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Pedepar

B ycnoBusX KOCMHYECKOTO IOJieTa BJIMSHUE MHUKPOTPaBUTALMH Ha (PU3HOJIOTHIO PAaCTHUTEIHHOTO
opraHu3Ma He BCErjJa JIETKO OOHAapy>KHTb, MOCKOJBbKY pPACTCHHS OJHOBPEMEHHO HAXOAATCS IIOX
BO3ACHCTBHEM Jpyrux (akTopoB (BBICOKOE COAEp)KaHHME OTHICHA, OTCYTCTBHE KOHBEKIIUH,
OTpaHWYEHHbIH 00BEM, KOCMHUYECKas paauanusi). B cBs3u ¢ STMM BHMMaHHE HCCIiefoBaTelieli BHOBB
oOparaercss Ha KIMHOCTAThI, KOTOPBIE TO3BOJISIOT HA 3eMJIe IMUTHPOBATh P PEKTHl MUKPOTPABUTAIIHH.
B xone peanuzannu npoekrta ObUIO 3aIUTAHUPOBAHO BBISIBUTH yYacTHE KIIFOYEBBIX META00IMTOB U OENKOB,
a TakKe UUTOCKEJIeTa B PEaKUW pacTeHUHW Ha TaK Ha3bIBAEMbIM «TPAaBUTALMOHHBIA CTpPECCY,
co3zaBaeMblil 3D-KIIMHOCTaTUPOBaHNEM, KOTOPOE PaHIOMHU3HUPYET MOJOXKEHHE PACTEHUN OTHOCHUTEIBHO
BEKTOpPAa CHJIBI TsDKECTH. Bee 3amnannpoBaHHbIe 3aJjaui BBIITOJHEHBI.

OOHapy>keHO, YTO MpH KIMHOCTATHUPOBAaHMHM MPOPOCTKH parca W apaduaorncuca JIEMOHCTPUPYIOT
JIC30pUEHTHPOBAHHBII pPOCT KOpHEH M MOpQOJOrHYEeCKME aHOMaJIWHM pa3BUTUS. Y apabupjoncuca
HAOJIOAIOTCS MHOTOKpAaTHBIE H3THOBI M TOPMOXKEHHE pPOCTa KOpHEH, a TaKkKe HMCKpUBIICHHE
runokotiiel. [Tokazano takke, uto 3D-KIMHOCTATUPOBAHKE BhI3bIBACT yBenuueHue cogepxanus HoO, B
MPOPOCTKax parica u apabuaorcuca Ha Ha4allbHbBIX dTaNax pa3BUTHSL.

BriepBbie onuicaHbl CTPYKTYpHBIE OCOOCHHOCTH TLIOJIOB M CeMsIH apadujoncuca, copMHUpOBaBIIMXCS B
ycIoBUsIX HenpepbiBHOrO 3D-knmuHOocTatupoBanusi. Co3peBaHHE CEMsIH Y  KIMHOCTaTHPOBAHHBIX
pacTeHuH MPOUCXOAMIIO C 3a/IePKKoM B 8-16 mHEH, a KOTUIECTBO CEMSH Ha OJHO PACTEHUE COKPATIIIOCH
Ha 20% 1o CpaBHEHHIO CO CTaTHYECKUM KOoHTpoisieM. [Ipu atom, omHako, copMHpOBaHHBIE CEMEHA HE
uMenu MOpP(OJOTHYECKUX OTKIIOHEHWH B Pa3BUTHH, BIHSIOIMX HA CTPYKTYPY CEMSJIOJEH, TPOIHM3MBI,
(umoTakcuc, TUCTOTEHE3 MepuCcTeM rmodera u KOpHsI.

C wucnosbp30BaHMEM TpaHCTeHHbIX pacreHuii apabumoncuca GFP-fABD2, TUAG6-GFP u MAP4-GFP
BBISIBJIEHO, 4TO B YycloBHAX 3D-kiIMHOCTATHpPOBaHHS apXHTEKTOHWKA IIUTOCKEJEeTa IOJIBEpraercs
WM3MEHEHUSM, TP KOTOPHIX OKA3bIBAIOTCA CTAOMIM3UPOBAHBI TIOIIEPEYHO OPUEHTHUPOBAHHBIE U HAKJIOHHO
pacToJOXKEeHHBIE AIIEMEHTHI, a JOJS AaKCHANbHBIX JJIEMEHTOB YyMeHbIIaeTcs. To ecTb B KOHTpoOJe
MUKPOQGWIAMEHTHI ObLTH OPHEHTHPOBAHBI, B OCHOBHOM, aKCHAJIBHO, & MUKPOTPYOOUKU UMENN IIHPOKUH
CHeKTp opueHTanmmu. 3-D-xnmmHOCTaTHpOBaHWME WPUBOAWMIIO K TIOBBIMIEHUIO CIIEKTpAa OPHEHTAIIMH
MHKPO(DHUIAMEHTOB aKTHHA M MUKPOTPYOOUEK.

OOHapy»XeHO, 4YTO TPEeXMEpHOE CIy4ailHOe TMO3UIIMOHHUPOBAHUE IIPOPACTAIOMINX CEMSH parca W
MIPOPOCTKOB apabuaoIicuca OTHOCHUTENFHO BEKTOPa CHITBI TSDKECTH M3MEHSeT MeTa0oIn4ecKre mpoiim
Pa3BHUBAIOIINXCA PACTEHUH, 3aTparuBas, TJIaBHBIM 00pa3oM, METaOOIUTHI TIEPBHYHOTO YHEPTETHYECKOTO
obmeHna. J[is OoJbImel 4acTH METEKTUPOBAHHBIX META0OJHUTOB B IPOPOCTKAX apaOMIOIICHCa OTMEYATH
TEHICHIIUIO K CHIDKEHHWIO WX YPOBHS TPH KIMHOCTATHPOBAaHWH (apaOMHO3BI, apabWToina, acraprara,
TIIyTaMWHA, JIN3WHA, TpunTodaHa, BalnHA, caxapo3sl W paguHO3bl). B TO ke BpeMs ypoBeHb MajaTa
BO3pacTai MOYTH B 5 pa3 M0 CPaBHEHUIO C PACTEHUSIMH, PACIIONOKEHHBIMH CTaIlHOHAPHO.

Bnepsreie ycranoBneHo, 4yto 3D-KIMHOCTaTUpOBaHWE WHHIMHAPOBAJIO HM3MEHEHHWsS IaTTepHa OEIKOB
(mpoteoma) MPOPOCTKOB CeMsH parica, mpopacTtaBmmx 24 n 48 4. Beero 6puto ob6HapyxeHo 97 u 39
0enKoB, cofep)kaHne KOTOPBIX, COOTBETCTBEHHO, BO3PACTANIO U CHIXKAJIOCH MPH KIMHOCTATHPOBaHUU. B
HauOONBIIEH CTEMEHH MEHSJIOCh COJAEp)KaHWe OENKOB DJHEPreTHYeCKOTo U OenKoBOro oOMeHa.
[locnenHsas rpynma BKIIOYAeT OENKH, KOTOPHIE COCTaBJISIOT PHUOOCOMBI, YYacTBYIOT B HWHUIIMALUU
cuHTe3a Oenka, GONAWHTE, TPAHCIOPTE W JAETPajalii OENKOB, a TaKkKe WX IOCT-TPAHCISIHOHHBIX
Mo UKanusAX. BbISBIEHBI HEIH3UMATHUECKHE OCTPAHCISIIUMOHHBIC MOAUDHUKAIMK (OKHCITUTEIbHBIE U
TJIHKOOKUCITUTENbHBIC) OCIIKOB B MPOPACTAIONIMX CEMEHax parca B OTBeT Ha 3D-kimMHOCTaTHpoBaHUE.
Baxxno Takxke ormeruth, uTto 3D-KIMHOCTaTHpOBaHWE YBEIMYMBAIO COJEP)KaHUE OENKOB, KOTOPBIC
HAKaIUIMBAIOTCS B OTBET HAa OKUCIHTENbHBIA cTpecc (meruapunoB, LEA-OenkoB, OENKOB TEIJIOBOIO
[IOKa, psiga JIPYTHX CTPEeCCOBbIX OeskoB). IloiydeHHbIE AaHHBIE MO3BOJSIOT MPEIIONIOKHTh, YTO
paHIOMU3AIHUS TTOJIOKEHUS TPOPACTAIONINX CEMSIH OTHOCHTEIBHO BEKTOPA CHIIBI TSHKECTH C TIOMOIIBIO
3D-KkIMHOCTaTHPOBAHKUS HHULMUPYET Heclieuduieckue cTpecc-peaKkiiiy, HalpaBieHHbIe Ha aJanTaluio
pacCTEeHUH K 2pasumayuoOHHOM) CIpeccy.



BBenenune

[Ipouecc 3BomoLMK pa3BUBaeTCAd Ha 3eMJil€ NMPHU MOCTOSTHHOM BO3JEMCTBUU €€ IPaBUTALIOHHOTO ITOJIA.
Cuia TSDKECTH OmpefenseT HOPMabHOE Pa3BHTHE, MOPQOIOTHIO U (YHKIHOHHPOBAHHE BCEX JKHBBIX
Opranu3MoB. PacTeHuss B Te4YeHHE [UIMTENFHOTO TIEPHOAA DSBOJIONMH TaKXkKe MPUCHOCOOMINCH K
TPaBUTAIIMOHHBIM YCIOBMSIM 3€MJIM, HAUWHAS OT OTAEIbHBIX KJIETOK U 3aKaHUMBas IEJIBIM OPTaHHU3MOM.
PactutenbHbie OpraHu3Mbl CIIOCOOHBI IMOCTOSHHO "OLIGHWBATh' CBOE IOJIOKEHHUE B IPOCTPAHCTBE,
OpPHCHTHUPYSCh Ha BEKTOP CHJBI TSHKECTH, W TPH HEOOXOJMMOCTH KOPPEKTHPOBATH €ro 3a CcueT
MOJIAPU30BAaHHOTO pocTa. OJHAKO Ha KOCMHYECKHUX CTaHUUSAX PpACTeHMs] HAxXOJITCS B YCIOBHSX
MUKPOTpaBUTAllMM, TPH KOTOPBIX CHJIa TsDKeCTH OnmM3Ka K HYJIO, 4YTO MOXET OKa3bIBaTh
HeOJIaronpuaTHOE BO3ACHCTBIE HA WX PA3BUTUE W MPOAYKTHBHOCTh. B yCIOBHSX KOCMHUYECKOTO TMOJeTa
BIIMSIHAE MHUKpPOIPaBUTALUN Ha (U3MOJIOTHUIO PACTHTEILHOTO OpPTaHM3Ma HE BCEra YIAaeTcs BBISBHUT,
MOCKOJIBKY PacTeHUs] OJJHOBPEMEHHO HAXOIATCA MOJI BIUSHUEM APYTHX (HaKTOPOB (BBICOKOE COJECpIKaHUE
STHJICHA, OTCYTCTBUE KOHBEKIIMH, OTPAaHUYEHHBIN 00BEM, KOCMUYeCKas pajuamus 1 JIp.).

D¢ dexTsl MUKpOTpaBUTAIIMKA HA 3eMJIe YAaCTHYHO IMO3BOJISIET MOJECIUPOBATh KIIMHOCTATUPOBAHUE - T.C.
BpalllecHHe PacTeHUs] BOKPYI TOPU3OHTAJIBHOW OCH (MM HECKONbKUX ocei, 3D), uTo Ne30preHTHpyeT
W3y4aeMblii OOBEKT MpH HAXOXKJICHWU B IIOCTOSHHOM IIOJIeé CHJIBI TSDKECTH. MUKpOTrpaBHTAIHS,
MojnenupoBanHas 3D-knMHOCTaTHpOBaHWEM, SBISETCS OYEeHb A(PQGEKTHBHBIM METOJO0JIOTHYECKUM
MPUEMOM, TO3BOJISIIOIIMM aHAIM3UPOBATh POJIb BEKTOpPA CHJIBI TSDKECTH B CTAHOBJIEHUWH CTPYKTYPHI U
KoopauHanuu (QyHKIMH pacTUTENBHOTO opraHu3ma. KimMHocTaTHpoBaHHE IO3BOJSIET HMHUTHPOBATH
HEBECOMOCTh B YCJIOBUSAX 3€MJIM, MOCKOJBbKY KIMHOCTaTUPYEMBIE PACTEHHUS JUIIEHBI BO3MOXKHOCTH
KOPPEKTHO BOCTIIPUHUMATh TPABUTAIMOHHBIM CTUMYJI, TaK KaK MUX TOJOKEHHE TOCTOSHHO MEHSETCS I10
OTHOIIEHUIO K BEKTOPY CHJIBI TSKECTH.

