaHHe
OCMOTHYECKOTO MOTEHIMaJ]a MHUTATEeJIbHOTO pacTBOpa IPUBOAWIO K
JucOamancy MeXIy ClIOCOOHOCTBIO KOPHS IOIVIONIATh BOJAY M €€ OTTOKOM U3
KopHst B moOer. Been 3a Tem Mbl oOHapyxwin Hakorienne ABK. Hamm
Pe3yNbTaThl B COYETAHUH C JaHHBIMHU JUTEPATYpPhl O3BOJISIOT MIPEIIONIATaTh,
4yTo JeUIMUT BOIBI B KIETKAaX KOPHS aKTHBHPOBAJ CHHTE3 B HHUX JaHHOTO
ropMoHa. BmMecre ¢ TeM 1m0 HEKOTOPHIM JaHHBIM M3MeHeHne cuaTe3a ABK ne
MOXET OBITh €IWHCTBEHHOHW NPWYMHOM HAKOIJICHWA TOpMOHA. bruio
MOKA3aHO, YTO ITIOJICBIXaHME IOYBHI MOHIKAET CKOpOCTh pacmana ABK, dro
TaK)KE MOXKET CITOCOOCTBOBATH HAKOILJIEHUIO ropMoHa B kopHsx (Liang et al,
1997). Heo6xonuMo OTMETHTD, YTO B HAIIMX JKCIIEPUMEHTaX KOPHH TEpsUIN
Bcero 1 % Boapl. BusyassHO mpu 3TOM OHHM HE TEpsUIM TyprecueHTHOCTH. B
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PaHHUX HCCIIECI0BAHMSIX BBICKA3bIBAJIOCH MIPEANIONIOKEHUE, YTO CTUMYIIOM IS
naxorienust ABK nomxna ObiTh monHas motepst Typropa (Pierce, Raschke,
1980). OnHaKO MO3%Ee MOSBUIKNCH COOOIICHUS O TOM, YTO MPOCTO CHIDKCHHE
TYprOpHOTO JaBJEHUsl HIDKE MEepPBOHAYAJIbHOTO CTAllMOHAPHOTO YPOBHS
MOXXET MHHLIMHPOBAaTh HaKOIUIeHHe naHHoro ropmoHa (Griffiths et al, 1996).
[TosTOMy MBI MOXEM IOJIaraTh, YTO Ta HEOOJNbIIAs MOTEPs BOIBI, KOTOPAs
OblTa 3aperMCTPUPOBaHA B HAIIMX 3KCIEPHMEHTaX, BCE JXXE MOIIAa OBITh
curHaioMm s HakorteHUss ABK koprsamu. O6 3ToM ke CBHUAETEIBCTBYET
YBEIMUYECHNE KOHIIGHTPAIlMU TOPMOHA B KCHIIEMHOM COKE.

Ta6auna 19.
Conep:xanne Boabl (%) B MPOPOCTKAX 7-CyTOYHBIX PACTEHHMIl MIIEHHUIIBI
copra be3enuykckasn-139 npu pgodasienuu I[IO3I° B mnurTarebHbI
PacTBOp /10 KOHeYHOIi KoHueHTpauuu 12%.

Bpewms aeiictBust [191, mun

0 10 20 30 40 50

[Tober | xoHTPOJIB 92* 92 92 92 92 92
OIIBIT 92 92 90 89 91 92

Kopenb | koHTpOJIB 94 94 94 94 94 94
OTIBIT 94 93 93 93 93 94

* ommOKa cpemHed BO Bcex ciydasx He npesbimana 0,1 %, mostomy
pasmunst B 1 % - 1oCcTOBEpHBI

XOTSl CKOPOCTh KCHJIEMHOTO TMOTOKa B TiepBble 20 MHUH JIEHCTBHS
II3I' cHmxkanace npuMepHO B 1,5 pa3a, CKOPOCTh MOCTYNJICHHS TOPMOHA B
nober ObUIa BbIIIE, 4Ye€M Y KOHTPOJIBHBIX pPACTEHHWH, H3-3a BBICOKOM
KOHIIGHTpaluh TOPMOHa B KCHJIEMHOM COKE W MoIa o0OecreduTh
HabromaeMoe B 3TOT mepuox HakormeHne ABK B moberax. OmHako 3atem
(Mexmy 20 m 30 MUHH) pe3KO VYBEIUYWICS YroJ HAKIOHA KpPUBOW,
oTpaxatouieii uzmenenue conepxkanusi ABK Bo Bpemenu. Ilockonbky npu
9TOM CKOPOCTh TPAHCIUPAUOHHOIO MOTOKA MPOJOJDKAIa CHUXKATHCS, MOKHO
CUMTaTh, YTO OIpeneieHHbId BKiIax B HakoruieHue ABK B 3tor mepuon
BHOCHT caM mober. Kak BuaHo u3 Tabmuipsl 19, B modere comepkaHue BOIbBI
TaKKe IMajano, U CHIKCHHE BOJHOTO ITOTEHITMAala KJIETOK 1modera Morio OBITh
npuarHO# cuHTe3a ABK mnm ymensmeHust ckopoctu ee pacnana. s Toro,
9TOOBI OIEHUTH BKJIAJ caMoro modera B perymimuio coxepxkanns ABK mpu
nevicteun 101, MBI IPOBENH OMBIT C PAaCTEHUSIMH, ¥ KOTOPBIX KOPHU OBLIH
YOUTBI KPaTKOBPEMEHHBIM ITOTPY>KEHHEM B KUIISIIYIO BOITY.
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Puc. 36. Buusinue pnob6aBienHusi II91° B nurarejbHblii pacTBOp 10
KOHe4YHOIl koHueHTpauun 12 % Ha ckopocTh pocTa JHMCTa 7-CyTOYHBIX
pacrenuii nmmeHunbl copra be3eHuykckasa-139 ¢ yOMTBIMH KOPHSIMH.
Kontpoanr — pacreHusi ¢ YOMTBIMH KOPHSIMH, He IOABepraplInecst
Bo3aeiicteuio I13T. Ha rpadguxe npeacrab/ieHbl cpeHre 3HAYEHUS U UX
OIIMOKH U3 3 He3aBUCHUMBIX IKCIIEPMMEHTOB.

Puc. 36 memoncTpupyet, uro modaBieHue [1OI' B muTarenbHBINA
PacTBOp PacTeHU ¢ YOUTHIMU KOPHSAMHU OBICTPO MOJABIISLIO POCT JIUCTA. DTH
Pe3yNbTaThl CBUACTENBCTBYIOT O TOM, YTO y PAacTeHUIl C yOUTHIMH KOPHIMH
COXpaHsIach CIOCOOHOCTH OBICTPO MepeaBaTh CUTHAT U3 KOPHS B Io0er

W3 pucynka 37 criemyer, 4To TepMuueckas oOpaboTka KopHEH
BbI3BaJIa pe3koe HaxomueHne ABK B mobere (Ui cpaBHEHHS CM. ypOBEHBb
cogepxxanusi ABK y KOHTpONBHBIX pacTeHHi - puc. 35). IIpuumHO# 3TOTO
M3MEHEeHHs1 Monio ObITh moctymieHne ABK m3 yOWTBIX KIIETOK KOpHS.
Onnako 310T 3¢ddexT He ObUT mpeaMeToM HM3ydeHus B JaHHOM pabore. Hac
MHTEpEecoBasa Peakiys TaKuX pacTeHUi Ha nocienytoiee podasnenue [101.
Conepxxanne ABK y KOHTpPONBHBIX pacTeHHH C YOMTBIMH KOpHSMH (B
NUTATeNbHBIA  pacTBOp KoTopbix IIOIT He pmobaBimsum) TOCTENEHHO
CHU)KAJIOCh, YTO CBUJETENLCTBYET O ee pacmaae. Y oOpaboranHbix [10Iom
pactenmii cHWkeHne ypoBHs ABK 3aMmemisanoch, U ee CTaHOBUIIOCH OOJIbIIIE,
YeM y KOHTPOJIBHBIX PACTCHUI.
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Puc. 37. Bausnue pnodasienusi [I91° B mnurareJbHbIi pacTBOp /10
KoeyHOll KoHueHTpanum 12 % Ha copep:xkanume ABK B moberax 7-
CYTOYHBIX pacTeHuil mmeHuubl copra be3seHuykckas-139 ¢ youTbiMH
KOPHSIMU (KOHTPOJIb - PACTEHUs ¢ YOUTHIMU KOPHSMM, B IIUTATeJbHbII
pacteop koropbix II3I' He mobGaBasiim). Ha rpaduke mpeacrabiieHbl
cpeaHue 3HaYeHus (N=3) U UX OIIUOKH.

OT0 MOXET OBITh MHAWKATOpOM Toro, 4yTo [IDI" 3amenmsin pacnan
ABK. Taxoe mpeamnonokeHue COTacyercs ¢ JaHHBIMU JIUTEPATyphl O TOM,
410 ckopocTh pacnana ABK B mobere 3aBucut ot BogHoro noreHuuana (Trejo
et al, 1991). B0 Takke BBHICKa3aHO MPEAMOJIOKEHUE, YTO CKOPOCTh paciaia
ABK yBennmuuBaeTcs napajijieIbHO ¢ BO3paCTaHUEM CKOPOCTU TPaHCIIHPAlUU
(Gowing et al, 1993). B HamieMm ciy4ae CHHKEHHE CKOPOCTH TPAHCIHPALIUH
nox  BiausHueMm IIOI, mo  Bcell  BHAMMOCTH,  CONPOBOXKAAIOCH
nHrHOMpoBaHueM pacrnaga ABK, d9ro coOTBETCTBYeT BBINIECKa3aHHOMY
MIPEIONIOKCHHI0. Hamm  pe3ynbraTbl  COMNIACYIOTCS TakkKe C  JTaHHBIMHU
JUTEpaTypel O TOM, uro mnox BozaedcTBueM IIOI' moBblmaercs
gyyBctBuTeapHOCTS K ABK (Tardieu, Davies, 1992). B cBete Hammx JaHHBIX
MOJKHO TIPEATOoararh, 9YT0o 3T0 YBEJIUUYECHNE TyBCTBUTEIBHOCTH OBLIO CBA3aHO
co camxkenreM ckopoctu pacmana ABK mon Bmusauem 101 He uckimoueno
TaKke, YTO JOMOJHUTENbHOE KommdecTBO ABK Morno cuHTe3mpoBarhbes B
nobere. Ho, Tax wnmu wHade, u axtuBaiusg cuHre3a ABK, um cHmkenue
CKOPOCTH €€ pacliaja MOTJIM y JAaHHBIX PACTEHUH MPOUCXOAHWTH TOJBKO B
mo0ere, MOCKOJNBKY KOPHH Yy HHX OBUIM YOWTHI KWISTYEHHEM W HE MOTIH
pearupoBarh Ha nocienymwouee Bozaeiicteue 121, DTy gaHHbIE AalOT HaM
OCHOBaHHE IMPEIOJIATaTh, YTO U B CIIy4ae C PACTCHHUSMU C )KUBBIMH KOPHIMH
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kakas-To 4acth ABK B orBer mHa nelicteue IIDI° Momma HakamimBaThCs
Gnarozaps mpoueccam, KOTOpbIe MIPOUCXOASAT B CaMOM Todere.

Eie Goxee yOenuTesapHbIe TaHHBIE, YKa3bIBAIOIME Ha POk Hobera
B KauecTBe OCHOBHOro caiita cunHreza ABK mpu ocmoruueckoM crpecce,
ObUIM TONyuYeHBl HAMU TP U3YyYCHUM JAEUCTBHS 3acoiieHHd. B atux
JKCIIEPUMEHTAaX, KOTOPbIE ITPOBOIMIIN C PACTEHUSAMH B (paze BBIXO/A TPETHEro
nucTa, cogepxkanne ABK B IMCThAX pacTeHUI SUMEHS ONPENEISUIA OTAEIBHO
s ero pactymeid (30ub1: A — 0 20 mm 1 B — 20 — 40 MM OT ocHOBaHUA
mucta) U auddepeHnupoBanHoi (30Ha D — meHTpaibHas 4acTb JIHCTOBOM
IUIACTUHKM) YacTH. B IJHCTBSAX pacTeHWH MIIEHWIBI TaKKe Ppa3iessin
pactymryto 30Hy 0 — 40 MM OT OCHOBaHHA JIMCTa M AHD(HEPECHIINPOBAHHYIO
30HY — IIEHTpajibHas 4acTh JIMCTOBOM IUIAaCTUHKU. VMccienoBaHus mokasai,
yro poGasnenne NaCl B muTarenbHYIO Cpeay NPUBOAWIO K YBEJIUYCHHIO
comepxkanusi ABK kak B JHCTBAX, TaK U B KOPHSAX PACTEHUH AUMEHSA HU
mmenunsl (puc. 38). Ilpudyem, ormedenHoe HakorsieHne ABK y ombITHBIX
pacTeHH MPOUCXOIMIO OUeHb OBICTPO U JOCTHUTalO BHICOKOTO YPOBHS.

B mobGerax staumens yxe yepe3 10 MUH mociie Hadajga BO3ACHCTBUSA
cogepkanue ABK B pacrymeit 30He B ONBITHBIX pacTeHHI NPEBBIIIANIO
COZIEpKaHUE €€ y KOHTPOJBbHBIX PACTEHUH B 6 pa3 M OCTaBaJOCh Ha 3TOM XKe
ypoBHE B TedeHue nocnepyonmx 20 muH. CleayeT OTMETUTbh, YTO AaHHAS
pacTymasi 30Ha, XapaKTepH3yeTcsl MaKCUMaJIbHOW OTHOCHTEIBHOW CKOPOCTH
pocra (Fricke, 2002). IIpu neiictBum 3aconeHus B 30He A pacTeHUH SUMEHS
TaKke OBIIIO OTMEUCHO nocTeneHHoe HakomieHne ABK B Teuenne gaca mocie
BO3/IEHCTBHS, HO 3/1€Ch €€ COJIePKAHUE OCTABAIOCh HIDKE, YeM B 30HE B.

Uro kacaerca auddepeHimpoBanHoi 30HEI (D) Tperhero mmcra
pacTeHHH f4YMEHsA, TO Mbl HaOmromanu IepBuyHOe HaxomieHne ABK yxke
yepe3 10 MuH nocie Havana BosaencTBus (36 Hr/r cyxoit maccel U 120 Hr/r
CyXOM Macchl Y KOHTPOJIBHBIX U OIBITHBIX PACTEHHH, COOTBETCTBEHHO), ITOCIIE
Yero Cofiep’kaHHue €€ y ONBITHBIX PAaCTEHUH MOCTENEeHHO CHIDKAIOCh M Yepe3
Yac Mmociie BO3ACHCTBHSI COCTaBIsuIo 61 HI/T cyxoir Maccel. HecMoTps Ha TO,
yto Hakomienne ABK mpoucxommmo takxke U B audhepeHIIMPOBaHHONW 30HE
JUCTa U B KOpHSX, TeM He MeHee, koHUueHTpauuss ABK B pactymieil 30He u
yepe3 10 MuH, 1 yepe3 30 MUH IOCIIE 3aCOIEHUS MTPEBBIIIANA €€ ColepKaHUE
B OCT&IBHBIX 4YacTAX pacTeHus. M Tombko uepe3 | dwac mocie Hadana
Bo3xeiicTBusa koHueHTpaus ABK B pacrymieil 30He HauWHaNa CHIDKAThCA U
y)K€ HE3HAuWTEIhbHO OTIAMYANach OT €€ KOHIEHTPAMHd B APYIHX 4YacTAX
pactrenmus. Msmepenme comepxkanns ABK B KopHAX mokasano, 4To y
KOHTPOJIBHBIX PacTeHHH OHO cocTaBisuio 12 — 14 Hr/r cyxoif maccel. Camoe
3HaunTensHOe HaxomieHne ABK B KOpHSAX ONBITHBIX pacTeHWid ObLIO
3adukcupoBano yepes 10 MHH mMOCiIe Havajga 3aCOJCHHS M cocTaBuio 61+13
HI/T cyxoi Maccel, a yxe depe3 20 muH KoHUeHTpauuss ABK B KopHsx
CHHM3HMJIACh JI0 22 HI/T CyXO# Macchl, T.e. bonee yeM Ha 50%.
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Puc. 38. VYpoBenb conep:xkanuss ABK B pacrymeii (A, B),
aupdepennupoBannoii (D) 30HAX pacTymux JHCTBEB W KOPHSIX
pacrenmii ssumensi copra Golf (1) m mmennusl copra bBeseHuykckasn-139
(2) B ¢daze BbIxoga Tperbero aucra. Ha ocu abcumce mpeacraBieHo
Bpems JeiicTBusi 3aconeHus. Ha rpadukax mnpencraBieHbl cpegHue
3HAYEeHHs] U UX OLIHOKHU U3 4 He3aBUCUMBIX IKCIIEPUMEHTOB.
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B nmaneneitmem, cogepxanne ABK Bo Bcex wacTax mobera (¥ B pacTyliei, 1 B
muddepeHINpPOBaHHOIT) UB KOPHSIX CHHMXKAJOCh, M YK€ 4epe3 2 yaca 1ocie
Havaja 3acoJieHHs1 ObIJIO MPUMEPHO Ha YPOBHE KOHTPOJIBHBIX PAaCTEHUI.

Kak B mo6erax, Tak U B KOPHSIX pacCTEHHH MIIEHUIIBI HAOII0AaI0Ch
yBenuueHue cozaepkaHuss ABK npu 3aconeHuMM NMTaTeIbHOTO pacTBOpa
(puc.38 (2)). IlomobHO pacTeHusiM suMeHs moBbllieHHe ypoBHs ABK B
noberax pacTeHWH MIIEHHUIBI IPH 3aCOJICHUN IHTATEIFHOTO PacTBOpa OBLIO
KOJIMYIECTBEHHO 00JIee BBIPAKEHO B PACTYIIEH 30HE JIHCTA.

B pactymeit 30oHe moOeroB mmeHHIBl coiepkaHue ABK
yBEIM4YMBANOCh B 4 pasa depe3 15 MuHyT mocie nobaBmeHHs B HX
MUTATENbHYIO0 Cpely XJIOpHAa Harpus. B nmampHelimem copepikaHne ee B
JIAaHHOM pacTymiell 3oHe cHuxanoch ¢ 395,5 ur/r o 181,5 ur/r (x 14) u o
158,5 HI/r (k 2 4), HO MO-MPESKHEMY OCTABAJIOCH BBIIIC, YEM COJACPIKAHHE
ABK B pacryeii 30He T00eroB KOHTPOJILHBIX PACTEHHUH MIICHUIIBL.

B muddepeHnmpoBaHHOl 30HE JMCTa PACTEHUH MILCHUIBI Yepe3
15 MuHYT mocie 3acofieHHs NMTaTeIbHOIO pacTBOpa OBUIO OTMEUEHO
HakoruieHHne ABK. Ee KoHIeHTpanus NpeBhIIajia YpOBEHb B KOHTPOJIBHBIX
pacTeHHsIX MpUMEPHO B 3 pasa, mociue 4yero yposenb ABK B nanHoil yactu
nobera HEeMHOTO CHIKAJICS.

Veemmaenue copepxkannst ABK B moberax u KOpHAX pacTeHHH MpH
OTHOCHTENBFHO JJIMTEIbHOM BO3JCHCTBHM 3acOJCHUS OBUIO OTMEYEHO B
paborax mHorux uccienosareneit (Wolf et al., 1990; Thomas et al., 1992;
TananoBa u ap., 1993; Munns and Cramer, 1996; Gomez — Caderas et al.,
1998; KumpaubexoBa u np., 2004; CaxabyrnuHoBa u ap., 2005). Ho Hamu
BIIEpBbIE MOKA3aHO yBeNHueHHe copepkaHus ABK yxe B TeueHHe HepBOTO
gaca mocje Haudana BosjeiicTBus coimu. OtMedeHHoe HakomieHne ABK B
muddepeHIPOBaHHON 30HE JICTA OIBITHBIX pacTeHui yxke uepe3 10 muH
MOCJIe 3aCOJICHUS] MUTATEeNIbHOTO PAcTBOpa BIOJIHE MOIVIO CHOCOOCTBOBAaTh
CHIDKCHHMIO YCTBMYHON MPOBOAMMOCTH M TMAJACHUIO YPOBHSA TPaHCIUPAIUH,
KOTOpO€ TIIPEIIIeCTBOBAIO BO30OHOBIEHHIO pocra mnobera. Ilpm sTom
HEOOXOIMMO OTMETHTh, YTO Hambojee OBICTPOE YBEIMUYEHHE COMCPIKAHMS
ABK B muddepeHnnpoBaHHOH 30HE OBUTIO OTMEUEHO B TPETHEM pPACTyIIEM
JMCTE MOOETOB STYMEHS, 110 CPABHEHHUIO CO BTOPBIM JIUCTOM, POCT KOTOPOTO KO
BpPEMEHH NIPOBEICHNUS IKCIIEPUMEHTa yKe npekpatmics (puc. 39).

W3 npencTaBneHHBIX HA pUCYyHKE 39 MaHHBIX BHIHO, YTO B IIEPBEIC
10 muH mocie Havana 3acoieHus cojepxanue ABK B muddepennupoBannoit
30HE BTOPOTO JINCTA MOBHIIIAJIOCH HE3HAYUTEIHHO (B 1,2 pasa) o CpaBHEHHIO
C TPETHUM JIUCTOM, TJIe COAEp)KaHWe JaHHOTO ropmoHa udepe3 10 muH B 3,3
pasa IpEeBHINIANIO ero MepBOHAYANbHEIN ypoBeHb. Jlanee koHnenTparus ABK
B TPETbEM JIMCTE IMOCTENEHHO CHIDKANach, a BO BTOPOM JIHICTE, HA00OPOT,
OBUIO OTMEUEHO YBEJIMYEHHE €€ KOHLEHTPAllMM INPHMEPHO B 2 pas3a Mo
CPaBHEHUIO C KOHTPOJIBHBIMU PAaCTCHUSMH.
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Puc. 39. Bausinme 3aconenuss (mo6asienmss NaCl B mnurareabHblit
pacTBop 10 KoHeyHO# koHueHTpauuu 100 mM) Ha conep:kanue ABK Bo
BTOpoM U Ju(pdepeHUNPOBAHHOI 30He TpeTbero JHMCTAa PacTeHUi
ssumenst copra Golf. Ha rpaduke npeacraBieHbl cpeqHHe 3HAYEHHSI
(n=4) 1 ux omMOKH.

ComnocraBuB JIaHHbBIE 10 conepxannio ABK Bo BTopoM u TpeTheM
JUCTE TOOEroB SYMEHS C JaHHBIMH 10 M3MEHEHWI0 HX YCThbUYHOU
npoBoauMocTd (puc. 40) MOXHO OTMETHTb, 4YTO TaJE€HUE YCThUYHOU
MIPOBOJUMOCTH B 3TUX JIUCTHAX ObLTO HEOJAUHAKOBBIM.

W3 pucynka 40 BuAHO, 4TO Kak 1O BO3AEHCTBHA, TaK U IOCIE
no0aBicHUS COJMM B MHUTATEIBHBIA PACTBOP YCThbHYHAS IPOBOAMMOCTD
TPETBEr0 PACTyHIero JIMCTa MpPEBHIIIANA JAHHBIN IMOKA3aTeNlb ISl BTOPOTO
mucta mobera. YCThbHYHAsE IPOBOJUMOCTH BTOPOTO JIHCTa IOCIE Havaja
BO3/IEMCTBUS CHMXKAJIACh MOCTENEHHO U K 45 MUH yMeHbIIWJIAch JUIIb Ha 19
mmoinb M cex’. B Toxke BpeMst pe3koe MajeHHe yCThHYHOM POBOIMMOCTH B
TPEThEM JIHCTE Mmobera 0TMeYanoch yxe depe3 10 MUH mociie 3acojeHUs Ha
33 mmoub M2 cek’

Takum  obOpazom, Oomee ObicTpoe  TajJeHUE  YCTHUYHOMN
MIPOBOJMMOCTH TIPH 3aCOJCHUH HaOII0IaI0Ch I/IMeHHO B TPETHEM PACTYIIEM
nucTe moGeros samenst (98+6 Mmomp M2 cek'm 65+6 MMomb M2 cek
KOHTPOJIBHBIX M ONBITHBIX PAcTEHHUH, COOTBETCTBEHHO) yke depe3 10 muH
MOCJie Hadajia BO3ICUCTBUS 10 CPaBHEHHUIO CO BTOPBIM JIUCTOM, YeMY
npenauiecTBoBano HakomeHue ABK.
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Puc. 40. Bausinme 3aconenus (po6asiaenmsi NaCl B murarenbHbIi
pacTBop A0 KOHeyHOH KoHueHTpauuun 100 MM) Ha yYCTbUYHYIO
NPOBOAMMOCTH BTOPOI0 H TPEThEro JIMCTa pacrenuii sumens copra Golf
B (pase BbIXOma Tpernhero Jmcra. Ha rpajuke mpeacrasiieHbl cpeIHHe
3HaYeHus1 (N=6) U UX OLIUOKH.

B nureparype nuib B HEMHOTHX paboTax ONMcaHa CHOCOOHOCTh
ABK mHakamnmuBaThcsi B 1MoOere B TEUEHHWE HECKOIBKUX MUHYT TOCIE
ctpeccoBoro BozaeicTBus (Blatt, 1990). IIpu 3ToM 10 cux MOp HET €IUHOTO
MHEHHS OTHOCHUTEIIFHO TOTO, YTO SBIISIETCS HMCTOYHHKOM ITOBBIIICHHOTO
cogepkanusi ABK B mobere. MHoOrme wWcCiegoBaTeln MPHACPKABAIOTCS
MHEHHUS, 9TO B CIy4ae BIUSHUS BOTHOTO NE(HUINTA, OCHOBHBIM UCTOYHHKOM
ABK, kotopast HakarsnBaercsi B mobere sBisitores kopuu (Davies and Zhang,
1991; Ribaut and Pilet, 1991; Griffiths et al, 1996). VBenuuecnue
noctymenns ABK U3 xopHe# Takke HaOMIOaIH U ITO]] BIUSHUEM 3aCOJICHHS
(Munns and Cramer, 1996). Oxnako 3ToT 3()(deKT ObUT OOHAPYKEH TOIBKO
yepe3 CyTKM TOCJIe Hadaja BO3JEHCTBHUS COJM. B HaIIMX HCCIEIOBAHHIX
TaKkke ObLTI0O UHTEPECHO MTOCMOTPETh, UTO SBJISIETCS HCTOUHUKOM HAKOTUICHUS
ABK B mobGere. Mrak, B Hammx OHKCHEPHMMEHTaX CaMO€ 3HAYUTENBHOE
HakoreHne ABK kak B pactymel, Tak U B nuddepeHnpoBaHHONW 30HE
nobera HaOMIOAANOCH yke Yepe3 10 MUHYT 1Mociie Hadana BO3JCHCTBUS COJH.
Ecmu ncxomuts 13 TOTO, 4TO HaKarumuBaromascs B modere ABK mpuxomut u3
KOpHEW, TO ee COJCpKaHHWE B KCHIEMHOM COKE K 3TOMY BPEMEHH TOXE
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JOJDKHO yBennuuThes. M3mepenue copepxkanus ABK B kcunemMHOM coke
yepe3 10 MHHYT IMOCIe 3aCOJNCHUS IMOKa3ajno, 4TO, HECMOTPS Ha TO, YTO
conepkanne ABK B KOpHSX ONBITHBIX PACTCHUUN YBETWUYUBACTCS B 5 pas,
KOHIICHTpAIlMsl ©¢ B KCHJICMHOM COKEC OCTAeTCs IIOYTH HEU3MCHHON W
cocrapmsier 17,8 + 19 u 195 + 2,1 Hr/MX B KOHTpPOJEC H OIBITE,
COOTBETCTBEHHO.

3Has ypOBEHb TPAHCHHPAIMH PACTCHWHA TIIPH 3aCOJNCHHUH, MBI
pemmnn paccuntats goctaBky ABK B mober, koTopast paBHa IpOM3BENCHHUIO
KOHIICHTPAIlMA TOPMOHA B KCHJIEMHOM COKE Ha O0BEM TPaHCIHPAIMOHHOTO
noToka 3a exununily Bpemenu (Else et al, 1995; Jarvis and Davies, 1997). U3
MIPEICTaBICHHBIX MaHHBIX 110 TpaHcmupanun (puc. 41) BUIHO, 9TO B IEPBHIE
10 MuHYT TpaHCOUpAIMs ONBITHBIX PACTEHUH HE OTIMYACTCS OT
TPaHCIUPAIUK KOHTPOJIBHBIX pacTeHH u cocTaBiaser mpumepno 0,7
MMOTIb/M? % cexk, i 0,0756 MKIT/cM® X MUH.
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Puc. 41. Buusinme 3acosenus (podasienuss NaCl B nurarenbmblii
pacTBop 10 KoOHe4yHOl koHumeHTpamuu 100 MM) Ha TpaHCHUpaUMIO
pacrenmii sumensi copra Golf B ¢a3ze Bbixoma Tperbero Jucra. Ha
rpadguKe NpeacTaBiIeHbl cpeIHue 3HAYeHUus (N=8) u ux omMnoKH.

CrenoBarenbHO, CKOPOCTH JIOCTaBKM ropMoHa paBHa 1,346 Hr/mun
y KOHTpOJBHBIX pacteHuil, u 1,474 ur/mun y onbITHBIX pacteHuid. CpaBHHB
9T 3HAYEHWS, Mbl BHJHMM, YTO y ONBITHBIX PAaCTEHHH CKOPOCTH JIOCTaBKH
TOpPMOHa B INOOET IPEBBIIACT JAHHBIH IOKa3aTelb KOHTPOJIBHBIX PAaCTEHHH
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BCEro JIMIib Ha 9,5%, 4TO sSBISETCS HE3HAYUTEIBHBIM. TakuM OOpa3oM, MBI
HE MOXXEM TOBOPHUTH O TOM, 4ro HakoruieHne ABK B mobere ombITHBIX
pacTeHH Npu 3aCOJCHUM OBUIO CBS3aHO C YBEJIIMYEHUEM JOCTABKU JAHHOIO
ropMoHa U3 kopHe#l. CnenoparenbHO, McTodHMKOM ABK B naHHOM ciydae
MOr, sBisieTcss caMm 1ofer. M3BecTHO, 4YTO JHCTBS mNoOera caMu MOTYT
cunresnpoBate ABK (Hoad, 1978). B paborax Oymnay ¢ coOTpyaHUKaMu
(Outlaw et al., 1992) moka3zano HaxoruieHre ABK B oTaeneHHBIX OT Iobera
JUCTHSIX MPU BOJHOM Je(UIUTE, TA€ KOPHH HE MOIIH OBITh MCTOYHHKOM
ABK. HenaBuue wncciiefoBaHHS TaKkKe MPOJEMOHCTPHPOBAIN BO3MOKHOCTH
cuare3a ABK B moOerax, mpudeM CHTHAIOM K HEMY SIBISICTCS YMEHBIICHHE
obnrema kieTku (Jia et al., 2001). Eme ogarM Bo3MOXHBIM rcTouHUKOM ABK
B 1ofere Ipu cTpeccax MoryT ObiTh KoHbIoratsl ABK.

B namem ciyuae HaOmomaeMoe CKaTue JIMCTAa, BEPOSTHO, TOXKE
MOIJIO CTaTh CBOECOOpa3HbIM curHayioM it cuHte3a ABK. J[ns toro, 4ro0s
BBIICHUTD, KakKas 4acTh JIUCTa MOXET CXHUMAThCsA IPHU MOTEpe Typropa, MbI
MIPOBEJIM 3aMOPaKMBAaHME U OTTAUBAHME OJMHAKOBBIX IO JJIMHE KYCOUKOB,
B3SITHIX, OTHOEJIBHO, W3 pacTymied u audHepeHIUPOBAHHON 30HBI JIUCTA.
W3mepeHne wuX MAAMHBI TIOCIE 3aMOPaXXMBAaHHWS W OTTAWBAaHUS, KOTOpPOE
HEen30eXHO TPHBOMUT K TIOTEpPEe Typropa, IOKas3ajo, 4YTO MpPH HTOM
M3MEHSETCS JJIMHA JIMIIb KYCOYKOB, B3STBIX M3 pacTymiedl 3oHbl. CaMblit
3HAYUTENbHBIN ypoBeHb HakomieHust ABK Taxoke ObUT 3aKCHPOBaH HMEHHO
B pacrymeii 30He B moGera. ITomy4yeHHbIe HAMU AaHHBIE O CIIOCOOHOCTH K
CXKAaTUI0 MMEHHO TOW 30HbI, rae HakomieHue ABK MakcumanbHo,
CBUJIETENILCTBYET O TOM, YTO CTUMYJIOM aisi HakoruieHus: ABK Opiio cixaTtue
mucta. Kakum oOpasom 3ta ABK MoxeT momacTe M3 30HBI PacTSKEHHS K
ycrbuiaM? B OOBIYHBIX YCIOBHUSAX TOK BOABI C PACTBOPEHHBIMH B HEH
BeIlleCTBaMH U, B 4acTHOCTH, ABK mzeT kx pacTymmM KjieTkaM, a He OT HHX.
Ho no nagama BO30OHOBIEHHS pOCTa TOKa BOABI K PacTyIIUM KJIETKaM He
ObLT0, a cKaTHe CBUAETENIHCTBOBAIO 00 0OpaTHOM TOKE BOJBI M3 PaCTyLIUX
KJIETOK, ¢ KoTopsIM ABK Mora nornacts B 00:1aCTh YCTBHYHBIX KIIETOK.

CpaBHEHHE CTENEHW CXKaTHs JICTa TPH JEHCTBUHM 3aCOJCHUS
CBHACTEJIBCTBYET O TOM, YTO OHO OBUIO BBILIE y pacTeHHil sumens copta Golf
[0 CPaBHEHUIO C paCTEHUSIMU TBEPIOM MieHuIbl copTta besenuykckasa-139, a
IpU CPaBHEHWM Mapbl COPTOB SUMEHS JpPYyr C JPyroM — BHIIIE y COpTa
IIpepus, yem y MuxaiioBckoro. Ilpu 3TOM YpOBEHb IOCIELYIOLIETO
Hakoruienuss ABK 6bu1 Beime y copra Golf, uem y Besenuykckoii-139, u y
copra Ilpepuss mo cpaBHeHMIO ¢ MuxaitnmoBckuM. Takum oOpaszom,
MIPOCIIEKUBACTCS HYETKasi KOPPENSIs MEXAYy YPOBHEM CXKaTWsd JIHCTa U
HakoruleHneM ABK  mpm  ocmoTrmueckom  crpecce:  Oompme  ABK
HAKaIJIMBACTCsl Y PACTeHHH, Yy KOTOPBIX CHJIbHEE CXKHUMAeTCs JIUCT. JTO
yKa3bIBaeT Ha TO, YTO HMMEHHO C)KaTue JIMCTa SIBIAETCS CTUMYIOM JUIs
HakorieHust ABK.
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B mwmreparype oOcyxnaercs ucTouyHMK Haxomienuss ABK mpu
BOJTHOM CTpeccCe U POJIb CaMOro JHCTa B 3ToM IuiaHe. IlomoBoit u apyrumu
Obuto0 mokazaHo HakomeHne ABK B o0macTé yCTBHIl H30JIMPOBAHHBIX,
OTHeNCeHHBIX 0T KopHel nucthe (Popova et al., 2000). Meinzer moguepkusan
3Hauenne ABK, xotopasi cuHTe3upyeTcs B OTBET Ha HOBBIIICHHE JeduiuTa
BOJBl B CaMOM JIUCTE, HO OTMeEual, 4YTO MECTO €€ CHHTe3a HE H3BECTHO
(Meinzer, 2002). TloiydeHHBIC HAMH PE3YJbTAaThl CBHIETEIBCTBYIOT O TOM,
YTO 3TUM CaHTOM MOXKET OBITH 30HA POCTA JIUCTA. DIACTHIHOCTD KIETOK 3TOH
30HBI U UX CIIOCOOHOCTh TYTKO PEarnpoBaTh IMYTEM CXKATHS HA YMEHBIICHHE
BOJHOTO IOTEHI[MANa KCHIEMBI TOTAA, KOorna oOMmuWil MOTEHIMAT JINCTA EIle
ocraercs 0€3 W3MCHEHHH, [eNaeT 3TH KIETKa BBICOKOUYBCTBHTEIHHBIM
CEHCOpOM KoJie0aHWi OBOJHEHHOCTH JMCTa. B oTcyTCTBHE pocTa, KOTOpoe
XapakTepHO IJisl paHHel (ha3bl OTBETa Ha 3aCOJCHUE, TOK BOJABI HE MeEIIaeT
auddy3uu TOPMOHA W3 OCHOBaHHS JIMCTa B APYTHE €ro 4YacTH M, MpPEex.e
BCEro B 00JIaCTh YCThUYHBIX KJIETOK, Ky/la HAIPaBISIETCsl TPAHCITMPALMOHHbIH
MIOTOK.

