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OBIIASA XAPAKTEPUCTHUKA PABOTbI

AKTYaJIbHOCTh NPO00JIeMBbI. J_—[G3TI/IOJ'I§II_II/I}I — MIponece 1mepexoaa paCTCHUuA € pocra

B TEMHOTE K pOCTY Ha CBETY, XapaKTCPU3YIOIMUUCA PAIOM (PU3HOIOTHICCKHUX,
OMOXMMHYECKHX U MOP(OIOTUYECKUX U3MEHEHUH, KOTOphIE MPOPOCTOK MpEeTeprieBacT B
OTBET Ha CBET M KOTOPHIC MPUBOIIT K HAKOIJICHUIO XJIOpOohUiUIa U Hadaly (OTOCHHTE3A.
HaubGonee 3aMeTHBIM HM3MEHEHHEM B XOJI€ NEITHOJSIUU TPOPOCTKOB SIBISIETCS HX
mo3eJieHeHHe BelieacTBHEe HakorwieHus xiopoduiia (Fox and Hillman, 1968; Chory et. al.,
1994; Nemhauser and Chorry, 2002; Waters and Langdale, 2009; Symons et al., 2008).

[IpoBeneHHbIE K HACTOSAIIEMY BPEMEHH UCCIIEIOBAHUS 10 M3YYEHUIO MEXaHU3MOB
TOPMOHAJILHOM PETYJISAIHNH JCITHOJISIUN BIMTOJTHEHBI, TIIABHBIM 00pa30M, Ha JIBY0JbHBIX
pacTeHMsIX, TAKMX Kak: apaOuioIcuc, Tabak, JIONKH, ThIKBa, ropox, u ap. (Kulaeva, 1973;
Kpassokx u ap., 1977; Parthier, 1979; Lerbs et al., 1984; Evans, 1985; Potts et al., 1985;
Kieber et al., 1993; Kusnetsov et al., 1994; Novakova et al., 2005). B atux paGorax
MMOKA3aHO, YTO ITUTOKHHUHBI aKTUBUPYIOT (DOPMHUPOBAHUE YIBTPACTPYKTYPHI 3THOTUIACTOB
U XJIOPOTUJIACTOB, TOBBIIIAIOT AKTHBHOCTH XJIOPOIUIACTHBIX (PEPMEHTOB, YBETUYHMBAIOT
HaKoOIUIeHHEe (OTOCHHTETUYSCKHX TUTMEHTOB M CKOpPOCTh (QoTocuHTe3a. DPdekT
UTOKUHUHOB M abciu3oBoil kuciaoThl (ABK) Ha pa3BuTHE XJIOPOILUTACTOB MOXET OBITH
CBsI3aH C WX BIMsSIHHEM Ha 3kcmpeccuro siepHbix (Ohya and Suzuki, 1991; Kusnetsov et
al., 1994; Kiba et al., 2005), 1 IaCTUIHBIX TE€HOB, KOJAUPYIOIIUX XJIOPOIUIACTHBIE OCIKU
(Lerbs et al., 1984; Kusnetsov et al., 1994; Brenner et al., 2005). Oanako B 3THX padboTax
U3yJaJloCh BJIUSHUE (UTOTOPMOHOB Ha COJCp)KAHWE TPAHCKPHUITOB IUIACTUIHBIX U
SJIEPHBIX TE€HOB W HE OBUIO MOKa3aHO ydacTue (PUTOTOPMOHOB B PEryJISIMU TpoIecca
Tpanckpunuuu. Toasko B 2008 roxy BrepBbie ObUIa JOKa3aHa PETYJSALUS TUTOKUHUHOM
TPAHCKPHIIIIMA WHIUBUIYAIBHBIX XJIOPOIUIACTHBIX TI'€HOB HAa 3aKOHYMBIIHMX POCT
(3enénpix) aucThax sumeHs (Zubo et al., 2008). Jlo Hacrosimero BpeMEHH ydacThe
nuTokuHuHA ¥ ABK B perymsiuu mporecca JIe3THOSAIUN OJTHOIO0IBHBIX pacTEHUH OBLIO
He ycTaHoBiIeHO. TeM Oonee, HUKEM HE TOKa3aHa peryssius HUTOKMHUHOM u ABK
mporecca TPAHCKPUIIIAY TUTACTUIHBIX TEHOB B XOJI€ MO3CJICHEHMS MPU TIEPEHOCE Ha CBET
JUCTHEB, OTJCIICHHBIX OT 3THOJIMPOBAHHBIX OJTHOIOIBHBIX PACTCHUM.

B cBs3um ¢ 3TMM B amccepTanM  paccMaTpUBAeTCs, TIAaBHBIM 00pa3oM, poOJb
¢uToropmoHoB — aHTaroHuctoB (uutokuHuHa U ABK) Bo Bpems kirodeBoro srama

mnpoiiecca AEITUONSAUUU — (HOPMUPOBaHUS (HOTOCMHTETUUYECKOrO ammapara B JIUCThIX
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OJIHO/IOJIBHBIX PACTEHUH II0CJIE€ HX OTIEIEHUS OT STHUOJUPOBAHHBIX IMPOPOCTKOB U
nepeHeceHus Ha cBeT. M3ywaeTcss peryssiiusi HakKOIUICHUS XJIOpoduiuia, pa3BUTHUS
CTPYKTYPBbI IUIACTU/, SKCIIPECCHSI T€HOB XJIOPOIUIACTHBIX OEIKOB SAEPHOIO U IIACTUIHOTO
koaupoBaHusi. Oco0oe BHMMaHHE OOpaIIeHO Ha MPOIECC PErYJSIUU TPAHCKPUIIIUU B
CBSI3M C TEM, YTO UMEHHO TPAHCKPUIILUS SBJIAETCSA MEPBBIM 3TAIlOM HKCIPECCHHU T'€HOB U
OT HEEe MOXXET 3aBUCEThb HE TOJBKO KOJW4YecTBO HHAMBUAYyalbHbIX MPHK, HO m
HaKOIUIEHHE OeKa, YTO MPSMO BIUSET Ha MPEBPALEHUE ATHOIIACTOB B XJIOPOILIACTHI U
Ha Mepexo/] ATHOJINPOBAHHBIX PACTCHHUM K aBTOTPOPHOMY MUTAHHIO.

Heab auccepranMoOHHOM PadOThHI 3aKiI0Yagach B M3YYCHHH TOPMOHAIBHON
PEryJsiliUK I€3TUOSUN OAHOIONIBHBIX PACTEHUN HA IPUMEPE TUMEHS.

3amayu:

1. U3yunts BaussHUE (PUTOrOPMOHOB (IIMTOKMHWHA M aOCIM30BOM KHCIOTHI) Ha
HaKoIUIeHHE XJIopoduiuia U (OPMUPOBAHHE XJIOPOILJIACTOB B 3€JIEHEIOIIUX JHCThIX
ATUOJUPOBAHHBIX MPOPOCTKOB SUYMEHS PA3HOTO BO3PACTa, a TAKXKE OMPEIEIHUTH MEPUOJ
pa3BUTUS pacTeHHI Hanboyiee YyBCTBUTENbHBIN K IEUCTBHUSIM (PUTOTOPMOHOB.

2. Jlns wu3ydeHus TOPMOHAJIBHOM pErysslMH SKCIPECCUM TE€HOB B Ipoliecce
JIEITUOJISIIUN  OJHO/IOJBHBIX PACTEHUM BHIOpaTh TI'€HbI, BXOJSIINE BO BCE H3BECTHBIC
onepousl miactugHo JIHK sumens, xoaupytoume pasznuunble Oenku u PHK
XJIOPOIIJIACTOB, a TAaK)Ke TEeHBbl SAEPHOr0 KOJUPOBAHUS XJIOPOIUIACTHBIX OENKOB U
(hepMEeHTOB, YHaCTBYIOIIUX B IIpoliecce OMOCUHTE3a XJIOpOPUILIA.

3. UccnenoBarh BiMAHHME CBeTa M (PUTOTOPMOHOB Ha HKCIPECCHIO SJAEPHBIX U
IUTACTH/IHBIX T€HOB B IPOLIECCE JEATHOISALUMU STUMEHS pa3HOIO BO3pacTa.

4. BrpIaBHUTH 3aKOHOMEPHOCTHU FOpMOHElJ'IBHOfI perysiuu  TPaHCKPUIIIHU TI'C€HOB,
OTBCHAOIIUX 34 (l)OpMI/IpOBaHI/IC XJIOPOINNTAaCTOB W HAKOIIJIICHHEC XJ'IOpO(i)I/IHHa B XO0a€
ACOTUOIAINHN OJHOJOJJIBHBIX paCTeHI/II)’I.

Hayunasi HoBM3HAa palGorbl. BrepBble wH3yuyeHa TOpPMOHAlIbHAs pEryJIsALUs

mporecca AeITHONSAINN OHOIOMBHBIX pacTeHUi Ha mpumepe stumens (Hordeum vulgare
L.). YcraHOBIE€HO, YTO CKOPOCTh HAKOIUICHHE XJIOpoQuiia Ha CBETY JIMCThSIMH,
OTJCIICHHBIMU OT STHOJHPOBAHHBIX PACTCHHI, 3aBUCUT OT MPOJIOJDKUTEILHOCTH HX POCTa

B TCMHOTC 1 MHTCHCUBHOCTU TPAHCKPHUIIIWH I'CHOB IIJIaCTOMA.



Bnepseie nmokazano, uro uutokuHuH 1 ABK B Xxojie Ae3THONSALMM y4acTBYIOT B
PETYISIINK SKCIIPECCUU T€HOB XJIOPOIUIACTHBIX OENIKOB KaK IIACTHIHOTO, TaK U SIEPHOTrO
KOJMPOBaHUs HE TOJIbKO Ha YpOBHE HAKOIUICHUS TPAHCKPUIITOB, HO U Ha YypPOBHE
MHTEHCUBHOCTU TpaHcKkpuniuu. O6a TOpMOHa BbBI3BIBAIOT  AU(PPEpPEHINATHEHYIO
PETYISIIUIO SKCIPECCHU TIACTUIHBIX U SIAEPHBIX TEHOB B MPOLECCE AEITUONISALIUN JTUCTHEB
3 1 6-THEBHBIX IPOPOCTKOB SUMEHS.

[lonyyeHHble B qUCCEPTAMOHHON paboTe pe3ynbTaThl MOKA3bIBAIOT, UYTO MPOIIECC
JEITUONISIIIMKM  371aKOB HAXOJUTCS TOJ KOHTPOJEM KakK CBeTa, TaKk M (PUTOTOPMOHOB-
anTaroHuctoB (umutoknHuHa M ABK), KOTOpble OKa3bIBaIOT CI0KHOE PEryISTOPHOE
BIIMSIHUE HA SKCIPECCHUIO TJIACTUIAHBIX U SACPHBIX TEHOB XJIOpomiacTHIX O6enkoB u PHK,
Ha Tporiecc (GOpMHUPOBaHUS YIBTPACTPYKTYPHI XJIOPOILIACTOB, HAKOIUIEHUE XJIOpOouULIa,
YTO, B KOHEYHOM pe3yJbTaTe, B 3aBUCUMOCTH OT OajaHca (PUTOTOPMOHOB MU YCIIOBUU
OCBEIIICHHUS, TPUBOJIUT K MPEBPAIICHUIO STUOTIACTOB B XJIOPOIUIACTHI, K (POPMUPOBAHHIO
(hOTOCMHTETUYECKOTO anmapara U Hadajay aBTOTPO(HOTO MUTaHUS.