B xoze BBIIOTHEHNS MPOEKTA MPEAIONIAraeTCsl BEISICHUTD, SABIISETCS JIM KIMHOCTATHPOBAHUE CTPECCOBBIM
BO3JICHICTBHEM, a TaKXKe BBISIBUTH KIIIOYEBBIE METAOONHUTHI M OEJKH, KOTOpbIe MPWHUMAIOT y4YacThe B
OTBETHBIX PEAKIHAX PAaCTeHM parica W apabHIorcHca Ha «TPaBUTAIMOHHBIA cTpeccy. [Ipenmonaraercs
V3YYHUTh TIOJHBIN JKU3HEHHBIH NWKI pacTeHWd apabujoricuca B yCHOBUSAX 3D-KIMHOCTATHMPOBAHUAL
[Inanupyercss BBIACHUTB, KaK pPaHAOMM3alUsl BEKTOPA CHIIBI TSDKECTH BIHUAET HA IIPOLIECCHI POCTA U
SMOPHOHATBLHOTO  Pa3BUTHS  apaOHWIOIICHCa, METa0OJIOM pAcTeHWH, OpraHW3alldi0 aKTHHOBBIX
MHKPO(HIAMEHTOB H MUKPOTpy6ouek. [ImaHupyeTcs Takke H3yduTh poih HoHOB Ca?' 1 akTMBHBIX (hopM
KHCIIOPO/Ia B aIalITHBHBIX PEaKLUAX pacTeHui apadbunonuca npu 3D-kInHOCTAaTHPOBAHUH.

Ilens npoexma: NI3y4anTh pa3BUTHE PACTCHHUM parica M apaOUIoncuca yeaoBusaX 3 D-KIMHOCTaTHPOBAHUS
Y BBISIBUTH MEXaHU3MBI aIaNITAllNM PACTEHUH K PAHIOMHU3AIIH BEKTOPA CHITBI TSHKECTH.

Konkpemmuuvle 3a0auu yynoamenmanbnozo uccieoo06anus.

1. IIpoBecTn cTpecc-TecTUpOBaHHE pAcTeHUi parca u  apabujoricuca B ycinoBusx 3D-
KITMHOCTATHPOBAHUS U BBISCHUTD, SIBIISICTCS JIU 3TO BO3/ICHCTBUE CTPECCOBBIM.
2. CpaBHHTh META0OJIOMHBIC TIPOQHIN KIMHOCTATHPOBAHHBIX M KOHTPOJILHBIX PACTEHUH parica H

apabuorncrca. BeUSIBUTE METAabONUTHI, H3MEHEHHE YPOBHSI KOTOPBIX KOPPEIHPYET C PaHIOMHU3aIuen
BEKTOpA CHIIBI TSHKECTH.

3. W3yunth BIMSHHE KIMHOCTATUPOBAHHMS HA MPOTEOM pACTCHHWW parca ©u  apabHIorncuca.
UneurtuduuupoBars OENKH © TPHUITHYCCKHE TENTHABI, KOTOPbIE MOTYT SIBISITBCS —MapKepamu
IPaBHUTAI[OHHOTO CTpecca.

4. BhisICHUTD BIMSHHE KIMHOCTATHPOBAHHS HA OPraHMU3alMI0 aKTHHOBBIX MHKPO(UIAMEHTOB H
MHKpOTpyOOYeK TpaHCreHHbIX pacTenuit apadbumoncuca GFP-fABD2, Lifeact-Venus, GFP-MAP4 u GFP-
TUAG.

5. U3yunts ponb aykcuHa, HoHOB Ca?’ M aKkTHBHEIX (OpM KHMCIOpOJA B aaNTHUBHBIX PEAKIMAX
pacTenuii apabuorncuca npu 3D-KIMHOCTaTHPOBAHUY.

6. W3yunts ocobeHHOCTH 3MOpHoreHe3a W GOpMHUpPOBaHUS ceMsH apadmmoricuca mpu 3D-
KJIMHOCTaTHPOBAHUH.



HUTOTIOBBIA OTUET

1. IIpoBecTn cTpecc-TecTUpPOBaHHWe pacTeHMil pamca u apaduaomcuca B yciaoBusx 3D-
KJINHOCTATHPOBAHMS W BBISICHUTD, SIBJISIETCH JIM 3TO BO3/IeliCTBHE CTPECCOBBIM.

Hns oueHKM (QU3MOIOTHYECKOTO COCTOSHHMS MPOpacTalolllde CeMeHa parca ObUIM MTHOBEHHO
3aMOPOXKEHBI B KHJKOM a30T€, TOMOT€HH3UPOBAHBI JI0 COCTOSIHUS MYKH Ha LIapoBoil MenbHHIEe Retsch
MM 400 (I'epmanwust). Pa3mMonoThiii 3aMOpOKEHHBIH pacTUTENbHBIA Marepuan Xxpanwics npu -80°C u
WCTONB30BaNCA JUIsl OMOXMMHYECKMX aHalmM30B. DBUTM  ompeneneHbl  CIenylompe  MapKepbl
OKHCIIUTENIBHOTO CTpecca W aHTHOKCHJAHTBI: IIE€POKCHJ BOJOPOJA, YpPOBEHb BOCCTAaHOBJIECHHOM U
OKHCIIeHHOW (hopM ackopbaTa, a TaKKe COJCp)KAHUE BEIISCTB, PEAKTHBHBIX B OTHOIICHUH
T00apouTypoBoii kuciotel (TBK).

¥YcranoBneHo, yTo A0 18.5 4 oT Hayana MpopacTaHusi MPOUCXOJUT TOCTENIEHHOE CHI)KEHHE YPOBHS
MepoKCHa BOJOPOAa Kak B KOHTPOJIbHBIX, TaK M B KIMHOCTAaTUPyeMbIX cemeHax parca (Puc. 1). B xone
nanpHelmero mpopactaHud (mo 24 4) y KOHTPOJBHBIX ceMsH conepkanue H»O, mnpomomxaer
MIOCTENIEHHO CHIKAThCS, a y KIMHOCTaTHPYEeMbIX pe3Ko Bo3pacTaeT. [103ToMy MOMKHO MpEAIOI0KHTD,

4710 3D-KIMHOCTaTHPOBAHNE HHUIIMHPYET Pa3BUTHE OKUCIUTEIHLHOTO CTPecca B MPOPACTAIOIINX CEMEHAX
parica.
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Puc. 1. Buuanue 3D-knunocmamupoganus Ha cooepoicanue H>Or 6 npopacmarowux cemeHax panca.
Yepnas Kkpusas — KOHMPOJIbHblE CeMeHd, KPACHAs KPUBAL — KIUHOCMAMUPOBAHHbLe.

Pasnmuunit B ypoBHe TBK (THOOapOHMTYpaT)-peakTUBHBIX BEIIECTB MEKIY KOHTPOJBHBIM U OIBITHBIM
BapHaHTaMU He OOHapyxeHo. [luHaMuKka H3MEHEHUH CcolepKaHus OOIIEro, BOCCTAHOBJIEHHOIO H
OKHCJIEHHOTO ackop0baTta, y KIMHOCTaTHPYEMBIX PpAacT€HHH Takxe HE OTJIMYanach OT KOHTPOJI.
Copmepkanne Bcex (opMm ackopbara MOANEpKUBAIOCH Ha OAHOM ypoBHe oT 12 mo 20.5, HO pe3ko
BO3pacTajo K 24 yacy OT MOMEHTa 3aMaurBaHus ceMsiH. BHavase ypoBeHb BOCCTAaHOBJIEHHOT'O ackopbara
ObLT B TIpenenax 1.5-2 MKMOIIB/T CBIpOH Macchl, a K 24 4 Bo3pactai 10 6.3 MKMOIB/T ceipoii Macchl (Puc.
2). Ilpu 3TOM MPOHM30ILIO ABYXKpaTHOe Bo3pacranue otHomeHus Ack/Jl-ack (ot 0.31-0.36 mo 0.76).
HNHTepecHO OTMETUTh, YTO y TOM 4acTU ceMsiH, KOTOopble K 18.5 4 mocne 3amMaunBaHUs €II€ OCTABAIHUCH
HENPOPOCIINMH, KIMHOCTaTUPOBAHUE BBI3BIBAJIO CHIDKEHHUE cOoaepaHMs Bcex (opM ackopbata. Takum
obpazomM, 3D-knMHOCTaTHPOBAaHKWE CTUMYJIMPYET 0Opa3oBaHHE HNEPOKCHIA BOIOPOAA B IMPOPACTAOILUX
CeMEHax parica M BbI3BIBACT CHIKEHHE COJIEpXaHMs acKkopOaTa B CEeMEHax, Y KOTOPBIX 3a/IePKUBACTCS
MPOKJIEBBIBAHNE 3aPOBIIIEBOTO KOPELIKA.
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Puc. 2. Bausnue 3D-xnunocmamupoganus Ha cooepicanue o0uie2o, 60CCMAHOBIEHHO20 U OKUCIEHHO20
ackopbama (4) u omuowleHue B0CCMAHOBIEHHO20 K OKucaennomy ackopbamy (B) 6 npopacmaiowux
ceMeHax panca.

VYcTaHOBIIEHO, YTO KIMHOCTATHPOBAaHHBIE ceMeHa parica (GopMUpPYIOT OOoJbIlle HEHOPMAIBHO Pa3BHTHIX
mpopocTkoB. [lokazaHo TakXke, YTO KIMHOCTATUPOBAaHWE WHHUIMHPYET YBEIMYEHHE UIMHBI KOPHEH H
JE30PUEHTHPYET UX POCT OTHOCUTENFHO BEKTOPA CHITBI TSKECTH.

HN3yuyeno BiusaHue 3D-kamHocTaTHpoBaHus Ha MOP(OJIOrHI0 TPOPOCTKOB apaduaoncuca.
YcTaHoBIeHO, YTO BhIpammBaHue apabuporicuca B TedeHue 10 cyTrok B 3D-knmmHOCTaTe CyIIECTBEHHO
CKa3bIBAIOCh Ha uX (peHoTHIIE pacTeHuii (Puc. 3). PanmoMu3aius MMONOKEHHS PACTEHHN OTHOCHTEIBHO
BEKTOpa CHJIBI TSDKECTH TMPHBOJUT K WCKPHUBICHHIO THIIOKOTHJIEH, MHOTOKPATHBIM H3TH0aM W
TOPMOXKEHHUIO pocTa KopHei. [lomoOHbIe dhiekcnn, mo-BUIUMOMY, SBIISIOTCS CIIEACTBUEM BO3HUKHOBEHUS
MIPY KIIMHOCTATUPOBAHUH I'PAJFIEHTOB POCTa B JIATEPaIHLHOM HaIPaBICHUN.

KonTpoJs KumnocraTupoBanue

Y RN 72

Puc. 3. Ilpopocmku
apabuooncuca, (10-cym.)
gvlpaujeHnvle 6  YCIOGUSX
NOCMOAHHOU 8EePMUKANLHOU

opuenmayuu (cresa) u npu




HenpepvleHom gpaujenuu 8 3D-kiunocmame (cnpasa).

2. CpaBHUTb MeTa00/I0MHBbIe NPOGUIN KINHOCTATHPOBAHHBIX M KOHTPOJbHBIX PaCTEHHI
panca u apadéuaoncuca. BeIIBUTH MeTa00JMThI, H3MEHEHHEe YPOBHSI KOTOPBIX KOppeJHpYyeT ¢
paHaoOMHU3anMeil BeKTOPa CHJIbI TAKECTH.