Kak yxxe ormeuanoch BbIlIe, JaHHBIE JUTEpaTypsl o poau ABK B
perymsnuu pocTa IpU 3acOoJICHHH MpOTHBOpeduBHl. Kpamep c coaBTopamu
MOKa3alu, 4YTO Y HETPAaHCIUPHUPYIOMNX pPACTEHUH KyKypy3bl YPOBEHb
coxepkanust ABK B 30He pocra JNHCTBEB OTPHIATEIHHO KOPPEIHPOBAI CO
CKOPOCTBIO MX pocTa. B Halmx 3KCHeprMEeHTaxX pacTeHUs TPAHCIIHPHUPOBAIIH,
U M03TOMY OOHapy)XK€HHasi HaMH 0OpaTHas 3aKOHOMEPHOCTh: 0oJiee BBICOKOE
conepxanue ABK B nuddepeHnnpoBaHHoil 30HE pocTa JHCTa Y PaCTCHUM C
Oosiee CTaOMJIBHBIM POCTOM Ha (DOHE 3aCOJICHHUS, - HE MOXET BbI3BIBAThH
yauBieHus. Hapsay ¢ BIMSHHEM Ha CKOPOCTh TPAHCIHPALMH, 3alTUTHBIC
cBoiictBa ABK mpu 3acojeHHH MOTYT pealn30BaThCs 3a CYET CHOCOOHOCTH
3TOr0 TOPMOHA MHIYLIUPOBAaTh CHHTE3 OEJIKOB, MOBBIIIAIOIIUX YCTOWYHBOCTD
pactenuit (Illakupora 2001; Turor u nap., 2006). Ho xax nHTEpHpeTHPOBATH
HakoruteHHe ABK HemocpencTBeHHO B 30HE pacTsxkeHusa? Kak ormeuanocs B
0030pe nureparypsl, poiab ABK B perymsimmm pocra pacTsokeHHEM ceifdac
MEHee SICHa, YeM 3TO CUMTanoch pansile. Hapsany ¢ MEHeHneM o ToM, uto ABK
unrubupyet pocr (Cramer, Quarrie, 2002), paccMaTpuBaeTcsi BO3MOXHOCTh
TOTO, YTO OHAa MOXET IIOJJIeP)KUBaTh pOCT TP CTpecce 3a CUeT
uHrubupoBanus cunrte3a stuieHa (LeNoble et al., 2004). Bouto noka3zawxo,
yro nepummtHele 0 ABK MyTaHTHBIE pacTeHHsS TOMATOB OTJIMYAJIHChH
MTOHMKEHHOH CKOPOCTBIO POCTa HA 3aCOJICHHH B HETPAHCIHUPUPYIOIINX
yCIOBHSIX, 4TO yka3eiBaeT Ha ABK kak Ha ¢axTop, HEMOCPEICTBEHHO
BIMSIONINN Ha POCT W HEOOXOIWMBIA I €ro MOIJIEPKAHWA B YCIOBHUAX
saconenust (Makela et al., 2003).

Kpome Toro, HE0OX0AMMO OTMETHTH, YTO TMOBHIIMIECHHBIH YPOBEHD
ABK mopzepxuBasicsi B 30He pocTa JIMIIL HEKOTOPOE BpeMsl IpH JeHCTBUH
3acoieHus. 3areM (y)ke 4yepe3 4ac) YpPOBEHb COJEp)KaHMs 3TOr0 IOpMOHA
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CHWXaJICS JI0 KOHTposbHOro. Ilpm Oonee ANMTENIBHOM M HOCTETIEHHOM
MOBBIIIEHUH YPOBHS 3aCOJICHUS HU Y OJHOTO U3 M3YYEHHBIX COPTOB MBI HE
oOHapyxuu cradmipHoro HakorieHuss ABK B 30He pocra muctbeB (puc. 42).
Ha oroli cragum cTaOuiabHO BBICOKMM ObuTlo conepkanne ABK B
muddepeHnnpoBaHHoM JHcTe Oojlee YCTOMYMBOIO K 3aCOJEHHIO COpTa
(ITpepus) (puc. 42).

12 -

10 - E KoHTPOIb l
ONacCl

8 -

6 -

Conep:xanune ABK, HI/r cbIpoii Macchl

ﬂl hﬂ

Mux pep Mux | IIpep Mux pep

KOPHU 2 uct 30Ha pocta 3

Puc. 42. Copep:xkanue ABK Ha 4derBepThlii [OeHBb TMoOCIHe
no6asyenust NaCl B muraresibHblii pacTBOP 10 KOHEYHOH KOHIIEHTPAalMK
100 MM B KOpHSIX, BTOPOM JIMCTe (2 JIMCT) U 30HEe POCTA TPEThero JUCTa
(30Ha pocta 3) pacTeHUil SUMeHsl HA CTAJMH BbIX0JA TpPeThero JHucTa
copra MuxainoBekuii (Mux) u Ilpepuss (Ilpep). Ha pucynke
npeacTaBJieHbl cpeAHue 3HaYeHus (N=3) u uX o uOKH.

Peskoe Bo3pactanme ypoBHS ABK B KOpHSIX pacTeHMH B 3THX
OKCIEPUMEHTaX CBHUAETEIBCTBYET O TOM, YTO MCTOYHHUKOM TMOBBIIICHHS
ypoBHs ABK npu mymmTensHOM ASHCTBUH 3aCONIEHHUS CTaHOBITCA kopHH. Ho
BMECTE C TeM, MOJIYYCHHbIC HAMH JaHHBIE YKa3bIBAIOT Ha POJb 30HBI POCTa
JUCcTa Kak HCTOYHWKa ObicTporo HakomieHus ABK B Hawame pedicTBus
3aCOJICHUS.
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Perynsanust ruapaBianveckoi IpoBOAHMOCTH IIPH BO3PACTAHNHU
nedUIUTa BOABI B PACTEHUSIX

Ipexae dYeM mepedTH K U3JIOKEHHIO MONYYCHHBIX HAMHU
PE3yABTaTOB, BaKHO €Ie pa3 MPOaHaIU3UPOBATh JaHHBIE JIUTEPATYpPhl C
AKIIEHTOM Ha T€ WX aCleKThl, KOTOPBIC MOMOTYT MOHAThL 3HAYEHHE HAIIUX
COOCTBEHHBIX pe3ynbTaroB. Kak HEOJHOKPATHO OTMEYATIOCh B MPEIBLAYIIUX
pasnenax, CroCOOHOCTh KOHTPOJIHMPOBATH OalaHC MEXAY IMOTIOMICHHEM H
noTepei BOAbI OYEHb BaKHA Ul BBDKUBAHHS PACTCHUH, IMOCKOJIBbKY Kak
BOJIOCHAO)KEHHE, TaK W TPAHCIUPALHOHHBIA 3apPOC YacTO H3MEHSIOTCS B
€CTECTBEHHBIX YCJIOBHUSX OOMTaHMs pacTeHH. B TedeHHe NONroro BpeMeHH
BHUMaHME HCCIe0BaTelicii B OCHOBHOM ()OKYCHPOBAJIOCh Ha MEXaHHU3Max,
00eCIeYnBaIONIUX KOHTPOJIMPOBAHUE IMOTEPh BOABI YEpe3 HM3MEHEHHE
ycrbuuaHo# mposoaumocta (Webb and Baker, 2002). OtkpbiTie y pacteHuit
BoAHbIX KaHaimoB (Maurel, 1997) u GwicTpoe HakoruieHHE HH(POPMALUH O
MeXaHHU3MaX, KOHTPOIHUPYIOMIMX HX KOJMYECTBO U akTHBHOCTH (Chaumont et
al., 2001; Lu and Maurel, 2005; Hachez et al., 2006) npuBeo kK CMEIIECHUIO
aKIICHTOB, W OOJbIle BHUMAHHS CTajlH YACIATh CHOCOOHOCTH paCcTEHHI
peryiupoBarh MOIIOMICHHE BOJBI IIyTEM HM3MEHEHUsl T'HIPABIHYCCKOM
MPOBOJUMOCTH TKaHEe#l pacTeHuil. AKBAmOpWUHBI MOTYT CHOCOOCTBOBAaTh
TPAHCIOPTY BOABI IyTEM IMOBBIMICHUS BOJAHOW MPOHHUIAEMOCTH MeMOpaH
(Morillon and Chrispeels, 2001). BaxxHOCTh aKBaOPHHOB JJIsI TIOACPIKAHUS
001ieit ruIpaBInvecKoil IPOBOUMOCTH PACTEHHI OBLIO MPEAMETOM 1e0OaToB
B TE€UYEHHE HEKOTOPOTO BPEMEHHM, MOCKOJBKY Y MHOTHX TPAHCIMPHUPYIOIIUX
pacteHuil (Hampumep, KyKypy3bl) OombIIas dYacTb BOJbI JBHKETCA TIO
amormtactiomy  nytu  (Steudle  and  Peterson,  1998),  kortopsiii
HEMOCPEICTBEHHO HE 3aBUCUT OT AKTHBHOCTH akKBamopuHOB. OJHAKO,
BBICKA3bIBAJINCh KOHTPAPTYMEHTHI B TI0JIB3Y TOTO, YTO JBMXKEHHE BOJBI Uepe3
MeMOPaHBI KJIETOK, OKPYXKAIOUIUX COCYIbI KCHIEMBI, T0JKHO UTPATh BAKHYIO
poub B kcuiieMHOM (T.e. anorutactHoM) tpaHcnopte (Kaldenhoff et al., 2008),
M, KPOME TOro, BKJaJ TPAaHCMEMOPAaHHOTO TPAHCIIOPTA YBEIHUYHBACTCS C
(dbopmupoBanuem mnosickoB Kacmapu, mpersTCTBYIOIINX BHKCHUIO BOJBI B
kcunemy yepe3 amortact (Vandeleur et al., 2005; Hachez et al., 2006).
3HaueHHe AKBAIIOPUHOB JUIsi TPAHCIIOPTA BOJBI MO PACTEHUIO MOATBEPAMIN
JIAHHBIE, MTOKA3ABIINE BHICOKMH YPOBEHb MX 3KCIPECCHU B OOJNACTH COCYIOB
(Hachez et al., 2006). TlosBunuch cOOOUICHHS O IMPKAJHON PHTMHKE
aKTUBHOCTH reHoB akBamopuHoB (Henzler et al., 1999; Lopez et al., 2003),
YTO YKa3bIBAJIO HA POJIb AKBAOPMHOB B YCHJIEHHH CITIOCOOHOCTH PACTEHMIA
TPAHCIIOPTHPOBATE BOAY Ha (POHE BBICOKOTO TPAHCIHMPAIMOHHOTO 3armpoca
(Lu and Maurel, 2005). Ipeamnonaraercs, 4TO TPAHCIIOPT BOJABI OT KIETKH K
KJIETKE CTAHOBHUTCS eille OoJiee BaXKHbIM, KOTZA BO3HUKAIOT HPOOJIEMBI C
noanepkanueM BoaHoro Oamanca (Kaldenhoff et al., 2008), te. xorma
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TPaHCIUPALIMOHHBIN MTOTOK CTAHOBUTCS MEJICHHBIM M OCMOTHYECKHH ITOTOK
yepe3 meMmOpansl MoxeT aoMmuHuposarh (Vandeleur et al., 2005). Ponb
AKBAaIlOPHHOB B PETrYJSIIMU BOAHBIX OTHOIIEHUI IPU BO3pacTaHWu Aeduimra
BOZBI OblIa OOBEKTOM MHOTOYMCIICHHBIX HCCIIEAOBAHUH, HO /O CHX IIOp
0CTaeTcsl HEICHOM, MOCKOJIBbKY IKCIPECCHs pa3lIMuHbIX T'€HOB M3 CEMEHCTBa
AKBAaIlOPMHOB MOXKET BO3pacTarTh, CHWXKAThCS WM OCTaBaThCs HEM3MEHHOU
OpH pasIuYHBIX abuoTmueckux crpeccax (Galmes et al., 2007). Pasusimu
aBTOPAMHU BBICKa3bIBAINCH IIPOTHBOPEUMBBIC MPEITIOI0KEHNS O TOM, YTO KaK
BO3pacTaHWe, TaK W  CHIDKGHHE  OKCIPECCHH  aKBAallOPHHOB U
COOTBETCTBYIOIME UM U3MEHEHUS MPOHUIIAEMOCTH KJIETOYHBIX MEMOpaH i
BOZIBI MOT'YT OBITH TTONIE3HBI ISl PACTCHUH, UCIIBITHIBAIONINX AC(UIIUT BOMBI.
B nepBoM ciydae roBopsT 0 TOM, YTO CHIDKEHHE NMPOHHMLIAEMOCTH MeMOpaH
JUISL BOABI TOJDKHO TIOMOYB PAacTEHHSIM H30€kKaTh BO3MOXKHOM MOTEPH BObI,
KoTOpasi OyleT yXoauTh U3 KopHeil B mouy (Aroca er al., 2006). Bo Bropom
cily4ae yTBEPI)KIAJIOCh, 4YTO BBICOKHH YpOBEHb aKBAallOPHHOB MOXET
CHoCcOOCTBOBaTh IOIVIOIICHHUIO BOIBI IIpU ee Jeduuure W MoAAepIKaHHIO
BogHoro Gamanca (Lian et al., 2004). TIpeanonaranock, 4To 3Ha4eHHE 00OUX
THUIIOB Peakuii (CHWKEHHS W MOBBIIICHUS] aKTUBHOCTH aKBAallOPUHOB) MOKET
MEHATHCS B 3aBUCHMOCTH OT HHTEHCHBHOCTH M MPOJOJDKATEIBHOCTH CTpecca
(Galmes et al.,, 2007, Bogeat-Triboulot et al., 2007). Bce cka3zanHOe
CBHJICTENBCTBYET 00 aKTyaJbHOCTH JalbHEHINEro W3y4eHHsS pOJn
aKBAallOPHHOB B DETy/SIIMM TPAaHCIIOPTa BOABI y PAacTeHUH. AHanu3
pe3ylbTaToB, TPHUBEACHHBIX B TPEOBIAYNIMX pas3lenax, I0Ka3al, dYTo
CHW)KEHHE YCTBUYHOH IPOBOJMMOCTH SIBJSIETCSl HAJEKHBIM CIIOCOOOM
OBICTPOTO BOCCTAHOBIICHHUSI BOAHOTO OayaHca IPU CHUXKEHUH MPHUTOKA BOJIBI
u3 KopHeil. Bmecte ¢ Tem, 3TOT crtocob moanaepKaHus OBOAHEHHOCTH TKaHEH
HEe sBIIIETCS YHUBepcalbHbIM. Ilo kpaliHell Mepe, OIMH M3 IIPUMEPOB,
NPUBEJCHHBIX B IIEPBOM  pasjelie  IKCIEePUMEHTAIbHOW 4acTH, He
YKJIQIBIBAJICS. B JaHHYIO cxeMy. IIpu TOBBIIIEHHH TeMIeparypbl BO3ayXa
TpaHCHHpalusl pacTeHUM NuIeHuubl copra bezenuykcka-139 Bozpacrana 3a
CUET OTKPBITHS YCTBHI] M OCTAaBaJach BBICOKOH Ha NPOTSDKEHHE BCETO
9KCIIEPUMEHTa, YTO CHavasa npuBoawio K cHmwkeHno OCB u npekpaimennio
pocra, HO 3aTeM OBOAHEHHOCTh TKaHe# (puc. 43) W pocT pacTsHKEHHUEM
MOJTHOCTBIO BOCCTaHABJINBAJIHCH. Wzmepenue THJPaBINYECKOH
MPOBOJMMOCTH KOPHE#l MoKa3ajio, YTO OHAa BO3pacralia IpH IOBBILICHUN
Temreparypsl Bo3ayxa (598+86 n 1608+176 mr*u *r *MIla™ npu ncxomHoii
n mocnme 30 MHHYT OKCIO3HIMM Ha TOBBIIICHHON TemIeparype
COOTBETCTBEHHO). DTH Pe3ylbTaThl CBHIECTEIBCTBYIOT O TOM, Y4TO €CTh €Il
OIMH Croco0 TMOAJep)KaHUs OBOJAHEHHOCTH M CKOPOCTH pocTa MpH
BO3pacTaHuu JeHUIUTa BOJbI. DTO W3MEHEHHE MPHUTOKA BOJBI U3 KOpHEW 3a
CUET CHIKEHHS THAPABIMIECKOTO COPOTHBIICHHUSI.
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Puc. 43. [luHamMuKa OTHOCHTEJIbHOro coxep:xkanuss Boabl (OCB) y
JIMCTheB 7-CyTOYHBIX pacTeHui nueHubl copta besenuykckasn-139 npu
NOBBIIIEHUH TeMIeparypsl Bo3ayxa Ha 4 rpaayca. Ha rpaduke
NpecTaBJeHb] CpeiHre 3HaYeHus (N=5) U UX OIUOKHU.

OnpeneneHue THIPABIMYECKON MPOBOJUMOCTH B KOpHSX, a HE
JPYTUX dYacTAX pacTeHus OOYCIOBICHO TeM, 4YTO HMEHHO 3[eCh
COCpEJIOTOYeHA 10 JaHHBIM JIUTEpaTrypbl o0nacTe HauOoJee BBICOKOTO
COTIPOTHUBIICHHUS TOKY BOJBI, YTO CBA3aHO C MPUCYTCTBHEM MOsickoB Kacmapu
1 OONBIIOTO KONMYECTBAa MENKHMX KJIETOK Ha IyTH BOABI II0 KOpe W uepes
KJIETKH OOKJIaIKu KCUIIeMHBIX cocynoB (Steudle, Peterson, 1998).

CnocoOHOCTh  TOJEPXKMBaTh  YCTHUNA  OTKPBITBIMH  IIPH
MOBBILIEHUU TemnepaTypsl Ha 4 rpaayca ot 20 no 24 rpanycoB Llenbcus
OblTa XapakTepHa He JUIS BCEX COPTOB IIICHUIBI, a JUI aJaNTHPOBAHHBIX K
Oomee BiIaxHBIM ycioBusM. Kpome copra besenuykckas-139 Takas
O0COOEHHOCTh YCTBMYHOW pEaKUUM Ha IIOBBILICHHE TEeMIeparypbl Oblia
oOHapyxeHa emie y copra VpeHb, NpeayIoKEHHOTO AJisi BO3/ENbIBAHHS B
MPOXTAagHBIX M BIKHBIX  KIMMAaTHYECKHX  yCIOBHAX. Y  Oomee
3aCyX0yCTOMUMBEIX copToB (Hanpumep, Kazaxctanckoil 10) mpu MoBBIIEHUH
TeMIeparypsl yCThHIA 3aKPBIBAINCH, Y€MYy CHOCOOCTBOBAJO CHIDKEHHUE
THAPABINYECKOM MPOBOANMOCTH (puc. 44).

[loBbllIeHNE TUAPABINYECKOW MHPOBOAMMOCTH y  PACTEHHH
Besenuykckoii-139 npouncxomuno Ha ¢oHe HakorieHust ABK B kopHsx (puc.
45).
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Puc. 44. VYcerpuunas (Yer) u  rugpaBimyeckas  (Duap)
NPOBOIUMOCTh 7-CyTOYHBIX PACTEHMIl MATrKoil MueHUnsb! coproB Mpenn
u Kaszaxcranckas 10 10 (KOHTpoab) M 4epe3 uyac mocje (OMIbIT)
NOBLILIEHHS TeMIepaTypsl Bo3ayxa Ha 4 = 1 °C. IlpexcraBiieHbl cpeaHue
3HAYeHHs U uX omuoku (N=10).
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Puc. 45. Conep:xxanne ABK u rugpaBinyeckasi NpoBOAMMOCTD
(Lpr) B kopHsX 7-CyTOYHBIX pacTeHMii mueHubl copra besenuykckas-
139 no (xoHTpoab) u 30 MuH mocje (ONbIT) MOBBILIEHUS] TeMIepaTypbl
BO3/1yXa HA 4 cC. IIpencraBiaennl cpegnue 3Ha4eHusi (N=4) U UX OLUIMOKU.
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ITockonbky W3BECTHA CHOCOOHOCTh ABK TIOBBILIATH
ruapaBinyueckyro mnposogumocts (Hose et al., 2000), nakomnenue ABK B
KOPHSIX MOXKET CII0COOCTBOBATH MOBBIMICHHIO MX CHOCOOHOCTH IPOBOJAWTH
Boay. Ilpu moBbIIEHUMH TeMmeparypbl Bo3ayxa OJIOKHpOBaHUE (HJIOIMHOTO
NOTOKa M3 Mo0era IMyTeM OXJaXICHHsS €ro OCHOBaHMS IPUBOAWIO K
HakoruleHnio ABK B sMcTBSIX, a HE B KOpHSX, YTO COINPOBOXKAAIOCH
3aKpBITHEM YCTHUIL (pHC. 46).
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Puc. 46. Biusinne noBbINIEHHON TeMIIEPaTyphbl BO3IyXa Ha COAepiKaHHe
ABK B moGerax M KOpPHSIX 7-CyTOYHBIX pacTeHMil MIIEHMIbI COPTa
Be3enuykckasn-139. A — koHTpoabHble pacTeHusi; B — pacrenus, y
KOTOPBIX TPaHCHOPT mo ¢io3Me ObLT MOAABJIeH NyTeM OXJa)KAeHUs
ocHoBaHusi mobera. IlpeacraBiensl cpeanue 3HayeHusi (N=4) u wux
omIMOKM.
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OTH pe3ynbTaThl CBUICTEIBCTBYIOT O TOM, YTO MMEHHO Io0er
SBIsieTcs TeM MecToM, rae mnpoayuupyercas ABK B oTBer Ha maHHOe
Bo3zecTBre. Kak ObUIO MMOKa3aHO HaMy paHee, cTUMYNoM Juisi cuHTe3a ABK
MOXET OBITh Ckarue JsucTa. [Ipu TOBBIIEHHM TEMIlEpaTypbl BO3IyXa
MPOHCXOJWIO PE3KOe C)KaThe JHCTa, 4YTO YKa3blBaeT HA BO3MOXKHBIN
MeXaHM3M MHIYKLMH CHHTE3a JaHHOIO TOpMOHa B jucre. JlanmbHelIas
peakuus, onpenessuiack xapakrepom pacnpeneneHust ABK: ee HakorieHue B
nobere 00OECIIEUMBANIO 3aKPBHITHE YCTHHIl, & B KOPHSIX — IOBBIIICHHE HX
THIPaBIMYECKOM MPOBOJMMOCTH, MPUTOK BOABI M3 KOpPHEH B MoOer
MOAJEPKaHNS YCTHHI] B OTKPBITOM COCTOSHUH. [10BBIIIEHHE THAPABIMYECKON
MIPOBOAMMOCTH KOpHEH B pesynprare HakomieHus B HuX ABK Obuto Taroke
OOHapY>KEHO COTPYIHMKAaMH Hallel JJabopaToOpHy NPH PEAYKIMH KOPHEBOU
cucrembr (Vysotskata ey al., 2004) u moOBbINIEHHH YPOBHS OCBENIEHHOCTH
(Tumepranuna u np., 2007).

CHIDKEHUE THUIPaBIMYECKOH NPOBOAMMOCTH OBLJIO HPUYUHOM
TOPMOXXKEHHUSI pPOCTa IpU  OXJAXKIEHUM KOpHel. B 3ToM  ciyuae
BOCCTaHOBJICHUSI POCTa He OBUIO W3-32 TOTO, 4TO Ha ()OHE OXJIAKICHMS
THIpaBIMYECKass MPOBOJMMOCTh HE Momia OBICTPO BO3pacTH. Pe3ymbrarsl,
MOJyYCHHBIE TIPH 00OMX TEMIIEPaTypHbBIX BO3ACHCTBHAX, CBUACTEIHCTBYIOT O
B&)XHOH pONM W3MEHEHUH T'HAPABINYECKON IPOBOAUMOCTH B PETYISAILHIH
OBOJHEHHOCTH W pOCTa pacTeHuil. [IpencTaBimsuio WHTEpec BBLICHUTH, Kak
MEHSUIACh THIPABINYECKasl INPOBOAMMOCTh IPH ACHCTBUM HA pPACTEHHSA
3aCOJIEHHSL.
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CBf13b YPOBHS THAPABINYECKOI IPOBOAMMOCTH PacTeHHIi
SIYMeHs ¢ IKCIpeccHeil reHa aKkBanopuHa Ha ¢oHe BoHOrO feuuHTAa,
€031aBaeMOr0 yMepeHHbIM 3aC0JIeHHeM

B naHHBIX OKCIepHMEHTaX OOBEKTOM HCCIICOBAaHUN  OBUIN
pacteHus gukoro sumeHs quHUM T-1 u 20-45. V3Mepsars ruapaBiIuueckyro
MIPOBOAVMOCTH Y PAaCTEHHH IMPU 3aCOIEHHH JOBOJBHO CIIOKHO, MOCKOIBKY
OTKJTIOYEHHE «BEPXHETO KOHIEBOTO MIBHTATeNs» (TPAaHCIHPAIHU) pPE3KO
CHIDKACT KOPHEBYIO OKCCyHalMi0 Ha (OHE HU3KOIO OCMOTHYECKOTO
MOTEHIMAJa MUTATENBHOTO pacTBopa. 1109TOMy MBI CHH3HMIIM KOHLEHTPALHIO
xmopuna Hatpus ¢ 100 MM mo 25 MM. Yepes 3 yaca mocie Hagaia JaHHOTO
BO3JCHCTBHA y#aloCh coOpaTh KCHJIEMHBIH OKCCydaT M H3MEpUTh
THIPAaBIMYECKYI0 IPOBOAUMOCTb. bbUI0  0OHapyXeHO CyIIEeCTBEHHOE
CHIDKEHHUE THIPABINYECKON MPOBOJMMOCTH, NMPUYEM B OOJbIIEH CTENEHU Y
pactenuii quann 20-45 Mo cpaBHEHUIO ¢ pacTeHusIMH JuHuK T-1 (puc. 47).

OTu pe3yabTaThl TMOCTABHIM MEpell HaMu psl BONpocoB. Bo-
NEpBBIX, HE IOHATHO OBLIO, 3aYeM PAaCTCHUs] CHMXKAIOT THIIPABINYECKYIO
IIPOBOAUMOCTb. Beb 3a CYET 3TOr0 BO3HUKAIOT JOMOJIHUTEIBHBIE CIOKHOCTH
JUTSL TIOCTYIJICHUS. BOABI B TOOET, KOTOPOE YK€ M TaK MPOOIEMAaTHIHO H3-3a
YMEHBIICHUS TOCTYIHOCTH BOJBI IIPU 3aCOJICHUH.

Okcnpeccuto reHa aksanopuHa PIP2;4 ompenensnu B KOpHIX,
MIOCKONBKY, KaK YKa3bIBaJIOCh BBIIIE, 3TA YacTh PACTEHHs MMeeT Hamboiee
BBICOKOE COMNPOTHUBIIEHHE TOKY BOABI M MOJTOMY €ro HM3MEHEHHE BHOCHUT
HauOonee  CYIIECTBEHHBIH BKJaJ B CYMMapHYI THIPaBIHYECKYIO
npoBoaumocTts pactrennii (Steudle, Peterson, 1998). IuHamuka sKcrpeccus
reHa akBanopuna ais T1 u 20-45 pacteHuii mpu 3acoJICHUN NPEACTaBICHa Ha
pucyHnke 48. CHmkenue skcrpeccun y 20-45 pacteHuit CTano cTaTUCTHYECKH
3HAUMMBIM dYepe3 2 dYaca JAEHCTBHS XJIOpPHJA HaTpus M OCTAJIOCh HA TaKOM
YpOBHE [0 KOHILIA JKCIEPUMEHTa. OKcIpeccus reHa akBamopuHa y T-1
pacTeHuil CcHmXKanach JUIIb yepe3 24 daca IMOcCie Hayaja JAeWCTBUS
3acoseHus. ComnocTaBieHHe M3MEHEHHi ypoBHS skcrpeccun rexa PIP2;4 c
THIPaBIMYECKOH TPOBOANMOCTBIO YKa3blBaeT Ha TO, 4YTO Ooiee peskoe
MaJIcHue THAPABIMYCCKON MPOBOAMMOCTH Yy pacTeHui imHuu 20-45 Opu1o
CIIE/ICTBHEM Oo0Jiee PE3KOTO CHIDKEHUS HKCIIPECCHH COOTBETCTBYIOIIETO I'eHa.
Posib akBanopuHOB B PEryisIIMM CyMMapHOM MMAPaBIMYECKON IPOBOAUMOCTH
nuckytupyercst (Aharon et al., 2003).
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Puc. 47. 'mapaBianyeckasi MPOBOIMMOCTH KOPHeil 7-CyTOYHBIX pacTeHHii
pa3ubix JuHuil (T-1 u 20-45) u coproB (Ilpepusi u MuxaiinoBckuii)
siuUMeHsl, u3MepeHHas yepe3 3 yaca nocJie nodapaenus NaCl no xoneunoii
KOHIeHTpanun 25 MM. Ha pucyHke npeacTraBieHbl cpeIHHe 3HAYEHHS
(n=4) u ux omMoKH.

Hapsiny ¢ naHHBIMH, CBUAETEIbCTBYIOIIUMH O POJI aKBAaIlOPUHOB
B perynsiuu Toka Boabl mo pacrenuto (Vandeleur et al., 2005), Bcrpeuaercs
U kputuka B ajapec mganHoi touku 3penust (Hill et al., 2004), xoropas
ONMMpaeTcsi Ha  OTCYTCTBHE  KOPPEISLMHM  MEXIy TI'HAPaBIMYECKOH
MPOBOJMMOCTBIO M aKTUBHOCTBIO aKBallOPHHOB, OOHAPYKEHHON B HEKOTOPBIX
IKCIIEPUMEHTaX. M3-3a KOMIIO3UTHOrO Xapakrepa TpaHcnopTa Boxsl (Steudle
and Peterson, 1998), korma dYacTh ee HIET He dYepe3 MeMOpaHbl, a Mo
arorvIacTy, pojb MEMOPaHHOIO TPAHCIOPTa M y4acTHe B HEM aKBaIllOPUHOB
MOKET MacKHpoBarhcsi. Hamim gaHHbBIE, TOMy4YeHHbIE C HCIOJIb30BaHUEM
pacTeHuil sUMEHs, JUIS  KOTOPBIX  XapakTepeH BBICOKMH  ypPOBEHb
MCIIOJIb30BaHWE MeMOpaHHOTO MyTH TpaHcmopra Boasl (Steudle and Jescke,
1983), mpencTaBisAIOT WHTEPEC, IOCKONBKY OHHM YKa3bIBAIOT HA POJb
AKBaIlOPHHOB B PETYJIALUH T'HPaBIMYECKON POBOAMMOCTH IIPHU 3aCOJICHUH U
3HaYEHHWE  TPAHCKPHUIIIMOHHOTO  YPOBHS B  KOHTpPOJIE  aKTUBHOCTH
AKBaIlOPHHOB.
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Terneps HaM HEOOXOAMMO BEPHYTHCS K BOMPOCY O TOM, KaKUM
00pa3oM CHIKEHHE THAPABIMYECKOW MPOBOAUMOCTH MOIJIO IMOBIHATH Ha
YCTOWYHMBOCTh pacTeHuil K 3acomeHuto. CHIDKEHHE THIPABIMYECKOM
MPOBOAUMOCTH OBLIO OOHApPYKEHO Y psla pacTeHHU MpHU ICHCTBHU 3aCyXH
(Aroca et al., 2006). Ilpeanomaragoch, 4TO CHIDKCHHE HPOHHI[AEMOCTH
MeMOpaH Ui BOABI MOXKET 3allUTUTh KICTKH OT OOC3BOXKHMBAHHS 33 CUET
BO3pACTaHMsl CONMPOTHUBIICHUS OTTOKY n3 HHX Bomsl (Johanson et al., 1996). B
HAlIUX OIBITAaX COACPIKAHWHU BOIBI CHIDKAIOCh B MCHBLICH CTEIICHH B KOPHAX
pacrenuit muann 20-45, gem T-1 (tabn. 20), 9TO MOATBEpXKIaeT 3HAYCHUE
CHI)KCHUSI THAPABINYECKOH MPOBOANMOCTH B NOAJCPKAHUH OBOXHEHHOCTH
TKaHeH IIPH 0CMOTHUYECKOM CTpecce.
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Puc. 48. lnnamuka 3kcnpeccuu reHa akpamnopuna PIP 2;4 (3xcnpeccus
NpeACTaBJIeHA MO0 OTHOLIEHHI0 K HeoOpaGoTAHHOMY KOHTPOJIIO) Y
pactenuii stumensi JuHuu 20-45 u T-1 npu 3acosienuu (100aBJIeHUU
XJo0puaa HaTpus A0 koHueHTpanuu 100 MM B nuTaTeJbLHbIA pacTBop 7-
CyTOUYHBIX pacTeHuii). [lpeacraBieHbl cpelHUe 3HAYEHUSI U UX OLIUOKM
(n=5)

BwmecTe ¢ TeM, Takoi MEXaHHU3M 3alIUTHl OT 00E3BOXKUBAHHS MOXKET
cpabaTbIBaTh CKOpee Yy  HETPaHCHUPUPYIOIIMX  PacTEeHWH. y
TPaHCHUPUPYIOIIUX CHIKEHUE THUAPABINYECKOM NMPOBOJUMOCTH MPHUBENO K
CHIDKEHHIO TIPUTOKa BOABI B TMOOET, YTO B CBOIO OYepens CHH3HIO
OTHOCHTENIbHOE COJIEep’KaHWEe BOJBI B JIUCTBAX. B NMPOIEHTHOM OTHOIIEHUHU
CHIDKEHHE IIPUTOKA BOABI OBIJIO BRIPAXKEHO CHIIbHEE Y pacTeHHui JnHIH 20-45,
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YTO COOTBETCTBYET 0OJice PE3KOMY CHIIKCHHUIO Y 3THX PAaCTEHHH aKTUBHOCTH
aKBAallOPMHOB M TWApaBiIM4eckod mpoBoxumoctu. Tem He wmenee, OCB
JHMCTHEB CHMKAJACh Yy pacTeHWH o0euxX JIMHUM B OJMHAKOBOW CTEICHU.
Honnepxxanne OCB Ha onnHakoBoM ypoBHEe Ha (oHe OoJiee BBIPaKEHHOTO
NaJeHns] IPUTOKA BOJBI y pacTeHud juHuK 20-45 MOmIo OBITH CIEICTBUEM
COOTBETCTBYIOILIETO CHIDKEHUS! YCTBUUHOH ITPOBOIUMOCTU M TIOTEPU BOJBI
pacTeHHEeM.

