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BBEJAEHHUE

OCHOBHOI OCOOEHHOCTBIO OHTOIE€HE3a PACTEHUN SABIAETCA Pa3BUTHE OPraHOB H
TKaHEll Ha MPOTSDKEHUM BCEro MOCTAMOPHOHAIBHOIO MEpuoaa. DTo TpedyeT Haludus
JUINTENIBHO (YHKIMOHUPYIOIIETO IIyJla CTBOJIOBBIX KJIETOK, KOTOPBIM Yy BBICIIUX
pacTeHuil JOKaaM3yeTcs B amuKalIbHOH MepucTeMe mo0Oera M KOpHA. AMNUKadbHAas
mepuctema nodera (AMII) siBisieTcss HICTOUHUKOM BCEX OpraHOB M TKaHEH HaJ3eMHOU
4acTu pacTeHus 1 o0ecreurnBaeT e€ HOpMaIbHOE Pa3BHUTHE.

®Oynkuuonuposanue AMII, u pa3BuTHe HaJ3eMHON YaCTH PACTEHUS, HAXOIUTCS O[T
KOHTPOJIEM CIIO)KHBIX TEHETHYECKHX MEXaHW3MOB. B WX 4dHCIO BXOIIT TEHHI,
pEeryaupyIole WHUIUALMIO M IOJAJepKaHHe IOCTOSHCTBA IIyJla CTBOJIOBBIX KIIETOK.
['maBHyt0 posb B naHHBIX mporeccax urpaer ren WUS, popmupyromuii peryiasTopHyio
NETIII0 OTPHULIATEILHOM 00paTHO# cBsizu ¢ reHom CLV3 (Haecker et al., 2004; Fletcher et
al., 1999), uro obecrneunBaeT CTAOMIBHYIO CUCTEMY PETYJISAIUN 00bEMA Myjia CTBOJIOBBIX
kietok. Ilommmo rena CLV3 oskcnpeccus WUS  HaxoguTcss Tox  KOHTPOJIEM
JIOTIOJIHUTENIBHBIX ~T€HOB-PETYJIATOPOB  Pa3iIMYHOM HPUPOJBI:  TPAHCKPUIIIMOHHBIX
PETYIIATOPOB, XPOMATUHOBBIX PETYIATOPOB, & TAKKE PETYIATOPHBIX TCHOB, Y€ TOUHBIH
MEXaHU3M JelcTBUA He ycraHoBieH. DOyHKIusS OONBIIMHCTBA JOMOJHUTEIBHBIX
perynsitopoB WUS  3akirodaercss B NPOCTPAHCTBEHHOM OTpaHHYEHUHM JOMEHa €ero
AKCIIpeccHu, YTo obecrieunBaeT ¢opmupoBaHue y€tkux rpanur, AMII u o6béma myna
ctBosioBbix kietok (Williams and Fletcher, 2005).

BaxHeiinyro peryasTopHy0 pojib B Mpoleccax WHHUIHAAIMN W TOJCpKaHHS ITyJa
CTBOJIOBBIX KieTOK AMII urpator pacTuTenbHble TOPMOHBI — ayKCHH M LIUTOKHHHH.
(Zhao et al., 2010). dopmupoBaHHE JOKAIBHBIX MAaKCUMyMOB ¥ MHHHUMYMOB
IIUTOKMHUHA M ayKCHHa ompexaensier obmacth skcnpeccun reHoB WUS u CLV3 nu
COOTBETCTBEHHO MecTo Oyaymei 3aknanku AMIL. Takum oOpa3om, Ha popmupoBaHue u
romeocta3 AMII oka3bIBalOT BIAMSIHUE T€HBI, 00CCIICYMBAIOIINE U PETYIHPYIOIINE CHHTE3
(UTOrOPpMOHOB, a TakXKe TeHbl PErysilUU TOJSIPHOTO TPAHCIOPTAa PACTUTEIBHBIX
TOPMOHOB.

[ToMrMMO BHYTPEHHUX PETyJIATOPHBIX MEXaHM3MOB, Ha romeocra3 AMII oka3biBaroT
BIMsIHME U (PakTOpbl BHEHIHeW cpeibl. OJHUM W3 BaKHEHIIMX BHEIIHUX (PAKTOPOB,

BIUSIIONUX Ha AaKTUBHOCTH CTBOJIOBBIX KieTok AMII, sBnsiercst doTomepuonnyueckuii

curnain (Yoshida et al., 2011).



Heobxonumo mnoauepkHyTh, uro AMII He sBiseTCS CTAaTUYHOM CTPYKTYpPOH M C
MOMEHTa CBOEH 3aKjajJKu IpeTepreBaeT psijA TpaHCPopMalMii B XOJ€ OHTOreHe3a
(Jacgmard et al., 2003), B TeueHHEe KOTOPBIX MEHSETCS €€ pa3Mep M KOMIIETCHTHOCTb
00pa30BbIBaTh Pa3IMYHbIE OOKOBBIE OpraHbl CTEOJs, OJHAKO TI€HETHYECKUH KOHTPOJIb
TaKMX OHTOI'€HETUYECKUX U3MEHEHUH CTPYKTYpbl AMII nmpakTdeckn He ucciaeqoBaH.

N3ydyeHre MeXaHU3MOB T€HETUYECKOTO KOHTPOJIA IOAJEPKaHMUS TIOMeocTasa M
¢yakuuonnpoBanuss AMII M ee OHTOr€HETMYECKUMX MEPECTPOEK HMMEET BaKHOE
IIPAKTUYECKOE 3HAYEHUE, TAK KaK PACIIMPSIET BO3MOYKHOCTH IO CO3/IaHUIO PACTEHHH C
HOBBIMH XapaKTEPUCTUKAMH POCTA U IPOLYKTUBHOCTH.

OnuuM u3 HambOosiee yMOOHBIX OOBEKTOB JJISi M3YYCHHS T€HETHUYECKOTO KOHTPOJS
(GyHKUIMOHMpOBaHUS U mojAepkaHusd romeoctaza AMII sBiseTcss Kiaccuyeckuit
MO/ICNIbHBIN 00BbeKT reHeTukn pactenuii Arabidopsis thaliana (L.) Heynh. Y storo Buaa
OMHUCAaHO OOJIBIIOE KOJUYECTBO MYTalMii, 3aTparuBarouiux ¢yHkiuonupoanue AMIIL,
aHaJIM3 KOTOPBIX IMO3BOJIMI BBISIBUTH F€HBI, 00ECIIEUNBAIOIINE 3aKIAAKY, |1 OAAEpKaHNe
IyJa CTBOJIOBBIX KJIETOK. TeM He MeHee, JaJeKO HE BCE TEHbl CEroJHs
uneHTuupoBansl. Hanpumep, 10 cux nop kpaitHe orpanndeHa nHpopmarys o reHax,
KOHTPOJIUPYIOIIUX OHTOT€HETHUYECKHUE nepecTpoiiku B ctpoeHun AMII u cBsa3aHHBIE C©
HUMU U3MeHeHus pazMepa nyna CK.

NmeroTcss manHbie 00 ydactuu B mojajaepkaHum romeoctaza AMII  reHOB,
OTBETCTBEHHBIX 3a PErYJISALUIO KIETOUHBIX JEJIEHUM M KieTouHoro mnukia. ITokasaHo,
YTO JlaHHas TpyIa reHoB obOecrneurnBaeT (pOPMUPOBAHHE NPABHIBHOM apXUTEKTYpPhI
AMII (Lin et al., 2007; Dewitte et al., 2007; Perez-Perez et al., 2008), u, oueBuIHO,
B3aMMOJICHICTBYET C TE€HAaMH, BOBJICYEHHBIMM B JAPYTH€ MEXAHU3MBI DPEryJALHUU €&
romeocrasa (Sabatini et. al., 2003; Scofield et. al., 2013; Zhang et. al., 2013). Tem He
MEHEE, TEHETUYECKHME MEXAHU3Mbl, KOOPAMHHUPYIOUIME KIETOYHbIE JEJNEHUS M HX
CKOPOCTh C TpollecCaMH MOAJAEPKaHUS HEETEPMUHHUPOBAHHOCTH /IudpepeHnpoBKU
KJIETOK, OCTAIOTCSl HESICHBIMM.

OTW U JApyrue BONPOCHl MOXHO HCCIENOBaTh C IMOMOIIBIO aHAIM3a MYTAHTOB C
HOBBIMH XapakTepHCTUKaMH. Takue MyTaHTHI ecTh B Koiutekuuu A.thaliana xadenpsr
reaetukn  MI'Y. D10 peneccuBHas MoHoreHHas Myrtanus fasciatad (fasb) w
HOJIyIOMUHAHTHAs Mytauusi nana-D (na-D). Myrauums na-D kaprupoBana panee B

BepxHeM 1uiede xpomocomsl | A4.thaliana (Cxmsposa, 2006); ee ncciieqoBaHus HEIaBHO



nponokensl B pabore VY.H. Kagaii-oon (Kapait-oon, 2011), ogHako wu3ydeHus
u3MeHeHus1 CTpykTypbl AMII B oHTOreHese mnpoBeaeHbl He ObutM. Mytanus fasb
MoJIydeHa HEJAaBHO, OHA HE KapTHUpPOBAaHA U PE3yJbTaThl €€ HM3Yy4YCHHUs MOoKa ObuUIH

IMpCaABApUTCIIbHBIMU.

Ilesblo 1aHHOI PadOTHI ABJISUIOCH IIPOBeAeHNE aHanu3a myTtaiuii A.thaliana fasb wu
na-D u m3yuenne pomm renoB FASS u NA B koHTpoOJe ponudepaTHBHON aKTUBHOCTHIO
KJIETOK alMKalbHOU MEepUCTEMBI Tobera

3agaum padoThI:

1) Usyuenue ponu rena FASS5 B pasButhe modera, ero BIUSHHS Ha MPOIUEpPaTHBHYIO
aKTUBHOCTH U CTPYKTYpy AMII.

2) Uzyuenne pomu rema FASS5 B xonTposie romeoctraza CK B AMII nmyrem u3ydeHus
B3anmoaencteusa ¢ reaamu WUS u CLV1, CLV?2, CLV3.

3) Usyuenue ponm rema FASS B KOHTpoJie BpeMEHH 3allBETaHWS U Pa3BUTHH I[BETKA,
a”Hanus B3auMmoaeiicteusa reaa FASS ¢ reaom LFY.

4) I'eneTrueckoe kapTupoBanue Mmytanuu fasd n unentudukanus rena FASS.

5) Ananu3 BiausHus reHa NA Ha mponudepaTHBHYH aKTHBHOCTh KieTok AMII Ha
pa3HBIX CTaIUsAX OHTOTEHE3a M HU3YYCHHE NpOsBIeHUs MyTranuu Na-D Ha pasHom
reHeTu4eckoM (oHe.

6) Ananu3 B3aumozeiicTBus reHoB FASS u NA.

Hay4nasi HoBH3HA. ABTOPOM YCTaHOBJICHBI HOBBIE, paHee HEU3BECTHBIC ()YHKIIMH
rera TOP1 Arabidopsis thaliana. ITokazano, uto ren TOP1l mpuHMMaeT y4actue B
peryisiuuu  GOTONEepPHUOUYECKON peaklMd pacTEeHUl, a TakKe 3aJepKUBAET MNEpexo]l
pacTeHMs] Ha PENpOAyKTUBHYIO cTaauto. Ilomumo 3TOro, BHepBbl€ NOKA3aHO Y4acTHE
renHa TOP1 B mHunmanuu pa3Butusi (aopanbHOW MEpPUCTEMbI, MYTEM IMOJOKUTEIbHON
perymsinun reda LFY. Bnepsbie nokaszano, uro rer NA HaunHaeT QyHKIIMOHHUPOBAThH B
anuKaJbHOM MepucTeMe nmolera Mpu Mepexoje pacTeHUN Ha PernpoyKTUBHYIO CTaUIo,
N0-BUJIUMOMY, KOHTPOJIUPYSI CTPYKTYPHYIO IE€PECTPONKY alMKAJIbHON MEPUCTEMBI.
BrisiBienue rena, JEMCTBYIOIIETO HA 3TOM CTaIUU, AKTYyaJIbHO, IIOCKOJIBKY T€HETUYECKUI

KOHTPOJIb 3TOT'0 IMPOoUCCCa HC UCCIICAOBAH.



IMpakTHyeckasi 3HAYUMOCTD. BhIsIBIICHHE HOBBIX NMPHU3HAKOB y MyTaHTa fasb, He
OMHUCaHHBIX y Apyrux mytanui B reHe TOP1, pacmmpsier npenacrabienne o QyHKIIMU
JTAHHOTO T€Ha Ha ypoBHE opraHm3ma. Myrtanus fasS mMokeT ObITh HCHOJIb30BaHA IS
U3YyYCHUS] TCHETUYECKMX MEXaHHM3MOB, OTBETCTBEHHBIX 3a TNEpPEXOJ] K IBETCHUIO H
WHUIAIUIO (DIIOpaTbHOM MEpUCTEMBI, a TaKXKe JUIsl WCCICIOBAaHUS TEHETHUYECKHUX
MEXaHU3MOB, PETYIHPYIOIIUX pa3BUTHE pPACTEHHS B OTBET Ha TPOJOJIKHTEIHLHOCTH
dotoneprona. Pe3ynpTaTsl m3yueHus MmyTtaruu Na-D MoryT HCmonp30BaThCS IS TTOMCKA
TCHETUYCCKUX MEXaHU3MOB, PETYIUPYIONIHUX MPoH(epaTHBHYIO aKTHBHOCTh CTBOJIOBBIX
KJICTOK alMKaJIbHONH MEpPUCTEMBI To0era Tocie IMepexoja Ha T'CHEPaTHBHYIO CTaJUIO

pa3BUTHS

I'JIABAL. OB30P JIUTEPATYPbI

1.1 CTBoJIOBBIE KJIETKH PACTEHUI — THUIIHI U 0COOEHHOCTH

CTB0JIOBBIE KJIETKH allUKAJIbLHON MepHCTeMbl Modera M KOpHA. Takxke Kak U B
OpraHu3Me >KMBOTHBIX, B OpraHM3Me pacTeHuM CcyuiecTBYOT cTBojioBble KieTkn (CK),
HAXOJSIINECs B CIENU(PUIECKOM MUKPOOKPYKEHUH (HUILIE), CIOCOOHBIE K TUTEILHOMY
CaMOOOHOBJICHUIO W SIBJISIIOTCS MCTOYHUKOM KIIETOK, 0Opa3yroiX BCe TKAaHU M OPTaHbI
opranusma. B nepByro ouepenp 310 CK, nokanusyronmecs B aMKajJbHBIX MEpPUCTEMAaX
nobera (AMII) u xopust (AMK), koTopbie aHanmorndasl peruoHabHbIM CK KUBOTHBIX.

AnukanpHas mepuctema nobera (AMII) pacreHuii genutcss Ha HECKOJIbKO 30H. B
nentpanbHot  30He (LI3) comepxutcs mnyn wmemieHHo aenmsnuxcs CK, B
nepudepuyeckori 30He (I13) - nuddepennupyrommecs OBICTPO AenAIIUECS KIETKH,
JAoIIMe Havallo pas3luyHbiM TunaMm TkaHeil. B 113 mnpoucxogut 3aknaaka u
dbopMupoBaHue Bcex OOKOBBIX opraHoB credust (puc. 1 A). Baxueiimei 1 HeoTheMIeMON
gacTeio AMII sBnsiercst opranusyromuii nentp (OLl), pacnonokeHHsit B riiyoune 113
nox nyroM CK wu ciayxamuii HMCTOYHMKOM CHTHala, TMOJJACP>KUBAIOIIETO HUX B
HenerepMunupoBanHoM coctosauu (Stahl et al., 2010, doayesa u ap., 2012). Takum
obpazom, OL urpaer pon Humm ctBoJOBbIX KiIeTok AMII. Tlon OL] pacnomnaraercs
MOJICTUJIAIONIAs 30HA, Jalolllas Hayalo BHYTPEHHUM TKaHSIM U CTPYKTypam ctebius. B
AMII wmonenbHOro o0Owekra Arabidopsis thaliana CK opranusoBanel B 3 ciios,

PacroJioKEeHHbIE HaJl OpraHusyromuM neHtpom. HopmansHoe ¢yHKunoHMpoBaHue AM



3aBUCHUT OT COXpaHEHUs OajlaHca MEXy MOJIepKaHUEM ITyJia CTBOJIOBBIX KJIETOK B 113 n
ux nudgepenuupoBkoit B [13, KOTOpbIN NOAAEPKUBAETCSA CIOXKHBIMU I'€HETUYECKUMU
Mexanu3MaMu. JlaHHBIM OamaHc MeXAy CTBOJIOBBIMH KieTkaMmu B I3 m

muddepenupyromumucs kietkamu B [13 o603nagaroT kak romeoctas AMIL.

PucyHnox 1. Crpykrypa
anuKaJbHBIX MEpUCTEM Mobera u
kopHs (o Sparks et al., 2013). A
—  amnuKajbHas MepucTema

Pe

J \
&

.99 1§ .l% ' ' , nobera (AMII), Central zone -
"‘ .“:“."‘! HeHTpanbHass 30Ha, Peripheral

zone — mnepudepuueckas 30Ha;
Rib zone - moacrunaromas 30Ha,

L1, 2, 3 — KIE€TOYHBIE CJIOU
i.Ll B2 [ |13 & Opranmsyiowmii uenTp AMIL; b - alrKabHasdz
Mepuctema kopHs (AMK),

B Nokoswmiics uentp

CTBONOBBLIE KNBTKN

B xoprexca
W 3HAOAEPHUNCE

n CTBONOBLIE KNETKN
Konyuennsi

I 3nuaeommc

| Cocyamcran Tkams
[ Koprexc

[ 3Haoaepmuc

B Kopreroit uexnik

"] Konynenna

AnukanabHas MEpUCTEMA KOPHS COCTOUT U3 PACIIOIOKEHHOTO B LEHTPE MOKOSIIETOCs
HeHTpa u pacnonoxeHHbix no ero nepudepun CK (puc. 1 b). Takum obpazom, CK
pacTeHuil, JIOKaJM30BaHHbIE B AaNMKaJIbHOM MepucTtemMe mnobera M KOpHA, Kak H
pernoHanbHble CK KHUBOTHBIX, KOHTAaKTUPYIOT C HUIIEH. CXOICTBO CTPYKTYpPhl H
¢ynkunn CK pacTeHwii W >KMBOTHBIX IO3BOJISIIOT TOBOPUTH 00 MX CTPYKTYpHOU W
(GyHKIIMOHAIBHOM 3KBHUBaJeHTHOCTH (0030p Matos, Bergmann, 2014). Tem He MeHee,
BO3HHMKHOBEHHE B3auMojieicTByronmX cucteM «CK — HMIIa» Mpoucxoanao HE3aBUCHUMO
Yy MHOTOKJIETOYHBIX TPEAKOBBIX (POPM pACTEeHHM U KUBOTHBIX, MOCKOJBKY OOIIMIA

MMPCAOK 3TUX TaPCTB OBLI OAHOKJICTOYHBIM.



Ocodennoctu CK pacrenuii. [1epBoit u3 ocodennocreit pactutenbHbix CK siBisieTcs
BO3MOXXKHOCTh HX oOpazoBanus de novo. OO0 3TOM CBHAETENBCTBYET CIOCOOHOCTH
pacTeHuid 00pa3oBBIBaTh aJIBEHTUBHBIE MEPUCTEMBbI HA Pa3IMYHBIX OpraHax, KOTOPHIE
o0ecreynBalOT BO3MOXKHOCTh ~ BET€TaTUBHOTO Pa3MHOXKEHHS WJIM  pereHepanuu
HoBpeXIeHUH. SIpkuM mpumepoMm crmocoOHocTH pacteHuit de Novo oGpaszoBeiBaTh CK
SIBIIIFOTCS OMBITHI IO BEDKUTAHUIO Jla3epoM IeHTpaibHo# 3061 AMII ToMata (Reinhardt
et al., 2003). Y ke 1O MPOIIECTBHU CYTOK IO KpasiM BBIXOKEHHOTO U YIAIEHHOTO yJacTKa
BO3HHMKAJIU KIIETKH, KOTOpbIE HAUYMHAJIM 3KCIPECCUpPOBaTh reHbl-Mapkepbl Humu CK.
Uepe3 ABOe CYTOK HX OKCIpECCHs yCHIMBalach M €€ 001acTh JIOKaTU30Bajach B
KOMITAKTHOM JOMEHE, moclieé 4ero Bo3HuKana HoBas Huma u myn CK (Reinhardt et al.,
2003). Takas cmocobHOCT, K TpaHCAUPDEPEHIIUPOBKE SBISAETCS OTIWYUTEIBHON
OCOOCHHOCTBIO KJIETOK PACTCHHM, HMEIONIUX JKECTKYIO KJICTOUYHYIO CTEHKY W HeE
CIOCOOHBIX K MUTPAIIMSIM BHYTPH OpraHu3Ma B OTJIMYUE OT KJIETOK KUBOTHBIX.

Btopas 0COOGHHOCTH — 3TO HAUYWE Y PACTCHUN TEHETHMUYECKHUX MEXaHU3MOB,
oOecreunBaromux npekpaiienue cymectsoBanus myia CK. [Ipumepom MOXeET CIIyKUTh
dbnopanbHas Mepuctema (POM): moclie 3aKiIagKd TPUMOPAMEB BCEX T€HEPATHBHBIX
OpraHOB OHa TOJHOCTBIO MpEKpallaeT CBOE CyllecTBOBaHME Ojarofaps pabore psnaa
reHoB (cM. perymsus WUS B ¢dnopanpHOl Mepucteme). XOTs CYHIECTBYIOT BUIBI, Y
KOTOPBIX B  ONpeNei€HHbIX  YCIOBMSIX  (iopanbHas  MepucTeMa  CIocoOHa
npoiaudepupoBaTh MPOJOIKUTEIILHOE BpeMsi, MpPEeBpaliasch B HEYTO CPEIHEE MEXIY
MepucTeMoi 11BeTKa u moodera (Tooke et al., 2005).

Tperbeld 0COOEHHOCTHIO MOKHO Ha3BaTh CYIIECTBOBAHHWE BO B3POCIOM OpraHU3Me
pacTeHus IUTIOPUIIOTEHTHBIX M TOTUIIOTEHTHBIX KIIETOK, KOTOpPbIE HE B IOJHON Mepe
COOTBETCTBYIOT TPAIUIIMOHHBIM TipeAcTaBieHusM o0 CK, HO BMOJHE MOTYyT HMHU
aBIATbCA. K TakuM KiIeTKaM MOXKHO OTHECTH KIIETKH KaMOWsl, KJIETKH, U3 KOTOPBIX
Pa3BUBAIOTCS aJIBEHTUBHBIC M BHIBOJKOBBIE TIOUKH M COMATHYECKHE SMOPHOUIBI.

Pacuuimpennsie mnpeacraBieHuss o CK pacrenmii. [lomumo CK anmkanbHbIX
MEpPHUCTEM KOpHS M mobera, a Takke nBeTka (Kak BupousmenénHoro mobera), k CK y
pacTeHuii MOTyT OBITh OTHECEHBI U HEKOTOpHIC JPYTrue THUIIBI KIETOK. Tak, Mo MHEHHIO
barbirunoit u Pyackoro, K CTBOJOBBIM KJIETKaM pacTeHUN HEOOXOAMMO OTHECTU BCe
KJIETKH, KOTOpBIE CIIOCOOHBI 0OPa30BBIBATH 3UTOTUUYECKUE M COMATHYECKUE 3apOJIbIIIN

(Berteiruaa, Pynckuii, 2006), B TOM YKCIIe U 3UTOTY, KOTOpas B TAKOM CJIy4ae HMEHYETCs



CTBOJIOBOM KJIETKOM mepBoro nopsjka uinu npapoautenbauiieit CK. 3urora Haxogurcs B
0cO00OM MHKPOOKPY)KEHHH, CIOCOOHA JAENUTbCS M JaBaTh HAyalo HECKOJIbKUM
3apojplliaM, HO dYamie IN VIVO He MOJIepKUBACTCsA, Kak MW €€ TPOM3BOAHBIC —
sMOpuoHanbHble cTBOJIOBBIE KIeTKH (DCK). OcCHOBHOW e aprymMeHT B IOJIb3Y
otHeceHnsa OCK k CK sBnsercs mMX CHOCOOHOCTh K CAMOIOAJEPKAHMIO B OCOOBIX
ycnoBusx in Vitro. Tak, He3penbie >MOpuoHbI (Hampumep, y A.thaliana, kykypyssl,
MOJICOJIHEYHUKA U JIp.) CHOCOOHBI 00Pa30BBIBaTh COMATUUECKHE SMOPHUOUIBI B KYJIbTYpE
in vitro. B cBere artoro orHeceHue 3urotel U e€ mpousBoaHbIX — DCK K CTBOJOBBIM
KJIETKaM BBITJISUT BIIOJIHE JIOTMYHBIM, HO TPeOyeT TOMOIHUTEIbHBIX UCCIIEeIOBAaHUMN.

PykoBoacTBysick 3T0i TO4YKOM 3peHHus], K CK MOXHO OTHECTH M T€ KJIETKH, KOTOPBIE
CIy’)kKaT ~MHMLMAIbHBIMH TpH  (ropanbHO  smOpuougorenuun. Hampumep, vy
Nothoscordum fragrans u Poa pratensis pa3Hble KICTKH HYIEUTyca TEMOHCTPHPYIOT
pasznuyHoe mnoBeneHue. OAHM KJIETKH Hyueuryca auddepeHuupyorcs (yTpauyuBaroT
TOTUIIOTEHTHOCTb),  ApyrHe  (QYHKIUOHUPYIOT KaK 3UTOThl, a TpPeThU  —
nenupdeperuupyrores, mnpoaupepupyoT (camonojaepkuBaroTcs) U obpaszyror CO.
Bropoii 1 TpeTHii THIl TOTUNOTEHTHBIX HYLEJUIAPHBIX KJIETOK MOKHO PAaCCMAaTpUBAaTh KaK
CK (Bateiruna, Bunorpanosa, 2007).

K CK Ttakxe MOXHO OTHOCHUTb MHMIIMAIH, BO3HUKAIOIINE B PE3yJbTaTe M3MEHEHHUS
nporpaMm pa3BuTHs. IN VIVO ¥ B KaJUTyCHBIX KYJIbTYypax 3TH KJIETKH BCETJa HAXOATCS B
KJIETOYHOM OKPY>KE€HUH, KOTOPOE, MO-BUAUMOMY, MOKET B 3THX YCIOBHIX OpaTh Ha cels
poisb Humn CK. Tak B paboTax ¢ CyClEeH3MOHHBIMUX KYJIBTYpPaMH TaKK€ OTMEUYEHO, YTO
s 3pdexTruBHOrO 00pazoBanus CO HeoOX0UMBbI KiIeTouHble KOHTakThl (Karami et al.,
2009).

B xauectBe CK moryr Takxke paccMarpuBaTbes KJIETKH MPOKaMOuUs W kamOus (1o
KpaifHell Mepe, HEKOTOopble M3 HUX). KaMOMil comepKuUT MepucTteMaTHuyecKue KIIETKH,
KOTOpbIE TOJJICPKUBAKOTCA B HEACTEPMUHUPOBAHHOM COCTOSSHUM M COXPAHSIOT
CIIOCOOHOCTh K JIeJICHUSIM B TEUYCHHE Bcel Ku3HM pacTeHumil. [lokazaHo, uTO
NoJJIep>)KaHue HEJETePMUHUPOBAHHOCTH M MPOJU(EepaTUBHON aKTUBHOCTH KIIETOK
kambus y A.thaliana ocHoBaHO Ha JeliCTBUM MOJICKYIISPHO-TCHETHYECKUX MEXaHH3MOB,
KpallHE CXOXHUX C T€MH, KOTOpblE NMOJIJEPKUBAOT akTUBHOCT AM mnoOera u kopHs. B
OCHOBE NOJJIEPKAHUS TNPOIU(PEPATUBHON AaKTHUBHOCTH KaMOMs JIEXKHUT PEryssiTOPHBINA

mexauu3m TDIF-TDR-WOX4 (Jun et. al., 2008; Hirakawa et al., 2008; Ji et al., 2010;
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Hirakawa et al., 2010), B koTOpbIii BOBJICYCHBI I'€HbI, TOMOJIOTHYHBIC TEM, UTO YYaCTBYIOT
B MexaHu3Mme mnoaaepkanus aktuBHocTH AMII (cm. Cucrema perynsuun WUS-CLV3) u
AMK ([onxyesa u ap., 2012). Xors Bce aeranu mexanusma peryisiaun TDIF-TDR-WOX4
Ha JJAHHBII MOMEHT HE BBISICHEHBI, BCE K€ €ro CXOJICTBO ¢ cucteMamu nojaepxanus CK
nobera KOpHs MaéT OCHOBaHHME CUUTATh KJIeTKH kamOus perrmoHanbHbiME CK (Hirakawa
et al., 2010; Suer et al., 2011).

Taxke IMOKa3aHO, YTO TOTHIIOTCHTHBIE KJICTKH CIIOCOOHBI BO3HHKAaTh (€ NOVO B
Pa3MUYHBIX TKaHSAX pacTEHUS. Tak, wampumep, y Jonepusl M. truncatula
TOTUIIOTEHTHBIE KJIETKH, BO3HUKAIOIIKME TpU JeauddepeHIIMpPOBKE MOKPOBHBIX KIETOK
aucta U Me3oduina u GpopMHUpYIOIIHe comaTHueckue amoOpuounas! in vitro (Wang et al.,
2011). mapkupoBansl 3kcrpeccueii reHa SERK1 - mapkepa paHHHX 3MOPHOHAIBHBIX
cramuii (Schmidt et al., 1997), skcnpeccupyroierocss OOBIYHO HAa PAaHHUX CTaIUAX
pa3BUTHUA 3UTOTHYECKMX W COMATHYECKUX 3apojbiiieii. Bpicokas aKTHBHOCTH T'eHa
SERK1 of0HapyxeHa © B KJIETKax MNPOKaMOWsA, YTO CBHIETEIBCTBYET 00 UX
IUTIOPUIIOTEHTHOM  CcOCTOSIHUM. boilee Toro, kierkw, oskcnpeccupyromue SERK1
HalICHBI BO BCEX OpPraHax JIIOIEPHBI. B aTUKAJIbHBIX U JIATEPAIbHBIX MEpUCTEMAX 1Modera
U KOpHSA, B TEPULIMKIE, HAa TpaHUIAX MEXKAY pa3HbIMH OpTaHaMd W TKAaHSIMH, B
knyOenbkax. Ilpu sTom Ha Gosee paHHMX dTamax pPa3BUTHUS PACTCHUU TaKUX KIIETOK
oounbie, yem Ha nocieayrommx (Nolan et al., 2009).

OTO CBUAETENBCTBYIOT B MOJB3y TOro, yTo KpomMe AM mobera, KOpHsS U KaMOusd, y
pacteHuii IN  VIVO TIOCTOSHHO TMPHCYTCTBYIOT KJIETKH, KOTOpPbIE COXPAHSIOT
IUTIOPUTIOTEHTHOCTh M CIOCOOHOCTH U3MEHATH NPOTrPaMMy CBOETO pa3BUTHUS. B KymbType
TKAaHM MMEHHO TaKWe IUTIOPUTIOTCHTHBIE KIIETKH NPUHUMAIOT aKTHMBHOE Yy4YacTHE B
kainycorenese (Kwaaitaal, de Vries, 2007; Atta et al., 2009; Sugimoto et. al., 2010).
TouHo Tak ’X€ OHHM MOTYT BO3HHMKaTh B pe3yJbTaTe IepenporpaMMHPOBAHUS
TG PEpeHITMPOBAaHHBIX KJICTOK (HalpUMep, MO KpasM BBICEYEK W3 TKaHEH JHCTa
mrouepusl in vitro (Nolan et al., 2009). Takum 00pa3oMm, TOJNBKO B HAJ3€MHOH 4YacTH
pacTeHusl MOXKHO BBIJIEIUTH Heckolibko TunoB CK (puc. 2).

Tem He wMeHee, mnomaBisAoONmee OOJIBIIMHCTBO HOBBIX TKaHe M OpPraHoB
PaCTUTEIBHOTO OpraHu3Ma in Vivo o0pas3yroTcst B pe3yabTaTe AeITEIbHOCTH allnKalbHBIX
MepucTeM nolera W KOpHA, M Haxojsmmxcs B ux coctaBe mynoB CK, B To Bpems kak

OCTAJIbHBIC KJICTKH, KOTOPBLIC MOTYT OBITb OTHECEHBI K CK, BBIITOJIHAIOT, O4YCBHUIHO,
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BCIIOMOTATeNbHbIE (PyHKIMU (pemapamusi TMOBPEeXACHHA W T.J.). OTO JeJaer
HEOOXOAUMBIM  TMOAPOOHOE HW3YyUYECHHE  CJIOKHBIX TEHETHYECKUX  MEXaHH3MOB,
o0ecrneunBaroIuX 3aKIIaJKy, MOJAEPKaHIUEe U OHTOoreHeTnuueckue Tpanchopmannn AMII

U Tyna 3akiatodyeHHbIX B Heil CK.

3SMOpUOHankBHbIE

CK nobera
3urota MHUynane C2
( J
PervoHankeHble
CK noGera CK AM 1 npoKkaMo6ui CK anBeHTUBHOMW MOYKK

o

CK AM nponarynel n CKC3

CK MepucTeM OXMOaHWA?

BoszHuKawowme B npoyecce BosHuKalowme de novo
HOPpManbHOrS pa3BUTHUA

Pucynok 2. (ITo Ans6ept, ExxoBa, 2013) OmOpuonansHbie u perroHanbabie CK mobera
pactennii. Cpenu CK Hajg3eMHON 4acTH pacTEHUS MOXKHO BBIACIUTH SMOPHUOHAIBHBIC
CK, paromue Havano uenomy nodery (WM K€ LEeJIOMY OpraHU3My) M perruoHajibHbIE,
JAUIMe Hadajllo OIpPENEIEHHBIM TpyIIlaM OpPraHoOB nnu  TkaHen. [lo Tunmy
BO3HUKHOBEHHS MOXXHO BblenuTh CK, oOpasyromuecs B pe3ynbTare HOPMaJIbHOTO
pa3BUTHs OpraHM3Ma pacTeHHUs, a Takxke Bo3HHKawomme de NOVO B pe3yibraTe
TpaHcaupPepeHIUPOBKH.
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1.2. 'eneTnyeckas peryJsiiisi BOSHMKHOBEHUS] U OHTOTeHeTHYECKUX U3MeHeHHuil
anuKaJbLHOI MepucTeMbl odera.
1.2.1. 3aknaaka u pa3zButue AMII B 3MOpuorenese

Pa3mMeTka anuKaJIbHOIO JIOMEHA 3apoAbINIA MYTEM YCTAHOBJIEHHUS MOJISAPHOIO
TpaHcnopra aykcuHa. Passutme AMII A.thaliana HaumHaercs Ha craguu
dbopMupoBaHKs IMEPBHYHOrO IIaHa Tena 3apoxbima (Laux and Jurgens, 1997). Ha
CTamuu  TJ00YyJdBbl  anmWKaJbHBIE  KIETKM  3apofbllia, JACTEPMHHUPYIOTCS  Kak
npenumiecTBeHHUKH kieTok AMIL. B nanpHelinieM OHM HAYMHAIOT HKCIPECCHUPOBATH
COOTBETCTBYIOIIME MapkepHble TeHbl, Takue kak WUS um STM, obGecneumBarormme
nanbHeiee popmupoBanue AMIIL.

Haumnast ¢ camplXx paHHMX CTaaui, KIIOYEBYIO pOJb WrPAIOT TEHBI,
o0ecrieunBaronie pa3MeTKy 3apoJIbIlia, B TOM YHCIIE €ro Oyaylield anmuKaabHOW YacTH
3apojpiiia. OJHUM U3 TEHOB, OTBEYAIONINX 32 Pa3METKY alMKaJIbHOTO JOMEHA 3apO/IbIIa
(kneroxk AMII m xierok Oymymumx cemsoieit) y A.thaliana ssnsercs ren GURKE,
koaupytonmii anetnia-KoA kapOokcunasy (Torres-Ruiz et al., 1994; Kajiwara et al.,
2004). MyTtaHTbl 110 JAaHHOMY T'€HY XapaKTepU3YIOTCS 3HAYUTEIbHBIMU HApYIICHUSIMHU
saknagka AMII u cemsimoneii m sMOpuoHanbHOM JetaidbHOCThIO (TOrres-Ruiz et al.,
1994). Hecmotrps Ha BaxHYIO (GYHKIUIO, TOYHBIA MEXaHWU3M DETYISIHH Pa3METKU
3apojsiia reHoMm GURKE Ha maHHBIN MOMEHT HE SICEH.

JlanbHeiimas pa3merka 3apozsimia A.thaliana u 3akmagka AMII  sBasercs
CJIEJICTBHEM YCTaHOBJICHHSI TIOJSIPHOTO TPAHCIIOPTA AyKCHHA U JIOKAIBHBIX MaKCHUMYMOB
ero kKoHueHTpanuu. [1o-BuIuMoMy, KOPPEKTHOE YCTAaHOBJIEHHE ayKCHUHOBOTO I'paJMEeHTa
ompenessier Oyaymue 00IacTH IKCIPECCHH KITIOYEBBIX T€HOB, OTBEUYAIONINX 3a 3aKJIaJIKy
AMII, n wux waayknuio. Ha nmaHHOM dTame BaXXHYIO POJb B pa3METKE alMKaIbHOTO
nomena 3aponeima wurpaer reH  GNOM, »skcnpeccupyrommiics Ha  paHHUX
AMOpPUOHANIBHBIX CTaAusaX, ¥ konupyromuid ¢dakrop ARF-GEF, neobxoaumbiii asns
TpaHCIIOpTa BE3WKYI, a TaKkXkKe Ul Hoyspu3anuu Oenka tpancnopra aykcuaa PINL (cm.
Wolters et al., 2011), obGecreuriBasi ero JOKaJIM3alMiO B 0a3albHON YacTH KJICTOK
3apogsima. [loteps pynkiun GNOM npuBOIUT K HApYyHIEHUIO MOJSPHOTO TPAHCIOPTa
aykcuHa. B pesynbrare uero pa3BuBAalOTCS C(HEepUUYECKHE 3apObIIIU, JHIIEHHBIE

anuKaabHO-0a3aJbHONM OpraHU3allid M HE CHocOOHble 00pa3oBbiBaTh KopHU, AMII u
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cemsimoin (Wolters et al., 2011). Dkcrpeccuss OCHOBHBIX TE€HOB, TOJICPKHUBAIOIINX
aktuBHOCTE AMIT (WUS 1 STM) B 3aposiiiax gnom, He HaOIr01a1ach.

I'em POPCORN (PCN), Ttakxke HaYMHAIONIMA 3KCIIPECCUPOBATHCS HA PAaHHUX
CTaausIX dMOpHOreHe3a MPaKTHUYEeCKH BO BCEX KIIETKaxX AMOPHOHA, KOIUPYET s/IepHBIN
oenok, comepxamuii WD-40 motus (Xiang et al., 2011). PCN Ttaxxke y4acTByeT B
noysipu3aniuu 6enka PIN1. MytanTel PCN IeMOHCTPHUPOBAIHM HApYyIICHHUE TOJSIPHOTO
ayKCMHOBOT'O TpaHCIOpTa B pe3yibTaTe HapylleHus pacnupenencHus oOenka PIN1 B
MeMOpaHax KJIETOK 3apojbllla U, KaK CIEACTBUE, HAPYIICHHUIO MOJIIPHOTO TPaHCIOpTa
aykcuHa. Hapymenusi 3aponpiina y PCN HauWHAIM MPOSBIATHCS YK€ Ha cTaauu 4-x
KJIETOK W MPOTPECCUpPOBaIM Ha OoJjiee MO3AHUX CTaausix. Tak Ha CTaAMSIX MO3THEH
ro0ynbl M TO3JHEr0 cepJedyka Yy MYTAaHTOB [PCN HaOMIOAAIOCh CYIIECTBEHHOE
pacmmpeHue M CMeIIeHHEe OO0NacTell AKCIPECCHH ICHTPAIBHBIX TEHOB MOICPKAHUS
AMIT (WUS, STM, CLV3, u CLV1), urto, Buaumo, oOyCIaBIHMBaJIO 0OOpa30BaHHE
yBenudeHHo AMII. 3apoapiiiy PCN 0OBIYHO OBUIH JIETAIBHBI HA TIO3/ITHUX CTAIUAX. TeM
HE MeHee, MYyTaHT pPCN JAEMOHCTPHUPOBAN TEMIIEPATypO-UyBCTBUTEIBHOCTh, YTO
TIO3BOJISUIO BBDKHMBATH €ro 3MOpHOHAM TIpU TOBBINICHHOW Temmepatype (Xiang et al.,
2011). Bspocnbsie pacTeHHss PCN, CHOBA KYyJbTUBHUPOBABIIMECS NPU HOPMAJIbHBIX
TEeMIIepaTypax, XapaKTepU30BAIKUCh Pa3BUTHEM PIN-ITOTOOHBIX CTPYKTYP BMECTO CTEOIIS,
a TaKke Je3opranusanueil kierounsix aenenuit B AMII. Uto roBoput o ponu rera PCN
HE TOJBKO B KOHTpoOJe 3aknanku u paszButus AMII B smOpuorenese, Ho u 00 ero
y4acTuH B noanaepxkannu romeocrtaza AMII Bo B3pocinoM pacTeHuu.

B xoHTposie pazmeTku 3apopiiia u 3akinanaku oyaymeid AMII y A.thaliana Baxxuyro
POJIb UTPAET PETyJISIUs T€HOB MOJSIPHOTO TPAHCIIOPTAa ayKCUHA M ayKCHHOBOTO OTBETa
nocpeactBoMm Mukpo-PHK. I'nnomopdusie annenu myrantos B rene PHKasst 111 DICER-
LIKE1l (DCL1), yuacTByromei B co3peBannu MUKpO-PHK, neMOHCTpUpPYIOT cepbE3Hbie
U3MEHEHHsI YPOBHSA M 00JACTH SKCIPECCUU TCHOB ayKCHHOBOTO OTBETa M TPAHCIOPTa
(Seefried et al., 2014). Myranter dcll-15 neMOHCTpUpPOBATU INUPOKUHA CIIEKTP
HApYIICHWM, Ha4YMHAsS YK€ C CaMbIX pPaHHMX CTagudl  AMOpHUOTeHe3a, U
XapaKTepU30BAIIUCh JI€30pPTaHM3AIMEe KIIETOYHBIX JCJICHUH, HapyIIeHWEM 3aKIaiKd
OpraHoOB 3apOJblllla, TAKKE HE MPOUCXOIUI0 OOpa3oBaHMsS YETKO BbipaxkeHHOU AIIM.
[Tpu 5TOM Ha paHHHX cTagusX dMOpHOreHe3a HaOII0JANIOCh 3HAUYUTEIBHOE YBEIMUYEHUE

OKCIPECCUH TEHOB, KOJMPYIOMIMX PEUenTOphl ayKCHMHAa W Pa3iudHble  (aKTOPHI
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ayKCMHOBOTO OTBETA, 4YTO COOTHOCWJIOCH C YBEJIMYEHUEM O0JacTeldl KOHIEHTpaluuu
ayKCMHA OTHOCHUTENIbHO JMKOTO THma. Takke HaOJI0Jajoch CMEIIEHHE JIOKAIbHOTO
ayKCMHOBOTO MaKCHMMyMa B LICHTPAJIbHYIO YacTh 3apojbllia. TeM He MeHee, Ha MO3JHUX
CTaausiX HaOMIOJANOCh CHUIKEHUE YPOBHS SKCIPECCUU OOJIBIIUHCTBA CBSI3aHHBIX C
ayKCMHOM T'€HOB, JIOKAJIM3alUsl ayKCMHOBBIX MaKCHUMYMOB TaKkXe ObUla aHOMaJIbHOM B
CpPaBHEHHHM C JUKUM TuUroM. [lpu 3TOM Ha MO3MHUX CTaAMsIX (CTagusi TOpIHEAbl) HE
Ha0J110/1aJ10Ch KcIpeccuu 0oapIIMHCTBA MapkepoB AMII, cam anukaabHbI JOMEH UMEI
aHoManbHoe crpoenue (Seefried et al.,, 2014). D10 CBHAETEIHCTBYET O BaXKHOU DPOJIH
NOCTTPAHCIIALIMOHHOM peryisinuu reHos nocpeacrsoM Mukpo-PHK B mponecce passurus
3apobliia u 3akiaaka AMIIL.