UzBecTHO, 4YTO pacTUTENbHBIH MeTaboJOM MpeAacTaBiseT coOOW UYpe3BBIYAHHO IMOABHUKHYIO,
JMHAMHUYECKH U3MEHSIONIYIOCS CHCTEMY, II03TOMY OBLJIO MPOBEJCHO BA HE3aBUCHMBIX SKCIIEpUMEHTA B 6
OMOJIOTHYECKNX TOBTOPHOCTSX. B mepBoM skcnepumeHTe ObuTo BhIsiBIeHO 139, a Bo BTOpom 120 —
XpoMaTorpauecKnX CUTHaNa, COOTBETCTBYIOIIMX ONpeneNéHHbIM aHanuTaM. Cpemu HUX ObLIO
uneHtTuduurposano 42 MetaboauTa, IPEACTABICHHBIX 19 yrieBogaMu U POACTBEHHBIMUA COSIUHECHUSIMU
(rnuiepon, kcuiio3a, apabuHodypanosza, pubo3a, ppykTosza, copbo3a, IJIr0K03a, rajlakro3a, MaHHO3a,
JICBOTJIFOKO3aH, MAaHHHUTOJI, KCUJIMTOJI, MHO3UTOJI, caxapo3a, MalibTo3a, paddrHo3a, a Takxke GpykT030-6-
¢docdar, rmoko30-6-pocdar, uHozuton-hocdar), CEeMbIO aMUHOKUCIIOTaMHU (JIN3UH, acliaparuH, TPEOHUH,
cepuH, (eHWIAIAHWH, THUPO3WH, AaJlaHWUH), YETHIPhMS O KUPHBIMU KHUCIOTaMu (TTaJbMUTHHOBAS,
CTEApUHOBAsI, JJIAWJIMHOBAS, JIAYPHUHOBAS), JEBSATHIO JPYTMMH OPTaHMUYECKHMMH KHCIOTaMH (si0odHas,
JUMOHHAs, SIHTapHas, (QyMapoBas, TJIMIEPUHOBAs, TIeIaproHOBas, NHPOIIIyTaMoBas, pPHOOHOBAS,
CHHAIIOBAas), a TaKke aMHHaMH (dTaHOJaMuH, myTpeciiuH). Kpome storo Obuia uaeHTH(UIIMpPOBaHA
dochopHast kuciora AHAIN3 Pe3yIbTATOB, MOMYYSHHBIX C MOMOIIBIO METO/A TIaBHBIX KOMIIOHEHT JBYX
9KCTIIEPUMEHTOB MOKa3ajl 3HAUYUTEIIbHBIC Pa3lInius B IATTEpHAX META00IMTOB MPOPACTAIOIINX CEMSH TPH
HX TPOPACTaHMHU, IPUYEM 3TH PA3IMYHs BbISIBJISIOTCS YK€ IPU PACCMOTPEHUHU 1-ii TJIaBHONH KOMIIOHEHTHI

(PC 1) (Puc. 4).
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Puc. 4. Ananuz omnocumenbHo2o co0epiucanus NOAPHLIX MeMabOIUMO8 CEMsIH Pancd, npopacmaruux
6 yenosusix 3D-kaunocmamupoganusi u  cmamuyeckozo KoHmponasi nepgozo (A) u emopozo (b)
He3a8UCUMBIX IKCNEPUMEHMOE C NOMOUILIO MEMOOA 2NIAGHBIX KOMNOHEHM.

JMCKpUMHHAHTHBIA aHAJIW3 METOAOM YaCTUYHBIX HaUMEHBIINX KBaApaTOB, MPOBEICHHBIA AJISI KaXKAOTO
W3 [JBYX OKCIEPUMEHTOB, II0Ka3ajd 3HAYUTEIbHYIO BapHaOeNbHOCTh MEXAY OHOJIIOTMYECKHUMU
noBTopHOCTsIME (Puc. 5 m 6). Tem He MeHee HaM yAalOCh BBIIBHTH PsJl COCTUHEHHH, COAEp)KaHWE
KOTOPBIX U3MEHSIOCH ITpH 3D-KiMHOCTaTHPOBAaHUH.
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,Z]uCKpumuHaHmezﬁ aHaiuz OmHoOCUmeiIbHO20 COOepDiCClHM}Z Memabonumos cemsim panca,

BLIPAUJEHHBIX 8 PAMKAX NEPBO20 HE3ABUCUMO20 IKCnepumenma u coopantuvlx uepes 24 u (A) u 48 u (b)
nocie Hauaia npopacmanus 8 YCio8uUsIX KIUHOCHMAMUPOSAHUs U CIAMUYECK020 KOHMPOJIs

B mnepBble CyTKM KIMHOCTATHPOBAaHUS HM3MEHSJIOCH COJEP)KAHUE JIMMOHHOM, INMUPOTIIYyTaMOBOM H -

aMUHOMACIISTHOM KHCJIOTEI, 4 TAKXKE CaXapo3bl U I'TFOKO3BbI.
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Puc. 6. JJuckpumunaHmmuslili aHAIU3 OMHOCUMENLHO2O COOEPHCAHUS MemaboIumos ceMsaH pancd,
BbIPAUYEHHBIX 8 PAMKAX IMOPO20 HE3ABUCUMO20 IKCHepUMeHma U coopanHblx yepesz 24 y (A) u 48 4 (b) 6
VCNI0BUAX KIUHOCMAMUPOBAHUSA U CIMAMUYECKO20 KOHMPOIS

CocraB MeTab0INTOB Yepe3 2-CyTOK IHOCHE KIMHOCTATUPOBAHMS OTIMYAJICS OT KOHTPOJBbHBIX PACTEHUH
eme B Oonmpliel creneHu. Y OBYXCYTOYHBIX MPOPOCTKOB parca MpH KIMHOCTATUPOBAaHWU H3MEHSIIOCH
coZiep’KaHHe HE TOJIBKO JIMMOHHOM, TUPOTTTyTaMOBOM U Y-aMMHOMACIISIHOM KUCIIOT, Caxapo3bl U TIIIOKO3HI,
HO TaKXe TJIMLIEPUHOBOI KHCIOTBI, CTEAPMHOBON KUCIOTHI M HEOpraHuueckoro gocdara.



3. HN3yunth BIMsIHME KJIMHOCTATHPOBAHWS Ha NMPOTeOM pAacTeHHil pamca W apaduaoncuca.
HNpentuduunpoBars OeJKH M TPUNTHYECKHE TMENTHABI, KOTOPble MOIYT SIBJSITHCS
MapKepaMH IPaBUTALIMOHHOIO cTpecca.

B namem uccienoannu meroaoM «gel free bottom up» mpoTeoMHKH, ¢ UCIOIH30BAHUEM HAHOIOTOYHOM
B3OXX, coBMmemeHHOII ¢ BBICOKOTOYHBIM MAacc-CHEKTPOMETPOM, BIIEPBBIE YAAJIOCh BBIABUTH
3HAYUTENILHO OONBIIMK CHEKTp OETKOB y4YacTHHKOB OEJIKOBOrO MeTaboM3Ma, acCOIMHUPOBAHHBIX C
OTBETHBIMH PEAKIUSIMU MPOPACTAIOIINX CEMSH parca Ha KIWHOCTATUPOBAHUE. YCTaHOBJICHO, YTO MPHU
3D-knuHOCTATHPOBAaHUK cojepkaHue 97 OeNKOB B MPOPACTAOIIUX CEMEHax Bo3pacraer, a 39 —
camkaercs (Puc. 7). benku, 4yBcTBUTENBHBIE K paHIOMHU3AIMHA BEKTOPA CHUIIBI TSHKECTH, OTHOCHIIUCH K 19
¢yHKUMOHANBHBIM TpynmaM. Ha puc. 7 cronbukamm (M mudpamu) MOKa3aHO KOJMYECTBO OEIKOB
OTIPENIENICHHON (YHKIMOHABHONH TPYIIBI, COAEPKAaHHE KOTOPBIX BO3PacTalo WM CHIDKAIOCH B
YCIIOBUSX KIMHOCTATHpOBaHUs. [IprudeM OKOJIO MOJMIOBUHBI OEIKOB OBUTM HJICHTU(HUIIMPOBAHBI TOJIBKO Y
TE€X CEMSH, KOTOpbIE TpopacTald B YCIOBUSAX KIMHOCTATUPOBAHWS, HO HE OOHapyXUBAIUCh B
KOHTpPOJIbHOM BapuanTe. HauOosbiine n3MeHeHUsT HAOIIOAINCh B OClIKax, Y4acTBYIOIIUX B OEIKOBOM
MeTabonu3Me, sHepreTuueckoM oOmene, merabonmm3zme PHK, a Ttakke B mpoleccax pa3BUTHS.
Conepxanue O0IbIIMHCTBA OEIKOB U3MEHSIIOCH OT 1,5 1o 3 pa3. YpoBeHb 22 GelTkoB H3MEHUIICS TTOYTH B
40 pas! (37,5).

CoriacHoO JJaHHBIM IPOTEOMHOTO aHAINM3a OJJHOW M3 PaHHUX PEaKuil PacTeHWH Ha KIMHOCTATHPOBAaHHUE
SBIISIETCSl AKTHBAILlMSl DHEpPreTudeckoro obOmeHa. B namel pabore B marrepHe audepeHImanbHO
PEryJIHpyeMbIX 0€eJIKOB, ObLH 00HaPYKEHBI Oeku (pocorarokomyTasa,
quruaAposanomITpancaneTmiaza, HAJIH-yOuxuHOH OKcHIopeayKTaza ¥ JIp.) pPa3IMYHBIX OTaloB
9HEPreTHYECKOro o0MeHa, coJepKaHhue KOTOPBIX MHOTOKPAaTHO BO3PACTANIO0 B TKAHSX IOPACTAIOIINX
CeMsIH B OCHOBHOM B TiepBbie 24 u kimHoctarupoBanus [Frolov et al., 2018]. MurepecHo OTMETHTbH, Y4TO
24 9-KIMHOCTATUPOBAHHE CTHUMYJIMPOBAIO CHHTE3 psifia OCIKOB TEIUIOBOTO INOKA, OJHAKO, 3TOr0 He
0OHapyXHBAJIOCH Yepes 48 4.

A ﬁ @ B G ﬁ
3:h TpaHcnopT
9l 4 BenkosbIii MeTabonuam °

[— N
3 JHepreTUyeckuii meTabonuzm

1 MeTabonuam KNMeTo4YHbIX CTEHOK
2L | CurHanuHr
R I— nrokoHeoreHes
2 NunugHblA 06MeH

1 1
MeTa6onmM3amM aMUHOKUCIIOT

OTBeT Ha cTpecc
¥YrneBogHbIW 06MeH
P OTOCUHTES

]
! ! Pepokc metabonuam — 4
s MeTabonuam HyKNeoTUAOB 3 1
1] PasBuTre KU KNeToYHasA opraHusauus " 2
BTopuuHbIil MmeTaGonuam 1 5
Metabonuam PHK 1
MeTtabonuam [IHK 1
CmMelaHHble by HKLMK 1

Puc. 7. @yukyuonanvuHas awmHomayus 6enxos, ouppepenyuanvro xcnpeccupyrowuxca npu 3D-
KAUHOCMAMUPOSAHUU 8 NPOPACMAIOWUX ceMeHax panca. A — cemena, npopacmarowue 24 u; b — cemena,
npopacmarwue 48u. Cmpenxu ykazvieaiom Ha gospacmanue (1) wiu crudicenue () cooepaicanus 6enxos.

MHorue O€NKM YyBCTBHUTENIBHBIE K KIMHOCTaTHPOBAHUIO TaKXKe OBUIM BOBJIECYEHBI B IPOIECCHI
tparcnopra, merabommsma PHK n curnamunra. beuto oOHapykeHo 3 Oenmka SHEpreTHYecKoro oOMeHa,
cojiep)KaHME KOTOpBIX yBenmuuwmics Oonee wem B 10 pa3 B ycnoBHAX 24 Y-KIMHOCTaTHPOBAHMS:
tdochormorxomyTaza  (Phosphoglucomutase, EC5.4.2.2), mudochar-ppykrosza-6-docar 1-
dbochorpanchepaza (PEP, Diphosphate—fructose-6-phosphate 1-phosphotransferase, EC 2.7.1.90),
nupyBar ¢ocdarnukunasza (Pyruvate, phosphate dikinase, EC 2.7.9.1). UnTepecHo oT™MeTUTH, YTO 24 4-
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KIIMHOCTATUPOBAHKUE CTHMYJIMPOBAJIO CHHTE3 psAja OCIKOB TEIJIOBOTO IIOKa, OJHAKO, 3TOr0 HE
oOHapyXHBaJIOCh yepe3 48 u.