Tabauna 20
IMoka3zaresm BoaHOro o0MeHa y 7-THEeBHBIX siuMeHs Junuu 20-45 u T-1
gyepe3 3 yaca 3kcmo3unuu pacrenuit Ha 25 MM NaCl. Tpeacrasiensi
cpenHUe 3HAYEHUs M UX omuoKH (N=5)

IToxazarenu Tl 20-45

KoHTtpons NaCl KoHtponp NaCl

ConeprkaHue BOJIBI
B KopHsx (%) 92.8+0.4  89.8+0.8* 92.6+0.5 91.9+0.7
OCB B noGere (%) 92.7+£0.8 89.7+1* 92+0.7 89+0.5%*
IToTok Bombl [ (T'C
'r FW kopueir)] 107 92+4 72+6* 150+8 78+6%*
* Pasnuuust MLy KOHTPOJIEM H OIBITOM J0ocToBepHsI (t-test, P<0.05)
** Pasnmuuusi MeX1y KOHTPOJIEM U OIbITOM J0cToBepHsI (t-test, P<0.01)

OmpeznienieHne CKOPOCTH TPaHCHHMpPAaIWH MOATBEPAMIIO, YTO depe3
CYTKH mocie jobaBieHusi B nmurarenbHbii pactBop 25 MM NaCl ckopocts
TpaHCIHMpALUHU CUJIbHEE CHIDKAJIACh Y pacTeHui JiuHuu 20-45 1o CpaBHEHUIO
¢ T-1. B manHO# cepur OMBITOB MBI TIOCTENEHHO MOBBIIIAIA KOHIIEHTPAIHIO
CONMM B NHTATeIBHOM pacTBope. IIpm 3TOM Ha KakIOM JTame CHIDKCHHE
BOJIHOTO TMOTEHIIMAaja MHUTATENBHOTO pacTBopa ObuIo HebompmuMm. CamMo Mo
cebe ot0 OBUIO crmaboe BO3AEHCTBHE, O YeM CBHUJAETEIBCTBYET
HE3HAYUTEIbHOE CHIDKCHHE TPAHCIHPALUHU B IIEpBBIE Yachl JeiictBus 25 MM
NaCl.

Uepes 3 wdaca, Korna CHIDKGHHE aKTHBHOCTH aKBallOPHHOB
MOHU3UJIO THIPABINYECKYIO MPOBOJUMOCTD, 3TO MPHUBEIO K CYIIECTBEHHOMY
CHIDKEHMIO TpaHcrmpaiuu (puc. 49) (Oomee 3HaYNTEIBHOMY Y pacTeHHH
muaun 20-45). Takum 00pa3oM, CHMXKEHHE HKCIPECCHM I'eHa aKBallOpHHA,
KOTOPOE MPUBEJIO K CHI)KCHHUIO THAPABINYECKOH MPOBOJMMOCTH, 00eCTIeunIIo
ycuJIeHHe c1aboro THIPaBIMYECKOT0 CUTHANA U 3aKPBITHE YCTHHIIL.
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Puc. 49. Bausinue Ha TpaHcnupauuio 3acoenus (no6asiaenus NaCl no
KOHe4HOl kKoHumeHTpanuu 100 MM B nmuTaTelbHYI0 cpeay 7-CyTOYHBIX
pactenuii sumens: auHum 20-45 u T-1) IlpuBenensl cpeqHne 3HAYeHUs U
ux omru6xu (N=30).
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YuacTHe aKBaIOPHHOB B OTBETHOM peaknu pacTeHuii
KYKYPpY3bI Ha BOAHBIN AeGuuuT

To, 4TO0 HaM yJanoCh BBISIBUTH CBSI3b MEXJIY YPOBHEM IKCIIPECCHU
OJHOTO U3 I€HOB aKBAllOPHHOB U TUAPABINYECKONH NMPOBOIUMOCTBI0 MOXKHO
cuuTaTh OOJNBLION yHaueH, IMOCKOJbKY aKBAIIOPWUHBI MPEICTABICHBI LIEIBIM
cemetictBom renoB (Chaumont et al., 2001). VYmagnsrit BbIGOp TeHa OBLT
OCHOBaH Ha JIaHHBIX JIUTEPATypHl O MOBBIIICHNN IMEHHO €r0 SKCIIPECCUH NIPH
3aCOJICHHM y pacTeHuit Kykypyssl (Zhu et al., 2005). JlanpHeiimas pabora
MPOBOJMJIACH C ITOJHBIM HAOOpPOM I'€HOB aKBAIlOPHHOB KJICTOYHBIX MEMOpaH
(ZmMPIP renoB) pacTeHuii KyKypy3sl. B HallleM pacrmiopspKeHHH Takke OBUIH
AQHTUTENNa K HECKONbKMM aKBallOpUHAM, YTO MO3BOJIMJIO OLEHHUTh HE TOJIBKO
YPOBEHb 3KCIIPECCUU T'€HOB, HO U COJACPKAHMWE WX MPOAYKTa C IOMOUIBIO
Metoja BectepH-biaoTTuHr. beuio n3ydeHo BIusHUE HA pacTEeHUS 100aBIeHUS
[13I" B nuTarenbHbIi pacTBOp. BeIOOp KyKypy3bl OBLT O0YCJIOBIEH TEM, YTO
aKBaNlOpMHBI HanboJiee XOpOoIIo U3yUeHBl y pacTeHUH 3Toro BHUaa. Bmecre ¢
TE€M, OIpeIeNeHHas  CJIOXKHOCTh  3aKjioyajsack B TOM, 4YTO Yy
TPAHCIIUPUPYIONIMX PACTEHUH STOro BHAA, B OTIMYHAE OT SUMEHS,
JOMUHHPYET TPAHCIOPT He depe3 MeMOpanbl, a mo anomiacty (Steudle,
Peterson, 1998). JIockoHaIhHO W3yYCHO TaKKe M3MEHCHHE THAPABIUICCKON
MPOBOJMMOCTH Y 3THX PAaCTCHHI NP BHEIIHUX BO3ACHCTBHUAX U IOKAa3aHO €
CHIKEHHE TIPH YMEHBIICHUHN CKOPOCTH TPAHCTIMPAINH, YTO OOBICHIETCS TEM,
YTO B 3THX YCJIOBHSIX YBEIWUIHMBACTCS CTENEHb HCIONB30BAHUS ITyTH BOJBI
gepe3 MeMOpaHbl, KOTOPBI HMMeeT Oojiee BBICOKOE COIPOTHBICHHE IIO
CPaBHEHHIO C allOTUIaCTHBIM.

IIpu nob6apnernn IIOI" B muUTaTenbHBIH PacTBOP TpPaHCIHpAIMS
pacTeHHil KyKypy3sl cHikanach (puc. 50). DTo HEH30EKHO MPHUBOAUIO K
CHIDKCHMIO THAPABINYECKON MTPOBOAMMOCTH BCIEACTBHE TOTO, UTO CHIDKCHHE
TPaHCIHUPAIMHM YMEHBIIAIO JOTI0 aloIUIAaCTHOTO IMYTH, T.€. IIyTH C MEHBIINM
THAPABINYECKHM CONPOTHBICHHEM, B 00IieM TpaHncrmopre Bonsl (Steudle,
Peterson, 1998). [Ipu sTOoM 3HaYeHHE MEMOPAaHHOTO TPAHCIIOPTA IOJDKHO
ObUTO BO3pPAcTH, M BAKHO OBUIO IOMBITATHCS BBIIBUTH BO3MOXHYIO POJIb
AKBAaIlOPHHOB B PETYIIILIMN TPAHCIIMPALIMOHHOTO ITOTOKA BOJBI 110 PACTEHHIO.
Kak BHIHO U3 pHUCYHKa, CTENIEHb CHW)KCHHMSI YPOBHS TPAHCIIUPALMH 3aBUCENA
OT TeMITEpaTyphl BO3AyXa.

Uepe3 wac mocie ngobamneHust 1107 B mmTaTenbHBIN pacTBOp
peaxus pacTeHui Oblila OMMHAKOBOH NP 000X TEMIIEPATypHBIX PEXUMaX,
W TPaHCIIMPAIUS CHIKAJIACh MPUMEPHO Ha 25 % 1O CPaBHEHHIO C KOHTPOJIEM.
Ho  mposBmsutocs pa3nuume B CTENEHW CHIDKCHHS TPAHCHHpAlWHd B
3aBHCHMOCTH OT TEMIIepaTypsl, NMpH KOTOpoil pocim pacteHnsa. CTeneHb
MHIUOMPOBaHMs ObliIa 3HAYNTEIHHO OOJIBIIE B CIIy4ae BHICOKOH TEMIIEpaTyphl
(mpumepHO 50 % 1 40 % oT ypoBHsI KOHTPOJIS 1pU 23 1 28 COOTBETCTBEHHO).
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Takum 00pa3oM, TpaHCHHpalUs CHIbHEE CHIDKAIACh NMPH 00Jee BBICOKOM
TeMmeparype, T.. KOMOMHAIUM BO3pacTaHWs NchUIMTA BOABI B OOIACTH
KOpHEH 1 BO3AYLIHOMH cpene.
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Puc. 50. Bausinme nodamiaeHusi DI B muTaTeJIbHBIN pacTBOpP 10
KOHeYHOH KoHHeHTpauuu 12 % Ha TpaHCOUPAUUIO 7-CYTOYHBIX
pacTenuii KyKypy3sl JHHHE IpH Temnepatype Bo3ayxa 23° C (1) u 28° C
(2). IlpuBeaeHsI cpeHUe 3HAYEHUS U UX omIMOKU (N=6).

MBI TIOTIBITAINCH BBISICHUTD, HE CBSI3aHBI JIM PA3IMUMs B pEaKLun
Ha [IOT mpm nAByX TemmepaTypHBIX peXHMax C YPOBHEM SKCIIPECCHH H
cofiep’KaHNEM aKBaIlOPHHOB.
INockonbky B HamieM pacropspkeHHH ObLIM aHTUTENa K NpoAyKTy reHoB PIP
2;1, PIP2;5, PIP2;6 u PIP1;2, naubonbliunii UHTEPEC NPEACTABISI aHAIU3
YPOBHSI UIMEHHO MX TPAHCKPHIIHMU. 3 3TUX I'€HOB B KOPHSX KOHTPOJIBHBIX
pacrenuii skcmpeccus PIP 2;1, PIP2;5 u PIP2;6 renoB Obuta BbIlIE IO
cpaBHEHHIO ¢ ocTa’dbHBIME PIP 2 reHamu akBanopuHOB (puc. 51), B TO Bpems
Kak ypoBeHb TpaHcKpunrTa PIP2;1 O6pul caMbIM BBICOKMM Kak B 30HE pOCTa
(puc. 52), tak m B guddepeHunpoBaHHON dacTH (puc. 53) mUCTBEB
KOHTPOJIBHBIX pacTeHnii  YpoBeHb TpaHckpunra PIP1;2 Gbur noBonbHO
HU3KUM 10 cpaBHeHHIO Apyrumu PIP1 renamu Bo Bcex npoaHaaM3npoBaHHBIX
YacTIX PaCTCHUSL.

IMon BmusHumem IIOT" Bo3pacTam  ypoBEHb  DKCIPECCHU
6onbmnHCTBa PIP TeHOB akBarmopuHOB.
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Puc. 51. YpoBenb Tpanckpunuuu PIP remoB akBamopunoB B
KOPHAX 7-CYyTOYHBIX pacTeHHd KyKypy3bl JuHuu B73 mpu temmeparype
BO31yXa 23° C (a,B) n 28° C (0, r) cnycrs 2 (a, 6) u 8 (B, r) 4acoB mocJe
no6apiaenus I3 B nuTaTe/ibHBIA PacTBOP /10 KOHEYHOH KOHUEHTPALMHU
12 %. IlpuBeneHsbl cpennue 3HAYECHUS U UX olIuOKH (N=4).

B xopmsx 2 yaca cmycts mocine no6asnenus [19I° B nuraTensHyto
cpeny dKcrpeccusi OOJBIIMHCTBA TEHOB BO3pacTania, Oojiee 4eM B 2 pasa 1o
cpaBHEeHHIO ¢ KOHTpoJsieM (puc. 51). Tonbko mocie BOCBMH YacoB JEHCTBHS
II3I" sxcpeccust HEKOTOPHIX T'€HOB AKBAIIOPHHOB OITyCKaJlaCh HUXKE YPOBHA
koHTpousi (Harpumep, PIP 2;6 Ha done Bbicokoii Temneparypsl u PIP1;1 npu
HU3KOH). YBENWYEHHE TeMIlepaTyphl TPHUBOAWIO K CHIDKCHHIO CTEIICHU
uHaynupoBanHoro 100 Hakomnenus tpanckpunta PIP2;1 rena. DtoT ren
6611 oHUM U3 Tpex reros (PIP2;1, PIP2,5 u PIP2;6), uMeBIIMX HAUBBICIIHUIA
ypoBeHb TpaHCKpunuuu B KoHTpose. Ilog BausHuem II93T mpoucxonuno
TOJNBKO 2-,3-KpaTHOE BO3pAacTaHHWE YPOBHSA OKCIIPECCHMHM JTOTO TeHa 10
CPaBHEHHIO C KOHTPOJEM IIpPU BBICOKOW Temmeparype u 4-, 5-KkpaTHOE
BO3pacTaHue IMpHu Ooyiee HU3KOM Temreparype depe3 2 m 8 YacoB MocCIie
Havana neiicteusa [10I0 cootBeTcTBeHHO. B ciywae aByx apyrux PIP2 renos
JIeficTBHE TeMIepaTypsl OBUIO HEOJHOZHAYHBIM.
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Puc. 52. VYpoBenp TpaHckpunuuu PIP reHoB akBanopmHoB B
augdepeHIMPOBAHHON 30HE JUCThEB 7-CYTOYHBIX PACTEHMIl KYKYpPY3bl
JuHuu B73 npu Temneparype Bo3ayxa 23°C (a, B) u 28° C (6, 1) cmycrs 2
(a, 06) u 8 (B, r) yacoB nocJie nod6apiaenus 131" B nuTarebHbI pacTBOp
10 KOHe4yHOl KoHneHTpauuu 12 %. IIpuBeaeHbl cpeaHne 3HAYCHUSI M UX
omnoku (N=4).

Hakorutenue mop BrustareM [T Tpanckpunrta reHa PIP2;5 Obuto
OJJMHAKOBBIM HPH 00eHx TemIieparypax (IpuMepHO B 4 1 2 1O CPaBHEHHIO C
KoHTposeM 4epe3 2 u 8 yacoB neiictBus 191 cooTBercTBeHHO). B cimydae
TpaHckpunra resa PIP 2;6 xaptuna Osina Oonee cioxxHoi. Ecin uepes 2 gaca
nevictus 1100 crenens I13I-nHAYIMPOBaHHOTO HAKOIUICHHS TPAaHCKPUIITA
rera PIP2;6 Oputa opuHakoBOW TIpH  O0EWX HWCIOJIB30BaHHBIX B
IKCTIIEPIMEHTaX TeMIeparypax (IIpUMEpHO B 2 pasza IO CpPaBHEHHIO C
KOHTPOJIEM), TO Yepe3 8 4acoB ypOBEHb HAKOILJICHHS 3TOTO TPAHCKPHUIITA OBII
naxe BeIe (B 4 pasa MO CPaBHEHHIO C KOHTPOJEM) MpH Oojee HHU3KOI
TeMIeparype, B TO BpeMs Kak IpH BBICOKOW TeMIleparype ypOBEHb
skcripeccun  PIP2;6  reHa cHmXalcs HIDKE YPOBHS KOHTposs  (Kak
YIIOMHHAJIOCH BBIIIE).
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Puc. 53. YpoBens Tpanckpunuuu PIP reHoB akBanopmHoB B pacryinei
30He JINCTheB 7-AHEBHBIX pacTeHWil  KyKypy3nl JuHuM B73 mnpm
TeMIeparype BO3Iyxa 23°C (a, B) u 28° C (6, 1) ciycers 2 (a, 0) u 8 (B, 1)
yacoB nocjae godapieHusi II3 B nurarejbHbI pacTBOp A0 KOHEYHOW
koHueHTpauuu 12 %. IlpuBeaeHbl cpeqHUe 3HAYEHUS] M HUX OLIHOKH
(n=4).

Xapaxrep 9KCIIPECCUH T€HOB aKBaIlOPHHOB B
nuddepeHnpoBaHHO# 30He JTMCTa ObLT HE TAKUM, Kak B KOpHsX (puc. 52).
Tak, ypoBens Tpanckpunmuu PIP2;5 u PIP2;6 reroB 0bu1 306Ch HU3KkEM. [19T
MHYIMPOBAJ HAaKOIJICHWE TpaHCKpunToB OonpmmHcTBa PIP reHos, uro
JydiIe Bcero ObUIO 3aMETHO 4epe3 2 4Yaca IOociie Hadajla BO3ACHCTBHS Ha
(ore BBICOKOW Temmeparypbl. CTeneHbp Bo3pacTaHus mox BiwmsHueM [100
ypoBHs TpaHckpumuu PIP2;1 rena Obula onmHAKOBOM mpu  06eux
Temneparypax (IpuMepHO B 3 pa3a IO CpaBHEHHIO C KOHTPOJIEM) H3-3a
BBICOKOTO YPOBHS JKCIIPECCHH 3TOTO TeHa B KOHTpONE Ha ()OHE BBICOKOI
TeMIeparypel. B 30He pocTa nuCTa KOHTPOJIBHBIX pAacTEHUl YpOBEHb
9KCIIpeccHr ObLIT caMbIM BEICOKUM B cirydae PIP1;1 u PIP2;1 rexos (puc. 53).
I B OojBPmIMHCTBE CiIydaeB HHAYIHPOBAJI CHIDKCHHE  YPOBHA
TPAHCKPHUIILUU T€HOB AaKBallOPHHOB IO CPaBHEHUIO C KOHTpoieM. Tonbko
yepe3 8 4YacoB OBUIO 3aperiMCTPUPOBAHO YBEJMYEHHE WX YPOBHS IO
CPAaBHEHHIO C KOHTPOJIEM.
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ITockoneky mo panHHbBIM Juteparypsl ABK Moxer BausATh Ha
YPOBEHb IKCIPECCHH HEKOTOPhIX akBamopuHoB (Zhu et al., 2005; Aroca et al.,
2006), mpencTaBIsANO0 UHTEPEC BBIACHUTH, KAK MEHAJOCH COAEP’KaHHE 3TOro
TOPMOHA y pacTeHUH KyKypy3sl oa BnusHueM [101

Kak BuznHO U3 pucyska 54, conepxanue ABK B mobere Bo3pacraio
O] BJIMSHUEM IMOJUATUICHIIIMKOI uepe3 2 4aca, TO €CTh MMEHHO TOT/a,
KOraa B HauOONbIIEH CTENEHW ObUIO BBIPAXKEHO IIOBBIIMICHUE YPOBHS
JKCIPECCHH T'€HOB aKBAallOPHHOB.

2 100 -
=
S 90
= go A @ or g
= 0O xoHTpOIbL 3
S 70 3
= - -
= 60 - ::
Z - g
2 0] g 33
Rl 31 3 33 ;
E 30 - -> -> - T
= -»> -»> A b4 .
E- 20 - -* -* - - -4 >
= » > - - o A ]
=) -»> > - - - -
= 10 - > -»> - - 4 >
g : : :: - :o
= (0] T T T T
o 1 2 4 10
JAAUTeIbHOCTHL BO3AEeHCTBUSA, U
2 40
=3
g 35 T
=§- B ror .
2 30+ O KOHTPOJIBL >
= »:»:
= - -
= 25 -
; 33
u -
ﬁ 20 : -4 T :
=< 15 4 - - o
= L . - o+
g > >0 ->
S 10 4 - > 4 >
2 * - - o
=] * » - -*
> > > - >
g 54 - - > -
= > s -4 -
2 * * - -*
= T T T T
(0] 1 2 3 10

JAIUTe IBHOCTH BO3AEeHCTBUS, 4

Puc. 54. Konuentpauusi ABK B noGerax (A) u xopusax (b) 7-cyTo4HbIX
pacreHuii Kykypy3bl Junuu B73 npu no6asaenuu I3 B nuTaTe bHbII
pacTBop 10 KoHe4HOH KkoHmenTpamuu 12 %. IlpuBenennl cpegHue
3HAYEHHUs U MX ook (N=4).

B xopusx comepxanne ABK Obuto Bbllle, yeM B KOHTpOJIe Ha
MIPOTSDKEHUM BCEIro JKCIIEpUMEHTa (YCpeIHEHHBIC JIaHHBIE, NOJTyYEHHBIE Ha
MPOTSHKEHUH BCETO AKCIIEPUMEHTa B OIBITE OTINYAINCh OT KOHTPOISI C
BepOosATHOCTRIO P>0.95 mo pesympratam mapHOTO T-Te€cTa). XOTS YPOBEHb
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HaxoruieHuss ABK ObL1 BBICOKMM TOJNIBKO K 4eTBepToMy uacy neiictsus 1107,
TEM He MeHee, 3TO OblI OOIMil ypOBEHb TOPMOHA, a €ro COJep)KaHHE B
KPUTHUYECKMX calWTax (HampuMep, B OOJIaCTH BOKPYT KCHJIEMHBIX COCY/IOB)
MOIJIO YBEJIMYHMBATHCS OOJee 3HAaUUTEIBHO.
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Puc. 55. Conep:xanue 6ejIKOB aKBANOPHUHOB B KOPHSIX CKOJILKO- IHEBHBIX
pacTeHMii KyKypy3bl JuHuUU B73 nmpm aByX TeMmepaTrypHbIX pe:KHMax M
nodapiaenun II3T B nuTaTe/IbHBINA PACTBOP 10 KOHEYHOH KOHLEHTPALUH
12 %, npeacraB/ieHHOe KaK MPOLEHT OT KOHTpoust,. a) PIP 1;2 6) PIP 2;1
B) PIP 2;5 r) PIP 2;6. [lpuBenensn! cpennue 3HaueHust 1 ux omudku (N=4).

ConepxaHne O€NKOB AaKBAallOPHHOB B KOHTPOJIBHBIX PAacTEHUSIX
U3MEHSJIOCh CO BPEMEHEM, YTO COOTBETCTBYET JAHHBIM JIUTEPATYPHl O
JIHEeBHOM nuHamuke akBarmopuHoB (Henzler et al., 1999; Lopez et al., 2003).
ITo 3Toit mprunHe maHHBIe, WLTIOCTpUpYytomue BiusHUe [I31 Ha compeprxkanue
AKBaIlOPWHOB IPHUBEIECHBI B BHJE MPOIEHTa OT KOHTPos (puc. 55). B xopHsax
Ha (oHEe HHU3KOW TeMIepaTypbl Ha TPOTSHKEHHE BCEro 3KCIEpHUMEHTa
conmepxxanue akparmopuHoB PIP 2;1 m PIP 2;5 reHoB moBhImanoch mon
BmgaueM IIOI' mo cpaBHenmio ¢ koHTpomeMm. (CpenHme U1 JaHHBIX,
MOJyYEHHBIE Ha NPOTSDKEHUH BCEIO SKCIIEPUMEHTa ObUIN 3HAYUTEIBHO BEIIIE,
4yeM B KOHTPOJIE IPH 3TOM TeMneparypHoM pexxume (P>0.95, mapHslii T-TecT).

B cpennem copepxanune PIP2;5 yBenmuuuBanock moj BIMSHHUEM
II9T" B Gonpmeii crenenu, yem conepxanue PIP2;1 (ma 40 u 20 % BbIme
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koHTpos B ciydae PIP2,5 u PIP2;1 coorBercrBenno). Ilpu Toit e
Temreparype coaepxanue Oenka PIP1,2 u PIP2;6 yBenmmuuBanmock mop
BiusiHueM [101" Tonpko B Hayalle SKCIEPUMEHTa M 4Yepe3 8 4acoB JeHCTBHS
[13I" 1 He OTIMYANOCh OT KOHTPOJISL WM Aa)ke ObLIO HIKE KOHTPOJIST MEXIY
STHMHU JABYyMsI BPEMEHHBIMH TOYKaMHU.

ITpn Gonee BBICOKOH TemIieparype B KOPHSIX ObUIO OOHapyXeHO
TONbKO HeOombImoe yBenmdeHue coiepkanus PIP1;2 B camom Hawame
neiicteust [10I. IlosgHee OBLTa 3aperncTpupoBaHa TEHACHIWS CHUXCHUS,
(ycpenHeHHbIE JaHHBIC, MONYyYCHHBIC HA TPOTSHKEHHH BCETO 3KCIEPHMEHTA
OTIIMYANIUCH OT KOHTpoIs B ciaydae PIP2;5, P>0.95, mapHsrii T-Tecr).

Heiicteue IIOI' Ha ypoens PIP1;2 Gemka B KOpHAX He OBLIO
OJHO3HAYHBIM: OHO YBEJIMYHMBAJIOCH BBIINIE YPOBHS KOHTPOJSI B Hadvaje
nevictBusi 10, a 3aTeM CHMXKAJIOCH C TE€M, 4TOOBI CHOBA YBEJIMUUTHCS K 8
gacaM, [I0CJIe Havana SKCIIepUMEHTa IIPH HU3KOH TeMIepartype.
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Puc. 56. Conepxanue 0eJIKOB aKBAaNOPMHOB MPH ABYX TeMIIePaTyPHBIX
pesxxnMax u nob6apiaeHun IO B muTaTeNbHBIA pacTBOP A0 KOHEYHOI
KOHIeHTpanun 12 %, npeacraBiieHHOe KaK IMPOLEHT OT KOHTPOJs, B
auddepeHINPOBAHHON 30HE JHUCThEB 7-CYTOYHBIX PACTEHHMIl KYKYpPY3bl
maaun B73. a) PIP 152 6) PIP 2;1 B) PIP 2;5 r) PIP 2;6. IlpuBenenst
cpeaHue 3HAYEHHUs U uX ook (N=4).
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or HU3MEHSI Ha COJlEpIKaHUE aKBaIlOPUHOB B
muddepenuuposanHoil 3oHe smcta (puc. 56). Ilpu BbIcOKOH Temmeparype
copepxanue PIP2;5 Obuto BhIlIE,ueM B KOHTpOJIE YK€ 4depe3 2 yaca Iocie
Havana fpedctBuga IIOI° u  ocraBajzoch BBICOKMM BO BpeMs BCEro
9KCIIEPUMEHTA, B TO BpeMs Kak IpH Ooiiee HU3KOH TEMIIepaType CoepKaHue
PIP2;5 yBemumuuBanocs no3muee (mocie 4 yacos aevicteus [191).
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Puc. 57. Conep:kaHue 0e1KOB aKBANOPHHOB INPH ABYX TeMIIEPATYPHBIX
pe:xkumax u gobapiaeHun 191 B nurarebHbIi PacTBOpP 10 KOHEYHOI
KOHUeHTpanuu 12 %, mpeacTraBieHHOe KaK NPOLEHT OT KOHTPOJs, B
pacTyueii 30He JINCTHEB 7-CYyTOYHBIX pacTeHHil KyKypy3bl Jiunuu B73. a)
PIP 1;2 6) PIP 2;1 B) PIP 2;6. IlpuBeaensl cpeanue 3HAYEHHSA M MX
omubku (N=4).

Conepxxanne PIP 2;6 mpeBbICHIIO YpPOBEHb KOHTPOJISL TMocie 6
yacoB aerictBus [10I° Ha poHe BBICOKOH TemmepaTypsl, HO B OCHOBHOM OBLIO
HIDKE KOHTpOJISL IpH Oojiee HU3KOHM Temmeparype. IIpu atoii Temmeparype
BozaercTBue I10I" yBenmuuBano coxepxanue PIP2;1, kotopoe ocraBaiiochk
Ooiee BBICOKMM, YeM B KOHTpoOJie, a Takxke copepxkanue PIP1;2 - mo 8-
4acoBOM TOYKH, IMOCIIE KOTOPOW OHO OITyCKaJIOCh 10 YpOBHs KoHTpoussi. [Ipn
Gonee HuM3kol Temmeparype neiictBue [IOIT Ha comeprkaHue OEIKOB IBYX
akBaropuHoB (PIP1;2 wm 2;1) BapbupoBano, m Bciel 3a HaKOIICHUEM
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aKBallOPHHOB TPOMCXOAMIO CHM)KEHHE HX COJCP)KaHMS 0 YPOBHS HMXKE
KOHTPOJIEHOTO.

WHTepecHO OTMETUTb, YTO MBI HE CMOIIM BBISBHTH IPHCYTCTBHE
6enxoB PIP2;5 B 30He pocTa JMcTa C MOMOIIBIO COOTBETCTBYIOIIMX aHTHTEIN (B
OTINYME OT APYTHX W3YYEHHBIX yacTel pactenuii) (puc. 57). I1pu Oonee BbIcOKOH
temnieparype [IOI" mpaktuyeckn He OKasblBAI BIMSIHMSL HA COIEpXKaHUe
aKBAIMlOPHHOB B 30HE pocTa jucTa. ToIpKo B CiIydae Oonee HU3KOH TeMIIepaTypbl
HaOmonanock nHAyImposanHoe 101 yBemuenne conepsxanmst PIP 2;6 wepes 2, 4
u 6 4gacos, PIP1;2 B Hagane obpabdotku II3I" u B ciayuae PIP2;1 — gepe3 4 waca
TOCIIE Ha4aJa BO3ICHCTBHSL.

**k*k

AHanmu3 JaHHBIX O BIMSHUM OCMOTHYECKOTO CTpecca Ha pacTeHHs
KyKypy3bl TIOKa3bIBaeT CIEIyolee. DKCIPECcCHs TeHOB aKBAIIOPUHOB B KOPHSX U
JnddepeHIMPOBaHHON 30HE JIMCTHEB B OOJBLINHCTBE CITy4acB PE3KO BO3pacTaia
npu neiicteun 100 mpu oOeux Temmeparypax, B TO BpeMsl Kak COIEpIKaHHE
COOTBETCTBYIOLIUX OEJIKOB YBEIMUYMBAJIOCH B MEHBIIICH CTENeHH, a B HEKOTOPBIX
Clly4asix HE OTIMYAIOCh OT KOHTPOJA WM JaXKe CHIDKAJIOCh HIDKE €ro ypoBHA. B
HEKOTOPBIX JIPYruX 3KcrepuMeHTax ypoBeHb MPHK axBamopnHOB He oTpaxkan
KOJIMYECTBA TPAHCIUPOBAHHOTO TipoaykTa (Suga et al., 2002). B Harirem citydae Mbl
CMOITIM HAaWTH BCETO HECKOJIBKO TNPHUMEPOB MPOIOPIMOHATIEHOCTH HM3MEHEHHI
YPOBHS TpAaHCKpUNTa M TMPOAYKTa ero TpaHcwiamu. Tak, B cimydae PIP2;6
CHIDKEHHE COZIEpKaHMsI OeNka B KOPHSIX HIDKE YPOBHS KOHTPOJIS Ha (JOHE BBICOKOH
TeMIIEpPaTypbl MOXXHO OBLIO CBsI3aTh CO CHIKEHHMEM YpOBHs TpaHckpumra. Emie
OIMH TIpUMEpP TPOIOPIMOHATFHOCTH H3MEHEHMH YPOBHS OJKCIIPECCHH U
cofpekaHusl TPOAyKTa — TIOBBIIIEHHE YypoBHs dkcnpeccun PIP 2;5 rena u
KOJIMYECTBA €r0 TPOAyKTa B KOpHSIX dYepe3 8 dacoB jeiictBus [0 mpu
HOpPMAaJILHOW TEMIIEpaType U MPOTIOPIHOHATLHOE CHIDKEHHE dKcTpeccun reHa PIP
U €r0 MPOYKTa B 30HE pPOCTA JIMCTa MPH TOBBIIICHHOH TemIiepaType depe3 § 4acoB
neiicteust [IOIT Ho B OONBIIMHCTBE NPYTHX CIyYasx TaKOTO COOTHOIICHFS
BBISIBUTB HE YJJaBAIOCh. YPOBEHb SKCIIPECCHN T€HOB BO MHOTHX CITy4acB BO3pacTall
TOpa3zio CHIbHEE, YeM COIEp)KaHWe KOOMPYEMbIX MMM OEJKOB, @ B HEKOTOPBIX
cilyyasx Ha (OHE BO3pAaCTaHMsA KOJIMYECTBA TPAHCKPHITA COAEpKaHHe
COOTBETCTBYIOIETO Oellka HE MEHSUIOCHh IWIM JaXe CHIDKAIOCH HIDKE YPOBHS
KOHTpOmsl. Pasnmuumst B W3MEHEHMM YPOBHA TPAaHCKPUNTa W TPOIAYKTa €ro
TPAHCIISIINNA MOYKHO OOBSICHUTH TEM, YTO KOHIIEHTpAIWs OeNKa 3aBUCHT OT MHOTHX
(haxTOpOB, KpOME YPOBHS DKCIIPECCUH TeHA (CKOPOCTH TPAHCIISIIINY, CTAOMIHBHOCTH
Oenka u T.1.) (Suga et al., 2002). Beicka3biBajgoch MPEATIONOKEHHE O TOM, YTO
axtuBHbIe (hopMmbl krciopoaa (ROS), koTopbie 00pa3yroTces pH MHOTHX CTpeccax
(ITaxuposa, 2001; Blokhina et al., 2003) HHUIMHPYOT IEMb PEAKIHIL C yIalICHHEM
9JIEKTPOHOB, KOTOPBIE MOTYT TPHBECTH K AECTPYKLMH OHOAKTHBHBIX MOJIEKYI,
TakuxX Kak axsanopunbl (Henzler et al., 2004). dectpykimeil aKBarnopyuHOB MpH
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CTpecce MOXHO OOBSICHUTD TO, YTO MX KOJIMYECTBO TOJBKO CJIETKa yBEINYMBAJIOCH
(W1 He YBENMYMBAJIOCH COBCEM, a JAXKE CHIKAJIOCh) moja BozzaeiicTBruem [0
HEeCMOTpsT Ha orpoMHoe yBenmueHne ypoBHs MPHK  axBamopuHOB. Takum
0o0pa3oM,  TOBBINIEHWE  YPOBHS  TPAHCKPHUILMM  aKBAIIOPUHOB  MOIJIO
CrIOCOOCTBOBATH TIOAJICP)KAHNIO KOJIMYECTBA BOIHBIX KAaHAJIOB Y PAacTeHHH IIpU
JICIICTBMM  OKCHJIATMBHOTO CTpecca M APYrMX JeCTPYKTHBHBIX Ipolieccax,
BBI3BaHHBIX 00pabotkor IIOI. IlomydeHHBIE HAMHU pe3yNBTaThl HATOMUHAIOT
nanmsie Beaudette et al. (2007), xotopsie mokasamm, uto skcrosuims Ha HYCl,
yBenmunBaia sxcnpeccuto PIP2;1 akBaroprHOB, 4TO OBIIO, BEpOSTHO, HEOOXOIMMO
JUTSL KOMITCHCAITHHN OJIOKMPOBAHMS AKBATIOPUHOB FIX HHTHOUTOPOM.