Pe3ynbraThl M3yueHHs] TOPMOHAIBHOW PETryNALUU ACITHOISLUUUA OTHOIOIbHBIX
pacTeHui Ha NpUMEpe OJHOW M3 BAXHEWIIMX C.-X. KyJIbTyp Poccum — siuMEHsS MMEIOT
MPAKTUYECKYI0 [IEHHOCTh JIJISl CEJICKIIMOHHO-TEHETUYECKUX YUPEKICHUN HAIlleW CTpaHBbI,
TaKk KaKk MOTyT OBITb UCIOJB30BaHBl IS Pa3paOOTKH TEOPETHUECKUX OCHOB
MPOTHO3UPOBAHUS MPOTYKTUBHOCTH 3€PHOBBIX KYJIBTYpP, CO3AaHUS 0CO00 IIEHHBIX COPTOB
u rubpunos. [lomydeHHbIEe SKCIIEpUMEHTANIBHBIC JTaHHBIE MOTYT OBITh HCIIOIH30BaHBI B
Kypcax JIeKIUW Jisl CTYJEHTOB OHMOJOTMYECKUX M arpOHOMHYECKUX CIEeIHaTbHOCTEH
BVY3os.

Anpo6anus pe3yiabTaToB padoThl. Pe3ynbraTel paboTsl JOKIAABIBATINCH HA 12-0i1

u 14-oit wmexayHaponHoil IlymmHckoil mIKOJIe-KOH(EPEHIIMM MOJIOABIX  YYEHBIX
"Buonorus - Hayka XXI Beka" (Ilymuno, 2008, 2010), Ha MeXHUHCTUTYTCKOM HAyYHOM
MOJIOJIE)KHOM  CEMHHAape N®OP PAH «AxkrtyanbHble mpoOieMbl (U3HOJIOTHH,
MOJICKYJISIpHOH ~ Omonormm W OworexHojormu  pacrenuit»  (Mocksa,  2008),
MexnyHapoqHoii  KOH(epeHIMH CTYIEHTOB, acClIUpPaHTOB M  MOJOJBIX  yUYEHBIX
«JTomonocos — 2009» (Mocksa, 2009), MexnynaponHoii koHpepeHnnu «OUTOropMOHBI:
MOJIEKYJIIpHBIE MeXaHu3Mbl aeiicTBus». (Mocksa, 2009), MexnyHapoaHoi KoH(pepeHInH

«DU3UKO-XUMUYECKHUE MCXaHU3MBbI aJaliTalmn paCTeHI/Iﬁ K AHTPOIIOI'CHHOMY



3arpsi3HEHUIO B YCJIOBUSIX KpaiiHero cesepa» (Amarutei, 2009), a Takke KOHrpecce
FESPB-2010 (Banencwus, 2010).

Iyoaukanun. [lo teme auccepranuu onyOaukoBaHO 15 meyaTHbIX padoT, U3

KOTOpBIX 4 B )KypHajax, pekomeHayeMbix BAK.

CTpykrypa u_00béM jauccepramum. [luccepranmonHas paboTa COCTOUT U3

BBEJICHUS, 0030pa JHUTEpaTyphl, OMHCAHUS MaTEpPHATIOB M METOJOB HCCIEIOBaHUS,
W3JI0KEHUS MOJTYUYCHHBIX PE3YJIbTATOB U UX O0CYKICHUS, 3aKITIOUYEHHUS U BBIBOJIOB, CIIHCKA
UCIIOJIb30BaHHOM JUTepaTypshl. Jluccepranmonnas paboTa uznoxkena Ha 147 crpanuiax
MAaIIMHOIKUCHOTO TEKCTa, coAepkuT 5 Tabmun, 2 cxembl u 30 pucyHkoB. Crucok
MUTHPYEMO JUTepaTypsl cocTaBmsgeT 156 wammenoBaHus, w3 KoTopeix 131 Ha
WHOCTPAHHOM SI3bIKE.

OBBEKT U METOAbI UCCJIEJOBAHUSA

OO0beKT uccae0BaHuUs.

WccnenoBanust mpoBOAWIN Ha JUCThix stumens (Hordeum vulgare L.) copra Jlyu.
CeMeHa mpopaliuBalid B 3emJie B kKaMepax (UTOTpoHA B TEMHOTE Mpu Temmeparype 20 —
22 °C. Jlist ombITOB Gpaiy mepBbie HACTOSIIIE JTHCThS SUMEHS (Jjaliee — [epBbIC JINCThS),
oTAeNeHHbIEe OT 3, 6, 9 u 12 nHeBHBIX pacTeHUil. Bo3pacT sumMeHsl cuuTaiu ¢ MOMEHTA
MOSIBJICHHSI TPOPOCTKOB Ha TIOBEPXHOCTH 3eMiu. HWHKyOamuio Cpe3aHHBIX JHUCThEB

2 1
C’) Ha BOJE WIH pacTBOpax

MPOBOJWIN Ha MOCTOSIHHOM cBeTy (270 MKMOnb M
duroropmoros: BAII (2.2 x 10° M), ABK (7.6 x 10" M; 7.6 x 10° M; 7.6 x 10° M). s
uzydenust comectHoro geiictBue BAIl u ABK wuHKyOanmuio cpe3aHHBIX JIUCThEB
MIPOBOJWINA Ha pacTBOpax, coAepxamux oaHoBpeMeHHO BAII 2.2 x 10° M u ABK 4.4 x
10° M. OnTuManbHbIe KOHIICHTPAIIUA BCEX HCIOJIb30BAHHBIX B Pab0Te (PUTOTOPMOHOB
OBLIM OMpe/ieTICHbI B IPEABAPUTEIBHBIX IKCIIEPUMEHTAX.

MeToabl MccJIeI0BaHHUS.

Conepkanue xmopodunaa ompeaensuin o meroay Lichtenhaler and Wellburn
(1983) uepes 2, 4, 6 u 24 4. mocne Hayaga WHKYOALlMU JTUCTHEB Ha CBETY, OTAEJICHHBIX OT
3,6, 9 1 12 1HEBHBIX 3THOJUPOBAHHBIX TPOPOCTKOB AUMEHS. XJIOPOPUILT SKCTParupoBaiu
80% ameToHOM M OmpeAeisUld C IMOMOMIbI crektpodoromerpa «Ultrospec 2000»
(Pharmacia Biotech).

Brigenenue miaactug v run-on TPAHCKPUIIOHUIO B INIACTUAHBIX JIM3AaTaX IIPOBOIUIIN

COTJIACHO MeToJuKaM, omucaHHbIM panee (3y6o m Kysmemon, 2008). Dtuomnactel u3
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STHUOJUPOBAHHBIX PACTEHUN BBIJACISIIA HA 3€JIEHOM CBETY C TMOMOIIBIO CTYNEHYATOTrO
rpajmenta mepkosa. TpaHCKPHIIHIO iN Vitro mpoBomwmmn 15 mun ipu 25 C B nusare 5 X
10" xoportactoB B 06beMe 100 MK B Gybepe ciaemyromero cocraa: 50 MM tpuc HCI
pH 8.0, 10 MM MgCl,, 0.2 MM LIT®, ['T®, ATD, 0.01 MM VT®, 50mxKio [a-P[-UTP
(Amersham, England), 20 e.a. PHK3un (Fermentas), 10 MM B-mepkanTtosTanon. Peakius
ObLTa OcTaHOBIICHA 100aBICHHEM paBHOrO 00bema crom-0ydepa (50 MM tpuc HCI pH 8.0,
25 mM DITA, 5% Capko3smn). 32p-meuenas PHK, CUHTE3UPOBAHHAs B XOJAE PEaKIUU
TPaHCKpUMIMK, ObUIa BBIJEJICHA U3 PEAaKIMOHHOW Cpeabl M HUCIMOJIb30BaHA IS
ruopuausanuu (3yoo u Kysueros, 2008). [To 1 MKr kaxmoro u3 ¢gparMeHTOB H3y4acMbIX
T'CHOB OBbLJI0O HAHECEHO B JBYXKPATHOM MOBTOPHOCTH Ha HEiIOHOBYIO MeMOpany Hybond-
N* (Amersham Pharmacia Biothech, England). Ilocnme ux rubpuomsanmm c 2 P—
MEUYCHBIMH TPAHCKPUNITAMHU PAJIUOAKTUBHBIE CUTHAIBI OBUIM CKAaHUPOBAHBI, WCIOIB3YS
dbochoumumxep Typhoon Trio («GE Healthcare», USA). DdbdexT Ha MHTEHCHUBHOCTH
TPAHCKPHUIIIMKA CYUTAICS JOCTOBEPHBIM, €CIH €r0 CHTHAJl OTJIMYAJICS OT KOHTPOJS He
MEHee 4eM B J[Ba pa3a.

Hns Beigenenuss totanbHoM PHK 2 1 pacTuTenbHOMl TKaHM pacTupanu B
dbapdopoBoil CTymke C KUIKHUM a30TOM JO IyapooOpa3Horo coctosHus. He naBas
pacTasiTh, 3TOT MOPOIIOK MEPEHOCWIH B MPOOUPKY i HeHTpudyrupoBanus ¢ 20 i
TRIZOL (InVitroGene). ['omorenusupoBanu 15 cexkyHJ Ha BOPTEKCE, IOCIE YEro
noGasmu 4 M xnopodopma. Llentpudyruposanue npopogwin 5 mus 2900 g mpu +4°C
(Ependorf 5810R, Eppendorf, Germany). Ilony4yeHHyr0 BepXHIOIO BOJHYIO a3y
MEPEHOCUIIM B HOBYIO MPOOUPKY, M00aBisimy 12 M H30MpOMaHoiia, MEePEeMENINBAIA U
MHKYOUpOBaju npu KoMHaTHOHM Temmeparype 10 muH. 3ateM neHTpuyrupoBaiu 5 MuH
6500 06./MuH. ripu +4°C Ha Toif ke uenTpudyre. K ocaaxy nobasmiui 20 M 80% staHona
u BHOBb nentpudyruposamu 5 mun 2900 g. Ocagoxk mnoacymmBaiu 5 — 10 MuH H
pactBopsutn B 800 Mk OupuctuinupoBaHHOM Bonbl. Beigenennyro PHK ouwmmmanu ot
npumecu JJHK, ucronszyst PHK3y (Fermentas).