3akmagka AMIL. [lepBriM npu3HAKOM 3aKiIaJKu HenmocpencTBeHHo camoii AMII y
3apozpima A.thaliana sensiercs Bo3HuKHOBeHWe oOyactu dkcrnpeccun rema WUS Ha
cranuu 16 kiaetoyHoro 3apojsima (puc. 3). B ganpHeiimem Ha cTaguu no3aHeH ri00yibl
uHaynupyercs skcrnpeccuss reroB  CUC, oTBewarommx 3a pa3MeTKy — alHMKaIbHOTO

JOMEHa, a WUMCHHO 3a pasneneHue cemspoiei (puc. 3) (cm. Laux et al., 2004).

& @

Cragus  PaHHAR MosaHas Crapgua NosaHee AMI npopocTKa
16-Tn Fnobyna Fnobyna Mepexopa Ceppeuxo
KNeToK

ANT
- wus
CUC2/sT™M
‘ Q &
STV
awvs
AJAXTHANDHDIN QOMEH
ABAXCHANDHDIN QOMEH
PaHHAs MospHas Cragusa NospHee
Tnobyna Fnobyna Mepexoga Cepaeuko

Pucynox 3. (mo Laux et al., 2004, ¢ w3meHenusmu) CxeMa pa3sMETKH amUKaIbHOTO
nomena 3apoabima A.thaliana u passutus AMII B smOpuorenese.

Nx »skcmpeccuss BHauane WHAYMUPYETCS TIO KpasM amUKadbHOTO JOMEHA,
nocjeI0BaTebHO pacmpocTpansacs k neHtpy (Takada et al., 2001). Kak yka3bpiBaioch

Beimie, TeHsl CUC wMHAymupylOT OJHOBPEMEHHO C HAyaJloOM CBOEW OSKCIPECCHU
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AKCIIpeccHio TeHa STM, urparomiero oy U3 BaXHEWuX poiieil B moanep:xkannu AMII
MOCPEJCTBOM MHYKIIMU CUHTE3a MUTOKUHUHA (puc. 3).

B perymsinuu pa3sutas 3apojpiiia A.thaliana u koppektroro hopmuposanus AMIT
Ha craguu riaoOymel urpaer red BOBBER1 (BOB1) (Jurkuta et al., 2009). BOB1
xkomupyer NudC-momen comepamuii OEIIOK, MO CTPYKTYpPE CXOXKHH C HIAMMPOHAMH.
Bapoxapimn  Mytanta bObl mpekpaimaroT pasBUTHE Ha CTaAud [JIOOYIBI, 00JIACTh
skcpeccun CUC1 u STM yxe Ha cramuum 16 KJIETOK CHJIBHO DACIIMPSETCS H
3aXBaThIBACT BCIO aUKAJIBHYIO YacTh 3apOobllIa, 3aKIaJIKH CeMsI0JIeil He MPOUCXOIUT,
TaK)K€ OTCYTCTBYIOT JIOKaJIbHbIE MaKCUMYMbl ayKCHHA, O00Opa3yloliuecs B MecTax UX
saknmanku (Jurkuta et al., 2009). B To xe Bpems ypoBeHb 3kcmpeccurn WUS B 16
KJICTOYHBIX 3MOpHoHax DOb1l cHWkEH OTHOCHTENBHO TUKOTO THIA, XOTS KOJIHYECTBO
KJIETOK, JKCIIPECCHPYIOMHUX ero He u3MeHeHo. Ilpum stom obmacts skcmpeccun WUS
MOJET cMeniarbest y hobl OTHOCHTENBHO JUKOTO TUTIA, U JJAHHOE CMEIICHUE BapbUPYET Yy
OTZICTBHBIX AMOPHOHOB. DTO MOXKET CBHJACTEILCTBOBATh 00 yuactuu BOBL B cunTese
WIK TpaHCHopTe OENTKOB, KOHTPOJHMPYIOUIUX pa3MeTKy HMOpHOHA, B TOM YHCIIE
onpenensommx obnacte dkcrnpeccun WUS u apyrux BakHbIx nis 3aknanku AMII
TCHOB.

Tarxke HEoOxomuMo OoTMeTHTHh ydactue reHa EMB1611 A.thaliana B perynsium
pasButus 3apoapima. JKécTkue amienu, takue kKak empbl611-3 neTanbHbl Ha paHHHUX
cranusx passutus (Leasure et al., 2009). Taxke mokasano, 4to skcnpeccuss EMB1611
UHAYIUPYETCS Ha CTAANH paHHEH TJIO0YIIBI, U IPUCYTCTBYET IO BCEMY 3apoibiiny. Takas
oOmmpHast 00JIacTh SKCIPECCUU COXpaHseTcss A0 (PUHANBHBIX CTafuil >MOpHOTreHe3a,
cyxkaice 1o AMII um npuMopaueB MOJOABIX OPraHOB TOJIBKO II0CIE IPOPACTAHUS
(Leasure et al., 2009). Buaumo B mpomecce smOpuoreHesa EMB1611 obGecnieunBaer
YIOPSIOYEHHOCTh KJIETOYHBIX JICJICHUW, a K HemocpeAacTBeHHou perymsiun WUS
MIEPEXOIUT yKE BO B3POCIOM OpTraHU3MeE.

Okcnpeccus CLV3 wuHmynmpyeTcs Ha CTaidyd TO3HETO CepledyKa, MeTis
oTpuriarenbHoi oopatHoit cBszu WUS-CLV, sBastomasics eHTpalibHBIM TeHETHYECKUM
MeXaHU3MOM mojyiepxkanusi romeoctaza AMII (cm. pasnen cucrema perymsmuu WUS-
CLV), ckopee Bcero Takxke (GopMHUpyeTCs MMEHHO Ha JaHHO#M ctamuu (cMm. Laux et al.,

2004). Ponp omgHOrOo W3 orpaHuuutened pasmepoB obmactu skcapeccun WUS 1o
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unaykiuu CLV sBisercs HAN, skcnipeccupyrommiicsi o rpaHuaM 00JIacTH SKCIIPECCHU
WUS (cm. TpaHckpumiuontsie peryastopsl WUS).

Taxke B mporecce sMOpuoHanbHOrO pasutus A.thaliana AMII npuaEMaet
yagactie U reH AP2, miis KOTOPOTO KpOME€ Peryssiuu (BIopaJlbHOM MEPUCTEMBI OBLIO
MOKa3aHO y4yacTHe TakKe B peryisuuu BeretatuBHOM AMII (cM. TpaHCKpHUILIMOHHBIE
perymsatopel akTuBHOCTH AMII). AP2 HaumHaeT SKcIpeccupoBaThCs HA CTaIUU paHHEH
mI00YIIBl B pa3MYHBIX TKaHAX 3apojblilia, B TOM YHCIe, U B 3akiajisiBatomerics AMII
(Wurschum et al., 2006). IIpu sToM y MOJIYAOMHHAHTHOH MyTaHTHOH juHuU |28
HaOII0AI0Ch CHWKEHHWE WM MojHoe ucyesHoBeHue skcnpeccmn WUS m CLV3 y
3HAYUTETHHONH MOJM SMOPHMOHOB Ha CTaAWsIX TOpIEAbl, M3ruba ceMmsmoneil um Oomee
no3aaux (Wurschum et al., 2006).

Takum 00pa3om, nepBoHauanbHas 3akiaaka AMII B sMOpuoreHese HauMHAETCS C
YCIICIITHOM 3aKJIQJKU HUIIU CTBOJIOBBIX KJIETOK, TO €CTh 30HBI 3kcnipeccun WUS, koTopast
B JAIBHEHIIIEM TOAICPKUBACTCS M MOIYJIUPYETCS OOJNBIINM YHCIOM JOTIOJHUTEIBHBIX
perynsitopoB. Tem He MeHee, HEOOX0AUMOCTh HHAYKIHH dKcpeccur WUS mpexne Bcex
OCTaJIbHBIX KIIIOYEBBIX I€HOB, BOBJIICYEHHBIX B KOHTPOJb 3aKalku U romeocraza AMII,
710 cuX Top ocTaércst HessicHbIM. OCOOEHHO B CBETE AAHHBIX, MOMYUYECHHBIX NIPU H3YUCHUU
KyJIbTYp TKaHeH, rae uHaykius skcnpeccun WUS o0ycrioBnuBaiack rnepBOHaYallbHBIM
BO3HHUKHOBEHHEM O0O0JIaCTH ITMTOKMHUHOBOTO Makcumyma (0030p Amnnbept, Eixoba,
2012).

Pa3zBurtue u noanep:xanue AMII Ha mo3aHux cragusax smopuorene3a. Ha Gonee
MO3/IHUX cTaausx pa3Buths 3apojnsima A.thaliana Baxuyio ponb B GopmupoBanuu (u
nanpHelieM QynkponupoBannu) AMIT urpaer ren ARGONAUTEL0 (AGO10) (Takxe
ZWILEE (ZLL) mmu PINHEAD (PNH)), otBeuarommii 3a aerpaganuio mukpo-PHK
mMiR165/166. DMOpHOHBI MYTaHTOB IO JaHHOMY TI'eHY HE TPOSBISIOT KaKUX-THOO
HapymeHui B cTpykrype AMII Ha ctagusx pa3BUTHs OT paHHEW TII00YIBI 10 TOPIEIBI.
Ho y 3pensix »mOpuonoB HaOmromaercs auddepenmupoBka kimetok AMIL: kietkn
YBEIMYUBAIOTCS B pa3Mepax, CTAHOBATCS 0oJiee BaKyOJIM3UPOBAHHBIMU, KaK U COCEIHHE
maddepenmupyromuecst xierku (Moussian et al., 1998). OcnoBHoli ¢yHKIHEH TeHa
AGO10 sBnsieTcs penpeccupoBanue 3kcrpeccnd MiR165/166. ¥ myrantoB mo AGO10
zll waGmromaercst 3HaUMTENbHAS, XOTS M BapbUpPYIOIIas Yy OTIACIbHBIX 3MOPHUOHOB,

KoHIeHTpanus MiIR165/166 B AMII Ha craauu u3ruba cemsmonieii. B 1o ke Bpems Ha
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JAHHOM CTaauM y JHUKOro THMa KoHIeHTpaus MIR165/166 B AMII sBusetcs
HE3HAUMTENBHON mim BooOme He HaOmomaetcs (Liu et al., 2009). B cBoro ouepep,
miR165/166 sBisiercs cynpeccopom aktuBHOcTH TeHOB CORONA (CNA), PHABULOSA
(PHB) u PHAVOLUTA (PHV) (Williams et al., 2005), perymupymomux 3KCIPECCHIO
WUS, komupyromue TOMEOJOMEHHBIE TpPaHCKpUIIIUOHHBIE ¢akTtopel kmacca I,
cojieprkanue JeHIMHOBYIO 3acTékKy-moiHuo (HD-ZIP III). OnuHouyHBI MyTaHT Cha
UMEeT HEe3HAuMTeNbHBbIE NIepekThl AM, B TO Bpems Kak JBOiHON MyrtaHT cna clv
nemoucTpupyet ycunenne denorumna clv (Green et al., 2005). CNA skcnpeccupyeTcst B
pa3BuBaronuxcs Tkansx A. thaliana, Bximrodas anukanbHy0 U GIIOPaTBbHYIO MEPUCTEMBI,
u sBIsieTcs cynpeccopom aktuBHocTH WUS, neiictBys mapamiensHo ¢ CLV. JIBa apyrux
TPaHCKPHUIIMOHHBIX peryinsaropa HD-ZIP 111  cemeiictrBa PHABULOSA (PHB)
u PHAVOLUTA (PHV) Bumumo sBisitorcst (QyHKIUMOHAIBHBIMU jayOnépamu  CNA.
Tpoiinoit mytant cna phb phv nemoHcTpupyeT (EHOTHIT MACHTHYHBIA MyTaHTaM Clv
(Prigge et al.,, 2005). HeraruBnas peryasmaus WUS remamu CNA, PHB u PHV
MOJITBEPK/ICHA M aHAJIM30M JOMHUHAaHTHOM MyTtamuu jabba-1D (jba-1D), cesa3zanHO# ¢
uncepuueir T-JIHK B perymsatopHyro obnacte reHa, koaupyromiero Mukpo-PHK
miR166g. miR166g Boe3bBaeT aerpamauuto MPHK renos, xonupyromux HD-ZIP |11
oenku, B Tom uncie CNA, PHB u PHV. Myranr jba-1D, cymepakcnpeccupyrommii
miR166g, xapakrepu3yeTcsi 3HaUUTEJIbHBIM MOBBIIIEHHEM ypoBHA 3kcnpeccun WUS, uto
BbI3bIBaET yBennueHne AM mobera yxxe y SMOpHOHOB U (pacumanuio ctediis y pacTeHui
(Williams et al., 2005).

[Toxazano, uro y myrantoB mo reny AGO10 yposens skcnpeccuu HD-ZIP 111
TpaHcKkpunimoHHbIX (akTopoB cHmkern (McConnell et al., 2001; Otsuga et al., 2001).
Taxxe Obu10 BbIsIBIEHO B3aumojenctue AGO10 u AGO1 B perymsmuu 3axnanku AMII
(Zhu et al., 2011). AGO10, skcnpeccupyrommiics B AMII, obmamaer Ooibiei
CBsA3BIBAIONICH aKkTHBHOCTHIO MIR165/166, yem AGOLl. B pesynbrare wero AGO10
cBsi3bIBaeT Oonblnyto dactb MIR165/166, mpenorBpamas e€¢ ceszpiBanne ¢ AGOL u
dopmupoBanue pyHkimonaapHoro komriekca PHK-unTepdepennnu u, xak ciencraue,
npenotBpainas pernpeccupoBanue HD-ZIP 11l renos (Zhu et al., 2011).

B cBoro ouepens, reasl CNA, PHB, PHV u REV Ha sMOpuoHaNBHBIX CTagusx
BBHITIOJIHAIOT (YHKIIUK Pa3BUTHSl OWJIaTEpaqbHOW CHMMETPUU 3apOJbIIa W 3aKIaIKU

AMII. Tpoitabie MmyTanThl eV phb phv ¢popmupoBam aHoMallbHBIE CEMSIONU HA CTAIHN
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cepliedka W TOpIEIbl Y 3HAYUTEIBHON YacTH 3apobIIIeH, a TakkKe JIEMOHCTPUPOBAIH
npekpaiienne ¢pynkunonnpoBanus AMII Ha mo3aHuX craausax smOpuorenesa (Prigge et
al., 2005). Tem He MeHee, HE 0 KOHIIA SICHO, kKakuM obpazom CNA, PHB, PHV u REV
peryaupytor 3aknaaky AMIIL. ITokasano, uro y myrantoB Zll Ha mo3gHuMX craamsax
AMOpHOTEHEe3a CHIDKAETCS YpPOBEeHb 3kcmpeccmn STM B nenTpambHoit wactm AMII,
COXpaHsISICh TOJBKO B HEOOJBIIOM KOJHUYECTBe Nepudepuueckux kiaerok (Moussian et
al., 1998). ITosToMy MOXHO TpearnonaraTh, 4To, M0 KpaiHeH mMepe, OJMHOW U3 (YHKIUIT
redoB  HD-ZIP Ill saBnasercs momnmepkanue oHkcnpeccurn STM  Ha  mo3maHHX
AMOPUOHAIIBHBIX CTATUSX.

[Tomumo renoB HD-ZIP Il cemeiictBa, B perymauuu  (OPMUPOBAHUS
dbyakuronanbHoii AMII B aMOpuorenese npuHUMAaIOT ydactue Takxke reasl HD-ZIP |11
cemeiictBa. Y A.thaliana namnoe cemerictBo mpenacrtaBieHo reHamu ARABIDOPSIS
THALIANA HOMEOBOX 2 (ATHB2), ATHB4, HOMEOBOX ARABIDOPSIS
THALIANA 1 (HAT1), HAT2, HAT3. OnuHouHbIe MYTaHTBI MO JAaHHBIM I'eHaM JIHOO
uMeroT cinaboe peHOTUIHUECKOEe TPOsIBIIEHUE, JINOO BOOOIIE HE OTIUYAIOTCS OT JUKOTO
TUTIA, YTO TOBOPUT O MEPEKPHITUU UX (PyHKIM. B TO ke BpeMs y TPOWHBIX MYTaHTOB
hat3 athb4 athb2 wa mno3gHux cragusx sMOpuoreHe3a HaOMIOACTCS HAPYIICHUE
ayKCHHOBOT'O OTBETAa B aNMKaJbHON YacTH 3apojsima, Ha Mecte AMII dopmupyercs
TUIOCKast Wik PiN-mogo0Hast CTPYKTypa, He oOpasyrolias MPUMOPANU JIUCThEB, a TAKKe
HapyiaeTcsl OwiarepainbHas cuMMeTpus 3apojsima. Takke B AMII hat3 athb4 athb2
orcyrctByeT 3kcnpeccuss WUS u CLV3 (Turchi et al., 2013). T1pu stom renst HD-ZIP 11
ceMelcTBa JI0CTaTOYHO TECHO B3aumojeicTByrOT ¢ reHamu HD-ZIP Il B perynsuun
pa3BUTHsl 3apojpiia — TpoiiHble MytaHTel hat3 athb4 phv u hat3 athb4 phb
XapaKTepU30BAJIMCh YCWICHHEM HapylieHuid pa3sutuss AMII mo cpaBHeHUIO ¢
nBoiHBIME MyTaHTamu hat3 athb4. VYV wmyranra rev m aBoitHoro myranta phv phb
cHmkaercs sxcipeccust ATHB2, taxoke MeTo10M UMMYHOTIpEIUIIETAIIUU ObLIIO TTOKA3aHo,

gyro red ATHB2 sBnsiercs mumensto peryssinuu co croporst REV (Turchi et al., 2013).
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1.2.2. Mlopnep:kanue romeoctraza AMII B mocTdoMOpHOHAJIBLHBIN MEePHOI
OHTOreHe3a
B mpouecce sMOpHOHAIBHOTO PA3BUTHUS MPOUCXOIUT 3akKiajgka U (POPMHUpPOBAHUE
dbynkunonanbHori AMII pacrenus. Ha moctamOpuoHanbHOW craguu pa3Butus AMII
JaCT HAayaJlo BCEM OpraHaM M TKaHSM pacTUTEIBHOTO OpraHu3ma, 4To Tpedyer
noanepxkanus e€ B (YHKIMOHAJIBLHOM COCTOSSHUM Ha MPOTSIKEHUU JUTUTEIBHOTO
BpeMeHHU. ITo olecrneunBaeTcss (PYHKIMOHUPOBAHUE  CIOXKHBIX TE€HETUYECKHUX
MEXaHU3MOB, YacCTh M3 KOTOPBIX HauWHaeT (YyHKIMOHHPOBATH €II€¢ B AMOpUOTeHese, a

qacCTb 3allyCKaCTCA Ha Ooiee IIO3JHUX CTaAuAX.

1.2.2.1. Cucrema WUS-CLV 1 ee 10nmoTHUTEIbHbIE PEryJsiTOPbI

WUS — neHTpaJbHBbIH peryiasiTop moaepKaHusi CTBOJOBOI0 COCTOSIHUA KJIETOK
AMII. Ha no3gHux craausx HMOpHUOTeHe3a M Ha  MPOTSHKEHUHU  BCETO
NOCTAMOPHOHAIBHOTO NEPHUOJA HEHTPAIBHYIO pOJib B MOAJEpKaHUHU akTUBHOCTH AMII
urpaet red WUSCHEL (WUS), komupyromuii TpaHcKpuninoHHslid ¢akrop WOX-
ceMeiicTBa TOMEOJIOMEHHBIX TpaHCKpUIIIMOHHBIX (akTtopoB (Haecker et al., 2004).
Pactenus A.thaliana, cozepxkamue MyTalud B JaHHOM T€HE, XapaKTEPH3YIOTCS
npexaeBpeMeHHo nuddepennupoBkoi kimetok AMII u Tepmunanueir pocra (Laux et
al, 1996). B 1o Bpems kak munuu A.thaliana, cynepakcnpeccupyromre WUS,
JIEMOHCTPUPYIOT cyliecTBeHHoe yBenuuenue nyja CK u pazmepoB AMII, uto npuBoauT
K SKTONUYECKOMY OOpa30BaHUIO MOOEroB M cOMaTHUYeCKUx 3MOpuonnoB (Zuo et al.,
2002; Gallois et al., 2004). IToka3zano, uro npoaykT rena WUS oka3biBaeT B OCHOBHOM
pernpeccupyomiee BO3IeHCTBIE Ha T€Hbl MUIICHH, YTO 00YCIOBIECHO COCTABOM JIOMEHOB
B ero ¢ynkiuonanbHo BaxkHoM C-konrieBom nomene (Kieffer et al., 2006, lkeda et al.,
2009). Takum  obpasom, WUS, ckopee Bcero, mnoanepxkuBaer CK B
HEICTEPMUHUPOBAHHOM  COCTOSIHWM,  PENpeccupys  TI'eHbl,  OTBEYAIONMe  3a
muddepeHupoBKy kieTok. VckmodenneM siBisiercs uHaykius reHoB CLV3 u AG
(Lenhard et al., 2001; Lohmann et al., 2001, Yadav et al., 2011), uTo CBHIETEILCTBYET O
oudynkmmonansaoctt WUS, kak tpanckpunuuonnoro ¢axropa (Ikeda et al., 2009).
O6umacts sxcnpeccnn WUS nokanuzyercst B opranusytomieM 1iearpe (OLl). Ero mpomykr
MUTPUPYET B KJIETOYHBIE CJIOM MEPHUCTEMbI, PACIIOJIOKEHHbIE HaJ OPraHu3yIOIIUM

neatpom, rae mpoxaykr WUS akrtuBupyer skcnpeccuto rena CLAVATA3 (CLV3),
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HETaTUBHO perynupytomniero sxcnpeccuto WUS mo npuHIMIy OoTpunaTensHOH 00paTHOM
ca3u (Fletcher et al., 1999), csa3piBasich ¢ ero mpoMoTopHbIME oOmacTsamu (Yadav et al.,
2008). Murpanus Oenka WUS ocyiiecTBiaseTcss 4epe3 MEKKICTOUHBbIC KaHAIbl —
mwiazmonecMbl.  MHaynMpoBaHHOE  YMEHBIIEHHE  JAHAaMeTpa  IUIa3MOJIECM  HIIU
UCKYCCTBEHHOE yBenmueHue pasmepoB Oenka WUS B pesynbTare TpaHCISITMOHHOTO
CIIMSHUS y TpaHCTeHHbIX JuHui A.thaliana npuBoauT K pa3BUTHIO (PEHOTHUIIA, CXOTHOTO
¢ mytarusamu WUs (Daum et al., 2014). Mo6wmisaocTh npoaykta WUS onpenensiercs ero
ctpykrypoii. Dkcnpeccuss WOX-renoB B AMII pacrenuii  A.thaliana mox xonTpoiem
npomotopa WUS BBIsSIBHIIa TIPSMYIO 3aBUCHMOCTh MEXKIY cTeneHbio romosiorun WOX-
reHoB ¢ WUS u akTHBHOCTHIO MHUTpAallM¥ WX MPOAYKTOB B BhImenexamue cioun AMII
(Daum et al., 2014). Crout oTMeTHTh, YTO MOOWIBHOCTH Oenka WUS wHrnOupyercs
YHUKQJIbHBIMH TIOCJIEIOBATEILHOCTSIMH, PACIIONIOKEHHBIMHA B MEKIOMEHHBIX yJaCTKaX —
3aMEHa JTHX I[IOCJIEIOBaTEIbHOCTE HAa HWMEIOIIUME COBEPIICHHO WHYIO CTPYKTYPY
cepb&3H0 ToBbImaeT MoomIpHOCTE WUS, a Takke ypoBEHb €ro SKCIPECCHH, TaK Kak
U3MEHEHHBIN TIPOIYKT 0OpeTaeT CIOCOOHOCTh MOJOXKHUTENBHO perynupoBath reH WUS
(Daum et al., 2014). DTto MOXET SBIATHCA OCTATKOM CYIIIECTBOBABIIECTO pPaHEE
Mexanu3ma perymsiuun WUS, yTpaueHHOro B Xoje AanbpHeimied spomronuu. Takxke
MOOWMIIBHOCTD WUS He 3aBHCHUT OT KJICTOYHOTO OKPYXKEHHUSA. DKCIPECCHS
HeyukimonanpHOM kommu WUS moja KOHTpoJieM MpoMoTOopa, CHeuUYHOTO IS
AMHUAEPMHUCA, TOKa3alla, 4To MurpamnuoHHas crmocobHocts WUS He orpaHuymBaercs
ctBosIoBbIMH KieTkamMu AMIT: WUS cniocoGen MurpupoBarth B paguyce Kak MUHUMYM 5-
TH KJICTOK | B Ipenenax apyrux cyogomeno AMIT (Daum et al., 2014).

Takum  oGpa3zom, WUS  sgBasieTcs BaXHEWIIUM  PETYIATOPHBIM  TEHOM,
OTIPENICIISIONIMM MECTO O00pa3oBaHUsl OYIYyIIMX CTBOJIOBBIX KJIETOK, M CIIOCOOCH
WHAYIHPOBaTh MX OOpa30BaHHWE BHE 3aBUCHMOCTH OT JIOKQJIM3alMU JOMEHa CBOEH
IKCTIIPECCUH. DTOMY  CIOCOOCTBYET  BBICOKAas ~MOOWMJIBHOCTH  €r0  TMPOJYKTa,
oOecrieunBaemMasi €ro CTPYKTYpOoW M HE 3aBUCSIIAas OT OKPYKEHHUS, M CHOCOOHOCTH
penpeccupoBaTh SKCIPECCUI0 TEHOB, OTBETCTBEHHBIX 33 AUPPEPEHIIUPOBKY KICTOK.
Taxoke MOXHO TpeanoaaraTh, 4to Mexanu3msbl peryssimuu WUS (o koTopsix monpobHee
peub MOKAET fanee) MpeTepuenu psa CephE3HBIX N3MEHEHHI B X0O/I€ IBOJIOLIUH.

Cucrema peryasuuun WUS-CLV3. Kak yxe ynomuHaioch Bbie, reH CLV3,

KOAMPYIOMUi HeOONMBIION CeKpeTOpHbIi Oenok, penpeccupyer WUS B OLl mo nmpunnnmy

21



orpuniatenbHoit oOpatHoi cBs3u (Fletcher et al., 1999). Ipoxykr CLV3 neiictByer
omocpeoBaHHO, cBsa3biBasick ¢ LRR-pemenTopnoit kunazoit CLV1 wu penenrop-
nogo0uHeiM Oenkom CLV2, o0pa3ys KOMIUIEKC JHTaHA-PEelenTop, HWHHIUHPYIOUIHHA
nanpHeiyio pernpeccuto akruBHocTH AM  (Ogawa et al., 2008). Benok CLV2 criocoben
nepenaBath curHan CLV3 nesaBucumo ot CLV1, 00pa3ys KOMIUIEKC C PelenTOpHON
knHa3ok CORYNE (CRN), Taxke 3amyCKalIIHK psAJ PEryJSTOPHBIX COOBITHH,
npuBosmuX K penpeccun akruBaoctr WUS (Muller et al., 2008). Myranuu B rere CRN
UMEIOT CXOKee (peHoTumuueckoe nposiBieHue ¢ mytanusamu Clvl, clv2 u clv3, Bei3siBas
nponudepanuio kietok AM. HenmaBHo oOHapyxkeH emi€ OJWH Ba)KHBI KOMIIOHEHT
nepenaun curHanoB CLV3 — penentop RPK2/TOAD2 (Kinoshita et al., 2010) Tpoiinbie
myTaHThI CIV1 clv2 rpk2 senstroTcs henokonusaMu MmyTanToB ClV3, 4To CBUACTENIBCTBYET O
HAJIMYUU TpeThero mytu mepaaun curaamoB CLV3 - WUS - omocpemoBanHoro RPK2.
[Tpu 5TOM Ba)kHOE BIMSHHME Ha PETYISIHIO TpoiudepaTtuBHON akTHBHOCTH AM mobera
OKa3bIBACT, B TOM 4YHCIIe, U crabmibHOCTh Oenka CLV3 (Song et al., 2013). ITokazano,
YTO 3aMEHa psiJa aMUHOKHCIOTHBIX OCTAaTKOB B coctaBe Oenka CLV3, mpuBopsmas K
CHIDKEHUIO €ro CTa0WJIBHOCTH, TaKKe€ 3HAYUTEIbHO CHID)KAeT  CIOCOOHOCTH
BOCCTaHaBIMBaTh (heHoTHn MyTaHToB Clv3 mpu sk3orenHoir obpaborke (Song et al.,
2013). Mounekynsipubiii mexanu3m penpeccurn WUS Oenkamu cemerictea CLV n RPK2
W3yUYeH MOKa HE MOJHOCTHIO.

Baxxubim npomexxytounbiM 3BeHOM B cucteme WUS-CLV MoryT sBIATBCS TEHBI
POLTERGEIST (POL) u POLTERGEIST LIKE 1 (PLL1), xomupyroiiue CXOXHe
npotenH ¢ocdoraser (Song et al., 2006). /Ipoiinsie myrtantel Pol plll neranpHbl Ha
pPaHHUX CTAAMAX. €M He MEHee, PacTeHHUs, KOTOPbIM OBbLI NMPHUBHUT arekc JBOWHOTO
mytanTta Pol plll, sxu3HEeCOCOOHBI ¥ IEMOHCTPUPYIOT (PCHOTHUII, HICHTUIHBI MyTaHTaM
Wus (puc. 4), XOTS TpPOSBISAIOT HE TaKOH >KECTKUA (EHOTHI, Kak MyTaHT WUS-1.
Tpoiinsie wmytantsl pol plll  clv3 nemoncrpupoBanu osmuctaz myrtamuu  Clv3,
(eHOTUNMYUECKH HE OTIMYasch OT JaBoiHOro myranta pol plll. O6nactu skcnpeccun
WUS u CLV3 y nBoiinoro mytanta pol plll cymiecTBeHHO YMEHBIICHBI IO CPABHEHUIO C
IWKAM THIIOM. Tem He MeHee, obnactu skcnpeccun WUS B de NOVO BO3HHKArOIIUX
Na3yImHbIX MEPUCTEMaxX OBUIM XOPOIIO Pa3IMuUMbI, YTO TOBOPUT 0 HeoOxoammocTn POL
u PLL1 nns monnepskanus aktuBHocTH WUS, HO HE I MHHUITMAIIUUA €TO DKCIIPECCUH.

Taxke cymepakcrpeccus rena PLL1 B myranrte Clv3 cepbé3no ycmnmBana mMyTaHTHBIN
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¢enorun, cynepakcmpeccus PLL1 B opranmsme myranta WuUs-1 He Obuta crocoOHa
BOCCcTaHOBHTH ero (enorun (Song et al., 2006). Takum obpasom, reast POL u PLLL ¢
OO0JBIION BEPOATHOCTHIO SIBISIFOTCSI TIPOMEKYTOYHBIM 3B€HOM B 1enu perymsiuun WUS-
CLV, urpas ponp BaxkHelIero nHaykropa aktuBHOCTH WUS 1 0THOBpEMEHHO SIBIISISICH
MUIIEHBI0 HEraTUBHOM pPEeryisinuu co cTopoHsl reHoB CLV, uTo MoxkeT o0ycnaBiuBaTh

uHruoupytromee Bo3aeiicreue Ha WUS co croponst renoB CLV.

pol pil1 ER Oukuia Tun (ER) | Pucynok 4. (o Song et al.,
B EA AR e 2006 ¢  U3MEHEHHSIMH)

~ : Denorun JIBOMHOI'O
myranta pol plll B
cpaBHEHHH C (heHOTHUTIOM
MyTaHTa WUS M pacTeHUs
IUKOTO THUIIA. AMII
OOJIBLIIMHCTBA MYTaHTHBIX
pacreruii  pol plll (A)
TEPMUHUPYETCS Ha
BETCTATUBHOW CTaUU, KaK
u y wus (b), AMII nukoro
tuna (B). Mnorna myranTs!
pol plll BeIOpackBaroOT
YKOPOUYEHHBII ILBETOHOC C
HEOOJIBIIUM ~ KOJIMYECTBOM
usetkoB (I'), uro Takxke
HaOmrogaeTcss 'y Wus (),
couerue aukoro tumna (E).
@DeHOTHUTT TIBETKOB MyTaHTa
pol plll (OK) mpaktuuecku
UJICHTUYECH denotuny
I[BETKOB WUS (3), IIBETOK

nukoro tumna (N).

Cucrema WUS-CLV sBnsieTcss OMHMM IICHTPAJIbHBIM MEXAaHHU3MOM IOJICPKAHUS
MOCTOSIHCTBA MyJ1a CTBOJIOBBIX KileToKk AM mno0Oera. Tem He menee, cuctema WUS-CLV ne
CTaTWUYHA M CHOCOOHAa KOMIIEHCHPOBATh 3HAYUTENbHBbIE KojeOanus skcrpeccun CLV3
(Muller et al., 2006). Tpancreunbie nunuu A.thaliana, conepxkamme CLV3 mon
KOHTPOJIEM 3TaHOJ-MHAYLUPYEMOTO MPOMOTOpPA, MPH 3HAYUTEIBHOM YBEIWYCHUU
ypoBHs 3kcnpeccun CLV3 nemonctpupoBanu cynpeccuto aktuBHocT WUS B oTBET Ha
00paboTky 3TaHonoM. Tem He MeHee, yKe B TeYEHHUE MEPBbIX 3 4acoB MOce MHAYKIUU

cynepakcrpeccun CLV3 ypoBHM 3Kcmpeccnn 0O0OWX TEHOB BBIPABHUBAIHNCH, YTO
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CBUJICTEIBCTBYET O OBICTPOM pEaKIuy CHUCTEeMbl Ha HM3MEHEHHE KOHIIGHTpaluu €
KOMITOHEHTOB.

['ensr WUS u CLV3 sBisttorcst ocHOBHBIME Mapkepamu Humu (OL[) u cTBOMOBBIX
Ki1eTok AM noGera, cooTBeTCTBEHHO (puc. 5). TeM He MeHee, BBISBICHBI M IPYTUE TCHBbI,
00J1acTh SKCIPECCUU KOTOPBIX OTPaHUYMBAETCSA OO OPTaHU3YIOMIMM ILIEHTPOM, JHOO
cTBoJ0oBEIMH KiteTkamMu AM (puc. 5) (Yadav et al., 2009). Oto AINTEGUMENTA-LIKE
(AIL5, AIL6, u AIL7), TERMINAL EAR LIKEL u psin npyrux (Bcero 8 reHoB), KOTOpPBIC,
kak u CLV3, skcpeccupyrorcs B CK, a taxxe rensl At1lg26680, At4g09760, At5g54510
u 1p. (6 TeHOB), 007aCTh IKCIPECCHH KOTOPBIX coBmagaet ¢ TakoBoit y WUS (OLI). Xots
JUisi OOJIBIIMHCTBA T€HOB (DYHKLMS HE H3BECTHA MJIM HCCIEIOBaHA HE IOJHOCTHIO,

JaHHBIC TI'CHbI YCIICIHIHO MCIIOJIB3YIOTCA B PALC pa60T B Ka4YCCTBC OOIIOJHHUTCIIBHBIX

MapkepoB pa3ianunbix 30H AM (Ung et al., 2011).

Pucynok 5. (nmo Yadav et al.,
2009 ¢ wu3MeHeHHsMH). ['eHbI
mapkepsl  AMIL.  GFP-okpacka
obnacreit skcnpeccun CLV3: A -
BU cBepxy, b — cooky; m WUS: B
- BuA cBepxy, I — cOoky.
Knetounsie ciou AMII ormeueHs!
crpenkamu, Pl, P2 u P3 -
aucToBbie TpuMopauu. PHK in
situ rUOpUIU3aIMS I'€HOB,
Mapkupyroumx AMII  momumo
WUS u CLV3: I-X - reHs
mapkepsl CK, 3-K - rensl
mapkeps! HUIM (OLT).

)

A e
SELAA At1g35750

-2 17 A
S4 LAL At5g56970' 54 MAM At1g26680 ﬁﬁ%

§uu~

JMonosHuTtenbHble peryastopbl WUS. Hecmorps Ha TO, uTto cucrema WUS-CLV
UTpacT ILEHTPaJbHYI0 poiib B momnepxkaHuu romeoctaza AMII, akruBHOCTE AMII
Atthaliana wHaxomuTcs TOJ KOHTPOJEM OOJBIIOTO KOJUYECTBA JIOMOJHUTEIbHBIX

PEryJIsTOPHBIX T'EHOB, KOAMPYIOUIMX O€NKH pPa3IMuHOM Mpupoasl. MHUILEHbIO
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OOJIBITMHCTBA JONOJHUTEIBHBIX PEryasTopoB siBisiercs reH  WUS, kak [eHTpambHBINA
reH, obecneunBatoumii nogaepxkanue myina CK. Ctout oTMeTuTh, 4TO OOIBIIMHCTBO
JAHHBIX JOTIOTHUTENBHBIX peryasiTopoB WUS oka3biBaeT penpeccupyroliee 1elicTBHe Ha
€ro aKTUBHOCTh, OTPaHUYUBAsl YPOBEHb WM 00JIACTh €ro HKCIIPECCUH.

Tpanckpununonnbie peryasaropst WUS. Cpenn 7ONOTHUTETBHBIX PETYISTOPOB
aktuBHOocTH WUS y A.thaliana mpucyrcTByeT 3HaYMTENBHOE YHUCIIO TPAHCKPHUITITHOHHBIX
¢dakTopoB. OguuM u3 Hambojee paHHUX HETaTUBHBIX perymstopoB WUS sBusercs
HANABA TARANU (HAN), komupyrommii GATA-3-110100HBIH TpaHCKPHUITIIHOHHBIHI
daktop. HAN skcnipeccupyetcst B nepudepudeckoit 30H¢ AM B y9acTBYET B MpoIeccax
peryJisiiiy  JIeeHusT ¥ TUQQPepeHIUpPOBKA KICTOK. Y MyTaHToB han HaOmromaercs
yBenuueHue 30HbI adkcnpeccun WUS yxke Ha paHHUX CTaausx pa3BUTHA, €mE 0
uHuImauu skcnpeccun CLV. Takum obGpazom, HAN, BHIuMO, y9acTByeT B KOHTPOJIC
KOJIMUECTBa KJIETOK, AKcipeccupyronmx WUS u sBasieTcss cynpeccopoM ero akKTUHBHOCTH
(Zhao et al.,, 2004). T'em HAN ckopee Bcero peryaupyer oskcnpeccuro WUS
orocpenoBaHHo, yepe3 rpaaueHt aykcuHa (Nawy et al., 2010). Ha panHux craamsx
sambpuorenesa HAN sBisieTcst uaaykropom skcnpeccuu reHa PIN1, oTBeTcTBEeHHOTO 32
TpaHcnopT aykcuHa. [lotepss ¢dynkuuu HAN oOycroBiauBaeT HapylleHUs SKCIPECCUU
PIN1, uyto B cBOI0O ouepeb MPUBOJUT K HAPYIICHHIO ayKCMHOBOTO TpaJMEHTa W, KaK
ClIeJICTBUE, HAapyIIeHUsIM narTtepHa skcnpeccun WUS.

I'enbr cemeiictBa YABBY, komupyrommme HMG-mogo0HbIe TpaHCKPUIIIMOHHBIE
(bakTophl, SKCHPECCUPYIOTCSA B MPUMOPAHUSIX OpPraHOB, oOpasyrommuxcs Ha nepudepuun
AM mnobera ¥ BBIIOJHAIOT MIMPOKUN CHEKTp (PYHKIMMA, BKIIOYAs KOHTPOJIb Pa3BUTHUS
JaTepaibHBIX opraHoB pacteHus. Y A. thaliana myrammum B YAB-momoOHBIX TeHax
FILAMENTOUS FLOWER (FIL) u YABBY3 (YAB3) npuBoauiu K paciimpeHuro 00JacTu
skcrpeccun WUS 3a mpezensl 30HbI, XapakTepHoi s aukoro Tuma (Goldshmidt et al.,
2008). Bmecte ¢ 3THM pacmupsiuch u obiactu sxcnpeccur CLV3 - oHa oxBaThiBajia B
TOM 4YHcie W ob0jacTu OyAyHmIMX HPUMOPIHMEB, YTO, BHIMMO, SIBISICTCS  CIIEICTBHEM
skcriancun  WUS. DTo roBopuT B mosb3y runore3bl, uro YAB-mogoOHble TeHbI
NPUHUMAIOT Y4acTHE B YCTAHOBJIEHUH rpaHull AM noOera.

I'ensr HD-ZIP 1l tpanckpunumonnbix ¢(akropoB CNA, PHB u PHV Takxe
yuacTByOT B perymimuu AMII u Ha MOCTIMOpPHMOHATIBHOW CTaJWW, OTPAaHUYHUBAS

skcrpeccnro WUS. B otimmume ot resoB CNA, PHB u PHV, ren toro e cemeiicTsa
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REVOLUTA (REV) sBiisieTcst mo3utuBHBIM peryisitopom aktuBHoctd WUS (Paul et al.,
1995). MyTtaHThl FeV xapakTepU30BaJIMCh NpeXaAeBpeMeHHON TepmuHanmern AMII, a
TaKKe HAPYUICHUSIMH pPa3BUTHS JIaTEPajbHBIX MEPHCTEM, 4YTO MPUBOIWIO K
YMEHBIIICHUIO YMCJIa OOKOBBIX MOOETOB U Py IPYrHX MOPQOJIOTUYSCKUX HApYIICHUH.
I'en REV Taxke oTiMm4aer OTCYTCTBUE €0 Peryisinuu co ctoporsl MiR166g. loka3zano,
4TO y JOMHUHAHTHBIX MYTaHTOB, XapaKTEPU3YIOIIUXCs yBeIMueHHEeM ypoBHs MIR166g -
jba-1D u menl (Williams et al., 2005; Kim et al., 2005) He mporcX0auI0 YMEHBIIICHUS
ypoBHs dkcmpeccud reHa REV. DTo MOXeT OOBSACHATBCS OTCYTCTBUEM IEPEKPBITHS
00 crabbIM TepeKphITHEM o0sacTH 3Kcnpeccun reHa REV ¢ obmacteio skcmpeccun
miR166.