WHorma (HO He Bcerda) ymaBajloch CBs3aTh BBI3BaHHBIE [I10Tom
V3MEHEHUsI B COZIEPYKaHWM aKBAIIOPMHOB C PA3IMYHBIM YPOBHEM HAKOILICHHUS
COOTBETCTBYIOIIMX TpaHckpunToB. B cmydae PIP2;1 wunnmyrmposannoe IIOI
HAKOIIICHHE GENKOB B KOPHSIX, sipue BepaykenHoe Ha (ore 23° C, CoOTBETCTBOBANO
Ooiee pe3KoMy BO3PACTaHUIO YPOBHSI SKCIPECCHU COOTBETCTBYIOIETO I'€Ha IIPU
ATON TeMIlepaType Mo CPaBHEHUIO C 28° C. Opnnako B ciyqae PIP2;5 pazmuus B
ypoBHe [IOI-MHIyIMPOBAaHHOTO HAKOIUICHHS OCNKOB B KOPHSX, KOTOpbIE
MPOSBIIUIICH TIPY Pa3HBIX TeMIIepaTypax, Helb3st ObUIO OOBSCHHUTH PA3INIMAMU IO
aKTHBHOCTH  TPaHCKPHUIIIWH,  TOCKOJIIBKY  YPOBEHb  COOTBETCTBYIOIIMX
TPaHCKPHIITOB BO3pacTal B PaBHOW CTETICHH INpH OOeHX Temmeparypax. Moxer
TOKa3aThCs, YTO B 3pENOi 30HE JIMCTa OOJBIIMII YPOBEHb AKTHBALIUH
TPAHCKPHIIIMK TEHOB AaKBATIOPUHOB MOT OBITh NPHYMHOM IIOBBIILIEHHOTO
colep)kaHMsl OCNKOB aKBAallOPMHOB, KOTOPOE TIPOSIBIBUIOCH TIPH  BBICOKOH
Temneparype. OnHako B ciydae PIP2;1 rena, xotopslif, BuanMo, urpai Haubornee
BXHYIO POJIb B 3TOM 30HE, CyIs IO YPOBHIO €r0 AKCIPECCHH, KOJIMYECTBO €ro
TPAHCKPHIITA BO3PACTAJIO B PABHOI CTETIEHHN NP 00EUX TeMIIEpaTypax, B TO BpeMs
KaK COJIEp)KaHHE COOTBETCTBYIOIIETO OENKOBOTO MPOAYKTa ObLIO OOJbIle TpH
OoJiee BBICOKOH TeMIieparype AuddepeHIMpoBaHHOM 30He JmcTa. TakuM 00paszoMm,
TMOJTYYCHHBIC HaMU JAaHHBIC CBHUACTCILCTBYIOT O TOM, YTO XOTA W3MCHCHHA
9KCIIPECCHH WTPAIOT BAKHYIO POJIb B TOAZCP)KAHUH COICP)KaHMS TPOIYKTa MX
TpaHCISIIIN, BKJIA]] TIPOLIECCOB HA MOCTTPAHCKPHUITIIMOHHOM YPOBHE TaKXKe BEJIHK.

KopHH MMEOT BBICOKOE THAPABIMYECKOE COIPOTHBIIEHUE, W TIO3TOMY
CUMTAETCS, YTO M3MEHEHHWE MX CIIOCOOHOCTH TPOBOIMTH BOMY SIBISIETCS BYKHOM
Toukoii koHTpoumst (Check point) moToka BoABI HA YpOBHE MLEJONO PACTEHHS
(Meinzer, 2002). CyiecTByeT MHOTO JAHHBIX, CBHICTECIBCTBYIOIINX O BKIIAJIC
AKBATIOPMHOB B TIOIIOMIIEHIE BO/IbI KopHsiMu (Javot et al., 2003) u cumraercst Takke,
YTO aKBaIlOPHWHBI HIPAOT BAXXHYIO pPOJIb, IIOMOras paCTCHUIO TOIJCPKUBATH
BOIHBIN Oananc npu pasmmunbix crpeccax (Kaldenhoff et al., 2008). B nammx
OKCTIEPUMEHTAX MOXKHO HPOCIEUTh OOPATHYIO 3aBUCHMOCTb MEXKIY CTEIEHBIO
CHIDKEHHSI TpaHCTpauuu Tofn BimsHueM [IOI7 m  ypoBHEM HaKOIUICHUS
AKBAINlOPMHOB B KOPHSX PAacTEHHH, KOTOPBIE POCIH MPH Pa3HBIX TEeMIEpaTypHbBIX
PeXHMaX: TpaHCIMpAIHsl CHIDKaJIach B MEHBILEH CTENEHH y PAacTeHHH, KOTOpbIe
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pociu Ha hoHe Oosiee HU3KOM TeMIIepaTyphl, 1 IMEHHO Y 9THX pacTeHHI Hanboee
SIBHO U CTa0WJIBHO IIOBBIIANOCH CONAEP)KAHHE AaKBATIOPUHOB B KOPHAX MpH
neficrun [IOIT  MumynupoBannoe IIOIT  HakoluleHHMe — aKBarllOpHUHOB,
TIPOMCXOMBILIee TPK OoJiee HU3KOM Temmeparype, ObUIO JTydIlle BCEro 3aMEeTHO B
crygae PIP2;1 u PIP2;5, mnst xoTopblx OBUT XapakTepeH BBICOKHI YpPOBEHb
SKCITIPECCUH B KOPHSIX, KaK IO pe3ylbTaraM Haiel paboThl, Tak 1 B COOTBETCTBUH C
nanHeME JTepartypsl (Hachez et al., 2006). Kak ykassiBaioch B TPEIBIIYIIAX
pazmenax, mobapieHue I[1OI° cHKamo TpaawieHT BOAHOTO TIOTEHIHANA MEXXITY
Cpenod Y JIUCTBSIMH, SIBIIIOILETOCS IBIDKYLLEW CHJIOM IJIs1 TpaHCIMpPALMH, Y,
CJIEZIOBATENBHO, CHIDKEHHE CKOPOCTH TPAHCIIMPALIMH - 3TO €CTECTBEHHAS PEAKIINS,
HampapJIeHHAas] Ha BOCCTAHOBIICHHE BOJHOTO OanaHca. TeM He MeHee, CpaBHEHHE
TpaHCIIMPALMOHHOTO oTBeTa Ha aekictBue IOl ¢ m3MeHeHMeMm conepkaHus
AKBAIIOPHUHOB TIPY Pa3HBIX TEMIIEPATYPHBIX PEKUMaX CBUJIETEIBCTBYET O TOM, YTO
KOIa CofiepyKaHWe aKBAallOPHHOB YBEIWYMBAIOCH B KOPHSAX Ha (JOHE HM3KOM
TEMIIEPaTypbl, 5TO0 CONPOBOKAAIOCH MEHBIICH CTENeHbI0 HHTMOUPOBAHMS
TpaHcTMpauy. TakuMm 00pa3oM, YBENIHMYEHHE YPOBHS aKBAllOPHMHOB B KOPHSX
CMoCOOCTBYET MOIEPYKAHHIO TPAHCIIMPALIMHM Y PACTEHHUI Ha (DOHE OCMOTHYECKOrO
cTpecca Onarofapsi CHIDKCHHMIO CONPOTHBICHHS IOTOKY BOIBI 4epe3 KOpHH. B
HAIIMX SKCIEPUMEHTaX BKJIAJ] aKBAallOPDHHOB B IOJIEP)KAHWE IIOTOKA BOABI B
CTPECCHPOBAHHBIX PACTCHMSX NPOSBILUICS B M3MeHeHnH ypoBHS PIP2 B kopHSX.
Wzmenenus B yposHe PIP1;2 Hocuim HeperymsipHbIii Xapakrep. IT0 COOTBETCTBYET
JaHHBIM JIATEPATypHEI 0 ToM, 4To XOTH Mm3odopmel PIP1 mMoryt ¢yHKIHMOHMpOBATH
Kak BOJHBbIC KaHabl BO B3ammojeiictBuu ¢ PIP2 axsanopunamu (Fetter et al.,
2004), PIP2 akBamoprHbI HETIOCPEACTBEHHO YYACTBYIOT B TPAHCIIOPTE BOJIBI Yepe3
Mem6Gpanst (Chaumont et al., 2001).

VYBenuueHue SKCIPEecCHy TeHOB aKBAITIOPUHOB, BBISIBIEHHOE B KOPHSX
pactenuii Kykypy3sl mpu jgobaenernn 100 mM NaCl B nurarenbHsiii pacTBop,
COBIMAJANIO 10 BPEMEHH C HAKOIUIEHHMEM OCMOTHMYECKH aKTHUBHBIX BEIECTB B
KOpHSIX, YTO CIOCOOCTBOBAJIO CHWKEHHMIO OCMOTHYECKOIO TMOTeHIMana |
BOCCTaHOBJICHHIO BOjIHOrO romeoctasa (Zhu et al., 2005). Hukakux npusHakoB
OCMOTHYECKOTO TIPHUCTIOCOOIEHNS He ObUIO BBISBIICHO B HAIIMX KCHEPHMEHTax B
KOpHSX pacTeHuit, 00padoTaHHBIX [13], 1 X OCMOTHYECKUIA TIOTEHIINAT OCTABAICS
Ha ypoBHe KoHTpons (tabmuia 3.2.1, ctp. 100). B cimyuae o6padorku NaCl
HAKOIUICHHE OCMOTHYECKH aKTHBHBIX BEIECTB MOIJIO OBbITh CIIEAICTBHEM
normomenus Na* u Cl, 4To SBISETCA OTHOCHTENTBHO «IENIEBBIMY» MEXAaHH3MOM
OCMOTHYECKOTO MPUCHIOCOONEHHsI 110 CPAaBHEHHIO C CHHTE30M OPraHHYECKUX
OCMOTHYECKH akTHBHBIX coemurenmit (Tester and Davenport 2003). Ho B Hammx
sKcrepuMenTax ¢ [I0I° B paciopsukeHUH pacTeHHi He ObUTO HUKAKUX «ICTIIEBBIX»
ocmotrkoB. OpHako B 9KcrepuMmeHTtax, ommcannbix Zhu et al.  (2005)
OCMOTHYECKHI TOTEHIMA KOPHEW KOHTPOJIbHBIX PACTEHHH ObLI TOJBKO OKOJIO -
0.47 MIla, B TO BpeMst Kak OH ObLI ropasno Hike (okono -0. 76 MIla) B KopHsIX
KOHTPOJIBHBIX PacTeHHH B HAIIMX SKcepuMmeHTax. CrenoBarelibHO, B KOPHSIX
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HaIlIMX pacTeHUH 1 0e3 JOMOIHHUTENHHOTO HAKOIUIEHWSI OCMOTHKOB HE JOJDKHO
ObLTO OBITH 0OPATHOTO TOKA BOZIBI U3 KopHed mpu nobasnexnu [191, npu kotopom
OCMOTHYECKM TOTEHLMA] MUTATeNbHOTO pacTtBopa cHixkaics no -0,73 Mlla).
Taxum o6pasom, nHIyIMpoBaHHOe 10" yBenmueHne sKCrpeccuy aKBaropHHOB B
KOPHSIX PacTeHMII B HAIIMX SKCIEPHMEHTaX HE MOIVIO CIOCOOCTBOBATH YTEUKE
BOJIbI M3 KOPHEH B IUTATENBHBIX PACTBOP, HO 3aTO CHOCOOCTBOBAJIO ITOIIOIIEHHUIO
BObI KOPHAMH 3a CYET TPaIMCHTa, CO3aBacMOI0 «BEPXHMM KOHLIEBBIM
JIBUTATETIEM».

Taxum 00pa3oM, CpaBHEHHE CKOPOCTH TPAHCHHPAIMH M CONCPXKAHUS
aKBIOPHHOB B KOPHAX TPU Pa3HBIX TEMIIEPATypHBIX PEXHMAaX IO3BOIMIO HaM
BBISIBUTH pOJb KOPHEBBIX AaKBIOPMHOB U3 Kiacca PIP2 B mommeprkanmm
TPaHCIMPAIMOHHOTO TIOTOKA. 3HaueHHWEe W3MEHEHWH YpOBHs aKBallOPHHOB B
JIMCTBSIX HE TaK OYEBHMIHO, KaK B KOPHSX, MOCKOJIBKY B 3pEJION 30HE JIMCTa Kak
YPOBEHb CaMHX aKBAllOPHHOB, TaK M TPAaHCKPUIILMK HMX TCHOB YBEIMYHBAJINCH
CiwibHee Tpu Oosiee BBICOKON TeMIeparype, IpHU KOTOPOH TpaHCTIMPAIOHHBIN
MOTOK CHIDKaJICs cuibHee mon BimstaueM I1OIN Jang et al. (2004) coobmamm o
CHIDKCHUN aKTUBHOCTH HEKOTOPBIX T€HOB aKBAIIOPUHOB IO BJIMSIHMEM 3aCyXH B
HaJ3eMHON YacTH pacTeHHH M 0OpaTHOM mporecce (IOBBILICHUH aKTHBHOCTH) B
KOPHSIX Tpu JeiictBuu  3aconeHns. OHM  OOBSACHSIIM 3TO  HPOTHBOpEYHE
(madpepeHIAIBHYI0 SKCIIPECCHIO TEHOB) pasmmdaueM B QyHkumm >tux PIP
aKBIOPHMHOB B TOOETax M KOpHAX pacteHnid. [lomydeHHble HamMM pe3ysIbTaThl
cootBerctytor nanabiM Morrilon and Chrispeels (2001), kotopble mokasanu, 4to
CHIDKCHHE CKOPOCTH TPAHCIMPAIMK CONPOBOXKIATOCH PE3KMM BO3PacTaHHUEM
NPOHMIIAEMOCTH  JUIi  BOJABI KIETOK Me3oduiuia Onaronmapsi — aKTHBAaLMU
akBaroprHoB. OHM CUMTAIM JTOT MEXaHW3M BAXKHBIM JUIS IepepacripeesieHusI
BOJIbI B pacTeHMsIX. BbUIo TOKa3aHO, 4TO HEKOTOPbIE AKBAIIOPHHBI CIIOCOOCTBYIOT
tparcriopry CO, wepez memOpanbr (Kaldenhoff R., Fischer, 2006). Hemaro
TMOJTyd€HHbIE pe3y/bTaThbl MO3BOJLIIOT MPENNoNararb, YTO AaKBAIIOPUHBI MOTYT
y4acTBOBaTh B peryisiniu GoTocuHTesa, Biusisi Ha TpaHenopt CO, B TKaHsIX JUCTa
k xnoporuiacram (Kaldehoff et al, 2008). CrenoBaresbHo, yBenuueHne 3KCIPECCHN
AKBAIlOPMHOB M MX COZIEPKaHMsI, KOTOPOE MBI HAOMIONAIIM B 3PENIOH YacTH JINCTa Y
pactenmii, oOpaboraHHbIX [IOI, MokeT OBITE BaKHBIM IS TOIICPIKAHUS
(oTocHHTE3a, AKTUBHOCTH KOTOPOTO Oblla TMONaBlIeHa W3-32 CHIDKCHHS
TPOBOIMMOCTH YCTBHIL JUTSI YITIEKHCIIOTO Ta3a. CBEpXIKCIPECCHs T'eHa aKBaIlOPHHA
HVPIP2;1 sumens yBenudnBaia BHYTPEHHIOIO NPOBOIMMOCTH TKaHEH JIMCTA I
CO, n accummmsiiro CO2 B JIMCTBAX TPaHCTEHHBIX pacTeHuii puca (Hanba et al.,
2004). DT pe3ynbTarhl MOATBEPXKIAOT BaKHOCTh PIP2;1 akBamopwHOB, Ubst
OKCTIPECCUsI B JIMCThSIX ObLIa B HAIMX OKCIIEPUMEHTaX MAKCUMAaJbHOM IO
CPaBHEHHIO CO BCEMH JIPYTHMHU aKBaIlOPHHAMH.

Korma 100 mM NaCl noGapmsiii B THTATEIBHYIO CPEIy PaCTCHHIA
stamenst, sketpeccus HVPIP1;6 yBenmumBanacek yepes3 10 MuH B 30HE pocTa JIMCTa,
YTO COBMNAJAJI0 C BO3OOHOBJIEHWEM pOCTA IIOCIE €ro IIePBOHAYAIBLHOIO
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npekpamenuss  (Fricke et al, 2006). Dtu pesynsTarsl MO3BOMMIM aBTOpaM
TIPEATIONOKUTh, 4TO dKctpeccus PIP reHa (M COOTBETCTBEHHO TMOBBIICHHE
AKTHBHOCTH BOJHBIX KaHAJIOB) MOIIM CIIOCOOCTBOBAaTh MOIVIOIICHHWIO BOIBI H
BOCCTaHOBJICHHIO POCTa Yy PaCTEHHMIT sTAMEHs py 3acosieHuy. Kak ObLIo BUIHO U3
PE3YIIBTaTOB POCTOBOI OTBET PACTCHMIA KYKypy3bl Ha jobasnenue [1O1° Obu1 Takum
xe. OHAKO B OTIIMUKE OT PE3yNBTaToB, MoTydeHHbIX Fricke et al. (2006) B Hammx
JKcepuMeHTax obpaborka IIOIT pacteHmii KyKypy3sl B OCHOBHOM HE
YBEIIMYHMBAJIO SKCIIPECCHIO AaKBAIIOPHHOB B 30HE POCTA JIMCTHEB. [Ipy HopMabHON
TEMIIEpaType Mbl TakKe OOHAPYKWIM TOBBIIICHWE moA BiusgHHEM [IOI
comepkaHMsT B 30He pocra micta Oemka PIP2;6. Kak mokazaHo panee
OCMOTHYECKOE TPUCIOCOOICHHE MOKET CIOCOOCTBOBATH TOMIEPKAHUIO POCTa
JICTHEB, KOTOPBII BPEMEHHO IpeKpalaics NpH OCMOTHYECKOM CTpecce, O 4eM
TaKKE CBHACTEILCTBYIOT JaHHble Jsmreparypbl  (Nonami, Boyer, 1990).
CrenoBaTeNibHO, HAKOIUICHHE OCMOTMYECKHM AKTHUBHBIX BEIIECTB, KOTOPOE MBI
HaOITIoNaM B 30HE pocTa jmcTa npu aeiictBun [1917 Ha pacTteHus KyKypy3bl, MOIJIO
TaKXKe CIOCOOCTBOBATh TMOJICPIKAHHMIO POCTA JIMCTHEB. TpeTbuM  (hakTopoMm,
CMOCOOCTBYIOIIMM ~ TOJJICP)KAHUIO POCTa  JIMCTBEB  KyKypy3bl Ha  (hoHe
OCMOTHYECKOTO CTPecca, MOIIO ObITh TOBBIMIEHUE PACTSDKUMOCTH JICTHEB, UTO
o0cyxnanoch Beime. TakuM 00pa3oM, POCT JMCTBEB KYKYpY3bl PaCTsDKEHHEM IpH
nevicteun [IOIT Mor mnoniepKvBaThCsi HE TONBKO 3@ CYET OCMOTHUYECKOIO
TPUCTIOCOONICHUST M yBEIMYEHHS DPACTHKUMOCTH JIMCTA, HO M 33 CUET
TU/IPABIIMIECKUX CBOWCTB JIMCTA, KOHTPOIMPYEMBIX aKBAIIOPUHAMH B 30HE POCTa
JHCTA.

Taxum 00pa3oM, ypoBeHb COJIEPIKAHUSI aKBAIIOPHHOB U SKCIPECCHU HX
TeHOB B KOPHAX, IO BCE BHIWMOCTH, SIBISIETCA BAXHBIM  (DaKTOpOM,
CHOCOOCTBYIOIIMM TIOAEPKUBAHUIO TPAHCIMPALIOHHOTO IIOTOKA B PACTEHMAX
KyKypy3bl TIPH OCMOTHYECKOM cTpecce. Ha mepBBIil B3DIII 3TO yTBEpXKICHHE
IIOXO COITIACYeTCsl C HAIIMMH JAHHBIMHU O TOM, YTO TPAHCIIMPAIHS CHIDKAIACh TIPH
neiicteun [10I] B To Bpems Kak SKCIPECCHs] TEHOB aKBAIIOPHHOB M COZIEPKaHHE
HEKOTOPBIX M3 KOJMPYEMBIX UM OEJIKOB yBEIMYMBasIach (110 KpalHel mepe, Ipu
Gosee HU3KOH Temrieparype). OnHaKo cpaBHEHHE OTBETA PACTEHUI Ha BO3ICHCTBHE
[IOI' mpm pasnUUHBIX TEMIIEPaTYpHBIX peAMMax TIOKa3ajo, 4YTo Ha (hoHE
HAKOIUICHHS aKBAaIlOPMHOB TPAHCIMPANMS CHIDKAJIACh B MEHBINEH CTENeHH IIpU
Oosiee HU3KOH TemIieparype. JTo JacT OCHOBaHHE IIPE/IIoIararh, YTo ITOBBIIIEHHE
aKTHBHOCTH AaKBATIOPHHOB ITOAJEPKUBACT TPAHCIHMPAIMIO Y CTPECCHPOBAHHBIX
pacrenmit. Aharon et al. (2003) cooOmaiam, 4T0 YCHIEHHE TpPaHCIIopTa uepes3
KJICTOYHBIE MEMOpaHbI MOXKET MMETh OTPHIIATENIFHBIE MOCTEACTBHS TIPH 3acyXe.
Onnaxo, pactenns Tabaka ¢ TOHIKEHHOH dKcrnpeccrelt TeHoB PIP akBamoprHOB
ommMUAICh Ooree HHU3KOHM  3acyxoycroiumBocThio (Siefritz et al., 2002).
Pesynmsrarel, KOTOpple MBI TOMyYWIM TpH Ooslee HIBKOH —TeMmeparype,
cooTBeTCcTBYIOT JaHHBIM Lian et al. (2004), moka3aBuimM, 4T0 BBICOKHH YpPOBEHB
AKBAIIOPHHOB UIPaET IOJIOKUTEIbHYIO POJIb B N30E€raHuy 3aCyXH y prca Oriaronapst
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TOBBILICHHIO MOMIOLICHHS BOJBI M MO/ICPXKaHMIO0 BOMHOTO Oananca. Aroca et al.
(2006) moxazany, 4To Ha (hOHE 3aCYXH y PACTCHHSI CHIDKACTCS NMPOHHUIAEMOCTb
MeMOpaH KJIETOK UX KOPHEH /ISl BOJIBI, YTO CIIOCOOCTBYET CHHIKEHHIO BO3MOXKHBIX
HOTeph BOABI M3 KOpHeH B mouBy. OfHaKo, CHIDKCHHE YPOBHS TPAHCKPHIILMU
aKBaINlOPMHOB OBUIO OYEBUIHBIM TOJNBKO Ha (hOHE cuibHOro crpecca (Bogeat-
Triboulot et al, 2007), xorma ycTbHI[a TOYTH MOJHOCTHIO 3aKPHIBATIHCH, a
KOJIMIECTBO JIOCTYITHOM BOJIBI B TIOUBE pe3ko cHmkanock (Galmes et al., 2007). Oto
COOTBETCTBYET HAIMM JaHHBIM, KOTOPBIC MBI ITOJIYYHIN NPH IEHCTBUM BBICOKOM
TEMIIepaTypbl, KOrja cTpecc ObUT 0oJee CHIIBHBIM, IIOCKOJIBKY K OCMOTHYCCKOMY
cTpeccy NpHOaBisUIach BO3MYLIHAs 3acyxa. 110 TaHHBIM JUTEpaTyphl IE(HIUT
BOJBI HEONHO3HAYHO BIMSET HAa YPOBEHb AKBAIlOPMHOB B pacTeHWsx. Hamm
pe3yNBTaThl CBUJIETENBCTBYIOT B TI0JIB3Y TOTO, YTO YPOBEHH aKBAIIOPUHOB MOXKET
YBEIIMYUBATLCA, OCTABATHCA HECU3MECHHBIM WM JAXKE CHMKATHCA Y paCTeHI/Iﬁ non
BIIMSTHUEM JIe(DUIMTA BOJIBI B 3aBHCHMOCTH OT HHTEHCUBHOCTH CTpecca.
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5.TOPMOHAJIBHBIE U TUJIPABJINYECKUE CUT'HAJIBI
B PEI'YJISIIUUA POCTA U YCTbUUYHOM MTPOBOAUMOCTH
ITPU 3ACYXE

T'opmoHajbHBIE W THAPABIMYECKHE CHTHAJBI B pPeryasiiuu
POCTa M YCTBHYHOI NMPOBOAMMOCTH Y PACTEHHI TOMATOB NIPH YaCTHYHOMH
3acyxe B 00J1aCTH KOpHe#

B moCTOAHHO M3MEHSIOMNXCSI IPUPOIHBIX YCIOBHAX A POCTa U
pasBUTHSL PACTEHHs HEOOXOMMMa WHTErpanusl MPOTEKAONIMX B IOOEre H
KOpHE TIPOIECCOB, HAMPABJICHHBIX HAa ONTUMH3AIMIO HCIIOIb30BaHMS
pecypcoB miu BbDkHMBaHUeE. IIpu Bo3neiicTBUUM Ha KOpEHb I'€HEpPHUpYEMEBIE B
HEM CEHCOpHBIE CUTHAJbl JOJDKHBI IepefaBaTbcsd B IIOOET U BBI3BIBAThH
W3MEHEHHE KJIETOYHOTO0 MeTabonu3ma W/Wik (GopMHpOBaHUE 3alMTHBIX
cucrem npu crpecce (Jackson, 2002; Lafitte et al., 2007). Jloruuno
MIPEIOJIOKUTh, YTO MPHU HEIOCTATKe BOJABI B MOYBE CUCTEMHBIM CHUTHAJIOM
BOJIHOTO JIe(pUIIUTA y PACTEHHH MOT ObI BBICTYIaTh CHI'HAJ T'MAPABIMYECKOM
TIPUPOJBI, KOTOPHIH CIOCOOEH paclpoCTPaHAThCS MO KCHIEME C OTPOMHON
ckopocteio (Malone, 1993) u koopauHHpOBaTh (HU3HUOIOTHYECKHE OTBETHI
pacrenust (Jackson, 2002). Pe3yabrarhl 3KCHEPHUMEHTOB, MOAMHTHIBAIOIIUC
9TO TIPEAIONOKEHNE, CTAaOWIBHO NOSBISIOTCA B MedaTH. B momoOHBIX
SKCIIEpUMEHTAaxX MaJIeHHE Typropa B KIEeTKaxX Ioodera Mpoucxoquio ObIcTpee,
gyem m3MeHeHHe coxpepxkaHms ABK B kopae (Xomomoa m mp., 2006), B
KcuIIeMHOM coke w/wim B mobere (Christmann et al., 2007). Ho npaktudecku
BO BCEX CIy4asx Aake IOcCJie MaJeHHs Typropa KJIETOK JINCTa B OTBET Ha
BOJIHBIN A€(DUIIMT KOPHEW yCThHIA 3aKPBIBAIUCH TOJILKO TOCIIE HAKOIUICHHS B
mcthsix ABK. HekoTopble ONBITBI ¢ IMIPUBOEM U MOJABOEM JAC(MHUIMTHBIX MO
ABK wu nukumx pacteHuil apabuiorncuca TIOCTaBMIM TIOA COMHEHHE
He00X0IUMOCTh UMEHHO KOpHeBoM ABK s perymsuuu pocTta U razoo0MeHa
(Holbrook et al., 2002). Her comuenwuii, uto yuactue ABK Heobxoqumo st
3aKpBITHSl YCTBUI] NPH BOJHOM Je(HIMTE, HO 005A3aTeIbHO JIN TOPMOH
JOJDKEH OBITH JIOCTaBIICH M3 KOPHEH NpH KOPHEBOM CTpecce He Bceraa
O4YEeBHAHO. XOTS Ka3ajock, yTo 20 JIeT Ha3aJ[ OIBITHI C PACIICIICHHON Ha JBE
IpsiAM KOPHEBOWM CHCTEMOM pacTeHusi loKazainu KioueBylo poiib ABK B
XAMHWYECKOM CHUTHAIMHTE MEXIY KOPHAMH H IoOeTaMH TIPH IOYBEHHOU
sacyxe (Zhang, Davies, 1990). B. Loveys (Loveys, During, 1984) u A.
Wartinger (Wartinger et al., 1990) BrmepBbie MOKa3aiu KOPPEISIIHIO MEKITY
koHmeHntparueit ABK B KcujaeMHOM COKe M yCTBUYHOW MPOBOJUMOCTHIO B
MOJIEBBIX YCIOBHsIX. B HacTosiiiee Bpems IpoaHaidu3upoBaHo Oojee 60
mybonukaiuii mo stomy Bompocy (Heilmeier et al., 2007) u mokasano, uTo
peakuusi ycThbHIl B OoJibIIeH CTENeHH KoppenupyeT ¢ cozxepxanneM ABK B
KCHJIEMHOM COKe, 4eM ¢ o0reit uctoBoil ABK, monreepxnas 3TuM ee poib B
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JIICTAHIIMOHHOM CHUTHAJIMHrE. B poiu KOPHEBOrO CHrHajga MOXET BBICTYIMATh
He TonbKo cBoOoaHas ABK, HO U ee KOHBIOraThl, MOBBIMIEHHOE COMEPKAHHE
KOTOpPBIX OBUTO OOHApY)KEHO B KCHIEMHOM COKE TPH pasHbIX CTpeccax
(Sauter, Hartung, 2000).

Yro KacaeTcs poyiu UTOKUHUHOB B T€peaue CUTHAJIOB U3 KOPHS,
TO MO JAHHOMY BOMPOCY 10 CHX TOpP JUCKYCCHI M COMHEHHM 3HAUYUTEIbHO
6ounbine. HecMOTpsi Ha JOBOJNIBHO JOJTYI0 HCTOPUIO M3YYEHUS [IUTOKHHHHOB,
UX MPHUYACTHOCTH K JUCTAHIIHOHHOMY CUTHAIUHTY MEXIy MOOCrOM U KOpHEM
Bce eme ocraercs mox comuenweMm (Jackson, 1993), Xxors HMeHHO
UTOKWHUHBI CTAJU MEPBBIMU KaHIMIATAMH HA POJb KOPHEBBIX CHUTHAJIOB.
OTO TMpernoNoKeHHe BBITEKANO M3 OSKCIEPUMEHTOB C HAapyIICHUEM
KCHJIEMHOTO TPaHCIOPTa, KOTOPOE MPUBOAMIO K BO3HHUKHOBEHHIO B rmobere
CHMITTOMOB, MPEIOTBPAIAEMbIX 00pPa0OTKOHW  JIUCTBEB  ITUTOKMHUHOM
(KynaeBa, 1962). Hcxoms u3 storo, O.H. KymaeBa mpenmonoxuia, dYTo
[UTOKWHUHBI CHHTE3UPYIOTCSA B KOPHsX, TPAHCIOPTHPYIOTCS B MOOErH C
KCHJIEMHBIM ITOTOKOM W BJIHSIOT Ha TMPOIIECCHI, MpOTEKarolie B mobere. B
JIUTEPATyPe YaCTO BHICKA3BIBAIKCH MPEINONOKEHHS, YTO CHIDKEHUE DKCIIOPTA
UUTOKMHMHOB M3 KOPHEW MOXET BBICTYyNaTh B KadecTBE CHUTHAlA O
HEOMAronpUsITHBIX H3MEHEHUSIX B KOPHEOOHMTAEMOW Cpejie pacTeHUs, 4TO
BaXKHO s ajpanTtanuu nmobera B HOBbIX ycnoBusix (Kymaesa, 1962; Aloni et
al., 2005; Hirose et al., 2008; Kudo et al., 2010). Ogxako apryMeHTOM MPOTHUB
9THX B3DIAOB CTAJO OTKPBITHE CIIOCOOHOCTH Tmo0era K CHHTE3y
uurokuanaoB (Miyawaki et al., 2004). Dto OTKpbITHE MOATBEPXKIAIO YyiKE
BBICKA3aHHOE PaHee COMHEHHME O TOM, YTO I[MTOKUHHWHBI MOTYT BBICTYNATH B
KAueCTBE KOPHEBOIO CHTHala. bBbUIO OOHAapyKeHO, 4YTO COJepKaHHe
UTOKMHUHOB B moberax 0Oe3 kopueit Solanum andigena we cHmkanoch
(BrutoTh 10 30 AHEl) moKa MpoIoKaJICs anuKadbHBINA pocT. B mpyroit pabote
ObUTO TIOKa3aHO, 4YTO TpHBHBKAa mobera mukoro Tabaka Ha KOPEHb
TPAaHCTEHHOTO C TOBBIIIEHHOM SKCIPECCHEN TeHa U30MEHTEHUITPaHC(hepasbl,
OTBETCTBEHHOT'O 3a CHHTE3 I[ATOKMHHHOB, HE Jajia OKMIAeMOT0 pe3ybTara
XapaKTepHOro JJisi IMTOKMHHHA — (DOPMHUPOBAHUS JIATEPATbHBIX MOOErOB
(Faiss et al., 1997). Dtor ¢akr ObLT pacIEHEH KaK J0Ka3aTelbCTBO
«MAPaKpPUHHOTO» JIEWCTBHS LUTOKMHWUHOB, KOTOpPOE Mpearnonaract paboTy
ropMOHa B TOM OpraHe, rje OH ObUT CHHTe3upoBaH. [10100HBIC B3TISIBI
TONTYYHIIA  JIOBOJIBHO mmpokoe pactpoctpancuue (Riefler et al., 2006;
Kurakawa et al., 2007), HecMoTps Ha TO, YTO OBUIM IOJyYEHBI
JIOKA3aTeNIbCTBA TOTO, YTO LUTOKMHUHBI YYaCTBYIOT B KOPHEBOM HHUTPATHOM
curnaiunre (Takei et al., 2001; Sakakibara et al., 2007). Beuto BeIcKa3zaHo
NPEAINONIOKEHUE, YTO TPAHCIOPT IUTOKUHUHOB M3 KOPHEW MOXKET OBITh
BOXHBIM B TOM CJIydae, KOTJa PacTEHHE XapaKTEPH3yETCs HU3KHM yPOBHEM
TOPMOHOB, HAIIPHUMED, KaK B ClIy4ae HUTPATHOTO roiogaHus. Takum oOpasom,
BOIIPOC O POJIM IIMTOKKHUHOB, MOCTYMAIOIINX U3 KOPHEH, BCE ellle OCTaeTCs
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OTKPBITBIM. AHAaJM3 IIMTHPYEMbIX HaMu PabOT IO3BOJISET 3aMETUTh, 4TO
aBTOPHI Yallle aHAJIW3UPOBAJIM BIMSHHE LUTOKMHUHOB HAa TaKUE MeEIJIEHHO
peann3yeMble MpPOLECCHl KaKk pPOCT M aluKalbHOE JOMUHHMpOBaHue. B
JUTEpaType MOYTH HET JaHHBIX O TOM, KaK HW3MEHEHHWE TpaHCIIOopTa
LIUTOKMHIUHOB M3 KOPHEH MOXKET CKa3aThCsl HAa TaKHX IIpoleccax Kak
JBIKEHUE YCTBUYHBIX KJIETOK, TPAHCIHMpPALUs, COJAEpKaHWEe IIUTOKUHUHOB B
nobere, KOTOPbIE MOTYT OYeHb OBICTPO HU3MEHSATHCS U UMEIOT CYIECTBEHHOE
3Ha4YCHHE JUIS QAN TaluH PACTCHUH K YCIOBHAM BHEIIHEH Cpembl.