[TomrydeHHbIC HaHHBIC YKA3bIBAIOT, YTO OCIKHU, IPUHUMAIOIINE Y4acTHe B OCIIKOBOM OOMEHE, HEKOTOPBIC
CyOBECTMHUIIBI PUOOCOM, a TaKXKE Pl PEPMEHTOB SHEPreTHUECKOro oOMeHa HanboJiee YyBCTBUTEIBHBI K
paHIOMM3AIMU BEKTOpa CHUJIA TSHKECTHU.

Haubonbmiee e  KomuyecTBO  O€JKOB, COACP)KAaHME  KOTOPHIX HM3MEHSUIOCH B YCIOBHSX
KIIMHOCTAaTUPOBaHMs, ObLJIO BOBJICYCHO B OCIKOBBINM MeTabom3M (13 u 16 GenkoB uepe3 24 u 48 yacoB
MpopacTaHusi, COOTBETCTBEHHO). B 3Ty BXomuiu Oelkd, y4aCTBYIOUIME B CHHTE3¢ pUOOCOM, MHHMIIAAITUS
cuHTe3a Oenka, (OJIMHTE, TPAHCIIOPTEe W Jerpajaliu OCNKOB, a TaKkKe HX IMOCT-TPAHCISIHOHHBIX
moaupukanusx (Puc. 8).

A p g g,08

5 1 CuHTes 2-:4
2 1 Oerpapaums :l;;
1 1 ¢annuﬂr2-:|1
1 1 NMm s

Puc. 8. benxu, osieuennvie 8 OEIK0BbIL MeMAOONUIM, COOEPAHCAHUE KOMOPBIX USMEHANIOCH 8 YCI08UAX
3D-kaunocmamupoganus. A — cemena panca, npopacmaiowue 24 u; B — cemena, npopacmarowue 484.

[Ipruem cuHTE3 HEKOTOPHIX OENKOB (acmapTaT-mpoTeasbl U aMHUHOMENTH/IA3bl) aKTUBHUPOBAJICS TOJBKO
IIprU KIMHOCTAaTUPOBAHUU U HE BBIABJIAJICA B KOHTpOJ’[BHOﬁ rpymnmne CEMsH. I/IHTepeCHO OTMETUTH, YTO B
OTBET Ha KIIMHOCTATHPOBaHHE U3MEHSIIOCHh COJIEpP)KaHHE MHOTHX pHOOCOMAaNBHBIX OelkoB. B wactHOCTH,
conepxkanue 0eakoB S13, S8, S3 u S9, BXomAIMX B COCTaB Majol cyobeauHuibl 40S prOOCOMBI TOCIIe
24 9 KIMHOCTaTHPOBAHUS Bo3pacTayio B 2.5, 3, 6 U 25 pa3, COOTBETCTBEHHO. JTO MOXET yKa3bIBaTh Ha
M3MEHEHUS TIPOIIECCOB COOpPKHM prOOCOM. 3HAYUTENBHBIN A(P(HEKT KIMHOCTATUPOBAHUS HA OCIKOBBIN
METa0O0JIM3M MOXXHO OOBSICHHTH BBICOKOIH aKTHBHOCTBIO CHHTE3a OCITKOB B TCUCHHUE TIEPBBIX JIBYX JHEH
pasBUTHS pacTeHHid. B 3T0 BpeMs Takke akTUBUPYIOTCS (pepMEHTHI -OKUCIICHUS KUPHBIX KUCIOT. JTOT
mpoIiecc CONMpOBOXKIAeTCsl oOpasoBaHueM anetwi-CoA, ero TOocCleayromee BKIOYEHUE B UK
TPUKAPOOHOBBIX KHCIOT MOXET MPUBOJUTH K CHHTE3y AMHHOKHCIIOT M3 TPOMEKYTOUHBIX MPOIYKTOB
nukra Kpebca.

Takum oOpa3zom, B Hamieii paboTe BIEpBBIE IMOKa3aHO, 4To 3D-knmMHOCTaTHpOBaHWE WHHUIHHPYET
M3MEHEHUS TaTTepHa OenKoB (MIPOTEOoMa) MPOPOCTKOB parca, Cpead KOTOPBIX MpeodiagaroT OeKH-
y4acTHUKH OenkoBoro Merabonm3ma (B TOM dHHCIE OENKH, BXOZSIIAE B COCTaB PHOOCOMAIBHBIX
cyopemuamnn; S40, S60 u S30). BaxxHO Takke OTMETHUTH, YTO TPH KIMHOCTATHPOBAHHWH BO3PACTaeT
cofiepxaHusi OETKOB, CHHTE3 KOTOPBHIX aKTHBHUPYETCS OTBET HA OKHCIUTENBHBIA CTPECC: NETHPHHOB,
LEA-GenkoB u psiga 6enko terutoBoro moka [Frolov et al., 2018]. TToaToMy MOXKHO MPEAOI0KUTH, YTO
B MPOPACTAIOIINX CEMEHAaX MPHU PaHIOMHU3AIH BEKTOpa CHIIBI TsDKeCTH B xone 3D-knmHocTarnpoBaHus
3alycKaeTcs Hecmenu(uyecKre CTpPecCc-peaKiliyl, HalpaBlIeHHbIE Ha aJalTalHdi0 pPacTeHHH K
2PABUMAYUOHHOMY CIPeCcC).

Biausinue 3D-KIMHOCTATHPOBAHHMSI HA [JIMKMPOBaHHE U OKHCJIMTEJbHble MOAU(PUKAIUN OeJIKOB
NpOpaCTaIOLIUX CeMsIH parca.

B pamkax nmanHO# 3amaum ObLT OXapaKTEpU30BaH OKUCIUTEIBHBIA M TIMKOOKHCIMTENBHBINA MPOTEOM
CeMsiH parica, MpopacTalouMXx B TedeHne 24 u 48 yacoB BCTATUYECKUX YCIOBUSAX M IIPHU HENPEPHIBHOM
BpAILlEHUH CO CKOPOCThIO 2.5 00/MHUH BOKPYI KaXIOM M3 JBYX OPTOTOHAJBHO PACIIONOKEHHBIX OCEH
kauHoctata  (3D-xnmmuocrarupoBanue). Jis  moucka  HE’H3MMATHUECKMX — HOCTPAHCISIIMIHHBIX
MOJU(HUKALNH, TO €CTh OKHUCIUTEIbHBIX U TNIMKOOKUCIUTEIbHBIX MOIUHUKaIUi 6ekoB B OTBET Ha 3D-



KIIMHOCTAaTUPOBAHUC, OBLIN HMCIOJIB30BAHEI JAaHHBIC, MOJYYCHHBIC B JIBYX HCE3aBUCHUMBIX 3KCIICPUMCEHTAX

(n=3).

AHanu3 MoKa3aJl HalU4Me BCEX HCKOMBIX MOAM(HUKALUN KpoMe KOHEYHBIX NPOAYKTOB TIIIyOOKOTO
rnukupoBanus (KIII'T momudukanuit) — nuppainHa U TeTparuaponupuMuania. OTCyTcTBUE THppaNtnHa
00BsICHsCTCS C1a00il MPECTaBICHHOCThIO HEOKUCIUTEILHOTO MyTH TIIMKHPOBaHUs y pactenuitl [Bilova
et al., 2016]. B nepBom akcriepumenTe 0611 00HapyskeH 303 u 351 caiiT riryboKoro IUKUPOBAHMS OETKOB
COOTBETCTBEHHO Ui KOHTPOJBHBIX M KIMHOCTaTUPOBAHHBIX CEMSH, MpopacTaBmIuxX 24 daca; mjs
KOHTPOJIBHBIX M KIMHOCTATUPOBAHHBIX CEMSH, IpopacTaBiiux 48 yacoB oOHapyxeHo 354 u 379 caiitos
TIIMKUpoBaHus, coorBercTBeHHo (Puc. 9, A). Ilpuyem 32 caiita ObUTH UACHTH(QUIMPOBAHBI BO BCEX
KOHTPOJIBHBIX M KIMHOCTATHPOBAaHHBIX MPOPOCTKax. [IpW 3TOM B KIMHOCTAaTHPOBAHHBIX MPOPOCTKAX
000WX BO3PACTOB KOJIMYECTBO YHHKAIBHBIX MOAM(UKAIMA ObUIO B IENIOM BHIIIC,YEM B KOHTPOJIBHBIX
(185 1 193 caifta y KOHTPOJIBHBIX ¥ KIMHOCTaTUPOBAHHBIX OJHOJHEBHBIX IPOPOCTKOB, 199 n 254 caiita 'y
KOHTPOJIBHBIX W KIIMHOCTATHPOBAHHBIX JBYXJHEBHBIX MPOPOCTKOB). Bo BTOpoM 3KcriepuMeHTe OBUIO
uneHtuduuuposano 422 u 344 caiita s 0THOTHEBHBIX, a Takke 461 u 534 caiita KIII'T mMomudukaiuit
OCNKOB ISl JIByXJHEBHBIX KOHTPOJBHBIX W KIMHOCTATHPOBAHHBIX MPOPOCTKOB, COOTBETCTBEHHO (Puc.
10, A). IIpu stom 42 caiita ObUIO OOHApPY)KEHO BO BCEX NPOPOCTKaxX. B oTiuwume OT mepBoro
IKCTIIEPHUMEHTA, KOJMYECTBO YHHUKAILHBIX MOIU(UKAIMK OBbUIO BBIIIE TONBKO Y KIMHOCTATHPOBAaHHBIX
MIPOPOCTKOB, TpopacTaBmux 48 dacoB (278 um 206 caliTOB y KOHTPOJBHBIX M KIMHOCTATHPOBAHHBIX
OJTHOJTHEBHBIX NMPOPOCTKOB, 246 U 319 calTOB y KOHTPOJBHBIX M KIMHOCTATHPOBAHHBIX JIBYXIHEBHBIX
MIPOPOCTKOB). B 000mX 3KCIepUMeHTaxX Yalle BCETO TIIMKOOKHCIEHHUIO MOJABEPTajcs OCTaTOK JIM3WHA, a
HanboJIee pacpocTpaHeHHor MoauduKarueil 6put kapookcumerruusua (CML).

OxucnurenpHble MOAU(UKAINK OBUTH TaK)Ke IIHUPOKO MPEJCTAaBICHBI B 000MX 3KCIepUMeHTax. Tak, B
MEepBOM dKCIepuMeHTe Obuto uaeHTH(uIppoano 369 u 415 caiitoB juisi omHOmHEBHBIX B 390 u 405
CaliTOB JJISl BYXTHEBHBIX KOHTPOJBHBIX U KIMHOCTATHPOBAHHBIX MPOPOCTKOB, cOOTBETCTBEHHO (PHC. 9,
B). IIpu aTom 56 caiiToB ObpUTO OOHapy»eHO BO BCeX MPOPOCTKax. Bo BTOpoMm skcrmepumeHTe OBLIO
uneatudunupoBano 552 u 421 caiit mis ogHOMHEBHBIX, 537 m 647 caiTOB M ABYXITHEBHBIX
KOHTPOJIBHBIX W KIMHOCTaTHPOBAHHBIX MMPOPOCTKOB, cooTBeTcTBeHHO (Puc. 10, b). Bo Bcex mpopocTkax
obHapyxeHo 90 caiitoB. B 00omx 3KCIeprMEHTax OTMEYaeTCs OOJbIee KOMMYECTBEHHOE COICpKAHUE
caiiToB Monu(pHUKAITIH Y IBYXTHEBHBIX KIIMHOCTATHPOBAHHBIX MPOPOCTKOB (189 1 247, 261 u 353 caifta 'y
KOHTPONBHBIX ¥ KIMHOCTAaTHPOBAaHHBIX IPOPOCTKOB B TMEPBOM M BTOPOM  OIKCIIEPUMEHTE,
COOTBETCTBEHHO).

A b

N V4
D [s>a)

O244kontporb  (O244 knuH-e (484 kontpons (D484 knuH-e

Puc. 9. Konuuecmeo catimos enuxuposanus (A) u okucnenus (b), udenmuguyuposannvix 6 beaxax cemsim
panca, npopoOueHHbIX 8 PAMKAX NePBO20 HE3ABUCUMO20 IKCHEPUMEHMA.