Meron IIIIP mocne oOpatHoit Tpanckpumiuu (OT-IILP) wucnonb3oBancs amis
OTIPEJICIICHUsT COJEPIKAHUS TPAHCKPUIITOB SIEPHBIX TE€HOB, KOMUPYIOIIHMX (EPMEHTHI
OMOCHHTE3a TeTpanmuppoiioB. B kauecTBe KOHTPOJIBHOTO reHa ucmonb3oBaics ren UBC
(Kiba et al., 1999). Cunre3 xkJIHK ocymiectisiin ¢ momoinisio RevertAid H Minus First
cDNA Synthesis Kit #k1631 (Fermentas). JIHK-3arpaBkoii ciryxuinu npaiimepst oligo(dT)
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(tteeeeetttteetttttttt (v)(n)), xomruiementapusie noiau A-koninly MPHK renoB snmepnoro
komupoBanus. [lanee mnpoBommnm IIIP ¢ wucmome3oBaHWeM TeHCIEMUPUICCKIX
MpaiMepoB, MOJAOOpPaHHBIX HAa OCHOBAaHUHM HYKJICOTHIHOW ITOCIICIOBATCIBHOCTH TCHOB
maHHbIX oH-maiiH  pecypca: NCBI (Nacional center of bioinformatics, USA,
www.ncbi.nlm.nih.gov) ¢ ucnons3oBanuem nporpammer VECtorNTI Suite 9 (Invitrogen).
KonnuecTBeHHYIO OIIEHKY aMIIMKOHOB IPOBOAMIN Ha ckanepe Typhoon TRIO+ Variable
Mode Imager ¢ makerom Typhoon Scaner Control (GE Healthcare, CIIIA), a Takxke
ImagerQuant TL Control Centre. Pe3ynbraThl 3KCICPUMEHTOB  I0JBEPrajH
MaTeMaTUYeCKOW 00paOOTKH JaHHBIX, CPEIHUC 3HAYCHUS M UX CTaHIIAPTHBIC OTKIOHCHUS
MOJyYeHbl HAa OCHOBAaHWUHW TMPOBEJACHHS 3HAUYCHHM TPEX HE3aBUCHUMBIX MOBTOPCHUM
IKCIICPUMEHTA.

Bce HeomucaHHBIC 3/1€Ch MOJICKY/ISPHO-OMOJIOTHYECKHE IMPOIEAYPHl BBITOJHEHBI

COTJIACHO PYKOBOACTBY Manuaruc u ap. (1984).

PE3YJIBTATHI U OBCY/KAEHUE

1. Buusinme BO3pacTa JTHOJMPOBAHHBLIX TMPOPOCTKOB HA HAKOIJIEHUE
xjopopuiIa JUCTHAMHE B Tpouecce AeITHOJANUN siuMeHsi. [Ipomecc nesThonsun
pacTeHUM 3aBUCHUT, MPEXKJE BCETo, OT cBeTa. M3BECTHO, YTO MpH MEPEHOCE pacTeHUs Ha
CBET TIOCIIE €T0 JUTUTEILHOTO MPeObIBaHUS B TEMHOTE HE OCYIIECTBIISCTCS HOPMaTbHBIN
OMOCHHTE3 XJIOPOHUILIA, HE MPOUCXOIUT COOPKA CBETOCOOMPAIOIINX KOMIUIEKCOB, HE HJICT
mporecc (OTOCHHTE3a - PACTEHUE B TAaKMX YCIOBUSAX TMOHET. HamMu ObUIM MONTYYCHBI
pE3yNIbTAThl, HA OCHOBAHWU KOTOPBIX MOXHO CJIeNIaTh BBIBOJI, YTO CKOPOCTh HAKOTUICHUS
xJiopouuta 3aBUCUT OT BO3pacTa ASTHUOJUPOBAHHBIX MPOPOCTKOB. Kak BuIHO 13
MPEICTABICHHBIX PE3yIbTaToB (pHC. 1), coaepkaHue XJIOpOohHILIa B 3CICHEIONINX JIUCThIX
3-THEBHBIX ATHOJIUPOBAHHBIX TPOPOCTKOB sSUMEHS 4epe3 6 4. MHKyOaluu Ha CBETY
COOTBETCTBYET COJICPIKAHUIO XJIOPODHUIIA B 3CJCHEIONINX JIUCThAX SUMCHS, OTICICHHBIX
oT 9-JIHEBHBIX PACTCHUN M WHKYOMPOBAHHBIX Ha CBETy B TeueHHEe 24 4. YpOBEHBb
XJIopoUUTa 'y JIUCTBEB, OTACIAEHHBIX OT 3-IHEBHBIX OSTHOJIMPOBAHHBIX TPOPOCTKOB
s;TAMeHs1, ObLT IpUMEpHO B 1.5 pasza BbINIe, YeM B JHUCTHIX O-THEBHBIX MPOPOCTKOB U B 2
pa3a BBIIIIE, YEM B JIUCTHSIX, OTACIEHHBIX OT 9-THEBHBIX TPOPOCTKOB. ClieI0OBATEIIBHO, YEM

A0JIbIIC PACTCHUA HAXOAWJIMChb B TCEMHOTC, TCM B OOJIBIIIEH CTEIEHH OHH TCpAIN



CHOCOOHOCTh K HakOIIeHHIO Xiopodmmuia. JIucTest 12-mTHEBHBIX ASTHOIMPOBAHHBIX

IIPOPOCTKOB ITIOJIHOCTBIO TCPAIIN CITOCOOHOCTEH K IO3EJICHCHHIO Ha CBCTY.

Conep:xanne xja0poduiiia

=3 1H. =6 TH. 9 . Puc. 1 Haxomnenune
400 xJopoduia Ha CBETY
JUCTBSIMH, OTIEJICHHBIMH OT
STHUOJIMPOBAHHBIX POPOCTKOB
. 300 SSTUMEHS U WHKYOMpPOBAHHBIMH
nn: Ha Bojie. JIMCThs, OTJAEeICHHBIC
: 200 I or 3, 6 u 9-IHEBHBIX
= STUOJIMPOBAHHBIX IPOPOCTKOB
< ! SYMEHS, WHKYOMpOBaIM Ha

£ 100 |
CBETYy Ha BOJIE B TeueHue 2, 4,

i 6 U244,
+
0 | = I I I

0 2 4 6 24 VY cTaHOBJIEHHBIE
Ilepuon muKydanun (4acer) 3aKOHOMEPHOCTH  CKOPOCTH

HaKOIUIEHUs]  XJopouula B 3aBUCUMOCTH  OT  IPOJOJDKUTEIBHOCTH  pOCTa
STHOJIMPOBAHHBIX NMPOPOCTKOB B TEMHOTE HYXJAJIHCh B Ooyiee TIyOOKOM MOJEKYJISPHO-
reHeTU4ecKkoM u3ydeHuu. HeoOxonumMo ObUIO HCCIEN0BaTh PErYJSIIMIO SKCIPECCHU
redHoB, konupyroomux PHK u OGenku, obecrneuuBaromiue cOOpKY (POTOCHHTETHYECKHUX

KOMIIJICKCOB U pa3BHUTHUC XJIOPOILIACTOB.

2. Biusinve npoAoJ/ZKUTEIbHOCTH NPe0bIBAHUSA 3THOJTHPOBAHHBIX IPOPOCTKOB
s'YMeHsl B TEMHOTe HA MHTEHCHBHOCTh TPAHCKPHUINIHUHU IJIACTHAHBIX reHoB. Takum
00pa3oM, CBET U MPOJA0JDKUTENILHOCTD PEOBIBAHNS AITHOJIMPOBAHHBIX PACTCHHI B TEMHOTE
SBIISIIOTCS. BOKHEHIIMMU (DakTOpaMu peTyNSIHU Tpolecca ISITUONSIUN PACTECHHH.
Xopomo u3y4eHO BIHUSHUE CcBeTa Ha Au(QepeHIrannuio XJIOpOIIacToB, OuoreHes3
(OTOCHHTETHYECKOTO amnmapaTa M OKCIPECCHI0O TEHOB Ha JBYIOJBHBIX PAaCTECHHIX
(Oelmiiller, 1989; Kusnetsov et al., 1994; Kusnetsov et al., 1999). [Toka3ana akTuBamus
BaXHEUITNX (DEPMEHTOB CHCTEMbI OMOCHHTE3a XJIOPO(HIIIA, YUaCTBYIOIIUX B CHUHTE3€E 5-
amuHONEeBYIMHOBOM KuUCIOTh (AJIK) m oOpasoBanuu Mg-nporoniopdpupuna IX (Berry-
Lowe at al., 1987; ABepuna, 1997). OnHako MpakTHYECKH HET JAHHBIX IO DKCIPECCHH

INIACTUAHBIX TCHOB B J3THUOJUMPOBAHHBIX OJHOJOJBHBIX PACTCHUAX. B I[aHHOﬁ pa60Te



HKCHEPUMEHTHI MTPOBOAMIIN HA MEPBOM JIHCTE MPOPOCTKOB SUMEHS, POCHIMX B TEMHOTE B
Teuenue 3, 6 u 9 auel (puc. 2).

W3 pe3ynbTaToB, MpeAcTaBIEHHBIX HAa pUCYHKE 2 (a, 0, B) BUAHO, YTO €CTh P
reHoB (petB, atpH, trnA u ap), y KOTOpbIX CHUTHajIbBl [UN-ON TPAHCKPUILMU HE
JIETEKTUPYIOTCSA. DTO MOXKET OBITH CBSI3aHHO C TIOJTHBIM OTCYTCTBHEM TPAHCKPHITLIUU STHX
T€HOB B TEMHOTE WJIU C HU3KOM €€ MHTEHCUBHOCTHIO B YCIOBUAX dKcniepuMeHTa. CKOpocTh
TPAaHCKPUNIIMK TE€HOB 3- HW 6- JHEBHBIX pPACTEHUH pa3iuyaiach HE3HAUYUTEIHBHO
(MCKITIOYCHHME COCTaBIISIM TeHbl PS4, trnA, rpoCl, psaA, psbD, u ndhl, xoagupyromme
pubocomubiii 6enok 4 manoit cyouactunel, TPHK, B-cyOowenunuinty PHK-monumepassr,
oenku OCl, OCIl 1 HAIH-nnacToXuHOHOKCUAOPKAYKTa3bl. M3 rpymnmbl H3y4yeHHBIX
«TEHOB JIOMAIIHETO XO3SCTBa» M TEHOB (POTOCHHTETHYCCKHX OEJKOB HHTEHCHUBHOCTH
TPAHCKPHUIMIIMK B 3TUOIUIACTaX 3 U 6-IHEBHBIX MPOPOCTKOB ObUIA MPAKTHYECKH BCEr/Ia

JIOCTOBEPHO BBILIE, YEM Y 9-THEBHBIX 3THOJMPOBAHHBIX PACTCHUM.

a) 0) B)
123 4567 891011 12 3456 78 91011 234567891'011

1
"X R ) “ '
.
L B ’:

L IR

e *

El
. " '
...ao e ser B
1 2 3 4 S 6 7 8 9 10 11

s »
.“.
LR
»
L IR J

TQTMES AW

Al rbeL | atpB | psbA | rps12 | rpsl4 | psbD | petD | rps2 | psaB | trnl |[rpoCl l")
B| rbeL | atpB | psbA | ps12 |rpsl4 | psbD | petD | rps2 | psaB | trnl |rpoCl
C 1rrnl6 | matK | ndhA | clpP | psbE | atpA | psaA | atpF | rpoA | ndhl |1rpoC2
p| rrn16 | matK | ndhA | clpP | psbE | atpA | psaA | atpF | rpoA | ndhl |rpoC2
E|rpL16 [trmE/Y | rpoB [rrnl8 | rps4 | petB | atpH | psbK |rrm23 | trnA | atpl
F rpL16 [trnE/Y| rpoB [rrml18 | rps4 | petB | atpH | psbK |rrn23 | trmnA | atpl
G 1‘p§23/ 1ps16 | ndhF |petl/G| psbH | psbB ""/‘:"" trnV | atpE | ndhK | pshC
H ‘%23 Il +ps16 | ndhF |petL/G| psbH | psbB “"/‘:’5 trnV | atpE | ndhK | pshC

Puc. 2 BnusiHue npoiomKUTEIbHOCTH TPEOBIBAHNS 3THOJIMPOBAHHBIX IIPOPOCTKOB SUYMEHS
B TEMHOTE Ha WHTCHCUBHOCTb TPAHCKPUIILMH IUIACTUAHBIX I'€HOB. VIHTEHCHMBHOCTH
TPAHCKPUIILIMM IUIACTUAHBIX TE€HOB OIPEACIIEHa METOAOM [UN-ON TPaHCKPUIILUKU B
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ATUOTUIACTaX U3 JUCTHEB Cpa3y Mocie ux oTAeneHus oT: (a) — 3, (6) — 6 u (B) — 9-1HEBHBIX
STUOJIMPOBAHHBIX MPOPOCTKOB sluMEHs. () — cxema pacroioxkenus Ha memoOpane JIHK-
30H/IOB H3y4aeMBbIX TCHOB.