Ilpn HEONAarompUATHBIX YCIOBHSAX pacTyIe KOPHH MOTYT
OKa3aThCid B CYXHX CJIOSX IOYBBl M I'€HEPUPOBATh XMMHYECKUE CHUTHAIBI
(Chaves et al., 2010), koTopble MOTYT H3MEHHUTH (PU3HOTIOTHUECCKUE TIPOIIECCHI
B molere emie 0 W3MEHEHHH BOJIHBIX OTHOLICHWH pacTeHHs (B 0030pax:
Davies, Zhang, 1991; Dodd, 2005). B To e Bpemsl NpuH HEKOTOPBIX
BO3JCHCTBUAX Ha KOPEHb B MOOEr MOXET IepelaBaThCs TI'HIPABIMYECKHNA
curnan (Cochard et al., 2002), mpuBomsmmii K W3MEHCHHIO MOKa3aTeneit
BOJHOTO  OOMeHa  (BOXHBIM  NOTEHIMAJ, TYprop, THIpaBiIHYecKas
MPOBOJIUMOCTb, COJIEP’KAaHWE BOJBI U T. N.), PETHUCTPUPYEMBIH ele 10
W3MEHEHHs1 TOPMOHAJIBHOTO OajlaHca. M3ydeHne MexaHn3MOB, NPUBOISIINX K
TEHEPUPOBAHUIO KOPHEBBIX CHUTHAJIOB Pa3HOH NMPHPOIbI (THAPABINYSCKHX H
XAMHYECKUX) MPH JIOKAUIBHBIX BO3ICHCTBUSAX Ha KODHH, a TaKkKe HX
B3aMMOJCICTBHE B PETYIISAIMYN MPOTEKAIOLIMX B MOOEre MPOLECCOB SBISACTCS
LeJbl0 JaHHOTO HccienoBaHus. Jist 3TOro MbI BBIOpasi BO3NSHCTBUS,
KOTOpbIE MOJICIUPYIOT pasHbIC YCIOBHS BO3HHKHOBEHHS M Hepenadd
KOPDHEBBIX CHTHaJIOB. Tak, AeQUIMT MHUHEpPaJbHOTO MHUTaHMS IPHBOJUT K
MEIUICHHOMY pa3BUTHIO CHMIITOMOB Jie(MIIMTa BOJBI, B TO BpeMs Kak
y/laJieHHe 4acTh KOpHEW BBI3BIBAET OBICTPOE COKpAICHHE NMPUTOKA BOABI B
nober. B To ke Bpems o00a mMOAX0Aa MO3BOJISIIOT M3y4yarh HPOSBICHHS
cyOcTparHOrO perynupoBanus. Vcrnonb3oBaHHE TPAHCT€HHBIX —pPaCTEHHA
Tabaka Uil CTUMYISIMHM CBEPXMPOAYKIUH IUTOKWHHHOB B KOPHSAX JaeT
BO3MOXXHOCTh B KaKOH-TO Mepe OTBETUTh Ha BONPOC 00 YYacTHM HX B
nepeaaye cuUrHajia u3 KopHei. M, HakoHel, Mbl HCIIOJB30BAIN YK€ XOPOLIO
M3BECTHBIN METOJI C YaCTHYHOM KOpHEeBO# 3acyxoii (Blackman, Davies, 1985),
KOTOpPBI MO3BOJMJI BBIIBUTH JOMUHUPYIOUIYIO posib KopHeBoil ABK B
nepenave curHaina B nooer (Zhang, Davies, 1990), mocTaBuB 1ox COMHEHHE
POJIb IIUTOKUHUHOB M THJPABIUYECKHX CUTHAJIOB.

PaccMoTpuM B JaHHOM pasjelie pe3yJbTaThl JKCIEPUMEHTOB C
pacTeHusIMH, y KOTOPBIX KOpPHEBas CHUCTEMa paclpelesieHa MEXAY JByMs
oTcekaMu cocyaa ¢ mousoii (Gowing et al., 1990; Sobeih et al., 2004). TIpu
TaKOH DKCTIEPUMEHTAIbHONW TEXHHKE B KOHTPOJIE BOIY BHOCST B 00a oTceka
(well-watered control - WW), a B omsite - B oaun (partial rootzone drying -
PRD), mozmenupyst yacTHYHYIO KOpHEBYIO 3acyxy. 1o maHHBIM JHTEpaTypsl,
YaCTHYHBIA TOJIUB IPUBOJMI K 3aKPBITHIO YCTHUI] U MHTMOMPOBAHMIO POCTa
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JUCTa Jaxke B TeX ciy4dasx, korma PRD-pacTeHus mojmep:xuBaiv BOTHBIN
MOTCHIIMAT HA YPOBHE KOHTPOJIBHBIX pacTeHuid. Emne oqHO IoKa3aTeibCcTBO
TOrO, YTO KOPHU PAaCTEHHUM C PaACUICIUIECHHOW KOPHEBOW CHUCTEMOM MOTYT
KOHTPOJIUPOBATh MOBEACHUE MOOera, OBLUIO MOJTYYCHO B IKCICPUMCHTAX,
KOTOpbIe MOKa3ajh, 4TO OTpe3aHue KOpHEH, pacTyllux B OTCEKe C He
MOJIMBAEMOW TIOYBOM, MPUBOJUT K BOCCTAHOBJICHUIO POCTa U OTKPBITUIO
yerburl cestaies ssomorn (Malus domestica; Gowing et al., 1990). OueBunso,
YTO ynaJeHue KOpHEH He JeiaeT Boay Ooliee MTOCTYITHOM IS pacTeHHs, HO,
BEPOSITHO, TPENOTBpAIlacT MOCTyIUIeHHe xummdeckoro curHama (ABK) u3
KOpHS 3aCyLLUTMBOM 30HBI.

Uro KacaeTcs UIWTOKMHMHOB, TO OBUIO TakkKe II0Ka3aHO, YTO
CHIDKCHHE JJOCTABKH IUTOKUHUHOB B MOOET - 3TO BaXKHBI CUTHAJ U3 KOPHS B
nober o mouBeHHO# 3acyxe (Davies et al., 1986). B 1o e BpeMs CyliecTByeT
OTHOCHUTEJIBHO HEMHOTO COOOIIEHHH O pOJM W3MEHEHHH KOHIEHTpaluu
IATOKUHUHOB B KCHJICMHOM COKE WJIM MX JIOCTaBKHU B PETYJISIMU (HU3UOTIOTHU
nobera pacTeHus pU MOYBEHHOM 3acyxe (Bano et al., 1993; Shashidar et al.,
1996; Hansen, Dorffling, 2003). OnHoli W3 NPUYUH HEMHOTOYHCIEHHOCTH
MOJNOOHBIX [AHHBIX SBISIETCS ONHOBPEMEHHOE MPUCYTCTBHE B PAaCTCHHH
MHOXKecTBa pa3Hbix (opm ropmona (Incoll, Jewer, 1987), kotopoe Tpebyer
OonpIee KOJNMYECTBO KCIJIEMHOTO COKa JUIA aHajh3a IMTOKHHWHOB IIO
cpasaenuio ¢ ABK (Bano et al., 1993). Ho He meHee BaxHO U TO, uT0 ABK-
OTBET sABIsIeTCA Ooyiee OBICTPHIM W Ooliee UYBCTBUTCIHHBIM K MOYBCHHOM
3acyxe. CpenqHsisi MOYBEHHAs 3acyXa (CHIDKCHHE BOIHOTO TOTCHIIHANA TTOYBBI
(Wnouss) OT -0,3 mo -0,6 MIla) y pacrenmii moaconHeunuka (Helianthus
annuus) TpexKparHO mMoBbImana KoHimeHTpanuiw ABK B kopHeBOM
KCHJIEMHOM  COKE, HE W3MEHSS  KOHIGHTpAIMI0  3eaTHHpUOO3uja.
HabmomaemMoe mpu 3TOM CHH)KEHHE CKOPOCTH TPAaHCIHpAIMH pPacTeHUs,
MPEUMYIIECTBEHHO OTNOCPEAOBaHHOE TMOBbINIeHHEeM kcujemHon  ABK,
CHU)KAJIO JIOCTAaBKYy 3eaTuHpuOo3muaa B moler. bonee cypoBas mouBeHHast
3acyxa  (Wnowsss OT -1,2 MIla) BbI3BIBaNAa CHIKCHHE KOHIICHTPAINH
3earnHpubo3uga B KcuieMHOM coke Ha 85% (Shashidhar et al., 1996).
AHaNOTHYHEIE SKCIICPUMEHTHI C PACTCHUSAMH ITOJICOTHEUYHUKA MPEATIONaTaoT,
YTO UUTOKMHUHBI (Takke kak U ABK) Moryr ObITh 4yBCTBUTENBHBIMH K
MOYBCHHOW 3acyxe. Tak, KOHIIEHTpalus 3eaTHHpUOO3WIa B KCHIIEME
CHW)KAJIaCh OJKCIIOHEHIIMATLHO TI0 Mepe CHWKEHHS BOJHOTO TIOTEHIIHAaa
TKaHei rumokotuis ot -0,1 g0 -0,3 MITa (Hansen, Dorffling, 2003). ITosTomy
npobnema m3yuenus: keunemHoii ABK u LIK npu mouBenHO# 3acyxe npyrux
BHJIOB PACTEHHI OCTAETCS aKTyaJIbHOM.

OpHa W3 TpPyIHOCTEH B  JEMOHCTPAllMd POJM  KOPHEBBIX
[UTOKUHMHOB B PEry/LIIMM MPOIECCOB B I00Ere COCTOMT B TOM, HYTO
WU3MEHEHUS COJCPIKaHUS MUTOKUHIHOB B KOPHEBOM KCHJICMHOM 3KCCYIaTe He
00s13aTeIbPHO TNPUBOAAT K W3MCHEHUIO YPOBHS IIUTOKUHHHOB B JIHCTBSX.
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Hanpumep, BeTBsinmecs: MyTaHnTsl ropoxa ramosus (rms) (Pisum sativum L.)
UMCIOT TOBBINIEHHOe (FMS2) w® moHIKeHHOe (rMS4)  conepikaHue
LIUTOKMHUHOB B KCHJIEME II0 CPaBHEHMIO C PACTEHUSIMHM JMKOTO THIA, MPU
9TOM BCE JIMHUH TOJICPKUBAIOT CXOAHOE COAEP)KaHNUE IMTOKUHUHOB B JINCTE
(Dodd et al., 2004). AHanOrn4HO KOPHEBAsI THITOKCHUSI CYIIECTBEHHO CHIUKAa
KOHIIEHTPAIINI0 KCHJIEMHBIX ITUTOKMHHHOB y 60008 (Phaseolus vulgaris) u
rubpuna Tomois (Populus trichocarpa x deltoides), Ho He BiHsia Ha
KOHIICHTPAIIHIO [TUTOKHHUHOB B JMCThsax (Neuman et al., 1990). OrcyrcTBue
KOPPEJLIIUY MEXIY H3MEHEHUAMH COJep KaHUs MUTOKHHIHOB B KCHJIEME U B
JUCTBSAX CBUIETEIBCTBYET O CIIOKHOM B3aUMOACHCTBHH MEXKAY TPAHCIIOPTOM
U MeTa0OoJM3MOM TOPMOHA B KJIETKaX TKaHEW BIONb TPAHCHOPTHBIX IyTeH
pactenus (Burkle et al., 2003).

B HEKOTOpBIX HCCIEIOBAaHUAX U3MEPSIIN CONEpKaHHE [IMTOKUHUHOB
B KCHJIEMHOM COKE U3 KOpHEH pacTeHMi, pOCUIMX Ha 3acyIIMBOU IOYBe, 0e3
nmapajiesbHOTO OmNpeaesicHus IIMTOKMHUHOB B JuCThsax (Bano et al., 1993;
Shashidar et al., 1996; Hansen, Dorffling, 2003). Haia 1iens cocrosiia B ToM,
4TOOBl M3MEPHUTh KOHLIEHTPALMWIO IIMTOKHHHHOB KaK B JIMCThSIX, TaK U B
KCHJIEMHOM COKE, COOpaHHOM W3 JINCTHEB PACTCHUH, POCIINX MPU MOYBCHHOM
3acyxe, HWCHOJNB3YySd pPACTCHHS TOMAaTOB, Yy KOTOPBIX MOXHO COOpaTh
JOCTATOYHOE KOJMYECTBO KCIJIEMHOTO COKa JUIA aHalli3a TOPMOHOB W3
Cpe3aHHBIX M MOMEIICHHBIX B Kamepy maBinenus (Scholander-type pressure
chamber) nucTheB. DTOT MeTON cOOpa MACOKU OOINENPHU3HAH AT U3yYCHHS
curHanuHra Kopenb-nober (Sobeih et al., 2004), npuemnem s
HCTIONB30BaHusl B mojeBeix yenoeusix (Dodd et al, 1996) u maer
BO3MOYKHOCTh PEaJIbHO OLCHUTh KOHIIEHTPAIMIO KOMIOHEHTOB B KCHJIEMHOM
COKe BIOJb TpaHcmuparuoHHoro moroka (Borel, Simmoneau, 2002). s
HCCIe0BaHNiT HaMK ObUTH BBIOpaHBI 3€aTHH M €ro MPOHM3BOJHBIC, TaK Kak
OHH TIPEJICTABIISIIOT OCHOBHBIE TPAHCHOPTHpPYeMbie (OPMbI IIUTOKHMHHHOB B
tomarax (Davey, van Staden, 1976).

Bo3snelicTBue 4acTUYHOM KOPHEBOW 3acyXW Ha pacTEHHUs] TOMAaroB
MMO3BOJISI0O MHUHUMH3UPOBATh HA TMPAKTUKE NCQHUINAT BOABI B JIACTHAX IPH
BEIpAIIMBAHUH PACTCHHH B YCIOBHSIX TIOYBEHHOH 3acyxu. Habmronmenws
MIPOBOJIUITH B TEUEHHE MATH JHeH (puc. 58).

Bruto o0HapykeHo, 9TO cpeHee MUHIMAIBHOE COAepIKaHIe BOJABI B
MOYBE B TOPIIKAX PACTCHHUN C MOJHBIM MOJUBOM cocTaBisuio 0,37 r/T mouBHI,
xotopoe coorBerctByeT -0,05 MIla, B To Bpems kak mms PRD-pacrenwmii -
0,25 r/t, xoTopoe cootBeTcTByeT -0,4 MI1a.

CHIDKeHHE COAep)KaHusl BOJBI TOBbBILANO KoHIEHTpauuio ABK B
KCHJIEMHOM COKe Oojiee 4eM B [[Ba pa3a ¥ CHWXKQJIO BOIHBIM MMOTEHIIMAI
mucta B cpenHeM Ha 0,08 Mlla (tabn. 21). Danmorpancnupaiys pacTeHUH C
pacuieruieHHOW KopHeBo# cucremoil (PRD—pacrenns), xotopsle mnomydanu
NOJOBMHY o0ObeMa pacxomyeMol Ha TpaHcnupanuio Boabsl (50%-Has
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JBANOTPAHCIIAPALIUS ), OCTABAJIACh CTA0MIFHON HA MPOTSKEHUU BCETO OIBITA,
B TO BpeMs KaK Yy PacT€HUH, KOTOpbIe MOJUBAIMU C MOJHOW KOMIIEHCALUEH
TpaHCIHUPAIMOHHBIX  moTeph  (100%-Hast  3BamoTpaHcOMpaius), 3TOT
nokaszaTesib u3MeHsics (puc. 58).

—&— PRD, aBanotpaHcnvpaums
—O— WW, aBanoTtpaHcnvpauusi
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Puc. 58. DBanmorpancnmupamusi, NOJHB, CKOPOCTH TPAHCHHPALHH,
MHHHUMAJILHOE coOAep:KaHUHe BOABLI B IOYBe IOCJe NMepeBoAa pacTeHui
TOMaTa Ha YaCTHYHYI0 KOPHEBYI0 3acyxy - PRD (moJsiuB oaHo#i KopHeBoii
npsian od0beMoM BoAbl paBHbIM 50% 0T TpaHCIMPALMOHHBIX NMOTEpPh
KOHTpOJs1). B kauecTBe KoHTpOast (WW-pacTeHust) ciIy:)KMJIM pacTeHust,
Y KOTOpBLIX 00e Npsiid KOpHeil MOJMBAaJM C TOJHOW KOMIeHcauuei
TPaHCHUPAIMOHHBIX MOTeph; N=10
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Taonuma 21
Boaublii motennuan Jucta (Y ), YCTBHYHAsT MPOBOAMMOCTH (Js) M
xonnentpanusi ABK B kcuiemHom coke mpu yactuunoii 3acyxe (PRD,
MOJINB OJHOI KOpPHeBOH mpsau o0beMoM BoAbl paBHbIM 50% ot
TPaHCHUPANMOHHBIX MOTEPh KOHTpousi). B kauecrBe xouTposst (WW-
pacTeHusl) CIYKUJIHM PACTeHHs, Yy KOTOPbIX 00e NpsAIu KOPHeH MoJMBAJIH
A0 TMOJIHOH KOMIeHCAlMH TPAHCIHMPALUOHHBIX NOTepb; N=8, t-TecT
Crblo1eHTa

[IpomomkuTeNsHOCTH PRD- WW-
P-3nageHus
3aCyXH U I0Ka3aTelx pacTeHus pacTeHus

2 CyTOK

ABK kcunemsr, HM 109+20 75+11 0,17
W mer, MIa -0,59+0,03 -0,55+0,03 0,37
Qs, MMOIIB/(M%-C) 219422 212434 0,86
4 cyTok

ABK kcunemsl, HM 222420 10121 0,005
W mer, MITa -0,58+0,02 -0,54+0,03 0,081
Js, MMOIIB/(M%-C) 118427 157+25 0,31

B cpemHeM mnokaszaTens TpaHcOUpanuu CcHIKanca Ha  22%.
Hecmotpst Ha TO, 4YTrO 3acyXxa 4dacTH KOpHEH CHMXala CKOPOCTh
TPAaHCIMpPAIMKA LEJIOTO PAcTeHHs, HE OBUI0O OTMEYEHO JOCTOBEPHBIX
N3MEHEHHH yCTBUYHOM NMPOBOAMMOCTH, XOTS M ObUIA BRIpaXKEHa TEHACHINUS K
cHkeHHO (Tabm. 21). [locmexHee BOSMOXKHO M3-3a MPOBENCHHUS U3MEPEHUH
YCTBUYHOH NPOBOJMMOCTH B TEYEHHE KOPOTKOTO IIPOMEXYTKa BpPEMEHH
IIOCJIE OUEPETHOTO MOJIMBA PACTCHUH.

XoTs 4acTU4Has 3acyXa B KOPHEBOM 30HE HE BbI3bIBAJA Y PacTECHUIL
ToMara OONBIIMX HM3MEHEHWH BOJHOTO MOTeHmMana jucta (e Oomnee 0,1
MIla) (puc. 59) u He UHAYIMPOBATa U3MEHEHUH CyMMapHON KOHIEHTpALUU
MIPOU3BOJHBIX 3€aTHHa B KCHJIEMHOM coke (puc. 60), KOHIeHTpauus
LIUTOKMHUHOB B UCThsIX PRD — pactennit camsmnace Ha 46% (puc. 60 u 62),
a IIomIaas TUCTheB Ha 16 % (puc. 60).

[lo nmamHBIM JHMTEpaTypbl, Oojee cypoBas IIOUYBCHHAs 3acyxa
(cHwKeHne BoxHOro moreHunuana Ha | MIla) mpuBogMIa K CHIKCHHIO
KOHLIEHTpAlWU UUTOKMHUHOB B JucThsx alfalfa (Medicago sativa) na 40%.
KoHueHTpanusi MUTOKMHUHOB B BEpXyLIKe rodera 1 akcwsipHoit mouke PRD
— pacrennit Bunorpama (Vitis vinifera) cumkamace Ha 49% wu 26%
COOTBETCTBEHHO TI0 CPaBHEHHUIO ¢ KOHTpoJibHBIMU pactenusimu (WW plants),
XOTs1 00a BapHaHTa AEMOHCTPHPOBAJIM CXOIHBIN BOAHBIA MOTEHINANT JHCTa. Y
pacTeHU NOJCOJHEYHUKA B YCJIOBHUSAX YaCTUYHOM 3aCyXM B KOPHEBOW 30HE
TaKke He ObLJIO M3MEHEHHi BOAHOTO MOTEHIIMAJA JIMCTA U KOHIEHTpauus B
KCHJIEMHOM COKE M3 KOPHS 3€aTHHPHOO3H/Ia M TUTHAPO3eaTHHPHO03uaa Oblta
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6mm3ka k kontpomo (Masia et al., 1994). Takum o6pa3om, MOXHO
NPEIONIOKHUT, YTO CPEIHss MOuBeHHas 3acyxa (Y e <0,1 MPa) moxer
BIMSITh HAa IIMTOKUHHWHOBBIA cTaryc moOera, XOTs COJepKaHHEe TOpMOHAa B
KCHJIEMHOM COKE MOKET HE U3MEHSTHCSL.
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Puc. 59. Konnentpanusi ABK B kcuiaeMe M BOTHBIH MOTEHIIHAJ JIMCTA
mocJjie mepeBoJa pacTeHHil TOMATa HA YACTHYHYI0O KOpPHeBYI0 3acyxy PRD
(mo1uB O1HOM KOPHeBOl mnpsizu o0beMoM BoAbl paBHbBIM 50% ot
TpaHcnupanuoHHbix mnorepr WW). B kauecrBe koutpoas (WW)
CIIY’KHJIM PACTeHHs, Yy KOTOPLIX 00¢ NPSAN KOPHeil M0JINBAaJIH 10 MOJHOH
KOMIIEHCAIIMY TPAHCIHPAIMOHHBIX MOTeph; N=10

CoBpeMEHHBIE = TCHETHYECKHE  HWCCICAOBAaHMSA  ITOXTBEPIVIIN
KJIACCHYECKHE  NPEANONIOKEHHUS,  BBITEKAIONIMEe W3  HCCIEAOBaHHN
(hM3MOTIOTOB: BOBJICUEHHE NWTOKMHWHOB B IIMPOKHH PSI pa3HOOOPa3HBIX
MPOLIECCOB, BKJIIOYAsi HE TOJNBKO JEJIEHHE KIETOK U POCT, HO M PEaKIHI0
pacTeHuil Ha cBeT, (YHKIMOHUpPOBaHHE M M depeHnnannio XI0pomiacTos,
MeTaboNM3M U MOOMJIM3ALMIO NUTATENbHBIX JJIEMEHTOB, CTApeHHE JINCTa U
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JoHopHo-aknentopHeie otHommenus (Mok, Mok, 2001; Kucenesa u ap., 2002;
Higuchi et al., 2004; Kiba et al., 2005; Zubo et al., 2008). Ecmu,
oOHapyXeHHOE HaMu 46%-0¢ yMeHbIIeHue B conaepxannu LK, mpoucxomut B
PACTEHUH, TO BO3MOXKHBI 3HAYUTEIBHBIC U3MCHECHUS B €0 POCTE U Pa3BUTHU.
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Puc. 60. O6mas miaomanp JaucreeB (N=20), konuenTpamus LK
3€aTUHOBOTO THIIA B KCHJIEMHOM coke 6-ro m 8-ro jucrbeB (kcemi. IK,
N=9) U KOHIEHTPAUUsl MPOU3BOAHBIX 3eaTuHa 9-ro gucra (qucros. LK,
N=9) pacrenuii ToMara, ycpeIHeHHbIE MO Pe3yJbTaTaM U3MepeHu s yepe3
2, 4 1 5 cyTok mocje MepeBoJa PACTeHUIl HA YACTUYHYI0 KOPHEBYIO
3acyxy (PRD, nmosuB oaHoOii KOpHEeBOW mMpsiii 00beMOM BOJAbI PABHBIM
50% ot TpaHCHUPANMOHHBLIX MOTEPh KOHTPOJs). B KauecTBe KOHTPOJIsI
(WW-pacTenust) CJOY:KHJIH PACTeHHsl, Y KOTOPBIX 00e npsiiu KopHeii
MOJIMBAJIH € MOJHOH KOMIIEHCAIHEH TPAHCIIMPAIMOHHBIX MOTEPh

[Norumanuro ¢usmonorudeckoro s¢pdekra cHwkenHoro LIK craryca
IIOMOIVIO  CO3/laHME TPAHCTEHHBIX pPAacTeHHH CO  CBEpXIKCIpecchen
nuToknHIHOKCHAa3sl  (IIKO). KoHmeHTpamus NIHTOKMHHHOB Y  TakKUX
pactenuii cocramsuia 30-45 % oT ypoBHA HeTpaHC()OPMHUPOBAHHBIX
pactennii (Werner et al., 2001, 2003, 2010). TpaHCcreHHble pacTCHHSI
XapaKTePU30BAIHUCH 3aMEJICHHBIM pa3BUTHEM [100era 1 OTHOCUTEIILHO Ooliee
CUIIbHBIM pa3BuTHEM KOpHs. [ToCKoNbKy aHajoOrMuHble W3MEHEHHs pocTa U
pa3BUTHsI XapaKTepHbI JJIsi PACTEHUI 3aCyLUIMBBIX YCIOBHi, B TOM YHCIIE H
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TOMATOB, IPOM3PACTAIONIUX B YCIOBUAX YaCTUYHOW 3aCyXU B KOPHCBOI 30HE
(Mingo et al., 2004; Sobeih et al., 2004), To, BO3MOKHO, IMEHHO CHUXXEHHE
COZIep)KaHUs IMTOKUHUHOBOTO CTaTyca MOXKET OBITh OTYACTH OTBETCTBEHHBIM
3a ()U3UONOTMYCCKUEC U3MCHCHUS, BRI3BAHHBIC MIOYBECHHON 3acyxoil. B Hammx
JKCIICPUMCHTAX CHIDKCHHOE COJCpKaHUEe IMTOKMHMHOB B mobere PRD-
pacTeHHil MO0 OBITh MPUYMHON HAONIOMAEMOr0 HAMHU YMCHBIICHUS
CKOpOCTH pocTa JucTheB (puc. 60) 1 MOXKET UMETh OTHOIICHUE K PeryIsIiu
TpaHcnupanuu (puc. 58), mo3TtoMy HaM OBUTO Ba)KHO BBISIBHTH MEXaHU3MEI,
BBI3BIBAIOMINE 3TO CHIDKEHHE. COBEPUICHHO OYEBUIHO, YTO HMUTOKWHUHOBBIN
CTaTyc JIFCTa 3aBHCUT OT OajlaHCa MEXIY TOCTYIUIGHHEM TOpMOHa (JI0CTaBKa
IUTOKMHUHOB TIO0 KCHWJIEME W CHHTE3 B CaMOM JIHCTE) W €r0 PAacX0JOBaHHEM
(merabommam u skcropt 1o ¢uosme). Eciam  1omycTHTh, UYTO IPUTOK
IUTOKKHUHOB B JHCTbs PRD-pacTenmii CcHIKaeTcss MNPOMOPIMOHANIBHO
tpancnuparmu  (Jackson, 1993), To comepikaHue MUTOKHHHHOB B JIUCTHAX
JIOJDKHO OBLIO CHM3UThCS Ha 22% (puc. 58). Ho MBI BuauMm, 4TO peajbHO
cogepxanue 1IK B nucthsx cHusmiock Ha 46% (puc. 60). CrnemnoBarenbHo,
KOHIICHTpallusd TOPMOHA CHH)Kajach HE IPONOPLHMOHAIBHO CKOPOCTH €ro
IOCTaBKH, YTO TO3BOJISICT MPEANONOKHUTH HAIMYINE IPYTHX MEXaHH3MOB
perymsannu koHmeHTparwu LK, kpoMe CHMKEHHS WX JTOCTAaBKH M3 KOPHS.
Jonroe BpeMsi cYWTa Il UMEHHO KOPEHb OCHOBHBIM TOPMOHCHHTE3HPYIOIIIM
opranom (Aloni et al., 2005), Ho B HacTosiliee BpeMsi MOKa3aHa dKCIPECCHS
ipt-rera B Tkamsx modera (Takei et al., 2004), uTo mOKa3BIBaCT BO3MOKHOCTE
CHHTE3a MUTOKUHIHOB U B JINCTHIX.

MouenpoBaHue KCHIEMHBIX U (DJIOOMHBIX IOTOKOB IUTOKWMHHHOB U
001IMX MeTaboNNYeCKUX MPEBPAIICHUI B PACTEHUSIX STYMEHS TAK)Ke TOBOPST
B TI0JIb3y CHHTE3a ropMoHa B ucThsax (Jiang et al., 2005). Oanako cuntes LK
B 3aBEPIUMBIIMX POCT JHCTHhSIX HE3HAYUTEJCH, B TO BpPEMs KaK CKOPOCTh
CHHTE3a BBICOKAa B MOJOIBIX pas3BuBaromuxcs juctesx (Nordstrom et al.,
2004). U kak anpTepHaTHBa, NMPEIONAraeTcs, YTO N3MEHEHUS MeTa0oIn3Ma
IUTOKUHUHOB, BO3MO)KHO, TPUBOIAWT K CHIKCHUIO IIHTOKHHOBOTO CTaTyca
mcta. HecMOTpst Ha TO, 4TO aKTHBHOCTh IIUTOKHHUHOKCHAA3bl B PACTCHUSX
KYKYpYy3bl, IOJBEPTHYTHIX BOIHOMY CTpeccy, TaKk W He Oblla H3MepeHa
HanpsMylo, HakoruieHne TpanckpuntoB L[KO yBemnumBaiock B OTBET W Ha
BOAHBIN nedunut, u Ha sk3orennyo ABK (Brugiere et al., 2003). Bosnee Toro,
Heckoubko  (hepmeHToB IIKO OBITM OXapakTepu3OBaHBI M IOKa3aHa MX
BHeKieTouHas yokanuzanus (Werner et al., 2003). Tak kak aKkTHBHOCTH 9TOTO
(depmenta nexur B npenenax pH 6.5-85 (Motyka et al., 1996),
3amenayuBaHie KCHIIEMHOTO COKa TOMara M aloIjiacTa JIFCTa, BBI3BAHHOE
nouBennoit 3acyxoir (Wilkinson et al., 1998; Sobeih et al., 2004),
MPENONIOKHUTENILHO, aKTUBHPYET MeTa0boInM3M IIMTOKWHUHOB. Bo3MokeH
TaKke MeTaboIM3M ropMoHa B KIIETKaX KcuieMHoO# napenxumbl (Brugiere et
al., 2003), 4To Takke MOKET CHHXKATh JIOCTABKY I[MTOKWHHHOB B TOOET H,
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COOTBETCTBEHHO, CHMXaTh cojepxanue LIK B smctesax. CyOcrparom uis
KO siBnsirorcst u 3eatuH, u 3earunpubo3ua (Jones, Schreiber, 1997), B to
BpeMs KaK HYKJIEOTHJI 3eaTuHa Oojiee yCTOW4MB K (epMmeHTy. Hamm naHHbIE
COIIAaCyIOTCS C OTHM YTBEPXKICHHEM O pa3HOW UyBCTBHTEIBHOCTH
NIPOM3BOJHBIX 3€aTHHA K OKHCIeHHIo. Tak, Ha BTOpOH JeHb YaCTHYHOM
3acyxu B 30He KopHsi PRD-pactenuii KOHIEHTpalus 3eaTHHA B KCHJIEMHOM
COKE HECKONBKO yMeHbmIanmack (1o 88% OT KOHTpOmsA), B TO BpeMs Kak
KOHIIGHTpalus €ro HyKINOTWAA TIOBBIIAnack a0 215% conmepxaHus y
pacTeHui ¢ MOJHBIM MOMUBOM (puc. 61).
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Puc. 61. lnHaMuKa KOHUEHTPAaIMU NPOU3BOAHBIX 3eaTuna (Z, ZR, ZN) u
HX CYyMMbI B KCHJIEMHOM COKe, coOpaHHOM M3 6 u 8 jJucThbeB mocie
nepeBo/la pacTeHUIl ToOMaTa Ha YacTHYHYI0 KopHeByw 3acyxy (PRD,
NMOJIMB OJHOI KOpHeBOW mNpsaM o00bLeMOM Boabl paBHbIM 50% ot
TpaHcnUpanMoHHbIX moTeps WW-pacrennii) B kadecrBe KOHTpOIs
(WW-pacTeHnsi) CIIy:KHJIM PacTeHHsl, Y KOTOPbIX 00e Npsiiu KopHei
MOJIMBAJIH € MOJIHOH KOMIeHcalyeil TPAaHCIHPANMOHHBIX MOTeps; N=8
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Puc. 62. /lunaMuka KOHUEHTPAIMH MPOU3BOAHBIX 3eaTruHa (Z, ZR u ZN)
AEeBATOrO JINCTA PACTeHHii TOMAaTa mocJjie MmepeBoJa pacTeHUH ToMaTa Ha
YacTHYHYH KopHeByW 3acyxy (PRD, moimB omgHOii KOpHeBOW mpsiau
00beMOM BO/IBI PAaBHBIM 50% OT TPaHCHUPALMOHHBIX OTEPHh KOHTPOJIS).
B kauectBe konTpoasi (WW-pacTeHnst) CIy:KHJIU PacTeHHsI, Y KOTOPBHIX
00e mpsAM  KOpPHeil  MoJMBaJM €  TOJHOH  KoMIeHcamuei
TPaHCNUPANMOHHBIX MOTEPB; N=9

B mocnenyromue IHU SKCIEpPUMEHTa HUKAKUX Pa3IUUuil HE OBLIO
00HapyXEHO B IPOMOPILUAX PA3IHYHBIX ITUTOKMHUHOB 3€aTHHOBOTO THIIA B
kcwieMHOM coke PRD-pacteHmii M KOHTPONBHBIX. JTOT (PAaKT MOXKHO
00bsicHnTh ToBbleHneM aktuBHOCTH L[KO. HesaBucumo ot TOro, Kakosa
NPUYMHA CHIDKEHUS! KOHLIIEHTPALUKM IMTOKUHUHOB B JIHUCThsIX PRD-pacrennii,
COlep)KaHUe IUTOKMHMHOB B KCWJIEME OBUIO CXOAHBIM M Yy pacTeHHH ¢
YaCTHYHOM KOPHEBOW 3aCyXoi, M y KOHTPOJIbHBIX (puc. 62). IToka He scHO,
yro OoJiee 3HAYMMO JUIS PErySUUM IIMTOKMHWH3aBUCHMBIX IIPOLIECCOB:
coJepKaHUE LUTOKMHMHOB B KCHJIEMHOM »OJKCcCydaTe WM B mucre. B
HCCIIEIOBAHUAX TTOCIICTHETO JIECSTHIICTUS ObLTa IOKa3aHa
MOCTIeIOBAaTENIFHOCTE COOBITHH, Bemymux oT Bocupusatus L[K-curaanos k
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mmpokomy crektpy LIK-oteeroB (D’Agostino, Kieber, 1990; Kiba et al.,
2005). TTockonbky IIK CBS3BIBAIOTCS € JIOKAJHW30BAHHOW B ILIA3MOJIEMME
THCTUAMHKUHA30M, BBINONHAIOMEH ponb peuentopa LK, onuH U3 nomeHOB
KOTOpOil pacmosiokeH CHapyxu Kierku B amorutacte (D’Agostino, Kieber,
1999), coxepkaHHe IMTOKMHMHOB B KCHIIEME MOXET OBITh Haubolee
BO)XHBIM. A TIOCKOJIbKY Y PacTeHMH TOMaTa KOHIIEHTpalus LUTOKHMHUHOB B
KCHJIEMHOM COKe OBLIa CXOMHOW KaK y PacTCHHH C YaCTUYHOW KOPHEBOM
3aCyXOH, TaK M y KOHTPOJBHBIX, 3TO MOIVIO CIOCOOCTBOBAaTh MOANCPKAHUIO
pocToBbIX U Apyrux LIK-3aBUCHMBIX IpOLIECCOB.