[TockonbKy MUKpOrpaBUTaLUs HE SIBISIETCS €CTECTBEHHBIM YCIOBHUEM JJIsl PACTEHHM, TPOXOAUBIINX CBOE
9BOJIIOLIMOHHOE CTAHOBJIEHUE B YCIOBHSAX TPaBUTALMH 3EMIIM, PaHAOMHU3ALMS BEKTOpPA CHJIBI TKECTH
npu nomMouw 3D-KIMHOCTAaTUPOBaHMS MOXKET pacCMaTpuBarThCsl Kak aOMOTHYECKUMH — cTpecc.
JlefiCTBUTENBHO, PACTEHUS! PearupyoT Ha MUKPOTPABUTALIMIO TyTEM OOLIEr0 YCHJICHHS OKHCIUTENBHBIX
MIPOLIECCOB C MOCEAYIOUIeH METabOINYEeCKON aanTauei — Ba)KHBIM MEXaHU3MOM aJanTaliyd pacTeHuH
Kk crpeccy [Zheng et al., 2015]. OxHaKo OKMCIUTENBHBIA CTPECC, Pa3BHBAIOLIMICS IMapajIeIbHO C
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HAKOIUJICHUEM CaxapoB, IMPUBOAUT K YCWICHUIO ayTOOKHCICHHA MOHOCAXapuaos, Kap6OHI/IJ'H>HOMy
CTpECCY U IOBPCKIACHUIO Ocnka. B 3TOM KOHTEKCTE MOIKHO OXHUOaTb YBCIUYCHUA CKOPOCTH
TJIMKUPOBAHUA U OKHUCIICHUSA 6CJ'IKOB, YTO MOXKET

A b

N, 7
[0\ 9<%\

O24y KOHTpOnb O 24y knun-e O48q KOHTPONb O48w KNUH-e

Puc. 10. Konuuecmeso cavimos enuxuposanus (A) u oxucinenus (b), udenmuguyuposanuvix ¢ Oenrxax
cemsH panca, nPOPOUEHHBIX 8 PAMKAX BMOPO20O HE3AGUCUMO20 IKCHEPUMEHMA.

HanpsiMyro BIHsITh Ha ux ¢yHkuuu [Bilova et al., 2016]. HenaBHO ObLI0 MOATBEPXKICHO CYIIECTBOBAHUE
«TOpSIYMX  TOYEK TIHMKHPOBAHHS», TO €CTh CHENU(UYECKUX OCTATKOB B  aMHHOKHCIIOTHBIX
MOCJIEIOBATEIBHOCTSIX, C TMOBBIIICHHONW YYBCTBUTEIBHOCTHIO K THMKHpoBanuio [Barnaby et al., 2011].
Takum 00pa3zoM, HeNb3sl WCKIIOYATh, YTO TaKoe CalT-crienu(uyeckoe TIUKHPOBAHUE MOXKET OBITh
YacThIO0 KaKOTO-TO HEW3BECTHOTO PETYISATOPHOTO MEXaHHW3Ma, C IMOMOIIBI0 KOTOPOTO PACTEHUS MOTYT
MPHUCIIOCOOUTh CBOM POCT K HOBBIM YCIOBHSIM. TakuMm 0Opa3oM, HaMm BIIEPBBIE YJAlOCh IMOIYYHTh
pe3yibTaThl, KOTOpbIE  JAlOT MPEACTaBIEHUs O  IOCTTPAHC/ALMOHHBIX  HEIH3MMATHUECKHX
MoOIU(UKALUAX, KOTOpble BO3HMKAIOT B pacTeHusx nox jaeiictBueM 3D-kiauHocTraTupoBaHus. B
HacTosllee BpeMs Takas HHPOpMaIs B IUTEpaType OTCYTCTBYET.

4, BbisicHUTH BIMsIHME KIMHOCTATUPOBAHMS HA OPraHU3ANMI0 AKTHHOBBIX MUKPO(QUIAMEHTOB
1 MHKPOTPY0O0YeK TpaHCreHHbIX pacTeHuii apadugoncuca GFP-fABD2, Lifeact-Venus, GFP-
MAP4 u GFP-TUAG.

Mogensio cayuiam TpaHcreHHble mpopoctku A. thaliana, necymme penoprepusie BcraBku GFP-fABD2
u Lifeact-Venus, mo3Bossitone BU3yain3upoBaTh aKTHHOBbIE MUKPO(UIIAMEHTBI, & TAK)KE TPAHCTCHHBIC
JIMHKH, KOTOPBIE ITO3BOJISIOT BBIABIATE MUKPOTpyOoukH B runokoTuiasx (TUAB-GFP) u kopusax (MAP4-
GFP) apabumoricuca. B rumokoTuie opraHu3aiyio MUTOCKEIETa U3ydald B SMUIACPME U KOPE; B 30HE
pacTsHKEHUs! KOPHS — B PU30JIEpPME U KOpe.

B 30He pacTskeHusT KOpHS BepTHKaIbHO pactymux pacrenuii  GFP-fABD2  waGmiomanu
MPEUMYIIECTBCHHO aKCHAIBHYIO OPHEHTAIIMI0O MUKPO(UIAMEHTOB aKTHHA B KOpe KOpHA u crene (60% u
50%, COOTBETCTBEHHO), JOJsI HAKJIOHHBIX MHUKpPO(QUIAMEHTOB Oblla B 2 pa3a MEHbLIE B KOPE KOPHS
(29%) u B 1,5 pasa menbmie B crene (34%) (Puc. 11). MHUHOpHYIO JOJIO COCTaBISUTH IOIEPEYHO
opueHTupoBaHHble MUKpodunamenTsl (11% u 14%, cooTs.).
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['mnoxotnis Kopens

Kontpons KnunocrarupoBanue Kontpons Knunocraruposanue

Arabidopsis thaliana GFP-fABD2

Puc. 11. Opeanuzayus axmuHo8bIX MUKPODUIAMEHMNOS, GU3YATUUPOBAHHBIX MEMOOOM KOHPOKATLHOU
Mukpockonuu 6 kaemxax pacmenuti Arabidopsis thaliana GFP-fABD2. A: «kpyeosvie ouacpammol
pacnpeoenieHusi Yei060t OpUeHmayuu MUKpopuIamMenmos aKxmuHa OMHOCUMENbHO ocu Kopus. b:
munuukble KOHMOKATbHBIE U300PAIICEHUS OPLAHUZAYUU AKMUHOBO20 YUMOCKELemd 8 SUNOKOMUTE U 30He
pacmsoicenuss kopua. Ilpusedenvt cymmapuvle npoexyuu 10—12 onmuueckux cpezos. Macwmabuas
aunetika.: 100 mxm.

B pacrenunsx Lifeact-Venus monst akcMaidbHBIX M HaKIOHHBIX MHKPO(QHIAMEHTOB OblIa MPUOIM3UTEIHHO
oIMHAKOBa B Kope KopHS u crene (44% u 42%, 44% u 36%, COOTBETCTBEHHO), YPOBEHb MOIIEPEIHO
OpPHEHTHPOBAHHBIX MHKpO(HIaMEHTOB ObLT BhIie, yeM B pacrenusix GFP-fABD2. B ycroBusx
KJIMHOCTATHPOBAHUsI B KOpPE KOpPHS 30HBI pacTsbkeHuss y pacrenuii GFP-fABD2 nons akcuanbHO
OPHCHTUPOBAHHBIX MHKPO(HUIAMEHTOB CYIECTBEHHO CHIDKANACh, a JIOJS HAKIOHHO M TIOMEPEYHBIX
MukpodriameHToB Bo3pactana (mo 41% u 40%, coorBercTBeHHO. OTHAKO B CTElle TAKUX M3MEHEHHN He
Habmoanock. B kimHOCTaTHpyeMbiXx mpopocTkax Lifeact-Venus we 6buto 0OHAPYKEHO JTOCTOBEPHBIX
pasn4Mii B J0Jie MUKPO(QUIAMEHTOB TOM HJIM WHOW OPUEHTAIIUH [0 CPABHEHHUIO C KOHTPOJIEM, OJHAKO
CTIEKTp YTIIOBOW OPHEHTAINY OBLT PaCHIUPEH.

B THUNOKOTHISIX BEPTUKAIBHO OPHEHTHPOBAHHBIX PACTCHHN AKTHHOBBIE MUKPOQHIAMEHTHl ObUIN
OPHCHTUPOBAHBI TPEHUMYIIECTBEHHO aKCHAILHO, CO BTOPHYHBIM MAKCHMyMOM HAKJIIOHHOW OpHEHTAI[UH
(Puc. 11). BeIpamuBaHue pacTeHHid B YCIOBHAX 3D-KIMHOCTATHPOBAaHHS TMPHBOIMIO K Oosee
uHTeHCUBHON (ayopecueHimun GFP Bokpyr akTHHOBBIX MHKpPO(HIAMEHTOB, YTO MOXET KOCBEHHO
CBHJICTETILCTBOBATh O Oojiee OOWJIBHOM OOpa30BaHHM TOJCTHIX IyYKOB AaKTHHA 10 CPAaBHEHHIO C
BEPTUKAIBHBIM KOHTpOJIeM. [Ipy KITMHOCTATHPOBAHUH B TUIOKOTHIISX (TaKkKe Kak U KOpHsX) B 2-3 pasa
YBEJIIMYHUBANIOCH KOJMYECTBO HAKIIOHHO OPUEHTHPOBAHHBIX MHKPO(DUIAMEHTOB, HAMpaBJICHHE KOTOPBIX
cocrasisier 30-60° ot ocu kopHst (Puc. 11).

Muxkpompybouku B THIIOKOTHIE KOHTpOJbHBIX pacteHnii TUAG-GFP xapakrepr3oBamuch HIMPOKUM
CIIEKTPOM OpHEHTAIlMH C TPeoOaJlaHieM HAKIOHHBIX M aKkCHalbHBIX djeMeHToB (Puc. 12), a tarke
BTOPUYHBIM MaKCHMYMOM TorepedHo opueHTupoBanHbix MT. Jlonsg akcuaibHO opueHTHpOBaHHBIX MT B
TUIMOKOTHIIAX KITMHOCTATUPOBAHHBIX PACTCHUH CHWKANACh, & JIONS PACIOJIOKEHHBIX HAKIOHHO —
BO3pacTajia OJTHOBPEMEHHO C YIIUPEHHEM CIIEKTPa UX OPUEHTAIIHH.
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['mnoxotnis Kopens

Kontpons KnunocrarupoBanue Kontpons Knunocraruposanue

Arabidopsis thaliana TUAG-GFP Arabidopsis thaliana MAP4-GFP

Puc. 12. Opeanuzayus muxpompybouek ¢ xiemxax pacmenuti Arabidopsis thaliana. Muxpompybouxu 6
SUNOKOMUTIAX BbIAGAEHBI C NOMOWBIO KOHDOKATLHOU MUKPOCKONUU 6 TUHUU MPAHCSZEHHbIX PACMEHUL
TUAG-GFP, a 6 xopne — 6 pacmenusx MAP4-GFP. A: kpyeosevie ouazpammuvl pacnpedeneHusi Yenooi
opueHmayuyu MUKpompyoouex OmHOCUmMenIbHo ocu Kopus. b: munuunvie KonpokarbHvle u300padicenus
opeanuzayuu MUKpompybouex 6 unokomune u 30He pacmsicenus Kopus. I[lpueedenvl cymmaphvie
npoexyuu 10—12 onmuueckux cpezos. Macwmabnas aunetixa: 100 mxm.

B 30He pacTspkeHHSI KOpHS BEPTHKAIBLHO OpHEHTHpPOBaHHBIX pacteHuit MAP4-GFP mukpotpyOouku
OBLIM PACIOJIOKEHBI HAKIOHHO W Toniepedno (Puc. 12); B psge KIETOK HAOMIOIAIM U MHKPOTPYOOUKH,
PAacIoNOKEHHBIE BJIOJIb OCH KOpHs. KiMHOCTaTHpOBaHHE PE3KO CHIDKAIO KOJMYECTBO HAKIOHHBIX H
AKCHAJBHBIX MUKPOTPYOOUEK U CTAOMIIM3UPOBAIO UX MOMEPEYHYIO OPHEHTAITUIO.

Cnenyer o0co00 MOMYEPKHYTh, YTO MPH IMOMEHNICHHUH 4dariek [leTpu ¢ pacTeHUsIMH, ITOCTOSIHHO
BBIPAIIMBACMBIX B YCJIOBHUSX KIMHOCTATHPOBAHUS, B BEPTUKAIBHOE TOJIOKEHHWE (Mbl Ha3Balld 3TOT
MIPOIIECC NEPBUYHOLL SPAsUCMUMYIAYUell), XapaKTep YIIIOBOTO pacipe/eicHNs MUKPO(QHUIAMEHTOB B KOpe
kopust GFP-fABD2 yxe uepe3 30 MuH. ObLIT Takoi ke, KaK M B KJIETKaX CTATUYECKOr0 KOHTPOJIsL. Takum
0o0pa3zoM, Tociie MpeKpalieHusl KIMHOCTATUPOBAHUS B KJIETKaxX KOpHsS apabujorcuca yxe uepe3 30
Mpeo0aaeT akCcualbHas OPUEHTALUS MIUKPO(QUIAMEHTOB.