Taxxe renst HD-ZIP Il REV, CNA, PHB u PHV perynupyrorcs Ha
MOCTTPAHCIAIIMOHHOM ypOBHE HebOonpimuMu Juranga-nentugamu LITTLE ZIPPER
Proteins (ZPR), xogupyembimMu deTbipbMs reHamu ZPR1, ZPR2, ZPR3 u ZPR4 (Wenkel
etal., 2007; Kim et al., 2008). Css3biBasice ¢ mpoaykramu REV, CNA, PHB u PHV ZPR-
nenTuasl  GOPMUPYIOT  HEPYHKIMOHAIBHBIE  KOMIUICKCHI, HE  CIOCOOHBIE K
TPAHCKPUIIIIMOHHON  perymsinuu.  OOUHOYHBI ~ MyTaHT ZPr3  JEeMOHCTPHPOBA
MOoCTeNneHHoe yMeHblleHne pasmepoB AMII B xozxe onrtorenesa. B To ke Bpemsi y
NBOMHOTO MyTaHTa Zpr3 zpr4, HaOmomanoch oOpa3oBaHHe He()YHKIIMOHATHHOU
cTpykTypel BMecTo AMII, a pa3BuTHE MHOTOYMCIEHHBIX AHOMAJIBHBIX JINCTHEB
NPOUCXONIO U3 OOJBIIOTO KOJUYECTBA HKTONMUYECKHUX MEPHUCTEM, 00pa3yIOUIMXCS IO
nepudepun HedyHKIHoHATEHOH AMII-momo6Hou crpykTypsl (Kim et al., 2008). Taxxe
obut10 Tokaszano, uro rensl REV, CNA, PHB u PHV unaynupyrooT skcnpeccrio reHoB
ZPR. Tpoiinble myTanTsl rev phv phb memoncTpupoBanu magenue skcrpeccuu ZPR3, B
TO BpeMs Kak JIMHUK cynkpakcnpeccupytomue rtensl PHV u PHB  (muxpo-PHK
HEUYBCTBUTEIbHBIC MyTAIlUN) XapaKTEPU30BAINCh POCTOM IKCIPECCUOHHON aKTUBHOCTHU
ZPR3 (Wenkel et al., 2007). Takum o6pa3om, reast REV, CNA, PHB u PHV u ZPR1-4
GOpMUPYIOT TETII0 OTPUIATEIBHONW OOpaTHOW CBs3M, 00pasyro emié OJMH BaKHBIN
PETYIATOPHBIA ~ MeEXaHW3M, oOecreunBalomMii  GopMHpOBaHHE U TOJJICPIKaHUE
HOpMaJIbHO (pyHKIMOHMpYIomeid AMIL.

B monmnepxxanun CK AMII B HenmerepmuHupoBaHHOM coctosiHun y A.thaliana
Y4acTBYIOT TpaHCKpumniuoHHble (akTopel GRAS-cemeiicTBa, Koaupyemble Te€HaMH

AtHAM1-4 (Engstrom et al., 2011), xotopbie sBisitoTcst oprosioramu rena HAIRY
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MERISTEM (HAM) Petunia hybrida (Stuurman et al., 2002). ®enorunuveckoe
IPOSIBJICHHE HUMEIOT TOJBKO TpoiiHble MyTanTel Athaml,2,3 mmm Athaml,2,4, xotopsie
XapaKkTepHU3yI0TCs TUIEUTPOHBIM 3¢ dekToM. B To jxe BpeMs OAMHOYHbIE MYTaHTHI, KaK U
pa3Hble KOMOWHAlMK ABOMHBIX MYTAaHTOB, HE OTJIUYAIOTCS OT JAMKOro Tuma. Jis
TpoiiHoro myranta Athaml,2,3/4 xapakrepHo 0Opa3oBaHuE ropas3no 0oJjiee NIMPOKOU U
miockoit AMII, o cpaBHeHHIO ¢ pacTeHUsMH aukoro tumna (Engstrom et al., 2011). Jlns
HETO TaKKe XapaKTEepHBI HapylmieHHe (QHUIOTAKCHCa, CephE3Has 3aJiepkKKa Iepexoa Ha
PENpPOAYKTUBHYIO CTAJIMI0O W TPEKICBPEMEHHas TEPMUHAIUS Ma3yIIHbIX MEPUCTEM U
MEpHUCTEM IIBETKOB. B To ke Bpems TepmuHaius riaBHoi AMII Habmromaercst kpaifHe
penKo WM He HaOMogaeTcs B MpUHOUIE. Bo3MoxkHO, Oojee cephE3HbIe HAPYIICHHS B
Ma3yIIHBIX MEPUCTEMAaxX CBSI3aHBI C TEM, YTO Ma3yIIHbIE MEPUCTEMBbl Pa3BUBAIOTCS B
NOCTAMOPHOHAIBHBIA Nepuoj, B To BpeMsi kak AMII 3aknaabiBaeTcs B 3MOpHOreHe3e
(McConnell and Barton, 1998; Laskowski et al., 2008). B To ke Bpems moka3aHO, 4TO
HapymieHus: y myranta Athaml,2,3 pa3BuBaroTCs B MOCTIMOPUOHAIBHBIA MEPHOJ, UTO,
CKOpEe BCEro, SIBIISIETCS CIEICTBUEM €r0 aKTUBHOCTH MMEHHO Ha MOCTIMOPHOHAIBHBIX
craausx oHToreHeza. B AM coupetust myranta Athaml,2,3 HaGmrogaercs pa3BUTHE psijia
NIPU3HAKOB HE XapaKTEPHBIX 1t AM COIBETHSI TUKOTO THIIA, B TOM YHCJIE BaKyOJIN3aIUs
KJIeTok AM, obOpa3zoBaHHe OOJBIIOTO0 KOJUYECTBA CIOEB KJIETOK U Pa3MbITHE TPAHHUIL
mexny CK u mupdepennmpyronmmmucs kinerkamu (Engstrom et al.,, 2011). Hamo
OTMETHUTbh, 4yTO TpohHOW MyTanT Athaml,2,4 nemoHcTpHupyeT OoJiee CypOBBIii (eHOTHI,
yem Athaml,2,3, uto cBHACTEILCTBYET O Oosiee BaxkHOU posu rena AtHAM4 (Engstrom
et al., 2011). Tpoiiabie mytanThl Atham  JEMOHCTPUPYIOT HM3MCHEHHE O0OJACTH
skcpeccun WUS, koTopast He U3MEHsETCs B pa3Mepax, HO cMellaeTcs B 0oJiee riayooKue
clion OTHOCHTEIbHO aukoro tumna (Schulze et al., 2010). Takxke y TPOWHBIX MYTaHTOB
Atham HnabGmromaercs w3MmeHeHme oOmactu dkcnpeccun CLV3, kortopas cuibHO
YBEIMYUBACTCS, CABUTACTCS B HUKEPACTIONIOKEHHBIE CIIOM, OTHOCUTEILHO TUKOTO THTIA
oxBatbiBaeT obnacte 3kcnpeccun WUS co Bcex cropon (Engstrom, 2012). Oto moxer
CBUJETENIbCTBOBATh 00 ydacTun TeHoB ceMmeidictBa AtHAM kak B perynsuuu
MeXKJIeTouHOTro Tpancnopta npoaykra WUS u3 xinerox OLl B Beimenexariue ciaou, Tak
u B perymsinuu aktuBHocT CLV3, mo nezaBucumomy ot WUS myTw.

Taxke CTOMT OTMETHTh, YTO B KOHTposie aktuBHocTH AMII A.thaliana rtaxxe

npunumaer ydactue reH APETALA2, panee ommcaHHBIA, KaK OIWH W3 TEHOB,
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OTBETCTBEHHBIX 3a pa3BuTHe opraHoB 1Betrka (Drews et al, 1991). Omnucana
NOJTyJIOMHHAHTHas: MyTanus 128, 3akimovaronasicss B 3aMeHE €IMHUYHOTO HYKJICOTHIA B
ygactke AP2, KoJupyIOIIeM MepBhIid U3 ABYX (YHKIMOHAIBHBIX gomeHoB (\Wurschum et
al., 2006). T'omo3urotsl 128 xapakrepusyrorcs TepmuHaieit AMII B OCHOBHOM Ha
CTaJiM PO3ETKH, MPOSBIAS (PSHOTHII, CXOXKUH ¢ xEcTkumu amurensmu WuUs (Laux et al.,
1996), wuspenka oOpasys ykopoueHHsle mnBeroHocsl (Wurschum et al.,, 2006).
I'ereposurotsr 128/+ crmocoOHBI 00pa3oBBIBATH IIBETOHOC M MEPEXOJUTH K I[BETCHHIO.
Tem He MeHee, JJII HUX XapaKTepHO yMeHbleHue pa3mepoB AMII oTHOCUTENBHO
JTUKOTO THIA, TMOJAaBIIEHWE AaKTUBHOCTH Ma3ymHeix AMII u ymeHbleHHe dyucia
po3etounbIx JucTheB. AMII aBoiiHbIx MyTanToB 128/+ ap2-2, (comepkamux *KECTKHMA
alsenb ap2) TepMUHUPOBATIACh Y OONBIIMHCTBA paCTEHUN Ha CTaAUM po3eTku. [Ipu sTom
TpaHcopmarus pacteHuit 128/+ koHCTpykuusME, coAepKalMMU (YHKIIMOHATHLHBIC
xonuu AP2, mpuBoamia Kk ociabinenuto denoruna 128/+. Takke CTOUT OTMETHUTH, YTO
HEKOTOPOE YMEHBIICHUE pa3sMepoB BereratuBHOM AMII ormedanocs U y OJMHOYHOIO
MyTaHTta ap2-2. B cBorw odepennr, Myrarnuu Clv BoccranaBiauBanu denotun 128, uto
cuzerenbeTByeT 00 ydactun AP2 B cucteme WUS-CLV, a Taxke o TOM, 4TO BIUSHHE
mytammud 128 Ha QyHkumoHamepHOCTE AMII  sBIsSIeTCS  ClEACTBUEM  HApPYIICHHS
NPUPOAHON (YHKIIMU T'eHa, a HE CIEACTBUEM €TI0 AKTOMMYECKON IKCTIPECCHH, BEI3BAHHON
JOMUHAHTHON mpupogoi mytammuu (Wurschum et al., 2006). Tem He MeHee, TOUHBIMH
MexaHu3M perymsaiun romeoctaza AMII remom AP2 octaércs HescHbiM. DeHOTHIT
JBOWHBIX MyTaHTOB 128 ag He oTiaMuancs OT TAKOBOIO Y OJAMHOYHBIX MyTaHTOB 128, a
3HAYUT TpexJeBpeMeHHas TepmuHanuss AMII, B nmaHHOM ciydae, HE SBIsETCA
pe3yapTaToM OJKTomuueckoi okcmpeccun TreHa AG, penpeccupytomero WUS Bo
duopanibHOlt AM (cM. perymsius WUS Bo ¢utopanbHoii Mepucteme). Dkcnpeccus 128
MyTaHTHON Kormuu reHa AP2, ciutoii ¢ pa3nnyHbeIMu reHamu-mapkepamu AMII BrisiBua,
yro HanOonbmui 3¢pdexkr Ha AMII okaseiBaeT skcnpeccust B oonactu CK, npuBoasias
k TepmuHaunu AMII, B TO xe Bpems skcnpeccus B pailone OLl He npuBoaMIa K KaKUM-
aubo BeIpakeHHBbIM pesynbratam (Wurschum et al., 2006). Takum 00pa3om, MPOAYKTHI
AP2 u WUS, BO3MOKHO, CBSI3BIBAIOTCS C OJHUMHU U TEMH K€ (paKTOpaMu/peryisiTOPHBIMU
aneMeHTaMu B mpomecce  perymsanuu  aktuBHocth  CK.  CBs3piBanme ke

He(YHKITMOHATBFHOTO MPOIYKTa AP2 B JUHUT 128 c JTAHHBIMU
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dakTopaMu/peryasTOPHBIMU 3JIEMEHTAMU MPEenATCTBYeT cBsi3biBaHuo WUS u motepe ero
GyHKINH.

Ipoune peryasTopst WUS. B perynsmum mnpoCTpaHCTBEHHOM OpraHHU3aIlH
skcrnpeccudn WUS u psima reHoB, crnermuduunbix s AM, y A.thaliana npuaumaror
yuactrie Teabl PENNYWISE (PNY) u POUND-FOOLISH (PNF) (Ung et al., 2011). Otu
redsl kogupytoT BELL-momo6Hbie romeomomennbie Oenku (BHL), skcnpeccupyrores
AM mobGera u Bo ®M A. thaliana u yuactByror B perymssuun AM, oOpa3ys
rerepoaumepbl ¢ KNOX-6enkamu, uyro oOyciosiuBaer Tpancrnopt KNOX-GenkoB B
sapo (Hamant, Pautot, 2010). PNY skcripeccupyercs B iepudepuueckoii 30o5e AM (Cole
et al., 2006), a PNF - B mepudepuueckoit u nentpanbpHoit 3onax (Smith et al., 2004). B
AM nBoiiHbIx MyTaHToB pny pnf obmacts skcmnpeccurn WUS npunuMaeT «auddy3HbIiiy
XapaKkTep W 3HAYUTEIIBHO PACIHIMPSACTCSA. AHAIOTUYHBIC W3MEHEHUS TMPOUCXOMIT U C

psgom renos, creruduansix aas O AM no6Gera (puc. 6).

Oukuin Tun pny pnf

Pucynok 6. (mo Ung et al., 2011,
C M3MEHEHHUsIMH)  ODKCIpecHs
WUS u apyrux reHoB MapKepoB
Ol B AMII gmkoro Tuma u
nBoiHOro MyTanTa pny pnf. 3oxa
skcrpeccun WUS: A - B AMII
nukoro tumna, b - AMII myranTa
pny pnf. Ob6mactu sKcIpeccuu
reroB-mMapkepoB Ol At39g59270
n Atlg26680 COOTBETCTBEHHO:
B, I — 8 AMII nuxoro Tuma, I,
E - myranTa pny pnf

At3g59270

At1926680

Y myrantoB pny pnf yacto HaGmomaetcs TepMuHanus AM mobera Ha cTaJuu Havaa

obpaszoBanus 1Beronoca (Ung et al., 2011). Dto cBuUACTENLCTBYET 00 y4aCTHH I'€HOB
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PNY u PNF B o0ecnedenun «uenoctHocT» obmactu sxcipeccurn WUS u Bcero OL] AM
no0era.

BaxHbM no10KHTENBHBIM peryisitopoM aktuBHOocTH AMII A.thaliana sensiercst ren
EMB1611, kogupyromiuii 6ok, coaepkanuii  oucnupanbusiii (Coiled-coil) momen B N-
FKOHIICBOM y4acTKe, a Takxke 2 TpaHcMeMOpaHHBIX qoMmeHa B C-koniieBoM (Leasure et al.,
2009). Jlna >x€cTKMX MYTAaHTHBIX ajjieNiell JaHHOTO T'eHa XapakTepHa AMOpHOHAIbHAs
JETaNbHOCTh.  MSATKMM  MYTaHTHBIM  aJlIeib embl1611-2  xapakrepusyercs

npexaeBpeMeHHoON TepmuHaneir AMII B Hauate pa3BuTHs couBeTus (puc. 6)

Pucynox 6. (mo Leasure et al., 2009 ¢ usmenenusimu) Tepmunaims AMII y myranTta
emb1611-2. A - corBerue mukoro Tuma. b - Hemopas3BuBIIeecs colBeTHe Myranta emb1611-2.
DJIeKTpOHHAsT MUKPOCKOMHs anekca Myranta embl611-2: B - na cpeanem yBenudenuu, ['- Ha
6osb1IOM yBeIMUeHUH. bapbl cooTBEeTCTBYIOT 50 MKM.

(Leasure et al., 2009). Ilpu sTOM yke uyepe3 HEOOJIBIIONW CPOK TOCIE MPOpPACTAHUS
AMII pacrenuit embl611-2 HayMHAeT CYIIECTBEHHO YMEHBIIATHCA B pa3Mepax H
MOJTHOCTBI0 HMCYE3aeT K MOMEHTY O0Opa3oBaHHs HECKONBKHX I[BETKOB. YMEHBIICHUE
pazmepoB AMII conpoBokaaeTcs MpOrpecCUpyONIMMUA CTPYKTYPHBIMUA HapYIICHUSMU:
AMII mocTeneHHO TEpseT anMKajJbHOE PACMOJO0KEHUE, BHYTPEHHss cTpykrypa AMII
taroke Hapymaercs. B AMIT emb1611-2 Hapymanoch 4€TKOe PacHojOKEHUE KIETOK B
npenenax L2 u L3 cnoés. Ilpu 3ToM camu KJIETKM CHJIBHO BapbUpPYIOT MO pa3MepaMm U
¢dopme. Hcnonb3oBanue mapkepoB nepudepudeckoidr 3061 AMII cnuteix ¢ reHom f3-
TJIIOKYPOHU/Ia3bl BBIIBMIIO MPHOOPETEHHE CO BPEMEHEM KIIETKAMHU IEHTPAIBHON 30HBI
AMIT emb1611-2 cBoiicTB KieTOK mepudepuueckoir 30Hbl. Mytammu Clv He ObLIH
CIIOCOOHBI BOCCTAHOBUTH (peHOTHIT MyTaHTa €mb1611-2 , a nBoitHbie MyTaHTHl €MH1611-2
clv nemoncTpupoBanu smnucra3 Clv co croponsr embl611-2. B To ke BpeMs IBOWHBIC
MyTaHThl €Mmb1611-2 wus-1 nposiBisiin 6osee KECTKUN PESHOTHIT, YeM OJJMHOYHBIA MyTaHT
wus-1, oOpa3ys po3eTKH MEHBIIIETo pa3Mepa U He OyIy4H CIIOCOOHBIMH K (HOPMHUPOBAHUIO
Ja)ke YKOPOYCHHBIX [[BETOHOCOB, YTO XapaKTEPHO Uil oJuHOYHOro WUs-1 (Leasure et al.,

2009). Dt1o cBuaetenbcTBYeT 00 yuactuu EMB1611 B monoXUTENbHOW pETYISIUNA
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aktuBHOCTH WUS, BumMo 3a cuét o0ecreueHusi CTaOMIBHOCTH 00JIACTH €T0 SKCIPECCHUH.
Taxke EMB1611, Buaumo, unaymupyer aktuBHocTh CK AMII u mo He3aBHCHMOMY OT
WUS nytu, Taxoke Bo3mMoxaO 310 EMB1611 oTBeuaeT 3a ocraTounyro akTuBHOCTE AMII y
OJIMHOYHOTO MyTaHTa WUS-1.

BrusiBiieHo npsimoe ywactue rena A. thaliana BARD1 (BRCAl-associated RING
domain 1) B cynpeccuu aktuBHocTH WUS H MPOCTpaHCTBEHHOM OTPaHUYECHUH 30HBI €T0
skcpeccun (Han et al.,, 2008). I'en BARD1 sBasieTcs pacTHTEIbHBIM T'OMOJIOTOM
gyenoBeueckoro rena BRCAL (BRreast CAncer susceptible genel), yuactByroriero B
KOHTpOJie KieTouHoro mukia. Myranmuu B rene BARDI1 npuBoasT kK 3HAYUTEIbHOMY
yBenumdennto aktuBHOcTH WUS 1 ero pacrnpocTpaneHuio B nepudepuueckne kietkn AM.
Ha panHux craaumsx pas3Butus MyTaHToB bardl mpoumcxomut yBenmuenue AM mobOera,
4TO BBI3BIBACT MHOTOYHCIICHHBIC HapylieHUs ero mopdosiorun y pacrenuit (Han et al.,
2008). benok BARDI1 monaBnsier skxcnpeccuro WUS, CBA3BIBasICh HEMOCPEACTBEHHO C
€ro MpPOMOTOPHOU 00JacThio. DKTonuueckas skcrpeccus BARDI BbI3bIBaeT CHUXKEHUE
aktuHOcTH WUS B kietkax AM mobera W pa3BUTHIO WUS-TIOJI0OHOTO (hEHOTHIIA.
MeTtomom ruOpuamu3aiuu in Situ mokasano, 4To B pacrenusx aukoro tuna MPHK BARD1
Jokanu3yercs B mepudepuueckux ciosix AM, rae B HOpME OTCYTCTBYET SKCIIPECCHs
WUS (Han et al., 2008). Takum ob6pa3zom, BARD1 MoxeT peryaupoBaTh 3KCIIPECCHIO
WUS, orpannuunBas 30Hy ero akTuBHOCTH Tipeaenamu Ol AM.

HenaBHo ObLI0 TOKa3aHO ydacTue B peryisaiuu Gpyaknuonupoanus AM A. thaliana
reHoB FAF2 u FAF4, oTHOocAmuxcsi K CeMEWCTBY I'€HOB C HEM3BECTHOM (yHKUMEH
FANTASTIC FOUR (FAF), myrém penpeccun WUS, MexaHM3M KOTOPOTO TaKKe
ocraércst HemsecTHbIM (Wahl et al., 2010). Briio moka3aHo, 4To 00JIACTH 3KCIPECCHH
FAF2 u FAF4 pacnionosxensl B nieHTpanbHoii 30He AM. Tpancrennsie iuaun A. thaliana,
conepkamue reapl FAF moa KOHTposieM KOHCTUTYTHBHOTO BUpPYCHOTO 35S mpomoTtopa,
JIEMOHCTPUPOBAIH TIOJIaBICHUE MPOTUdepanuu KIeTok AM y MOJIOABIX TMPOPOCTKOB M
cHkeHue ypoBHs skcnpeccurn WUS B AM. deHoTun npu 3TOM HE 3aBHCEN OT TOTO,
KaKOW T€H CeMEICTBa CYNepiIKCIPEeCcCUpoOBacsi. DTO TOBOPUT O TOM, 4TO reHbl FAF-
ceMeicTBa QYHKIIMOHAIBHO AYOJIUPYIOT IPYT APYTa.

OOmas cxema perymsanuu aktuBHOcTH reHa WUS nokazana Ha pucyske 7.
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Pucynok 7. (ITo Ans6ept, ExxoBa, 2013 ¢ u3menenusimu) OOias cxema peryJisiun
akTuBHOCTH TeHa WUS tpanckpumnironasiMu pakropamu B AMIT A.thaliana. LlenTpansayio
poib B orpanndyeHun aktuBHoctu WUS urpaer CLV3. Takxke B perymsiuun WUS npuHMMaroT
yuactue nojoxutenbhbie perynaropsl: PNY, PNF, REV (cTpenkn); u HeraTUBHBIE PETYJISTOPHI
FIL, YAB3, HAN, CNA, PHB, PHV, FAF2,4 (npsmbie nunuu). ['east AtHAM1-4, ogeBuaHo,
ompeAensoT rpaHunbl  obnactu  dkcmnpeccuun  WUS  (BomHuMcThie smHMEM). [ern  AP2
B3auMmoJieiictByet ¢ WUS depe3 Hen3BeCTHBIH MEXaHU3M.

Perynsauua WUS Bo ¢uiopaiabHoii mepucreme. B ocHoBe mojaepxkaHus
aktuBHocTH M A.thaliana, xkax 1 AM, nexur B3aumoneictesue reos WUS u CLVS3.
Opgnako Bo ®OM nyn CK, wmapkupoBansublii skcnpeccueir CLV3, cymecTtByer
orpanndyenHoe Bpems. ChopmMupoBaB opraHbl BceX YeTHIpEX KpyroB, ®M mepucrtema
NpeKpalaeT CBOE CYIIECTBOBAaHHWE W3-3a TMpeKpamieHus dkcrnpeccun reHa WUS.
OcuoBnyto poinb B penpeccun WUS Bo @M y A.thaliana urpaer rea AGAMOUS (AG),
BBITTOJTHAIONINHN KIIFOUEBYIO POJIb B Mpoliecce GOPMHUPOBAHUS PETIPOTYKTHBHBIX OPTraHOB

nBeTka. Dkcnpeccuss WUS Bo ¢uiopansHON Mepucteme noanepkuBaercs renamu LFY u

APETALAL (AP1) (puc. 8) (Lohmann et al., 2001).
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Pucynok 8. Perymsauus WUS Bo ¢uopanbnoit Mmepucteme. Bo ¢uiopanbHoil Mepucreme
cuctema WUS-CLV3 cymectBoByT orpanuueHHoe Bpems. Dxcmpeccus WUS Bo duopanbHoii
MepucreMe nojaepxkuBaercs renamu LFY u AP1. WUS, LFY u ULT1 uaaynupyroT 3KCIpeccHio
rera C-knacca AG, kotopslii penpeccupyet sxcnpeccuto WUS. ®M — dropanbHas mepuctema.

[Mpoxykt WUS BMmecte ¢ npoaykToM reHa LEAFY (LFY), sBastomerocss o0CHOBHBIM
TEHOM, OMPEICISIONNM TNepexo ] K IBETCHHIO, HHAYIUPYIOT TpaHCKpumnmuio reHa AG
(puc. 8), CBS3BIBAsCh C PETYIATOPHBIMH IHC-3JIEMEHTAMH BO BTOpoM HHTpoHEe AG
(Lenhard et al., 2001; Lohmann et al., 2001). B cBoro ouepenp Oemox AG MOJHOCTBIO
nonasnser skcnpeccuto WUS, mnpucoeauHsisick K €ro MNpoOMOTOpPHOM 00JacTd U
pexkpytupys 6enku Polycomb Group (PcG), KoTOpbie OCYIIECTBISIOT METHIMPOBAHHE
rHCTOHOB B paiioHe yokyca WUS (Liu et al., 2011). ¥V myranToB g HE HPOHCXOIMT
tepmuHanmu @M, B pe3yabTaTe 4ero OHM 00pasyroT JIMIMIEHHBIE TEHEPATUBHBIX OPTaHOB
I[BETKH, COCTOSIIME U3 0OJIBIIOTO KoJruuecTBa MyToBok (Bowman et al., 1989).

I'en ULT1, orpannuuBaromuii MpoCTpaHCTBEHHBIM martepH skcrnpeccuun WUS B
BeretaTuBHOW AM, Bo ¢ropanbHoit AM, sBIseTcs OOHMM M3 KIIOYEBBIX (DAKTOpOB
tepmunanu @M. ULT1 Beicrymaer aktuBatopom AG (puc. 8) Ha omnpeaeiéHHOM
BPEMEHHOM  MPOMEXYTKE, HMHIYUUPYS €ro OKCIPECCHI0 MyTéM  MOJABJICHUS

METHJIUPOBAHUS THCTOHOB B mpomoTopHoii oomactu AG (Carles et al., 2009).
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1.2.2.2. Perynssuust AMII renamu, o6ecrnieyuBaOIUMU OMOCHHTE3 U OTBET HA

PAaCTUTEC/ILHBIC TOPMOHBI

Peryasimusni AMII renamu KNOX cemeiicTBa. OmHUMH #3 BaXKHEHUIINX
peryasitopoB romeoctaza AMII sBistores rersl KNOX kimacca | (KNOX 1), xotopbie
npeacrasiensl y Athaliana  remamu SHOOT MERISTEM-LESS (STM), KNAT1
(BREVIPEDICELLUS (BP), KNAT2, u KNAT6. JlanHbIe TeHBI 3KCIPECCHPYIOTCS B
AMII, npu 5TOM BX 00JACTH IKCHPECCUU MEPEKPHIBAIOTCS, YTO XOPOIIO COOTHOCHUTCS C
YaCTUYHBIM TepekpbiTueM ux (ynkmmit. STM skcnpeccupyercs B LEHTpPaJIbHON U
nepudeprueckoit 30aax AMII, B To Bpems kak KNAT1 u KNAT2 skcnpeccupyrorcst B
nepudepuueckoii 3oue (Lincoln et al., 1994; Long et al.,, 1996: Pautot et al., 2001).
KNOX | renst perymupyiorT aktuBHOCTE AMII wmHAynmpys cuHTE3 IUTOKWHUHA U
uTokuHUHOBBIN curHai (Yanai et al., 2005).

[[UTOKUHUHBI CHHTE3UPYIOTCS B PA3HBIX YACTAX PACTEHUS — KOPHE, cTe0IIe, He3pebIX
ceMeHaXx, O uYéM TOBOpUT aHanu3 obnacteil skcrpeccun TeHoB |PT-cemeiicTna,
UTPAOIINX KIFYEBYIO POJIb B KOHTpOJE cHTe3a nuTokrnauHa (Miyawaki et al., 2004). B
AMII Takxe MPOUCXOIUT CHHTE3 COOCTBEHHOTO ITUTOKUHMHA, KOTOPHIA HaKaIrIMBACTCA
NPEUMYIIECTBEHHO B IIEHTpaibHOW 30He AM u Qopmupyer rpaguieHT K mnepudepuu.
CaszbiBasics ¢ perentopamu AHK2 u AHK4, nutokunun aktuBupyet skcnpeccuro WUS,
oOecrieunBasi, TakuMm o00Opa3oM, MOJAEpKaHHE AKTUBHOCTH CTBOJOBBIX KieTok AMII
(Leibfried et al., 2005). [{luTOKMHUH OMHOBPEMEHHO aKTUBUPYET TPAHCKPHUIIIIUIO T€HOB A
ARR cemeiicTBa - HETaTUBHBIX PETYISTOPOB ITUTOKUHUHOBOTO MYTH, OTPAaHUYHBAIONIUX
OTBET Ha IUTOKWHUHOBHIN curHan (D’Agostino et al., 2000). OqHako akKTHBHPOBAHHBIM
mutokuHuHOM TeH WUS orpaHuuvBaeT ypoBEHb TPAHCKPHUIIIIUU 3TUX HETATUBHBIX
perynsitopo (Kieffer et al.,, 2006), mommep>kuBasi TakuM 0OOpa3oM ypPOBEHb CBOCH
tpanckpunuuu ¥ nyn CK. Tlpoaykr AtIPT/ — aneHunar-uzoneHTHHWILITpaHcepasa
KaTaJu3upyer CUHTE3 aJICHO3WH-U30TeHTUI-Pocdara, SIBIISTIOIIETOCS
NPE/IIIECTBEHHUKOM IUTOKMHMHA. Clenyromas cTagus — MpeBpalleHue aJeHO3UH-
u3oneHTwI-gochara B aKTUBHBIN IIUTOKUHUH KaTaau3upyercs (EepMEHTOM IUTOKUHUH
pubo3un S'-monodochar dochopudboruapomazoii. I'em LONELY GUY (LOG),
KOJUPYIOIIUI JaHHBIA (epMEHT, BIIepBbie ObUT OOHApYXeH B reHome puca Oryza sativa

(Kurakawa et al., 2007). B renome A. thaliana o6napyxeno 9 mapanoros LOG — AtLOG1
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— 9 (Kuroha et al., 2009). Mx cynepakcnpeccusi B TpaHcreHHbix Junusx A. thaliana
NPUBOJIMIA K TIOBBIIIIEHHOU TipoiudeparuBHoi aktuBHOCcTH CK.

Cymnepakcnpeccust B pacterusx A. thaliana reroB KNOX | cemelicTBa akTHBHpYET
ypoBerb skcmpeccun reHa ISOPENTENYLTRANSFERASE 7 (IPT7), uro BemeT K
YBEJIUYCHUIO COJIEpXKaHUS IUTOKMHMHA W akTuBanuu cemeiictBa reHoB A ARR (B
gactHocTH ARR15 m ARRY), a Takke K akTHBalMH Karaboim3Ma TuOOepeimHa —
raBHOro anraronucra ruTokuauHa (Yanai et al., 2005). I'en STM sBisercs oaHUM U3
OCHOBHBIX T€HOB, TMOJICPKUBAIOIIUX HOpMajibHOE (GYHKIMOHHUPOBAHHWE M DPA3BUTHE
AMII Ha paHHUX CTaaAMSIX pa3BUTHUA, WHAYIUPYS CHUHTE3 I[MTOKMHHMHA. OTO
MOJITBEPIKAaeTCA TeM, (DEHOTHIT MyTaHTOB StM, XapaKTEPHU3YIOIIMXCS TPEKACBPECMEHHON
muddepenupoBkoii kietok AMII, MoxkeT ObITh BOCCTAHOBJIEH CyIEpIKCIpeccruel TeHa
AtIPT7 wiu o06paboTKOl MYTaHTOB 3K30T€HHBIM LUTOKMHUHOM. B cBoOw ouepens,
HK30TeHHBIA TUTOKUHUH BBI3BIBAET ObicTpoe yBenuueHue koHmeHtpanuu MPHK STM (u
apyrux KNOX TeHOB) 9TO TOBOPUT O HAIMYWU CHCTEMBI TOJOKHUTEIBLHOW OOpaTHOM
cBs3u Mexx 1y nutokuauHOM U1 KNOX renamu (Wolters et al., 2009).

HenaBuue wuccienoBaHusi BBISBWJIM HaJU4ME€ CHUCTEMbI OTPHIIATEIHLHOW 0OOpaTHOM
ces3u Mexy WUS u 4 ARR renamu, neiictByromeit uepe3 CLV3 (puc. 10). ITokazano,
yto KirouyeBble TeHbl 4 ARR cemeiictBa ARR7 n ARR15 HeoOXxoauMsl 1i1d 00eCIIeueHUs
HOpMaslbHOTO ypoBHs dkcmpeccun reHa CLV3 (Zhao et al.,, 2010), xorophrii Kak
TOBOPHJIOCH BBIIIE, SIBIIIETCS OCHOBHBIM cympeccopom WUS. Panee Ob110 U3BECTHO, UTO
o0OpaboTka pacteHuil 6onbmMu no3amu LK cnocobna mpuBoauth K (HOpMHUPOBAHUIO
¢denoruna clv ¢ xapakrepHbiM ycuiieHueM skcripeccun WUS U CHUKEHHEM SKCIIPECCHU
CLV1 (Lindsay et al., 2006; Gordon et al., 2009), 4To CBUAETEIHCTBYET O HAIUYHU
pernipeccun CLV1 co cTOpoHBI NMUTOKMHMHA W WHIYKIHMH, TaKUM 0Opa3oM, aKTHBHOCTH
WUS. Ilo Bunumomy, cymectByet u CLV-He3aBUCUMBII TTYTh.

Taxoke mokazano yuactue reda A.thaliana STIMPY/WOX9 (STIP), komupyrorero
WUS-nio100HbII1 TOME0OOKC-coiepKamuii 0eI0K, B ITUTOKUHUHOBOM ITYTH PETYJISINAN
AM mno6Gera. Cynepakcnpeccus STIP B pacteHusix TpoiiHbix MyTanToB ahk2-2 ahk3-3
crel-12  (comepxar  MyTamuud B TeHaX  [UTOKMHHUHOBBIX  PELENTOPOB),
XapakTepu3ylonmxcsi no4ytu mnoiaHeM otcyrctBuem AMIT (Higuchi et al., 2004;
Nishimura et al., 2004), Be3bBaza oOpazoBanue AM © HHIyHHpPOBaIa

poIoJDKUTENbHBI pocT mobera (Skylar et al., 2010). B oTBeT Ha cymnepaKCIpeccuio
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STIP B KiIerkax MyTaHTOB aKTHBUPOBAIUCh TEHBI, WHAYIUPYEMbIE B HOpPME
TpaHckpunroHHbIMA (hakTopamu B ARR u A ARR, skcmpeccusi KOTOPBIX HapylleHa y
mytantoB ahk2-2 ahk3-3 crel-12. Tem He MeHee, BoccTaHOBJICHHE (peHOTHIA OBLIO
HEMOJIHBIM, YTO SIBJISIETCS CBUJIETEIHCTBOM MapajuIeIbHOTO ACHCTBUS IUTOKUHUHA U
STIP.

Peryasimusi aktuBHocTH AMII reHaMm ayKCMHOBOI'O CHMTHaja. AYKCHH, KaK U
IUTOKMHHWH, UTPAaeT BAXHYIO pojib B peryisiuu aktuBHoctH AMII A.thaliana. On
croco0eH OKa3blBaTh KaK HHAYIUpYIOllee, Tak U cymnpeccopHoe paeiictBue Ha WUS.
AyxkcuH HakammuBaercs B [13 AM u peryiaupyeT 3KCIpeccuio TeHOB ayKCUHOBOTO OTBETa
yepe3 AUX/IAA-ARF curnanenbiii yth (Zhao et al., 2008), sxarogaromuii Aux/I1AA-
penpeccopel 1 ARF-Tpanckpunimonusie Qaktopbl. OH HHIYHHPYET Jerpajaluio
Aux/1AA, ocBoboxaast ARF-(pakTopbl, 4T0 IPUBOIUT K MHIYKIIMU ayKCHHOBOTO OTBETa
(Chapman et al., 2009). Ogaum u3 takux ¢akropos sBisercs reH AUXIN RESPONSE
FACTOR5/MONOPTEROS (MP). Myrtauuu B rere MP mnpuBOmsT K SKTOMUYECKOU
AKCIPECCUM HETAaTUBHBIX PEryisTOpoB IuTOKMHUHOBOrO oTBeTa ARR7 n ARR15 no Bceit
AMII (Zhao et al., 2010). CuenoBarenbHo, aykcuH, akTUBUpysS MP, mommepkuBaeT
AKTUBHOCTh IIUTOKWHWHOBOTO CHUTHAJIa, KOTOPBIA SIBISETCS BAXKHEUIIUM aKTHBATOPOM
WUS. Myrammn B renax YUCCA  (kogupyioT  (iaBHH-MOHOOKCHTEHA3bI),
KoHTposupyrommx cuate3 aykcuna (Won et al., 2011) u renax PIN1 (Okada et al., 1991)
u PINOID (Christensen et al., 2000), KOHTPOJHPYIOIIUX TPAHCIOPT AYKCUHA, TAKXKE
xapakTepusyroTcs ycunenuem skcnpeccur ARR7 u ARR15. Do Takke cBUIETENBCTBYET
0 TOM, YTO ayKCHH OKa3bIBaeT MHIyHHpyomiee BoznerctBue Ha WUS, mompmepxuBas
AKTUBHOCTh ITUTOKMHUHOBOTO cuTHasa. OJHOBpEMEHHOE HapylleHHe (QYHKIUU TCHOB
PID u AG npuBoauT K pa3BUTHIO TOOETONOM00HBIX BeTBAIUXCS 1BeTKOB (KaBaii-oon u

ap., 2011).

AykcuH criocobeH oka3bpIBaTh U cympeccopHoe neiicteue Ha WUS. On unaynupyet
tpanckpumnimio Mukpo PHK miR164 (Guo et al., 2005), ocHoBHast (hyHKIHs KOTOpPOW
cocrout B nerpaganun MPHK renos cemerictea CUC (puc. 10) (Sieber et al., 2007;
Raman et al., 2008). I'ensr A.thaliana CUP-SHAPED COTYLEDON (CUC1, CUC2)
KOIUPYIOT Tpanckpumuonusie (aktopel NAC-cemeiicTBa, OMPENENAIONINEG TPAHHIIBI
AM (Hibara et al., 2006). CUC Taxxe siBistroTcst aktuBatopamu skciipeccuu psiga KNOX

| - reroB, B ToM umcne u reHa STM, KOTOpbIN CIIOCOOCH WHIYIIUPOBATH IKCIIPECCHIO
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CUC1, CUC2, dpopmupys cucteMy mooxuteabHon oOpatHoit csazu (Spinelli et al.,
2011). TTockompky KNOX | — reHbl aKTHBHPYIOT CHHTE3 IMTOKMHHHA (CM. BBIIIE),
aykcuH, wHuUnuupys aerpagammio MPHK CUC, mpuBOOuT K CHMKEHHIO CHHTE3a

[IUTOKUHKIHA, a 3HAYUT — U YpoBH: dKkcnpeccuu WUS.

O6mas cxema perymsanuu  aktuBHoctd  WUS  pacTuUTenbHBIMH  TOPMOHAMH

IIPUBEJICHA HAa PUCYHKE 9.
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|
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Pucynok 9. (ITo Anbbept, ExxoBa, 2013) Perymsims akruBroctu WUS y A.thaliana
reHaMu TOpMOHaibHOTO chHTe3a U curHaima. KNOX reHpl MHIyIUPYIOT OCHOBHBIE T€HBI CHHTE3a
muToKuHUHA. L{uTokuHuH, nHaynupyet sxcnpeccuto WUS yepe3 penenTopbl HTUTOKHHUHOBOTO
orBeta AHK2,4, a rtaxxke wmuaymupyer skcmpeccuto CLV3 wepe3 ARR7,15, oxasweiBasg Kak
UHAyLMpYIollee, Tak U cynpeccupyrouiee BozneiictBue Ha WUS. AykcuH ¢ OHOW CTOpPOHBI
uaaynupyer WUS, cynpeccupyst ARR7,15, ¢ npyroii oka3bIBaeT penpeccopHOE BO3ICHCTBUE,
HeraTuBHO perynupys reisl CUC -unayktopsl KNOX reHos.

1.2.2.3. DnureHernyeckasi peryJsinus noajaep:xkanusi akrusaoctu AMII

ONUTCHETUYECKHEe MEXaHU3Mbl TaKKe€ WIpPAlOT BaXHYIO pOJIb B  PETYISIHA
aktuBHOCcTH AMII A.thaliana n mognepxxanust mocrostuctBa e€ myna CK. B ocHoBHOM
AMUIEeHETUYECKasi PEryysiusg CBOAUTCA K MOJIYJIMPOBAHUIO HKCIPECCHUU KITIOUEBBIX
TEHOB, NMoJAepKUBatoIKnX romeoctaz AMIL.

Jure”Heruueckasi peryasauuss WUS. B koutpons ¢ysxnuonupoBanuss AMII
Athaliana BoBmeuén psg dakropoB pemogenunra xpomaruHa. WUS - oaumH w3
IEHTPAIbHBIX 00bekTOB momoOHoi peryssiuu (Kwon et al., 2005). WUS sBasercs

HETIOCPEICTBCHHON MHINEHBIO (hakTopa pemoaenunra xpomatuda SPLAYD (SYD). SYD
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otHocurcsi K cemeiictBy SWI/SNF AT®a3, ocHOBHas poiib KOTOPHIX COCTOHMT B
o0OecricueHUN TPAHCKPHUIIIUK TYTEM CO3/MaHUs JOCTYIMHOW Uit  (OPMHPOBAHUS
TPaHCKIUIIIMOHHOTO KoMmIiuiekca matpuiiel JIHK, uro oOycnaBnuBaer mamyknuo WUS
npoaykrom SYD. Myranter A.thaliana syd ornndyainch HOCTENCHHBIM YMEHBIICHHEM
pazMepoB AM (HauMHas ¢ mepexo/ia K FTeHEpaTUBHOM CTaun) U (pOPMUPOBAIN MEHbIIE
I[BETKOB, Y€M PACTCHHUS JUKOTO TUMa. Takke y MyTaHTOB SYyd 3aMETHO CHIIKAIHCHh
ypoBau okcrpeccun WUS u CLV3, 3T0 cHmWKEHHE YpOBHS OJKCIPECCHH TOYHO
KOPPEIUPOBajo C HayaoM yMeHbIneHnus pasmepos AM (Kwon et al., 2005).

Myrantel A.thaliana ¢ mapymenusmu ¢ynkiuu reaoB FASCIATAL u 2 (FASL,2),
KOIUPYIOIUX cyObenuHuibl gakropa coopku xpomatuna-1 (CAF1), neMoHCTpHUPYIOT
pacmupenue obmactu skcrpeccun WUS, KOTOpBIH 3KcIpeccHpyeTcs B TOM YHUCIC U B
nmoBepXHOCTHBIX ciosgx AMII. Uto BhI3bIBacT pa3ButHe (acluualMupOBAHHOTO CTEOJIA.
benok CAF1 obGecrieunBaeT COXpaHEHHE SMUTCHETHUECKOTO CTaTyca IMOCe PerUTHKAIIN
JIHK (Kaya et al., 2001). IlITammer aposkxkeit ¢ HapyirenHon ¢pynknueir CAF1 He ObuIH
CHOCOOHBI TIOJICPKUBATh PSAJl TEHOB B perpeccupoBaHHoM coctostauu (Monson et al.,
1997). Bugumo CAF1 pemnpeccupyer WUS nyrém  rerepoxpoMaTHHE3AIUU
cooTBeTcTBYIOIMX yyacTkoB JHK.