CrnenoBarenbHO, TPAHCKPHUIIIIHUS TUTACTUTHBIX TEHOB B MIEPBBIX JIUCTHAX SUYMCHS CHIKACTCS
C YBEJIHMYECHHEM BO3pacTa 3THOJIMPOBAHHBIX MPOPOCTKOB, M TAaKOE CHIIKCHUE, XOTS ObI
YaCTHYHO, MOXET BJIMATH Ha CKOPOCTh HAKOIUICHHS ATHOJIMPOBAHHBIMH pPAaCTCHUSIMHU
xjopoduiuia TpU TEPEHECEHWM WX Ha CBET.  OJTO CBS3aHO, MPEXKAEC BCEro, C
dbopmupoBaHrueM (HOTOCHHTETHYCCKOTO armapara, a Ha ero (popMUpOBaHHE OKa3bIBAIOT
MPOLIECChI, MPOMCXOMASAIINE Ha Pa3HBIX YPOBHSIX SKCIpeccuu TeHoB. Kak moka3aHo Ha
IBYIOJNBHBIX PACTCHHSIX, B PETYJSAIUU Tporecca ACITHONSIINK, HapSAy CO CBETOM,
OOJIBIIYIO POJIb HMIPAlOT (PUTOTOPMOHBI M, B IMEPBYIO OYepeb, IMUTOKUHHHBI, KOTOPHIC
aKTUBHPYIOT mporiecc GopmupoBanus (GoTocHMHTETHYSCKOro ammapara, 1 ABK, kotopas
ero noxasnset (Kymaesa, 1973; Kusnetsov et al., 1994). [TockoiabKy Ha OJHOJOJBHBIX
pPacTeHMSIX TaKMX HCCJICIOBAaHUN MPAKTHYECKH HE MPOBOJAMIOCH, TO MBI Jajlee H3ydasu

POJIb (PUTOTOPMOHOB B TIPOIIECCE ACITUONISIIMH PACTCHUH SIUMEHS.

3. Buusinne (UTOropMoOHOB Ha colep:kaHue XJopodpuiiia B 3ejIeHEHIIUuX
JHUCThAX slYMeHsl. 3y4yeHO BIMSHME NPOAODKUTENILHOCTH BBIPAIIMBAHUS SUMEHS B
TEMHOTE Ha CIOCOOHOCTh K HAKOIIEHHUIO XJIOpO(UIIIa Ha CBETY, BIUSAHHUE HA ATOT MPOLIECC
nurokuarHoB (BAIT 2.2 X 10° M) 1 ABK (7.6 x 10 M; 7.6 x 10° M; 7.6 x 10° M), a
TaKKe uX coBMectHoe geiictie BAIL (2.2 x 10 M) + ABK (4.4 x 10®° M).

B pabote wucnonb3oBaiii TMepBble JUCThS, OTACIEHHbIE OT ATHUOJUPOBAHHBIX
IIPOPOCTKOB SIUMEHSI, BBIPALLIEHHBIX B TEMHOTE B TedeHue 3, 6, 9 m 12 ngHell mocie
npopactanus. OnpeneneHue xjaopoduiia NpoBoaAUiIN yepes 2, 4, 6 u 24 4. nocie Hayana
WHKYyOalluM JUCTHEB Ha CBETY Ha BoJie WM Ha pactBopax ¢uroropmonoB (BAII, ABK).
Pe3synbraTel mMOKa3anw, YTO IMTOKMHUH HauOoJiee AaKTHBHO BBI3BIBAJl HAKOILJICHHE
xJiopousuia JUCThSIMHU, OTHEJIIEHHBIMH OT 6-mHeBHbIX pactenuit, a ABK  Ooinee
3¢ (deKTUBHO MHTUOMpOBaia HAKOIUIEHHE XJIOpOo(WUIa JUCThSIMHU, OTICICHHBIMU OT 3-
JTHEBHBIX POPOCTKOB. VIHTEPECHO OTMETUTH, YTO LIUTOKUHUH, KOTOPBIN MPAaKTHUYECKH HE

BJIHWAJI Ha IIO3CJIICHCHUC JIMCTHCB 3',Z[HGBHBIX IIPOPOCTKOB, 3(1)(1)6KTI/IBHO CHHUMAJI
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uHTrHOMpYytoiee aeiicreue Ha 3ToT npouecc ABK (puc. 3a). ABK mosHOCTBIO MO/IaBsIIa
aKTUBHUPYIOIICE JIEHCTBUE ITUTOKWHWHA B JIUCTHSIX 6-ITHEBHBIX MPOPOCTKOB, Y KOTOPBIX

BAII aktuBupoBan HakoruieHue xjopodwmmia, a ABK crnabo Bausuia Ha 3TOT mpoiecc.

(puc. 30).

) COH20 ®BEBAIl EABK ZBAII+ABK
Puc. 3 Bausaue BAII u 500 (a)

= 400
ABK B oraenbHOCTH, a Takke &
IPH UX COBMECTHOM JEHCTBHU  ° 5q
Ha HaKOIUICHUE XJopoduiuia HA & 1¢0

“
CBETY B JIUCTBSIX, OTAENECHHBIX 5 () | =
oT STHIMPOBAHHBIX o _ 0 2 4 6 24
POPOCTKOB  SMEHs pasHoro E 00 (0)
Bospacra. JIUCTbsI, OTAEICHHBIE & 100

. S 300

or: (a) — 3, (6) — 6 u (B) — 9- 2 200
JTHEBHBIX STHONMPOBAHHBIX S |,
MIPOPOCTKOB AUMEHA, ¥
WHKYOMpOBajdX Ha CBEeTy Ha = 0 ) 4 p 24
Boge wimu pactBopax: ABK, I 500 (B)
BAIl wmmu BAIl + ABK B i 400
TeueHue 2, 4, 6 u 24 yacos. 2 ‘;’gg

=)
B pe3ynbTare sroro O 100

04— : ‘ ‘ ‘

cojepx)aHue xJopodpuiia B 0 2 4 6 24

Hepuoa nukydauuu (4acel)
nucThAx Ha pactBope bAII +

ABK He ornuuanoch OT ero coaepxanus B npucyrctBuu ogHol ABK. VYV muctheB 9-
JHEBHBIX pacTeHHWW, y KoTopblx ogHa ADBK He BiMsula Ha mo3eleHEHUEe, OHa TakkKe
YCTpaHsIa BBI3BaHHYIO IIMTOKMHUHOM aKTHBAIMIO 3TOro mpomecca (puc. 3B). Takum
o0pa3oM, IOKa3aHO, YTO HAKOIUJICHHE XJOpO(PHW/UIa JMCTBIMU pAaCTEHUH BceX Tpex
M3Y4YEHHBIX HAMHU BO3PACTOB MPOSIBISET YYBCTBUTEIbHOCTh K ACUCTBUIO KaK IIMTOKMHHUHA,
tak U1 ABK, HO AeiicTBHE LMTOKWHHMHA Yy JHUCThEB 3-AHEBHBIX PACTEHUN MPOSBISAIOCH
tonbko Ha ¢one aeiictBus ABK, a apdexkr ABK y muctbeB 6- u 9-aHEBHBIX pacTeHHMA

oOHapy»XeH TOJbKO Ha (OHE ICUCTBUS TUTOKMHUHA.

4. U3yyeHue peryJsiiMy IKCIPecCUM SIEPHBIX TeHOB (hepMeHTOB OHOCHHTE3a
xjaopopuiia B mpoumecce AeITHONANMH sA4YMeHs. Kak Mbl yCTaHOBWIIM, CKOPOCTb
oOpa3oBaHusi XJOpodUIa B JHCTBAX 3aBHCHT OT BO3pacTa M CTENEHH JTHUOJISALUU
pacTeHMil, HaXOASIIMXCA B TEMHOTE. OTO BIMSET HA BpeMs IEpeXojla pacTEeHUs ¢

rerepoTpoHOro Ha aBTOTPOGHBIM THUI MHUTAHUS, KOTOPBIA 3aBUCUT OT HAKOIUICHUS
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xsopogmiuIoB U popmMupoBaHus (HOTOCHHTETHYECKOTO amnmapaTa. Ha ocHoBaHuM aHanmza

JUTEPaTypbl HaMU OBUIM OIpENEJICHbl OCHOBHBIE YYACTHHKM OMOCHMHTE3a XJopoduiia

(puc. 4). S
~TIyTAMAT
Baxuno ormetuth, dYTO
I'nyramun-tPHK((roy)
I'CHBI, KOJMPYIOIIHEC Bce  LayrammrtPHK \1/
PeaYKTa3a
KJTFOCBBIC (bepmentar hemdl hemA3 Tiyramat-1-cemMuanbaerua
OMOCHHTE3a  TETPANUPPOJIOB, N8
S-aMHHo1eBY/IHHOBAA KIIc/10Ta (AJIK)
JIOKaJIM30BaHbI B sApe. OTO OAUH
AMHHOJIEBYJTHHAT \1,
u3 HauboJee 3HAYUMBIX dernaporasa -
alid Ilop¢dodnnunHoren

MPUMEPOB SIACPHOTO KOHTPOJISA  Hopdodnmmuoren v

AUAMIHA3A  Tyypo RCHMETILTO A H

(YHKIIMOHHPOBAHMS hemC y

xJjoporiacToB. M3BecTtHO, 4TO Vponop¢upunoren I
Yponopdupunorexn
Oonee 90% 0emKoB ptio iy %
JeKaPOOKCILIA3A
XJOPOTLIACTOB KOJMPYIOTCS deup Konponopgununoren I11
. |
sanepubiM  renomoM  (Leister, v
2003; OgpuunoBa wu HOpwuna, HpoTonopgupunIX
Mg-xe1aTasa :
o e y === > duroxpom
2003). Bo03MOXHO, 4YTO Xantha-f; Xantha-g, )
Xantha-h ~ Mg-IIpoTonopgupunIX
aKTUBaLIUsA LIUTOKUHUHOM v
HAKOILICHHS xJtopouiia Mg-npotonopdgupiH IX moH. 3¢up
|
CBA3aHa  CO CTUMYJIALAEN l
OKCIPECCUM  SAJICPHBIX T'CHOB ROposEI
Puc. 4 OcHOBHBIE YYaCTHUKM NyTH OHOCHHTE3a
epmenToB OMOCHHTE3a  TeTpanUPPONIOB M KOXUPYIOLIHUE HX TCHBI

xyopoduiuia. Jlyis u3ydeHHs JKCIPECCHH SIEPHBIX TEHOB HAMHU HCIOJIb30BaH METO/T
NMOJIMMEPA3HOM WEeNHOW peakuuu 1nociae od6patHo Tpanckpunuuu (OT-IILP), a
AKCIIEPUMEHTHI OBUIM TMPOBEJCHBI cOorjiacHO cxeMe |. BripamuBaHue 3THOIUPOBAHHBIX
MPOPOCTKOB IIPOBOJIUIIM B 3€MJI€ B TEMHOTE B T€UECHHE 5 JHEH MOCie MpopacTaHusi CEMSIH.
CdVCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCCOHpCI[eJIeHI/Ie CoACpKaHusl MPHK
U3y4aeMbIX T€HOB MPOBOAWIM B JIHCThAX 5 NHEBHBIX ITHOJWPOBAHHBIX MPOPOCTKOB, a
TAaK)K€ B ATHOJIMPOBAHHBIX M 3€JICHEIOLIMX JIMCThIX 4epe3 3 u 24 4. moclie Hayaia

skcnepuMenTa (cxema 1). B pesysbrare npoBecHHS CepUH SKCIIEPUMEHTOB YCTaHOBIICHO,
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YTO IO CpPaBHEHUIO C HadaubHeIM ypoBHeM MPHK wuHauBuayanbHbIX TE€HOB B

OTUOJIMPOBAHHBIX JIMCTBIAX S-I[HGBHBIX IMPOPOCTKOB

ssuMeHs 3a 24 4. pocTa B TEMHOTE

HEe3HAYUTENBHO (MeHee yeM B 1.5 pasza Lg 2) moseicuics ypoBenb MPHK rena hemA3 -

omHou w3 wu3odopm rayramui-TPHKpenykraser sumens, a Ttak ke Xantha-f — F

cyOobemuHuIBI Mg-Xxemarassl (puc. S5a).