Tak xak ObUTO MOKa3aHo, 9T0 LK crocoOCTBYIOT OTKPHITHIO YCTHUI]
B SMHUAEPMAIbHBIX CTpUNax, Bo3MoxkHO LK MoryT BamsTe Ha razooOMeH
nucta. OnHAKO U3MEHEHUs BOAHOTO MOTEHIMaNa JucTa U conepxkanus ABK B
KCHJIEME TaKKe MOTYT OBITh BaXXHBIMH Ui pacTeHUH. CHIDKEHHE BOIHOTO
moreHimana aucra PRD-pactenmii (puc 61) ctaBuUT BOMpPOC O TOM, HE
peryinupyeT JId caM BOJHBIN MOTEHIMAJ YCTBUYHYIO HMPOBOAMMOCTH uepe3
CUTHAJI O0OpaTHOM CBsI3M, ONaromaps 4yBCTBUTEIbHOCTH JIUCTA K HEOONBIINM
M3MEHEHHSAM BOAHOTO IIOTEHIMala, B pe3ylbTaTe dYero yMeHbIIaeTcs
WHTEHCHBHOCTh  TPaHIHMpAalWH,  TOIJEpPKMBas ~ TOMEOCTa3  BOJHOTO
notenipana (Comstock, 2002). KaxeTcs ManoBEepOSTHBIM, YTO B HAIINX
9KCIICPUMEHTaX BOIHBIM MOTCHIIMAJ JIMCTA TOMaTa PEerylIHpyeT YCTbUYHYIO
MPOBOIUMOCTE  (Js), Tak Kak BbBICOKAas YCTbHYHAas MPOBOJUMOCTH
COIIPOBO’KAACTCS HU3KUM BOJAHBIM ITOTEHIHANOM (puC. 73a), OKa3bIBasi, YTO
YCThUYHASI IPOBOJUMOCTH KOHTPOJIHMPYET BOAHBIHM MTOTEHINAN, & HE HA000POT.
Jlanee B HamUX OHKCIEPUMEHTaX UYepe3 YEeTBEPO CYTOK MpPOH3PACTaHMSA
pacTeHHil B yCIOBHMAX YacTHYHOM 3acyxu B 30He KopHsA (PRD) srta cBa3p
OTCYTCTBYeT (puic. 630), HO BBICOKAas YCTbUYHAS MPOBOAUMOCTH (s
KOppeNupyeT ¢ HU3KUM coiaepkanneM ABK B kcunmemHOM coke (puc. 63T),
YTO COTNIACYEeTCsl C M3BECTHBIMHU JIUTeparypHbIMU aanHbiME (Zhang, Davies,
1989; Dodd, 2005), koTopble TOBOPAT B MOJIB3Yy TOrO, uTo KcmiemHas ABK
perymupyeT YCTBbHYHYIO IIPOBOAMMOCTb. B 3TOH CBsI3M, MOXET OBITH
MOABEPTHYTO COMHEHHMIO BiMsHMEe KcuiemHbIXx I[K Ha  ycThmumylo
npoBoguMocCTh. [IpuHMMas BO BHHUMaHHE, YTO 3aMBIKAIOIINE KIETKH
YyBCTBUTEIBbHBl K HM3MEHEHHI0 KoHIeHTpammu LIK, a He K WX 1xocTaBke,
OTCYTCTBHE W3MEHEHHMH KOHIEHTPAIlMM IMTOKMHWHOB B Kcmieme PRD-
pactenuii (puc. 61) cBUAETENBCTBYET IPOTHUB PETYIASTOPHON PO KOPHEBBIX
IK. KcunemHas KOHIEHTpamys TOpPMOHAa OyHET 3aBHCETh OT 3arpy3Kd
KCHJIEMBI B KOpHE H/WMJIM MOOETe W YMEHBIIATHCS C YBETHYEHHEM CKOPOCTH
kcmemHoro rnoroka (Dodd et al., 2004). Ipeamosnaras, 4To 5TH JBa Iporecca
HE3aBHUCHUMBI, a 3arpy3ka IUTOKHHHHOB OCTAa€TCS HEM3MEHHOH B IEPHOA
paHHEl  cTaauM  IOYBEHHOM  3acyXM, II€pBOHAYAIBHOE  CHUXKECHUE
TpaHCIIMpPAlMd Ha BTOPOM JIEHb JIOJDKHO TIPHUBECTH K IOBBIIICHHIO
KOHIIEHTPAlUU IMTOKMHUHOB B KCHJIEME.
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Puc. 63. Koppeasinuss Me:kay YCTHbHYHOI MPOBOTUMOCTBIO (Js), BOXHBIM
MOTEHUHAIOM (Y ;yera) JIMCTA (2, 0) M KOHUEeHTpauMeil kewiiemHo ABK
(B, 1), a Tak:ke Me:xk1y koHueHTpauueid ABK B kcuieMHOM 3kccynare u
BOJAHBLIM MOTEHIHAJIOM JIMCTAa Yepe3 aBoe (a, B, A) U 4yerBepo (0, I, e)
CYTOK TMoOcJe MepeBOda PACTEHMIl TOMAaTa Ha YACTHYHYI0 KOPHEBYIO
3acyxy (PRD, moauB oaHO# KOpHeBOH Npsigd 00beMOM BOJIbI PABHBIM
50% ot TpaHCHUPAIMOHHBIX MOTePh KOHTPOJIsI). B KayecTBe KOHTpOIA
(WW-pacTennst) CIYy:KUJIH PACTeHHsl, Y KOTOPbIX 00e MpsiiH KOpHei
NMOJMBAJIN € NMOJHOW KOMIeHcalueil TpaHCHIMPAUMOHHBIX morepb. Ha
PHMCYHKAaX MpeACTABJIeHbI JaHHbIe MAPHbIX H3MepeHuii 1 PRD- u WW-
pacTeHmii 4 NpoBeleHa JuHeiiHas perpeccus (P<0,05)
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OTO AEHCTBUTEIBHO MOXET IOJITBEPKAATHCS HAOIIOIAEMBIM HaMU
noBeimienueM coxepxanus LIK (B 1,4 paza) B kcuneme PRD-pactenmii mo
CpPaBHEHHUIO C KOHTpoJeM Ha 2-oi JeHp skcnepumeHTa (puc. 61). To, uro
pacTeHus C YaCTMYHONM KOpPHEBOIl 3acyxo M ¢ TIOJHBIM MOJHBOM
MOJMEPKUBAIOT CXOAHBIM ypOBEHb IIUTOKMHMHOB Ha 4 u 5 JeHb
JKCcTepuMeHTa (puc. 61), HECMOTps Ha CHMXKEHUE CKOPOCTH TpPaHCIHPALUH,
MO3BOJIAET NPEANONIOKHTh, YTO 3arpy3kKa IUTOKMHHHOB B KCHIIEMY TaKXkKe
CHHU3WJIACH NMPOMOPIHOHAIBHO CHIKEHHIO KCHUIIEMHOIO IOTOKA, yKa3blBas Ha
TO, YTO LUTOKMHUHOBBIA CUTHAJIMHT M3 KOPHS B MOOEr BO BpeMs MOYBEHHON
3aCyXHU MOYKET PETYINPOBATHCS HA YPOBHE 3arPy3KU TOPMOHA B KOPHE.

Takum o0pa3oM, y pacTeHH TOMAaTOB IpHU YAaCTHYHOHW 3acyxe B
oOmact  kopHeW  QopmupoBaics kopHeBo ABK - curnanumHr,
peryIUpYIOMMKA YCTBbUYHYIO0 mpoBoxuMocTs JucteeB. Copepikanue LK B
KCHJIEME CYILECTBEHHO HE MEHSUIOCh, HO 3HAYMUTEIbHO CHIXKAJIOCH B mobOere
pacTeHu#, 4To TaKXKe MOIJIO HUMETh OTHOLIEHHE K PEryisilldd YCTbUYHOM
IIPOBOAMMOCTH JIUCTHEB MpH 3acyxe. CHIKEHUE CONEpXKaHUs 3TOTO TOPMOHA
B 100ere MpeANnoJOKUTEIbHO MOXET OBbITh OOYCJIOBIICHO IOBBIIICHUEM
aKTMBHOCTH LUTOKMHMHOKCHJA3bl, & HEU3MEHHBIM NPUTOK IIUTOKHHUHOB U3
KOpHEil Ha ()OHE CHW)KEHMS TPAHCIIUPAIMK DPACTEHHH TOBOPUT B IIOJB3Y
perymsiuuu 3arpysku LIK B camom kopHe. B 3THX 5kcrepUMeHTaxX Mbl BUIUM
JIMIIb KOCBEHHOE JJ0KA3aTeIbCTBO TOTO, YTO LIUTOKMHUHBI MOTYT BBICTYIIATh B
POJM KOPHEBOTO CUT'HAJA M PETYIMPOBATh MPOTEKAIOIINE B ITOOETE MPOIIECCHI.
B mouckax Oomee MNpSAMBIX OKa3aTeNbCTB IIUTOKWHMHOBOTO KOPHEBOTO
CHTHAJIMHTA MBI UCIIOJIB30BAIIH JUTS HCCIISIOBaHMH iPt-TpaHCTeHHBIE PACTCHHSI
Tabaka, y KOTOPbIX MOJKHO JIOKQJIBHO BBI3BATH AKTHUBAIMIO CHHTE3a TOPMOHA.
JanHble MpeicTaBleHbl B clelyrolieM  paszgene. UYTo  KkacaeTcs
THIPAaBIMYECKUX CHTHAJIOB, TO B JAaHHON CepUM 3KCIIEPUMEHTOB OBIIO
MIOKAa3aHO, YTO MPHM YAaCTHYHON TOYBEHHOH 3acyxe B 00JacTu KOpHEil,
BBI3BIBAIOIICH JIMIIL HEOONbINOE H3MEHEHHE BOAHOTO IOTEHIIHAaja JINCTa,
YCTbHYHAs NPOBOAMMOCTb, PEryISAlMs KOTOPOH OCYHIECTBISUIACH B MEPBYIO
ouepenb Ha ypoBHe kopHeBoM ABK, Biausuia Ha BOAHBIM NMOTEHLUHMAN, a HE
HaoOopoT. Bmecte ¢ Tem, kak HeOOJbIINE W3MEHEHMS! BOAHOTO IOTEHIIHANA
JMcTa, Tak W KoHIeHTpaunn ABK B KCHIIEMHOM cOKe MOIIHM OBITh TEeMH
CUTHAJaMH, KOTOpbIE 3allyCKalld IPOLECCH, HAlpPaBICHHBIE HAa CHUKEHUE
COIepKaHUS LUTOKMHIHOB B mobere. Ha Takyio BO3MOMKHOCTH YKa3bIBaJIH
HekoTophie myonukarmu (Brugiere et al., 2003), u ona Gbuta poBepeHa pH
BBITIOJTHEHUH PaOOTHI, IPEJICTABICHHON B CIEAYIOMINX pa3iesax.
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Cur"ajpHasi poJib KOPHEBBIX IUTOKHHUHOB B PeryJIsiiNA YCTHHYHOM
NPOBOAUMOCTH Y ipt-TPAHCTEHHBIX PACTeHHUI Ta0aKa B yCJIOBHSAX
JIOKAJIBHOTO JIeHCTBUA TeMIlepaTyphl

Peakuwz pacmenuzi mabaxka Ha 10KAIbHOe HaepesaHue KOpH:

Wurerpannst B pacTUTENbHBIM TeHOM Ipt-reHa OakTepwii, KOIHUPYIOUIETO
(epMeHT, KaTaNM3UPYIOIIUH CHHTE3 [HTOKWHWHOB, Jajlla I[IHPOKHUE
BO3MO)KHOCTH JUIA TIONYyYCHHWS TPAHCTEHHBIX pACTCHHH, B KOTOPBIX
SKCHPECCHSI ITOTO TeHa MOKET WHAYIIMPOBATHCSA PA3IMIHBIMU ITPOMOTOPAMH,
W M3YYCHUS POJHM IUTOKWHUHOB B PETY/SIMH PAa3IHYHBIX IIPOIECCOB, H, B
YaCTHOCTH, B PErYJAIUH YCTBHYHON MpoBOAUMOCTHU. [ToMbITKa HCTIONB30BATh
JUTSL OTOM 11eK pacTeHus ipt-TpaHcreHHOro Tabaka ¢ TEIIOBBIM MPOMOTOPOM
(TemmoBa m gp., 2000) mo3Boimia eme pa3 MOATBEPIUTH CBA3b MEXIY
YPOBHEM COJCpKaHMs IIMTOKMHUHOB B MOOErax M TpaHcmupaiueit. Bmecre ¢
TEM, HU JIaHHBIC O BIMSHUM SK30T'CHHBIX IMTOKHHHUHOB Ha TPAHCITHPAIIHIO, HH
pe3ynbTaTthl  CPaBHEHUS  JWHAMHKH  TPAHCIUPAUUU U COACPIKAHHS
UTOKAHWHOB Yy pAcTeHHH TpW pPa3TUYHBIX BO3ICHCTBHAX HE [ajiH
OTHO3HAYHOTO OTBETa O XapakTepe BIMSHAS IaHHBIX TOPMOHOB Ha
yereuuHyto nposogaumocts (Incoll et al., 1990; Mansfield et al., 1990).
I[IpoTHBOPEUHBOCTh JAHHBIX JUTEPATYpHl IIOCITYXKHJIA OCHOBAHHUEM LIS
yrepxaenuss 1. Mansfield (Mansfield et al.,, 1990) o tom, uTO pOIB
IUTOKUHUHOB (B oTimune oT ABK) B perymsiiuu ycThUYHONW MPOBOIMMOCTH
BCE CIIe HYXKIAeTCs B JaIbHEHIIIEM SKCIICPUMEHTATIBHOM [TOTBEPIKICHHU.

B wHammx ompiTax OBUTM  KMCIIONB30BaHbI  pacreHus  ipt-
TpaHCreHHOro Tabaka ¢ TeroBeiM mpomoTopom (Nicotiana tabacum L., cv.
Petit Havana, HSIPT) mist Toro, 4toGBI MOHSTH, KaK H3MEHSATHCS POLIECCHI B
nobere Mmociie JOKaabHON MHAYKIMM CHUHTE3a IUTOKUHHHOB B KOPHSIX. MBI
MPEAMONIOKIIIM, YTO JIOKAJIbHOE HArpeBaHWEe KOPHEH, MpHUBOIAIICEe K
aKTHBAalMK ipt-reHa, MOMKHO B TIEPBYIO OYepeb BbI3bIBATH HAKOIUICHHE
IUTOKUHHHOB B KOpDHAX. B manpHeimeM TropMOH ¢ TpaHCIHPAMOHHBIM
MOTOKOM MOXeT IocTymaTh B moOer. CrieloBaTellbHO, COMOCTABIICHHE
pe3yNbTaTOB  W3MEPEHHS COIEpXKaHWS TOPMOHA B pa3HBIX OpraHax
TPAHCTEHHBIX U HETPAHC(OPMHUPOBAHHBIX PACTCHHUI B OOBIYHBIX YCIIOBHSIX H
NpY BO3ACHCTBHM TEMIIEPATYPHOTO IIOKA MOXET JarTh HH(DOpMAIMIO HE
TOJIBKO 00 YJacTHH I[UTOKUHHHOB B PErY/SIIHH YCTHHYHOU MPOBOIUMOCTH,
HO U O CHTHAJILHOU POJIM KOPHEBBIX [IATOKHHIHOB.

Hcxons U3 MOCTaBICHHOM 3a1a49H, KOTOPAast COCTOSIA B TOM, YTOOBI
OMpENeNIUTh POJIb KOPHEBBIX IMUTOKHHHHOB B PETYISANHAU YCTHHYHOU
MPOBOAMMOCTH, MBI €)KEIHEBHO B OJTHO U TO )K€ BPEMS B TCUCHHUE HECKOJIBKUX
YacoB IIOCIIC TEIUIOBOTO IIOKAa M3MEpsUTd  TpaHcnupanmioo. JlaHHBIC
JUTEPaTypel TOBOPAT O TOM, YTO CaMO TIOBBIIICHUE TEMICPATyphI
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OKpy’KaroIllell cpelnpl TakXkKe MOXET BbI3BaThb YBEJIUYEHHE YCTbUYHOU
npoBoguMocTH (Temnosa u np., 2000), mo3TOMy B KauecTBe KOHTPOJIS BO BCEX
9KCIIEPUMEHTaX MapajuIe]bHO C TPAHCTCHHBIMHU PACTCHUSMH aHAIN3UPOBAIIH
HeTpaHchopMupoBaHHble pactenus Tabaka (Nicotiana tabacum L., cv. Petit
Havana SR- 1).

16
14 +
712
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=
S
= 10 1
=
g 8
=
©
Q
= 6 .
5 = ipt, KOHTPOsb
z —— ipt, HarpeBaHVe KOpHen
|c_>. 4 1 —/v— SR, KOHTpOnb
—a— SR, HarpeBaHue kopHen
2 -
0 T T T 1

0 50 100 150 200
Bpems nocne HarpeBaHWsA KOPHEN, MUH

Puc. 64. lunamMuka CKOPOCTH TPAHCNUPAIMM HeTPaHC(OPMHPOBAHHBIX
Nicotiana tabacum L., cv. Petit Havana SR- 1(SR) u TpaHcrennbix
Nicotiana tabacum L., cv. Petit Havana, HSIPT (ipt) pacrenunii Tagaka
nocJje JOKaJbHOro HarpeBanusi kopHeii mpu 40 °C B teuenne 1 4. Ha
PHCYHKe MPeICTABJIEHBI CPeIHHE 3HAYEHHUSI M UX OIINOKH; N=5

BoseiicTBie TEMIOBOro IIoka Ha pacTeHus Tabaka B 00MacTH
KOpHEH BBI3BIBAJIO OBICTPOE MOBBIIIEHUE CKOPOCTH TpaHCTHUpanuu (puc. 64).
Ilpu 3TOM OoOJiee BBIPAXKECHHOE YBEIMYCHHE CKOPOCTH IIOTEPH BOJIBI
HaAONIOAIM Yy TPAHCTeHHBIX pACTeHWi Tabaka TI0 CpaBHEHHIO C
HETpaHC(POPMUPOBAHHBIMK. IlOCe BO3BPAICHUS PACTCHHH B HCXOIHBIC
ycioBust  (YCJIOBHSL KOHTDOJISI) TpPAaHCHHMpAIMs HAdMHAAa CHIDKAThCS Y
pacTeHHU#l, MOMBEPraBIINXCS HArPEBAHHWIO KOPHEH, B TO BpeMs Kak y
KOHTPOJIHBIX pAacTeHUil (He TOABEPrajiuCh TEIUIOBOMY BO3ACHCTBHIO)
TPaHCIUPAIUSI CO BPEMEHEM HECKOJBKO IMOBBIIIANACH. JTO MO3BOJIIET HAM C
YBEpECHHOCTHIO CKa3aTh, 4YTO KMEHHO TCIUIOBOM INOK HWHAYIHPOBAJI
U3MEHCHHUsS TOBeIeHHs YCThHI. UYepe3 JBa dYaca IOCIE TEIUIOBOTO IIOKA
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CKOPOCTh TIOTE€PH BOABI Y BCEX pacTeHHi Obljla NPUMEPHO OAWHAKOBOW 3a
UCKIIIOYEHWEM BCE €IIe IIOBBILICHHOTO YPOBHA TpAHCIHUpAaUUU Y
TPAaHCTEHHBIX pacTeHHi. M, HakoHel, K TpeTheMy 4acy IHocie BO3/IeHCTBUS
YPOBEHb TpaHCIUPALNHU y PACTEHHH, KOPHU KOTOPBIX HarpeBasu, ObUT HUXE,
4YeM Yy KOHTPOJIbHBIX PACTCHUH.

Takum 00pa3om, TEmIoOBOW HIOK B 00JIACTHM KOpHEW WHIYLUPOBA
OBICTPOE OTKPBITHE YCTHUII y PACTCHHU# Tabaka, n B GOIBIIEH CTeeH: - y ipt-
pacrenmif. [To mamabmM muteparypsl (Temmoa u ap., 2000), moBeImIeHHE
Temneparypsl Bo3ayxa a0 40 °C Takke BBI3BIBAIO YBEIHYEHHE CKOPOCTH
TPaHCIIUPAIMM W y TPAHCTCHHBIX, U y HETPaHC(OPMUPOBAHHBIX PACTCHUH
Tabaka, KOTOpOE NEPBOHAYATBHO MOIIO OBITH CBSI3aHO CO CHIDKCHHEM
OTHOCHTEJIFHOTO COJEp)KaHMsl BOABI B Bo3ayxe. OIHAKO B HalleM ONbBITE
TeMmIeparypa BO3AyXa HW3MEHSUIaCh HE3HAYMTENBHO, W JIMIIb B 00NacTH
HIDKHErO0 JIUCTA DPacTeHHH, KOPHU KOTOPBIX MOABEPTaliCh BO3AEHCTBHIO
TEIJIOBOTO II0Ka, OHA MOBKIIIAIachk He Oojee yem Ha 2 °C.

Janee HaM clefoBajlo MPOCIEAUTb, KaKUM 00pa3oM M3MEHANACh
YCTBUYHASI TPOBOJUMOCTD JIMCTHEB Y PACTEHHUH Yepe3 4ac Mocie JOKaILHOTO
TCIJIOBOTO  BO3ACHCTBMS HAa  KOpPHH, JUIi TOTO  YTOOBI  CBSI3aTh
TPaHCIIMPAIMOHHBIE TIOTEPH C pa3MepoM ycThHIl. M3 pucynka 65 xopormro
BUJIHO, YTO Yy pAcCTCHHH Tabaka yCThHYHAS IIPOBOAMMOCTH BO3pacTraja
MOCIIEI0BATENBHO OT HIDKHHX JIUCTHEB K OoJiee MONOABIM BepXHUM. [1epBhIii
W BTOPOH JINCT MMENU TPH3HAKK CTapeHHS W OYEHb HHU3KYI0 YCTBHYHYIO
MPOBOJMMOCTE, KOTOPYIO TPYIHO OBIIIO H3MEPUTH.

Harpesanue xopheil B Teuenue 40 mun npu temmneparype 40 °C moBsImano
YCTBUYHYIO MPOBOJMMOCTh IMPAaKTHYECKH BCEX JIMCThEB pacTeHWi Tabaka
o6enx rpym (ipt- u SR- pacTenwuii), mpu 3ToM HanboJIee IPKUE TOCTOBEPHbIE
pa3nuumsi ObUIM XapaKTepHBI JUIsi BEPXHHX JHCTheB. Clemyer Takke
OTMETHUTH, YTO B OOJIBIIEH Mepe YCTbUYHAsI TPOBOAMMOCTb aKTHBUPOBAJIACH Y
TpaHC(HOPMHUPOBAHHBIX IPt- pacTeHuit. DTO COOTBETCTBOBAIO HAIIMM JAHHBIM
M0 CKOPOCTH TpaHcHHpanuu (puc. 64): y TpaHCT€HHBIX PacTeHUI OHA TaKXke
Obuta Beime. YTo ke MOCIHYXXKWIO CTHMYIIOM JUIS YBEJIMYEHHS YCTbUYHOU
MPOBOJMMOCTH BCJIE/T 32 TEMIEPAaTYpPHBIM HIOKOM M YTO CTaJI0 HPHUYMHON
3aKpBITUS YCTHUII B TTOCIIETYIONINE Yachl KCIIEpUMEHTa?

Xopomo M3BECTHO, YTO MHTEHCUBHOCTH TPAHCIUPALMU 3aBUCHT
KaK OT BHEIHHX, TaK M OT BHYTPEHHHUX (akTopoB. Bcskoe 3Haummoe uist
pacTeHus:  yMEHBIICHHE  OBOJHEHHOCTH  JIUCTBEB  yMEHBIIAET  HUX
TpaHcnupauuo. Llenslil psa cTpeccopoB pa3IndHON IPUPOLIBL, B TOM YUCIE U
BBICOKasi TEMIIEpaTrypa, BbI3bIBAET B PACTCHUH BO3HHMKHOBEHHE BOJHOTO
JgeduiyTa, HANpPaBICHHOTO HA TOHW)XKEHHE BHYTPUKIETOUYHOTO BOJHOTO
MOTEHIMaja, 4YTO B CBOKO Ouepe/lb CHIDKAET CKOPOCTh TPAaHCIUpPAIHU
(Comstock et al., 2002). OnHako B HameM SKCIEPHUMEHTE TEMIIEPaTypHOro
BO3JCHCTBHMS Ha JIMCThS HE OBLIO, HO CaMO MOBBIIIEHHE YCTHUYHOU
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MIPOBOJAUMOCTH, HHIYLHMPOBAHHOE HArpEeBaHUEM KOPHEH, NpPHUBEIO K
YBEJIMYEHUIO TMOTEPU BOABI pacTeHusiMH (puc. 64 u puc. 65) U MoOIIO
CKa3aTbCs Ha €€ COIeP KaHUU B JIUCTHAX M UX BOJHOM MOTEHIHAJIE.

400 A *
350 A O SR, KOHTPOsb
0O SR, HarpeBaHue KOpHew *%
5 300 oi
¢ ipt, KOHTpOIb *% —
0:5 250 - @ ipt, HarpeBaHue KopHen
Q
T
T 200 A
[
g 150 -
=
)
O 100
T T
3 4 5 6 7
Homep mmncta
Puc. 65. Yerpuunast MPOBOIAMOCTH (Gs) JIACThEeB

HerpancgopmupoBannbix Nicotiana tabacum L., cv. Petit Havana SR-1
(SR) u Tpancrennsnix Nicotiana tabacum L., cv. Petit Havana, HSIPT (ipt)
pacTeHuii Tabaka yepe3 1 4 nocJjie JIOKAJILHOT0 HATPeBAHMA KOpPHeil npu
40 °C B Teuenne 1 4. CTaTuCTHYECKH 3HAYMMBbIE Pa3ju4Msi 3HAYEHHUI
JJISl JINCTheB OJAHOro spyca (HymMepamusi OT OCHOBAaHHS INO0era) Mexy
HarpeBaHUeM U KOHTPoJieM 0003HaveHbl: * - P<(,05, **- P<0,01, t-test

Haubonee Onu3kuii K BOJHOMY MOTCHIMATY IIOKa3aTeiab - 3TO
oTHOcHTeNnbHOE conmepxkanne Boasl (OCB) (Jones, 1992). OCB pactenuit
TabaKka Yepe3 YeTBEPTh yaca IMOCje IPEKPAIICHUS BO3ICHCTBHUS TEILIOBOTO
IOKa B 00JIACTH KOPHEH He OTJIMYANI0Ch BO BCEX IpyINax pacteHui (puc. 66).
OTO rOBOPHUT O TOM, YTO B TKAHSX JMCTa HE TEHEPUPOBAJICS I'MIPaBIMYECKUN
CUTHAJ BCJEACTBHE MPSAMOro IEHCTBHS TeMIeparypsl Ha KopHu. W 3rto
SIBJISIETCSI apTyMEHTOM B T10JIb3Y TOTO, YTO ITOBBIILICHHE TPAHCIIUPALMHU TOCIIe
HarpeBaHusi KOpHEH He ObLIO CJIEACTBUEM THAPABIMYECKOrO CHUTHala.
HampoTuB, TOBBIIEHHE CKOPOCTH IIOTEPH BOJABI pacTeHUsIMH Tabaka,
BbI3BAHHOE HArpeBaHWEM KOpHEW, B KOHEYHOM CyeTe, HPUBOAWIO K
YBEJIHUYCHHUIO Ie(UIIUTA BOABI U TIAJICHUIO BOJHOTO MOTEHIMAaIa TKaHeH JIucTa
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K KOHIy TPEThEro 4aca I0cJjie IPUMEHEHHS JIOKaJbHOIO TEIUIOBOTO ILIOKa B
obnmactu KopHei (puc. 66). JlornuHo, 4to TpaHcHHMpHpYyIOmUe ¢ OoJbLIeH
CKOpOCTBIO ipt-pacTeHuss UMEIOT Ooliee BBIPAKCHHBIN ACHUIMT BOABI IO
CPaBHEHHIO C KOHTPOJIEM, YeM HeTpaHC(OpMHUpOBaHHbBIE SR- pacTeHus.

B SR, KOHTpOsb 0O SR, HarpeBaHue KOpHen
O ipt, KOHTPOMb @ ipt, HarpeBaHne KopHen
90 -~
80
70
60 ~
50 A
40 A
30 A
20 -~
10 ~
0 - T
15 MmuH 14 3y

OCB, %

Bpemsi nocne HarpeBaHusi KOpHeNn

Puc. 66. lunaMuKa OTHOCHTEIBHOro coaep:kanusi Bogpl (OCB) B 3-7
JIMCThAX OT OCHOBaHusi mnoGera HerpaHchopmupoBanubix Nicotiana
tabacum L., cv. Petit Havana SR-1 (SR) u Tpauncrennnix Nicotiana
tabacum L., cv. Petit Havana, HSIPT (ipt) pacrenuii Tadaka depe3 1 u
nocJie JIOKaJbHOro HarpeBanusi kopHeii npu 40 °C B Teuenne 1 4. Ha
PUCYHKe MNpEACTaBJEHbI CpeJHUEe 3HAYeHWs] M OMMOKH CpeaHux, N=5.
CrarucTH4ecKH I0CTOBEPHBbIE OTJIHYMSI 3HAYEHUH KOHTPOJISI M ONbITA
(HarpeBaHue KopHeii) 0003Ha4eHo *, P<0,05

Takum o0pa3oM, OIZHO W TO XK€ BO3ACHCTBHE (JIOKAIbHOE
HarpeBaHUe KOPHEH) BBHI3HIBAJIO BRIPAKCHHYIO B Pa3HON CTENCHH PEaKIUIO Y
pacTeHui, OTIMYABIIUXCS TOJBKO MPUCYTCTBHEM B MX TeHOTHNe ipt-reHa,
OTBETCTBCHHOTO 32 CHHTE3 IUTOKUHHHOB M BKIIOYAIOMIETOCS B YCIOBHUSIX
TEIUIOBOTO MIOKA. [103TOMY MOXKHO TMPEIIIONIOKUTh, YTO BBICOKAs CKOPOCTb
TpaHcupaluu Ipt-TpaHCreHHBIX pacTeHuid Tabaka MocCiae BO3ACHCTBHS
TEIUIOBOrO IIOKa OOYCJIOBJICHAa OCOOCHHOCTSMH TOPMOHAJIBHON pEaKIuu
pacTeHui.
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PacTsiakIMOCTE  KJIeTOK Kak (aKTop, CHocoOCTBYIOMIUIA
NOJ/ICPKAHNI0 POCTAa NMPU KPATKOBPEMEHHOM JelicTBHM eUIHMTA BOABI
B IUTATEJbHOM PacTBOpe

[Ipu cTpeccoBbIX BO3ICUCTBUAX MOAJEP)KAHUE POCTOBBIX IPOLIECCOB
MOXXET OBITh CBS3aHO ¢ M3MCHEHHEM CBOWCTB KIleTouHO# cTeHku (Hsiao et al.,
1998). D10 mpenmonokeHHE BO3HUKIO B pe3ylbTare ASKCIEPHIMEHTOB, B
KOTOPBIX, KaK M B HamIell paboTe, 1moj BIMSHHEM Ae(UIMTa BOIBI CHavasa
HaOIOMAId  TIPEKpalieHne pocTa, a 3areM ero Bo3oOHoBIeHue (Serpe,
Matthews, 1992). Kak u3BecTHO, pacTsiKeHHE KICTOYHON CTEHKH MPOUCXOIUT
TOTZa, KOTZIa TyprOpHOE JaBJICHUE, BOSHUKAOIIEE 3a CUET MOCTYILICHUS BOMBI
B KIJIETKY, IPEBBIIIAET HEKOE MMOpPOroBoe 3HaueHue. [Ipu BogHOM neduuure
NPUTOK  BOABI  TIpEeKpamiaercs, a pacTsDKeHUWE KIETOYHOH  CTEHKH
NpOJOIDKAETC J0 TeX IOop, MOKa TYyprop He yHajaeT HHXE IOPOrOBBIX
3HaYeHuil. Bo300HOBIEHUE pOCTa MOXKET OBITh PE3YIBTATOM BOCCTAHOBIICHHS
Typropa 3a C4eT OCMOTHYECKOTro mpucnocobnenus. OJHako B HaIIWX
9KCIIEPUMEHTaX HAaKOIUIEHHE OCMOTHKOB IIPOHMCXOJMIIO HE JIOCTAaTOYHO
ObIcTpO, 4TOOBI OBITH NMPUYMHOM BOCCTaHOBIECHUS pocTa. [lapamrensHoe
U3MEpPEHHE CKOPOCTH pOCTa M Typropa MOKa3ajlo, YTO POCT MOXKET
BO300HOBIATECS Ha ()OHE HEM3MEHHOro Typropa Kietok (Serpe, Matthews,
1992). Ha ocHOBaHMH 3THX OIIBITOB OBLTO BBICKA3aHO IPEAIIONOXKECHUE, UTO
9TO TIPOMCXOJWT 32 CYET H3MEHEHHMsS CBOWCTB KIJIETOYHOH creHkd. OmHa
CTaHOBHTCSI MEHEE JXECTKOH, IOpOroBoe 3HAUYCHHWE Typropa, HEoOXOoAuMoe
JUI TIOJACPKaHMs pPOCTa, CHIDKAeTCcsd M pocT Bo3oOHOBIseTca. Kpome Toro,
MOXKET YBCIUYUBATHCA PACTANKUMOCTL KJIETOK. HpI/I 9TOM KJICTKH IOJIXKHBI
VBEIMYUBATHCSI B pasMepe ObIcTpee TpW MeEHbIIeM BO3JCHCTBHM Ha
KJIETOYHYIO CTeHKY. IIpuxiianeiBas naBieHHE K KOPHSM, U PETUCTPUPYS NIpU
9TOM HM3MEHEHHE CKOPOCTH POCTa JIMCThEB KYKYpy3bl, XCHA0 C COaBTOpaMu
(Hsiao et al., 1998) paccunranu koadduipent pactsokenus. OKa3aaoch, 4To
OH BO3pacTaeT MpH IOBBIICHUN Ae(UINTA BOJBI B PACTEHUH, B 3aBUCUMOCTH
OT TpaHCHHMPALMH M JOOABIEHWS OCMOTHKOB B ITUTATEIbHBIA pacTBOP.
BwMmecTte ¢ TeM, B Ipyrux sKCHepHUMEHTax ObUIO OOHApY>KEHO MOBBIIICHHE HE
PacTsHKUMOCTH KJIETOYHOM CTEHKH, a, HA000poT, - ee sxectkoctH (Matthews et
al., 1984; Chazen, Neumann, 1994). CpaBHeHue YCIOBHIl TpOBEACHHS
ONBITOB, B OJHUX W3 KOTOPBIX OBLIO OOHAapyXeHO BO3pacTaHUE
PaCTAKUMOCTH JIUCTA, 4 B JPYTUX — €€ CHMIKXCHUEC, IOKA3bIBACT, YTO OHH
pas3Myualnch 10 JUIMTEIBHOCTH BO3IEHCTBHUs CTpeccoBoro ¢akropa. Taxxke
OBIJIO MOKA3aHO, YTO XapaKTep PA3ININA MOXKET 3aBUCETh OT BUJA PACTEHUH.
Tak y pacteHHil fYMEHA U KyKypy3bl OBIJIO OOHApYXEHO CHIDKCHHE
PacTsLDKUMOCTH JIMCTA NPU IEHCTBUU 3aCOJIEHUS, a Y PACTEHUIN pUca — TaKoi
peakuuu He Habmonanock (Lu and Neumann, 1998).
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W3 ananusa paHHbIE JIUTEPATypPhl BUJHO, YTO PACTSDKMMOCTB KIIETOK
MOYKET MEHSTBCSI IIPH BHEITHUX BO3/ICHCTBUSX, HO XapaKTep STHX U3MEHEHHN
TPYAHO Mpexackaszars. [103ToMy HE0OXOIMMO OBLIO M3MEPUTHh PACTSHKUMOCTB
JUCTHEB B HAIIUX OKCIEPUMEHTAX, 4TOOBl BBIICHUTH, HE CBS3aHO JIU
BO30OHOBJIEHHE pOCTa C €e¢ YyBEJIW4YeHHEeM. [lo3ToMy MBI TpOBeENH
9KCIIEPUMEHTHI C MCIOJIB30BaHUEM JaTuiKa POCTa MO CXeMe, MPEIOKEeHHON
X.Tomacom ¢ corpynaukamu (Thomas et al., 1999) mis omeHKH BHIOBBIX
pa3nuuuii MEeXAY pacTeHUSMH. MBI BIICpBBIC MPUMEHHIN STOT MOAXOA IS
BBISIBIICHHUS BO3SMOXKHBIX M3MEHEHUH PAaCTSHKUMOCTH KJIETOYHOH CTEHKH IO
BJIMSIHUEM BHEIIHUX BO3IECHUCTBUH.