B orpannuennn aktmBaHoct WUS yuactByer ren BRUSHY1 (BRU1) A.thaliana,
u3BectHbl Takke kak MGOUN3 (MGO3) u TONSOKU (TSK) mpoaykT KoTOporo
y4acTByeT B IOCTpPEIUIMKAaTHBHON craOwnm3anmu xpomatmHa (Takeda et al., 2004,
Guyomarc’h et al., 2004; Suzuki et al., 2004). BRU1 koaupyeT Oellok, Hecymui JBa
KOHCEpPBAaTUBHBIX JIOMEHA, yYaCTBYIOIIUX B OEIOK-0ETKOBBIX B3aUMOICHCTBUSIX U JOMEH,
otBevaronmii 3a B3aumoeiicteue ¢ JJHK (Takeda et al., 2010). I'en BRU1 He nposiBisiet
3HAYMUTENILHOW Tomosioruu ¢ apyrumu reHamu A.thaliana. Asmenn brul-1m brul-2 ¢
qacTUYHON moTepedt ¢yHkuun rena BRUL xapakrepusyioTcsi pa3BUTHEM CHIIBHOM
dacuuanuu ctedis, HapylmieHueM QuUIoTakcuca, yBenudeHueMm pasmepoB AMII, uto
CXOJHO ¢ mposiBneHueM MyTtaruii B reHax FAS1 u 2 (cwm. Beime). Takum oO6pa3om, ogHON
u3 BakHbIX QyHkuil rena BRUL sBusercs orpanuuenue aktuBHoctu WUS. Takke
CTOMT OTMETUTh, YTO MyTaHTBl Drul-3, Hecyme NONHOCTHIO HE(YHKINOHAIBHYIO
xormto reHa BRU1L, nposensitor kapnukoBeril ¢penorun (Takeda et al., 2004). Dto 6onee
BEPOSITHO CBS3aHO C KpaiHE BBICOKOW YYBCTBUTEIBHOCTHIO JIaHHBIX JIMHUH K

F€HOTOKCUYECKOMY CTPECCY, YEM C U3MEHEHHEM INpoiindepaTuBHO akTuBHOCTH AMII.
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B orpannuennn myna CK B AMII A.thaliana myrém neratuBroi perymsimun WUS
npuHuMaroT ydactue TeHsl ULT1 m ULT2, komupyronue TOMOJIOTYHBIE OCIKH,
conepxkamue SAND-momen, a takke B-box-momoOusiit momen (Carles et al., 2009;
Monfared et al., 2013). IIpoxyktsl renoB ULT1 u ULT2 neiicTBYIOT Kak OCIIKHM I'PYIIIIBI
trithorax (trxG), obecneunBaronirie MetmmpoBanre H3K4, uTo moanepkuBaeT reHbl B
TPAHCKPUIIIIMOHHO-AKTUBHOM COCTOSIHUU. JlaHHas (yHKIUS aHTaroOHUCTUYHA OeikaMm
rpymmsl Polycomb (PcG), obecrieunBaronmmM perpeccusi aKTUBHOCTH T€HOB, ITyTEM
metuaupoBanus H3K27 (Schwartz and Pirrota, 2007; Zheng and Chen, 2011). I'ensr
ULT1 u ULT2 axcnpeccupyroress B SMOpHOHATIBHOM, BETETaTUBHON U (uiopanbHOl AM.
Onuuounbie myTanTsl UItL u ult2 nemoHcTpUpyIOT YBennyenue pazmepoB AMII, B To xe
Bpemst AMII nBoitHbIX MyTanTOB Ultl Ult2 3HAUMTENEHO yBETUYMBAETCS OTHOCHTEIHHO
HE TOJIBKO JUKOTO THIIA, HO M 000uX oAuHOYHBIX MyTanToB. (Monfared et al., 2013). Tem
HE MEHee, yuuThiBas crnenuduky naeictBus trxG OenkoB, MOXXHO TpeJroyiaraTh, 4TO
ULT1 u ULT2 sBrstorcs nmepenpeccopamMu HeraTHBHBIX peryistopoB WUS, momo6HO
tomy, kak ULT1 nepenpeccupyer AG B xone pasputus diaopanbHoit MmepucteMbl (Carles
et al., 2009).

Onurenerndeckas peryasauusa KNOX renwoB. Kak u WUS, KNOX rens
PETYIUPYIOTCS dNUreHeTndeckumMu Mexanu3dmamu. Penpeccuss KNOX reHoB B opranusme
A.thaliana ocymiectBisiercsi mocpeacTBoM Komiuiekca mpojaykra rena ASYMMETRIC
LEAVESL (AS1) u dakropa pemonenunra xpomatuaa HIRA (Phelps-Durr et al., 2005)
(puc. 10). HIRA sBisieTcss BBICOKO KOHCEPBATHBHBIM OCIIKOM: MPHCYTCTBYET TaKKe B
opranu3Me Jpoxokei, npozodumiabt u  Mmeimu; HIRA  koHTponmpyer mporecch
reTepOXPOMATHHOBOTO  CYIPECCHUPOBaHMUS aKTHBHOCTH TeHOB (Spector et al., 1997,
Nakayama et al., 2007; Hajkova et al., 2008). Myrautsl hira A.thaliana neranbubl Ha
pPaHHUX CTaIUSAX Pa3BUTHs, TEM HE MeHee, y JIMHUHM ¢ HapymeHHod ¢ynkiueit HIRA
HaOmonaercs skronuueckas skcrnpeccus reHoB KN1 u KN2, yTo mpuBoIUT K pa3BUTHIO
as-1 momoo6noro ¢enoruna (Phelps-Durr et al., 2005). Takum o6pazom, HIRA,
dbopmupys komruiekc ¢ npoxayktamu AS, mpucoenunsetrcs Kk mpomoropam KN1 u KN2
obecrieunBasi TeTEPOXPOMTUHU3AIMIO JaHHBIX peruoHoB. CtouT orMetruth, uro HIRA
NpOosIBJISIET roMoJioruto ¢ cyobenuuuiiei P60, Bxomsmieit B coctaB CAF1 (Phelps-Durr et
al.,, 2005). Tem He MmeHee, ciabble MyTaHTBl hira He JEMOHCTPHUPYIOT HU3MEHCHHH B

skcpeccun WUS u CLV3, uro HabmiogaeTcs y MYTaHTOB IO TE€HAM, KOJUPYIOIINM
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ocHoBHbIe cyObenuHuIel CAFL (cM. Boitie FAS1,2). DTO MOXET CBUIETEIBCTBOBATH O
cnenu(pUIHOCTH PEryJSIIMA TeHOB, OTBedarommx 3a romeocta3 AMII, co cropoHs
pa3IYHBIX (DAKTOPOB peMOCIIMHTa XPOMATHHA.

B perymsuum axktuBHOCTH KNOX TeHOB Takke Y4YacTBYIOT OCIKH TPYIIIBI
Polycomb (PcG). Takue npeacraButenu PcG 6enkos, kak SWINGER (SWN), CURLY
LEAF (CLF), MULTICOPY SUPPRESSOR OF IRAl (MSI1), FERTILIZATION-
INDEPENDENT ENDOSPERM (FIE), EMBRYONIC FLOWER2 (EMF2) wu
VERNALIZATION2 (VRN2) yuactBytor B moxaaepxkanuu KNOX renoB B
pernpeccHpOBaHHOM COCTOSIHUU B Iporecce pasButus aucta (puc. 10) (Katz et al., 2004;

Schubert et al., 2006).

FAS1,2 BRU1

/

SYD —m>wuyus ———?<—ULT1,2

T /EMFz
AST |
HIRA KNOX | vRN2

SWN 7_ \ MSH
CLF FIE

Pucynok 10. Dnurenernyeckast perymsius WUS u KNOX renos B opranusme A.thaliana. WUS
u KNOX perymupyroTcspasHbIMHA TpyNIIaMH T€HOB, OKa3bIBAIOIIMX B OCHOBHOM HETraTHBHOE
BO3/ICHCTBHE.

B Tom uuncne oHM OrpaHHYMBAIOT 007acTh HSKcmpeccun STM  anmkanbHOM
mepucTtemoii modera (Schubert et al., 2006). CLF, cBs3biBasich ¢ STM B pa3BHBarOIuXxcs
JHUCTBAX, Katanu3upyeT metwnupoBanue H3K27. Yposenr H3K27me3 B paitone STM
CephE3HO CHMKEH Y CHWIBHBIX MyTaHTOB Clf, KkoTopble Takke JIEMOHCTPHPYIOT
IKTONHMYECKYI0 dKcnpeccuio STM B mucThsx. B To ke Bpems y IBOWHBIX MyTaHTOB Clf
swn nosHOCThI0 oTcyTcTBYeT H3K27me3 B paitone STM. 3To MOXKET CBUIACTEIHCTBOBATH
o B3ammoxevictBuu CLF m SWN B penpeccupoBanun STM. Taxke mokasaHo, 4TO
Polycomb ©6enku yuactBytor B momaepxkanmun KN1 u KN2 B penpeccupoBaHHOM
cocTosiHMM B miporiecce pasputus gucta (Lodha et al., 2009). Taxxe cieayer OTMETHTb,

gyro dakrop HIRA neiictByer npexae Polycomb dakropos B xoae penpeccun KNOX. YV
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cnabbix mytanToB hira B ymcthbsix B KN1 u KN2 nabmomaercst orcyrcrue H3K27me3 u
HAa000pPOT, HANTMYME METOK aKTUBHOTO XpoMaTHHA. JlaHHbIe U3BMEHEHHsI HE MTPOUCXOJIAT B
caitax mocanku AS1-HIRA KoMIIIEKCOB, HO BCTPEUAIOTCS 1O BCEH OCTAIBHOW JJIMHE
KN1 u KN2 (Lodha et al., 2009). D10 CBHAETEIBCTBYET O TOM, UYTO PEIPECCHS TAaHHBIX
TEHOB MPOMCXOANUT IOCPEACTBOM pPACIPOCTPAHEHUSI 00JacTH TeTepOXpOMaTHHA OT
POMOTOPHOM YacTH IO Bcel JTMHE TeHa. TakuMm o0pa3oM, SMHUTeHeTHYeCKas perysius
KNOX reHoB BeA€T K OrpaHHYCHHIO OOJACTe WX HKCIPECCHHU, YTO OOECTIeUMBACT
dbopMupoBaHUe KOPPEKTHBIX rpaHul] Mexxay AMII u ¢popMupyomumucs npuMopausiMu

OpraHoOB.

1.2.2.4. YyacTHe reHOB-peryJIsiTOPOB KJIETOYHOI0 IUKJIA B MO/IePKAHUN
romeocraza AMII

[ToMMMO  peTyJNATOPHBIX  T'EHOB,  OTBETCTBEHHBIX 33  MOJJCpPKAHHC
HEIeTEPMUHUPOBAHHOTO COCTOSIHHS W mponudepatuBHoi aktuBHOCTH CK, B perymsimmn
romeoctaza AMII Takke NPUHUMAIOT YYaCTHE PETYISITOPBI KICTOYHOTO ITUKJIA.
Hecmotpst Ha To, 4TO perynsuusi KJIETOYHOTO IUKJIA y PACTEHUM M3ydeHa JT0OCTaTOYHO
XOpOIIo, HE TaK MHOTO HW3BECTHO 00 YYacTHH PETYJSTOPOB KIETOYHOTO IMKJIA B
pasBuTUU U perymsiiun u noaaepkanuun AMIT (Inzé | De Veylder, 2006). Ha nanmbrii
MOMEHT IIOKa3aHO yYacTHE psja TE€HOB, OTBETCTBEHHBIX 32 PETYJSIHUIO KIECTOYHOTO
[IUKJIa, B IOJJAEPKaHUM aKTUBHOCTH KiIeTOK AMII.

['en Atthaliana AtCDC5 sBnsercs opromorom resa CDC5  S.pombe,
YUYacTBYIOIIErO B perymsiuuu mnepexojga ot craaun G2 k M wieToyHoro nmkia.
[Toxazano, uto pynkumst rena AtCDCS B 3HaUNTENIBHON CTENEHU COBMAAAET C TAKOBOU Y
ero oprojora u3 S.pombe (cm. Lin et al., 2007). MyrauTs! atcdch netanbHbl Ha CTaAUH
3UTOTHI, B TO BpeMsl Kak JIMHUH, cojaepkalie Bei3biBatonue uHrepdpepeniuo AtCDCS
PHK xoHCTpyKIMH, XapaKTEpU3YIOTCS PSIIOM HapyIICHUH, B TOM YHCIIE U HapyIICHHEM
¢yukimonupoanuss AMIL. Jluamn AtCDCS5-RNAI  XapakTepH30BaluCh 3a1epKKOi
pocrta, iepexoja Ha penpoAYKTUBHYIO CTaIMIO U MOTepEl alMKaIbHOTO JOMUHUPOBAHHUS
BCJIEJICTBHE ocyabieHus nponudeparuBHoit aktuBHOCcTH AMII. Takxke Ha MOBEPXHOCTH
JUCTOBBIX  IJIACTUHOK  HAONIONANOCh  CEpPhE3HOE  YBEIMUYEHHE 4YHCla  KIETOK,
NPEKPATUBIINX JICJICHHE U TMEPeHeANNX K dHIOPEAYIUIMKALUSAM, YTO MPOUCXOAUIIO B

pe3ynbrare HapymeHui nepexoma Mexay G2 m M craausimu kiaeTouHoro 1ukia. Ilpu

41


http://www.ncbi.nlm.nih.gov/pubmed?term=De%20Veylder%20L%5BAuthor%5D&cauthor=true&cauthor_uid=17094738

stom skcpeccuss WUS Obiia ceppé3no camxena B AMIT AtCDC5-RNAI imHMiA, kak u
skcripeccust CLV3, koTopas Takke NeMOHCTpUpOBajia IMOCIENOBATEIIbHOE CHUKECHHE B
TedeHue mepBoIXx 10-Tm AHEW mocne mpopacTtaHusA. Okcmpeccuss reHa STM  Takxke
JEMOHCTPUPOBAJAa MOCTENIEHHOE CHU)KCHHE B TECUCHHE 8-MH JHEH IMOcie MpopacTaHHs.
Oo6nactp skcnpeccun STM cokpamianack a0 Heckoibkux kierok (Lin et al., 2007).
OpnoBpementno ¢ »tuMm y Juauii AtCDC5-RNAI, cymepakcnpeccupoBasimx STM,
HA0JII0/1aJIOCh YaCTUYHOE BOCCTAHOBJIIEHME (PEHOTHUIIA. DTO CBHJETEIbCTBYET O
Bo3MOkHOM  ydactun TeHa AtCDCS5 B momnmepxkanuu ¢yHkuuoHaapHo AMII Ha
MOCTAMOPHOHATBHBIX CTAIUAX MYyTEM WMHAYKIMH dKcrpeccuu STM, a, cnegoBarensHo, U
IIUTOKUHUHOBOT'O CUTHAJIA.

B perymsmmro dynkimonnpoBanus u nonaepxanus AMII A.thaliana Taxxke moryt
Ob1Th BoBIeueHBI TeHbl CYCD3;1-3. Dkenpeccus TaHHOW TPyNIbl TCHOB HAOI01aeTCs B
AMII n npumopausx OGokoBbix opranoB (Dewitte et al., 2007). MyranTbl 1Mo reHam
CYCD3;1-3  neMOHCTPHpPYIOT  IEpeXoJ]  KJIETOK  JIICTOBOM  IUIaCTHHKH K
SHAOPENYIUIUKIUSAM Ha 0oJiee paHHUX CTAIUAX Pa3BUTHS JIUCTA, YEM ITO MPOUCXOIUT Y
IUKOro Twma. Tarke HaOmomgaeTcs yMmeHbleHue pasmepoB AMII B pesynbrare
COKpAIIIEHUs TyJia BXOIAIIMX B €€ COCTaB KJIETOK. DTO MPHUBOJIUT K 3aJICPIKKE POCTa,
Oornee MO3IHEMY TMEPEXOAy Ha PENPOAYKTHUBHYIO CTaJMI0 U YMEHBIICHHUIO YHCIIA
1BeTKOB. [Ipu 3ToM y MyTaHTOB CyCd3 He HAOMIOJAIOCh CHIDKEHHS KOHICHTpAI[HH
mutokuauHa (Dewitte et al., 2007). OgHako KayUTyChl, MOJIYYEHHBIC M3 DKCIUIAHTOB
cycd3, B omiMyMe OT Ka/lIyCOB M3 OSKCIIAHTOB JUKOIO THIIA, HE OBUIM CIIOCOOHBI
WHUIMUPOBATh  pa3BUTHE  cTeOnel  Jgaxke mpu  00pabOTKe  3HAYUTEIHHBIMU
KOHIIEHTpallUIMH LWUTOKWHWHA. Panee Obuio mokaszano, uro skcmpeccuss CYCD3;1
unaynupyercs uutokuauHoMm (Riou-Khamlichi et al., 1999). Dro cBuaerenbcTByeT 0
toM, uTo CYCD3 sBASI0TCS MUIICHSIMH ITUTOKMHUHOBOW PETYJISIIUU U HEOOXOTUMBI IS
pa3BUTHSI IMTOKUHUHOBOTO OTBETA.

I'en CCS52A2/FZR1 A.thaliana, xommpyrommii aktuBatop APC/C (Anaphase-
Promoting Complex) komiulekca, yd4acTBYIOIIEro B TMepexojae MekKAy ¢aszaMu
kierounoro nukia (Perez-Perez et al., 2008), Taxxke SBISCTCS OJHUM U3 PEryJISTOPOB
AMII. Ero skcrpeccus HabmonaeTcst Mo BceMy opranuzMmy, Ho B AMII koHmeHTpanus
tpanckpunta CCS52A2 Briie, yeM B ocTainbHbIX TKaHax (Liu et al., 2012). Pactenus

auHEAA - XCMY,  Hecymed wmyrtammio B reHe CCS52A2  xapakTepu30BauCh
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npexaeBpeMeHHon tepmuHanuein AMII, B pe3ynbrare 4ero pa3BUBAJICS YKOPOUYEHHBIN
[[BETOHOC C YMEHBIIIEHHBIM OTHOCUTEJIBHO JUKOTO TUIIA YHCIOM I[BETKOB. B HEKOTOpBIX
ciydasx Habromanock moiaHoe ucyesHoBenne AMIT (Liu et al., 2012). MyranTer Xecm9
XapaKTepU30BAJUCh  YMEHBIIEHWEM  TOJIIMHBI  CTEOJNsA, JJIMHBI CTPYYKOB U
YMEHBIIICHHBIMU pa3MepaMH JINCTOBBIX TUTACTUHOK. A Tak)K€ YMEHBIIEHUEM Pa3MEpPOB H
JacTO BO3HHUKAIOIMMUMH OudypKanusmMu ¢uiopaibHeIX MepucTeM. AM MyTaHTa €Cs52a2-3
uMeNa HapyluleHus B KJIeTouyHoi opranm3auuu cioéB L1 u L2 m xapakrtepusoBanach
HEKOTOPBHIM YBEITUYEHHEM B pa3Mepax OTHOCUTENIbHO JMKOTO THUIIA 32 CUET yBEIWYCHUS
pa3MepoB KIIETOK.

[Ipu sTtom obnactu skcmpeccun WUS u CLV3 yBenmumBamich OTHOCHTEIBHO
nukoro tuma. Yacro B mpenenax ogHoit AMII myranta €cs52a2-3 ¢opmupoBanuch 2
He3aBucumble obmactu skcnpeccun WUS u CLV3, uro roBopuT 0 (hopMUpOBAaHUH IBYX
HezaBucuMbix cucteM WUS-CLV3 (puc. 11, A, b). B Xoae oHTOreHe3a 4YMciio TaKHX
He3aBUCHMBIX oOmacteid skcmpeccun WUS-CLV3 mornmo Bo3pactaTe B pe3ynbrare
nanpHermux oudypkammii AMII (puc. 11, B, I'). JIBoiitHbie MyTaHThl €CS52a2-3 clv3-2
JNEMOHCTPUPOBAIIN 3aJIEPKKY TIEpPEeXo/ia Ha PENPOAYKTUBHYIO CTAIUI0 U CUIHHBIMU
oudypxamuamu AMII, popmupyto B HekoTopsix ciaydasx a0 30 HezaBucuMbix AMII Ha
OJIHOM cTeOJie B pesynbrare ondypkaruii (puc. 11, I, E). AMII GonbmmHCTBa JBORHBIX
MyTaHTOB €CS52a2-3 Clv3-2 TepMuHHpOBaIach yXe IMOCiIe 00pa3oBaHHS HECKOJIbKUX
IBETKOB. B TO e BpeMs ABOWHBIE MyTaHThl CCS52a2-3 Wus-1 ¢eHoTUnIYECKH
NPAaKTUYECKH HE OTIIMYAIWCh OT OJMHOYHBIX WUS-1 3a HCKIIOYEHHEM OTCPOYEHHOTO
BbIOpOCa 1BetoHoca (puc. 11, 3) (Liu et al., 2012).

[Ipu ostom ocHoBHOW ¢yHkuueir CCS52A2 sBnseTcss KOHTPOJb SHAOLUKIA
(Lammens, 2008; Liu et al, 2008), 4Yro ™OATBEP)KAAETCA COOTBETCTBEHHBIM
YBEJIMYEHUEM WM YMCHBIICHHEM IUIOMJIHOCTH KJIETOK JINCTa Yy PACTeHHHA C
OTCYTCTBYIOIIEH WJIM YCHJICHHOM JKCHpeccuer maHHoro reHa. Tem He menee, B AMII
MYTaHTOB CCS52a2-3 He MpOMCXOIUT U3MEHeHHs tionaHocTu kiertok (Liu et al., 2012),
YTO YKa3bIBa€T HAa OTCYTCTBHE CBsA3M Mexanu3Mma nojanepxxanust AMII renom CCS52A2 ¢
peryisiiiiel  ypoBHSI IUIOMJHOCTH KiIeTOK. Takum oOpazoMm, ren CCS52A2 moxer
MOJIIEPKUBATh (POPMUPOBAHKE MpaBUIIbHON opranm3anuu AMII, obecnieunBasi e TMHCTBO

3o0nbI kcnpeccun WUS-CLVS.
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ccsb2az-3 clv3-2 wus-1  ccs52a2-3 wus-1

clv3-2

Pucynox 11. (o Liu et al., 2012) ®enotun myranTa ccs52a2-3. Dkcnpeccust WUS 8 AMIT
8-MU THEBHBIX MPOPOCTKOB: A - TUKOTO THIA, b - MyTaHTa €CS52a2-3, XOpOIIO BUIHO HATHYUE
y €cs52a-3 nByx obnacrteii sxcnpeccun WUS. AMII couerusi: B -auxoro tuma, I' - myTanTa
ccs52a-3, XopoIio 3aMEeTHO HaM4due y €CS52a2-3 MHOKeCTBEHHBIX odaroB skcmpeccuu WUS,
COOTBETCTBYIOLIMX MHOKECTBEHHBIM MEpHCTEMaM, Pa3BUBIIUMCS B pe3yibraTe Oudypxanui
AMII. [ - ommuounsii myrtant Clv3. E - nBoitHoi myrant ccs52a2-3 clv3 ¢ mormHbIM
aHOMAJIbHBIM BETBJIEHHEM 3a C4€T oOpa3zoBaHMd MHOxecTBeHHbIX AMIIL. XK - oguHOYHBIHM
MyTaHT WUS-1. 3 - aBoliHOI MyTaHT €CS52a2-3 wus-1.

Taxxke moka3zaHo yyacTue UMKIMH-3aBUCUMBIX KuHa3 A-tuna (CDKA) B perymisiuu
romeocraza AMII A.thaliana (Gaamouche et al., 2010). Dkcnpeccusi JOMUHAHTHO-
HeraupHoro amtenss CDKA;1.N146 non kouTtposnem npomotopa STM B pacTeHMsIX
A.thaliana mpuBoguia k 3axepxke pocta, (HOPMHUPOBAHUIO YMEHBIICHHBIX JUCTOBBIX
TUTACTUHOK aHOMasibHOM (opmbl. AMII maHHBIX JHMHMI WMeNa MEHbBIINE pa3Mepbl U
HapylIeHHyo opranm3aiuo cioéB L1 u L2. Yucno kinerok AMII 6bu10 MeHbIIE, YeM y
JMKOTO TUTA, a UX pa3Mepbl BapbUPOBAIH, YACTOTA JIEJICHUS KJIETOK TaKKe Obula HUKE
M0 CPaBHEHHIO ¢ AUKUM TumoM. OOmactu skcnpeccun Takux reHoB kak STM, WUS u
CLV3 w©He wu3MeHsuinicb y OONBUIMHCTBA PACTeHHMH, CYHEPIKCIPECCUPYIOLINX
CDKA;1.N146. Tem He meHee, HeOOJbINAs YacTh TPAHCTCHHBIX PACTCHHH Ha CTaIuu
PO3ETKH JeMOHCTpUpoBasa oOpa3oBanue 1ByX cauBmmuxcsi AMII Ha Bepxylike cTeds.

JlanHbIE pacTeHUs TaKXKe XapaKTEPU30BAIUCH OOJBIICH CTENEHbI0O WHTHOMPOBAHHS
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kietounbix geneHuit. [Ipu stom ycunenme skcnpeccun CDKA;1.N146 mpuBoamio k
YBEIIMYEHUIO JO0JHM pacTeHuil ¢ MHOxectBeHHOi AMII (Gaamouche et al., 2010). Do
MOYKET CBHJICTEILCTBOBATh O HATMYNU 3aBUCUMOCTH MEXIY KOPPEKTHOW OpraHU3aIfei
AMII 1 yacTOTOM KJIETOUYHBIX JIEJIEHUN.

Crout oTMETHTH, 4TO ypoBeHb akTHBHOCTH CDKA CHmXEH y MyTaHTHOH JTUHHUH
fasl (Ramirez-Parra et al., 2007), 94TO XOpOIIO KOPPETUPYET C CEPHESHBIM CHIKCHHEM
AKTUBHOCTH KJICTOYHBIX JACJCHUH y JAHHOTO MYTaHTa. DTO MOXET CBHJETEIHLCTBOBATH O
toMm, yTo FAS1 He Tonmpko orpanmumBaer pasmepsl AMII mocpencTBOM HeraTuBHOU
perymsiiiuu obnactu skcnpeccun WUS, HO U MONOXKUTENBHO PETyIHpYyeT aKTHUBHOCTD
KJICTOYHBIX JelieHuH, nHaynupys akTuBHOCTh CDKA. Tak kak akTHBHBIE KJICTOYHBIC
JeneHus, oOecreuynBaemMble  paboOTOM CDKA, o0ecnieunBamOT JIUTEIHHYIO
npoiaudepaTuBHy0 akTUBHOCTH AMII, MoxHO 3akmiounth, uto FAS1 mommmo
orpannueHuid pasmepoB AMII moamepkuBaeT coxpaHeHHe e€ mNpoaudepaTUBHON
AKTUBHOCTH Ha MPOTSHKCHHUH JUTUTSIILHOTO BPEMECHH.

[Tomumo CDKA B moxpnep:kaHuu mpaBuiabHOM opranm3anuu AMIT A.thaliana
yuactBytoT 1 CDKB (Andersen et al., 2008). JIuauu, 3KCIpecCUPYOIUE KOHCTPYKIIUH,
Bbi3bIBatoniiue PHK-unTepdepenmuto ogHoBpemenno renoB CDKB2;1 u CDKB2;2,
JEMOHCTPUPOBANU (PEHOTHUII, CXOXKHH C JHUHHUSIMH, SKCIPECCUPYIOMUMU JOMHUHAHTHO-
HerauBHbli amwtenb CDKA;1l. A WMEHHO KapJIMKOBOCTb, HapyIIEHHE OpraHU3aluu
KIeTouHbiX cnoéB AMII, a Takke yMeHbBIIEHHE YWCIa W YBEIMYECHHUE pa3MepoB &
KJIeToK. YacTtora KJIETOYHBIX JEJNeHUHA ObUIa CYUIECTBEHHO CHM)KEHAa B peE3yJibTare
Hapymenuss mniepexoga G2-M. B pesymprare uero kietku AMII mepexomunm K
srnopeaymmkanusiM. AMII nanHpIX auHMNA Takke Obl1a CKIOHHA K (DOPMHUPOBAHUIO
HECKOJIbKUX CJIUTBIX MEPHCTEM, B KOTOPBIX BO3HHKAJIO HECKOJIBKO HE3aBHCHUMBIX
obmacreit skcnpeccun WUS-CLV3 u STM. OAHOBpEeMEHHO € 3THM IPOUCXOIMIIO
najcHUE KOHIICHTPAIMA aKTUBHOTO IUTOKWHWHA W TAJICHUE YPOBHS DKCIPECCHH T'CHOB
IIUTOKUHUHOBOT'O OTBETA C OJIHOBPEMEHHBIM POCTOM KOHIIEHTpaluii aykcuHa (Andersen
et al., 2008). DTo cBHIETENbCTBYET, 4YTO HAOIIOJaeMble HapylIEHUS BbI3BAHbI

U3MEHEHUEM B MEXAHU3MAaX TOPMOHAJIBHOM PETYIIALUN.
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1.2.2.5. B3anmopeiicTBHe reHOB CTBOJIOBOCTH € TéHAMM KJIETOYHOI0 LIMKJIA

B Hacrosmmii MOMEHT yCTaHOBJICHO HATMYKE B3aUMOACHCTBUS T€HOB, OTBEYAIOIINX
3a noxanepxkanne CK anMkaibHBIX MEPUCTEM B HEJIETEPMHUHHPOBAHHOM COCTOSIHHM C
reHaMH, PETYJIUPYIONIMMH KJIETOYHble JefieHus. TeM He MeHee, JaHHbIE O
B3aMMO/JICICTBUU T'€HOB CTBOJIOBOCTH C T€HAaMM KJIETOYHBIX JEJIEHUA M O POJIM JAHHBIX
TeHETUYECKUX MEXaHU3MOB B peryasinuu  (yHkuuoHupoBanus AM  sBisioTcs
HETOJHBIMH.

I'en SCARECROW (SCR) nHeoOxomuM s 3aKiagkd M (GYHKIIHOHHPOBAHHS
nokosimerocs nentpa (1) 8 AM xopus A.thaliana (Sabatini et. al., 2003). B kierkax
[1L] myTaHTOB SCI' 3KCIpeccHs creun(puueckux MapKepoB OTCYTCTBOBaja, YTO TOBOPUT
0 TMOTEepe JaHHBIMHM KJIETKaMH XapakTepHbIx uepT kietok 1L (Sabatini et. al., 2003).
Takxke MHULIMATBHBIE KIETKH KOJYMEIJIbl MyTaHTOB SCI' IEMOHCTPUPOBAIH SKCIPECCHUIO
psila MapKepoB, XapakKTepHBIX g JIudPepeHIUpYyIOIMUXCcs KIETOK, M B HOpME
orcyrcTByrommx y wHunmanei (Sabatini et. al., 2003), uyto cBuaeTenbCTBYET 0 MOTEpPE
[T myTtaHTOB SCI CcBOMX (YHKIMI M HECTOCOOHOCTH TMOJJCPKWBATh WHHULIAAIH B
HE/IETEPMUHUPOBAHOM COCTOSIHUHM. bbuto mokazaHo, uro reH SCR Hampsmyro
B3aumojeiicteyer ¢ reHoMm RETINOBLASTOMA RELATED (RBR), oGecneunBas
MeieHHoe JeneHue kietok B IIL. Hapymenne naHHOro B3aMMOJIEUCTBHS B PE3YJIbTATE
ToukoBbIX MyTauidi B SCR unu RBR npuBoIUT K yBEIHYEHUIO YaCTOTHl aCCUMETPUYHBIX
nenennii B [, B pe3ynbrare uero yBenuumBaeTcs myn Obictpo nemsimuxcsi CK B8 AM
xopHs (Cruz-Ramirez et. al., 2013). [Ipu 3ToM He HaOIrOAETCS KAKUX-JIMOO HAPYIICHUN
¢yukuuonupoBanus I11] kak mmmu CK. Tem nHe wmenee, 11 nmumii A.thaliana, c
HapyLIEHHBIM B3aUMOJICICTBUEM SCR-RBR JEMOHCTPUPOBAJ 0OJBIIYIO
gyBcTBUTENBHOCTh K JIHK-moBpexnatronum arentam, yem IIL[ nuHuii nukoro tuma, y
koTopbix kietku [ mpakTnueckn He morubanu npu obpadorke JHK-nmoBpexnatonmmu
areHTaMmu. ITO MPUBOJUIO K OoJiee cepbE3HbIM HapylieHUsIM pyHkuronupoBanuss AMII
U pocTa KOpHs, 4eM y pacreHuit aumkoro tuma (Cruz-Ramirez et. al., 2013). Takum
oOpa3om, meaneHHble aeneHust B [11] He BAMSAIOT HA ero (PyHKIIMOHAIBLHOCTb, a CIyKaT
JUISI TIOBBIIIEHNS] YCTOWYMBOCTH K TEHOTOKCUYECKOMY CTPECCY.

Croutr ormetrutrb, 4to reH RBR Takke sBiseTcss KIIOUYEBBIM PEryIsSiTOPOM
KJIETOYHOTO IUKJA, HEOOXOIUMBIM Ui KOOPAMHALIMM  KJIETOYHBIX  JICJICHUH,

TG GepeHIUPOBKA W OOIIEro TOMeocTa3a pPAa3JIMYHBIX MEPUCTEM PACTUTEIHLHOTO
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opranmsma. HWupymmpoannas PHK-unatepdepenius RBR y TpaHcreHHBIX JTUHMIA
A.thaliana mpuBoAMIIa K MOJHON OCTAHOBKE Pa3BUTHUS MPOPOCTKOB YKE TOCIIE 5-TH THEH
KyJIbTUBAIIMU Ha cpejie, cojaeprkaiieit naaynupyromuii areut (Borghi et. al., 2010). B
ciydae oO6paboTku Oosiee B3pOCIBIX PACTEHUN MHAYLUPYIOIIMM areHToM, o0pa3yemble
nocyie 0OpabOTKH JHUCThbsI OBLIM 3HAYUTEIBHO MEHbBIIE HOPMBI M MMEIH aHOMAJIbHYIO
Mopdomnoruto. Takke mnocne wuHaykuun PHK-waTepdepenmuun RBR wHabmroganoch
Mporpeccupymoliee HapylieHue kietouHoit opranuzanuu AMIL (ocoOeHHO spKO
nposieisBiieecs B L2 u L3) u obmiee nameHenue e€ Mophoaoruu ¢ KynojiooOpa3Ho Ha
ymioménnyto. [lomumo 3toro, Habm0gaM0CH HapylieHne (GOpMUPOBAHUS MPUMOPIUEB
opraHoB.  Mopdonoruyeckue  Hapymenus AMII  compoBokmanuch — Takke
MIPOTPECCUPYIOIIUM COKpallleHneM 00JacTd U ypoBHs skcnpeccuu CLV3, uto BHauanie
COTIPOBOXKIATIOCH HEKOTOPHIM yBenmdeHneM aktuBHOCTH WUS, KOTOpasi, TeM HEe MeHee. B
nanbHelmeM cHuxkanach 10 Hopmbl (Borghi et. al., 2010). Takxke CTOUT OTMETHUTD, YTO
BUJUMBIX M3MEHEHUI B JKCIPECCHMM TaKUX BaXXHBIX U1 (pyHkuuoHupoBanus AMII
reroB, kak STM u KNAT1, ne nabmonanock (Borghi et. al., 2010). Knetounsie neneHus
IpU 3TOM OBUIM JOCTAaTOYHO AaKTHUBHBI, O YEM CBHJIETEIICTBOBAIO YBEJIWYEHHUE YPOBHS
skcnipeccun CYCB1;1. Takum 006pa3oM, MOKHO TOBOPUTH O BO3MOKHOM yudactuu RBR
HE TOJBKO B PETYISIINU KIETOYHBIX JeNIeHUuH, HO U B perynsiuu cuctembl WUS-CLV3.
OO0 3TOM CBHJIETENBCTBYET TOT (hAKT, YTO MPHU IBHOM HapylieHuu 3xcnpeccun CLV3 npu
uckycctBeHHo wmHaktuBanm RBR  ypoenr skcmpeccunm  WUS  BeIpactaer
HE3HAYHUTEIBHO U JIMIIb Ha HEMPOJOJDKUTENIEHOE BpPEeMsl, TIOCJIE Yero MajaeT MOYTH 0
ypoBHs 1uKoro tuma. Takoe coxpaHeHue ypoBHs aktuBHOocTH WUS B ycroBHsIX SIBHOTO
HapymeHus: cuctembl perynsmun  CLV3  moxker ObITh  CIEACTBHEM  HATU4UA
nosioxutenbHoi perynsiuu WUS co ctoponsr RBR, motepss koTtopoit kommeHcupyet
poct aktuBHocTH WUS B pesynbrate Hapymenus skcrnpeccun CLV3. Crout orMeTuTsh
Takke, yTo nHakTuBauusa RBR BbI3bIBaeT HapylieHus npoiudepanuu npokaMOralbHbIX
KJIETOK - MX YHCJIO CHJIBHO YBEJIMYMBACTCS M HApYIIAETCS KJIETOYHAs OpraHHU3allvs.
[Tomumo »TOTO. HapymieHus npu WHaKTUBaIMM RBR BO3HHMKarOT W Bo (ropaibHOM
mepucteme (Borghi et. al., 2010). OTo cBuaerenbcTByeT 0 TOM, uTo RBR siBisieTcst oqHuM
U3 KIIOYEBBIX PETYIATOPOB, CBS3BIBAIOIIMX MEXAHW3MBI TOJIEPKAHUS MOCTOSHCTBA
nyna CK u perynsiuuy KJIETOYHBIX JEJIEHWH, KOTOPBIM MpH ATOM JAEWCTBYET BO BCEX

MepUCTEeMaTHYECKHX TKaHsX opranu3Ma A.thaliana.

47



Taxke ecTh IaHHBIC, YTO TEHBI, moanaepxuBaronire romeocras AMII A.thaliana,
takue kak WUS crmocoOHbI BIHMATh HAa WHTCHCUBHOCTh KJICTOYHBIX neiieHuil. Tak y
myTtanTa Stem ectopic flowers (sef), xapakrepusyroiierocss yBeIHUYCHHUEM aKTHBHOCTH
WUS nabmroaetcs yBeTMYCHUE UTMHBI THIIOKOTHIIS 32 CYET YBEJIMUCHUS YUCIIA KIIETOK,
a HE MX pacTSKEHHs, B TO K€ BpeMsl y MyTaHTa WUS-1 HaOI0aeTcsl COKpalleHue ynucia
KJICTOK TMITOKOTHIISA M, COOTBETCTBEHHO, YMEHbIICHHE ero AmuHel (Zhang et. al., 2013). B
runokoTwie Sef  HaOmromaeTcss aKkTUBHAS MPOJUQeEpaIus KIECTOK, 0 YEM TOBOPHUT
BBICOKUN ypoBeHb akTuBHOCTH CYCBL1;1, B TO ke BpeMs B THIOKOTHIAX pacTEHUU
JUKOTO THITa 1010000 mponndepaTUBHON akTHBHOCTH He HaOmomaercs (Zhang et. al.,
2013). TIlokasano, uro y pacTeHuil auHuK Sef HAOMIOgaeTCSA SKTOMHMUYECKAs DKCIPECCHS
WUS B kiieTKax THIOKOTHIISI, KOTOpask OTCYTCTBYET y PACTCHHU TUKOTO THIA; TIOMUMO
3TOr0 B KIJIETKAaX THUIOKOTWIS pacTeHuit Sef HaOmogaics MOBBIMICHHBIA YPOBEHb
skcripeccur rena GLUTAMINE-RICH PROTEIN 23 (GRP23) (Zhang et. al., 2013),
SIBIISIIOIIETOCS OJHOW M3 MuleHed perymsaiuu co ctoponsr WUS (Busch et. al., 2010).
Cynepakcnpeccusi reHa GRP23 BbI3biBaeT yBeNWYeHHE JUIMHBI THUIIOKOTHIIS 3a CUET
WHTECHCU(UKAIIUKA KICTOYHBIX JIEJICHUI: y MaHHBIX TPAHCTEHHBIX JUHUI HaOII01a10Ch
YBEIIMYCHHE YMCIIa KICTOK, HAXOIAIIMXCS Ha cTaguu nepexoga G2/M u Ooiee BBICOKHIA
MUTOTHYCCKHI WHJACKC, 4yeM y aukoro Ttuma (Zhang et. al., 2013). B 1o xe Bpewms
uHakTuBanus rena GRP23 y nunuu sef mpuBoauia k momaBieHUIO MpoudepaTUuBHOM
aKTUBHOCTH B THIIOKOTHJIE M COKpamieHuto ero jumHbel (Zhang et. al., 2013). 3Oto
cBuaeTenbeTByeT 0 ToM, uTto WUS MHAYyIUpyeT KIETOYHBIC ACNICHUS B TUIIOKOTHIIC
MIOCPEJICTBOM TOJIOKHUTENbHOM perymsanun GRP23, saBisromerocss HEMmocpeICTBECHHBIM
WHIYKTOPOM KJICTOUHBIX jelicHui uepe3 perynsnuto G2/M nepexona. Takum oOpazom,
WUS cnocoben omocpegoBaHO peryadpoBaTh aKTUBHOCTH KJIETOYHBIX JEJECHUM, XOTS
Hannune mogoonoro Mexanusma B AMII e nokasaHo.

Taxke mokaszaHo, uro reH STM cmocoben uHaynupoBaTh 3kcmpeccuto CYCD3
uyepe3 nutoknHUH. Tpancrensie smHuu A.thaliana, cynepskcnpeccupyronmme ren STM,
XapaKTepU30BAJIUCh  CHIDKGHHWEM  YWcja  KIETOK  JIUCTA,  MNEpelIequX K
DHIOPENYIUIMKAIUSAM W YCWICHHEM KIETOYHBIX Mpoiudepanuii, 4T0 MNPUBOAWIO K
(dopMHupoBaHUIO aHOMaJIbHOW JucToBoM TutactuHku (Scofield et. al., 2013). Taxxke
MOKa3aHo, YTO CyMepaKcIpecus reHa MUTOKUHUH okcuaasbl 1 (CKX1) Besa kK CHHKEHHUIO

ypoBHs skcrpeccun reHoB cemeiictBa CYCD3. Cymepakcmpeccusi OJHOBPEMEHHO H
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CKX1 u CYCD3 BeBbBana (EeHOTHI, XApAaKTEPHBIM M CYNEpPIKCIPECHU TOJBKO
CYCD3, 4to CBHAETENBCTBYET O TOM, 4YTO A(P(EKThl CHWKEHUS 4YHCIa KIETOK,
NEPEeXOMAIIUX K DHIONUKIY, B pe3ynbTare cynepakcrpeccurn STM (a 3HA4uUT u
YBEIWYCHUSI KOHIIGHTpAllUd IUTOKWUHMHA) oOycioBneHsl uHAayknuer CYCD3
(3kcripeccust KOTOpBIX HMHaynupyercss nurokuauHoM) (Scofield et. al., 2013). Taxxke
cymepakcnpeccus STM B pactenmsx TpoiiHoro myranTa Cycd3;l cycd3;2 cycd3;3 ne
NPUBOJMIA K BOCCTAHOBIEHUIO MYTAaHTHOTO (eHoTuna (MOBBIMICHHBIM YpPOBEHBb
SHIOpEAYIUIMKAIMKA U ocjiabienHas nponudeparuBHas aktuBHOCTh) (Scofield et. al.,
2013).