Bblpal.l[ﬂBﬂHI/le ITHOJIUPOBAHHBIX IMPOPOCTKOB

s’YMeHsl B TeMHOTe (S AHeil)
1 1
1/ \Z
3 yaca B TeMHOTE 3 4aca Ha CBETy
I 1
v v

24 yaca B TeMHOTe 24 4yaca Ha CBeTy

Cxema 1. M3yuyenue comepikaHus
TPAHCKPHUIITOB SIACPHBIX TECHOB
(dbepMeHTOB OnocuHTe3a
XJI0poduiIa B JUCTBSIX
MPOPOCTKOB SIUMEHSI B TIPOIECCe
JIEITHUOIISIIUH.

CopepxaHue TPAHCKPHUIITOB I'eHa

alad, xomupyromero depMeHT

AMUHOJICBYJIMHATACTUAPOTA3Yy, B JUCTHAX 3a 24 4, pocta B TCMHOTC 3THOJIMPOBAHHBIX

IIPOPOCTKOB CHU3MJIOCH B 1.5 paza.

= ’5 0.3 Olg (3 uaca/S aH.) Hilg (24 aaca/S qH.) a)
: b
S 2 02
z
QEDG,O 'T_I I‘ll———_l } I'_I_ilk_x_!—’—_—(
- S
5 -0.1
o L s
2 =
= -0,2
2 =
a 2 -0.3
= 2 s
= a > > > NS < 2 2 P <
s 2 P e S & ¢ & &
: % D)
E = 0.3
£ o
e e
S S 0,0 : : :  — gy
e
g ; '091 1
£ oo
= = -0.3
@ A s
=S 04
E 2 N - > ] < S S P <
5 > Naf > Sy & Nl >’ > P
& ,sz}»“ Q N RS & S
T'ensbI

Puc. 5 V3meHeHue cojepkaHusi TPAHCKPUIITOB SJIEPHBIX T€HOB (pepMEHTOB OMOCHHTE3a

xjopopuiiia B JIMCThSAX  S-IIHEBHBIX

STUOJIMPOBAHHBIX

MPOPOCTKOB:

(a)

MHKYOUPOBAHHBIX B TEMHOTE B TeueHUE 3 U 24 4.; (0) — HHKYOUpPOBAHHLIX B TEUEHHUE 3 U
y y
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24 4. Ha cBery. . |g — mecsatuunblit norapudm otHomeHus ypoHs MPHK B mmcThsx 5-
JTHEBHBIX IPOPOCTKOB SYMEHsI, MHKYOUPOBAaHHBIX 3 WK 24 4. B TEMHOTE WJIM Ha CBETY, K
ypoBHI0O MPHK B INCTBSAX NPOPOCTKOB STYUMEHS B MOMEHT Ha4yaJla SKCIIEPUMEHTA.

YPOBEHb OCTaIBHBIX SIEPHBIX T'€HOB M3YYCHHBIX (DEPMEHTOB OMOCHMHTE3a Xjopodrnia
oCTaBaJICs HAa HAYaJIbHOM YPOBHE B JIUCThS SYMEHS HA TPOTSDKEHUH 24 4. SKCTICpUMEHTA
(puc. 5a). Takum oOpa3om, cojep:KaHHe TPAHCKPHIITOB I'€HOB (PEpPMEHTOB OHMOCHHTE3a
xJIopoduiia CyIIecTBEHHO (B JIBa U 0oJiee pa3a) HE U3MEHSIIOCh B JUCTHAX 6-THEBHBIX
ATHOJUPOBAHHBIX MPOPOCTKOB SUMEHS 110 CPaBHEHHIO C 5-IHEBHBIMU pacTeHUsMHU. [Ipu
MIEPEHOCE S5-THEBHBIX 3THOJUPOBAHHBIX PACTCHUH Ha CBET uepe3 3 W 24 4. colepiKaHue
TPAHCKPUNITOB CYIIECTBEHHO HE H3MEHWIOCh. CHIDKEHHUE YpPOBHS TPAaHCKPHUIITOB TI'eHA
(alad) xmroueBoro ¢epmenra (puc. 50), pPACHIONIOXKEHHOTO B CaMOM Hadvaje I[UKJIa
OnocuHTE3a XJIOpO(HIIa, B XOAE OCBEUICHHS JHCTHEB SUMEHS, BO3MOXKHO, CBS3aHO C
W3MCHCHHEM  CKOPOCTH  TPAHCKPHUIIIIMA WJIH C  YMCHBIIEHHWEM  CTaOWMIBHOCTH
TpaHCKpUNTOB. [loJlydeHHBIC B JTaHHBIX AKCIEPUMEHTAaX Pe3yJbTaThl MMOKA3bIBAIOT, YTO B
nepBbie 24 4. JAEITUONSAIUHN S-ITHEBHBIX dTHOJUPOBAHHBIX MPOPOCTKOB SUMEHS, CBET HE
BBI3BIBACT AKTHBAIIUIO AKCIIPECCHUU HM3yYEHHBIX HAMH TE€HOB (EPMEHTOB HadaIbHBIX

3TanoB OMOCUHTE3a TETPAIIUPPOIIOB.

5.1 Buusinme ¢GUTOropMOHOB HAa YpPOBeHb TPAHCKPHUINTOB SI/IEPHBIX TE€HOB
OCHOBHBIX (hepMeHTOB OMOCHHTe3a XJI0poduLIa B Ipolecce 1eITHOISUNU STYMEHS.

Onpenenenne ypoBHs MPHK renos mpoBoawnu metomom OT-IILIP B nuctesax 5
JTHEBHBIX ATHOJIMPOBAHHBIX IPOPOCTKOB SIUMEHSA, a TaKXe€ B OTIENEHHBIX JIUCThIX,
MHKYOHMPOBaHHBIX HA CBETY U B TEMHOTE (KOHTpPOJIb), Ha Bojie min pactBopax BAII (2.2 x
10°M) mnir ABK (7.6 x 10 M) uepes 3 u 24 4. cornacHo cxeme 2.
AHanusupys npeJcTaBlIeHHbIE Ha PUCYHKE 6a pe3ynbTaThl, MOKHO 3aKJIIOUUTh, YTO 3a 24
4. WHKYOallMW OTJEJNEHHBIX JHCTHhEB SYMEHS Ha BOJE M pacTBopax ()UTOTOPMOHOB B
TeMHOTe ToJIbK0 ABK noctoBepHo peryiupyeT (MHTHOHPYET) SKCIPECCHUIO SIIEPHBIX TEHOB
depmenToB 6uocunTesa xjopoduiuia (hemAl, hemA3, alad, DCUB). Ha ceety (puc. 60)

yepe3 3 4. uHKyOaumum Ha pactBope ABK, mo cpaBHeHuio ¢ uHKyOanueil Ha Boje,
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ymenbiraercs ypoBeHb MPHK rena hemAl u DCUP, a uepe3 24 4. majaer ypoBeHb

TpaHckpunToB hemA3 rena.

BeipamuBaHue 3THOJTHPOBAHHBIX MPOPOCTKOB
siYMeHsl B TeMHOTe (S-aHei)

!

Nukybauusi cpe3aHHBbIX JJHCTHEB B BOJe, HA
pacrBopax BAIl u ABK

Cxema 2. BiusHue cBera u
(UTOrOpMOHOB ~ (LMTOKMHHHA U
ABK) na ypoenp MPHK sinepubix
reHoB  (epMeHTOB  OHMOCHHTE3a
XJIOpO(UIUIa B OTACIICHHBIX JTUCTHIX
B XOJI€ IE3TUOJISLIUN STUYMEHS.

/ \

3 yaca B TeMHOTe 3 yaca Ha cBeTy

[luroknanH 4yepe3 24 u.
| |

I/IHKY6aI_II/II/I JIUCTHCB Ha CBCTY

24 yaca B TeMHOTe 24 yaca Ha cBeTy

CTHMYJIUPYET IKCIIPECCHUIO JBYX IreHoB ceMeiicTBa hemA, a taxke rena DCUP. YpoBeHb
TPAHCKPHUNTOB TE€HOB CYOBEAMHHI] KIIOYEBOro ¢epMeHTa OMOCHHTE3a XJIopoduiuia He
U3MEHsSIeTCs, OIHAKO 110 cpaBHeHuto ypoaeM MPHK Xantha-f B temuoTe (puc. 6a.) 3a 3 4.
WHKYOaIuy Ha CBETY Ha BOJE COJCp)KaHWE TPAHCKPUIITOB yBETMYHMBACTCS, 4 B JINCTHSX,
MHKYOMpoBaHHBIX Ha pacTtBopax BAII u ABK, octaércs nmpexHum, T.e. GUTOrOPMOHBI HA
CBETy TMojjiepkuBaoT onpenenéHupii ypoBenb MPHK rena F-cyObenununsr Mg-

XcJaTa3hbl.

Puc. 6 Odpdext BAIT u ABK

Hlg (ABK34/H203 4.)
Ha ypoBeHb MPHK psna sinepHbIx

mlg (ABK 24 4./H20 24 1.)

Olg (BAIL3 4./H203 1.)
Olg (BATI 24 w./H20 24 11.)

T€HOB B JIUCTBAX S-THEBHBIX
IIPOPOCTKOB STYMEH,
MHKYOUpOBaHHBIX 3 U 24 4. (a) —
B TeMHOTe U (0) — Ha CBeTy Ha

BOJIC " pacTBopax
¢utoropmonoB. (Ig oTHouICHMS)

— NECATUYHBIN norapudm
otHomeHus ypoBHa MPHK B
OTJENEHHBIX JUCTHIX SUMEHS K
KOHTPOJIIO.

)

-

Takum oOpazom,

.