Meton oOcCHOBaH Ha YBENWYEHHH TSAHYIIETO YCHIHSA TpH
perucTpanuy  TOJIOKEHWs KOHYMKAa JIMCTA, YTO JOCTUTAeTCs IyTeM
MO/IBEIIMBAHUS  JOMOJHUTENIBHOTO TIpy3a K Jarduky pocra. Ilocie
MEXaHHYECKOTO PACTsHKEHHs JIMCTa, KOTOpOE HE YYUTHIBAIOCh, MBI
PETUCTPUPOBATM CTAOWIBHYIO CKOPOCTh yAJWHEHHs B TedeHue 10 MUHYT.
CunTaercs, 4TO CKOPOCTb Y/UIMHEHHs IPU ITOM OTPaKaeT PacTHKUMOCTh
KJIETOYHOW CTEHKH, CBSI3aHHOE C MPOUCXOASIIMMHU B HEH OMOXMMHYECKUMH
nporeccamu (McQueen-Mason, 1995). Pacuer xo3ddurmenta pactsokeHus
MIPUBOIUTCA B MaTepuaiax U MeToIax.

V3MepeHne CKOpOCTH pOCTa JIHCTa TNPH TOABEUIMBAaHWUH Tpy3a K
JAaTYAKy pocTa [0 ¥ TOCJe TOBBIICHHUS TEMIEPaTypel, H pacdeT
ko3 duImeHTa pacTsHKCHHS TOKaszaiH, 4YTO pPAacTsHKUMOCTh JIHCTAa HE
MeHsJIach TpU NaHHOM Bo3xeictBum (ObuTa okoio 0,25+0,04 mo m mocie
BO3/eHCTBHA). B pe3ynsraTe M3MepeHus IoKa3aresieil B HOYHOE U JHEBHOE
BpeMs ObUTO0  OOHApyXXeHO, HYTO y TPAHCHHPHUPYIOUUX PpPacTeHUi
pacTsDKMMOCTh  KJIETOYHOM CTEHKM BBIIIE, YeM Y HETPaHCIUPUPYIOLINX
(Hsiao et al., 1998). B Hamux omsITax OpH UCXOMHOM TeMIIEpaType BO3myxa
YCThUYHAS TPOBOAMMOCTD YK€ ObLIA JOBOJBHO BBICOKO#H (0K0I0 60 MMOJIE M
’c™") u ee mabHElIIEE MOBBIIICHHE C BO3PACTAHHEM TEMIIEPATYPbI BO3LyXa HE
CKa3bIBaJIOCh Ha Kod((uIMeHTe pacTskeHus. TakuMm 00pa3oM, CKOPOCTb
pocTa pacTshKeHHEM, BHINMO, HEOAMHAKOBBIM 00pa3oM PETYIHUPYETCs IpH
MHHNHALUKE TpaHcnupanuu (onbiTel, onucaHueie (Hsiao et al., 1998)) u ee
JATEHEHINEM MTOBBITIICHUH (HAITN PE3yITBTATHI).

[Ipy  TOHMXEHWH  TEeMIepaTyphl  IMHTATEIBHOTO  pPacTBOpa
koa(duireHT pactsbkenus jucta cHipkancs ot 0.26+£0.02 mo 0.21+0.01 ¢
LITIa™ D10 mormo GbITh CleACTBHEM NPSIMOTO JAEUCTBUSL TEMIIEpATyphbl B
30HE POCTa HA CKOPOCTh IPOTEKAaHHs OMOXMMHYECKHX MPOLECCOB, OT
KOTOpBIX 3aBUCUT pacTspkenue (Proseus, Boyer, 2006). Benp temmeparypa
30HBI PACTSDKEHUS, KOTOpash HAXOAUTCS Yy HPOPOCTKOB OJHOJOJNBHBIX
pacTeHuil B OCHOBaHMHM MO0€ra, JOJDKHA CHIDKAThbCsS H3-32 OJIM30CTH
XOJIOTHOTO IUTATENILHOTO pacTBOpa. TeM caMbIM 4yBCTBUTEIBHOCTh JaHHOTO
MoKaszaresisi K TeMIIepaType MOATBEP)KIAET, YTO OH OTPaKaeT CKOpOCTb
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NPOTEKaHUsI OMOXMMHYECKUX TMpOleccoB. TakuM o00pa3oM, COCTOSHHE
KJIETOYHOW CTEHKH CIIOCOOCTBOBAJIO CHIDKEHHIO CKOPOCTH pOCTa JICTa M
COXpPaHEHMIO €ro HH3KOTO YpPOBHS IpHU  JIOKAJbHOM  OXJIKACHHU
MIUTaTEIBHOTO PacTBOPA, YTO OBUIO BBISBICHO B HAILIMX SKCIIEPUMEHTAX.

BakHo OBUIO POBEPHUTH, M3MEHSIETCS JTH KOI(D(DULNEHT PacTsIKEHHUS
JICTA MTPU OCMOTHYECKOM cTpecce. JIJist 3TOro HeCKOJIbKO pa3 Ha MPOTSHKEHUH
Ieprosia HYJIEBOIO pPOCTa K NPOTHBOBECY JATYMKA IIOABCIIMBAIN TPY3,
pEeTHCTPUpPOBAIM B TEUCHWE 5 MHHYT CTaOMIbHOE YAJIMHCHHE IIHCTa,
MHIYIUPOBAaHHOE YBEIMYCHHEM TSIHYIIETO YCHIHMS, a 3aTeM CHUMaln
JOTIOJTHUTENIBHBIN BEC, U TTOCIE 5-MUHYTHOH Nay3bl BHOBb €TO MOABEIINBAIIH.
OTy mponenypy MOBTOpsuIM 3 pa3a Ha NPOTSHKEHUHM NEpHOIa OTCYTCTBHSA
pocra, B pe3ydbTare Yero IOJyYWIIM JaHHbIE, IO3BOJSIOLIME CYIUTh O
JMHAMHKE COCTOSIHUSI KJIETOYHBIX CTEHOK JucTa. M3 TaOmuipl BUAHO, 4TO
nocsie 00aBJIeHUs] MOJUITUIICHITIMKONS B THTATENIbHYIO CPEAy C KaKAbIM
MOABEIIMBAHMEM  Tpy3a  3HaueHus  Kod(D(UIMEHTAa  pacTHKKEHHS
yBenuuuBanuch. Yepes 30 MuH kod3(GHUUIMEHT pacTskeHUs Obl1 B 2 pasa
BbIme, uyeM uepe3 10 MHHYT mocie Hadanma BosfeicTBus. CpaBHeHHE
KO3 QUIMEHTa PACTHKEHUSI JHCTAa W POCTOBOW AWHAMHUKH II0KA3aJI0, 4TO
BO30OHOBJIEHHIO pOCTa Ha (OHE [00aBIEHHS B THTATENBHBIA PacTBOP
TIOMATUJICHIINKONSL TIPEIIECTBOBAIO YBEIMUCHHE DPACTSIKUMOCTH TKaHEH
ncta (Tabi. 22) Kak y pacTeHUH MIICHHUIIbI, TAK U Y SUMEHSL.

Tadauua 22

Koa¢pduuuenr pacrsxenusn (g, cex *TTIa™) NEePBOro JUCTA 7-CYyTOYHBIX
pacrennii muienunbl copra beseHuykckuii-139 u siumens copra Golf,
HU3MepeHHBII BO BpeMs oTcyTcTBUS pocTa Yepe3 10, 20 n 30 MunyT nociae
nodasjenus II3I B cpeny 10 koHeuHOI KoHUeHTpauuu 12 %. B Tabauune
npeacTaBJeHbl cpeaHue 3HaYeHus: (N=6) U oUOKH CpeTHMX.

10 mun 20 MuH 30 MuH
Slumens 0,22+0,04 0,25+0,04 0,46+0,02
[Tenuma 0,14+0,03 0,27+0,11 0,34+0,08

Hamm panee mnpuBOAMINCH JaHHBIE O TOM, 4YTO BO3BpAllECHHE
pacTeHuit Ha cpeay ¢ HOpMAJIbHBIM BOAHBIM MOTEHIMAIOM ITOCIIEe HHKYOAIH
Ha pactBope ¢ IIOI' He mpocTo BOCCTAHABIMBANIO HOPMAJBHBI POCT
pacTeHuii, a MOBHIIIAJIO0 CKOPOCTh UX POCTa JI0 Oojiee BHICOKOTO YPOBHS MO
CPaBHEHUIO C TeM, KOTOpBIi y HuX Obul mo noGasnenus [IOI. Yewm
NIPOJOIDKHTENbHEE ObIIO mNpeObiBaHMe pacTeHuid Ha cpene c IIOI, Tem
OBICTpEee OHM POCIH TIOCIIE €r0 YAAJICHUS U3 CPEIbI.

Pesynbrater ompeneneHust ko3dduimenTa pacTSKEHNS TO3BOJSIOT
00bsicHuTh  3TOT  d(pdexr. OueBUAHO, TOCTEIIEHHOE  TIOBBHIIICHUE
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PACTSHKUMOCTH  JIMCTa MOPHBENO K aKTHBALMM pPOCTAa PACTCHHH MOpH
MOBBIMICHUH TOCTYITHOCTH BOJIBI.

Ha ocHoBaHMM TOTO, YTO BO30OHOBJIEHHE POCTA MPOUCXOAUT IIPH
HEM3MEHHOM TYPrope, BhICKa3bIBaIOCh npeamnoiokenue (Acevedo et al, 1971;
Serpe, Matthews, 1992), urto OBICTpOE BOCCTAHOBICHHE pOCTa IMPH
OCMOTHYECKOM CTPECCE CBSI3aHO C YBEJIMUYCHHUEM PACTSXKMMOCTH KIIETOYHON
creHkd. OpHAKO 9TO  MNpPEANOJNOXKEHHEe He ObUIO  MOATBEPHKICHO
9KCIIEPUMEHTAIBbHO. [loydeHHbIE HAaMH pe3yIbTaThl CBHICTEIbCTBYIOT B
HOJIb3y JAQHHOTO IpeNNONOKeHUs. KakoBBI MEXaHH3MBI  YBEIHYCHHSA
PACTSDKUMOCTH KJIETOYHOW CTEHKH - CJIENYIOIIMK BONPOC, BCTABLUUM INEpEn
HaMH.
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H3smenenne cogep:xanus UYK B muctosax npu aeiictsun III9I u ero
NOTEHIHMAJIBLHAA POJIb B PeryIslliH PACTKHMOCTH

Xopomlio HM3BECTHO, YTO AayKCHHBI BBI3BIBAIOT  Pa3pbIXJICHUE
KJICTOYHOH CTEHKH, U, COOTBETCTBEHHO, PACTS)KUMOCTb KIJIETOK BO3pacTaeT
(Cleland, 1983; Romanto et al, 1995; Gray at el, 1998;). IIpenmonaraercs,
YTO OHHM AKTUBHUPYIOT IPOTOHHBIM HAcOC, BbIKauuBarolMd HOHbI H+ wu3
OUTOIUIa3MBI B KJIETOYHYIO CTCHKY M TEM CaMBIM PETYIHPYET KHUCIOTHOCTH
kierouHoit crenku (Hager et al., 1971; Hager, 2003). B3zaumonelcTBys c
pelenTopoM B KieTouHoi memOpame, UYK akrusupyer H' - mommy, B
pe3ynbTaTe Yero MOAKHUCIIETCS U pasMsrdaercs kierouHas creHka (ITonesoid,
Canamarosa, 1977).

Jist Toro, uto ObI OTBETUTH Ha Borpoc, npuHuMaet u UYK yuactue
B CHIDKCHHH JXECTKOCTH KJIETOYHOW CTEHKH, MBI M3MEPWJIM KOHIICHTPAIUIO
9TOrO TOPMOHA B 1MOo0ere pacTeHUH MIIEHUIBI U SUMEHS IpH 100aBICHUU
[I9I. U3 pucyHka 67 BHAHO, 4TO HpH A00aBICHHUU B NUTATEIBHYIO
cpeny ocMmMoTuKa Habmomaercst ObicTpoe Hakomienne HMYK B mobere
MIICHUIBl W SYMEHS. DTO MO3BOJLLIO HAM MpEAIoNiaraTh, YTO BEI3BAaHHOE
OCMOTHYECKUM IIIOKOM Bo3pactaHue koHneHTpanu YK B moberax Moxet
OBITh TeM (PAKTOPOM, KOTOPBHIM CIIOCOOCTBYET YBEIMYEHHIO PACTSHKAMOCTH
mUcTa M BO300HOBIEHMIO pocta. Cyms MO JaHHBIM JIUTEPATYphl, BIUSHUC
AyKCHHOB HAa POCT pacTeHHH MOXET pealn30BaThCs Takke depe3 UX
CHoCOOHOCTh aKTUBHPOBATh MOMIOIIeHHE HOHOB Kanus (Yamagami et al.,
2004). Bmecte ¢ TeM, HAaKOIUICHHE OCMOTHYCCKH AKTHUBHBIX BEIICCTB
MIPOUCXOIMIIO CIHIIKOM MEUIEHHO TI0 CpPaBHEHHIO C BO3pacTaHHEM
ko3 duieHTa pacTsHKeHUs W BO300OHOBICHHEM pocta. [1oaToMy OOJIbIIHiA
HHTEpPEC TMpPEACTaBIsieT OOCYXICHHE BO3MOXKHOH pOJM AyKCHMHOB Kak
(axTopa, perylnupyouero pacTspKUMOCTb KIETOUHBIX CTEHOK.

CriocOOHOCTh ayKCHHOB BBI3BIBATh PA3PHIXJICHHE KJIETOYHON CTECHKH
OBLTO TIOKa3aHO B MOJICNIFHBIX OIBITAaX C OTPEe3KaMH KojeonTwiel. [laHHEBIe o
criocobHoctn MUVK neficTBoBaTh Ha HACTOSINUE IJUCTHS IPOTHBOPEUYHBHI
(Evans, 1984; Keller et al., 1998). Kpome Toro, /10 CHX IOp €lIe HE YIaBaIoCh
mokasarbk, uto UYK MoxeT y4acTBOBaTh B OBICTPHIX M3MEHECHHSIX CBOMCTB
KJICTOYHBIX CTEHOK, XOTsl TaKue OBICTPhIC U3MEHEHUS OBLTA 0OHAPYKEHBI IPH
psane BosnedictBuii (Serpe, Matthews, 1992). Takum o0pa3om, HOBHU3HA
HAIIUX PEe3yIbTaTOB 3aKJIIOYaeTcsd B TOM, YTO MBI OOHAPYXWIN HAKOIUICHHE
NVYK B noberax pactennii npu aericteun [131, 4T0 MOXXET HMETH OTHOLICHHE
K BO3PACTaHMIO PACTSHKUMOCTH KIETOYHOH CTEHKH.
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Puc. 67. Bausinue no6asienusi B nurarejbHyio cpeny II9I° 1o koHeuHo#
KOHUeHTpamuu 12 % Ha KOHUEHTPAUWI0 AyKCHMHOB B JHCThAX 7-
CYTOUYHBIX pacTeHuii mueHuubl copra be3denuykckas-139 (A) u sumeHst
copra Golf (b). Ha rpadukax npeacraBjiennl cpeanue 3uadenust (N=4) u
omudKa cpegHei.
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JKcnpeccusi reHa IKCIIAHCHHA M YBeJIHYeHHe PACTSKMMOCTH JINCTA
npu neiictBuu 131 Ha pacTeHnst KyKypy3bl

M3BecTHO, 4YTO KIIETOYHAs CTEHKA PACTEHUH HUMEET CIIOKHYIO
cTpykTypy. OCHOBHBIMH €€ KOMITOHEHTaMH SBIISIOTCS MHKPO(QHOPHIIIBI
LEJUTIONO3bl, ~ TeMUIEJUIIONO3bl, NEKTUHBI, CTPYKTYpHBIE  NPOTEHHBI,
¢depmenTsl. [Ipu pocre pacTskeHHEM KIETKH TPOUCXOIUT pPa3phIXJICHHE
KJIETOYHOW CTEHKH, O0YCJIOBJICHHOE JAeHCTBUEM (DEPMEHTOB, HAXOMSAIIUXCS B
MaTpUKce KJIETOYHOH cTeHKH. OOHUM U3 (PaKTOpOB, KOTOPHIA CIOCOOCTBYET
Pa3pBIXJICHUIO KJIETOYHOM CTEHKH, MOXET OBITh OCJIOK 9SKCIIaHCHH.
OKCTIaHCHHBI - 3TO MPOTEHHBI, KOTOPBIE CIIOCOOHBI M3MEHATh MEXaHHIECCKHE
CBOMCTBA KJIETOYHBIX CTEHOK. OHHM BBI3BIBAIOT PACTSDKEHUE JKHBBIX KIIETOK
WIN W30JMPOBAHHBIX KJICTOYHBIX CTEHOK mpH monkucineHunu pH (McQueen-
Mason et al., 1992). Onu He 00mMagarOT TUAPOIUTUICCKOW aKTHBHOCTHIO, a
JCHCTBYIOT ~ Ha  HCKOBAJCHTHBIE  (BONOPOJHBIE)  CBSI3BH  MEXIY
MUKpOGUOpIIIaMy  TeIuTono3sl 1 remunernronossl  (Cosgrove, 2000).
[TokazaHo, YTO aKTHBHOCTb KCIIAHCHHOB ObLIa BBICOKOH B OBICTPO PAaCTYIIMX
TKaHAX ¥ CHIKAIACh MO Mepe CHIKeHUs: ckopoctu pocta (McQueen-Mason,
Rochange, 1999). CBs3b MeXIy CKOPOCTBIO POCTa KOPHEH W IKCHIAHCHHAMH
obHapy)keHa MpU JCHCTBUM 3aCyXH Ha pacTeHus Kykypy3sl (WU et al, 1996).

[Tockonbky B HamIMX SKCIEPUMEHTaX Mbl HAOJIOAAIH yBEIMYEHHE
pacTsDKUMOCTH B IMoOerax pacTeHHWH TBEpAOH MIISHUIBI M SUMEHS HpU
no6asnenun [10I, HaM 3ax0TeNnoCh MPOBEPUTH, HE CBSI3aHO JIM MOBBIIICHHE
PacTsDKUMOCTH  KJICTOYHBIX CTEHOK, a, CJIEJ0BAaTelIbHO, M BO30OHOBJIEHHE
pocTa ¢ yBeIMYSHNEM SKCIIPECCHHN TeHa, KOAUPYIOIIETO SKCIIaHCHH.

OOpamieHre K [aHHBIM JINTEPATyphl, MOKa3alno, 4YTO O TeHax,
KOAMPYIOUIMX 3KCHAHCHUHBI B PACTEHHUAX TBEPJAOH IIICHHUIBI W SUMEHS,
W3BECTHO KpalHe Mayo. [103TOMy MBI NPHHSUIM PEIICHHE CMEHHTh OOBEKT
HAIlMX HCCIEJOBaHMUM Ui MPOBEPKU ATOrO TNpennoioxenus. Hamu Obuia
BbIOpaHa KyKypy3a, TaKk Kak B JIUTepaType MMeEeTcCs OOJbIIOe KOIUYECTBO
JaHHBIX 00 OKCIAHCHHAX, WICHTU()HUIMPOBAHHBIX B PACTEHHAX KYKYpYy3bl
(Wu et al., 2001).

Jns nHawama HeoOX0OUMO OBUIO TPOBEPHUTH, KaK pearupyror
pacTeHus! KyKypy3bl Ha to0aBiieHHe B TUTaTesibHyo cpeny 101

U3 pucynka 68 BHIHO, YTO NPUHIMIUANBHBIX pa3IUYuil B peaKkiuu
pacTeHuit KyKypy3bl Ha BOJHBIM JE(QHUIUT II0 CPAaBHEHUIO C PacTEHUSIMH
IICHNIBI U STYMEHS He HaOmonaercs. B mepBbie MUHYTHI TIociie 100aBlIeHUS
OCMOTHKa TPOMCXOJHT IpEeKpalleH’e pocTa W CKaThue JIMCTa, 3aTeM (aza
HyJIeBoro pocra u uepe3 50 MHHYT - BO30OHOBIEHHE pocTa. TopMOXKeHHe
pocTta nmcTa mpu MemeHHOM pobOasieHuu 1107 B murarensHBIN pacTBOp
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OOBSCHSIM yBEIMYCHHEM JKECTKOCTH KieToyHbix cTteHok (Chazen,
Neumann, 1994). B Hamux YCJIOBHUSX MEXaHH3M MEpPBOHAYaIbHOTO
TOPMOXEHHsS pocTa ObUT WHBIM. Mbl HaONIOmaNM CkaTue JIUCTa, 4TO
yKa3bIBaeT Ha TaJeHUE Typropa B KIETKaX, KOTOpOE OYEBUIHO OBLIO
CJIEACTBUEM YMEHBIICHUS IPUTOKA BOJBI U3 KOpPHEH.

25 q l
20 +
15

10 A

10 20 30 40 50 6 00 110 120 130 140

CxopocTb H3MeHeHHUs JJIHHbI JTHCTA, MKM/ME

_10 =

Bpemsi, MUH

Puc. 68. CxopocTh pocTa mepBoro JUcTa 7-CyTOYHBIX pacTeHMit
KYKYpY3bl nipu 1o0asjennu II3I° B nUTaTe/IbHBINA PACTBOP A0 KOHEYHOI
koHueHTpamnu 12 %. Crpeskoii ykazaHo Bpems aoOaBiaeHusi 11T B
nurareabHyo cpeny. Ha rpaduke npeacrasiieHbl cpeHne 3HAYeHUS U3
5 He3aBHCHMBIX IKCIIEPUMEHTOB U OIIUOKM CpeIHHX.

Baxno OBUIO NpOBEpUTH, KaK B HAIIUX YCIOBHUSX MEHSIIAch
pacTpKUMOCTh JiucTheB. Hcnonb3yst meton X. Tomaca (Thomas et al., 1999) ¢
MO/IBEIIMBAHUEM TIpy3a K JaT4uKy pocTa, OBUIO YCTAHOBJIEHO, YTO
PacTsHKUMOCTD JIHCTa PAacTeHHH KyKypy3bl Bo3pacTaeT npu aedctsum 10T
(puc. 69), u 3T0 yBenuYeHHE 10 BPEMEHU COBNAJaeT C BO30OHOBJICHHEM
pocra noGera (puc. 68).

Hcnonb3yst onyOIMKOBaHHBIE paHee JaHHbIE O MOCIEI0BATEIbHOCTH
HYKJIEOTH/I0B B TreHe skcnaHcuHa oo EXPAL Okl monoOpassl mpaiimMeps! 1
MOJIy9eH KIJIOH JaHHOTOo reHa. Bwibop »3Toro reHa wu3 cemeiicTBa
IKCHAHCHMHOB KYKypy3bl OBUI OCHOBaH Ha TOM, 4YTO [0 JaHHBIM
JUTEpaTypbl €ro SKcmpeccHs ObUIa XapakTepHa sl MOJIOJBIX JIMCTHEB
pacternii  (Wu et al, 2001). CpaBHeHHEe MONYy4YEHHOH HaMH
MOCIIEI0BATENIbHOCTH C  ONYOJIMKOBAaHHOM paHee NOATBEPAWIIO, HYTO MBI
JICWCTBUTEIILHO UMEEM JIeNIo ¢ uHTepecyronmM Hac renom (Wu et al., 2001).
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Puc. 69. Kosdpdpuuuent pacrsukenus (£, cex *I'Ila’’) nepsoro mmcra 7-
CYTOYHBIX pacTeHHil Kykypy3bl (ruopua Xapbkobckuii-310 MB),
HU3MepeHHbIl BO BpeMsi OTCYTCTBHA pocTa pacTeHmii yepe3 10, 20 u 30
MHUHYT nocje 1o6apiaenus [III B cpeay 10 KoHeuHO# KoHUeHTpauuu 12
%. Ha pucyHnke npeacrasjieHbl cpeHue 3HaYeHus1 (N=6) U UX OIIMOKU.

Ucnone3yst mor-Omotr amamu3 TpaHckpuntoB MPHK ¢ #p_pevenoin JIHK
mpo6oil, Mbl OOHAapyX WM OBICTpOE HAKOIUIEHHE TPAHCKPUITa TeHa O
EXPA1R moberax kykypy3sl npu obpabdotke 19 (puc. 70).

A b B

Puc. 70. Pesyabrar aor-00T aHaau3a TtTpaHckpuntoB MPHK rena
IKCMAHCHHA. A- KOHTPOJIb, B — 30 MuHyT nocJjie o6padorku I3, B - 60
MHHYT nocjie oopadorku 13T, I' - 90 munyT nocae o6padorku IIIT.

r

Ilocne  mposiBIeHWS ~ PEHTTEHOBCKOM  IUIGHKM  IIPOBOJIMIIN
JICHCUTOMETPUPOBAHWE W  KOJIMYECTBEHHYIO  OIIEHKY.  [loimydeHHbIe
pe3yabTaThl IOKa3aHbl B BHJIE THCTOrpaMMbl (puc. 71).
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MakcuMasbHOE HAaKOIUICHHE TPaHCKpUITa HaOmonaioch yxe Kk 30
munytam gedictBusg IIOI. K 90 MuHyTaM MpOHCXOAMUNO CHIDKCHHE
conepxkanus Tpanckpuntos MPHK, HO ux ypoBeHb ocTaBaics HO-IpexKHEMY
BbIcOKUM. (CrenoBaTeiabHO, MOXHO MPEANONOXKHTb, YTO YBEJIUYEHHE
PacTsDKMMOCTH JIUCTa M BOCCTAQHOBJICHHME pocTa mobera NpH J00OaBIEHHH
II3I" cBsi3aHO ¢ MOBBIIEHUEM SKCIPECCHH I'€Ha, KOAUPYIOIIEro JKCIAaHCHH.
Beictpo HakammBasch B mmoOere Mo ACHCTBHEM BOXHOIO JAeHIuTa,
9KCTIAHCHHBI OYEBHIHO BBI3BIBAIOT PA3PHIXJICHHE KIETOYHBIX CTEHOK, H POCT
BO300HOBIISETCA.

220 r
200 r
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140 ¢
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80 r
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40 r
20
0 . . . )
0 30 60 90

%

BpeMs nocJjie nodasiaenus [I3Ta, mun
P

uc. 71. Pesyabrarsl nor-0sior anaausa tpanckpuntoB MPHK rena
IKCMAHCHHA B JIMCTBAX 7-CYTOYHBIX PACTEHHH KYKYpPY3bl 10 U moOcCje
pobapaenus 131 B nuTare/bHYI0 cpeay 10 KOHeYHOH KOHUeHTpauuun 12
%. [leHcUTOMeTpHYECKHEe U3MEpPEeHHs, MPeICTABICHHbI KAK NMPOLEHT OT
AAHHBIX, NOJYYeHHBIX /I pacTeHuii, HeoOpaboranHbix IIJI. Ha
rpaduke npeacTaBieHbl cpeqHue 3HaYeHus (N=4) 1 OIIMOKHU CpeTHMX.

YyacTie SKCHAaHCHHOB B PETYIALMH PACTSIKUMOCTH OBITIO OOHApYXKEHO B
aKcTiepuMeHTax in Vitro. TloaTBep)kaeHHEM 3TOMY TMOCTYKHIM JAHHBIE O
nu¢pdepeHInanbHONM aKTHBHOCTH W SKCIPECCHH T'€HOB JKCIIAHCHHOB B
obicTpo pactymux opranax (McQueen-Mason, Rochange, 1999). HenaBno
ObUTH OITyOJIMKOBaHBI JaHHBIE 00 3KCIPECCHU AKCIIAHCMHOB B 30HE pOCTa
JIMCTa KyKypy3bl B HOpMe U nipu ctpecce (Muller et al., 2007). Oqnako Ham He
YAAJIOCh BCTPETHTh pabOThI, e Obl AKTHBHOCTh 3KCIAHCHHOB B JIUCTE
CBS3BIBAJIM C OBICTPBIM W3MEHEHHEM CBOMCTB KIETOYHBIX CTCHOK MpH
BHEITHUX BO3JEHCTBHAX. B 3TOM HOBHM3HA NONTyYEeHHBIX HAMH PE3YIIBTATOB.
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Bimsanne YK Ha pacTSzKMMOCTB JIHCTA M IKCIPECCHIO F'eHA IKCIIAHCHHA

BakxHo OBUIO NOHSATH, KaK PETYIHPYETCS PACTSHKUMOCTH JIMCTHEB
IIPU OCMOTHYECKOM CTpecce. AHajIM3 AaHHBIX, HOJYYEHHBIX TPU U3YUYECHHH
nevictBust [1D" Ha pacTeHMs NIIEHUNBI W SIYMEHS, TOKas3ajl HaKOIUICHHE
ayKCHHOB B 30HE pOCTa JHCThEeB 00paboTaHHBIX pacTeHuil. CrocoOHOCTH
ayKCHHOB BBI3BIBATh Pa3pBIXJICHHUE KIECTOYHOW CTCHKHM 3a CYET AKTHBAIMH
BBIOpOCAa B amoIulacT HOHOB BOJOpona yxe obcyxnamace. Kpome Toro,
M3BECTHO, YTO 3KCHAHCHHBI - 3TO MEJUATOPBI KUCIIOTO POCTa, TO €CTh HIMEHHO
IIpU TOAKUCICHNH pH KIIETOYHOIH CTEHKH, OHM BBI3BIBAIOT YBEIHMUCHHE €C
pactsmxkumoctd (McQueen Masson and Rochange, 1999). Ananusupyst 5TH
JlaHHbIE, MOYKHO OBUIO MPEIIONIOKHTE, YTO H3MeHeHHe pH Ki1eTouHoit cTeHKn
NOA  BJIMSHHEM AayKCHHOB W  JIeiiCTBHME HKCIIAHCHHOB - 3TO JiBa
B3aUMOCBS3aHHBIX ITIpOLiecca, KaXIbld M3 KOTOPBIX BHOCHUT CBOMl BKJIaj B
BOCCTaHOBJIICHHE pocTa Jcra npu aeduuure Boabl. Kpome Toro, ectsb
JIaHHBIE O TOM, YTO ayKCHHBI MOTYT HENOCPEJCTBEHHO BIMSATH Ha YpPOBEHb
AKTUBHOCTH 3KCHAaHCHHOB. CIIOCOOHOCTh TOPMOHOB pacTeHWil BIMATH Ha
aKTUBHOCTH SKCIIAaHCHHOB OMNcaHa B juTeparype. Hampumep, oOcyxnancs
BOIIPOC O TOM, YTO AayKCHH—MHIYLUHPOBAHHBIH pPOCTOBOM OTBET MOXKET
YCHIIMBaTh JEHCTBHE SKCIIAHCHHOB IIPH PA3PbIXJICHUN KJICTOYHOW CTCHKH H
pocrte pactsikennem (McQueen-Mason et al., 1992; Rayle and Cleland, 1992;
Link and Cosgrove, 1998). 13BecTHO, YTO pacTUTEIbHBIE TOPMOHBI MOTYT
PErymupoBaTh 3KCIPECCHIO T€HOB, KOAWPYIOIIMX 3KCHaHCHHBL Hampumep,
YPOBEHb JKCIpeccHn 3KcnaHcMHoB Tomara LeExplu LeExp2, skcmaHcuHa
puca OSExp4 u P - skciancuna cou Ciml noBbImaercst B OTBET Ha 00pabOTKY
STUJIEHOM, ayKCUHaMH, THOOepeIUIMHAMK U LIMTOKUHUHAMH, COOTBETCTBEHHO
(Cho and Kende, 1997; Rose et al., 1997; Downes et al., 2001). Bmecte ¢
TEM, CBEICHHUS O pOJIM AyKCUHOB B JEHCTBUM OKCIIAHCHHOB JIOBOJBHO
(hparMeHTapHbI, ¥ TPEOOBAJIOCH €€ NalbHEHIIIee H3yUCHHE.

YrtoObl IPOBEPUTH MPEIIIOI0KEHHE, O TOM, YTO ayKCHHBI BIUSIOT Ha
skcnpeccuto reHa o EXPAL, komupyromero o - SKCIMaHCHH, CHadaja Mbl
JIOJDKHBI OBUTH yOETUThCA, 9TO MOOETH KyKypy3bl HAKaIUIMBAIOT ayKCHUHBI, TaK
e Kak W MmoOerW MIIeHWIs W sSuMeHs. AHamm3 comepkanus HWVYK B
MIPOPOCTKaxX KyKypy3bl MOKa3al, YTO OHO BO3pAcTallo Y€ depe3 25 MUHYT
nevicrus [191 (puc. 72).

Takke BaxXHO OBIJIO IPOBEPHUTb, KaK ayKCHHBI BIMSIOT HAa POCT
JIMCTBEB KYKYpy3bl 3TOro Bo3pacra. OKa3anoch, YTO CKOPOCTb pOCTa JIHCTa,
KOTOPYIO PETUCTPHUPOBAIN C MOMOIIBIO JAaTYHMKA, YBEIUUMBAIACH B MOJITOPA
pa3a no cpaBHeHuto ¢ ucxomuoil (¢ 20 mo 30 mrm/muH) uepe3 30 mMuH
nocie J00aBieHHs SK30TeHHOro ropmoHa (puc. 73). DTH pe3yabrarsl
moATBepAMIN 2 BaXHBIX (akta: (1) YTO ayKCHHBI HAKAIUIMBAIOTCS B
pacTeHMsIX KyKypy3bl IPH OCMOTHUYECKOM cTpecce U (2) 4TO OHM CIOCOOHBI
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IMOBBICUTH CKOPOCTb POCTA JTMCTHEB KYKYPY3hbl. Baxuo ObL10 BBIAAICHUTDH, €CTb
JIK CBA3b MEKAY HAKOIJICHUEM ayKCHMHOB U U3MCHCHHEM YPOBHA OKCIIPECCCHUU
I'CHa 3KCIIaHCHHA.

Konentpauns HYK, nr/r coipoi w

AU Te ILHOCTEL BO3/Ie HCTB MU, MMH

Puc. 72. Biausinue 1o0aBiaeHusi B nurarejbHylo cpeay II9I 1o koneuHoit
KOHUeHTpanuu 12 % Ha KOHLIEHTPANWI0O AyKCHHOB B molerax 7-
CYTOYHBIX PpacTeHMii KyKkypy3bl (rudpua XapbkoBckuii-310 MB).
TeMHBIMH cT0JIOHaMHU NpeacTaBaeHo cogep:kaHue UYK B KOHTPOJBLHBIX
pacrenusix. Ha rpaduke mnpencraBieHbl cpeaHue 3HaueHus (N=5).
Ommubka cpeaHeii He npeBbimana 10%.

35 4
30 l
25 -
20

15

H3Menemue UIHHBE JTUCTA, MKM/MHH

0 T T T T T T T T T T )
(o] 10 20 30 40 50 60 70 80 90 100 110

Bpemsi, MUH

Puc. 73. Bausinue 3x30orednoii YK Ha ckopocTh pocTa mepBoro Jimcra
7-cyTOYHBIX pacTeHuii Kykypy3sl (rudpua XapbkoBckuii-310 MB).
Crpeskoii mnoka3aHo BpeMmsi J00aBJIeHHsI B IHTATeJbHBII pacTBOp
HHI0JIMIYKCycHOlT Kkucaorel. Ha rpadmke mnpencrabieHbl cpegHHe
3HAYCHHS U3 3 HE3aBHCHMBIX KCIIEPHMEHTOB U OIIHOKH CpeHeii.
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B crnenyiomeM 3KCIEpUMEHTE MBI ONpPENEIsNIH IKCIPECCHIO
reHa, KOAUPYIOIIEeTro IKCIaHCHH B Mo0erax KyKypy3bl IpU 3K30T€HHOU
o0paborke aykcuHamu. [Ilpu noGaBieHun B nmutatenpHylo cpeny UVK
B KoHueHtpanuu 10 mr/m x 60 mMuHyTaM mociie Hadala o0paboTKH
Habmromanock HakomieHNe TpaHckpuntoB MPHK reHa, komupytomiero o -
sKcnaHcuH (puc. 74).