Ha panHpli MOMEHT [aHHBIE O B3aUMOJICCTBUM TE€HOB, MOJICPKUBAIOIINX
noctosiHcTBO Tiyna CK, u TeHOB, perynupyromux aKTUBHOCTb KJIETOYHBIX JEICHHIA,
MPEJICTABISIOTCS BECbMa HEMOJHBIMH. XOTS TOYHBIX JAHHBIX, TOBOPSAIIMX O HATAYUU
YETKOTO B3aMMOJICHCTBUS MEXKAY TeHaMU, perynupyrommumu romeoctas AMII, u renamu
PEryasTOpamMu KJIETOYHOTO LUKJIa HEmocpeacTBeHHO B camoit AMII, umeromuecst (haxTh
MO3BOJISIIOT MPEANOJIOKUTh HAIMYME TaKOTO MEXaHW3Ma, BKIIIOYAIOIIEro 00e TPYIIbI
T'€HOB, KOTOPBIN 0OecrieunBaeT MoA/iepkaHue romeocrasa u (OpMHUpPOBaHUE TTPABUIIHHON
CTPYKTypbl He TOoiapko AMII, HO WM JOpyrux MepHUCTEMATMYECKUX TKAHEH OpraHu3Ma
A.thaliana.

Takum 00pa3oM, reHeTHYEeCKUH KOHTPOJb aKTUBHOCTHU CTBOJIOBBIX KieTOK AMII
Atthaliana mpencraBisier co0Oi  CIOXHYIO CHCTEMY, BKIIIOYAIOIIYI0 OOJBIIIOE
KOJIMYECTBO TeHOB. lleHTpasibHBIM Te€HOM B JaHHOW cucteme sBisiercs ren WUS,
OTIpEICNAIONINA aKTUBHOCTh W rpanuibl myna CK mobera u GyHKIMOHUPYIOUTUI B
TecHOM B3aumonencTBuu ¢ reHamu CLV. Bmecre WUS u CLV ¢dopmupyror cuctemy,
KOHTPOJIMPYIONIYI0 TpoiudepatnBHy0 akTHBHOCTH myida CK, B To BpeMs kak poJib
OCTaJIbHBIX TE€HOB CBOJUTCS B OCHOBHOM K MOMYJISIIIUM JCHCTBUS JAHHOW CHUCTEMBI.
Cpenu JaHHOW TPYNIBI TEHOB IMOMHUMO TPAHCKPHUIIIMOHHBIX PETYJISTOPOB BCTPEUACTCS
TaK)Ke 3HAYUTEIILHOE KOJIMYECTBO PETYJISATOPOB APYTUX THUIIOB, CPEAN KOTOPBHIX BAXKHYIO
pOJIb  UTPAIOT DIHUTCHETHYECKHUE peryasaropbl. CTOUT OTMETHUTh, YTO JICHCTBHE
AMUTCHETUYECKUX PETYSITOPOB B JAHHOM ClIy4ae JOCTAaTOYHO crenupuuHo u
skcrpeccust WUS u apyrux KiIr04eBBIX TEHOB ToJiepkaHus romeoctaza AMII, takmx
kak STM, HaxoIWTCsA MOJ KOHTPOJEM pPa3HbIX TPYII AMUTCHETUYECKUX PETYISITOPOB.

Baxnelimas ponp B KoHTpose AMII npuHaaneXutr pacTUTEIbHBIM TOPMOHAM —
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OUTOKWHUHY W ayKCHHY, a, CIEIO0BATEIIbHO, U T€HaM, 00ECIeYHBAIOIINM OMOCHHTE3 U
TPAHCHOPT JTAaHHBIX TOPMOHOB, U Pa3BUTHE TOPMOHAJIBHBIX OTBETOB. Ilpu 3TOM pabora
IF€HOB TOPMOHAJIBHBIX CUTHAJIOB, B CBOK) OYEPEab, HAXOAMUTCS IIOJ KOHTPOJIEM TI'E€HOB

KIICTOYHOI'O IHUKJIA, IIOAACPKNBAOIINX TaKUM 06p330M KOPPCKTHOC q)YHKI_II/IOHI/IpOBaHI/Ie

AMIIL.

1.3. OnTorenernuyeckue usmeHeHusi AMII B mocT20puoHaIBLHOM NepUOIe

Eciu B mpouecce sMOpuoreHesa NpPOUCXOTUT 3akiagka U (HOpMHpOBAHUE
dbynkimonanbHoit AMII, To Ha MOCTAIMOPUOHANBHBIX CTATUAX OCHOBHBIE HM3MEHEHUS
AMII cBs3aHbl ¢ yBeIMYEHHEM €€ pa3MEpoB, CTPYKTYPHBIMM H3MEHECHHSIMH U
NpUOOpETeHHEM KOMIIETEHTHOCTU Ui 3aKIaJKH Pa3UYHBIX THUIIOB OpraHoB. Tak Ha
BereratuBHOM cTaanu AMII 3aknanbpiBaeT po3eTOUHBIE JTUCThI U OOKOBBIC BEr€TATUBHbBIC
MEpHUCTEMBI, JAOIINE Hayalno napakiagusM. B To Bpems kak Ha craauu upereHuss AMII
3aKia/ibIBaeT OOKOBBIE (JIOpaJIbHBIE MEPUCTEMBI, M3 KOTOPBIX PA3BUBAIOTCS LIBETKH.
JlanHble oHTOreHetnueckue usmeHeHuss AMII, kak u moanepkanue €€ TroMeocrasa,
TpeOyIOT KOHTPOJISI CO CTOPOHBI CJIOKHBIX T€HETHUECKUX MEXaHU3MOB.

BereraruBnas cragusa AMIL. Ilocie npopactanus cemenu neppoHavyanbHas AMII
A.thaliana mepexoauT K BereTaTUBHOM CTaJMK, HA KOTOPOH OHA (POPMHUPYET PO3ETOUHBIC
oucTea. B cocTraBe BereraTMBHOM CTaJIMM MOXHO BBIJEIUTh JBE IOJCTAJNHU:
10BeHWIbHYIO0 U B3pociyio (Poethig, 2003). Ha roBeHWSIBHOW CTaauu pa3BUBAIOTCS
HEOOJIbIINE JIUCThS, C OTCYTCTBMEM (MJM OY€Hb HEOOJBIIMM YHCIOM) TPUXOM Ha
BEpPXHEW MOBEPXHOCTH U MPOCTHIM KUIKOBaHWeM. Ha B3pocinoii cranuu hopMupyrorcs
KPYITHBIE JIUCThS, UMEIOIMe Ooyiee CI0KHOE KIIKOBAaHHE M 00pa3ylolre TPUXOMBI Ha
ob6eux moBepxHocTsx (Poethig, 2003). Takxke Ha B3pOCIOH BEreTaTHBHOW CTaIUH
npoucxonu mnepexon k nsereHuro (McDaniel et al., 1996; Tekfer et al., 1997; Van
Lijsebettens and Clarke et al., 1998).

[lepexon oT roBeHWIbHOM K B3pocioil BereratuBHo AMII Haxonutcs mon
KOHTPOJIEM 3HAYUTEJIBHOIO KOJMYECTBA T'€HOB. Benyniyro posb B Cynpeccuu Inepexoja
AMII OT (OBEHWJIBHOM K B3pOCIOM BETETATUBHOM CTAaJMM UIPAET PSIJ TEHOB,
YYaCTBYIOIIMX B IOCTTPAHCIISIUMOHHOM HEraTMBHOW peryiasinuu reHoB mnyrém PHK-

uHTephEepeHIINH.
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I'en A.thaliana HASTY (HST) siBisieTcss opTOJIOroM reHa MUMIOPTHH B-10I00HOTO
pelenTopa HYKJICOIUTOIIA3MATHYECKOTO TpaHCIopTa exportin 5 wmiiekonuTaromux
(Bollman et al., 2003). Mytanuu B rene HST mpuBOAT K YCKOPEHHIO Tepexoaa K
B3pOCTIOW BETeTATUBHOW CTaJWMH, a TAaKKe YCKOPEHHUIO TOCJICIYIONIEro Mepexona K
I[BETCHHUIO, YTO BBbIpakacTcs B OoJiee paHHEH OTHOCHUTEBHO JMKOIO THIA 3aKjIajKe
npuMopaueB 1BeTkoB. Takke y myraHTtoB hSt-1 dacto HaOmromaercs Oosiee paHHsSA
3akiaaKa (IopalbHBIX IPUMOPAMEB, HO BBIOPOC IBETOHOCA M PACKPBITHE OYTOHOB
3ajiepKaHbl, oTHocuTenbHO aukoro tuma (Bollman et al., 2003). SERRATE (SE)
KOAMpYET OeJoK, coaepkamuii goMeH «iuHKoBbie manbiipl» (Clarke et al.,, 1999).
MyTtaruu B JaHHOM T'€HE MPUBOIAT K MPUOOPETEHUIO MTEPBBIMHU JTUCTHSIMH MyTaHTa YepT
B3POCIBIX JIUCTHEB, YTO BEAET K YBEIWYCHHUIO JTOJIU B3POCIBIX JHCTHEB OTHOCHTEIHHO
JTUKOTO THIIA.

Cxonnbplii (heHOTHIT JEeMOHCTpUpPYIOT MyTaHThl B TeHe A.thaliana ZIPPY (ZIP),
npuHagnexamem k cemeiictey ARGONAUT (Hunter et al., 2003). MyrauTsl Zip
00pa3yloT y/JIMHEHHbBIC, 3aKpYUYCHHBIC BHHU3 JIMCThS M O0Pa3ylOT TPUXOMBI Ha BEPXHEH
TIOBEPXHOCTH 00JIe€ MOJIOJBIX JIMCThEB, B CPAaBHECHUH C JTUKUM THIIOM. [Ipm 3TOM
MYTaHTBI ZIp HE JEMOHCTPHPYIOT 0OJice paHHEro 3al[BETaHHs MO0 CPABHEHUIO C JTUKHUM
tunoM (Hunter et al., 2003).

MyranTsl A.thaliana mo reram SUPPRESSOR OF GENE SILENCING3 (SGS3) u
RNA-DEPENDENT POLYMERASEG6 (RDR6) ¢eHOTHNIHUSCKH HE OTIMYAIOTCA OT
myrtantoB Zzip (Peragine et al., 2004). PacTeHuss TOMO3HIOTHBIC IO pPa3IHYHBIM
KoMOuHaIusaM zip, Sgs3, u rdr6 Taxxke AEMOHCTPUPYIOT (DEHOTHII, XapaKTEPHBIA IS
OJIMHOYHBIX MYTAHTOB. B TO ke BpeMs MyTHTHI NSt SMUCTaTUPYIOT BCE TPHU MyTaHTa Zip,
sgs3, u rdr6 (Peragine et al., 2004), uto CBUAETEILCTBYET 00 MX YyYaCTHH B KOHTpOJIE
oIHOrO Tporecca. Takke IMOKa3aHO, 4TO y MyTaHToB SQUS3, u rdr6 (Ho He y Zip)
HAOJI0aeTCsAd yBEJIUYEHHUE YPOBHS OKCIPECCHU TPYIIBl T€HOB, B TOM 4YHCIC H
SQUAMOSA PROMOTER BINDING PROTEIN-LIKE 3 (SPL3), sBustouuiics
MHUIIIEHBIO PEryisiiuu co cTopoHsl MIR156 (cMm. Peragine et al., 2004). Bnocneacteuu
Obuto mokaszano ydactue reHoB SPL3, SPL4, SPL5 (Wu and Poethig, 2006) a Taxxe
SPL9 u SPL15 (Schwarz et al., 2008) B moyIOKHTENBHON pEryJIsAlMH TEpexoaa Ha
B3pPOCITYIO BET€TATHUBHYIO CTAIUI0, a TaKXKe HAJIMYME HETAaTHMBHOW PETYJSIUN JTaHHBIX

TeHOB CcO cTopoHbl MIR156. Takke B HEraTHBHOM KOHTpPOJIE IEPEeXoia MEKIy
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IOBCHUJIBHOM M B3pOCJION BEreTaTUBHBIMU CTaiusiMu npuHumaeT yuactrue WUS, tak kak
MyTaliil B JAHHOM TEHE MPUBOAAT K MPUOOPETCHUIO BCEMH JIMCTHSIMHU PO3ETKH UYEpPT
B3pocibix ucTheB (Hamada et al., 2000).

Takum 00pa3oM, OCHOBHasl PETYJAIUS IEpPeXoaa OT IOBEHWIBHOW K B3pOCIIOW
BErCTATUBHOW CTAJMHM CBOJUTCS K HETaTUBHOW PETYNSIHMUA T'e€HOB, 00ECIEUYHMBAIOIINX
JAHHBIH TIepexoi. B To ke Bpems mepexoj pacTeHHsl K BEreTaTUBHOM CTaauu TOCHC
IPOpPACTaHMsI TAKXKE SBIIIETCS CIEJCTBHEM PEIPECCHUHU TEHOB, OTBEYAIOIINX 32 EPEX0] K
I[BETCHUIO ¥ TCHOB pa3BUTHUS IBeTKa. OO0 3TOM CBHIETEILCTBYET (PCHOTHI MYTaHTOB
A.thaliana o renam EMBRYONIC FLOWER 1, 2 (EMF1, EMF2), y KOTOpBIX BMECTO
PO3ETKH Cpa3y Mocie ImpopacTaHus GOPMHUPYIOTCS JTUO0 HEIOPa3BUTOE COILIBETHE, OO
CTPYKTypa CXOJHAas C IIBETKOM, a TakKe TPUCYTCTBYET P MOP(HOIOTHICCKIX
W3MCEHCHHM, CBSI3aHHBIX C HApyIICHUEM Pa3BUTHs Bcero opranmsma (Sung et al., 1991;
Chen et al., 1997). EMF1 u EMF2 komupyroT mpe/mnojaracMblii TPaHCKPHUIIITHOHHBIN
daktop u Oenok PcG  coorBerctBenno (Yoshida et al., 2001). Myramuun emf
AMUCTATUPYIOT MYyTallMM B TakuxX reHax npeteHus, kak APETALAL, APETALA2, LEAFY
u TERMINAL FLOUER 1, uro yka3piBaeT Ha UX BEAYIIYIO POJb B PEMPECCUU Mepexoia
k nperernto (Chen et al., 1997). I[Tomumo storo rensl EMF ydacTByroT B pemnpeccuu
TCHETUYCCKUX MEXaHM3MOB OTBeTa Ha ctpecchl U pasButus cemsH (Kim et al., 2010).
Myramuu B renax CURLY LEAF (CLF) u WAVY LEAVES AND COTYLEDONS (WLC),
koaupyromux PCG Oeyiku, Takke BBI3BIBAIOT PSJl HAPYIICHUH pa3BHTHS, B TOM YHCIIC U
pannee nBerenue (Goodrich et al., 1997; Levy et al., 1998).

B penpeccupoBaHuy T€HOB, YUACTBYIOIIUX B MEPEXOJC K PEIPOTYKTUBHON CTaIHH
A.thaliana raxxe nmpunmmaer yuactue red EARLY BOLTING IN SHORT DAYS (EBS),
koaupytromuii 6eok ¢ (bromoadjacent homology domain) 6poMcBsA3aHHBIM JTOMEHOM H
JIOMEHOM «IIMHKOBBIC TAaJbIbl» B cocTaBe. JlIoMEHBI, BXondiiue B coctaB Oenka EBS
CBUJICTCIILCTBYIOT O €ro ydvacTuu B (OPMHUpOBaHMM OCJIKOBBIX KOMILUICKCOB,
BOBJICUEHHBIX B Tporecc pemojenunra xpomaruHa (Pifieiro et al., 2003). Myrauuu B
JTAHHOM T'€HE MPUBOIAT K OOJiee paHHEMY 3al[BETAHUIO B YCIOBUAX KOPOTKOTO JIHS,
SBIISTIONIMXCS.  HEUHAYKIMOHHBIMHM JUI1  I[IBETCHHSA. TeM He MeHee, pacTCHHS
cymepakcnpeccupyoomue red EBS xapakrepusyrorcst Takke 6ojee paHHUM 3alBETaHHEM

110 CPaBHEHHUIO C AMKHUM THUIIOM B ycioBusx koportkoro aus (Pifieiro et al., 2003). Dror
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(deHoTHUn TpaKTyeTCcsl KakK pe3yiabTaT HakomieHus npoaykra EBS, xoropoe Benér k
dbopMupoBaHio He YHKIIMOHAIBHBIX OETKOBBIX KOMIUIEKCOB.

Takum oOpa3zoMm, BereraTuBHas (as3a pa3BUTHS pacTeHUs OOecreYnBaETCs
pernpeccupoBaHUEM T'€HOB mepexoaa K nBeTeHuto B AMII, yTo mo3BoisiseT pacTeHuro
HAKOIUTh JIOCTATOYHO PECYPCOB JUIsl oOecrieueHus JanbHenmen penpoaykuuu. [Tpuuém
OCHOBHYIO POJIb B PEMPECCUU MPEKIECBPEMEHHOI0 Mepexoaa K penpoayKTUBHOW CTaauu
UIPAIOT T€HBI, OTBETCTBEHHBIE 3 PEMOJICIMHT XPOMAaTHHA.

Ilepexon k reneparuBHoii AMII. Ilpu nepexone Ha reHepaTuBHYyIO ctaauio AMII
nproOpeTaeT KOMIIETEHTHOCTh K 3aKiajke (uopajlbHBIX MpUMOpAHEB. B xoxe maHHOM
tpanchopmaruu y A.thaliana mabmogaercs psa mopdosoruueckux n3Mmenenuit AMIL.
IIpn nepexone Ha penpoaykTtuBHyro craguto AMII yBennuuBaercs B pa3mepax, IO

CPaBHEHMIO C BEre€TaTUBHOM cTaauei, nmpuoOperast 6os1ee BBIMYKIYI0, KYI0oJI000pa3HyIo

dopmy (puc. 12).

Pucynox 12. (mo Jacgmard et al., 2003) AMII A.thaliana mo u mocne mepexoma Ha
reHepatuBHyro craguto. AMII Ha BereratuBHOU cTaauu (A) MEHBIIE TO pa3MepamM U MEHEe
KynmosiooOpa3Hasi, 4yeM Ha BereraTuBHoil craguu (b). Cz - wneHTpanbHas 30Ha, pPZ -
nepudepuyeckas 30Ha, M - MOACTHIAOIAs 30HA, SP - cyOanmukanbHBIM JoMeH. bapsl
COOTBETCTBYIOT 50 MKM.

Taxoke HaOMIOMAaETCS YCKOPEHHUE KIETOYHBIX JIEICHUH, KaK B MepUpEpUIecKo, Tak
u B 1nentpambHoi 30Hax AMII (Jacgmard et al., 2003) u yckopeHue 3aKIaaKu
npumopaue opranoB (Bernier, 1988), B pesynbTare Yero Ha TeHEpaTHBHOH CTajuu
oOpasyercsi O0bIIIee YUCIO OPraHOB B €MHHILY BPEMEHHU, YEM Ha MPEIIIeCTBOBABIIEH
BereTaTuBHOW. Tem He MeHee, TEHETHUYECKHE MEXaHU3MBbl, OOyClaBIUBaIOIINe
mMopdonornueckne u3MeHeHuss B AMII mpu mepexone Ha T€HEPATHBHYIO CTAIUI0 Ha

JJAHHBIM MOMEHT OCTAarTCS HESICHBIMU. HpI/I OTOM C€CTb HJAHHBIC, YKa3bIBAIOIIMUC Ha
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HAIAYME  CHenU(UUYECKUX  TEHETHYECKHX  MEXaHW3MOB,  MOJJIEP>KHUBAIOIINX
¢dyakmmroHansHOoCcTh AMII pu mepexoie K penpoIyKTUBHON CTaIUH.

Tak, nanpumep, y myranta nmo reny A.thaliana SHOOT APICAL MERISTEM
ARREST 1 (SHA1) na6monaercs Tepmutanus AMII pu nepexoie Ha penpoIyKTHBHYIO
craguro (Sonoda et al., 2007), B pe3ynbraTe 4ero MpPOUCXOIUT OCTAHOBKA pPa3BUTHSI
pacTUTEIHHOIO OpraHK3Ma Ha CTaJuu po3eTku. Ha BereraTtuBHO# cTaguu MmytanT shal-1
HE TIPOSIBIISET CEPhE3HBIX MOp(doIornYecKkux MedeKToB, KpoMe HE3HAYUTEIHHOTO
COKpAIlleHHUsT 4YWclia pPO3ETOYHBIX JIUCTHEB M HE3HAYUTEIBHOTO W3MEHEHHUS WX
mopdonoruu. Tem He MeHee, pacteHust Shal-1 He crocoOHBI BRIOpACHIBATh BETOHOC U

oOpa3oBbIBaTh 11BeTKHU (puc. 13, A, b).

Pucynoxk 13. (mo Sonoda et al., 2007 ¢ u3meHenusmu). Penorun myranta shal-1.
Pactenns Ha craguu mnepexoia K reHeparuBHoit AMII: A - mukoro tuma, b - shal-1. bapsl
cootBeTcTBYIOT SOMM. [Ipomonbabie cpe3sl AMII Ha 6-if neHp mocie mpopactanus: B - nukoro
tuma, [ - shal-1. AMII Ha 6-if 1eHb mocie MpopacTaHus Ha OOJbIIEM yBeTHYeHUH: J] - THKOro
tuna, E - shal-1. Bapsr cootBeTCTBYIOT 20 MKM.

[Tokazano, uro AMII shal-1 maumHaeT TepsATh XapaKTEPHYIO UIsI HOPMAJbHOM
AMII KJeTOYHYI0 OpraHu3alyI0 NPUMEPHO Ha 7-M JIeHb NOCJIE NpOpacTaHus, YTO
MIPUMEPHO COOTBETCTBYET OCTAHOBKE Pa3BUTHUSI MYTaHTHBIX pacteHui (puc. 13, B-E).
3aknaaku GIOpaIbHBIX MPUMOPAMEB U IKCIPECCHH COOTBETCTBYIOIIMX I€HOB MPU ITOM
HEe HAOII0aI0Ch. DKCIPECCHs TaKUX PEeryiiaTopHbIX reHos, kak STM, CLV1, CLV2Z, u
KNATL1 He Oblia u3MeHEHa Ha MOMEHT Tpekpaiinenus GyHkimonupoBanus AMII shal-1,
B TO Bpems kak skcrpeccus WUS u CLV3 ne naGmoganace (Sonoda et al., 2007). B

COBOKYITHOCTH C JaHHBIMHU O TOM, YTO MyTaius WUS snucratupyet shal-1, 3o roBoput o
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BakHOM ponu reHa SHAL B momnepkanun aktuBHOCTH WUS mpu mepexone AMII ot
BEreTaTUBHOW K T€HEPATUBHOU CTaJHH.

Cymnepakcnpeccust rena ETERNALLY VEGETATIVE PHASEL (EVEL) A.thaliana,
KOAMPYIOUIETO OeloK YOMKBUTHMHOBOTO CEMEWcTBa, (B pe3yJbTaTe HEraTMBHOU
MOJYyJOMUHAHTHON MYyTalliu B JAHHOM T€HE) MPUBOAMT K OCTAHOBKE Pa3BUTHSI PACTCHHS
Ha BETreTaTUBHOM CTAaJWM M OTCYTCTBHIO IEpexoja Ha PENpOAYKTHBHYIO CTaauio B
pesyabTare npekparienus ¢pyakiponuposanus AMIT (Hwang et al., 2011).

AMII romosuror evel-D coxpanser kKymojooOpasHyr (opmy, HO TpeKpaliacT
npoiaudepupoBaTh Ha TOM JTame, KOIJIa pacTeHUs JAUKOTO THIA TEpexXoasT Ha
penpoaykTuBHYIO ctaauto (puc. 14, A-J1).

N YL., et

Pucynok 14. (mo Hwang et al.,, 2011 ¢ u3smeHenusmu) denotun myranta evel-D.
[TpononwHeie cpe3sl AMII renepatuBHOM cTanuu: A - qukoro tumna; b - myranra evel-D. benas
3BE3710uKa - BereratuBHas AMII, kpacHas 3BE3q0uka - AMII conBerusi. PacTeHus Ha cTragusx
HayaJia BEIOpoca IBETOHOCA U pa3BUTOrO coupetus: B, I'- mukwuit tum; /I, E - romo3urora evel-
D, K, 3 - rereposurota evel-D. bapsi B JI-JI cooTBeTcTBYyIOT 10MM.

C OonpmmM 3amno3ganueM AMII romosuror evel-D 3aknanpiBaeT 0okoBbie AMII,

KOTOpBIE, TeM HE MeEHee, NpPEeKpallalT pa3BUTHE, O00pa3oBaB JHIIb HECKOJIBKO
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PO3ETOYHBIX JIUCTHEB, B pe3ydbTaTe 4Yero Ha TO3IHUX CTAAWSIX Pa3BUTHS,
COOTBETCTBYIOUIUX CTaJNH I[BETEHUS y IUKOTO THUIA, Y pacTeHuil evel-D dopmupyercs
xapaktepubiii penorun (puc. 14, JI-U). Pacrenns evel-D/+ npu 3ToM mepexomsT K
[[BETEHUIO U BBIOPACBHIBAIOT I[BETOHOC, HO €r0 BHICOTA 3HAYUTEIBHO MEHBIIE, YEM Y
JMKOTO THUMA 33 CYET COKpAIECHUS [UTMHBI MEXAOY3JIMH, TOJIIMHA I[BETOHOCA TaKXKe
YMEHbBIIAeTCS MO CPaBHEHUIO C JUKUM TUIMOM. Takke pacTeHus evel-D/+
XapaKTEepPHU30BAJNCh TOTEPEH AamMKaJIbHOTO JIOMHUHHUPOBAaHUS, B pE3YylbTaTe dero
nprodperanu KycTucThiii ¢penorun (puc. 14, K, JI) (Hwang et al., 2011). B to e Bpems
JUHUHW, OJKcnpeccupyromuye aHtucMmbicioByro MPHK rema EVEL  ¢enoTunuyecku
NPaKTUYECKH HE OTIMYAINCh OT OuKoro Ttuma. IIpm stom y pactenmii evel-D ne
Ha0II0/1aJI0Ch MU3MEHEHUI B YPOBHE JKCIPECCHUU TaKUX KIHOYEBBIX TeHoB, kak WUS u
KNOX reHoB, a Takke IHUPOKOro cHekTpa reHoB-peryisaTopoB WUS. 3HauuTenbHOE
CHIDKEHHE YPOBHS dKCIpeccHH y MyTaHTa evel-D memoHcTpupoBamu Tojbko reHbl APL
AP2 (Hwang et al., 2011). DT0 mo3BosAeT HPEANONIOKHTh, uTo TeH EVEL sBnsercs
BAXXHBIM PETYJSTOPOM, PENPECCUPYIONUM aKTUBHOCTh T'€HOB, OTBETCTBEHHBIX 3a
aktuBHOCcTh AMII mpu mepexone K penpoayKTHBHOM CTaJlud, KOTOpPbIE HA JaHHBIN
MOMEHT OCTAIOTCSl HeUCHTH(DUIINPOBAHHBIMH.

CnocoOHocth  TeHepaTuBHOM ~ AMII  3akmaneiBaTh  MPUMOPIUHM  I[BETKOB
oOecrieunBaeTCsl MHAYKIHUEH psa TEHOB NBeTeHUs. LleHTpanbHYIO poNb B MHIYKIHA
nBeteHus npuHaanexkutr reHam LEAFY (LFY) u  APETALAl (AP1), xomupyrouium
crenuUYHBIA S pAaCTeHUH  TpPaHCKpUMIMOHHBIA  ¢aktop u  MADS-box
TPaHCKPUMIMOHHBIN (pakTop cooTBeTcTBeHHO (BOowman et al., 1993; Busch et al., 1999).
MyTanTel 10 JAQHHBIM TI€HAM  XapaKTEepU3YIOTCS  YaCTUYHOM WM  IOJIHOM
TpaHc(hopMaIueil IIBETKOB B BEreTaTUBHBIC CTPYKTYphI. Dkcnpeccust LFY unaymupyercs
ayKCHHOM ¥ JIOKQIM3yeTCs B MPUMOPAMAX IBETKOB (Ma3yIIHBIX MEpPUCTEMaXx),
3aknanpiBaeMbix AMII, mocnie mepexoaa Ha penpoaykTUBHYIO ctaauto. Taxxe ren LFY
croco0eH MHIYLHMPOBAaTh aKTUBHOE Pa3BHTHE Ma3ylIHBIX MepucteM. Cymnepakcrpeccus
mytanTtHoM komuu LFY, komupyromeit Oenok ¢ HeQyHKIMOHAIbHBIM (C-KOHIIEBBIM
JOMEHOM, TPHBOAWT K YCHJICHHOMY pa3BHTHIO Ta3ylIHbIXx MepucteM y A.thaliana
(Chahtane et al., 2013). Cynepakcnpeccust HopManbHOi koruu LFY Taxke mHIynumpyer
NPEXIEBPEMEHHOE Pa3BUTHE MMa3yUIHBIX MEPHUCTEM, HO MPU ATOM OHHU, Kak u AMII

[JIaBHOTO 1o0era, TpaHchopMUPYIOTCs BO (priopanbHbie MepucteMsbl. [lokazano, uro LFY
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UHAYIHPYET 3Kcnpeccuto Takux reHos, kak REGULATOR OF AXILLARY MERISTEMS
1 (RAX1) (yuacTtByromuii B pa3Butuu masymabsix MmepucreMm) 1 TERMINAL EAR LIKE2
(TEL2) (Bo3amoykHO yuacTByrommmii B moguepxkannu AMIT), a taxoke pernpeccupyer ARR7
(ydsacTByeT B UWHIMOMpOBAaHMHM IIUTOKMHMHOBOTO CHUTHala M OMOCPEIOBAHHOM
perpeccupoBarnu WUS) (Chahtane et al., 2013). Dto roBopur o Tom, uro LFY BHavane
UHAYUUMPYET pa3BUTHE TMa3ylIHBIX MEpPUCTEM, a T[OTOM OO0ecrnedynBaeT HX
TpaHC(HOPMAITUIO B MEPUCTEMBI IIBETKA.

WHayKius SKCpeccuu KIIYEBBIX T€HOB Mepexojia K IBETEHUIO OCYIIECTBISETCS
HECKOJbKMMHU He3aBUCHUMbIMU myTsiMu (peBbto Komeda, 2004). Cpeaut HUX MOXKHO
BBIJICIIUTh «aBTOHOMHBIN» ITyTh, a TakK)Ke BO3JCHCTBHE (AKTOPOB BHEIIHEH Cpebl
(TeMriepaTypHBIM PEXUM U MPOAOIHKUTENLHOCTH oTorneproa). CUTHAIBI OT BCEX MyTeil
BO3JICHCTBYIOT Ha TEHBI-MHTETPATOPHI, IICHTPAIBHBIM CPEIU KOTOPBIX sBisieTcst reH FT,
nepeIalole CUTHAI Jajiee TeHaM HHIyKTopaM IiBeTeHus (peBsio Komeda, 2004).

Ha naHHBIE MOMEHT MEXaHWU3MBl WHUITMAIIMU [BETCHUS H3YYCHBI JOCTATOYHO
nonpodHo. Tem He MeHee, poyiib TEHOB, MOJAepX)UBaImUX romeoctas AMII, B
perymsiiiuu - Tpancopmaruu  AMIT u3 BereraTuBHOW B TE€HEPATUBHYIO OCTa&rcs
HEJOCTATOYHO U3YYEHHOM.

[TokazaHo, 4TO B peryisiiud Nepexoja OT BereraTuBHOM k reHepatuBHot AMII
npuHuMaroT ydactue reHel PNY u PNF, yyacTBylomue B mojaep>kaHuM romMeocTasa
AMII (cm. Bbime). JIBoiiHBbIe MyTaHTBI Pnf pny He mepexoisT Ha penpoayKTHBHYIO
CTaJII0, HEe BHIOPACHIBAIOT I[BETOHOC W TMPOJOJHKAIOT 00Pa30BHIBAThH JHCThS B TEUCHUE
NIPOIOJDKUTEIILHOTO BPEMEHH, XOTSl CaMble alMKaJIbHbIC JUCThsS JBOWHBIX MyTaHTOB Pnf
PNy MOp(OJIOTHYECKH CXOHBI CO CTEOIEBBIME JIUCTHIMHU PACTCHUN AUKOro THma. (Smith
et al.,, 2004). Tem He MeHee, y JBOWHBIX MyTaHTOB PNf pny HaOm0aeTcsi YCKOpeHUE
o0pa3oBaHusl JINCTHEB U BO3pACTAaHWE AKTUBHOCTH MA3YIIHBIX MEPUCTEM IO BPEMEHU
COBIIAJalONIee C YCKOPEHHEM O0pa30BaHWs HOBBIX OPraHOB Y JWUKOTO THIIA B CBS3H C
NEepexoJ0OM K IBETEHUIO. JTO TOBOPUT O TOM, YTO MyTaHThI Pnf pny orBeyaroT Ha
CUTHAJIBI TIEPEX0Jia K PEMPOIYKTUBHOM CTaJMH, HO TPU 3TOM IKCIIPECCUS TAKHMX T'CHOB
kak LFY u APl ne manymmpyercs (Smith et al., 2004). Ctout Takxke OTMETUTH, UTO
skcpeccusi FT He wMensercs y wyrtantoB pnf pny, HO 3TO, B TO e BpeMms,
CBHUJICTENILCTBYET, 4TO i peanu3auun GyHknuu FT HeoOxomumbl (QyHKIIMOHAIBHBIC

PNY u PNF (Kanrar et al., 2008). Kak yxe roBopusoch BbIII€, OCHOBHOU (PYHKIIHEH
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PNY u PNF sBnserca obecneuenue tpancrmopra KNOX reHoB B sSapo, 4TO MO3BOJISET
MOCJICTHUM BBITIOHITH CBOU PETYISITOpHBIE pyHKIMU. Takxke mokazaHo, YTO Y MyTaHTOB
ft u fd Ha BeTOHOCE hopMHpyeTCs Ha 2-3 BereTaTUBHBIX y3J1a OOJIbIIE, YeM Yy PacTCHUI
JUKOTO THIIA, HO TMPH 3TOM YHUCIO T€HEPATUBHBIX Yy3JIOB (IIBETKOB) HE U3MEHEHO. Y
pacTeHHid, cojepKamux Ccinadblii MyTaHTHBIM amienb Stm-10, taxke HaOmomaroTCs
HapYIICHUs] Pa3BUTHS COLBETHS, CBOJAIIMECS K 0Opa3oBaHUIO OOJBIIETO YHCTA
BEreTaTUBHBIX Y3JIOB IIBETOHOCA M COKPAIMIEHHOE KOJIMYECTBO T€HEPATUBHBIX Y3JIOB C
nocieayomuM GopMHUPOBAaHUEM TEPMUHAJIBHOTO 1IBETKa. TakkKe CTOUT OTMETHUTb, YTO
y MytaHta Stm-10 OTCYTCTBYIOT Ma3ylIHbie MEPHUCTEMBI MPUMEPHO Yy TOJOBUHBI
crebuieBbix JuctbeB  (Smith et al., 2011). B To e Bpems, aBoiHbIe MyTaHThI ft-2 Stm-10
u fd-3 stm-10 oOpa3yroT 3HAYUTEIBHO OOJIBIIICE YHCIIO BET€TATUBHBIX Y3JIOB IIBETOHOCA,
4YeM OJIMHOYHBIE MYTAHTHI, YTO CBHJICTEIHCTBYET O HAJTUYHH B3aUMOICHCTBUS MEXTY
JMAaHHBIMHU T€HaMH B mpoliecce TpaHchopmannu BeretaTuBHOM AMII B renepatuBHYyIO.
Taxoke y nBoiHBIX MyTaHTOB ft-2 stm-10 u  fd-3 stm-10 maOnromaeTcst 3HAYUTEITHLHOE
CHI)KCHHE YMCa 3aKIIabIBAIOIINXCS Ma3yITHBIX MEPUCTEM 110 CPABHEHUIO C OJMHOYHBIM
stm-10. 3to roBoput 06 yuactuu STM u FT-FD kommnekca B MHAYKIMU 3aKIaIKd
Ma3yIIHbIX MEPUCTEM B XOJA€ PENPOAYKTUBHOW CTaauu. B TO ke Bpems y JBOWHOIO
myrtanTa fd-3 stm-10 orcyrctByer aktuBHOCTH, LFY m AP1, uro cBHAETEIHCTBYET O
Heooxoaumoct STM u FT-FD Taxxke u mis uaaykuuu LFY u APL (Smith et al., 2011).

Takxum o6paszom, rensl PNY u PNF, yuactBys B Tpancnoprte npoaykra STM B spo,
oOecneunBaroT B3aumoaciicreue STM ¢ remamu FT u FD. JlanHoe B3amMmojeicTBue
o0ecreunBaeT, ¢ OAHOW CTOPOHBI, 3aKJIAJIKy Ma3yIIHBIX MEPUCTEM, a C JPYrod WHAYKIHIO
LFY u AP1. Uanykuus LFY u AP1, B cBOtO ouepenp, MOAAEPKUBAET MPOIECC UHTYKIIUH
Na3ymHbIX MEPUCTEM W OOYCIaBIMBACT WX JaJbHEUIIYI0 TpaHCPOPMAIHMIO BO
(dopalibHbIE MEPUCTEMBI.

AnukanbpHas MepucTemMa modera M CoIepiKalluiics B HEH ITyJl CTBOJIOBBIX KJIETOK
SIBIISTFOTCS] )KU3HEHHO BAKHBIMH JUIsI Pa3BUTHS HAJA3EMHOW YacTH BBICIIUX pacTeHwil. B
CBS3M C OTUM B TPOIECCE DBONIONHMH OBbUTM BBIPA0OTaHBI CIOXKHBIE TCHETHYCCKHUE
MEXaHHU3MBI, 00ECIIEYNBAIOIIUE MMOICPKAHNE TTOCTOSHCTBA TyJia U MPOoJM(epaTUBHYIO
aktuBHOCTH, CK amumkanmpHON Mepuctemsl moOera. LleHTpanbHas ponb B MOIIACPKAHUA
romeoctaza AMII npunaanexxut reny WUS u pyHKIMS OOJIBIIMHCTBA OCTATBHBIX T€HOB,

Y4acTBYIOIIME B HSTOM IIPOLIECCE, CBOJAUTCS, B KOHEYHOM CUETE, K HWHIYKIIHH,
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noJiIep>KaHnto U MoayaupoBanuto skcrpeccun WUS. CTOUT OTMETHTH, YTO YUCIIO TEHOB,
OTpaHUYMBAIONINX 00J1acTh WK ypoBeHb dKkcripeccun WUS, 3HaunTenbHO OoJIble, yeM
TEHOB, TOJIOKUTEIBHO PETYIHPYIOMIUX €0 aKTUBHOCTh. DTO MOXET OBITh CBSI3aHO B
NEPBYIO OYepellb ¢ HEOOXOAUMOCTBIO CTpOroro orpanuuyeHus pazmepon myia CK mms
HOPMAJILHOTO Pa3BUTHS PacTUTENbHOTO opranm3ma. OcHoBHast ponb B mHAyKmmn WUS
NPUHAUIEKUT  LUTOKUHUHAM U,  COOTBETCTBEHHO,  ONOCPEIOBAHHO  I'EHaM,
KOHTPOJIMPYIONIUM OHOCHHTE3 ITMTOKMHUHA, TakuM Kak TeHbl cemeiictBa KNOX |.
PactutenbHblli TOPMOH ayKCUH Tak)K€ WUIPAeT BaXXHYIO POJb B PETYISILUU 3KCIPECCUU
WUS B 0cHOBHOM 4epe3 B3auMOICHCTBHE C IIUTOKUHUHOM.

B mponecce ontoreneza AMII He craThyHa, M C MOMEHTa 3aKJIagKH Ha
AMOPUOHANIBHBIX CTAUSAX IPOXOTUT PSIII TOCIEIOBATENILHO CMEHSIOIMUX APYT apyra ¢as,
OTJINYME KOTOPBIX 3aKIIOYAETCS B OCHOBHOM B MHIYKIIMH JKCIPECCHH CIEIUPUISCKUX
reHoB, obecrneunBamuX npuodpereHrne AMII KOMIETEHTHOCTH K 3aKiajke TeX WU
WHBIX OPraHoOB B OMNpPENENEHHBIN MEePUo] KU3HU PacTUTENbHOrOo opranuszMa. Hamboinee
BEPOSITHBIM OHMOJOTHYECKUM CMBICIIOM JAHHOM PEryssiuu SBJISETCS MPEJ0CTaBICHUE
OpraHu3My pPacTE€HUs] BO3MOXKHOCTH HAKOMUTH JOCTATOYHO MUTATENbHBIX BEIECTB JJIS
oOecreyeHusi HOpMaJIbHOIO 3alIBETAHMSI U MOCJIEIYIOLIET0 CO3PEBAHMS CEMSIH.

Ha nanHbBIli MOMEHT BBISIBIEHO OOJBIIMHCTBO KIIFOUEBBIX YYACTHUKOB PETYIISIUU
romeoctaza AMII u OGosplIoe KONMMYECTBO JOMOJHUTENBHBIX pPerynstopoB. Tem He
MEHee, HEKOTOpbIE aCIeKThl JAaHHOTO Tpoliecca, TaKue KaK PeryJisiius Mepexo10B MEXIy
pPa3IMYHBIMU CTaAUSIMU, TCHETHYECKasl PETYISAIMS BHIOpOCa IBETOHOCA U y4acTHE TEHOB
CTBOJIOBOCTH B IPOILIECCE MEPEX0/1a K BETEHUIO, OCTAIOTCA HEJOCTATOUHO U3YYEHHBIMH.
B cBere 3TOro wu3ydeHHWE HOBBIX MYTAHTOB, XapaKTEPU3YIOIIMXCS HapyHICHUEM
dbynkunonupoBanusi AMII npencTaBisieTcss BaXKHBIM JJIS paCIIUPEHUs] TIPEACTABICHUN O
FEHETUYECKUX MexaHu3Max, peryaupyromux romeocras AMIIL. Tak, nHanpumep,
uzyuenue myrtanta nana-D A.thaliana, xapakTtepusyroiierocs COKpaIlieHHEM JIHHBI
MEX/I0Y3JIMi IBETOHOCA U yMEHbIlIeHueM p azmepoB AMII Ha penpoayKTUBHOH cTaauy,
MOXXET TPOJUTh CBET Ha peryisauuio AMII mpu nepexone k TeHepaTUBHON CTaauu U
BBIOpOCY LIBETOHOCA.

Takxke BaxkHOM mPOOIEMON SBISETCS YCTAHOBJIECHHUE TOYHBIX MEXaHH3MOB
B3aUMOJCICTBUS T'€HOB, MOJACPKUBAIOIINX HEIETEPMUHUPOBAHHOCTh CTBOJIOBBIX

KIJIICTOK, C TCHaMH, KOHTPOJUPYIOUIUMU KJIETOYHBIN M KII. HMCIOH.[HCC?I JaHHBIC
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YKa3bIBalOT HA MX TECHOE B3aMMOJICHCTBUE B OOECIEYEHHH I'OMEOCTa3a W MpaBUIIbHOU
opranmzaiuu AMII, Tem He MeHee, Ha JaHHBII MOMEHT TOYHBIE MEXaHHM3Mbl HX
B3aMMOJECHCTBUS B  OOJBIIMHCTBE OCTalOTCS  HescHbIMHM. llponmuth cBeT Ha
B3aMMO/ICHCTBUE JAHHBIX TPYII TeHOB B KOHTpose (yHkiuonupoBanuss AMII moxet
n3ydenne myranuu fass A.thaliana, xapakrepusyromeiics ypenmaenueM pasmepo AMII,
W3MEHEHUEM €€ CTPYKTYpbI M, B TO >Ke BpeMms, mnoreped kietkamu AMII

HCACTCPMUHHUPOBAHHOT'O COCTOAHMA.