Takum 00pa3oM, B KOHTpOJIE MHUKPO(UIAMEHTHl OBUIM OPHEHTHPOBAHBI, B OCHOBHOM, aKCHAJBHO, a
MUKPOTPYOOUYKH WMMEIM IMUPOKHH CHEKTp oOpueHTanuu. 3-D-kiImHocTaTupoBaHWE TPUBOIUT K
MOBBIIICHHUIO CIICKTPA OPUSHTAIIMHA MUKPO(QUIAMEHTOB aKTHHA U MHKPOTPYOOUEK.

5. M3yunth poab aykcuHa, MOHOB Ca2+ W aKTHMBHBIX (DOPM KHCJIOPOAA B aJalTUBHBIX
peakuusx pacreHuii apaduaoncuca npu 3D-KIHMHOCTATUPOBAHMH.

MeTooM THCTOXMMHYECKOTO OKPALIMBAaHUS BU3yaJIM3UPOBaHO pacnpenenenue ¢uroropmona UYK B 7-
cyTouHbix mpopoctkax Arabidopsis DR5::GUS, BbIpallleHHbIX BEPTHKAIBHO JIMOO B  YCIOBHSIX
MOJICIUPOBAHUSl  MHKPOTpaBUTAlMKM NyTéM  3D-KIMHOCTaTHpOBaHMST C  MOMEHTa  OKOHYaHUS
crparu¢ukanuu. Okas3aaoch, 4YT0O B KOHUMKE KOpHA pacrpenenenne MYK kxak B KOHTpouse, Tak U NpH
KJIMHOCTaTUPOBAHUM HE MMEET CYIIECTBEHHBIX OTIMYMU: JIOKaIbHbIH MakcumyM MYK nabironanu B
obnactu nokosimierocs nentpa (QC) anumkansHONH MepucTeMbl KOpHs, Oojnee cinaboe MYK-3aBucumoe
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OKpalllMBaHHE OTMEYAJIN B KOJIyMEIJIe U KJIETKaxX-MpeaIlecTBEHHUKax Kopbl KopHs. [1o Mepe oTnaneHus
OT TIOKOSILErocs LEHTpa CUrHail ObICTpO 3aTyxanl Ha paccTosHuu 8-12 kierok. B rumoxormne MYK-
3aBUCUMBIN curHan Obinm pacmpenenéd aup(dy3HO B CHIY BBICOKOW BaKyOJIM3alUH KIETOK KODBI,
MOBBIIIEHHOE OKpallliBaHWe HAOMIONamy BIONb XoJa (JIO3MHBIX 3JIEMEHTOB W B KOPHEBOM IIEHKe, a B
CEeMSIONIBHBIX JMCTBAX — B JUCTAIBHOM YacTH M BJOJb NPOBOJAIIMX 3JIEMEHTOB, NPH 3TOM
CYLIECTBEHHBIX pa3iuuuii B pacnpeneneHu WUYK wMexay Han3eMHbIMH OpraHaMu BepTUKAIBHO
pacTymux M KJIMHOCTATUPOBAHHBIX pacTeHuil He BBIABWIM. OJHAKO KIMHOCTAaTHPOBAHHbBIE PAcTEHUS
OTJIMYAIUCH OT KOHTPOJBHBIX MO MOP(OIOTHYECKUM MpPU3HAKAM, KOHTPOIUPYEMbIM ayKCHHOM: JJTUHA
anMKaJIbHOH MEpUCTEMBbI KOPHS KIIMHOCTaTHPOBAHHBIX PAacTeHUU ObLta gocroBepHO Oombiue (Ha 12%)
4yeM IMpH BEpPTUKAIBHOM pocTe. MHTepecHO, YTO NMpH 3TOM AJMHA KOPHS y KIMHOCTaTHPOBAHHBIX
MPOPOCTKOB JIOCTOBEPHO CHM)KEHA KaK y MUKOTO THIA, TAaK U y BCEX HCIIOIb30BaHHBIX B Halleld padoTe
JUHUHA ¢ pernopTepamu nutockenera in vivo (GFP-fABD2, Lifeact-Venus, MAP4-GFP, TUAG-GFP).
Juamerp KOpHEH KIMHOCTaTHPOBAHHBIX PACTEHUI B 00JAaCTH amMKAILHONW MEPUCTEMBI TPH 3TOM OBLI
TaKKe HE3HAYMTENbHO OOJbIIe, YeM y BEPTHKAJIBHO PACTYNIMX pacTeHuid. HampoTus, ceMsiionbHbIE
JUCThSl Y KIIMHOCTATHPOBAHHBIX PACTEHUI OBUIH YK€ ¥ KOpo4e, YeM Y BEPTUKAILHO PACTYIIUX.

Busyanuzamus u ananu3 pacnpenenenus HyPer mokasan, 4To y BEpTHKaNIbHO DPACTYIINX pacTeHUM
ocHoBHasi 00acTh reHeparn ADK nokann3oBaHa B AUCTaTbHON 00JACTH 30HBI PACTSHKEHUS! KOPHS Kak
B KOpe, TaKk U B cTene (Cpa3y MOCie anuKaIbHOM MEpPHCTEMBI) M MPOIOJIKAETCS MO 30HE PacTsHKEHUS
KOpHSI Ha pacCcTOsIHUE OKOJIO 1 MM, YTO IMPUMEPHO COOTBETCTBYET JUIMHE allMKAIbHON MEPUCTEMbI KOPHSI.
HampotuB, y KJIMHOCTaTUPOBAHHBIX pacTeHUd HYPer-3aBucuMblii CHTHAM HaxoJguTcs B 00IacTu
anmMKaIbHONH MEpUCTeMBl M 3aTyXaeT B JAWCTAIBHOM YacTH 30HBI pacTsDKeHHst KopHs. HamGombiryro
KOHIIEHTPAIMIO MEPOKCHIA BOJIOPOJIa B KOHYMKE KOPHS KIMHOCTATHPOBAHHBIX PACTEHW HAOIIOJalN B
KOPHEBOM 4YEXJIMKE, KOJIyMeJlle, KOpE€ KOpHA B aluKalbHOM MepucteMme. B 30HE pacTsikeHHsi KOpHeu
KITMHOCTAaTUPOBAHHBIX PACTEHUU MEPOKCHU-3aBUCHUMBIN CUTHAJ OTMEYAN CIOPAJANYECKH B IIEHTPATHHON
YacTU KJIETOK.

Busyamisamus Ca?*-uyscrurensroro FRET-penopTepa ¢ curaanom saepHoit nokammsanuu YC3.6-NLS
B BEPTHKAIBHO PACTYNIMX M KIMHOCTATHPOBAHHBIX IpopocTkax Arabidopsis mokaszama, 4T0 ypOBEHB
KaJIBIHs B alIMKATbHONW MEPUCTEME U JIMCTATBHON YaCTH 30HBI PACTSHKCHHSI KOPHS KIIMHOCTATHPOBAHHBIX
popocTkoB ObLT Bhiiie (~30%) Mo CpaBHEHHIO CO CTATUYECKMM KOHTPOJIeM. [T0OBBIIIIEHHE KOHIICHTPAIIMH
KaJIBIMsI [IPU KIMHOCTATHPOBAHUH TAKOKe HAOJIIONATOCh B AaKTUBHO PACTYIIMX PACTSDKCHHEM KIIETKax
THITOKOTHIIS.

Bansinne 3D-kJMHOCTATHPOBAHHS HA POCT W JUHAMHUKY IEePOKCHIa BOJAOPOJAa B MPOPOCTKAX
apaoujaoncuca.

VY mpopocTKoB apabujoncuca, KOTOpbie MoaBepraauch 3D-KIMHOCTATUPOBAHUIO 3aMeIUISIIOCh Pa3BUTHE
pacrenwmii u HakorureHne 6romaccel (Puc. 13). Macca KIHHOCTATHPOBAHHBIX TIPOPOCTKOB cocTaBsia 70
+7% Macchl KOHTPONBHBIX pacTteHnid. Ha puc 13. BumgHo, uto 1-cyrounoe (puc. 13A) u 10-cyrounoe
(puc. 13B) BpamieHHe NPUBOAMIM K OJUHAKOBOMY CHIDKCHHIO OmMomacchl. Takoil pe3yibTar Mbl
OOBSICHSIEM TEM, YTO Pa3BUTHE PACTEHHH OCTAHABIMBAIOCH B TEUYCHHE MEPBBIX CYTOK C MOMEHTA Hayaia
BpalllcHUs. 3aTeM pa3BUTHE KIMHOCTATUPOBAHHBIX PACTEHUI BO30OHOBIISIOCH, U CKOPOCTh HAKOTUICHHS
OMOMACCHI HE OTIMYANIACh OT KOHTPOJIBLHOU.
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svipawusanust. b: Ilpopocmxu epawanu ¢ 3D-knunocmame 6 meuenue 10 cymox svipawusanus.

Bpamienue pacrenmii B 3D-knmuHOcTare, 0e3yclOBHO, SBISIETCS CTPECCOBBIM BO3ICHCTBHEM, OIHO W3
MPOSIBICHHH KOTOPOTO SIBIISETCS MPHOCTAHOBKA POCTA, KOTOPYIO MBI OOHAPY UK, U3MEPHUB OHOMACCY
pacrenuii (Puc. 13). OOparuMasi 0OcTaHOBKAa pOCTa B YCIOBHSIX CTpecca, MPOUCXOAsIas 0e3 U3MCHCHUS
OCMOTHYHOCTH CPEJIbl, MOJKET OBITh BhI3BaHA BKIIOUEHHEM CHTHAIMHTA Ha cTpeccop. Hecrenumbuueckum
OHAOTCHHBIM CTPECC-CUTHAJIOM, NPUBOAAIIUM K OCTAHOBKE pOCTA, BO MHOIMX CUTyallHAX BBICTYIACT
MEPOKCHIl BOJOPOJA, YPOBEHb KOTOPOTO pPE3KO BO3pacTaeT Ha HEMPOAODKUTEIBHOE BpeMs,
ACMOHCTPUPYA KOHUCHTPAIUOHHYIO «BCIBIIIKY».

B HayuHOil nuTepaType HMMEIOTCA CBeleHHS 00 W3MEHEHWH pelloKc-0ajaHca B MPOIECCe pPeaKUH
pacTeHHii Ha U3MEHEHUE OpUEHTAIMU. Y TPaBUCTHMYJIHPOBAHHBIX KOPHEH apabuiorncuca MporucXoauiio
yBENTMUEHNE AaKTUBHOCTH acKop0aT-OKCHAa3bl W BO3pAcTaNO COJCpKaHHE JAErHapoacKopOMHOBOI
kucnoTel [Lee e.a, 2011]. V mpopocTkoB KyKypy3sl depe3 1 u mocie Hadaga TPaBUCTHMYJISAIMH
comepkanrie ADK B KOHUMKE KOpHS YBEIMYMBAIOCH B 3 pasa, a 4epe3 7 4 — CHIDKAIOCH [0
KOHTpOJIbHBIX 3HaueHud [JOO e.a., 2001]. B ycioBusSX MHKpPOrpaBUTALMH MPOUCXOIMIO PE3KOE
CHIDKEHHUE COJICPYKAHUSI OKHCICHHBIX (DEHOJBHBIX COCUHEHU (JIMTHWHA W JU(EpYyTaToB) B KJIETOYHBIX
crenkax mpopoctkoB prica [Wakabayashi e.a., 2015].