-

T

(UTOrOpMOHBI-

MPHK (lg oTHOIICHIINA)

AHTArOHUCTbI, Y4YaCTBYSAd B

)

.

perysmsinuu - ypoBHsi MPHK

-

eSS oSS

-

win sz ae

T'eHOB dbepmeHTOB

Biinsinne ¢pUTOropMOHOB HA YPOBEeHb

OMOCHHTE3a TETPAITUPPOIIOB, W



BEpOATHO, obOecneunBaOT Oonee >(PPEeKTUBHOE PACXOJOBAHHE SHEPTHH, HECOMHEHHO, B
3aTpaTHOM (B PHEPreTHYECKOM IIJIaHE) MPOILECCE IKCIPECCUHU I'E€HOB, TUpdepeHnanbHO
KOHTPOJIUPYS] UX AaKTUBHOCTh. lloimydeHHblE pe3yibTaThl COIVIACYIOTCS C TEM, 4YTO
AKCIIPECCHUS CTPYKTYPHBIX U PETYIATOPHBIX KOMIIOHEHTOB Ka)0ro 3Tamna B MeTaboIn3mMe
nopupuHoB, TpeOyeT cHenupUYecKoil peryyisauud, YToObl CHHXPOHU3UPOBATh U
o0ecrneuuTh aJeKBaTHOE CHA0)KEHUE TETpauppoaMy pa3InyHble KOMIAPTMEHTBI KJIETOK
u Tkauu pacrenuii (Mock et al.,, 1995). Kpome Toro, perymsmuus OHOCHHTE3a
TETPaNUPpPOIOB JIOJKHA TapaHTHUPOBAaTh IMOCTOSHHBIM MOTOK CyOCTpaToB, YTOOBI
MPEeIOTBPATUTH HAKOILJIEHUE HHTEpMEIUaToB — nophupuHoB (ABeprHa, 1988).

Tak conepkanue IpoAyKToB OnocuHTe3a xynopopunna AJIK u nporonoppupuna B
NpOIIecCe JEITUOISIIAN 3JTaKOB CONpOoBOXKIaeTcs cHmkenneM ypoBHs MPHK rena alad u
yBenuueHueM cogepxanus AJIK u AJIK-nerunporenassl, a Takxke mnporonopduppuna-IXx
(Sood et al., 2005), c omHOBpeMEHHBIM CHIDKEHHEM Oelka mophoOMINHOTeHIeaMUHAa3bl 1
cyobenunun Mg-xemaraser (Yang et al., 2007). CinenoBaTeibHO, MOKHO TPEITIOIOKHTD,
yro JuddepeHunanbHas  perynsnMs AIKCIPECCMH TeHOB (EepMEHTOB OMOCHMHTE3a
xjopoduiia GUTOrOPMOHAMHU M CBETOM O0OecTieurBaeT HEOOX0IUMBIN OataHc (hepMEHTOB

W HMHTCPMCOHNATOB B ITPOLCCCC IMO3CIICHCHUA paCTeHI/If/'I.

6. M3y4yeHue ropMoOHAJIbHOIl peryjsiliuM 3KCHPecCUH IJIACTHAHBIX T'eHOB B
npouecce AeITHOJAUMH sAYMeHs. OIHOW U3 BO3MOXKHBIX NPUYUH aKTUBALUU
IUTOKMHUHOM HAaKOIUICHUS XJIOpOWIIJIa U COKpAIlEHUs] BPEMEHH IEepexoj]ia pacTeHUs K
aBTOTPOHOMY TMHUTAHUIO MOIJIa SIBUTHCS CTUMYJISIIUS IIUTOKMHUHOM SKCIIPECCUU
MIACTUJIHBIX TeHOB. IIpOayKThl, KOOUpYEeMble 3TUMH T€HaMH, aOCONIOTHO HEOOXOAMMBI
s pa3BUTHS  (PYHKIMOHAIBHO AaKTUBHBIX XJIOpOIUTacTOB. J[Is wu3ydeHus poiu
(UTOrOPMOHOB B PETYISILUH SKCIPECCUU IUIACTUAHBIX T€HOB B XOJAE JEITHOISIUU
pacTeHuil sUMeHs Obula OIpe/esieHa WHTEHCHUBHOCTh TPAHCKPUILMHU XJIOPOIUIACTHBIX
T€HOB HE TOJIbKO B Han0OJiee UyBCTBUTEIbHBIX K LINTOKUHUHY JIUCThSX, OTJIEIEHHBIX OT 6
— JHEBHBIX JTHOJIMPOBAHHBIX IPOPOCTKOB SYMEHS, HO M B 3EJICHEIOIIMX JUCThAX 3-
JHEBHBIX OJTHOJIMPOBAHHBIX IPOPOCTKOB. VHTEHCHMBHOCTb TPAHCKPUIILUU OIPEACIIIIN

M0CJIe MHKYOAIlMy JIUCTHEB Ha CBETY B TEYCHHUE 3 4. B IPUCYTCTBUH LUTOKUHIHA (pHC.7).

17



Puc. 7 Bnusnue BAII
Ha MHTEHCUBHOCTb
TPaHCKPUIILIUU
XJIOPOIIJIACTHBIX TE€HOB
B XOlI€ WHKyOauu
JIMCTHEB 3-HEBHBIX
STHOJUPOBAHHBIX
IIPOPOCTKOB SUMEHS Ha
CBETY.

Jlucths, oTAETICHHBIE OT
3TUOJIMPOBAHHBIX 3-
JHEBHBIX  IIPOPOCTKOB
S'UMEHS, UHKYOUpOBaIu
B TE€YEHHE 3 Y. Ha CBETY
Ha BOJE WJIH pacTBOpe
BAIL Pesynbraret
IIPEJICTaBIEHbBl B BHJIE N A
OTHOIIICHUSI T I
MHTEHCUBHOCTHU

TPAHCKPUILIUU

XJIOPOIUIACTHBIX T'€HOB

npu uHKyOanmuu JucteeB Ha pactBope BAIl K MHTEHCHUBHOCTH TPAaHCKPUIIMM JIMCTHEB,
MHKYOMpOBaHHBIX Ha BoJe: (a) — TEHbl JOMAIIHEro Xo034icTBa; (0) — XJIOPOIUIACTHBIE TI'€HBI,
Koaupyronme (OTOCUHTETUYECKHE OENKH.

S =N W

TPAHCKPHUIUHH (YCJI. ea)

S = N W A=
b
L
L

Biausuaue BAIl HA HHTEHCUBHOCTD

IIpy coBMecTHOM JAEHCTBMM LIMTOKMHMHA W CBE€Ta Ha JUCThS 3-JTHEBHBIX
MPOPOCTKOB HAOIOAANIaCh AKTUBAIMS TPAHCKPUMIIMHU 4 TEHOB «JIOMAITHETO XO3SiCTBa
(rpsl4; rpsl6, rrnl6 u trnl) mu 3 renoB ¢orocunTeTnyeckux Oenkos: NdhA, ndhF -
cyovenuuun; HAJIH-mnacroxuHoHOkcumopeaykrassl u  atpE  (ge-cyObemunnna ATO
CHHTa3bl)

B 3enmeHerommx JUCTBSIX O-THEBHBIX MPOPOCTKOB IIMTOKMHUH HAa CBETY
AKTUBUPOBAJI TPAHCKPUMIMIO 6 TEHOB «JIOMalTHero XxossiictBay (rpsl4, rpsle, rrnl6,
rr4,5/rrn5, matK) (puc. 8a) u 6 renoB gorocuHTeTHUeCKUX OenkoB (PsaA, psbH, ndhA,
ndhF, ndhl, atpB) (puc. 80).

[TpyueM, oAWH CBET B WCIOJIB30BAHHONW HAaMH TIOCTAHOBKE OJKCIIEPUMEHTa HE
aKTUBUPOBANI (IOCTOBEPHO, TO €CTh Ooisiee, 4eM B 2 pa3a) CKOPOCTh TPAHCKPHUIILIUU HU
OJHOTO W3 M3YYEHHBIX T'€HOB IUIACTOMA B OTIENEHHBIX JHCTHAX suMmeHs. Kpome Toro,
IUTOKMHUH CTUMYJIHPOBAI B TEMHOTE TPAaHCKPHUIIIMIO ABYX TeHoB — rpllé m rpsl2,

KOJHMPYIOIIUX pHOOCOMHBIE Oenku (puc. 8a).
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OTHOLIEeHHEe HHTEHCHBHOCTH TPAHCKPHUIIIINHA

Puc. 8 Bimusaue cBeta u BAIl Ha HHTEHCMBHOCTH TPAHCKPHIIIIUN XJIOPOTIIACTHBIX
TeHOB annapaTa TPAHCKPUIILUU U TPAHCISALUU (@) U TEHOB OENKOB (POTOCHHTETUYECKOTO
anmapara (0) B xoxe nesTuonsiuu JuctbeB suMeHsa. bAllremu/H,OTtemMH — oTHOIIECHUE
MHTEHCUBHOCTH TPAHCKPUIIMU B JIMCThIX, HMHKYOMpOBaHHBIX Ha pactBope BAIl B
TEMHOTE, K MHTEHCHUBHOCTH TPAHCKPUIILIMM B JIHMCTHSIX, MHKYOUPOBaHHBIX Ha BOJE B
temHoTe. BATlcBer/H,OcBeT — OTHOIIEHME WHTEHCUBHOCTH TPAHCKPHUIMIMH B JUCTHSIX,
MHKYOMpOBaHHBIX Ha pacTBope BAIl Ha cBeTy, K MHTEHCHMBHOCTH TPAHCKPHUMIIUH B
JUCTBSIX, HMHKYOMpOBaHHBIX Ha Bojae Ha cBery. H,OcBer/H,OteMH — OTHOIIEHHE
WHTCHCUBHOCTH TPAHCKPUIIMH B JIUCTHSIX, MHKYOMpOBaHHBIX B BOJE Ha CBETY, K
MHTEHCUBHOCTH TPAaHCKPHUIIMU B JIMCThSIX, MHKYOMpOBaHHBIX Ha BoJe B TemMHoTe. Ha
PUCYHKE NIPUBEICHBI CPEHUE 3HAYCHHS U UX CTAHIAPTHBIE OTKIOHEHUSI.