OTH pe3yNnbTaThl MOATBEPKIAIOT MPEATOIOKEHNE O CBSI3H MEXKIY
9KCIIAHCHHAMH M YPOBHEM AayKCHHOB, M, YTO ayKCHHBI MOTYT HE TOJBKO
perynmupoBaTh aKTHBHOCTh SKCIIAHCHHOB, M3MEHsIA pH KJIETOUHOI CTEHKH, HO
1 BIUATH Ha yposeHb ux 3kcupeccuu (Link and Cosgrove, 1998). Bmecte
¢ TEM, B HAlUX 3KCIIEpUMEHTAaX HakomieHue TpaHckpuntoB MPHK npu
9Kk30TeHHOI 00padboTke YK Ob110 HEOONBIIMM, YTO MOTJIO OBITH CBS3aHO C
OBICTPOM MHAKTHUBANIMEH ayKCHHOB, MOCTYMNAIONIUX W3 BHEIIHEH Cpensl.
Konnenrpanus sk3orenHoii MYK Obuta momoOpana TakuM 00pa3oMm, 4TO
CYMMapHO€ COJEep)KaHHE TOpPMOHA B JIUCThSIX NOBBINIATOCH B TaKOH ke
CTETIeHH, KaK ¥ NIPU 3aCOJICHUH.

150
140 -+
130
120 -+

110 +

Yposens MPHK, %

100

90 +

80 T T T )

KOHTPOJIb 15 muH 30 mun 60 MmuH

Bpems nocye nodasiaenuss YK

Puc. 74. Pesyabrarbl aor-0s10T a”Haam3a TpaHckpuntoB MPHK rena
IKCMAHCHMHA B JHCTBAX 7-CYyTOYHBIX pacTeHMil KyKypy3bl (rudpup
XapbkoBckuii-310 MB), )i (1} " nocjae  JA00aBJIeHHSA HNYK.
JleHcHTOMETpHYECKHE HM3MEPEHHs, NMPeICTABICHHbIE KAK INPOLEHT OT
JAHHBIX, IOJYYeHHBbIX JJf pacreHmuii, HeoOpadorannbix HYK. Ha
rpajguke - cpeiHHe 3HAYeHUS] M3 3 HE3aBHCHMBIX JKCIEPHUMEHTOB H
OIINOKH CpeJHHUX.

OpHako, OnpeneseHne CyMMapHOTO COZIEpKaHHUs TOPMOHA B TKaHAX
JIUCTA elle He TMO3BOJIAET CYIUTh O €r0 YPOBHE B TeX KJIETKaX, riie TOPMOH
MOT WHAYIIUPOBATh MOBBIIIEHUH YPOBHS TPAHCKPUIIIMOHHOW aKTUBHOCTH
TeHOB JKCIIAHCHWHOB. XOTS CTENEHb IMOBBIMICHUS YPOBHS TPAHCKPHITA MPH
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nerictBuu 3x3orenHor UYK Obua Himke, yeM npu gevictuu [19T, 310 MOXKHO
OOBSICHATH TEM, YTO IOBBIIICHUECOJEP)KaHUd TOPMOHA NPHU €ro BBEACHHU
u3BHE OBLJIO MEHBIE, YeM YPOBEHb HAKOIUICHWS DHJOI€HHBIX ayKCHHOB B
ClIydae OCMOTHYECKOTO cTpecca.

[TonyueHHble HaMU pe3yabTaTbl MOATBEPXKIAIOT CIIOCOOHOCTH
sk3oreHHol YK moBslmaTh Kak CKOPOCTh POCTa JUCTHEB KYKYpy3bl, TaK U
YPOBEHb 3KCIPECCHH T€HOB JKCIIAHCHHOB. BimsHHME ayKCHHOB Ha pOCT
KJIETOK PACTSDKEHHEM OBUIO ITOKAa3aHO B OCHOBHOM Ha OTpE3KaX KOJICONTHICH
win runokotueit pacrenuit (Cleland, 1983). Topasno MeHblie B uTeparype
CBEJEHUM O CTUMY/SILIMM POCTa JIUCTHEB IO BIMSHHMEM 3K30reHHON UVYK,
xotst ux Toke MoxHO Berperuth (Keller, Volkenburgh, 1997). Kak yxe
HEOJHOKPaTHO yHoMmuHajoch, BiausHHMe HNYK Ha cocTosHHME KIEeTOYHBIX
CTEHOK MOXET PeaJM30BaThbCs HE TOJIBKO HA YPOBHE PErYJAIMH IKCIPECCHU
T€HOB 3KCIIAHCUHOB. AKTUBHOCTbH 3KCIIAHCHHOB ITOBBIIIAETCS B KUCIIOH cpene
(McQueen Masson and Rochange, 1999), a TpaaMIHOHHO CYHTAIOCH, YTO
ayKCHHBI CIOCOOCTBYIOT 3akucieHuio anoruiacta (Ilonesolt, CamamaroBa,
1977; Cleland, 1983). CnemoBarenbHO, y4acTHE ayKCHHOB B Pa3phIXJICHHH
KJIETOYHOH CTEHKHM MOIVIO IPOMCXOJWTH KaK 33 CUET aKTHBALMH SKCIIPECCHH
TCHOB DOKCIIAaHCHHOB, Tak W 3a cHWwkeHus pH anoruacta. Takoi
MHTEPIPETALNH PE3yIbTaTOB MEIIAIOT CBEACHHUS O TOM, YTO JIC(HIUT BOJBI
CONPOBOXKZIAETCS HE CHIDKGHHEM, a moBblmieHneM pH  amoruracra
(Bogoslavsky and Neumann, 1998). Xots mpu 3aconeHun 3Hauenusi pH
MOIVIM TaK K€ HEOJHO3HAYHO MEHATHhCSA, KaK M PaCTSHKUMOCTh KJICTOYHBIX
CTEHOK, B HAIlIUX OIBITaX 3HaueHWsa pH amoriacta He U3MEPSINCH, U MBI HE
MOXET HacTaWBaTb HA PONM 3aKUCICHMS aroIulacTa B PEryssiuu
pacTshKUMOCTH  pacTeHUd. TeM He MEHee, DSK30I€HHbIE ayKCHHBI
CTHUMYJHMPOBAJIM POCT M MOBBIMIAIM HKCIPECCHIO 3KCIMAHCHHOB B HAIINX
OTIBITAX, @ UX KOHLIEHTPAIIHS MOBHIINIATACH B PACTEHUSIX IPHU 3aCOJICHHH, YTO
MPEAIIECTBOBAIO MOBBIIICHUIO SKCIPECCHH 3KCIIAHCHHOB M BO300OHOBJICHHIO
pocta. DTH pe3ynbTaThl YKa3blBalOT HAa BO3MOXKHYIO pOJb ayKCHHOB B
PETYISIIAN POCTa JUCTHEB PACTEHHH KYKYpY3bl Ha 3aCOJICHHU.

Takum 00pa3oM, MOKa3aHO, YTO B JIMCTBHSIX PACTEHUH KYyKypY3bl
MPOUCXOMUT OBICTPOE TOBBIIICHWE COAEPXKAHUS  TPAHCKPHIITA TeHa
skcriaHcnHa o EXpal, 4ro Moxer OBITH OZHUM W3 MEXaHH3MOB,
CIOCOOCTBYIONIUX ~ OBICTPOMY  Pa3phIXJICHHIO  KJIETOYHOW CTEHKH |
MOAJIEPKAHUIO POCTa KJIETOK JIMCTAa PACTSDKEHHEM B YCIOBHAX JeUINTa
Bonbl. Hakomnenne MYK B nucCThSIX pacTeHU Ipu ACHCTBUM 3aCOJICHUS U
crocobHoCTh 3K30reHHOM WYK TOBBIIATE ypOBEHH 3KCIIPECCHH TEHOB
9KCIIAHCHHOB CBUJIETENBCTBYIOT O BO3MOXHOM yuacTuu MYK B paspbixiienun
CTEHOK KJIETOK JIFICTa IPH JIEHCTBUU Ae()HUITUTA BOJIBI.

Cymmupys ckasanHoe o BausHuu [IOI Ha pacTsKUMOCTb JIUCTHEB
MOXHO CKa3aTh ciefymwoouiee. PacTeHus TBepIoH MIIEHHUIBI U SAYMEHS
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CXOZIHBIM 00pa3oM pearupoBaid Ha JAeuuUT BoAbl, Bb3BaHHBIH I[10I. B
NIEpBYIO0 MUHYTY JIEHCTBHS CTpecca HaOII0AaI0Ch CHUKEHHE CKOPOCTH POCTa
nobera M Jaxe ero ckarue, 3areM rocie (asbl HyJIEBOIrO POCTa CIeI0Bao
BOCCTAHOBJICHHE POCTOBBIX IpOIEcCCOB. Mbl OOHApy>KHJIN OTHOCHUTENIBHO
ObICTpPOE HAKOIUICHWE OCMOTHKOB B PacTyllel 30He JHUCTa U Y MIICHUIB, U Y
SIUMEHSI, U TOJYYMIIN JKCIEPHUMEHTANIbHOE MOATBEPKACHUE IPEANOI0KEHUSI
0 BO3MOXXKHOCTH OCMOPETY/IALMH 3a KOPOTKHH CpOK AeHcTBHs nedurmra
BOIBI, YTO paHee MpeNnoyiarasoch, HO HE OBIO MOATBEPXKICHO
sxcriepumenTanbHO (Thiel et al, 1988). YBenndenne pacTsKUMOCTH JIHCTa —
SBISIETCST  BTOPBIM  (DakTOpOM,  KOTOPBIH  MOXET  CIIOCOOCTBOBATH
MOAJCP)KAaHUIO pOCTa JHCTEB NpH aAedunute Boxel. Bospacranue
KO3 QULMEHTa PaCTSHKEHUSI CONMPOBOXKAAIOCH HAKOIUICHHEM AayKCHHOB B
noOerax MIIEHUIBI U SYMEHs, YTO TOBOPUT O BO3MOXKHOM yuactuu MYK B
pa3phIXJICHUU KiIeTouyHoH creHkW. Hakomnenume tpanckpunrtos MPHK
9KCIIAHCUHOB B  JIUCTBAX KYKYpy3bl TpH JeHULIUTEe BOIBI TaKxKe
COTPOBOKAAJIOCH YBEIUYCHUEM PACTSIKUMOCTH. MOXKHO MPEANON0XKUTh, YTO
9KCIIAHCUHBI YYaCTBYIOT B BOCCTAaHOBJIEHHH POCTa BO BPEMs OCMOTHYECKOTO
cTpecca He TOJIBKO Y pacTeHUH KyKypy3bl, HO M IIICHUIIBI U STIMCHS.
***

Taknm 00pa3om, OleHKa KOI(DQHIMEHTa PacTsHKEHHS Yy PACTCHUH
PasHbIX BHUIOB BBIIBHMIA, YTO CHIDKCHHE J>KECTKOCTH KIIETOYHOH CTEHKH
SIBISIETCSL OHMM W3 BaKHBIX (DaKTOpOB, 0OECIICUMBAIOIINX BO30OHOBICHHE
pocTa Iocie ero NMpeBpalleHust B Pe3y/abTaTe BO3PACTAHUS IC(PHUIUTA BOIDIL.
BmecTe ¢ Tem u3MeHeHHeE PacCTAKUMOCTH HE MOIJIO OBITh eI[I/IHCTBeHHOﬁ
NIPUYNHON BO300HOBIEHHMA pocTa. Tak, NpH JEHCTBUM 3acONEHHUS Ha
paCcTCHU MNHICHUIOBI POCT BCEC KE BO306HOBH${HC${, XOTS U C MEHbBIIEH
CKOPOCTBIO [0 CpaBHEHHIO C OJKcmo3ummed Ha pactBope IIOI, xoT4
KOG GUIMEHT pacTsKeHUss He Bo3pactayl. Kpome TOro, ckarue JmcTa,
KOTOpo€ MbI HaONIomanM Kak mpu JedcTBuM 3acoiieHus, Tak u [IOT,
CBHUJICTEBCTBYET O TOM, Typrop JHcTa HE MPOCTO CHIDKAJCS, a Majan 1o
Hyns. B 3TuX yclOBHSAX OJHOTO TOJBKO BO3pacTaHUsl PacTsHKUMOCTH
KJIETOYHOH CTEHKH, TPHUBOJSIIETO K CHIDKCHHIO ITOPOTOBBIX 3HAUYCHMS
Typropa, ObUIO OBl HEIOCTaTOYHO MJIsI BO30OHOBJIEHHS pPOCTa, KOTOPOE
MIPOMCXOMUT, KOTAA 3HAYEHHS Typropa INpEeBBIIIAIOT IOPOTOBbIC (KakuM OBl
HU3KAM HH OBIJIO MOPOTOBOE 3HAYCHHWE TYpropa, IpH HYJIEBOM 3HAYCHHUH
Typropa pocta He MOXeT ObITh). s BO30OHOBIEHHS pOCTa HEOOXOANMO
Ob10 BO3pacTaHue Typropa. Ilockosnbky ObICTpoe BO3pacTaHHE Typropa He
MOTJIO TPOMCXOJHUTH 3a CYET OCMOPETYISALNH, OCTaBaJOCh IPEANOIOKHUTH,
YTO MPUIMHOM BO30OHOBIEHHS pocTa OBUIO BO3pAacTaHWE BOAHOTO
IIoTCHIHAaJa. 21_]'[5[ TOrO, YTOOBI BBIAACHUTD, HeﬁCTBHTeHBHO JI1U 3TO HMCEIIO
MECTO M 3a CUET Yero 3TO MOIJIO MPOMCXOIUTH, HEOOXOMMMO ObUIO Oolblie
BHUMaHHUS Y/IEITUTh BOAHOMY OOMEHY IpH IaHHBIX BO3/ICHCTBUIX.
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3AK/IIOYEHUE

B pabote BbLiBICHA CIOXKHAsi KapTHHA Pa3HOOOPA3HBIX COYETaHUI
CUTHAJIOB U COOTBETCTBYIOIIMX OTBETHBIX peakluil Ipu BO3AEHCTBUM Ha
pacTeHus] BOJAHOTO JeHIUTa M PA3HOTO YPOBHS MHHEPAJILHOTO IHUTAaHUS.
OueBHIHO, YTO ATO pasHOOOpaszue OTpa)kaeT INIACTUYHOCTh PACTHTEIHLHOTO
opraHu3Ma M o0ecIeunBaeT afeKBaTHOE MPHCIOCOOICHNE K H3MEHIIOIIMCS
YCIOBUSIM BHEIIHEH cpeabl. B paborte ObIIO MOKa3aHO, YTO B3aNMOCBSI3aHHOE
COYETaHWe, KaK MHHHMYM, CHTHAJMHra  a0COHM30BOM  KHCIOTHI,
MHJIONMMITYKCYCHOH KHCIOTBI M ITUTOKHHHHOB OOECIIEUYMBAET TAKOH Ba)KHBIN
JUI afanTaluy Ipolece, Kak KOOpAWHAIMSA pocra modera u kopHA. [lpn
BO3JICHCTBHSX Ha KOPEHb M3MEHEHUE YPOBHS FTOPMOHOB B THOOErax SIBIseTCSs
pe3ynpTaToM Kak HW3MEHEHHS UX [PUTOKa U3 KOpHeH (KOpHEBOM
TOPMOHAIBHBIN CHUTHAN), TaK W W3MEHEHHs Merabonm3ma in Situ, xKotopoe
UHULAUPYETCS TOCTYHAIOIMMH U3 KOpHEH curHamamu. Tak, CHIDKEHHE
MPUTOKA MOHOB M3 KOpPHEH MpH JeQHUUTE MUTAHHUS NPUBOAUT K CHUKCHHIO
CKOpoCTH (POTOCHHTE3a U TYpropa KJIETOK M TeM CaMbIM HHIYLHMPYET CUHTE3
ABK B mobere, xKoTopas, B CBOIO Ouepellb, CHI)KAET YPOBEHb IIMTOKMHHHOB
yepes aktuBanuio uTokmHWHOKcHAassl (IIKO). Peskoe cHmxeHue
koHUeHTpanuu LK B KCHIEMHOM COKe NMPHUBOIUT K MaJC€HUI0 aKTUBHOCTH H
cHIKeHHI0 ypoBHs 3kcnpeccuu reHa LIKO. [lepenaua curnaioB u3 KOpHS B
nober M 0oOpaTHO B KOPEHb OOECIEYMBACT CONIACOBAHHOCTh W3MEHEHHH
YCTBUYHOM M  THAPABIMYECKOW mHpoBoguMOCTH [lomydeHHble Hamu
pe3ynbTaThl CBHUJCTEIBCTBYIOT O CIIOCOOHOCTH PAacTeHMH OuYeHb OBICTPO
pearupoBaTh Ha pPa3HOOOpa3HbIe BHEIIHHE BO3AEHCTBHSA, HapyIIAIOIINE
BOAHBIN OanmaHC ¥ TPHUBOAAIINE K CHIDKGHHIO OBOJHEHHOCTH TKaHEH
pacTeHH M NPEeKpaIIeHUI0 pPocTa KJIETOK JIMCTa pacTsbkeHueM. braronmaps
OBICTPBIM ~ peakIusiM, TPOSABISIONIMMCS B TIE€pPBBIE MHHYTHI IOCI]E
BO3/IEHCTBHSA, PpACTCHHS BOCCTAHABIMBAIOT OBOJHEHHOCTH U  POCT.
BoccraHoBieHHe OBOAHEHHOCTH M BO30OHOBJIEHHE pPOCTa JOCTHIaeTcs
Pa3IMYHBIMK CIIOCOOAaMM IIPH Pa3HBIX BO3JICHCTBHUSAX W y PA3HBIX BHAOB H
coproB pacteHuil. Tak Ha (oHE MOCTAaTOYHOTO KOJIMYECTBAa BOJIBI B Cpene
KOpPHEOOWTaHHUSI BO3PACTAHNE CYXOCTH BO3[yXa MOXKET YBEIMYHBATH MPUTOK
BOJABl 3a CYET CHIKEHHS THMIPaBIMYECKOTO CONPOTUBIECHUS KOpHEH, H
OBO/IHEHHOCTHh JIUCTa BO3PacTaecT, B TO BpeMsA KaK YCTBUIA OCTAIOTCA
OTKpBHITBIMU. CHIDKEHHE JOCTYHOCTH BOJBI B 30HE KOPHEW NPHBOIUT K
OBICTPOMY 3aKpBITHIO YCTBHI. M B TOM, W ApPYroM cilydae B PAacTCHHU
mpoucxoauT ObicTpoe Bo3pactanue cozaepxkanuss ABK. Hamu Bmepsbie
MOKAa3aHO, YTO y OJHONOJBHBIX pacTeHWH Hapsay ¢ mnputokom ABK u3
KOpHEH, ICTOYHUKOM €€ OBICTPOTO HAKOIUICHHSI MOXKeT OBITh mpoaykuus ABK
B 30He pocTta jucta. CKarhe KIETOK B 3TOH OO0JAacCTH TIOJ BIMSHUEM
THIPABIMYECKOro curHana crumynupyer mnpoxykuuto ABK. TIlokaszana
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KOppemsIius MEeXy CTEIEHbIO CXKATHsI JINCTa U ypoBHeM HakoruieHuss ABK y
Pa3HBIX COPTOB PacTEHUH MIIEHUIBI U SUMEHS. XapakTep ee paclpeneNeHus
MEXAY 1T00eroM M KOPHEM ONpeNelisieT PeaklUio pacTeHUH Ha BO3pacTaHHe
nedumura Boppl. Hakomnenume ABK B JHCTBAX CTUMYIUpYET 3aKpbITHE
YCTBHL, a €€ pachpeleieHue B KOPHH — OO0ECHeYMBaeT BO3pacTaHHe
THJPAaBINYECKON IPOBOJUMOCTH.

Ha ¢oHe cHIWKEHHsI ZOCTYITHOCTH BOABI B 30HE KOPHEH yBEIHMUCHHUE
PacTSDKUMOCTH  JICTBEB CIIOCOOCTBYET MOAJNEPKAHUIO DPOCTA JIHCTBEB Yy
pacTeHu MIIeHUIBI, KyKypy3bl U s;luMeHs. Ha npuMepe pacTeHuid KyKypys3bl
HaM{ BIIEPBBIE IIOKAa3aHO, YTO IIOCTENIEHHOE yBenMW4eHHe Koddduimenra
PacTsHKEHHUS JINCTa Ha MPOTSKEHMH IMEPBOTO Yaca OCMOTHYECKOTO CTpecca
MOXET OBITH CBSI3aHO C YBEJIMUEHHEM YPOBHS 3KCIPECCHUH I'€HA SKCITAHCHHA O
EXPAl . ComocraBneHne IUHAMHUKH HAKOIUICHHUS AayKCHHOB, W3MCHCHHUS
SKCIIPECCUM OSKCIMAHCHHA M PACTDKUMOCTH JMcTa npu neiersum II00
yKa3blBaeT HA PpOJb AayKCHHOB B PETYIALUH PAacTSHKUMOCTH JIMCTa H
NOJEPKAHUU POCTA IIPU OCMOTHUYECKOM CTpECCE.

Hamu Taroke mokasaHo, 4TO HAKOIJICHHE OCMOTHYECKH AKTUBHBIX
BEIIECTB IO/ BIMSHUEM CHIDKEHHS JOCTYITHOCTH BOJABI HAUMHAETCS paHbIIe,
4eM 3TO mpeanojaranoch. Hayano HakoIleHMs OCMOTHMYECKH aKTHUBHBIX
BEIECTB COBMAgacT C BO3pPACTAHWEM YPOBHS IMTOKWHHHOB B ToOerax
pacTeHUil, 4YTO YyKa3blBa€T Ha BO3MOXKHYIO PONb JTHX TOPMOHOB Kak
ocMoceHCOpoB. OCMOTHYECKOE TNPHCIOCOOICHHE TakK JkKe, Kak M Jpyrue
MIEPEYHCIICHHbBIE TIPOIECCH, CIIOCOOCTBYET MONAEPKAHMIO POCTa, O YEeM
CBUJICTEIBCTBYIOT HAIlM JaHHBIE O KOPPEISIUM OTHOCHTENBHOH (1o
CpPaBHEHHIO C KOHTpPOJIEM) CKOPOCTH pOCTa C YpPOBHEM HAKOIUICHHS
OCMOTHYECKH aKTHBHBIX BemlecTB npu AeiictBuu 101" Ha pacTeHHs pasHBIX
COPTOB STUMEHS.

B mnawanme neicTBUS 3acoyieHHs HaMH BBISBIEHa 3aBUCHMOCTH
HAaKOIUIEHUS] TOKCHYHBIX HOHOB OT CKOPOCTH TPAaHCIHMPALMOHHOTO IIOTOKA.
IToxa3aHo, 9TO B 3TOT HEPHOA CIIOCOOHOCTh PAcCTEHHH OBICTPO 3aKPHIBATh
YCTBHIA U CHHXKATh TEM CAaMBIM CKOPOCTb TPAaHCHHpALMHM YMEHBIIAET
YPOBEHb HAKOMJIEHHS TOKCHYHBIX HMOHOB U MOBBIMIAET COJEYCTOWYMBOCTH
pactenuii. Takum o6pazom, 3aKpeITHE YCTHHI o BiaussHUeM ABK He ToibKO
TIOAJICP)KUBAET BOXHBIN OOMEH M POCT pacTsDKCHHEM B Hadaje JeHCTBHS
3acojieHus, HO M obecreunBaeT MOHHBIM romeocras. Ha npumepe neicTBus
Ha pacTeHHss TOKCHYHBIX HOHOB KaJMHsd TI0Ka3aHO, YTO CHI)KEHHE
TpaHCTIMPALIMK MOXKET MPOUCXOAUTh HE TOJBKO 3a cueT HakorieHusa ABK, Ho
1 YyMEHBIICHHUS YPOBHS IUTOKMHUHOB B ITo0ere. DTO JOCTUTAETCS KaK 3a CYET
OTpaHMYEHHE TPUTOKA ITUTOKMHWHOB W3 KOpPHEW, Tak M 3a CYeT uX
MHAKTHBAIUH, KaTATU3UPYEMOH ITUTOKHHIHOKCHIA30M.

M3yuenne peakmmu pacTeHHH KyKypy3sl Ha pedicteue [IOI
IIOKa3aJio, 9YTO TPAHCHHUPAIHI Y HUX CHIDKAJIach B MEHBIIEH CTETIeHN Ha (OoHE
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Oosiee HHM3KOW TeMIeparypbl, NpPH KOTOPOH B KOPHSX PE3KO BoO3pacraia
JKCIIPEeCCHss TEHOB, KOIUPYIOIIMX BOAHBIC KaHAIbl aKBallOPUHBI U
MOBBIIIATOCH COZIEPKAHME KOAMPYeMBIX MMHU OeikoB. Ha ¢one Bbicokoi
TeMIlepaTypsl (codyeTaHne 3acyXu B 00JacTH OOEroM U KOpHEW) TOBBIILICHHS
COZIep)KaHUsl aKBallOpWHOB He Obwio. Tem He MeHee, YPOBEHb IKCIIPECCHU
TCHOB aKBallODUHOB B OTHX YCIOBHMSAX Takxke Bo3pactan. OueBHIHO,
MOBBIIICHHBI YPOBEHb OKCIIPECCHMHM TEHOB AaKBAallOPHHOB OOecrednBal
COXpaHCHHE CONEpKAaHUS BOJHBIX KaHAJIOB B MeMOpaHax Ha YpOBHE, HE
yCTyIHaromeM KOHTPOJIILHOMY, B YCJIOBHSAX CTpecca, MPH KOTOPOM BEpOSITHA
WHAKTHBAIMs MEMOpaHHBIX OEIKOB (HAlpuMep, IMOA BIMSHHEM AaKTUBHBIX
¢opm kuciopoma). Tem He MeHee, OTCYTCTBHE TOBBIIICHHS YPOBHS
aKBAllOPMHOB IPH  BBICOKOW  TeMIleparype CONpPOBOXIAJIOCH  Oolee
BBIPAKECHHBIM CHIDKEHUEM TpaHCIHApPaLUU. Otn pe3yIbTaThl
CBUACTCIILCTBYIOT O TOM, YTO MOBBIHNICHHUC AKTUBHOCTU BOJHBIX KaHAJOB
CHOCOOCTBYET MOIEPKAHUIO TPAHCITUPAIIMOHHOTO MTOTOKA y PACTCHUH.

CpaBHEHHE OKCIIPECCHUHM aKBallOPUHOB Yy PACTEHUH SUMEHS U
KyKypy3bl TIPH OCMOTHYECKOM CTpecce IO03BOJSET 3aMETHTh, YTO OHa
MEHSUIACh MPOTHBOIIOIOKHBIM 00pa3oM: CHIDKANACh y PACTCHUH SUMEHS U
MOBBIIIANACH Y PpAcTeHHH  KyKypy3bl. OTH pa3iIH4usi COOTBETCTBYIOT
OCOOCHHOCTSIM TPaHCIOPTa BOABI Y PACTCHUH 3THX BHAOB: Y KyKypy3bl B
HOPMa@JIBHBIX  YCIOBHSX  JOMHHHPYET  alOIUIACTHBIH  TPaHCIIOPT,
OTIIMYAIONINHCS BBICOKOM TMIPAaBIMYECKOW MPOBOIMMOCTBIO, 4 y SUMEHS —
OTIIMYAONIEHCsT OONBIIMM CONPOTHBICHHEM TPAHCIIOPT 4epe3 MeMOpaHbI.
CHmKeHHEe YypOBHA TPAHCIHPALUU MPHUBOAUT K PE3KOMY MAJECHUIO
TUPABIMYECKOU TPOBOJUMOCTH Y PacTeHMM KyKypy3bl 3a CYET OZHOIO
TOJIBKO TIEPEKIIIOUEHHS TOTOKA BOABI C AllOIUIACTHOTO Ha TPAaHCMEMOpaHHBII
TpaHcnopT. [lpu 3TOM yBenuyeHHE KONMuYecTBa aKBAallOPUHOB Ba)KHO ISt
MoAJIep)KaHUsl ~ TPAaHCHUPALMOHHOTO  TOTOKa. Y  pacTeHUd  sSUMEHs
TpaHCMEMOpPaHHBIA TPAHCIOPT BOABI JOMUHHPYET KaK B HOPMAaJIbHBIX
YCIOBUSIX, TaK W NPU OCMOTHYECKOM cTpecce. [1o3ToMy y HUX CHIDKEHHE
KOJINYECTBA aKBAIIOPHHOB SIBJIICTCS MEXaHHU3MOM YCHJICHUS THIPABINYECKOTO
CHTHaJIa, KOTOPBIA 00eCIIeuynBaeT YCKOPEHHE 3aKPBITHS YCTHHIIL.

BbIcokass OT3BIBUMBOCTH pPAcTEHHH Ha BHEUIHHWE BO3AEHCTBUS
obecrieunBaeT MX NPHUCIIOCOONEHHE K WM3MEHEHHUIO YCJIOBHH OOMTaHMS.
PasnooOpasue peaknmii (M3MEHEHHWE YCTHBHUYHOWM MW  THIPABINYECKON
MPOBOAMMOCTH, PACTSHKUMOCTH KIIETOK, OCMOTHYECKOE MPUCTIOCOOIeHHE)
JOCTUTACTCA HM3MCHCHUEM KOHIICHTpAaMWM TOPMOHOB B pPa3HbBIX OpraHax
pactenmii (HakoruieHne ABK B moberax mnm KOpHSX, ayKCHHOB — B 30HE
pocta JHUCTHECB, HU3MCHCHHUE YPOBHA IUTOKMHUHOB B mobere 3a cyer
MOJABIICHUA WX TPHUTOKA W3 KOPHEH M CKOPOCTH WX HHAKTHBALWH). Tem
caMbIM (hopMHpyeTCst aIeKBaTHBIN OTBET PACTEHHH Ha BHEIIHHE BO3JCHCTBHS
B 3aBUCHMOCTH OT MX JUIMTEILHOCTH W HWHTEHCUBHOCTH. Pa3HooOpasue
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OTBETHBIX peakUuil 00eCMeYnBacT HYXHBIH pe3ylbTar: MOIACpPIKaHUES
OBOJIHCHHOCTH PACTEHHI, WX HMOHHOTO TOMEOCTa3a M POCTa B YCIOBHAX
HapacTaHus [e(UIKTa BOABI U CHIKCHHE TOKCHIESCKOTO ICHCTBHUSI HOHOB.
TakuM 00pa3oM, COYCTAHHWE M B3aHUMOJACHCTBHE TOPMOHAIBHBIX,
THAPABINYECKUAX U TPODUUESCKUX CHTHAIIOB, IEPEAaBAEMbIX U3 KOPHS B moOer
U U3 mobera B KOPEHb, 3aMyCKaeT MHOXECTBO PEakiuil, 00eCrmeunBaronnx
KOODIHMHALIMIO MPOLECCOB Ha YPOBHE IEJNOro OpraHu3Ma, pasHooOpasue
OTBETOB Ha BHEIIHHUE BO3ICHCTBUS U aeKBATHOE K HUM IIPHCIIOCOOICHHE.
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COJEPXKXAHUE

BBEJIEHME

CIIMCOK COKPAILEHWH

1. COBPEMEHHOE COCTOSIHUE [IIPEJICTABJIEHUM O
TOPMOHAJIBHOM PET VJISALIMA BOJJHOT'O OBMEHA 1 POCTA
PACTEHUH

OOMeH curHaJIaMu MEXIY OpraHaMH PACTCHHS

BiusHue TOpMOHANBHBIX W THAPABINYECKHMX CUTHAJIOB HAa BOMIHBIN
00MeH pacTeHHH

Perynsamms pocra pacteHuit npu aegunuTe BOIBI

Perynsamms pocra pacteHuii mpu gepunnuTe MTUTaAHAS

Perynsiuus BeTBiIeHUS KOpHEN

2. TOPMOHAJIbHbBIV BAJTAHC 1 BOJAHbBII OBMEH PACTEHUI1
ITPU PAZHBIX YPOBHAX MUHEPAJIBHOI'O ITUTAHUA

Ponp ropmoHanbHON cucteMbl B ()OPMHUPOBAHHHM POCTOBOTO OTBETA
Ipyu pasHbIX KOHLCHTpaAUHUAX J3JIEMCHTOB MHUHCPAJIBLHOI'O NHUTaHUA B
cpene

Ponp cyOcTpaTHBIX, THAPABIMYECKHX W TOPMOHAIBHBIX CHTHAJIOB B
PETYISIMN OTBETA PACTCHUH MIICHUIBI MPU Ae(PUIINTEe MHHEPATEHOTO
MUTAHUSA

3. POJIb TOPMOHAJIbBHOM CHCTEMbI B AJIANITALIUUA
MMPOPOCTKOB IIIIEHUIBI K PASHBIM ®OPMAM A30THOTI'O
MMUTAHUA

4. PETVIIALIMA BOJHOI'O OBMEHA IIPM1 BO3PACTAHUU
JE®UILINTA BOJbI B PACTEHINN

Pons ABK B perymanuu ycTbUYHOIN NMPOBOJUMOCTH IIPH BO3PACTaHUU
Je(UIATA BOJBI

Hctounuk ObicTporo Haxomienus ABK mpm peskoM Bo3pacTaHuu
Je(UIATA BOJBI

Perynsanusa ruzapaBnuueckoil  NMPOBOAMMOCTH MPH  BO3PACTaHHU
Jeduimra BoIbl B pacTeHUSIX

CBs3p YpOBHSI TMIPAaBIMYECKON NPOBOAMMOCTH PACTEHHH SUMEHS C
JKCIIpeccHell TeHa akBanmopuHa Ha (OHE BOAHOrO jAeduIHTa,
C03/1aBaEMOT'0 YMEPEHHBIM 3aCOJIEHUEM

VYyacTue akBallOpUHOB B OTBETHOM pEaKlMM PAacTEHUN KyKypy3bl Ha
BOJHBIHN JIeUITAT

5. TOPMOHAIJIBHBIE WU TUJPABJIMYECKUE CHUI'HAJIBI B
PEI'YJISILMM POCTA M YCTBUYHOM ITPOBOJUMOCTH I1PU
3ACYXE

rOpMOHaJ'H)HBIe U TUAPABIMYECKHUE CHUTHAJIBI B PETYIALMU POCTa H
YCTBUYHOM MPOBOAMMOCTH Yy PACTEHHH TOMATOB MHpPHU YaCTHYHOU
3acyxe B 00J1acTH KOpHEH
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CurHanbHas posib KOPHEBBIX IUTOKMHMHOB B PETYISALUU YCTHHUHON
MPOBOJMMOCTH Yy ipt-TpaHCTEHHBIX pacTeHHH Tabaka B YCIOBHAX
JIOKaJbHOTO JeHCTBUS TeMIepaTyphl

PacTsmkuMOCTb KIIETOK Kak (akTop, CIoCOOCTBYIOLIMI MOAEPKAHUIO
pocTa TpU  KPAaTKOBPEMEHHOM JEHCTBMM JeUIUTa BOABI B
MHUTATEILHOM PacTBOpPE

W3menenne conepxanns MYK B muctesax mpu gevicteum 1100 u ero
MOTEHIMAIbHAS POJIb B PETYISAINN PACTSHKUMOCTH

OKkcmpeccusi TeHa 3KCIAHCHMHA M YBEIHMUCHHE DPACTSKUMOCTH JIHCTA
npu aeticteun [10I Ha pacTeHUS KyKypy3bl

Bmusnne UWYK Ha pacTssKUMOCTh JMCTa W 3KCIPECCUIO TEHA
SKCIAaHCHHA

3AKJIIOYEHUE

CIIMCOK MCITOJIb30BAHHOM JIMTEPATYPhI
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