I''TABA 2. MATEPHUAJIBI U METO/IbI
2.1. PacTuTeJbHBIH MaTepHaJ

Hccnenyemble MyTaHTHBIe JHHHH. B pabore wuccienoBamuch 2 MyTaHTa W3
KoJulekuuu kadenapsl reHetukn MI'Y ¢ u3meHeHweMm nponu@epaTuBHONM aKTUBHOCTH
anuKanbHOM MeprucTeMbl mobera: fasciatab (fasb) u nana-D (na-D).

PenieccuBnas myranus fasS (muaus M-21-1) nonydena Ha xadeape reaeruku MI'Y
Ha ocHOoBe packl Dijon-M (muams K-1) ¢ mOMOIIBI0 XMMHYECKOTO MyTareHesa C
NPUMEHEHHEM JTWIMETaHCylIbpoHaTa. TecTupoBaHME Ha aJUIeIUM3M C JAPYTUMHU
MYTaHTHBIMU  JIMHHSIMH, XapaKTEPU3YIONIUMUCS  pa3BuTHeM (acumanuu, ObLTH
NpoBe/ICHbI B paHHUX padotax (Kapaii-oon, 2011; AnsOepT u np., 2015), B pe3ynabTare
4yero ObLJIO yCcTaHOBIIEHO, YTo MyTarus fasb we sBnsercs amtenem resos CLV1, CLV2,
CLV3, FAS1 u FAS2. JomunanTtHast mytanus Na-D (muuus K-164) Taxke moaydeHa Ha
kadenpe renetuku MI'Y Ha ocHoBe pacel Enkhaim-M (imaus K-2).

Jinuum A.thaliana, wucmonb3yemble B paGore. B nannHoii pabote momMuMo
uccieayeMbix MyTanToB fasb u na-D ObuT MCMONB30BaH psjl APYTUX MYTAHTHBIX JTHHHUN
Y PAaCTCHUH JUKOTO THIIA, IPUHAUICKANIMX K pa3nndHbiM pacam A.thaliana s ananusa

B3aMMOJICHCTBUS TEHOB U KapTHpoBaHuA (Tabnuma 1).
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Tabnuna 1. JIunuu A.thaliana ucmonb3oBannbie B paboTe

Paca/mytant (quHus) HcToynuk muHuun
Dijon-M (K-1), Enkheim-M (K-2), MI'Y um. M.B. JlomonocoBa (Mockga,
Blanes-M (K-6), Columbia-M (K-8) Poccus), 6uonoruueckuii pakynrer,
cvl (K-205), ap2-14 (K-217) 11a0opaTOpHs reHETHKY
pacTeHHM

apl-20(1, 99) erl(ll, 48) gli(lll, 46)
cer2(lV, 52) - K-310

clv2-1 (CS46), clv3-2 (CS8066), Arabidopsis Biological Resource Center
Ify -10 (CS6279), pi-1 (CS77), wus-1 (ABRC,; http://arabidopsis.org/)
(CS15)
Columbia (CS70000)
erl (Ler) WHCTUTYT TeHETUKH PaCTEHUH H
arpukynbtypa (UI'PA; I'atepcreben,
ttgl(V, 28) yi1(85) - mm5 ['epmanus)

2.2. MeToabl HCCIe10BaAHUSA

BoipammBanue A.thaliana B acenTuyeckoii 1 mMoYBeHHO# KyJbType. Pacrenus
BBIpAalllMBaJIMCh B CMECH TOYBbl U 1mecka (2:1) B KOMHare C MOCTOSHHBIMU
KJIMMaTUYECKUMU YCIOBUSIMU M Ha arapu3oBaHHON cpeae (Ksutko, 1960) B wamikax
[Tetpu mpu temmnepatype 24°C u dortonepuone 16 vacoB (B ciiydae JUIMHHOTO JHS) U
dotonepuose 8 yacos (B ciydae kopoTkoro aHs). CoctaB cpeasl KButko conepxan (Ha 1
a): KNO3 - 0.1%, K2HPO4 - 0.015%, MgS0O4 x 7H20 - 0.015%, FeSO4 x 7H20 -
0.007%, Ca(NO3)2 x 4H20 - 0.05%, arap-arap - 0.8 - 1%, tpunon b (OJATA) - 1 mi1 5%
pactBopa. PactBop mukposnemento: H3BO3 - 0.30%, ZnSO4 x 7H20 - 0.20%,
MnSO4 x 7H20 - 0.10%, CuSO4 x 5H20 - 0.006%, Na2MoO4 - 0.006%,
Co(NO3)2 - 0.006%, KJ - 0.006%, NiCL3 - 0.006%, AICL3 - 0.006% - 5 mu.
FeSO4 wu nmobaBnsiium HEMOCPEACTBEHHO TEpel aBTOKIABUPOBAHUEM W CTEPUIIU3AIUCH
cpennl B pexxume 1A B Teuenue 40 muayt. CemeHa crepuinuzoBaiu B cmecu 70% criupra
U niepekucH Bojopoaa (3-5%) B TeueHne 5 MUHYT.

Mopdomerpudecknii anaau3. H3mepenus MophOMETpUUYECKUX MapaMeTpoB
IPOBOAWIN y pacTeHHil B Bo3pacTe 4-X u 8-mu Henenb. KBagpaTnyHoe OTKIOHEHUE

BBIYHCIISIIOCH IO JOpMYyIIe:
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Cpennsis ommbOka paccuuThiBasiachk o Gopmyne (Jlakun, 1990):

m=o/vn
JInst  ompeneNeHus JIOCTOBEPHOCTH  pAs3iMYUi  MEXIYy CPEIHMMHM  3HAYEHHSAMH

MOpGhOMETPHUECKUX MTOKa3aTelel ucobp3oBaics kpurepuii Cteronenta (Jlakun, 1990):

te = (11 — 13) ;‘r\/(m% +m3) > tst

rze tst — craHIapTHOE 3HAYCHUE KPUTEPHS, IPH YKciie cTeneHeil ceoboas K = nl+n2-2.

CpenHee 4YUCIIO OpPraHOB IBETKA W YHCIO aHOMAJIbHBIX OPTaHOB PACCUYUTHIBATIN
oTaenbHO s 1-To - 5-ro, 6-ro - 10-ro 1 11-ro — 15-r0 1iBeTKOB. THIBI OpraHOB IBETKA
OTIpENICIISUIA B COOTBETCTBHUE C MoyIokeHueM B mytoBke (I-1V).

JlokymenTtupoBanne Martepuana. CbpEMKM  pacTeHUH  OCYIIECTBIISLIUCH
nocpencTBoM Iudposoit kamepbl Canon G9 (Smnonus) ¢ ucnoab30BaHHEM OWHOKYJISpa
Stemi 2000-C (I'epmanmsi), a TakKe TIOCPEACTBOM CKAHHUPYIOIIUX 3JICKTPOHHBIX
MHUKPOCKOTIOB.

CkaHupymomasi 3JeKTPOHHAasi MHUKpockonusi. lccienoBaHue anvKadbHBIX
MepHCcTeM To0era pacTeHHil MPOBOAMIN C TIOMOIIBIO: aHAIUTUYECKOTO CKAHHPYIOIIETO
ANIEKTpOHHOTO  MHKpockoma JSM-6380LA (Jeol, SmonHus), CKaHUPYOIIETO
aNIeKTpOoHHOTO MHKpockomna S-405A (Hitachi, fnonus) ¢ yckopstomum HanpspkKeHUEM
15kB.

AHann3upyeMble anuKalbHbIE MEPHCTEMbI 1T00ETa BBIACISIUCH HA CTAIUsIX Havasa
Pa3BUTHSI BTOPOTO B3POCIIOTO JIUCTA, TIEPEX0/1a K IIBETCHUIO, PACKPBITHS TIEPBBIX I[BETKOB
U 3aBepiueHus uBeteHus. O6pasusl pukcupoBanuch B 70% staHosie B TeyeHue 16 yacoB
npu 4°C. 3arem 00pasibl MocaeA0BaTENbHO MPOBOAWIHCH uepe3 80% atanoin - 10 muH,
95% ntanon 2 paza nmo 30 MUHYT, MOCTE YEro MEPEeHOCUIUCh B cMech 95%3Tanon/97%
arietoH 1:1 Ha 30 MunyT, nanee mpoOsl nHKyOUpoBanuch B 100% armeroHe B TedeHue 2-x
4acoB.

Marepuan cymuiacs B KPUTHYECKOW TOYKEe (T.€. BBICYIIMBAJICA MOCPEICTBOM
BO3TOHKH JKHJIKOW (ha3sl B ra3000pa3HyIO, MOJI BBICOKUM JABJICHHEM MU TEMIIEpaType),
MOCJIC Yero MPHKPEIUISIICA K CTOJIMKAM M HAIBUBICS CMEChIO Majulaj s W IJIaTHHBI B
nonHoMm Hamwututene 1B-3 (Eiko, Slnonus) cioem 15 HMm.

I'eneTnyeckoe kaprupoBanue. [ JNoKaJIM3anuMu MyTalyMid HAa TEHETUYECKOU

KapT€ MYTAHTBI CKPCIIMBAJIN C JIMHUSAMH, COACPIKAIMUMH MOp(bOJ'IOFI/I‘-ICCKI/Ie MapKEpbI
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(MyTauuu, Tabnuua 1), mociie 4ero aHaJM3WPOBAIM pacileruieHne B F2, B oTaenbHBIX
ciaydasx — F3.

CooTBeTCcTBHE HAOIIOIaEMOT0 pacIIeIIieHus AurHOpuaHoMy pacmeruienuio 9:3:3:1
TPOBEPSUTH C MOMOIIBI0 KpHTeprs ¥ . KpuTepmii y° pacKiIafbIBancsi HA KOMIIOHEHTHI
(CepebpoBckuii, 1970), dYTo TO3BOJSIIO ONPENCTUTh NPUYHHY HECOOTBETCTBHS
Ha0J110/1aeMOT0 PaCHICTUICHUS TEOPETUUECKOMY, KOTOPOE MOXKET ObITh 00YCIOBIEHO KaK
CICIUICHHEM MEX/Iy reHaMu (x°L), TAK M HapyNICHHEM DACIICIUICHHS 110 OTIeTBbHBIM
reraM  (x°a, ¥°g). YacroTa pEKOMOMHALMHM MEXIy TCHAMH ONPEACIIAch C
UCTIOJIb30BaHUEeM MeTojoM TpousBencHuil (Cepedposckuii, 1970). Ilpu onpeneincHun
FEHETHYECKOT'0 PACCTOSIHUSI 10 COOTHOILIEHUIO PACHICTUISIOIINXCS M HEPACHIETUIIOIIMNXCS
cemeit F3 ucnons3zoBanack hopmyna Kopueedpa-Cramma (Koorneef, Stam, 1987). s
npeoOpa3oBaHMsl MOJYYEHHOIO 3HadeHUs % pexkoMOMHauuu B CcM HCHOJIB30BaIU
dbynkiuio Kocam6u (3axapos, 1979).

JInst TIOATOTOBKHM KapTHpOBaHUs MyTanuu fasS MeTomoM BBICOKOMApaLIeIbHOTO
CEKBEHHPOBAHUSI HOBOTO MOKOJICHUsI OBLIO MPOBEACHO CKPEIIMBAaHWE MYTAaHTHOM JIMHUU
fas5 ¢ smuumerr mukoro tuma CS70000 pacer Columbia, reHom KoTopo#t OBLT
cexkBeHnpoBaH. 13 F2 ot nanHoro ckpemuBanus Obu1o 0ToOpaHo 2 myna no 25 pacTeHui
JUKOTo THMa u 25 mytanToB fasb.

AHAJIU3 TEHHBIX B3aMMOJENCTBUH NMYTéM Hccjie0BaHUs (eHOTHINA JBOWHBIX
MYTaHTOB. /{1151 ananu3a B3aumMoeicTBus npeanonaraemMbix reHoB FASS u NA ¢ renamu,
KOHTPOJIUPYIOUIMMU Pa3IHYHbIE aCIEKThl Pa3BUTHS PACTEHUS, ObLIM MOJIYyYEHbI JBOIHbBIE
MYTaHTBl MMyTEM cKpemuBanus auHuid fasd u na-D ¢ nuHMAMU, HECymUMH MyTaluu B
COOTBETCTBYIOIIMX TeHaX. AHAIW3UPOBAIN (PEHOTHIBI BOMHBIX MYTAHTOB (IBOWHBIX
rOMO3UTOT M0 MYTallUsM, B ciy4ae JBoWHOro myTanTa fasb na-D B aHanu3 BKIOYAIH U
pacteHus ToMmo3uroTHeie 1o fasb u rereposurorHeie mo Na-D) F2 - F4 mokosieHusx ot
CKpEIIMBaHUs OJJMHOYHBIX MYTaHTOB (POIUTENBbCKUX (POpM).

Tak xak myrtanTtel WUS-1 u na-D crepusnbHBl B TOMO3UTOTHOM COCTOSIHUU B
CKpEIIMBAHUSAX HCIONB30BAINCH PACTEHUS, T€TEPO3UTOTHBIE MO MyTauusM Wus-1 u
na-D. B ckpemmBaHMAX MyTaHTHblE pacTeHus Na-D ucmonb30Bajgnch B KauyecTBE
OTLIOBCKMX, TaK KaK BBILIEIUVIEHWE TIETEepPO3UTOTHBIX pacTeHuil na-D B F1 cmyxur
XOPOIIMUM MapKepOM YCIICIIHOCTH CKpelinBanuii. Pactenus fasb o6manaroT MOHKEHHOM

CI)epTI/IJIBHOCTBIO IObUIBLBI, YTO ACIACT UX HeyI[06HBIMI/I P UCIIOJIB30BaAHWHN B KAa4YCCTBC
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OTILIOBCKUX PACTEHHH, TMOATOMY B CKpeIIMBaHHsIX pacTeHus fasd ucmonb3oBamuch B
KaueCcTBE MAaTEPUHCKHUX.

Myrant Clv3 comaepUT TeCHO CIEIUICHHYI0 MyTamuio €erl, Takum o0pasom,
nBoiiabie MytaHThl fasb clv3 u na-D clv3 sBnsauchk TpoiHBIME MyTaHTaMH. B CBs3H C
9THM JJIs aJICKBATHOT'O CPaBHEHUS UCIIOJIb30BAINCH JIBOMHBIC MyTanThl fasb erl u na-D
erl. Jluams wus-1 cBoOogHas OT MyTanmuu €erl, Obuta ModydeHa IIpU TOMOIIH
NPEIBAPUTEIPHOTO CKPEINMBAaHUS C pacTeHUsMHU aukoro Tuma paca Dijon. Tak kak
MyTarus Na-D MeHseT 3KCIpecCHBHOCTh M THI HACIEIOBAaHUS B 3aUCHUMOCTH OT
TeHETHYEeCKOTo (POHA, MPH CKPEIMBAHUH JIMHUHU NA-D ¢ ApyruMu JTUHUSIMH MPOBOIUIHCH
BO3BpaTHBIC CKpENIMBaHUs Ha JIMHUIO Na-D ¢ 1enbio HUBENMMpPOBaHUS BO3ICHCTBUS

JYXCPOIAHOI'O TCHECTHYCCKOI'O (1)0Ha.

I''IABA3. PE3YJIBTATDI
3.1. Ilneitorponnslii 3¢ ekt myTannu fass u e€ nposiBjieHne B OHTOreHe3e
3.1.1 U3menenne pazmepoB u Mmopgoaorun AMII myranra fas5

Jns myranta fasS xapakrepHo M3MEHEHHE pa3MepOB W MOP(OJIOTHH alMKaIbHOM
MepucteMsbl modera (AMII) oTHOCHTENBHO pacTeHui qukoro tuna (puc. 15). Ha cramuu
paHHeil po3eTku (cTtamusi 2-X - 3-X Pa3BUTHIX B3pocibix jucTheB) AMII pacrenus
A.thaliana gukoro Tumna npeacTaBIseT cO00H HEOOMBIITYI0 OKPYIIIYIO CTPYKTYPY (puc. 15
A). AMII wmyranTta fasS Ha TOW >Xe CTaJMM OHTOTCHE3a WUMEET OOJIBIIUE Pa3MEphI
OTHOCHUTENBHO AUKOro THna (puc. 15, b).

[Tozgnee npu mnepexone k nsereHuto AMII nukoro Tuma cCOXpaHsSeT OKPYIUIYIO
¢dopMy, HO HECKOJIBKO YBEIMYHBACTCA B pa3Mepax OTHOCHTEIBHO IMPEIbIIyIel CTaIuu
(puc. 15, B). Ilpu stom AMII myranta fasb Ha cragum nepexojga K I[BETCHHUIO
IOPOJOJKAET  YBEJIMYMBATBCS B pa3Mepax  OTHOCUTENBHO  JMKOrO THNA U
dparmentupyetcs (puc. 15, T'), hopmupys B cBoéM cocTaBe psiJi YaCTHYHO CIIMBIIHXCS

"nouepHUX" MEPUCTEM.
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Pucynox 15. AMII pacrenus mukoro tuma W Myrtanrta fasb Ha cragum paHHE#l po3eTKU U
nepexosa K nupereHuro. Ha cragum panHel pozeTku (2 pa3BUTHIX B3pOCHbIX JucTa): A - AMII
pactenus aukoro tumna, b - AMII myranta fas5. Ha cragum nepexona k nerenuio: B - AMIIT
pactenus nukoro tumna, I'- AMII myranra fas5. baper coorBeTcTBYIOT 30MKM.

B nanbneitem pazmepsl AMII qukoro tuna uzmenstoTces ciabo (puc. 16, A, b). B o xe
BpeMsi AMII fas5 nocienoBatensHO yBenmuunBaroTcs B Xoae oHToreneza. AMII myranTa
fasb memMoHCTpHpyeT MOCIeI0BATEIbHOE YBEJIMYCHUE TPU MEPEeXoje OT CTaUH Havaia
LBETEHUS K CTaJMSIM PACKpBITHs NEPBBIX IIBETKOB U 3aBeplIeHMs LBeTeHUs (puc. 16, B,
I'). Ha cragum packpeiTusi mepBbix nBeTkoB AMII fasS aemoncTpupyer yxe
3HAYUTENIbHOE YBEIUYEHHE pa3zMepoB oTHocuTenbHO AMII nukoro tuma (puc. 2, B),
KOTOpO€ TOJBKO yCHJIMBAeTCs K KOHIY 1BeTeHus (puc. 16, I'). B pesynbrare atoro AMII
myranta fasb mpuoOperaecT BHJ BBITSHYTOW B OJHOW IUIOCKOCTH, CHIJIBHO
(dparMeHTHPOBaHHOW CTPYKTYphl. Takum o0pa3oM, HauOoJbIlIEe YBEIUYCHHE Pa3MEPOB
AMII fasb5 ornocurensHo AMII aukoro Tuma HaOIIOJAaeTCS B XOA€ PEHPOAYKTHBHOM
CTaJMM pa3BUTUS W TMPUBOAUT K 3HAYMMBIM pa3IMuMsiIM B KOJMYECTBE ILIBETKOB,

00pazyeMbIX MyTaHTOM M TUKUM TUIIOM (Tabmnwuia 2).
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Pucynok 16. AMII myranrta fasS wu aukoro Tuma Ha CTaaUAX PACKPBITHS MEPBBIX OYTOHOB U
3aBepiueHus nBeteHus. Ctaaust pacKpbITHs MepBbix 0yToHOB: A - AMII nukoro tumna, b - AMII
mytanTta fasb. Craaus 3aBepmienus erenus: B - AMII aukoro tuma, I' - AMIT myranra fasb.
-3 — kpynHO pparmenTsl AMIT myranTa fasb Ha cTaguu 3aBepiicHNs IBETEHUS C IPOOJICHUEM
Ha <«JJOYEPHHUE» MEpPUCTEMBI, 3BE30YKAMU OTMEYEHbl CIMBLIMECS MEpUCTEMBbl. bapbl
cooTBeTcTBYIOT: A, b, B, E — 100MkM; I — 300MmkMm; [, 3 — 30 MKM.

VYeenuuenune pasmepoB AMII myranta fasb B xoae oHTOreHe3a MPOMCXOIUT 3a CUET
YBEJIMUEHUsI 4ucla CIMBIIMXCS "modepHux" mepucteM. Tak Ha CTaJuu 3aBEpILCHUS
nBeTeHus B cocraBe AMII myranTa fasb odpasyercst 6oJibIiie CIUTBIX MEPUCTEM, YEM Ha
npeapIayniel HaOMoJaeMOld CTagud  OHTOT€HE3a, YTO KOPPEIUpyeT ¢ O0ImuM

yBenndenrneM pazmepoB AMII (puc. 16, B, I'). AMII myranTa fasb ckionHa pa3aeasiTbes
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[0 TpaHUIlaM JaHHBIX "nodepHux" MepucteM Ha 2 wiM Oojee He3aBUCHUMBIX AMII
(puc. 16, B). Crour oTMeTuTh, YTO OOpazyemble B cocraBe AMII myranrta fasb
CIMBIIMECA ''TodyepHUe" MepucTeMsbl Mo pasmepaM cxoanbl ¢ AMII nukoro tuna (puc.
16, /JI-3) u wacto cxomubl ¢ AMII nukoro tTuma Mopdonorudecku (puc. 16, A, J1-3).
YacTto MoxHO HabM0AaTh ""HouepHue" MEPUCTEMBbI Ha Pa3HBIX CTAAUsAX pasjaeneHusd. Tak
"mouepHue" MEpUCTEMBI MOTYT COCTAaBJISTh OJUH MAacCHUB, B KOTOPOM T'PaHHUIIBI MEXKITY
OTJIEJbHBIMU ' TOUEPHUMHU'  MEPUCTEMAaMHU BBIPAaKEHBI OTHOCUTENIBHO cnado (puc. 16, [1).
BerpeuaroTesi Takke MOJHOCTBIO pa3ienuBIIuecs '"mouepHue" MEpHCTEMbI, KOTOpPbIE
HauMHAIOT (opmupoBath coOcTBeHHble ocu (puc. 16, E, 3). Haubonee aktuBHOE
paznenenue "mouepHUX" MEpUCTEM HAOMIOJAaeTCs Ha TMO3HUX CTaAUSIX OHTOTCHE3a,

Korga pocCT cTe0JIs CHIIBHO 3aMCIJISICTCA WK IIPUOCTAHABJIMBACTCA.

Ta6muma 2. KoaudecTBo 1IBETKOB, 00pa3yeMbIX pacTeHHsAMU fasb u pukoro tuma

JInnus KonmnuecTBo pa3BUTHIX IBETKOB™
JIMKuii THIT 22,1456
fas5 39,8+£3**

* - yUUTBIBAIOTCS BCE pacTeHUs fash BHe 3aBUCHMOCTH OT CTENEeHHU pa3BUTHS (acIuaIum
** - cpenHee 3HaueHue 1 fasb M0CTOBepHO OTIMYAETCS OT CPEAHErO 3HAYCHUS IS
JIUKOTO TUIIA IIPU YPOBHE 3HauuMoctu P> 0,99

VBenmuuenne pasmepoB AMII wmyranta fasS wmoxker mnpUBOAWTH K pa3BUTHIO
HIMPOKOTO JICHTOBUIHOTO CTEOJISl, COCTOSAIIEIO0 M3 HECKOJbKHMX CIMBIIMXCS OCEH, C
HapyIIeHHBIM (QuLTIoTaKcucoMm (mpuioxkenue, puc. 1, A). Hapymenue ¢umiorakcuca
BBIPAa)KaeTcsi B 00pa30BaHUM T'PYII CHJIBHO COJMM)KEHHBIX Y3JIOB, KOTOpBIE pa3iesIeHbI
JUIMHHBIMH MEXJOY3JIMSIMU M HapyLIEHUEM CTPOIroro CIUPAJIbHOIO PACIOIOKEHUS
OpraHoOB CTEOJIsI, HAOII0JAEMOTO Y IUKOTO THIIA (TIpriioxkeHue, puc. 1, A-B)

[lpu sTOM CTemeHb pa3BuTHs (acuualvd He paBHOMEpHA y Bcex pacteHuit fasb.
[Mpumepro 85-90% pacrenuit cmabo QacuuupoBaHbl HJIM HE HUMEIOT (aciuanuu
(mpunosxkenune, tabmuna 1, mpumokenue, puc. 1, B). ®acriumanms xopomio pa3BHTa
npumepHo y 10-15% pacrennid. Y cuibHO pacuuupoBaHbix pacteHuit fasd nadbmomaercs
nojiaBiieHue oOpa3oBaHus MapakiaaueB (MpuioxeHue, puc. 1, b), kKoTopsie HOpMaJIbHO
pa3BuBaioTcsi y pactenui fasb co cimaboit (acrumanmeld WM ¢ OTCYTCTBHEM TaKOBOU
(mpunoxenue, puc. 1, B). [loka3aHo, 4To gOJII MYTaHTHBIX PAcCTEHUH, Y KOTOPBIX
pa3BuBaercs (acuuanys, He 3aBUCUT OT CTENEHU (HaCHUUPOBAHHOCTH POJUTEIHCKOIO

pacrenus (npwioxenue, tadbmuia 1). B moromctBe pactenus fasb, He wumeBIiero
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pa3BuTol (acumanuu CcTeOsl, BBHILEIUIOCH JUIIb HEMHOTO MEHBIIE PACTEeHHH C
XOpOIIO pa3BUTON (hacuuanueld, 4eM B MOTOMCTBE CHIIBHO (hacllMUPOBAHHOTO PACTEHUS
(mpuoxkenue, Tadauia 1).

Crour orMmeTuth, uro AMII pactennii fasb, xapaxTepusyrommxcs ciadboi
dacuuanueit wim e€ OTCyTCTBUEM, TakKe parMeHTUpOBaHa Ha "mouepHUE" MEPUCTEMBI
U YBEJIMYEHA B pa3Mepax OTHOCUTEIBHO JUKOTO TUIIA, XOTA U HE TaK CHIBbHO, Kak AMII
pacTeHuil ¢ XOpoIo pa3BUTON (aciuanuei (MpUIoKeHue, puc. 2).

Crebenib MyTaHTHBIX pacTeHuil fass mMokeT aHOMaTbHO BETBHUTHCS 0e3 00pa3oBaHUsI
na3yxu JIUCTa B pe3yibTaTe paclleryieHus cTeOJs Ha HECKOJIbKO HE3aBUCHUMBIX OCeH
(mpunoxenue, puc. 1, I'). JlanHomy paszaeneHuio CTeOIsI MPEIIISCTBYET pa3/c/iCHUS
AMII (puc. 16, b). Takum o6pa3zom, AMII myrtanTa fass ¢pparmentupyercs u oopasyer B
CBOEM COCTaBe PsiJl YaCTWYHO cimBIIHXCs "nmouepHux" mepucteM. AMII myranrta fass
MIPOTrpECCUPYEeT B pa3Mepax B XOJE€ OHTOreHe3a 3a CYET BO3HUKHOBEHHUS HOBBIX
"nouepuux" mepucreM. Takas mopdonorust AMII gacto nmpuBoaut k passuthio y fasd

(baCI_II/IaI_II/II/I CTG6JI§I, a TAaKXKC paCHICIINICHUIO cTe0JIs1 Ha HE3aBUCHUMBIC OCH.

3.1.2. ®opmupoBaHue KPYNHBIX KJ1eTOK HAa moBepxHocTH AMII fas5

Ha moBepxnoctn AMII nukoro Ttuma HpUCYTCTBYIOT HEOOJBIIHME OJWHAKOBBHIE IO
pasMepaM KIETKH, (GOpMHUPYIOIIHNE POBHYIO MOBEPXHOCTh MepucTeMsbl (puc. 17, A). Ha
noBepxHoct AMII myrantra fasb wacto oOpasyroTcs KpymHbBIE KIETKH, HWMEIOIIUE
0oJbIIKE pa3MepPbl, YeM OOJIBIIMHCTBO OKPY’KAIOIIMX UX MEPUCTEMATHUYECKUX KJIETOK, U
BbICTynarome Haja mnosepxHocThio AMIIT (puc. 17, b-T'). KpynHbie kieTku,
BO3HHKaromue Ha noBepxHocT AMII fas5, Moryr pacmonaratscst Kak IOOJIUHOYKE, TaK
u rpynnamu (puc. 17, I'). Takue kiIeTkM OOBIYHO UMEIOT OKPYrayi (GOpMy U CHUIBHO
BBICTYMAalOT HajJ noBepxHOCThI0O AMIL. Mopdonorus naHHBIX KIETOK JeNaeT HX
CXOOHBIMM C  KJIETKaMM, TPEKpaTUBIIMMU  JIeJIEHUE U  MepelefllluMu K
SHJOPEIYIUTHKALIUSAM, YTO XapakTepHo st auddepennupyronmxcs kierok (De Veylder
et al., 2011). [Ipu BO3HUKHOBEHHH OOJBIIOTO YKCIA KPYMHBIX KJIETOK Ha mnepudepuu
MEpHUCTEMBI, HAOJIOAeTCs IOJIHAs WM YacTH4YHAas IPUOCTAHOBKA 3aKIAJKU HOBBIX
IIPUMOPIMEB OPraHOB JAHHOM MEpUCTEMOM. PazMep M KOJIMYECTBO KPYIHBIX KJIETOK Ha

nosepxuoctr AMII fasb nporpeccupyror B Xxoae ontorenesa  (puc. 17).
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Pucynok 17. Kpynusie kinetku Ha noBepxnoctd AMII fasb. A — AMII aukoro tuma. b —
AMII fasb nHa craguupanHeii poserku. B- moBepxnocts AMII fasb Ha cragmu packpbITHS
nepBeix 1BeTkoB. I - AMII pacrenus fasS Ha cragum 3aBepuieHust IBeTeHHs. bapbl
co0TBeTCTBYIOT: A, b — 3mkMm; B, I' — 30MxkMm.

AHOMaJIBbHO KpYIHbBIE KJIETKH TakXKe OOpa3yroTcsi Ha TOBEPXHOCTH JIMCTOBOM
iacTuHKA MytanTa fasb. [ToMumMo 3TOro Ha MOBEPXHOCTH PO3CTOYHBIX JHCTheB fasb
4acTo HAONMIOAIOTCSd AHOMAIIbHO PAa3BETBIEHHBIE TPUXOMBI, YTO CBHUICTEILCTBYET O
nepexoJie KJIETOK K DSHAOPEAYIUIMKAIUsAM. BO3HHUKHOBEHHE KPYIHBIX KIETOK Ha
noBepxHoct AMII mytanTa fass (a Taxke KpymHBIX KJIETOK U aHOMAJIbHO BETBHCTHIX
TPUXOM Ha TIOBEPXHOCTH JIUCTHEB) MOXKET CBUICTEIbCTBOBATH O HAPYHICHUAX

MEXaHM3MOB, PEr'YJIUPYIOLIUX MEePEX0]] KIETOK K SHIOLHUKITY.
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3.1.3. Yckopenne BbiOpoca niBeToHoca myTanTa fasb
Mytant fas5 xapakrtepusyercsi 6ojiee paHHHM BBIOPOCOM U YCKOPCHHBIM Pa3BHTHEM
[IBETOHOCA OTHOCHUTEIBHO pacTeHHid JAUKOro Tuma. BeiOpoc mBeToHOca y myraHTta fasb
ocyiecTBisieTcss Ha 34-i — 35-i JleHb Tocje TMpOpacTaHus CEMsH, B CpeJIHEM Ha 5 - 6

JTHEH paHbIlle PACTCHUN JUKOTO TUIA, KOTOPHIE BRIOPACHIBAIOT IIBETOHOC HA 39-it — 40-i

JICHb nocie popacTaHus (puc. 18).
T 50
L
© 45
o
g 4
2
Q 35
@
: s
c 30
E ,/o/./' WQ/Q/I
o 25
3 K}fi
@ 3

25 27 29 31 33 35 37 39 41 43 45 47 49 51 53 55

OHun nocne npopacTtaHus

Pucynox 18. /lunamuka pa3BuTHs I[BETOHOCa MyTaHTa fasb (4epHble KpPYXKKH) M THUKOTO
tuna (6esble KPyKKH).

Yucno nuctheB po3eTku y myranrta fasS (4,7+0,6) CHUKEHO OTHOCHUTEIBHO JHKOTO
tuna (8,2+0,7) (mpunoxenue, Tabnuna 2). Uuciao crebaeBbIX JIMCTheB MyTaHTa fasb
(5,7+1) He3HAUNTENBHO YBEIMYEHO OTHOCUTEIBHO pacTeHui qukoro tumna (3,6+0,7), Tem
HE MCEHee, JOCTOBEpHBbIC pa3inius HaOIIOJAr0TCS TOJNBKO y pacteHuit fasS ¢ spko
BeIpakeHHOW (acumanmert (13,0+4,3) (mpunoxkenuwe, Ttabnuna 2). Takke CTOUT
OTMETHTBh, 4YTO y pacteHmid fasb, ¢ spko BepakeHHOW Qacuuanmer, HaOIIOAATOCH
YMEHBIIICHHE BBICOTHI IIBETOHOCA OTHOCHUTENILHO pacTteHuii fasb ¢ HepasBuToi
¢dacumanueit modera (tabmuua 4). [Ipuuém HabMIOgaEMOE YMEHBIIEHHUE POCTA PACTECHUS
IPOUCXOAMIO B OCHOBHOM 3a CYET COKpALEHWsI JUIMHBI TE€HEpaTUBHOW 4YacTu

(mpunokenue, Tadauia 2).
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Kak y>xe ynoMuHanocCh BhIIIE, y pacTeHuil fasd yBennymBaeTcsi KOMUYECTBO IBETKOB
OTHOCHUTEJBHO PACTCHUH JAUKOTO THIIA, TP 3TOM pacteHus fasb ¢ passuroit daciuanueit
o0Opa3yroT OoJibllie I[BETKOB, ueM pacteHus fasd co crmaboi dacuumarueir wim ¢ eé
oTcyTCcTBHEM (TMpUIIOKEeHHE, Tabnuma 3).

VCKOpeHHBIH BBHIOPOC IBETOHOCA, HAOMIOAaeMblii y MyTaHTa fasb, Moxker sBIATHCS
CIIEICTBUEM HApYIIEHUS MEXaHU3MOB, PETYIHUPYIONIMX T[epexoj] pacTeHus Ha
PETIPOAYKTHUBHYIO CTaJMI0. YBEIMYEHUE K€ KOJMYeCTBa I[BETKOB y MyTaHTta fasb
OTHOCHUTEJIBHO JIMKOT'O THIIA, CKOPEEe BCETO, SIBISETCS CIEACTBHEM YBEIHMUEHUE Pa3MEPOB
AMII, B pe3ynbprare 4Yero OHA HAYMHAET 3aKJIAJbIBaTh OOJBIIEE KOIUYECTBO

IIPUMOP/INEB.

3.1.4. Hapymienue pa3Butus nmodera fasS B ycj10BHsIX KOPOTKOIO THSI
[lpu BeIpammBaHuu MyTaHTa fasS B ycIOBHSAX KOPOTKOTO CBETOBOTO JIHS
HabJro1anach cepbE3Hasi 3a7iep’KKa pocTa OTHOCUTENBHO PACTEHHMH TUKOro Tumna (puc.
19). Pacrenuss nuKoro Tuma, BbIpalllUBaéMble B YCJIOBUSAX KOPOTKOIO  JIHA,
JIEMOHCTPUPOBAIH YBEJIUUYECHUE YMCIIA PO3ETOUYHBIX U CTEOJIEBBIX JINCTHEB OTHOCUTEIHHO
pacTeHuil MKOro THUIA, BBIpAIIMBAEMBIX B YCJIOBMSX JJIMHHOTO AHs, (puc. 19, A,
tabnuna 3) npu 3TOM 0011ast BEICOTa PACTEHHI JUKOTO THUIIA JOCTOBEPHO HE pa3iinyanach

B YCJOBHSX KOPOTKOTO M JJTUHHOTO JHs (Tabswuma 3).

Tabauma 3. MopdomeTprudeckre AaHHbIE PO3ETKH M IBETOHOcCa pacteHuit fasb wu

JAUKOI'O THUIIA, KYJIbTUBHUPOBABIINXCA B YCIIOBUAX KOPOTKOI'O JHA.

JIvaug Pozerounsie | CrebieBnlie Bricora Bricora OOmras
JIUCThS JIUCThS pO3eTKH IIBETOHOCA BBICOTA
pacTeHus
JIuKuii TUIT 10,27+1,6 8,6+1,3 0,5+0,2 39,3+1,9 39,8+2,1
fasb 10,97+1,9 0 3,4+1,2*%* 1,6+0,5** 5,1+1,7**

**_.3qadeHus A1 MyTaHta fasd MOCTOBEpHO OTIMYAIOTCSA OT 3HAYEHHUH IS JUKOTO
tumna npu P>0,99

Pacrenust fasb nemoHcTpupoBanu cwibHOe BeTBieHue (puc. 19, A) Ha BereTaTHBHOI
CTaJuM 3a CYET aKTHBAIMU Ma3yIIHBIX Toyek (puc. 19, B), yucio JIUCTbEB PO3ETKU
YBEJIMUMBAJIOCH IO CPABHEHUIO C JUIMHHBIM CBETOBBIM AHEM (4,710,6 Ha mmMHHOM M

10,97+1,9 na xopotkoM nHe, Tabnuia 3). Takke MPOUCXOAWIO CHIIBHOE PACTSHKECHHUE
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Mexaoy3imuit pozetku (puc. 19, b, I'), uro He HabMOAANOCH B JaHHBIX YCIOBUSX Y

pactenuii nukoro tumna (puc. 19, b).

Pucynoxk 19. Pacrenmss fasS u pacreHuss IUKOTO THIIA, BBIpAIMBaEMbIE B YCIIOBHSIX
KOpOTKOTO JHS. A — B3pocibie pactenus fasb (cnea) u nukuii Tun (crnipaBa). b — I — BeITAHYTBIC
MEXI0Y3JIMs M aKTUBHBbIC Ma3yIIHbIC MOYKH PO3ETKH MOJIONOro pacteHus fasb, akTuBHbIC
nas3yliHble MOYKH OTMEYEHBbI CTpenkamu. J| - monozpie pacrenuss myranta fasS (cimesa) w
JIMKOTO TUTA (CIIpaBa), CTpeIKaMU OTMEUCHBI PACTIHYThIC MEKI0Y3IHsI PO3ETKH pacTeHuit fasb.
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Pacrenuss nukoro Tuma B YCIOBUSIX KOPOTKOTO JHS BBIOpAchIBajiud LIBETOHOC C
CYIIIECTBEHHOMN 3aJIepKKOH OTHOCHUTENBbHO JUIMHHOTO JHsS: Ha 50-i — 55-i1 aeHs mocie
npopactanusi. [lpu stom ~ 95% pactenuii fasb, KyJbTHBHPOBABIIMXCS B YCIOBHSX
KOPOTKOT'O CBETOBOTO JHS, BOOOIE HE 0Opa30BBIBAIM LBETOHOCA, MpeKpalas pocT Ha
craguu po3eTku. Jlumb okono 5% pacrenuit fasd B ycinoBUSX KOPOTKOTO JHS MOTJIH
BbIOpACKIBaTh IIBETOHOC Ha 65-if — 68-ii eHb Mocie mpopacTaHusl.

Cpenusisi BbICOTAa I[BETOHOCA, BBIOpAcChIBAEMOTrO pacTeHHsMH fasdS B ycimoBusX
KOPOTKOTO [THSI, HEe TpeBblmana 1-2cwm, HAa TakoOM YKOPOYEHHOM I[BETOHOCE
oOpa3oBbIBaioch He Oonee 1-2 1BeTkoB (Tabiuia 3, npuioxkeHue, puc. 3, A),
MOP(OJOTHYECKH UACHTUYHBIX 0a3aabHBIM IBeTKaM fasb, pa3BHBarOIIMMCS B YCIOBHSIX
JUTMHHOTO JHS (MpUiiokeHue, puc. 3, b).

Ha Bepxymike Takoro IBETOHOCA YacTO pa3BUBAJACh CTPYKTypa, CXOJHAas C
TEPMHUHAJILHBIM IIBETKOM (TpuiioxkeHue, puc. 3, B, I).

HaGmromaemple HapylIeHUs pa3BUTHs pacTeHui fasS B yCIIOBHSX KOpPOTKOTO
CBETOBOTO JIHS CIY’)KaT CBHJICTSIILCTBOM HapylleHWHd y MmyraHTa fasb mexaHH3MOB,
pPEryJIUPYIONIMX OTBET OpraHu3Ma pacTeHHs] Ha CBETOBbIE CTUMYJbl, B TOM YHCIE

IPOJOJIKUTENIBHOCTh (OTONEPHOIA.
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3.1.5. 3aBucUMOCTD CTeNeHH HAPYIIEHHUS YMCJIa U TUIIA OPTraHOB OT sipyca
nBeTKa y myTanTa fasb

B panHux pabortax ObUTO ommcaHO pa3BuTHe y MyTranta fasS mopdomorndecknx
HapyIlIeHUH 11BETKa, a UMEHHO U3MEHEHHE YKCila OPraHOB U BOSHMKHOBEHUE XUMEPHBIX
KapnesonHbix opranoB (Kagait-oosn, 2011). Hamu Obuta BbIsIBIIEHa HOBasi 0COOEHHOCTh
IIBETKOB MyTaHTa fasd, a MMEHHO 3aBUCHMOCTH CTCNICHH HApYIICHHW THIA W YHCIa
OpraHoOB OT PAacIOJIOKEHHS IIBETKA B COLIBETUU. B TO BpeMs Kak YMCIO W TUI OpraHa y
pacTeHuii OMKOro THma ocTaércs HemsMmeHHbIM (puc. 20, A-B), y wmyranrta fasb
IPOCIIeKHUBACTCS TEHACHLUS K YCHICHHIO HAapylIIeHHH OT 0a3aJbHOM K amuKaabHOU
gactsM 1BeTonoca (puc. 20, I'-E). [Ipu 3ToM BoO 2-if — 3-if MyTOBKax YHCIIO OPTaHOB y
mytanTta fas5 cHmwkeHo oTHOcuTenbHO Aukoro tuma (puc. 20, A-B, I'-E; npunoxenue
tabmuiia 4), B To BpeMs Kak B 4-if MyToBKe y fasb HaOmomaeTcsl yBeIMUEHHE YHCIIa
OpPraHOB OTHOCUTEIHHO PACTEHUH TUKOTO THIA (MPHIOKEeHNE, Tabmua 4).

Yuciio opraHoB 2-i ¥ 3-ii MyTOBKH ILBEeTKa (JICTIECTKU M THIYMHKH) MyTaHTa fasb
CHIDKAETCsl B HANpaBJIICHUU OT Oa3aJbHBIX LIBETKOB K alUKajdbHBIM. B 4-if MyTOoBKe
(MJIOOTUCTUKK) YUCIIO OPraHOB OCTA€TCs HEM3MEHHBIM Y 0a3albHbIX M alHKaJIbHBIX
I[BETKOB, XOTs HaOJIOJaeTcsi SBHOE HW3MEHEHHE MOpP(OIOrUM — IUIOJAOJTUCTHKU
CTAHOBATCS KPYITHEE M 9acTO MPUOOPpETArOT N30THYTYIO0 hopmy (puc. 20, I'-E).