OpnHako JJid aKTUBAllMM BCEX JPYTMX NEHOB B HAUIMX OMbITax (puc. 8), Kak U B ciydyae
3aKOHUYHUBIIUX POCT 3EJICHBIX JTUCThEB siameHs (Zubo et al., 2008), Op11 HEOOXOAUM CBET.
BaxxHO OTMETHTB, YTO I'eHbBI, aKTUBHPYEMbIC IIUTOKMHUHOM B TemHOTe (Ipll6 m rpsl2),
c1abo peryiIupoBaiuCh MPU COBMECTHOM JCHCTBUU CBETa U IUTOKMHHMHA. HamOonbmumii
s dexT muToknHnHA oOHapyxeH s rpsl4, psbH u ndhA renos (Puc. 8a). AxTuBanus
IUTOKUHUHOM TPAHCKPHITIIMKA TUTACTUIHBIX T'€HOB, BO3MOXKHO, MPUBOJHUT K YCKOPCHHIO
dbopmupoBaHus HOTOCUHTETUYECKOTO ammapara 1, Kak pe3yibTar, K Iepexoly pacTeHUs K
aBrorpodHomy Ty nutanus. [logaBnenne ABK mHakomienus xmopoduiia B JIUCThIX 6-
JTHEBHBIX MPOPOCTKOB SYMEHS JIOCTHTaeTCs, BEPOSITHO, 3a CYET  HMHTUOMPOBAHUS

IKCIPECCHH TeHOB 0eTKOB (POTOCHHTETHUECKOTO amnmapara pacTeHui (taou. 1).
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Tabamnma 1. T'opMoHanbHAsE peryysuMs HMHTEHCUBHOCTH TPAHCKPUIILMM T'€HOB
IUIACTOMA B IIPOLECCE NEITUOJISLIUN JIUCThEB 6-THEBHBIX IPOPOCTKOB SIYMEHS

NHTEHCHBHOCTH TPAaHCKpUIIIINHA

DYHKIHOHAJIbHbIEC KOMILIEKChI, 0€JIKH T¢HOB:
He aKTHBHpPYe | HMHrudupye
peryJaupyrorcs Tcsa BAIL Tess ABK
reHbl IOMAIIHET0 X037iicTBa
Xaopona | B - cyobeqununa PHK-noiumepa3spl rpoB**
acTHas B’ — cyobenmuuna PHK-nommepassl rpoC1
PHK-
noJjuMepa
3a
pudocomHbIii 6e10k 4S rpsé
pudocoMHbIi Deiok 125 rpsl2
pudocomHbIii 6e10k 14S rpsld>
Pudocoma | pudocomublii 6e10k 16S rpsle* rpslé
pudocomHbIii 6es10k 161 rpll6
pudocomubIii 0eiok 231 u 121 rpl23/rpll12
4.5-5S pPHK rrn4,5/rrn5
16S pPHK rrmleé
23S pPHK rm23
TPHK TPHK-Val trn\V/***
TPHK-T'ty m TPHK-Tup trnE/trnY>*
Marypasza | Marypasa-K matK matK
reHbl 0eJIKOB (POTOCMHTETHYECKOT0 annapara
@oCl Al anonporteun ®CI psaA psaA
A2 anonporenn ©CI psaB
oCllI NMOJIMNENTH/ PeaKInoOHHOro nentpa D1 psbA
47 x/la xJ0popuIIT anONPOTeNH psbB
MOJTUNENTHI PEAKIIHOHHOTO eHTpa D2 psbD
a-cyobemmHna uuroxpoma b559 psbE
H-noaunentun 7.7 x 1a®ClI psbH psbH
K-nosmnentun 3.9 k/la ®CII psbK psbK
Ilntoxpo | umuroxpom b6 petB***
M b6/f | cyobemmuuma 1V petD***
KoMILieke | cyobenmununl V u VII petL/petG=
AT®D- P — cyobenununa AT® cuHTa3BI atpB atpB
CHHTAa3a | — cyobenununua AT® cuHTa3bI atpF atpF
¢- cyobequauna AT® cuHTa3bl atpE***
HAJIH- cyobequnuma A ndhA
miacroxu | cyoneaunuuna F ndhF
HOH cyobeqununa (27 xk1A) | ndhl
oKcu0pe
JAyKTa3a
Boabmas cyobennnuna PEOK rbcL rbcL

* UHTEHCUBHOCTb TPAHCKPHUMIMKU reHoB perynupyet BAII B remHoTe,

k%

JEITUOJISILIUY STUMEHS HE U3YUEHO,
*#% pnusaue ABK Ha MHTEHCHMBHOCTb TpPAaHCKPUIILIMM TE€HOB B Ipolecce
JEITUOJIALINY STYMEHS HE U3YUYECHO.
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Haubonee mnoaBep:keHbl WHTUOMPOBAHUIO aOCIIU30BOM KHUCIOTOW TE€HBbI OENKOB
®CII (psbA. psbB, psbD, psbH, psbK). Psx 6enko ®CII oriauuarorcss odeHb KOPOTKUM
MEepHOJIOM TONypacnana; Hampumep, TeH PSbA komupyer Oemok DI, KkoTopsIit
pecuHTe3upyercs ObIcTpee, YeM J000i Apyroi 0enok (OTOCHHTETHYECKHX MeMOpaH
(Mattoo et al., 1984). Dto cBoiictBo Oenka D1 cBsizano ¢ moasepxkeHHOCThIO DC 1l
(GOTOMIYLIMPOBAHHBIM ~ TOBPEXKICHHSIM. [loBpexnenuss  BiIeKyT  3a  coOoif
¢oTonHrnOMpoBaHUEe U maaeHHE 3PPEKTUBHOCTU (POTOCHHTE3a, a Ooybllas CKOPOCTh
pecunTe3a D1 mo3BossieT ObICTPO BOCCTaHABIUBATH MMOBPEXKICHNUS.

Kpome toro, ABK aktuBHO Bimsier Ha anteHHbii komruiekc DCII, uarnbupys
TpaHckpunmuo PSbB rena (tadn. 1). M3BecTHO, uTo mpoaykT reHa psbB — Gemok PsbB -
CP47 abconoTHO HEOOXOAUM ISl pOCTa aBTOTPO(HBIX OPraHU3MOB. Tak IKCIEPUMEHTHI
10 MHAKTHUBAIMK TeHa PShB mokaszamu BaxxHOCTh Oenka PsbB - CP47 st dopmupoBanus u
¢ynkuuonuposanus OCII (Bricker, 1990).

OOpaboTka Ha CBETy JHCThEB ATHOJUPOBAHHBIX NPOPOCTKOB stuMeHs ABK
MPUBOAWT K HHTHOMPOBAHMIO 3Kcmpeccuu reHa PSbH, 4Tto, BO3MOXKHO, MpemsTcTBYET
coopke DCII, B To Bpemsi KaKk HIUTOKMHUH OKa3blBaeT akTUBUpYroImmid >dexrt. s 6
renoB (rpll6, rpsld, rrnl6, psaA, ndhA, ndhF) WHTEHCHBHOCTH TpPAaHCKPHUIIIMKA HE
3aBucena ot ABK u cyiecTBeHHO yBennuuBaiach Ha cBeTy B pucytcTBuu bAIIL.

JIaHHBIC OTBITA 1O M3YYEeHHIO coBMecTHOro neiictaust BAIT (2.2 x 10° M) u ABK
(4.4 x 10° M) mokaszanu CyIIeCTBEHHOEC CHUXCHHE WHTCHCUBHOCTH TPAHCKPUIIMH 3
reroB (rpl23/rpl2 u psbD) B mucThsix 6-THEBHBIX MPOPOCTKOB SIUMEHS, HHKYOHUPOBaHHBIX
Ha cBery B npucyTctBuu BAIl u ABK, 1o cpaBHEHHIO ¢ HHTEHCUBHOCTBIO TPAHCKPHITIIUH
3THUX T€HOB B JIUCThSX, MHKYOUPOBAHHBIX HAa BOJC WU pacTBope (puc. 8) IUTOKWHHHA.
Takum oOpa3zom, B paboTe TMOKa3aHa TpsMas 3aBHCUMOCTh MEXIy HAaKOIUICHHEM
XJOopoWIIa JTUCTHIMU PAa3HOTO BO3pacTa U TOPMOHAIBHOW PETyIsIHeld SKCIPECCHU B
HUX XJIOPOIUTACTHBIX T'€HOB. JIMCThs 6-THEBHBIX STHOJUPOBAHHBIX MPOPOCTKOB SUMEHSI
npu o0pabOTKE IMTOKUHMHOM aKTUBHO HAaKaIUIMBAIOT XJIOPOGUIUI. ITO, BEPOSTHO,
nocturaetcs 6naronaps auddepeHraIbHON PErysSIUU SKCIPECCHH TeHOB IIJIacTOMa H, B
NEePBYIO OYepellb, aKTHBAIMU AKCIIPECCHU TEHOB pUOOCOMHBIX OenkoB (rpsl4, rpsie,

rrnd.5/rrn5, rrnl6), a tak xxe pPHK (4.5-5S pPHK u 16S pPHK), kotopbie o0ecrieuynBaroT
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OmocuHTe3 Oenka B Tporecce AedITHONSINK. [IpuBeneHHbIE JaHHBIE MMO3BOJISIIOT
MPEANONIOKUTh, YTO IUTOKUHUH 00J1aiaeT oTInYHbIM 0T ABK MexaHu3mom neicTBusi: OH
perynupyeTr B OOJIbIIEH CTENEHU SKCIPECCHUI0 TEHOB «JIOMAIITHEro XO3SHCTBa» U, B
NIEPBYIO OUYepe/lb, TEHOB armapara TpaHcsiuu. Kpome Toro, HIMTOKUHUHBI CTUMYJIUPYIOT
TPAHCKPHUIIIUIO TCHOB cyOBeTMHUII HAJIH-11n1acTOXMHOHOKCHUIOPEAYKTA3HI,

YYaCTBYIOIIEH B IbIXaTEIIBHOM OOMEHE PacTEHUH B Mmporecce AedTHosIImH (Tadm. 1).

3AK/IIOYEHUE

B pabore wu3ydanoch BIMSHUE TPOJODKUTEIBHOCTH pPOCTa B TEMHOTE Ha
CIIOCOOHOCTh HAaKaliuBaTh XJOPOGWIUT HA CBETY JHUCThAMH 3, 6, 9 u 12-mHEBHBIX
MPOPOCTKOB SIYMEHS Kak HauOoJiee 3HAYMMBIA TMOKa3aTellb HACTYIUICHUS JEATHOJISIINN
pactenuii. IlokazaHo, uYTO HauOOJbINAs WHTCHCUBHOCTh HAKOIUICHHS XJIOPOpHILIA
HAOJIFOTaeTCS B JIUCTBSAX 3-ITHEBHBIX MPOPOCTKOB, KOTOpas ¢ BO3PACTOM CHIIKAETCS, a Y
12-1HEBHBIX JTUOJUPOBAHHBIX PACTCHHN HAONMIOJAcTCS HeoOpaTHMasi OSTHOJISIIHSL.
CrnenoBarenbHO, HAKOIUIEHUE XJIOpOQWINIa HA CBETY JIMUCThIMH, OTACICHHBIMH OT
STHOJUPOBAHHBIX  NPOPOCTKOB  SUMCHS, 3aBHCHT, B IIEPBYIO  oOdYepeab, OT
MPOJIOJKUTEIIBHOCTH WX POCTa B TEMHOTE. DTO MOXET OBITh CBSI3aHO CO 3HAYUTEITHHBIM
MajicHUeM CKOPOCTH TPAHCKPUIIIIMM MHOTHUX IUIACTUAHBIX TEHOB TMPHU JITUTEIHHOM
nepuoge dtuoissuuu. OCHOBHAs 1IeNb  pa0bOThl 3aKiIoYyaliach B HM3YyYEHUH POJHU
(UTOTOPMOHOB B TMEPUOJ JEITHOIANUU suMeHs. HamMu yCTaHOBJIIGHO, 4YTO CBET U
¢utoropmonsl (uutokuHuHbl U ABK) muddepeHnmanibHO  perynmmpyroT mpolrecc
JCITHOJISIIIMKM  JTUCTHEB TMPOPOCTKOB sSIUMEHs pa3HOro Bo3pacta. Ilpuuem, Hamboisee
YyBCTBUTEIIbHBIMU K IIMTOKWUHUHY SIBIISIOTCS JINCThs O-AHEBHBIX pacTeHmid, a Kk ABK —
JTUCTBhSL 3-IIHEBHBIX pacTeHud. BakHO OTMETHTh, UYTO IUTOKWHWUH, HE BIUSsS HA
MO3EJICHCHHUE JIUCThEB 3-THEBHBIX pPacTCHHM, CHUMaeT mHrHOupyromui 3¢dekt ABK, a
ABK, He oka3bIBas BIUSHUS Ha TMO3EJICHCHHE JINCTHEB O-THEBHBIX PACTEHUH, MOABIISCT
AKTUBHUPYIOLIEE NEUCTBUE IUTOKMHUHA. BO3MOXKHO, 3TO JOCTUTAETCA pa3HOHANPABICHHOM
PETYISIIIEH SKCIIPECCUH T€HOB, KOJIMPYIOIIUX KITI0YeBbIe PEPMEHTHI peakinii OnocuHTe3a
ximopodwuia. B auccepranmoHHON paboTe MOKa3aHO, 4YTO IUTOKHMHUH AaKTHBHPYET
HaKoOIUIeHUe TpaHCKpUIToB simepHbiXx reHoB (hemAl, hemA3, DCUP) u He BiMsIeT HA T'CHBI
hemC, Xantha-f, Xantha-g, Xantha-h, kogupyromume GpepMeHTs OHOCHHTE3a XJI0podHILIa.