BrnusiHue paHIoMH3UPOBaHHON OpUEHTAI[MM pacTeHHWH apaOujorcuca Ha JHMHAMUKY COAEPKaHHs B HUX
MepoKCHa BOJOPO/Ia paHee He U3ydanock. MBI TPOBEPUITH, MOXKET JIX U B JAHHOM CIIy4ae MOCPEIHUKOM
B ocTaHOBKe pocta BwicTymarth H»O». [lms sToro Oputa omperneneHa ero KOHIEHTpAIHMs B TOMOTEHATe
pacTeHuii, MOABEPTHYTHIX JIUTEIFHOMY W KpPaTKOBPEMEHHOMY KIMHOCTATHPOBAHHIO. Pe3ynbTaTsl
npencraieHbl Ha Puc. 14. OueBuaHO, 4TO B Mpoliecce KIMHOCTATHPOBAHUS HAOIIOAaNacs BPEMEHHBIN
mogeeM  KoHmeHTpaumu — H»O,.  IloaTomMy  pacteHns, TIOJIBEpPrHYTBIE  KPAaTKOBPEMEHHOMY
KIIMHOCTATHPOBAHUIO, COJICPIKAITU TIEpOKCHIa BOAopoa B 1.5 pasa Gosblie, 4eM KOHTPOIBHBIE PACTCHUS
(Puc. 14 A), a pacreHHs, KOTOPBIE KIHHOCTATHpOBanmd B Tedenne 10 CyTOK, HE OTIMYAIUCH OT
KOHTPOJBHBIX TI0 ypoBHIO H20; B TKausax (Puc. 14 b).
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Puc. 14. Bnuanue 3D-xaunocmamuposauus Ha coldepicanue NepoKcuod 8000podd 6 HPOPOCHKAX
apabudoncuca.

Takum o0Opazom ypoBeHb H>O. B mpopocTkax apaOHAOICHCAa TIOBBIMIAETCS B TIIEPBBIC CYTKH
KJIMHOCTaTHPOBAHMS, HO CpPaBHUBACTCS C KOHTPOJIEM IIpU JajJbHEWIIEM BpAICHUH pAcTeHUH B
kinHoctare (Puc. 14). O4eBUAHO, YTO YCIOBUS KIMHOCTATUPOBAHUS SIBISIFOTCSI CTPECCOBBIM (DaKTOPOM
IUTS pacTeHUl apabuIoncuca.

CpaBHeHHe MeTa0OJHTHBIX MNpoduiel BePpTHKATBHO PACTYIIHX M KIHHOCTATHPOBAHHBIX
pacteHuii apadugoncuca.

B skcnepumenTe ucrons3oBanu 10-cyTOYHBIE TPOPOCTKU apalOHIOTICHCa, BEIpAICHHBIE B BEPTUKAIBHBIX
ycnoBusax mibo B 3D-kiuHOCTaTe (2 00./MUH.) Ha ucKyccTBeHHOM cyOcTpate [lannon-320/I1anmon-100
MpH HACBHILIAIOUIEM YBJIaXKHEHUH cyOcTpata kaxiasle 48 wacos. [lomspHble MeTaOOJMTHI MPOPOCTKOB
apabuorncuca 3KCTparupoBaiy B BOIHO-METAHOJIBHOM PACTBOPE; X TPUMETHICHIMIIbHBIE IPOU3BOIHbIC
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aHanu3upoBaiy B razoBoM xpomartorpade LECO Pegasus 4D, conpspk€HHOM ¢ BpeMSIIPOJIIETHBIM Macc-
CIEKTPOMETPHUYECKHM JETEKTOPOM. BEISBIEHBI OCHOBHBIE KIIACCHI MONAPHBIX METa0ONIHMTOB — caxapa,
AMHHOKHCJIOTBI, Opranndeckue kuciaotsl (Puc. 15).
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Puc. 15. Buusnue KIUHOCMAMUPOSAHUsST HA MemMabOnumHvle NPOPUIU BEPMUKATLHO PACMYWUX U
KIUHOCIAMUPOBAHHBIX PACHeHUll apadudoncuca.

YpoBeHh METa0ONHMTOB B KIMHOCTATHPYEMBIX PACTCHUSX XapaKTePU30BAICS OYECHb BBICOKOU
VHIUBUAYaTbHOW N3MEHYHBOCTHIO, IIPU 3TOM K03 (duiineHT Bapuaniy OblJ1 MUHUMAJICH IS CIIETYFOIINX
MeTa0O0JIMTOB: MaJiaT, apabuToll, TpunTodaH, IIIyTaMKH, apadHHO3a, OCH30aT, BAJIMH U MUO-UHO3UTOJI (OT
0,19 mo 0,29), npuyéM mpH KIMHOCTATUPOBAHMM VIS IOCICAHHX TPEX METa0OJUTOB KOIDOUIIUEHT
Bapuanuu yBenmuuBaici B 4-5 pa3. Takum oOpa3om, CTaTHCTUYECKH 3HAYMMBIC Pa3IH4dds ObLIH
BBIABJICHBI TOJIbKO 1m0 ypoBHIO Manata (P < 0,01; n = 20): ypoBeHb MajaTa IIpH KIHHOCTAaTHUPOBAHUHU
BO3pacTal IOYTH B 5 pa3 MO CPaBHEHUIO C YCIOBHSIMH BEPTHKAIBLHOTO pocTa. s OoibInel dactw
NETeKTUPOBAHHBIX ~ METAa0OIMTOB  OTMEYald TEHACHIWI0O K CHIOKGHHIO WX YPOBHSA  IIPH
KITMHOCTaTUPOBaHUM: apabnuHo3a, apabUTOI, acmapTar, TIyTaMuH, JIW3UH, TpUlTo(haH, BalwH, caxaposa u
paduHO3A.

6. HN3yyuth ocobeHHocTH >MOpuoreHe3a u ¢GopmMupoBanus cemMsH apaduaoncuca npu 3D-
KJIMHOCTATUPOBAHUH.

JIns BBIpalMBaHUsl pacTeHWil apabujorcuca pacsl Columbia B ycroBHSIX KIMHOCTAaTHPOBAHHUS ObLI
YCIEITHO TPHUMEHEH HCKYCCTBEHHBIM OpraHWYeCKHd HOHOOOMeHHBIH cyOctpar Ilanmon-320/ITanmoH-
100, co3manmbrii rpymmoi akan. B.C. CommaroBa (MucTHTYT dusmnko-opranmdeckoir xmmun HAH
benapycu, MuHCK).

CoszpeBaHne CTPYYKOB M CEMSH y KIMHOCTATUPOBAHHBIX PACTEHHH MPOUCXOAWIO C 3ajepkkoil B 8-16
OHEH 1O CpaBHEHUIO C BEPTUKAIbHO pACTyLIMMM, 4YHCIO CEMSH C OJHOrO pacTeHUs MpH
KJIMHOCTaTUPOBAaHUM ObLIO CHMXKEHO Ha 20%.

CoOpaHBbl TJI0/1bI, CEMEHA M 3apOABIILHN apaduIoIcuca, cOopMUpPOBABIIMECS B HOPMAIBHBIX YCIOBUSAX U
npu 3D-kauHOCTaTUPOBaHUM. BriepBble M3ydeHBI 0COOEHHOCTH 3MOpHOreHe3a u (OPMHUPOBAHUS CEMSIH
apabugoncuca B ycnoBusx 3D-knuHocTaTHpoBaHus. lIprku3HeHHbIE HaOMIOACHUS NPOBOAMIM C
nomMoIeio crepeomukpockona Stemi-2002 (Carl Zeiss, Germany). ToHKue netany BHEIIHETO CTPOCHUS
CeMsIH M IPOPOCTKOB BBISBIISUIM C TIOMOIIBbIO CKAaHUPYIOIIEro 3JEKTPOHHOro Mukpockona JSM-6390 LA
(“Jeol Ltd”, Japan).
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CpaBHMTEJBHBINI aHAJIM3 CTPYKTYPbI CeMSIH, MOJYYEHHBIX INpPH BbIPAIIMBAHUN PACTEHUM
apadugoncuca B ycJoBusiX 3-D-KInHOCTATHPOBAHMS U CTaTHUECKUX YCIOBHUSX, IOKa3al CIeIyromiee.
Kak B koHTpOINE, Tak u npu 3-D-kiauHOCTaTHPOBAaHNH, CEMEHA XapaKTEePU30BAIKICh TOCTATOUYHO BBICOKOM
CTETICHBbIO BBIMIOJHEHHOCTH. bBbUM BBIgENEHBI 3 OCHOBHBIE (pakuuu ceMsH: | — MomHOCThIO
BbIMoHeHHBIe ceMena (Puc. 16: la-B, 6a-B); Il — He momHOCTBIO BHIONHEHHBIE cemeHa (Puc. 16: 2-4, 7-
9); Il — veBbimonuenusie cemena (Puc. 16: 5, 10). [IporieHTHOE COOTHOLICHHE CTETICHN BBIOJIHEHHOCTH
CEMsIH B OIIBITHOM M KOHTPOJILHOM BapuaHTe OJHM3KUM.

@ & o

= QTN

KOHTPO.1b K/JIHHOCT AT

Puc. 16. Brewnuii 610 ceMsiH, NOAYYEHHBIX U3 PACMEHUT, GbIPAUEHHbIX 8 YCaosusax koumpoas (1a-5) u 3-
D-xknunocmamuposanus (6a-10); npusxcuznenuvie HaOIOOEHU.

la-6, 6a-6 — ppaxyus norHOCMbIO 8bINOIHEHHBIX CeMAH (10 - HewHUl 8U0 ceMeHU yeenudeHo, 16 — e2o
becysemubitl 3apooviut);, 2-4, 1-9 — ppakyus ne noanocmvio evinoanenmvix ceman (I, 7 — bonee
pazeumvle u Kpynuvle cemena, 4, 9 — menee pazeumvie menxue, 3a, 8a — Hedopazeumovle ceMeHa C
MOHKOU, MeCIAMU HeNnu2MeHmMUupoB8aHHOU CEMEHHOU KOJNCYPOIL U 3elleHbiM 3apoobiuiem; 30-2, 80-2: 30, e,
86, e - eHewHuu 6u0 cemeHu ygeauyeno, 38, 86 — ee2o 3enenviii 3apoowiut); 5, 10 — @pakyus
HEBbINOTHEHHBIX CeMSIH.

Kak B kouTpone, Tak u npu 3-D-ximHocTatupoBaHuu BbINONHEHHbIE ceMeHa ((pakumsa I) nmenn
OJIMHAKOBBIC pa3Mephl (¢ BappupoBanueM MUHBI OT 0.43 1o 0.57 mwm, mupunsl ot 0.20 go 0.31 Mm) u
KOPUYHEBYIO OKPAaCKy; COJAEpKajld IOJHOCThIO C(HOPMHUPOBAHHBIE CEMEHHYIO KOXYpy (C XOpOIIO
BBIPQ)KEHHOI MOBEPXHOCTHON CKYJIBITYPOM, a TakKe pa3BUThIe 3aposli U sHAocnepM (Puc. 16: 16, 66;
2, 1a-36, 3, 1a-30). CemeHa SBISUTUCH KaMWIOTPOMHBIME - ¢ U-00pa3HbIM M3ruOOM MOp(OIOTHYecKon
OCH CEMEHH, M COOTBETCTBYIOIIMM U-00pa3HbIM HMCKPHBICHHEM 3apOAblllla M 3HIOCIEPMA; 3apOJIbIII
Oecusernbiid (Puc. 16: 1B, 6B), otueTniuBo AuddepeHIMPOBaH HA OPTaHBI: CEMSIOJH, alleKe rmoodera u
THITOKOTHIIb-KOPHEBYIO OCb.

I'ucrorenes B anekce modera U 3apoAbIILIEBOI0 KOPHS B 000MX BapHaHTax OIbITa HopMajbHbIi (Puc. 17:
4a-48; 3, 4a-4B).
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Puc. I7. Cmpoenue cemsH, NOTYYEHHBIX U3 PACMEHUll, GbIPAWEHHBIX 6 VCI08USX KOHMPOTs
(ckanupyrowas snexkmponnas (COM) u ceemosas muxkpockonus (CM).

la-46 — @paxyus NOIHOCMBIO BLINOIHEHHBIX CeMsH, 5a-80 — (paxyus He NOIHOCBIO GLINOJHEHHbIX
ceman (Sa-6 — bonee pazeumvie cemena, 6a-e — MeHee pazsumbvie cemeHa, 7-86 — cemena ¢ 3eneHbiM
3apooviuiem), 9a-6 — ppakyus negvinonHennvix ceman, la, 2a, 3a, 5a, 6a, 7, 8a, 9a - newHull 8UO ceMsH,
16, 26, 36, 56, 60, 86, 96 — cmpykmypa nogepxnocmu ceMeHHOU Kowucypbl, 4a, 68 — cmpoenue cemeHu Ha
npooorbHoOM cpese (46 — ppacmenm 3apodviuia ¢ anexcom nobeza, 62 — ¢ anekcom KOpHsl, 46 - ceMenHOl
KOJICYPbl, YBEIUUEHO). AMK — ANUKATIbHASL MEPUCEMA KOPHSL, AMI — ANUKATIbHAS Mepucmema nobeaa, Kk —
SUNOKOMUTL, 3 — 3APOOblLl, CO — CEMADONU, CK — CEMEeHHAA Koxcypa, 3 — dHoocnepm, 1a-36, Sa-6a, 7-96 —
COM, 4a-8, 66-2 — CM, nonymouxue cpesbi.