Jlonst aHOManbHBIX OpPraHoB BO 2-ii MyToBKe (y3KuMe W/WiIM (PHUIaMEHTO3HBIE
nenectkn) y fasS mocnemoBarenbHO yBenMUYMBAETCS OT 0a3albHBIX I[BETKOB K
anuKaJbHBIM, B TO BpeMs Kak B 1-il (kapreuiougHble 4YalIeTUCTUKH), 3-i
(kapreuIouHbIe THIYMHKH) U 4-i (HecpocuIuecs IUIOJOMCTUKN aHOMATbHOU (HhOpMBI)
MYTOBKaxX HaOI0JaI0Ch HEKOTOPOE YBEIHMUEHHUE OIU aHOMAJBHBIX OPraHOB y CPEIHHX
[[BETKOB OTHOCHUTEJIbHO 0a3zalbHBIX M AalibHelIIee e€ MaJeHue y anuKaJbHBIX IIBETKOB

(mpunoxenue, Tadbmuia 4).
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Pucynox 20. llBetku myranTa fasb m aukoro Tuma, mpuHa[UIeKalMe K pasHBIM sipycam
comBetus. A, b, B — cOOTBeTCTBEHHO anmuKaIbHBIN, CpeTHUN U 0a3aTbHBIA IIBETKHA JTUKOTO THUTIA.
I', 11, E — cootBercTBeHHO 11BeTKH MyTaHTa fasS. bapsl coorBerctByror: A, b — 300mkMm, B-J1 —
1000MKM.

B panHmx paborax Takke OBUIO IIOKa3aHO, 4YTO MyTaHTHas JuHuS fasd
XapaKTepu3yeTcss CHUXKEHHUEM  MPOAYKTHMBHOCTH — Toidbko 40%  cTpydyKoB,
pa3BUBAIONIMXCS HA [BETOHOCE pacTeHuit fash crocoOHbl 00pa3oBbiBaTh ceMeHa (Kapaii-

ooq, 2011). Hanusrii peHOMEH MOXKET OBITH 00YCIIOBJIEH T€M, YTO CTPYYKH, OOpa3yeMblie
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anMKaIbHBIMA I[BETKAMH, UMEIOT aHOMalbHYI (opmy (mpuiiokenue, puc. 4) uz-3a
MOp(}OTOrHvYecKuX HapyUIEHUH OpraHoB IIBETKA, KOTOPbIE YCHUJIMBAIOTCS K amnekcy
couBetus. Tarkke TOKa3aHO, 4YTO Oa3albHbIC CTpydykd pacTeHuid fasb, umerorme
HOPMaJIbHYI0 MOP(OJIOTHUIO, HO MEHBIINE pa3Mephl, 4eM Oa3aibHbIe CTPYYKH TUKOTO
Tuna (mpuioxeHue, puc. 4) oOpa3yloT 3HAYUTENIBHO MEHbIIEEe 4YMciIO0 ceMsH. Eciu
0azanbHbIE CTPYYKH pacTeHuid aukoro Ttuma (1-5-if crpyuku) oOpa3ylOT B CpeaHeM
72+8,4 cemsiH, To Oa3aibHBIC CTPYYKH MYTaHTHBIX pacteHui fass cocoOHBI 00pa3oBaTh
TOJIBKO 19,44+9,7 cemsaH. DTO MOXKET CBHACTEINLCTBOBATL O TOM, 4TO reH FASH Taxke
y4acTBYET B PETYJSIMH TE€HOB, OTBETCTBEHHBIX 3a PAa3BUTHE CEM3a4aTKOB W/UIU
CO3pEBaHUE CEMSIH.

Takum oOpazom, y myranta fasS nHaOmromaercss siBHas TEHICHIHS K YCHIICHHUIO
MOP(OJIOTHYECKUX HAPYIICHUN IBETKA OT 0a3aJIbHOW YacCTH COLIBETHA K anuKaibHOU. B
TOM 4HCIe, YCWIMBAIOTCA MOPQOIOTUYECKUE HAPYIICHUS IUIOJOJIUCTUKOB, 4YTO,
OUYEBHJIHO, BBI3BIBAET HAOII0laeMOE MPOTPECCUpYIOLee HapylleHne Mopdoaoruu
CTPYYKOB B HANpaBlIEHUU OT 0a3ajbHBIX K AMUKaJbHBIM, YTO B CBOIO OU€pEIb MOXKET
SBIIATHCS OCHOBHOM MPHYMHON HAOJIOaeMOT0 CHIDKEHHUS TPOAYKTHMBHOCTH MYTaHTa
fas5.

3.1.6. Pa3BuTHe 04aroB IKTONUYECKOI NpoJiMdepanun Ha NOBEPXHOCTH
myTanTa fasb

Jns myraruu fasd xapakTepHO pa3BUTHE OYaroB 3KTOMUYECKOH MpoJudepaluyd Ha
noBepxHoctu ctebns (puc. 21, A-J1, puc. 22, A, b). HauOonbIiias KOHIIEHTpaIs 04aroB
HKTOMHMYECKOH Tposudepannu HaO0aaeTcss B BepXHeW yacTh crebns MyranTa fasb,
HernocpeacTBeHHO npuierawomeit k AMII (puc. 21, B). B pesynbrare skTonndeckoi
nponudepannu KIETOK Ha CTeOJIe pa3BUBAOTCS BBIPOCTHI Pa3InyHON Mopdoaoruu.

Ha moBepXHOCTH MEXIOy3Nui, Ha MPOTSHDKEHUH BCEro CcTeOis 00pa3yroTcst BBIPOCTHI,
HAIIOMHMHAOIIME 3a4aTKH OCEBBIX CTPYKTYp (puc. 21, A, B). JlaHHBIE BBIPOCTHI MOTYT
naBaTh OOKOBBIE BBIPOCTHI CYIIECTBEHHOW JJIMHBI, CXOJHBIE ¢ MPUMOPAUSIMH OOKOBBIX
opranoB (puc. 21, b), koTopsie mpu 3TOM Jajbliie He pa3BuBatoTcs. CTPYKTYphl JaHHOTO
THUTIA MPEUMYIIECTBEHHO BO3HHUKAIOT HA TTOBEPXHOCTU MEXIOY3JIUH BETr€TaTUBHON YacTH

I[BETOHOCA pacTeHuit fass.
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Pucynok 21. Owuarm oKTONMYECKOW mpoiudepanuu pa3nudHod MoOpQoioruu Ha
NOBepXHOCTH cTebnst myranta fasb. A, b — oceBble CTPYKTYyphl, BO3HHKAIOIIUE
MPEUMYIIECTBEHHO Ha MOBEPXHOCTU MEXIOoy3iuil. B — ckomnenue oudaros mposudepanuu B
obnmactu mpunexameit k AMIL T, JI, E — ouaru skromuyeckoil mponudepannu, UMEIne
Mop(hoIorHio TSkKe aHOMaIbHO KPYIHBIX KieToK. bapsl coorBercBytoT: A-B — 100MKkM, ['-E —
3-MKM.

Ouaru nponudepanuy, BO3HUKAIOIIUE B HEMOCpeACTBEHHOM Omu3octu or AMII, B
OCHOBHOM IPEJCTABIISIIOT COOOW CTPYKTYpbl (KJIETOYHBIE TSXKH), COCTOAILUE U3

AHOMAJIBHO KPYIHBIX KJIETOK, MOP(OJIIOTHYECKH CXOJHbIE C PhUIbIIEBOM TKaHblO (puc. 21,
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I, A, E). dannbie o0pa3oBaHHs BO3HHMKAIOT TpyNIamMH Yy OCHOBaHHS (DIopasbHBIX
npuMopaneB. Ha octanbHON MOBEPXHOCTH CTEOJSI HSKTOMHYECKUE CTPYKTYpPhI MOI00HON
MOp(}OIOruM HE BCTPEYALOTCS.

Takxe 4acto GOpMHUPYIOTCS CTPYKTYpbI, MOP(HOIOTUYECKH CXOJHbBIE CEMSIOYKAMHU
(puc. 22, A, B). BaemHe 3Tu 00pa3oBaHUsl CXOAHBI C OCEBBIMH CTPYKTypamu,
BO3HHUKAIOIIMMHU B BereTaTuBHOW 4actu credis (puc. 21, A, b), HO OOBIYHO HMEIOT
Oonpiryto amuHy (puc. 22, A) U CWIbHEE TIPHUIIOJHUMAIOTCS Ha/l MTOBEPXHOCTHIO CTEOJIS.
Ha mnoBepxHOCTH JaHHBIX 00pa30BaHUN MOTYT pa3BUBATHCA HECKOJIBKO BTOPUYHBIX
CTPYKTYP, MOP(OJIOTUYECKH CXOXKUX C ceManoukamu (puc. 22, b). Pazsutie monoOHbIx
CTPYKTYp HaOI0JlaeTcsl MPEUMYIIECTBEHHO Ha IOBEPXHOCTH T'E€HEPATUBHOM YacTH

OBCTOHOCA.

oon19 TOHM e

PucyHnoxk 22. Dxronuyueckue CTpyKTypsl Ha ctebne fasd, cxomuslie ¢ cemsmoukamu. A — ouyar
9KTOMHYECKOH nponudeparmu Ha cTebsie mytanTa fasb cxomublit ¢ moukoit. b — pa3suBaromuecs
Ha €ro IMOBEPXHOCTH CTPYKTYphl, HAIIOMUHAIOUIUE CEMSNOYKU. bapbl COOTBETCTBYIOT: A —
100mkM, b — 30MKM.

Bo3HUKHOBEHHE MMOJIOOHBIX OCEBBIX CTPYKTYp Ha MOBEPXHOCTH CTeOs myTaHTa fash
MOJKET SIBIIATHCS CJICACTBHEM OJKTOIMMYECKOW AKCIPECCHH TEHOB, OTBETCTBCHHBIX 3a
npoiudepanuio kieTok wim 3a obpaszoBanue nymna CK (reast WUS u CLV3). Pa3Butue
KE€ CTPYKTYp, CXOIHBIX C pPBUIBIICBOM TKAHBIO WIIM CEMSAMOYKAMHU, OCOOCHHO B
TCHEPAaTHMBHON YacTH IIBETOHOCA, MOXET CBHJICTECILCTBOBATH O Haaumuumu y fash
IKTOMMYECKON IKCIIPECCHU TE€HOB, 00ECIICYMBAIOIINX PAa3BUTHE T€HEPATUBHBIX OPTaHOB

pacTeHHsI.
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3.2. Ananu3 B3aumojaeiicTBus rena FASS ¢ renaMu, KOHTPOJTUPYIOITUMH
no/yiep:KaHue MOCTOSIHCTBA IMYJIa CTBOJIOBBIX KJeTok B AMII
Jlns Gonee moapoOHOro aHanmu3a BiusHHUS TeHa FASS5 na ¢opmupoBanne AMII u
pa3BuTHEe TmoOOera, a TaKKe pa3BUTHEC I[BETKA M TIEPEeX0J K I[BETCHHIO, OBLI
NPOAHATU3UPOBAH PSI ABOMHBIX MYTaHTOB, MOJTYYCHHBIX OT CKpeluBaHus jauHun fasb ¢
JUHUSAMH, COACPXNKAIIMMH MYyTalli¥ B U3BECTHBIX I'€HaX, UTPAIONIUX KIIOUYEBBIC POJIM B
JaHHBIX mporeccax. B yactHocTH, ¢ muuusamu clv 1, clv2-1, clv3-2 u wus-1.
3.2.1. BzaumopeiicrBsue rena FAS5 ¢ renamu CLV1, CLV 2, CLV 3
I'uGpuapl mokosenus F1 ot ckpermmBanus auaun fasd ¢ muuusmu clvl, clv2-1, clv3-2
U erlpeHOTHMHUITHYCCKU HE OTJIMYAIUCH OT JUKOro Thma. B mokosiennu F2 HaOm01a710Ch
pacileryicHUe, XapaKTEepHOE I MOHOICHHBIX HECICTUICHHBIX MyTaluil (Tabnuma 4).

Pa3nuumii B pelunpoKHBIX CKPEIIUBAHUIX HE HA0JII01a10Ch.

Tabmuna 4. AHaau3 pacuierieHus B MokojaeHuu F2 ot ckpenuBanuii fasb ¢ muausmu
clvl,2,3 uerl.

JIunus deHoTHIINYECKHE > 2 D(cM)
KJaccel F2 BBIGOPKH (9:3:3: 1)
A- | A- | aa | aa A B L
B- | bb | B-| bb
civl 141 | 41 |51 |11 244 0,09 1,4 | 0,73 -
clv2-1 | 144 | 47 |54 | 18 263 0,8 0,01 |0,004 -
erl 161 | 47 |58 | 14 270 0,08 1,6 0,32 -
clv3-2 | 150 | 43 | 51 | 12 256 0,02 1,69 | 0,39 -

Y’ 1a6, = 3,84 mpu yposHe 3Haunmocty A = 0,05 u crenenu ceoGoxs! df = 1
A —ren FAS5, B — renst CLV1, CLV2, CLV3 u ER1

OcobenHocTn (peHOTHNA NBOMHBIX MyTaHTOB fasb clv. [/lns nBOWHBIX MyTaHTOB
fas5 clv 1, fas5 clv2-1, fas5 clv3-2 u fas5 erl Opumn XapakTepHBI HapyIICHUE
¢mnorakcuca U U3MEHEHHE MOP(OJIOTHH PO3ETOUHBIX JIUCTHEB, pPa3BUTHE (aclUaluU
HAOJII0aI0Ch TONBKO y ABOHMHBIX MyTaHToB fash clv2-1, fasb clv3-2 u fasb erl u
oTcyTcTBOBaNO y aBoiiHOro wmyranta fasS clvl. KomudecTBo po3eTOYHBIX JHCTHEB
nBoiHbIX MyTtaHToB fasb clvl, fasb clv2-1, fas5 clv3-2 u fasb erl we oTnmyamoch ot
TAaKOBOTO y OXMHOYHOTO MyTaHrta fasb (tabmumma 5, Tabmmma 6). Tem He MeHnee, y
nBoiHbIX MyTaHTOB fasb clv2-1 u fasb clv3-2 nabmomanocs cuibHOE YBEIMYCHHE YHCIIA
cTeOJIEeBBIX JINCTHEB B CPAaBHEHUHU C OJAWHOYHBIMH MyTaHTaMu (Tabiauma 5), 9TO MOXKET

OOBSICHATBCA Ppa3BUTHEM Yy NaHHBIX JMHUNA MOIHOW (acumanuu crebmns. JIBoitHOU
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mytanT fasb clvl mo BeicoTe mobera He OTIIMYANCS OT OAMHOYHBIX MyTaHTOB fas5 u clvl

(Tabmura 5).

Tabnuma 5. MopdomeTpuueckuii aHaau3 OAMHOYHBIX MyTaHToB fasb, clvl, clv2-1 u

nBoiHbIX MyTanToB fasb clvl, fasb clv2-1

[TpusHax fasb clvl fas5 clvl clv2-1 fasb clv2-1
Po3eTounsblii 1UCT 4,3+0,2* 8,1+2,03 4,2+0,5* 8,4+2,24 4,14+0,36*
Cre0ieBoii TUCT 5,440,21 4,1+0,8 5,6+0,4 4,3+0,29 13,442, 7**
BereratuBHas yacThb 20,2+1,8 19,3+2,1 18,6+1,9 18,7+2,8 12,75+0,8**
['eneparrBHas 4yacTh 21,1+1,1 19,7+1,6 20,1+2,2 20,1+1,8 4,38+1,3**
OO01m1as BeICOTa 41,3+2,89 39,1+3,2 38,7+3,4 38,8+2,9 17,08+0,6**

* - 3gauenus s fasb, fasb clvl u fasb clv2-1 ortnuuarores ot 3Hauenuit s clvl u clv2-1
pu ypoBHE 3Hauumocta P>0,95

** - sgauenus s fasb clv2-1 oTauyaroTcst OT 3HAYEHHM IS OCTAIBHBIX IPEACTaBICHHBIX
JUHUH 1pu ypoBHE 3Hauumoctu P>0,99

Tabauma 6. Mopdomerpuueckuii ananu3 aBoiHbIX MyTanToB fasb erl u fasb clv3-2,

¥ OJTMHOYHOTO MyTaHTa Clv3-2.

[Ipu3Hak fas5 erl clv3-2 erl fas5 clv3-2 erl
Po3zetounsrii muct 4,5+0,7* 8,9+2,2 4,2+0,25*
Cteb1eBoii JTUCT 6,5+2,3 4,4+0,28 15,6+2,18**
BereratuBHas yacTh 8,42+0,74* 11,8+1,5 12,4+1,92
I'enepaTruBHas 4acTh 3,9+0,3** 13,17+0,7 2,8+0,46**
OOmas BeICOTA 12,25+1,9** 23,7+1,82 15,1+1,5**

* - 3pavenus aus fasb erl w/mmm fasb clv3-2 ornwuarorcs ot 3uauenuii mst Clv3-2 mpu

ypoBHe 3HaunmocTtu P>0,95
** - spavenus s fasd erl w/mnm fasb clv3-2 ornumuarorcs ot 3Hauenuit s Clv3-2 npu
ypoBHe 3HaunMocT P>0,99

B T0o Bpems, kak s aBodHBIX MytaHToB fasb clv2-1, fasb erl u fas5 clv3-2
XapakTEepPHO 3aMETHOE YMEHBIIEHUE BBICOTHI PACTCHUS OTHOCHUTEIBHO OJMHOYHBIX
mytanToB fasb, erl, clv2-1 u clv3-2 (tabnuma 5, Tabnuma 6), 3a cu€T cokpalieHus
BBICOTHI TCHEPATUBHOM YaCTH IIBETOHOCA.

Beicora aBoitHOro MyTanTa fasb erl He oTiim4aeTcst OT TaKOBOM y JBOHHOTO MyTaHTa
fasb clv3-2. Dto MOXXeT CBHIETEILCTBOBATh, YTO CEPHhE3HOE YMEHBIICHHE pOCTa Y
nBoiiHoro mytanta fasS clv3-2 moxer ObITH B 3HAUUTENBHON CTENEHU OOYCIOBICHO

IpPUCYTCTBUEM MyTanuu erl.
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AMII nBoitabix myrtantoB fasb clv 1, fasb clv2-1, fas5 erl u fas5 clv3-2
JEMOHCTPUPOBAIIN YBEIMUEHUE PAa3MEPOB OTHOCUTEIBHO POIUTENHCKUX (OpPM, a TaKKe
Mopdoornueckre GeHoMeHbl, xapakrepHbie 11 AMII fasb.

Ecnu AMII oxmHouyHOro myranta Clv 1 yBenndeHa OTHOCHTENBHO TUKOIO THIA H
HpEICTaBISIET COO0N eMHYI0 CTPYKTYpY (puc. 23, A), To AMII nBoitHoro myranra fass
clv. 1 nemoHCTpHpyeT 3HAYUTEIbHOC YBEIMYCHHE pa3MEPOB OTHOCHTEIBHO O0CHX
poautenbckux (Gopm (puc. 23, b), a TakkKe CKIOHHA K JIpPOOJICHUIO HAa OTACIIbHbBIC
«noyepHue» AMII, uro HabIIOAaeTCs Y OAMHOYHOTO MyTaHTa fass.

AMII omunouHoro mytanta Clv2-1 umeeT BBITIHYTYIO BaJlMKOOOpa3Hyo Gopmy U
SIBJSICTCSL ©IIMHOM CTpyKTypoii (puc. 23, B). AMII aBoiiHoro myranta fasb clv2-1 umeer
Oornee KpymHbIe pa3Mephl, ueM o0e poautensckue ¢opmbl (puc. 23, I'), mpu stom
YBEJIUYUBACTCSI OTHOCUTEIHHO POAMTENIBCKUX JIMHUM 3HAUUTENbHO Ooubie, yem AMII
auaun fasb clv 1. AMII aBoitHoro mytanTa fasb clv2-1 taxke oOpa3yer B CBOEM cocTaBe
YaCTHUYHO CIUBLIMECS «IOYEPHHME» MEPUCTEMbl U CKJIOHHA K JpOOJIEHHIO Ha
He3aBucHMbIe ocH (puc. 23, I'), kak 1 AMII oguHOYHOTO MyTaHTa fass.

YacTuuHO CIIMBIIMECS «IOYEpHUE» MeEpHCTEeMbl, oOpasytomuecs B coctaBe AMII
nBoiHbIX MyTaHToB fasb clv 1 u fasb clv2-1, (puc. 23, /I, E) no pasmepam u mopdosioruu
cxoaubl ¢ AMIT 0MHOYHBIX MYTaHTOB cOOTBEeTCTBEHHO ClV 1 m clv2-1.

Oco6ennoctu cTpykrypsl AMII aBoiinbix mytantoB fasb clv. AMII aBoitHoro
mytanTa fasS erl He oTimyaercs mo cBowM pasmepam u Mopdosoruun ot AMII
OJMHOYHOrO MyTaHTa fasb, [geMOHCTpHUpYsS pa3pacTaHHe B OJHOW IJIOCKOCTH,
(dopmMHupoBaHHE B CBOEM COCTaBE «I0UYEPHUX» MEPUCTEM U pa3zielicHHue Ha HE3aBUCHUMBIE
ocu (puc. 24, A, b). AMII omuHowHOro MmytaHta ClV3-2 sBHsieTCS BBITSHYTOI
BaJIMKOOOPa3HOM CTPYKTYpOH, HMMeEIoIie HaumOOoJbIINe pa3MeEpbl, CpPelud OCTaIbHBIX
MyTaHTHBIX JuHUE ClvV (puc. 24, B). AMII nBoitHoro myranra fasb clv3-2 cunbHO
YBEJIMUMBAETCS OTHOCUTENIBHO OOEUX pPOJUTENbCKUX (OpM U HMeEeT HauOOoJbIIne
pa3mepbl cpenu nBoiHbIX MyTaHTOB fasb clv (puc. 24, I, JI). Ecniu AMII nBoitHbIX
mytanToB fass clv 1 u fasb clv2-1 pa3pactarorcs mpeuMyIIecTBEHHO B OJTHON TIOCKOCTH
(puc. 24, b, I'), To AMII nBoiiHoro mytanra fasS clv3-2 cmocoOHa pa3pacTtaThecsi B

HECKOJIBKUX TIOCKOCTSIX, (POPMHPYS CIIOKHBIE CTPYKTYPHI (puc. 24, ', J1).
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Pucynok 23. AMII nBoitaeix myranToB fasb clvl u fasb clv2-1. A — AMII oxuHOYHOTO MyTaHTa
clvl. b — AMII aBoiinoro myranra fasb clvl. B — AMII ogunounoro myranta clv2-1. I' — AMII
fasb clv2-1. ]I - «mouepuue» mepuctemsl B coctaBe AMII fasb clvl (ormeuenst 38é3q0ukamu), E
— «mouepHsisi» Mepuctema B coctaBe AMII fas5 clv2-1 mopdonoruuecku cxomubie ¢ AMIT
OJIMHOYHBIX MyTaHTOB co0TBeTCTBEHHO CIV1 1 Clv2-1. Bapsr coorBeTcTByIOT: A, B — 100 MKM; B,
I' =300 mxm; I, E — 30 MmxMm.

o TE T S—

[Momo6Ho AMII nBoitnbix MyTtantoB fasb clv 1 u fasb clv2-1 AMII aBoiinoro myraHTa
fas5 clv3-2 ne sBnseTcs emuHON CTPYKTypoil M oOpa3dyeT B CBOEM COCTaBe psij
CIIMBIIAXCS «JOYCPHUX» MEPUCTEM, KOTOpbIE B OTIACIBHOCTH IO pa3MepaM W

Mopddosoruu cxoxu ¢ AMIT oquHouHoro myranTa Clv3-2 (puc. 24, E).
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Pucynox 24. AMII npoiinbix myrantoB fasb erl u fasb clv3-2. A, b — AMII nBoiiHoro
mytanTa fas5 erl. B — AMII ogunounoro myranta Clv3-2. T', 1T - AMII nBoiiHoro myranta fasb
clv3-2. E — onna u3 «rouepuux» mepucrema fasb clv3-2 wumerorast Mopdosioruio, CXoaHy0 ¢
AMII omunounoro mytanta Clv3-2 (B). bapsl cootBerctBytoT: A — 1000 mkwm; B, E — 100 mxm, B
—30 mxm, I' — 300 mxm, [T — 500 mxm.

Ha nosepxnoctn AMII nBoitnbix mytantoB fasb clv 1, fasb clv2-1 u fas5 clv3-2
TaKKe OOpa30BBIBAIUCH KPYMHBIE KIETKH, MOPQOJIOTHYECKH CXOXKHE C KIETKaMH,
NPEKPATUBIIMMHU JIEJICHUE U TepeleAIUMA K SHIO0PEaYIUIMKAIMIM, Ha0lt01aeMble Y
omuHOYHOTO MyTaHTa fasS (mpunoxkenue, puc. 5). Ha craanu Havana BETEHUS] KPYITHbIE
KJIeTKH Ha moBepxHocTh AMII nBoiiHbix MyTtanToB fasb clv Obutn OTHOCHTEIBHO
HEMHOTOUHCIIEHHBI (Tpuioxkenue, puc. 5, A-B). OcobeHHo oOMIBHBIM 00pa3oBaHUE

3TUX KJIETOK CTaHOBWJIOCh Ha MO3JHUX CTaJAMSX LBETeHUs (mpuioxkeHue, puc. 5, I'-E).
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Haubomnpiee 4yucio KpymHbIX KIETOK HaOmoaanock Ha nosepxuoct AMII fass clv3-2.
[pekparnenne pocrta GombimmHcTBa pacteHuit fasd clv3-2 u fasb clv2-1, korma onu
JOCTUTAIM BBICOTHI OKOJIIO 16CM, MOXET CBHICTEIBCTBOBATH O MPEKpPALICHUH
nponudepannn kietok AMII B pesynpTaTe moTepu HMH HEJIETEPMHUHHPOBAHHOTO
COCTOSIHHSI.

Takum oOpa3oM, [BOWHBIE MyTaHThl fasb CIv neMOHCTpHPYIOT psii  4epr,
XapakTepHBIX JUIS OJMHOYHOro MmyTtaHTta fasb: ysemmuenue pasmepoB AMII u eé
dbparMenTanus, BO3HUKHOBEHHE KPYIHBIX KJIETOK Ha €€ MOBEPXHOCTH, UYTO OOBICHSET
Ha0Jt0/1aeMble HapyIICHUS Pa3BUTHS HAA3EMHOM YacTH Yy JaHHBIX pacTeHuil. B To xe
BpeMsl OTJENBHBIC «JJ0YepHHE» MepHucTeMbl B coctaBe AMII nBoiiHbIx MyTanToB fasb clv
nprodpeTaroT Mopdosoruto xapakTepHyw it AMIT omuHO4YHBIX MyTaHTOB Clv, uTO
CBUJICTEIBCTBYET O CYIIECTBOBAHWU B KAXKIOH «IOYEpPHEH» MEpHUCTEME HE3aBUCUMOU
cuctemsl perynsinun WUS-CLV. D1o rosoput o Tom, uto rensl FAS5 u CLV nelicTBytoT

M0 HC3aBUCUMBIM ITYTSAM.

3.2.2. BzaumopeiicrBue rena FAS5 ¢ renom WUS
B motomctBe pactenuit F2 or ckpemmBanus fasS X wus-1 (rereposurora),
rOMO3UTOTHBIX 10 MyTarmu fasd, mons BeImesomumxcs ABOHHBIX MyTaHTOB fasb wus-1

cooTBeTcTBOBaIa 1/4 (Tabnuua 7).

Tabmuna 7. Ananu3 pacuieruieHust B okoyieHun F3 ot ckpemuBanus fasd x wus-1

(reTepo3uroTa).
deHOoTUNHNYECKHE KJIACCHI > 2
MIOKOJICHUE aa B- aa bb BBIOOPKHU (3:1)
F3 89 23 112 1,2

sza6n = 3,84 npu yposae 3Haunmoctu A = 0,05 u crenenu co6op1 df = 1
A —FAS5, B -WUS

Oco6ennoctn ¢eHoTuna aBoiiHoro myraHta fasS wus-1. Pactenus aBoiHOTrO
myTtanTa fasb wus-1 yke Ha cTaauu MOJIOAON PO3ETKH JEMOHCTPUPOBAIH 3aMEJICHHOE
pa3BUTHE IO CPABHEHUIO ¢ OJMHOYHBIM MyTaHToM fasb (puc. 25, A). Ha Gosee mo3aHux
cTamusax JBoHON wmyrtant fash wus-1 memoHcTpupyeT psii (EHOTHIHYECKHX YEpT,

XapakTEepHBIX [UJIi OJMHOYHOrO MyTaHTa WUS-1: paHHee TpeKpalleHue pocTa,
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¢dbopMHUpOBaHKE JHUCTOBBIX IUIACTUHOK aHOMAJIbHOH MOP(OIOrHH, CTEPHIBLHOCTH (pHC.
25, b, B). Te He MeHee, ans aABoiiHOro MyranTa fasS wus-1 xapakTepHO yKeCTOYEHHUE
¢denoruna Wus'. Poserka B3pocibix pacTteHuid aBoitHoro myranta fasS wus-1 (puc. 25,
B) uMeeT MeHbIIIME pa3Mephl MO0 CPABHEHHUIO ¢ OJUHOYHBIM WUS-1 (puc. 25, B), pasmep

JUCTOBBIX MJIACTUHOK TAKKE MEHBIIE, YeM y OJMHOUYHOT0 WUS-1 (puc. 25, B).

Pucynok 25. ®denorun ABOMHOrO
myranta fasb wus-1. A - nBoiiHOM
myTaHT fasd wus-1 (oTMeueH cTpeInkoii)
U pacTeHus] OJMHOYHOro Myranta fasb
Ha CTaguu MOJIONOM PO3ETKU. b -
npoitHo myrtant fasd wus-1. B —
OJIMHOYHBIA MYTaHT wus-1. I' —
OJMHOYHBIN MyTaHT fasb.

XoTs OAMHOYHBIK MyTaHT WUS-1 He cmocobeH moamepxkuBath kieTku AMII B
HEJCTEPMUHUPOBAHHOM COCTOSIHMM, YTO MPUBOJUT K MPEXKIECBPEMEHHOMY HCUEPHaHUIO
AMII u npekpamiennto pocta Ha craauu posetku (Laux et al., 1996), myrant wus-1
CrocoOeH B HEKOTOPHBIX Clydasix oOpa3oBBIBaTh HEIOPa3BUTHIM IIBETOHOC (puc. 25, B).
JlBoiinoit mytanT fas5 wus-1 BooOiiie He 00pasyeT nBeToHoca (puc. 25, b).
Oco6enHoctu  cTrpykrypsl AMII naBoiinoro wmyranta fasd wus-1. AMII

OIMHOYHOTO MyTaHTa WUS-1 mpexacraBisieT co0o0il HEOOJBIIYIO IUIOCKYIO CTPYKTYPY
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(puc. 26, A), 4TO TaKXe XapaKTepHO W s ABOWHOro myranrta fasS wus-1, y koToporo
npu 3ToM AMII HeCKOJIBKO MEHBLIETO pa3Mepa, YeM Yy OIMHOYHOro MyTaHTa WUS-1 (puc.
26, b). O6pa3oBaHus KpPYIHBIX, BEICTYNAOMNX HAJl ToBepxHOCThI0 AMII ki1eTok, kak y

mytanTa fasb, y nBoitHoro myranta fasb wus-1 e HaGmomaeTcs

Pucynok 26. AMII myranta Wus-1 u nBoiiHoro myranta fasb wus-1. AMII ormeueHsl
crpenkamu. A - AMIT  wus-1. b — AMIT fas5 wus-1. AMII oauHOYHOrO MyTanta WUS-1 u
nBoitHoro wmyraHta fasbS wus-1 mpencraBisioT co0O#l IUIOCKHE CTPYKTYPBI, HE HMEIOIIUC
XapakTepHoil Kymnonoobpasnoii ¢popmel. [Ipu s3tom AMII nBoiiHoro myranta fass wus-1 umeer
MeHblue pazmepsl, yeM AMII oanHOUHOrO MyTaHTa WUS-1. BO3HMKHOBEHUS! KPYIHBIX KIETOK
Ha moBepxHoctr AMII fas5 wus-1 He Habmogaercss. bapsl cOOTBETCTBYIOT - 30MKM.

®enortun apoitHoro myranra fasb wus-1 u mopdonorus ero AMII cBUIETETBCTBYIOT
0 Oosiee OBICTPOM HCTOILIEHUHU IyJIa CTBOJOBBIX KJIETOK, YEM Y OJMHOYHOI'O MYTaHTa
wus-1. B cBowo ouepenp, 310 roBoputr 00 ydactuum reHa FASS5 B moaepxkaHuu
HEJCTEPMUHUPOBAHHOTO COCTOSIHUSI CTBOJIOBBIX KJIETOK B aNMKaJIbHOM MeEpUCTEME

rmooera.

3.3. Anasiu3 B3aumojaeiicTBus rena FASS ¢ reHaMu, KOHTPOJHUPYIOITUMH
pa3BUTHE MEPHUCTEMBI IIBETKA
Yckopenue BEIOpoca IBETOHOCA M MOP(HOIIOTHYECKUE HAPYIICHHUS I[BETKA Y MyTaHTa
fasS ceumerenpcTByrOT 00 ywactnm reHa FASS B perymsmum mepexoma K IBETEHHIO U
pa3BuTusa 1BeTKa. C 1enpl0 yTouHeHHs poiu reHa FASS B gaHHBIX mporieccax ObuT
NpOBEIEH aHATU3 JBOMHBIX MYTAHTOB, MOJYYEHHBIX OT CKpemuBaHusi nuHun fasd c
muausvu Athaliana Hecymumm MyTaiuu B KIIFOYEBBIX T'€HAX, KOHTPOJIHPYIOIIUX

Nnepexoa K IBCTCHUIO U PA3BUTUC IIBCTKA.
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3.3.1. BzaumopgeiicrBue rena FASS ¢ renom LFY
Pactenus nokonenus F1 ot ckpemuBanus fasb x Ify-10 nposiBisim peHOTHIT AUKOTO
tuna. B mokonennn F2 HabOmomanock pacieryicHue OJU3Koe K pacIICIUICHUIO: 2 YacTh
pacrenuii gukoro tuma: 1 uacte fasS LFY: 1 wgacte FAS5 Ify-10 (tabmuma 8);
BhIIIEIUTEHUs ABOWHBIX MyTaHToB fasb Ify-10 B mokonenuu F2 He Habmoganocs. B csa3u
¢ 9TUM ObLT MpoBeAEH aHanu3 41 WHAMBHUAYATBLHON ceMbH F3 (IOTOMCTBO TOMO3UTOT IO
mytaiuu fasb u3 F2), cpean koTophix 2 ceMbH F3 BBINIEIUISIN BOMHBIC MyTaHThI fash

Ify-10 c wactoToii 1/4, 4TO COOTBETCTBYET MOHOTCHHOMY HacJIeJoBaHHIO (Tabmuia 8).

Tabmuma 8 Amnanmu3 pacmierieHus B TokoieHusx F2 um F3 or ckpemmBanus

fasb x Ify-10

DEeHOTHITUYECKUE > 2 (1:2: 1)
nokosneHue F2 KJIaCChI BBEIOOPKH
A-B- | A- bb |aa B-
221 112 91 424 3,44
nokosenue F3 aa B- aa bb v20 (3: 1)
196 56 252 1,04

A —FAS5, B - LFY
. xzmﬂ = 5,99 npu yposHe 3HaunmocTs A = 0,05 u crenenn cBobos! df = 2
°. XZTaGH = 3,84 mpu yposHe 3HaunmoctH A = 0,05 u crenenu ceobomb! df = 1

Pactenus Ify-10 Ha reHernyeckom Qone packl Dijon xapakTepu3yroTCs 3aIepKKOU
[[BETCHHS, B PE3yJIbTATE YErO YBEIMUCHHS YHCIa PO3ETOYHBIX JIMCTHEB HE MPOUCXOIUT
(10,6+1,3 - Ify-10; 8,2+0,8 - aukwuit Tum, paca Dijon); HO YKMCIO BEreTaTHBHBIX Y3JIOB
nBeToHoca (y3noB, uMmeronmx credseBbie nucTh) y Ify-10 oOpasyercst 3HaumTeNnbHO
oounbie (18,5+3,3), uem y pactenuii qukoro tuma (3, 6 + 0.7) (tadbauna 11).

Oco6enHoctn ¢enoruna apoiinoro myranrta fasS Ify-10. Pacrenus nBoiitHOro
mytanTa fasb Ify-10 BeIOpachiBarOT HBETOHOC B cpeaHeM Ha 10 gHE# paHbiine, deM
pactenusi oauHO4YHOTO MyTaHTta Ify-10 M mpakTUYeCKH OJHOBPEMEHHO C OJMHOYHBIM
mytantom fasb (puc. 27). Uucno JMCThEB pPO3ETKH OJAMHOYHOrO MyTaHTa fasb
(4,93+0,78) u gsoiinoro myranta fasb Ify-10 (5,9+0,8) nmocroBepHO He OTIMYAETCH.

(Tabnwmma 11).
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Takum 00pa3zoM, MOKHO YTBEpXKAaTh, YTO NMEPEXOJA K BBIMETBIBAHHMIO I[BETOHOCA Y

nBoiiHoro wmytanta fasb Ify-10 mpoucxoauT OAHOBpPEMEHHO WM C MHUHHUMAIbHOM

3aJICPXKKOM OTHOCHUTEIIBHO OJWHOYHOrO MyTaHTa fasb. Tem He MeHee, Ha I[BETOHOCE

nBoiiHoro mytanta fasb Ify-10 ¢popmupyetcs Takoe ke KOJIUYECTBO BET€TaTUBHBIX Y3JI0B,

YTO M Ha I[BETOHOCE oauHOUHOro MyTanTa Ify-10 (tabmuma 9).

Tabnuma 9. Uncno po3eTOoYHBIX W CTEOJICBBIX JIMCTHEB JUKOTO THMa packl Dijon,

omunouHoro mytanTa Ify-10 u nBoitnoro myranta fasb Ify-10.

JInnus Yucno po3eTOYHBIX JIUCThEB | YMCI0 cTEOJIEBBIX JIUCTHEB
Juxkuii Tan (Dijon) 8,2+0,8 3,6+0,7
Ify-10 (ua ¢pone Dijon) 10,6+1,3** 18,5+3,3**
fas5 Ify-10 5,9+0,8* 19,243, 7**

* - 3HaueHHME 4YHMCIa PO3eTOYHBIX JHCTheB s fass Ify-10 mocroBepHO OTIMUAeTCs OT
3HAYCHUsI ISl IMKOTO TUIIA TIPH ypOBHE 3HaunMoctu P>0,95
- 3unavenust i Ify-10 w/unm fasb Ify-10 mocToBepHO OTIHMYAKOTCS OT 3HAYCHUE VIS
JMKOTO TUIIA NpU ypoBHE 3HaunMmoctu P>0,99

Eg 40
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©
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o
o
e 30
)
]
g 25
©
6
o 20
a
m
15
10
5
0 -

25 27 29 31 33 35 37 39 41 43 45 47 49 51 53 55 57 59 61 63 65

OHn nocne npopacTtaHusA

Pucynox 27. Jlunamuka pa3zsutus nseronoca y nuanii fass, fasb Ify-10 u Ify-10. Yépubie
Kkpyxku - fasb, 6ensie kpyxku - Ify-10, 6ensie Tpeyronpauku - fass Ify-10. Beibpoc nBeronoca
muausivu fasb u fasb Ify-10 mpoucxomut npumepno Ha 33-ii — 35-if geHb TOCIIe popacTaHus,
B TO BpeMs Kak BbIOpoc mBeronoca ymuueit Ify-10 mpoucxomut tomsko Ha 48-it — 49-if neHb

MOCJIE MPOPACTAHUS CEMSIH.
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Y nBoitHoro myranta fasb Ify-10 mpowmcxomuT mpeBpaiieHre BceX LBETKOB B
BETBUCTHIE TTOOETOMOJO0HBIE CTPYKTYPBI, HE CIIOCOOHBIC 00pa30BBIBAaTh T'€HEPATUBHBIC
oprassl (puc. 28, A - I'). © pe3ynbTaTe 4ero pacTeHusi IBOMHOTO MyTaHTa IMOJIHOCTBIO
cTepwibHbl. Takke Ha moBepxHOocTH AMII anmukambHBIX MOOETOMOAOOHBIX CTPYKTYP
(TparcopMHpPOBaHHBIX I[BETKOB) aBOMHOro Myranrta fasb Ify-10 wacto HaOmromaercs

obpa3oBaHue KPYIHBIX KIeTOK (puc. 28, E), kak y oguHouHoro Mmyranra fasb.

Pucynok 28. IlBetku aBoiiHoro myranrta fasb Ify-10 u ogmnounoro myranta Ify-10. A —
0azanbHbIN 1BETOK JaBoMHOr0 Myranta fass Ify-10. b — anmukanbHbIH [IBETOK ABOHHOTO MyTaHTa
fasb Ify-10. B, I' — coorBeTcTBeHHO 0a3anbHBIN M anukaabHbIA 1BeTKH fash Ify-10 — Gombimoe
yBenuuenue. J[ — 1Berok oamHouHoro myranrta Ify-10. E — kpymHble KI€TKM Ha BEPXYIIKE
anmkansHoro 1eetka fasb Ify-10.
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Y omumHounoro wmytaHTta |fy-10 TONBKO ©Oa3zanbHBIE IBETKH IOJHOCTBHIO
TpaHC(OPMHUPOBAHBI B BETBSIIMECS IMOOETONOMOOHBIE CTPYKTYpPBl, B TO K€ BpeMs
anuvKaabHble CIOCOOHBI (DOPMHUPOBATH JIEIECTKH U THIUMHKH (YHCIIO KOTOPBIX CHUKEHO)
a TaKKe IUIOJONMCTUKHU, YUCIO KOTOPhIX HEe u3MeHeHo (puc. 28, JI). AnuKkalibHbIE
nBetkn Ify-10 crocoOHBI 00pa3oBBIBATH CeMEHA, XOTS (EPTHIBHOCTh TAKHX IBETKOB
CYIIECTBEHHO CHIKeHa. HaOmromaemsblit y aBoiiubeix MyrtantoB fasb Ify-10 denomen
TpaHc(hopMaluu BceX IIBETKOB (Kak 0a3albHBIX, TaK U alMKaJIbHBIX) B TOOETONOI00HBIE
CTPYKTYpBI XapakTepeH Ui skECTKUX U Hynb-awiencit Ify. K npumepy, pacrenus Ify-1
bopMUPYIOT BeTBSIIMECS MOOETOMOJOOHBIE CTPYKTYPhl BMECTO Oa3albHBIX IIBETKOB,
TIOJTHOCTHIO JTUIIEHHBIE TEHEPATHBHBIX OPTraHOB, B TO BPEMS KaK allMKaJIbHBIC CTPYKTYPHI
Ooree CXOXH C IIBETKAMH, HUMEIOT THHEIeH, HO JIMIIEHBI aHJAPOIesT U OPraHoB
OKOJIOIBETHUKA, B pe3yJbTaTe 4ero MmojHOoCThi0 cTepwibHbl (Schultz and Haughn,
1991).

®enorun  aBoiHbIXx MyTaHToB fasS Ify-10 sBisercst crieacTBUEM  yCHIICHHSI
skcnpeccuBHocty aiens Ify-10. Dto roBoput 06 yuactuu rena FASS B mosokuTensHOM
perynsiuu reHa LFY. YckopenHbli BBIOpOC 11BeTOHOCA J1BOIHBIM MyTaHToM fasb Ify-10
OTHOCHUTENBHO oanHO4YHOro MytanTa Ify-10 moaTBepkmaeT paHHee MPEANOJIOKEHHE 00

yuactuu reHa FASS B penpeccun nepexoia Ha penpoAyKTHBHYIO CTAJIUIO.