CJ'Ie,Z[OBaTCJ'IBHO, AKTHBalUsg SKCIPECCUU ITHUX I'CHOB, XOTA W KOCBCHHO, CHOCO6CTByeT
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HakoruleHuto xsopoduna. B 1o ke camoe Bpems, ABK mnopaBnser HakoruieHue
tpanckpuntoB hemAl, hemA3, DCUP reHoB u MOXeT NIPOTHBOAEHCTBOBATH
aKTUBHpYOIIEMY 3P (HEKTY HIUTOKUHUHA.

Ceer sBusieTcss HEOOXOAMMBIM (PAKTOPOM I 3allycKa IpPOrpaMMbl Pa3BUTHUSA
xJioporiactoB. [luddepeHnupoBaHHble XJIOPOIUIACTHl TAKKE OTBEYAIOT Ha HAJIWYME WU
oTcyTcTBUE CBeTa. DUTOrOPMOHBI MOTYT BIHUSATH Ha MPOIECC EITHOISLUU ITTYTEM
PETYISLUU TPAHCKPHUIIIIMKA KaK Ha CBETY, TaK M B TEMHOTE HE TOJIBKO T€HOB, KOJAUPYIOIINX
(doTocuHTETHYECKHE OCJIKM, HO M T€HOB «IOMAIIHETO XO3sIICTBa», KOTOPbIE KOJIUPYIOT
Oenku, obecrnieurBaronIve (PYHKIIMOHMPOBAHUE amnmnapara TPAHCKPUILUU U TPAHCISALUU,
0e3 KOTOpBIX (opMHUpOBaHHE (POTOCHHTETHUECKH AKTHBHBIX XJIOPOIUIACTOB HEBO3MOKHO.

ABK uHruOupyer MHTEHCHUBHOCTh TPAHCKPUIILUHU IUIACTHJIHBIX T'€HOB, MOJABIISIET
Hakoruiearne MPHK smepHbIx TeHOB depMeHTOB OnocuHTe3a xiaopodumia (alad, hemAl,
hemA3, DCUP) B mpomecce AEITHONSIUH, TOPMO3HUT YBEIHUCHHE COJCPIKAHUS
XJIOpopHILIa, 3aMEAIISAS Pa3BUTHE CTPYKTYPhI XJIOPOIUIACTOB U, TEM CAMBIM, 33JepKUBACT
IpoIecC Mepexo/1a 3STHOJUPOBAHHBIX PACTEHUN Ha aBTOTPO(HOE MUTAHUE.

JlanHble O BIUSHUHM IUTOKWHWHA Ha TPAHCKPHIIIHIO XJIOPOIJIACTHBIX TEHOB B
3aKOHUYHUBIIUX POCT JUCThAX stuMmeHst monydensl B 2008 r. (Zubo et al., 2008). B namei
paboTe TmpencTaBieHbl NEpBbIE CBeAEGHUS O BiIMAHMM LuTokMHMHAa W ABK Ha
TPAHCKPHIIIMIO HE TOJIBKO XJIOPOILIACTHBIX, HO U SJICPHBIX TEHOB (PepMEHTOB OMOCHHTE3a
xJopodmiuta B TpoOIEcce ACITUONSIUN  OAHOAONBHBIX pacTteHuil. MccmenoBanue
MEXaHU3Ma JIEHCTBHUS KaXXJAOr0 M3 ATHX TOPMOHOB, B3aWMOJIEHCTBHE HX CHTHAJIBHBIX
CHUCTEM B PETYISIUU DKCIPECCHH XJIOPOIUIACTHBIX M SICPHBIX TEHOB Ha YPOBHE
OnocuHTe3a Oelika U aKTUBHOCTH (PEPMEHTOB SIBIIACTCS 3a7a4eil OyayluX UCCIeTOBaHUM.
B Hacrosiee BpeMs yCTaHOBJIEHO, YTO JACMCTBHE LUMTOKMHHMHA Ha coxaepkanne MPHK
W3YYCHHBIX SJEPHBIX T'€HOB 3aBUCUT OT CBETa, TOTNa Kak perymsaropHoe aerictBue ABK
MOJKET MPOSBIISATHCS M HE3aBHCHMO OT CBETA.

PesynbraThl naHHON pabOTHl BHECIM HEKOTOPYIO ONPEAEICHHOCTh B NMOHHUMAaHHE
ocobeHHocTel nercTBus puToropmoHoB (uToknHrHA 1 ABK) Ha 01HOTONBHBIE pacTeHUs
pasHBIX BO3PACTOB BO BpEMs MPOTEKaHWS OJHOTO W3 HAYaIbHBIX AITAllOB OHTOTCHE3a

pacTeHui — nporecca Ie3THOJSALUY.
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BbIBO/IbI
1. Hakoruienne xyopoduiiia Ha CBETY JHUCThSIMHU, OTACIECHHBIMUA OT STHOJIUPOBAHHBIX
IPOPOCTKOB STYMEHSI, 3aBUCUT OT MPOJOJIKUTEIILHOCTH UX pocTa B TeMHOTe. Hanbomnbias
WHTEHCUBHOCTh HAKOIUIEHHMs] XJiopodwuia HaOmomaeTcss B JUCThAX  3-AHEBHBIX
MIPOPOCTKOB, KOTOpasi C BO3pAaCTOM CHUXKAETCS, a Yy 12-AHEBHBIX 3THOJHPOBAHHBIX
pacTeHuil HaOIrogaeTcsl HeoOpaTUMast STUOJISAIIUS.
2. [Iporiecc NEITHONSAIUU JHUCTHEB, OTIACICHHBIX OT STHOJMPOBAHHBIX MPOPOCTKOB
suMeHs, perynupyercss UUTOKMHUHOM U ABK. UyBCTBUTENBHOCTH K (DPUTOTOPMOHAM
3aBUCUT OT BO3pacTa STUOJHMPOBAHHBIX pacteHuil. Hawnbosee dYyBCTBUTETBHBIMU K
UUTOKUHHUHY SIBIIAIOTCS JUCThS 6-THEBHBIX pacTeHuid, a Kk ABK — nuctes 3-mHEBHBIX
pactenuii. L{uTOKMHWH, HE BIMSIS HA MMO3EJICHEHUE JINCTHEB 3-THEBHBIX PACTEHUN, CHUMAET
uaruoupyromuit 3¢pdext ABK, a ABK, He oka3bIBas BIMSHUS Ha MO3EJICHCHHUE JINCTHEB 6-
JTHEBHBIX PACTCHUM, TIOJIaBIISIET aKTUBUPYIOIIEee IeHCTBUE IMTOKUHUHA.
3. [IUTOKMHUH CTHUMYJIMPYET HAKOIUICHHE TPAaHCKPHIITOB syepHBIX TeHoB (hemAl,
hemA3, DCUP), u ne Bausietr Ha rensl hemC, Xantha-f, Xantha-g, Xantha-h, kogupyromue
dbepmeHTBl OMOCHHTE3a XJOopoduia. AKTHBAIUS SKCIPECCHH ITHX TE€HOB, BEPOSTHO,
CIOCOOCTBYET HAKOTUICHHUIO XJIOPOQUILIA.
4, [IUTOKUHMH COBMECTHO CO CBETOM B XOJ€ JIeITUOJSLUU  BbI3BIBAET
mudPepeHINaANBHYI0  PETYISIUI0  DKCIPECCUU  XJIOPOIUIACTHBIX T'€HOB. Brmepsbie
oOHapy)XeHa CBET-HE3aBHUCHUMAs aKTUBAIUS TUTOKUHUHOM CKOPOCTH TPAHCKPHUIIIIMH JBYX
(rpl16 m rps12) u3 30 u3yyeHHBIX IJIACTUIHBIX TCHOB.
o. ABK uHrHOMpYyeT MHTEHCUBHOCTh TPAHCKPHUIIUU TUIACTUIHBIX T€HOB, MOJABISET
Hakoruienue MPHK simepHbIX reHoB (epmeHTOB OmocuHTe3a xnmopoduimia (alad, hemAl,
hemA3, DCUP), TopMO3UT yBelIWYCHHE COACPIKaHHUS XJIOpoduiia, 3aMeUIIeT Pa3BUTHE
CTPYKTYphl ~ XJIOPOIUIACTOB W, TEM CaMbIM, 3aJiepKUBaeT TIpolecc TMepexoja
ATUOJUPOBAHHBIX PACTECHUI HAa aBTOTPO(HOE MTUTAHHE.
6. OOGHapyxeH aHTaroHu3M B JeWicTBuu nutokuHuHa U ABK B Xxoxe nestuosnsiiuu
OT/ICJICHHBIX JIUCTHEB SUMEHSI Ha YPOBHE TPAHCKPUIILINYU TUIACTUIHBIX T'€HOB, HAKOIUJICHUS
TPAHCKPHUIITOB SIICPHBIX TEHOB (EPMEHTOB OMOCHHTE3a XJIOopoduiuia, HAKOIJICHUS
xJiopousuia, BIUSHUSA Ha YIbTPACTPYKTYPY XJIOPOIUIACTOB. Y CTaHOBIEHO, YTO JEHCTBUE
UUTOKMHUHA Ha cojiepkanue MPHK u3ydeHHBIX s/IepHBIX T€HOB 3aBUCUT OT CBETAa, TOTAA
kak ABK MOXeT nposiBIsATh peryasTOpHOE 1€UCTBHE HE3aBUCUMO OT CBETA.
7. [Ipouiecc neITHONALIMMU 3JIAKOB HAXOAMWTCS IOJ KOHTPOJIEM KaK CBETa, TaK M

¢uToropmoHoB-aHTaroHUcToB (uTokMHMHAa U ABK), KOTOpble OKa3bIBaIOT CIIOKHOE
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PETYJISITOPHOE BIMSHUE HA KCIPECCUIO IUTACTUIHBIX M SAEPHBIX T'€HOB XJIOPOIUIACTHBIX
6enkoB u PHK, nHa mnpomecc ¢dopMupoBaHUs yIbTPACTPYKTYphl XJIOPOILIACTOB,
HAKOIUIEHHE XJIOpo(uiia, YTO, B KOHEUHOM pe3ylibTare, B 3aBUCUMOCTH OT OanaHca
(UTOrOpMOHOB M YCJIOBUH OCBELICHUS, MPUBOAUT K IMPEBPALICHUIO 3THUOIUIACTOB B
XJIOPOIUTACTHI, K (DOPMHUPOBAHUIO POTOCMHTETHUECKOIO almapara 1 Hadyainy aBTOTpO(HOTO

IMUTaHu:A.
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