He momnocthio BemonHeHHble cemeHa ((pakuus 1), kak B KOHTpoJie, TaK U B HKCIIEPUMEHTE, TAKXKe
MMENH CXOJHBIE pa3Mepsl (¢ BappupoBanrueM MMHBI 0T (.39 mo 0.50 mm u mmpunst oT 0.14 10 0.17 Mm)
u Oonee win MeHee CHOPMHPOBAHHYIO CEMEHHYIO KOXKYpY, HO C MEHEe BBIPAKEHHBIMU MalWIIaMu B
LIEHTPAJIbHON YaCTH KJICTOK HapyKHOM smuaepMbl Tecthl (Puc. 16: 2, 4, 7, 9; 2, 5a-60, 3, 5a-60). Takue
CeMEHa YacTO SBJSUINCh HECKOJNBKO CMOPILEHHBIMHM, HEPEIKO HMEIH HENpaBWIbHYI (opMy H
CoJiepKalli HeAOPa3BUTHIE 3apojsll U 3HIocepM. Hanbonee pa3suteie cemena ¢pakuus I umenn U-
00pa3HO HM30THYTHIE 3apOJBIII M 3HIOCIEPM, OJHAKO CEMSIONHN 3apojbllia ObuiM Oojiee KOPOTKHE H
Helopa3BuThle (C NpPU3HAKaMM JereHepalMd B KIETKaX IapeHXHMBbl), aluKalbHas MepucreMa
3apOABIILIEBOIO KOPHs Oblla HE MOJHOCTBIO C(HOPMUPOBAHHOW; B 3HAOCIEPME IOYTH OTCYTCTBOBAJIO
HAKOIJICHUE 3alacHbIX MHUTaTeNbHbIX BemecTB (Puc. 17: 6B, 1; 3, 60, B). Cpean ceMsiH 3TOW TpyMIIbI
MPUCYTCTBOBAIM CEMEHA C 3€JIEHBIM 3apOAbIIIEM, HATMYHE KOTOPOro KOPPEIUPOBAJIO ¢ GOPMUPOBAHUEM
OoJsiee TOHKOH, YAaCTHYHO JIMIICHHOW NMUIMEHTAlWH (MEeCTaMH MOYTH IPO3PAYHON) CEMEHHOM KOXXYPHI
(Puc. 16: 3a-r; 8a-r); mamwuIibl Ha MOBEPXHOCTH KIETOK HApy>KHOM SMUAEPMBI CEMEHHOH KOXYpbI B
TaKuX CIIydasx, Kak npaBuiio, orcytcrBoBaiu (Puc. 17: 7-86; 3, 7-80).
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Puc. 18. Cmpoenue cemsan, NOIYYEHHBIX U3 pacmeHull, @vlpaujeHuvlx 6 ycaogusx 3-D-
KAUHOCcmamupoganus (ckanupyrowas snekmponuas (COM) u ceemosas muxpockonus (CM).

la-46 — @paxyus NOIHOCMBIO BLINOIHEHHBIX CeMsH, 5a-80 — (paxyus He NOIHOCBIO GbLINOJHEHHbIX
cemsan (S5a-6 — bonee pazeumvie cemena, 6a-e — MeHee pazsumbvie cemeHa, 7-86 — cemena ¢ 3eneHbiM
sapoodviuem), 9-106 — ppaxyus nesvinoanenuvix ceman, la, 2a, 3a, 5a, 6a, 7, 8a, 9, 10a - enewnuii 6uo
cemsan, 16, 26, 36, 56, 86,10 6 — cmpyxmypa nogepxnHocmu cemeHHou Kodcypwl, 4a, 66 — cmpoenue
CceMeHU Ha npoooabHoM cpese (46 — (hpazmenm 3apooviuia ¢ anekcom noveza, 068 - ¢ anekcom KOpHs, 46
- CEMEHHOU KOJCYPbl, YEEIUYEHO). AMK — ANUKATIbHAS MEPUCIEMA KOPHSL, AMI — ANUKATbHAS MEPUCTEMA
nobeza, ek — 2UNOKOMUIL, 3 — 3APOObIU, CO — CEMADOTU, CK — CEMEHHAsl KodxiCypa, 3 — aHoocnepm, 1a-30,
Sa-6a, 7-106 — COM, 4a-8, 60-6 — CM, nonymoukue cpesbi.

[IpoieHT cemMsH ¢ HEOOPa3BUTHIM 3€JIEHBIM 3apOBIIIeM OBUI HECKOJBKO BBHINIE B YCIOBHUSIX
KITMHOCTaTUpOBaHus: 10 25% - 1o cpaBHEHHIO ¢ 3-6% B KOHTPOJBHOM BapHuaHTe. HeBHIMONTHEHHBIC
cemena ((paxmus I1I), kak B KOHTpOIIe, TaKk U B IKCIEPUMEHTE, OBUTH Ie(OPMHUPOBAHBI, YACTO TUIOCKUMH,
¢ BapsupoBanueM JuHbI OT 0.20 1o 0.30 u mupunsl ot 0.10 7o 0.15 MM. Takue cemena umenu Gonee
uin MeHee C(HOPMHUPOBAaHHYI) CEMEHHYI) KOXYypy, HO C eIle MeHee UEeTKOW IOBEPXHOCTHOM
CKYJBIITYpO#, ¥ OBUTM TIOJHOCTRIO JIMIIEHBI 3apoabima u suocnepma (Puc. 16: 5, 10; 2, 9a, 6; 3, 9-100).
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KOHTPOJIb KIMHOCTaT

Puc. 19. Cmpoerue npopocmios, NOIYYEeHHbIX U3 CEMSIH PACMEHUTL, bIPAUEHHBIX 8 YCI0GUIX KOHMPOTs
(1a-8) u 3-D-knunocmamuposanus (9-16); 1-6, 9-14 - npusicusnennvie nabmooenus, 7, 8, 15, 16 —
CKAHUPYIOWAsL INEKMPOHHASL MUKDOCKONUSL.

1, 9 — obwuii 6uo npopocmxos, 2a-e, 10a-e — epynnvl omoenvHvix npopocmkos yeeauueno, 3, 11 —
sHewHull 6uo cemsadonet, 4-6, 12-14 — nocnedosamenvuvie cmaouu pazeumus HACMOAWUX TUCIbEE HA
anexce nobeea (na dem. 6 u 14 6uoHbl mpuxomvl Ha aucmusx), 7, 8, 15-16 — enewnuii 6uo npopocmra (7,
15) u ezo xopmueiti (8, 16): 6uonvl kopHegvle 8OAOCKYU U 3a4amKu OOKOBLIX KOPHEN HA 2NA6HOM KOpHe. 2K —
2N1aBHbIll KOPEHb, NK — NPUOAMOUHbIL KOPEHb, M — MPUXOMb]

AHanmu3 ynpTpacTpyKTYphI CEMSH, UX 3apOJIbIIa ¥ SHAOCIIEpMa Y PacTeHUI apabuaoricrca, BEIPaIeHHBIX
B ycnoBusix 3-D-knmuHoctatupoBanus (Puc. 18), M03BONISET 3aKITIOYUTh, UYTO CEMEHA XapaKTePH3YIOTCS
JIOCTaTOYHO BBICOKMM KayeCTBOM H JKH3HECHOCOOHOCTBIO, ONU3KMM 110 IIOKa3aTelssM K CceMeHaM,
MTOJTy9€HHBIM B YCIIOBHSIX CTATHYECKOTO KOHTPOJIS.

AHAaJIU3 NPOpPacTaHUsl NOJHOCTBIO BbINMOJHEHHBIX ceMsiH ((pakuus ) mokasan, yTo Kak KOHTPOJIbHBIE
CeMEHa, TaK M CEMEHa, IOJYYEHHBIC B YCIOBUSAX KIMHOCTATUPOBAHUS, UMEIH JOBOJBHO BBICOKYIO
BCXOXKECTb M JHEPIHI0 IpopacTaHusi — B cpeaHeM 10 51% mpopocTtkoB B KoHTposne u 54% - npu
KJIMHOCTaTUPOBAaHUM Ha 7 cyTkH oT Havaja ombita (Puc. 19: 1, 9); npopacranue Oonbliel yacTu ceMsiH
(okomno 50%) oTMeyanioch Ha 5 CYTKH, €r0 3aBepIICHHUE - Moclie 7 CYTOK OT Hadaia ombita. Ha 5 cyTkm
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OOJIBIIMHCTBO MPOPOCTKOB HMENH Pa3BEPHYThIC, CYNPOTHBHBIC CEMSIONM W Pa3BUTHIA TJIaBHBINA
3apoAbIeBbId KOpeHb. CTPYKTypa CeMsIONBHOTO ammapara Oblla HOPMAaJbHOM; OTKJIOHEHHH B YHCIE
ceMsiZIoNeH, UX cpacTaHMs WM HeAopa3BUTUs He HaOmoganock (Puc. 19: 2a-r, 3, 10a-1, 11). Ha 7 cytku
B OONBIIMHCTBE MPOPOCTKOB, KaKk B KOHTPOJE, TaK W B OSKCIEPUMEHTE, OTMEYAJOCh 3aJ0KEHHE H
pa3sBUTHE 3a4aTKOB HACTOSIIMX JIACTEEB (C WX PpaCIOJIOKEHHEM TEPIEHANKYISIPHO MEIUaHHON
TUIOCKOCTH CEeMSII0JIeH ); Ha TOBEPXHOCTHU JHUCThEB (OopMUpOBAINCH TpuxoMbl (Puc. 19: 4-6, 12-14), a Ha
TJIABHOM KOpHE —CHCTEMa KOPHEBBIX BOJOCKOB M OOKOBBIX KOpDHEH, MepBble NPU3HAKH TOSBICHUS
KOTOPBIX OTMEYaJHCh elle Ha 5 cyTku oT Hayana ombita (Puc. 19: 7, 8, 15, 16). [Ipopacranue cemsiH
¢pakuuu I, kak B KOHTpOJIE, TaK M B 3KCIIEPUMEHTE, ObIJIO SAMHUYHBIM: [IPOPACTAIH JIMIIL Hanbojee
pa3BUTHIE cEMEHa, B TOM YHUCIIe, ¢ 3eNIeHbIM 3apopiiieM. Cemena ¢pakuuu 111 He mpopacrany.

Takum 00pazom, HaM BIIEPBBIC YAAJIOCh MONYYUTh CEMEHA PACTeHUI apaOuaorcuca, BBHIPAIIEHHBIX TPU
nocrossHHOM 3-D-knmuHoctatupoBanuu. [lonyueHHbIE ceMeHa XapaKTepHU3YIOTCS JTOCTATOYHO BBICOKUM
KaueCTBOM M JKH3HECIIOCOOHOCTBIO, OJM3KMM I10 MOKAa3aTelssM K CEMEHaM pACTEHHii, BBIPAIICHHBIX B
YCIOBUSIX CTAaTHYECKOTO KOHTposs. CTpPyKTypa BBIIOJHEHHBIX CEMSH, MX 3apojblila, 3HAOCIepMa
MOJIHOCTBIO coOTBeTcTBOBaNA ceMeHam Arabidopsis thaliana (sxkotun Columbus). [ToyueHHbIE U3 TaKHX
CeMsiH TIPOPOCTKU B IEJIOM XapaKTEPHU30BAIMCh OTCYTCTBHEM KAKUX-JIHOO OTKIOHEHHH B Pa3sBUTHH
(M3MeHeHHMI B CTPYKTYpE CEMSJIONBHOIO ammapara, HapylIeHWH TPOMM3MOB, THIA (QHIIOTAKCHCA,
TUCTOT€HE3a allMKAIbHBIX MEPHUCTEM IT0OEra U 3apOJIBIIIIEBOTO KOPHS).
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