3.3.2. BzaumonaeiicrBue resa FASS ¢ renom AP2

Panee B coBmecTHOI pabote ¢ Y.H. Kapaii-001 ObUIO HCCIEI0BaHO B3aUMOJICHCTBHE
FASS5 ¢ nByms amrenssmu AP1l (c BBICOKOW M HH3KOW AKCIIPECCUBHOCTHIO) U OJHOMU
arensio AP2 ¢ HU3KOH 9KCIIPECCUBHOCTHIO. YaCTHYHO TH UCCIEAOBAaHUS MPUBEACHBI B
nokTtopckoit auccepranuu Y.H. Kapaii-oonm u coBMmecTtHpix myOnmkanusx (Kaaii-oon,
2011, Amsbept u ap., 2015). JIBoitabie mytanThl fasb apl u fas5 ap2 nemoncrpuposanu
mmpokuit criektp Hapymenuit (Kasaii-oon, 2011; Amsbeptr u np., 2015). LlBetku
JIBOMHBIX MyTaHTOB fasS apl xapakTepu3oBaUCh YCHICHHEM MOOErOnog00HOCTH. DTO
MOKET 00BsACHAThCS ydacTheM reHa FASS B monoxwurensHoit perynsuun APL umu LFY
(Anebeptr w gp., 2015). ILlBerkm nBoitHBIX MytaHTOB fasS ap2-1  rtakxke
XapaKTEepPHU30BAINCHh YCHJIEHHEM MOOEronoj00HOCTH, B TOM YHCJIE€ Pa3BUTHUEM B Ma3yxax
JIUCTONONOOHBIX OPraHOB HApyXKHOH MyTOBKHM y fasb ap2-1 momoJHHUTENbHBIX [[BETKOB

(Kasaii-oom, 2011; Ansbept u ap., 2015), uro Oosee xapakrepHo ayis MmyTantoB apl. B
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npouuisix padorax (Kasaii-oom, 2011) O6bu1 mpoaHaIM3UPOBaH TOJIBKO ABOWHOW MYTaHT
fasb ap2-1, comepskamuii autear ap2 ¢ HU3KOM SKCIIPECCUBHOCTBIO.

Oco0eHHOCTH CTPYKTYpPHI IIBETKOB JBOWHOro myranra fasb ap2-14. B nannoi
pabote c 1enbl0 YTOYHEHHUss poiu reHa FASS B KOHTpoje pa3BUTHS ILIBETKa ObLI
npoBen€H aHanu3 JBoiHOro MyraHta fasb ap2-14, coxepskamiero Hyidb ajuielb ap2
(Penin, Logacheva, 2011). EIuHCTBEHHOH OTIHMYHUTECILHON OCOOEHHOCTHIO IIBETKOB
nBoitHOro MytanTta fasb ap2-14 oT 1BETKOB OJMHOYHOrO MyTaHTa ap2-14 (puc. 29, A,
b) siBnsieTcst yBenuueHue 4uciia MIoI0JIMCTUKOB U YaCTOE HAapYIIEHUE UX CpacTaHusl, 4TO

xapakTtepHo s fass.

PucyHnox 29. nperku aBoitHoro myranta fasb ap2-14 wu oamHO4HBIX MyTaHTOB fasb u ap2-
14. A — uBerok omuHOYHOrO Myranta ap2-14. b - mnBerok aBoitHoro myranra fasS ap2-14.
AnwukanbHble IBeTKH: B - oguHOuHOrOo MytanTa fas5, I' — omuHouHOro Myranta ap2-14, I' —
nBoitHOrO MyTaHTa fass ap2-14.

AHANOTUYHO IBETKAM OJMHOYHOTO MyTaHTa ap2-14 B 1-0if MyTOBKE IIBETKOB
nBoiiHOro MytanTa fasS ap2-14 pa3BUBarOTCS KapneJUIOMIHBIE CTPYKTYPHI, OpTaHbI 2-
Ol MYTOBKH (JICTIECTKH) TIOJHOCTBIO OTCYTCTBYIOT (puc. 29, A, b). B 3-0if myToBKE Y
1BeTKOB (Kak JBoiiHOro Mytanta fasdh ap2-14 Ttak wu omguHO4yHOrO ap2-14),

PAacCIIOJIOKCHHBIX B 0a3ajabHON YacTh COLBCTH:A, BCTPCHAOTCA OAMHOYHBIC ThIYMHKH.
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AnukajbHbIE [IBETKM JBOWHOro MyTaHta fasb ap2-14 cocrost u3 OIHUX
TUIOJJOTUCTUKONOIOOHBIX CTPYKTYP, YTO XapaKTEepPHO KakK JJii OJMHOYHOTO MyTaHTa U
JUIst o0eux poautensckux gopMm (puc. 29, B-1).

Takum oOpazom, Ha ¢Qore wyramuu fasdh He HaOmOmaeTcs  yCHICHHUS

AKCIIPECCUBHOCTH HYJIb-aJutels ap2-14.

3.3.3. BzaumoneiicrBue rena FASS ¢ Pl

Ha renerndeckom ¢one pacel Dijon oauHOUYHBIH MyTaHT Pi-1 00pa30BbIBal IBETKH,
UMEIOIIUE B CpellHeM 4 HalenucTuka B 1-if u 2-ii MyTOBKax, OKOJIO 3-X TUIOJOJUCTHKOB
U 2-X TUIOJOJIUCTUKOB B 3-€i U 4-0i MyTOBKaX COOTBETCTBEHHO (MPUIIOKEHHUE, TabIUIIa
5). Ilnomomuctuku 3-eifi MyTOBKM y OOJIBIIMHCTBA IIBETKOB CPACTaNIMCh, 3aKIOYas
BHYTPH IJIOJOTUCTHKH 4-i MyTOBKH (TIpUiIOkeHue, puc. 6, A-B).

Oco0eHHOCTH CTPYKTYpPbI IBeTKOB aABoiiHOro myranta fasS pi-1. bazambHbie
I[BETKU JABOWMHOro myTaHTa fasS pi-1 oriMyanuch OT HMBETKOB OJAMHOYHOTO MyTaHTa Pi
YBEJIMUEHUEM YHUCIIA TUIOJOIUCTUKOB B 4-i1 MyTOBKE, UTO XapaKTEPHO JISi OJIMHOYHOTO
mytanTa fas5 (mpunoxenue, Tadbmura 5).

HaGmronanace TeHIEHIIMS K CHUYKEHUIO YUCJIa OPTaHOB B I[BETKaX JBOMHOTO MyTaHTa
fas5 pi-1 mo cpaBHEHHIO C OAMHOYHBIM Pi-1 OT 0a3aMbHBIX IIBETKOB K allMKAJIBHBIM BO 2-
i u 3-eil myToBKax (mpuiioxeHue, Tabnuia 6). B To ke Bpems IpoucXoAmio yBeTUICHUE
YKclia TUIOJOJIMCTHKOB B 4-ii MyTOBKE I[BETKOB JBOWHOro wmyrtanra fasb pi-1 mo
CPaBHEHHIO C I[BETKAMHU OJMHOYHOrO MyTaHTa Pi-1, 0COOCHHO CHUJIBHOE B AlMKAIbHBIX
[[BETKaX. AHaJIOTMYHas JWHAMUKA W3MEHEHUs 4HCla OpraHoOB XapakTepHa s
oIMHOYHOTO MyTaHTa fass.

Taxke B 1BeTKax JBoMHOro wmyrtanta fasb pi-1 He HaOMI0IaT0Ch Pa3BUTHS
KapIeJUIONIHBIX YalIeIHuCTUKOB. B 1-0if MyTOBKe mBeTka JBOitHOTO mMyTanTta fasb pi-1
BO3HUKHOBCHHSI aHOMAJbHBIX OpPraHOB HE HaOII0al0Cch. AHOMAJIbHBIC OpPTaHbI
BO3HUKAIIM, HAYWHASA CO 2- MYTOBKH, B KOTOPOW OHHM OBLIM TMPEACTABICHBI Y3KUMU
JaneaucTuKaMu (mpuiioxkenue, puc. 6, I'-E), Mopdonorus KoTopbIX CX0/lHa C TAKOBOU Y
Y3KHX JITIECTKOB OJJMHOYHOTO MyTaHTa fasb. B 3-eit u 4-0if MyTOBKax IIBETKOB JIBOIHOTO
mytanrta fasS pi-1 gacro HaOmOIANOCh Pa3BUTHE IUIOJOJUCTHKOB M3MEHEHHOW (OPMEI
(mpunoxenue, puc. 6, I', J[), xapakrepHoii aiast omuHouHoro myranrta fasb. Cremyer

OTMCTUTD, YTO TCHACHIIUU K YBCIMUCHUTIO JOJIHU aHOMAJIBHBIX OPraHOB B HAIIPABJIICHUH OT
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0a3ajJpHBIX I[BETKOB K AalUKaJdbHBIM HE HAOMIOAAIOCh BO 2- MYTOBKE, HO OHa
NPHUCYTCTBOBANA B 3-¢ii u 4-0ii (mprokenue, Tadbuuia 6).

Takum 00pa3om, y IIBETKOB JiBOMHOro MyTanTa fasb pi-1 mpociexxuBaeTcs TCHACHIINS
K YCWICHHIO MOP(}OJIOTrHYEeCKHMX HapyIIeHWH IBETKa B HAMpaBJICHUH OT Oa3zajbHO-
PACIOJIOKEHHBIX  [BETKOB K  alUKaJIbHO-PACIOJIOKEHHBIM  IIBETKaM. XapakTep
MOP(OIOTHYECKUX HApYyIICHUH, HAOII01aeMbIX y I[BETKOB JBOMHOTO MyTtaHTa fasb pi-1,
TIOJTHOCTBIO COBIIAJACT C HAPYIICHUSIMH, HAOIIOJaeMBIMH Y OJMHOYHOrO0 MyTaHTa fasb,
32 HMCKIIOYEHHEM TEX, YTO 3aTpardBal0T OPraHbl, OTCYTCTBYIOIIME y MyTaHTa pi-1

(JIenecTKH ¥ THIYMHKH ). ITO TOBOPUT 00 alIuTHBHOM (eHOoTHUTE 11BeTKOB fasb pi-1.

3.4. I'eneTnyeckoe KapTupoBanue myramuu fasb

Panee ObUIM TIPOBEINCHBI HCCICHOBaHWS IO JoKaym3anuu wmyrtammu fass. K
CO’KaJICHUIO, OTU UCCIIE0BaHMs OBLIU MPOBEJICHBI Ha OTPAHMYEHHOM BHIOOPKE pacTeHUN
Y TIPUBEJIU JIHIIH K MPEITOIIOKEHHIO O clieruieHnn fasb ¢ Mapkepom er u3 2 XpoMOCOMBI
(30cM). Ananu3 cuerieHust ¢ xpomocoMoii V BeimonHeH He Ob1 (KaBaii-oon, 2011). B
JAHHON paboTe HaMU NPOJOJDKEHBI SKCIICPHUMEHTHI M0 KapTupoBanuto fasb. beura
pacuiupeHa BbIOOpka pactenmit F2 ot ckpemmBanus ¢ guHHed  K-310,
MIPOAHATN3UPOBAHO CIIETUICHHE C JIOTIOTHUTEIBHBIMU MapkepaMu Ha xpomocome I, rie
no nanHbiM KaBaii-oonm MoxeT nexath TeH FASS5, a Takke mnpoaHaIu3upOBaHO
criemienue fass ¢ xpomocomamu | - V.

KaprupoBanne myrtamuu fasS ¢ mpumenenmeM MopdoJIOTHYECKHX MapKepoB.
[MonTBepxkaeno orcyrcrBue cremieHus fasd ¢ xpomocomamu |, I, IV (tadbmuma 10).
AHanu3 cleryieHus: ¢ Mapkepamu XxpoMocombl |l He moaTBepAuMI TMpeaBapUTeIbHBIC
nannbie Y.H. KBaii-oo o crermieHnn ¢ Mapkepom er (48cM). Bolio nccieoBaHo Takxke
CIEIUICHHE C JPYTMMH MapKepaMH TOH K€ XPOMOCOMBI. JTOT aHalu3 HE BBISBUI
crerieHus: ¢ Mapkepamu Sty, asl u Cer8, xoTopble HaXOAATCSA B TOW K€ XPOMOCOME B
nosnoxeHnuu 8 cM, 64 cM u 76 cM, COOTBETCTBEHHO, UYTO TaKK€ IOJATBEPKIAET
oTCyTCTBHE criemieHust myTanuu fasb ¢ xpomocomoii Il (tabmura 10).

B 10 e BpeMs, HaMu ObLJIO OOHApYXEHO clierieHne mytanuu fasb ¢ xpomocomoit V
A.thaliana. Anamu3 pacmieriennit B F2, momydenHoro ot ckpermmBanus fass x mmb5
(rabmuua 10) He BBIABHI clervieHHs ¢ Mapkepom ttg (28cM), okanM30BaHHBIM B

BCPXHCM IIIICHC XPOMOCOMBI V, HO INPOACMOHCTPUPOBA HAINMYHUEC CHCIUICHUA MYTallhuU
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fasb ¢ mapkepom Yi, pacHojIOKEHHBIM B HIIKHEM IIJICUY€ XPOMOCOMBbI V B TOJOKCHHUH
85cM.

Jloxaymzarmus  fasb ma xpomocome V A.thaliana Taxke moarBepkmaeTcss HAIUMYHEM
cuermienuss myrtanun fasb ¢ myrammeit Ify-10. B F2 ckpemmBanus fasb x Ify-10 me
HA0JTI0/1a7I0Ch BBIIECTUICHUS IBOMHBIX MYTaHTOB (CM. pasien B3auMoaeicTeue rena FASS
¢ reHoM LFY), 4To cBUAETEILCTBYET O TECHOM CICIUICHUU T'eHOB. [109TOMY aHAIU3 CHIIBI
CIICTUICHHUS TIPOBOJWIIM Ha pacTeHUsX mokosienus F3 (mpuinokenue, Tabnuma 7). beut
NpOBEIEH aHaIK3 MOTOMKOB 41 ToMO3UTOTHI 1o MyTanuu fasb u3 mokosenus F2. Cpenu
41 cembu F3 ObUTO BBIABICHO 2 pacHISIUIAIOMIMECS CeMbH W 39 HepacIIeTUISIONTUXCS
cemell (mpuioxkenue, Tabnuma 7). Pacuer cuibl cliemyieHus ¢ UCIOJIb30BAHUEM METOJIA
Kopueeda-Ctamma ompezaenser reHeruueckoe paccrosiuue B 2,5+0,01cM. T'en LFY
HaxoauTcs Bbille reda Y| B nmonoxxenun 82 cM, u paccrosinue mexay resamu Yl u LFY
paBHO 3cM. PaccumTtaHHOE€ TEHETHYECKOE pacCTOsHUE Mexay MyTanued fasd wu
mapkepoM Yi B 5,71+1cM cBuaeTenbCTBYeT O TOM, uTo MyTaius fasb jokamusyercs

nesee Ify-10 Ha renetnueckoii kapre V xpomocomsl A.thaliana (puc. 30).

Tabmuna 10. Ananu3 cueruieHust MyTanuu fasS ¢ MapKepHBIMH MYTaIUSIMHA U3 XPOMOCOM

| -V A.thaliana

Ne denoTunMYECKHE > 2 D(cM)
Xpomoc | Mapxkep Kiaccel F2 Bri6opku
OMBI A- | A-| aa | aa A B L

B- | bb | B- | bb

| ap1-1(99) | 252 | 79 | 76 | 30 437 0,13 {0,001 | 0,83 -

I erl(48) | 258 | 74 | 81 | 24 437 0,22 | 154 0,02 -

sty(8) | 222 | 81| 69 | 15| 387 | 2,24 | 0,07 | 2,48 -

asl(64) | 206 | 93 | 66 | 18 383 19 | 3,56 3,4 -

cer8(76) | 212 | 81 | 63 | 14 370 3,46 | 0,09 2,84 -

NI | gll(46) | 259 |68 | 84 | 26| 437 | 0,01l | 283 | 0,35 -

v cer2(52) | 149 | 67 | 88 | 33 437 1,68 | 1,04 1,67 -

\ ttg1(28) | 279 | 75| 79 | 30 463 0,49 | 133 1,81 -

yil (85) | 266 | 96 | 99 | 2 463 25 | 362 | 21,7** |571+1

A — FAS5, B — MmapkepHbIii reH
XZM;H = 3,84 npu yposue 3naunmoctr A = 0,05 u crenenu cBob6oasl df = 1
** - OTKJIOHEHHE OT TEOPETHYECKOTO paciieryieHus: He ciaydaino npu P>0,99
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KapTupoBanue MYTaluu fas5 MeTo10M BBICOKOINAPAJLIIEIbHOTO
ceKBeHMpoBaHus1. [lapauienbHO ¢ KapTHpOBaHHEM MyTaiuu fasbS ¢ Hcmosjabpb30BaHUEM
Mop(donoruueckux MapkepoB K.0.H. c.H.c. A.A. [IeHUHBIM U COTPYJHUKAMH €0 TPYIIIIHI
ObUIO TPOBEACHO KApTUPOBAHHME JAHHONW MYyTallMd METOJIOM BBICOKOMAPAIEIHLHOTO
CEKBEHUPOBAHHUS HOBOTO MOKoJieHUus: B jabopaTopun npodeccopa A.C.KonapaimoBa Ha
dakynprere OuommkeHepun u OmouHpopmaruku (Ansbept E.B., Knemmkosa A.B.,
Hemunenko H.B., ExoBa T.A., Jlorauésa M /1., [leann A.A., 2014). Jlas sToro Hamu
Obu1a TOMydYeHa monyssinus F2 oT ckpemiBanus MyTaHTa fas4 ¢ JTMHHEW TUKOrO THUIA
Columbia. 13 stoi nomynsnuu ObuH cOOpaHbI MyJIbl PACTEHUI TUKOTO THUTIA ¥ PACTCHHUN
MYTaHTHOTO (peHoTuna, conepxkamue no 25 pacrenuid. [lanee A.A.IleHuHbIM U ero
corpynuukamu JIHK mymoB Obuta cekBeHHMpOBaHA C HCIOJIb30BAaHHEM IIATHOPMBI
[llumina HiSeq 2000. ITomyuenHble qaHHBIE OBLIM O0pabOTaHBI ¢  HCIOJIH30BAHUEM
nporpammbl  SNPtrack, 4To mo3Bonmio nokanu3oBaTh TeH B pailone 22-23 Mb 5
XpOMOCOMBI M TIOKa3aTh, 4ro MyTtarus fasb sarparmBaer ren At5g55300 (TOP1,
TOP1ALFA) (puc. 30), xommpyrommii JIHK tomomsomepasy | o. Myramusa fasb
JoKanu3yercs B o0JacTé 9-ro HK30HA W TPENCTABISET CcO0OW TpaH3uIMI0 (3aMeHa
UTO3MHA Ha TUMHUH), BEAYIIYIO K 3aMeHe riryTaMuHoBoro kojgoHa CAG Ha cTOn-KoJoH
UAG (puc. 30), yTo mMpUBOAWT K NPEKIECBPEMEHHOW TEPMHUHAIIMU TPAHCKPUIILUU U
norepe GpyHKIMOHATHHO 3HaYUMOro C-KOHIIEBOTO JIOMEHaM Tononzomepassl |. Myrammn
B reHe At5g55300 TOP1, xomupyromem JIHK Tomonzomepasy | o, mpuBOAsST K pa3BUTHIO

denotuna, cxoauoro ¢ penotunom fass (Laufs et. al., 1998; Graf et. al., 2010).
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CAG (GLN/Q) Frnytamui —— == UAG Amber (Cton)

Pucynox 30. KaprupoBanue rena FASS. A — nokanuzaiust mytanuu fasb Ha reHetudeckoi
KapTe HW)KHEro Iuieda V'  XpOMOCOMBI (CIUIOIIHBIMU CTPENIKaMHU TMOKa3aHbl 3KCIIEPUMEHTAIBHO
Hal{IeHHbIE TEHETHYECKUE pPACCTOSHUS, IYHKTUPHAs CTpelKa TIOKa3bIBAaeT pACCTOSHHE,
paccuuTaHHOe 1o KapTe). b — nokanuzanms myranuu fasS va ¢usndeckoii kapTe xpomocomsl V
A.thaliana, TriH — ThICSIUM TTAp HYKJIEOTH/IOB.

AHAIN3 CTPYKTYPHI MPOAYKTa MYTAHTHOTO ajjens fasS m apyrux MyTaHTHBIX
ameneir TOPL in silico. Ha ganHblii MOMEHT omucaH psaj MyTanuii B rene TOP1,
OpUBOIAIIMX K HapyumieHussm passutus A.thaliana. Myramun mgol-1, mgol-4
NPEACTaBISAIOT  COOOM  COOTBETCTBEHHO 3aMEHY HYKJICOTHAA, NPUBOAAIIYI0 K
BO3HMKHOBCHHIO CTOI-KOJIOHA, M caBUT pamku cuuthiBanus (Graf et al., 2010); myranms
toplo-1 sBisieTcs pe3yabTaTOM MHCEpHUU MoOmiIbHOTO 1emeHTa (Takahashi et al., 2002).
Mytaunn mgol-1, mgol-4 nokanu3yroTcsi, COOTBETCTBEHHO. B 3-eM U 14-0M 3K30HaX rexa
TOPL1 (Graf et al., 2010). Myranus topla-1 nokajgu3oBaHa B HHTPOHE MEKIY 8-M U 9-M
sk3oHamu TOP1 (Takahashi et al., 2002).

bbbt nmpoBenéH ananu3 cTpykTypsl nponykTa rena TOP1, a Taxke mpearnogaraeMbpIx
POIYKTOB MyTaHTHBIX ayuteneit fas5, mgol-1, topl a-1 w mgol-4 c ucnons3oBaHueM 0a3

nanneix InterPro (http://www.ebi.ac.uk/interpro/) (Mitchell et al., 2014) u CD Search

96


http://www.ebi.ac.uk/interpro/

(http://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi) (Marchler-Bauer et al., 2011).

[Tpoaykt rena TOP1 umeer mmmnay 932 amuHokucioTHbIX octaTka (AO). B coctaBe N-
KOHIIEBOM dacTh Oenka mHOW mpuMmepHo 360 AQO KOHCEpBaTUBHBIX JOMECHOB
oOHapy»XeHO He ObLIO, BBISIBISIEMbIC KOHCEPBATHBHBIC JOMEHBI JIOKATH3YIOTCS B palioHE
360-900 AO: JIHK-cBs3piBatonuii jomeH B paiione 364 - 582 AO, C-tepMuHaIbHBIN
KaTaIUTUUYEeCKUM JomeH, B padone 585-811 AO, a Ttaxke C-TepMUHAIbHBIN
tomouszomepasa | accouuupoBanubiii gomen (844-908 AQO)  (mpuiokeHue, puc. 7).
AKTHUBHBIN LEHTp (epMEHTa HaxoaUTCs B cocTaBe C-TepMUHAIBHOIO aCCOLMMPOBAHHOIO
nomeHa B parione 858-876 AO (mpunokeHue, puc. /), aKTUBHBIA OCTATOK TUPO3WHA
pacnionioxeH B no3unuu 871 AO.

YuuTeiBast JaHHBIC O JoKamu3aiuu mytarwmii fass, mgol-1, topla-1 u mgol-4 B rene TOP1
ObUIM CJeNaHbl BBIBOJBI OO0 WX BIMSHUM Ha JOMEHHYIO CTPyKTypy Oenka. Bce
aHAJTU3UpyEMbIE MYTallMU JIOKAJM3YIOTCS B y4acTKE T'€Ha, PACTOI0KEHHOM BBIIIE YaCTH,

koaupyromei C-TepMUHATBHBIA aCCOIMUPOBAHHBIN JOMEH U aKTUBHBIH 1IEHTp (puc. 31).

ATG mg07_4 fash mgo1-1 TAA
D - 5'u 3' HeTpasCIHpYeMble 00IacTH topla-1
YYACTKH I'eHa, KOOHPYIONIHE .
- DK30H
D - N-tepmuHanbbi JTHEK-cAB3BIBAIONIHA TOMEH

[[]- C-TepMuBambHEL KATATHTHYECKHH TOMEH

- HHTpOH

D - C-TepMHHANBHEL aCCONHHPOBAHHEIH TOMeH

Pucynok 31. Ctpykrypa rena TOPL u pacnonoxenue myranuii fass, mgol-1, topla-1 u
mgol-4. fas5 - crom-komoH B 9-oM 3k30He (B mo3umuu 2974 mH), Mgol-1 — caBur pamku
CcUMThIBaHUS B cepenuHe 14-ro sx30Ha (nocie nozuuuu 3920 nn), topla-1 — uncepuus T-AHK B
UHTPOH MeXay 8-M U 9-M 3k30HaMu, MJo1-4 — cTON-KOJOH B 3-€M 3K30HE (3aMeHa HYKJICOTH/1a
B no3unuu 1747 mn).

Tak myrammu mgol-4 u  fasS (puc. 31) mpHBOAAT K BO3HUKHOBHHIO CTON-KOJOHOB
(3aMeHBI HYKJICOTH/IOB B MO3UIUAX COOTBETCTBEHHO 1747 1 2974 1iH) U npeX1eBpeMEHHOM
TEPMHHALIMM TPAHCISAUUHU, YTO BeA€T K mnoTrepe C-TepMHMHANBHBIX YYacTKOB JUIMHOMN
coorBercTBeHHO 231 m 442 AO. B cnywyae myranum fasS yrpaumBaemsbrii ¢parment
COJICP’)KUT IIOJIOBUHY KATAJIUTUYECKOIO JIOMEHA, aCCOLMMPOBAHHBIM JIOMEH M, Kak
CJeICTBUE, aKTUBHBIM 1eHTp Qepmenta (puc. 31). B cimywae mgol-4 yrpadeHHBII
¢parment Oenka comepxut noiaosuny JIHK-cBs3bIBaroniero nomeHa, KaTalUTUYECKUH U

aCCOIMMPOBAHHBIN ToMeH (puc. 31).

97


http://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi

B pesynbrare myranuu topla-1 (uncepuust T-IHK B uHTpOoH Mex 1y 3k30HamMu 8 U 9)
(puc. 39) (Takahashi et al., 2002) yrpauuBaeTcst GparMeHT LIHHOK okoio 260 AO,
COJIEpIKAIINN 9aCTh KaTAIUTHIECKOTO M BECh aCCOIMMPOBAaHHBINA JOMeH. MyTtanus mgol-
1 (Laufs et al., 1998) npuBoauT K cABUrY paMKu cunThiBanus mocie 3920 mu (puc. 31), B
pe3ysibTaTe Yero HapyllaeTcs aMUHOKHUCIIOTHAs IOCJIEeI0BAaTEIbHOCTh  y4acTKa,
conmepkamero C-TepMUHAJIBHBIA Tomou3omepasa | accoluupoBaHHBIM JOMEH U
aKTHBHBIN TIeHTp (puc. 31).

Takum o6pazom, Mmytarust fasb (kak W OCTagbHBIE PACCMOTPEHHBIC MYTAIIWH)
IPUBOJUT K MOTEPE aKTUBHOTO IeHTpa (epmenTta (yuactok Oenka 858-876 AQO), uro

MO3BOJIACT OTHECTH JAaHHYIO MYTAHTHYIO aJUIC/Ib K HYJIb-aJIJICIIAM.

3.5. O01mas xapakTepUCTHKAa U NMPOsIBJIeHNe B OHTOreHe3e MmyTauuu nana-D

JomuHanTHas myTanus nana-D (na-D) u3 xomutekiun kadeapsl TeHETUKU BBI3bIBACT
dbopMHupoOBaHNE YKOPOUYEHHOTO IBETOHOCA (y TETEPO3UTOTHBIX MO MyTamuu na-D
pacteHuii B 8-13 pa3 xopode IO CpPaBHEHUIO C IUKHM THUIIOM) 3a CYET COKpAILEHUs
JUIMHBI MEXJIOY3JIM M YMEHBIIEHUS 4Mcia caMuX y3/0B. JlJIMHA TJIaBHOTO IIBETOHOCA
reTepo3uroTHeIX pacteHud Na-D oOwbiuno He mpesbimaer 0,8 — 2,0cMm. I'eTepo3uroTs
na-D mpu 3ToM cnocoOHbl ¢opmMupoBaTh 5 — 15 IIBETKOB Ha TIJIABHOM IIBETOHOCE.
VYkopodyeHre Mexa0y3iauil myranta na-D cBs3aHO ¢ yMeHbleHHEM pa3MepoB KIIETOK
(ExoBa u np., 2002; Jlebenera u ap., 2005) u He BOCCTaHABIMBAETCSA IPH 0OpabOTKe
sK30reHHbIM TuO6epemnHoM (ExxoBa u ap., 1997, 2002). IIpu stom B AMII myranTa
na-D He HabmogaeTcs yMEHBIICHUS pa3MEpoB KIETOK, TeM He MeHee, pazmep AMII
MYTAHTHBIX PACTEHM HA TE€HEpPaTHMBHOW CTaauM B 2-3 pa3a MEHbIIE B CPAaBHEHHUU C
pactenusimu qukoro tumna (Exosa u ap., 2002). lns BeIsICHEHUS] BpEMEHHU MPOSBIICHUS
myTanuu Na-D B oHTOTeHe3e U M3y4YeHUs €€ BIMSHHUA Ha CTPYKTYpy u ¢pyHKimio AMII
Hamu mposejaeH aHanu3 AMII u mopdonorun pacteHuid MyTaHTa U JUKOTO THMa Ha

pa3HbIX CTAAUSIX Pa3BUTHSL.
3.5.1. Binsgsane myrauuu Na-D Ha npoaudepaTuBayo aktTuBHocTh AMII

AMII pukxoro tuma Enkhaim (En) ma reHepaTMBHOW cTajuy YBEIUYUBACTCS B

pa3mepax otHocuTenbHO AMII Ha BeretatuBHOM ctanuu (puc. 32, A, b).

98



Pucynox 32. AMII romo3urotHsix pacteHuil nNa-D u pacteHuil 1MKOro Tuma Ha pa3HbIX
craauax pa3Butus. AMII nukoro tuma pacel En: A — Ha cragum, b — Ha craguu Havana
usereHusi. AMII romosuror na-D (rnaBubiii mober): B — Ha craguu posetku, I — Ha cTaauu
Hayaja [BeTeHUs (0TMeueHa cTpesikoit) bapsl cooTBEeTCTBYIOT — 30MKM.

B t0 )xe Bpemsa, AMII romosurotel Na-D yxe Ha BereTaTuBHOW CTAaguU HMEET
MeHbIue pasmepbl, ueM AMII nukoro Tuma Ha ToW ke craauu (puc. 32, B). Ilpu
nepexojie Ha reHepatuBHyio ctaguio AMII romo3uror na-D ymeHnbliaercs B pazmepax
OTHOocHUTeNbHO mpenbiaymen craauu (puc. 32, I'). Hecmorps Ha TO, uto AMII
roMo3uroTsl Na-D crocoOHbl (QopMHpOBaTH HEKOTOPOE KOJIMWYECTBO (IIOpaTbHBIX
npumopaues (puc. 32, I'), nume y peakux romo3uroT Na-D oHu pa3BUBAIOTCS B I[BETKH.
I'omosurorsr Na-D cmocoGHbl (opmupoBate He Oosiee 1-3 [BETKOB Ha TIJIABHOM
nBeroHoce. Takum ob6pazom, AMII romosuror na-D mumeer MeHbIME pa3Mepbl, YeM
AMII nuxoro tuma pacel EN, u ckioHHA K JanbHEWIIEMY YMEHBUICHUIO Pa3MEPOB B
XO0/JI€ OHTOT€HE3a.

B pannnx pabotax ObLIO MMOKa3aHO, 4YTO TOMO3UTOTHI NA-D crocoOHbBI 00pazoBaTh
TO K€ YMCIJIO PO3ETOYHBIX JINCTHEB, YTO U pacTeHUs ucxoaHoro 3korumna (ExxoBa u ap.,
2002). V pacrenuit quxoro tumna (EN) po3eTouyHble TUCTHS IEMOHCTPUPYIOT TCHACHIIHIO
K YBEJIMYCHUIO Pa3MEPOB JIMCTOBOM MIACTUHKH Yy O0Jiee IO3IHUX JIUCTHEB 110 CPABHEHUIO

¢ 6onee panauMmu (puc. 33, A).
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Pucynok 33. Poserounble JucThsi roMo3urotsl Na-D u gukoro tuma. A — po3eTOYHbIE
JHUCThsl pacTeHHUsl JAUKOro THUra packl En. b — po3eTodHble JUCTbsI TOMO3UTOTHOIO PACTEHHS
na-D. ludpammu oTmMedeHB HOMEpa JIMCTHEB B TOpPsAKE MX oOpazoBaHus. B — oOmmii BUX
pacTeHHi roMO3UroTHBIX 1o ha-D.

Y roMo3uroTHeIX pacreHuil Na-D, HaunHas co 2-i — 3-i mapel PO3ETOUYHBIX JHCTHEB,
HAYMHAETCS YMEHbIIIEHUE pa3MePOB JIUCTOBOM macTuHku (puc. 33, b, B). YMmensbiuenue
pa3Mepa JIMCTOBBIX IUIACTUHOK MO0 Mepe NMPHUOIMKEHUS PaCTeHUH K PENpOSyKTHUBHOMY
BO3PacTy MMEET OYEBUIHYIO CBA3b C yYMEHblIeHHeM pa3mepa AMII B oHTOorenese u
OTpa)kaeT HEXBAaTKy KIETOYHOrO0 Marepuaina Jias (OpPMHUPOBAHUS TOJHOIIEHHBIX

pPeNpOAYKTHUBHBIX OpraHoB (puc. 33, B).

3.5.2. lIposiBnenne mytauuu Na-D Ha pa3HoM reHeTnyeckom (poHe
VY myramun na-D HaOmronaeTcst H3MEHEHNE XapaKkTepa HACIEeJOBAHUS B 3aBUCHMOCTH
OT reHeTH4ecKoro (oHa.
Iposiienne myrauuu Na-D Ha done pacel Enkhaim. Ha ¢oune poaurensckoit
pacet Enkhaim (En) wmyramuss na-D mposBnsier cebGsi Kak siaepHass MOHOTCHHAs
nomuHaHnTHas. Ha ¢one pacel En roMo- u rerepo3uroTHeie pactenus Na-D sBisitorcs

KapJuKaMu (BBICOTA HE MPEBBINIAET 2-X CAaHTUMETPOB) (puc. 34, A-B). Paznuuus mexmy
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TOMO- W TEeTepO3UTOTaMH 3aKJIIOYAIOTCS TOJBKO B CIIOCOOHOCTH TE€TEPO3UTOT
obpaszoBeiBaTh IBeTKU (puc. 34, A). Ilpu stom B F2 MOKOJCHHH OT CKpEIIMBAaHUS
reTepO3UrOTHBIX pacTeHuil Na-D ¢ pacrenusiMu qukoro Tuma packl En HaGmromaercs
pacuierienue Kapiauku (pactenuss ¢(enotuna na-D): pacrenuss nukoro THma B

cooTHoteHuu 3:1 (tabnuna 11), uto XapakTepHO AJIs JOMUHAHTHON MyTallHH.

Pucynok 34. Myranus na-D Ha ¢one pacsl En. A — F2 ot ckpemuanus En x na-D, cieBa
HalpaBo: pacTeHUE ITUKOro TUma, rereposurora nha-D, romosurora na-D. b, B - F2 or
ckpemuBanus En x na-D o6muit Bua, romo3urotsl Na-D oTMeueHb! cTpenkaMu

CooTHOLIEHHE TOMO3UIOTHBIX M TE€TEPO3UIOTHBIX pacTeHuid Na-D  u pacrenuit
JUKOTO THUTIA COCTABISIO 1:2:1 (reTepo3uroTsl OTAWYAIH OT TOMO3UTOT IO CITIOCOOHOCTH
oOpa3oBbiBaTh IBeTKM) (Tabmuua 11), YTO COOTBETCTBYET MOHOTEHHOMY THILY

HaCJI€aJ0OBaHMHA.
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Tabmuua 11. Ananu3 paciienienus B mokojgeHuu F2 ot ckpemuanus En x na-D.

CkpeuuBanue MyTaHTHBIE pacCTEHHS Jukuit Tun > XZ
(F2) Br16opku
En x na-D Kapnuku (3:1)°
0,64
199 59
258
I'omo3uroter | ['erepo3urotsl | Jukwuii Tum (1:2:1)°
na-D na-D 0,763
64 135 59

® - yra6n=3.84 mpu yposHe 3HaunmoctH A = 0.05 u cremnenu ceobos! df = 1

o XZTa@I = 5,99 npu yposHe 3Haunmoctu A = 0,05 u crenenu cBo6os1 df = 2

IMposiBnenne mytanuu Na-D Ha ¢one pacsr Columbia. Ha ¢gone pacer Columbia
HAO0III0/1aJIOCh CHMDKEHHE JKCIpecCUBHOCTH Mytamuu Na-D. Tereposurorst F1 ot
ckpemuBanus Columbia (Col) x na-D umenn Bwicoty 19 — 27cm (puc. 35, A) u
OTJIMYAIIUCH OT PACTEHUN JTUKOTO TUIIA TOJBKO COKPAIICHUEM JITHHBI MEXKI0Y3Iui (B 2-3
pa3a). B moromcTBe rerepo3urotr na-D u3 F2 HaGiroganock BBIMIEIUIEHHE CTEPHIIbHBIX
KapJIMKOBBIX TOMO3HWTOT Na-D, (eHOTUNMUYECKH HISHTUYHBIX TOMO3UTOTaM Ha (oHE
pacel En (puc. 35, B). B 10 e Bpems reTepo3urotHeie pacteHus Na-D u3 F2 He Obum
dbenoTunuueckn OAHOPOAHBIMH. Cpelnu HHUX BCTPEUATHCh KaK IOJTYKapIUKOBBIC
pacTeHusi, BhICOTa KOTOPBIX Konebanach B mpeaenax ~ 5 - 20cm (puc. 35, b, B), Tak u
KapiukoBbIe (¢ peHoTunom reropo3urot Ha ¢one En) Beicoroit ~ 0,5 — 3cm (puc. 35, I).
Cpemu rerepos3urotr na-D  F2 MokHO OBUIO BBIACNUTH HECKOIBKO (DEHOTUIMHMUECKUX
KJIACCOB - PACTEHMS C BBICOTOM riaBHOTO 1BeToHOCca 1,2-1,5¢m; 3-5¢Mm; 7-8cm; 20-22 cwm.
COOTHOIIICHHE YHUCJIICHHOCTH TOMO3WUTOTHBIX M TETEPO3UTOTHBIX pacTteHud nha-D wu
pacTeHWii JUKOTO THma B F2 HE COOTBETCTBOBAJIO MOHOTEHHOMY PpACIICIUICHHUIO, H
XapaKTepU30BAJIOCh M30BITKOM PACTEHUH JWKOTO THIIA W HEJIOCTAaTKOM TOMO- U

rereposurotr na-D (tabmwma 12).
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Pucynok 35. TIposiBnenne myranuu Na-D na done pacer Columbia. A — F1 ot ckperunBanus
Columbia x na-D, cneBa HampaBo: pacTeHHE TAKOTO THIIA, B FTETEPO3UTOTHBIX pacTeHus na-D
(B meHTpe), Ui cpaBHeHHs reTeposurora Na-D Ha downe pacer En. B-T' - F2 ckpenmBanus Col %
na-D: b — cripaBa HaieBo: pacTeHHe AUKOro THIIa, roMo3uroTa ha-D, rereposurora na-D (h ~ 15
cm); B, T' — rereposurotst Na-D (h coorBercTBeHHO ~4-6¢M U ~1-3¢M). Bapbl COOTBETCTBYIOT

5cM.

Ta6muma 12. AHaNU3 paciiernyieHus: B nokoiaeHuu F2 ot ckpenmanust Col x na-D

2

CkpemuBanue | I'omosurorel | I'ereposurors! | Jukuii Tumn > X
(F2) na-D na-D Bei6opku | (1:2:1)
Col x na-D 85 164 188 437 75,11**

Y ra6n = 5,99 TpH ypoBHe 3HaunMocTH A = 0,05 1 creneHu cBoGomsl df = 2

** - OTKJIOHEHHE OT TEOPETHYECKOTO pacilerieHns He ciydaitno nmpu P>0,99
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I'ereposurorer F2, mpunHamiexamue K pa3HbBIM —(PEHOTHUIIHYECKAM  KIlaccam
paznuyanuck Takke mo pasmepam AMII, kotopple ObUTM MPSIMO MPONOPLHUOHATBHBI

pocty pactenus (puc.36).

Pucynok 36. AMII pacrenuit na-D Ha ¢one pacer Col. Ha cragum poserkm: A —
AMII romoszurotel Na-D, b — rerepo3urotsl Na-D. Ha cranguu Havama nBereHus: B —
romo3urota nNa-D, I — rerepaurora na-D ¢ BbicoTOl TrnmaBHOro 1BeToHOCA ~ 3cM, [l —
AMII rereposurotsl Na-D Beicoroil 4,5¢cm, E — AMII rereposurors Na-D 6,5. bapst
COOTBETCTBYIOT 30 MKM.

Ha craguu pozetku, AMII romo3zuror na-D (puc. 36, A) umenu MeHbIlIKE pa3Mephl,
yem AMII rerepo3urotueix pactenuit na-D (puc. 36, b). Ha ctanuu Havana uBereHus y
romo3uror na-D  AMII coxpansnu HeOosblIME pa3Mepbl, U UMENIH TEHIEHUUIO K
ymenbiieanio (puc. 36, B). Pasmeper AMII rereposuror F2 na-D Owumu mpsimo
NPOMOPLUOHANBHB BbICOTE pacTeHus. Tak Haumenblias AMII nHabmonanace y
rerepo3urotr Na-D BeicoToit ~ 3cMm (puc. 36, I'), reTepo3urotsl BeicOTON ~ 4,5¢cM nmenu
AMII uyTh Gombiux pazmepos (puc. 36, J1). HaubGonwmme pazmepst AMII Betpewanuch
y F€TepO3UroT BBICOTOM ~ 6,5CM, U MO pa3MepaM MPAKTUYECKU HE oTiandanuch oT AMII
mukoro Tumna (puc. 36, E). CTouT oTMeTUTh, YTO 3TOT KJIACC TETEPO3UTOT Pa3BUBAJICS
ObICTpEe OCTANIbHBIX U 00pa30BbIBAI HAUOOJIbIIIEE YUCTO (PIIOPATTLHBIX TPUMOPAHEB (pHC.
36, E).

IposiBienne myrauun Na-D na done munuu Ler u pacel Di. Ha done munuun Ler

myTtauus nNa-D nemMoHCcTpHpoBana SKCIPEecCUBHOCTh CXOAHYIO C TaKOBOW Ha (hOHE pachl
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En. I'erepo3uroter F1 ot ckpemuBanus Ler X na-D umenu Boicoty 1,5 — 2,5¢m (puc. 37,

A, b). B F2 Beimenisiiuch cTepuiibHbIE TOMO3UTOTHBIE pacTeHus Na-D, u reTepo3uroTsl

Pucynok 37. IlposBnenue myrauuu ha-D nHa
¢one muuum Ler. A, b — rerepozurorsr  na-D u3
F1 or ckpemmBanus Ler x na-D. B — F2 or
ckpemBanug Ler x na-D, cnesa nampaso:
pacrenue ¢Qenotuna Ler, rereposurora na-D,
romo3urota Na-D. bapel coOTBETCTBYIOT ScM.

na-D, ¢eHoTUNUYECKH HACHTHYHbIE TOMO3uroram u3 F1 (uMMenu BBICOTY TJIaBHOTO
nseroHoca 2,6+0,7cm, puc. 37, B). CoorHomeHue romMo- u rerepo3uror na-D u
pacteHwuii AuKoro Tuna (pactenuii ¢ ¢perorumna Ler) cocrarnsiaa 1:2:1 (Tabnuma 13).
AHasoruuHasi SKCIPECCHBHOCTh MyTanuu nNa-D nHaOmomanack u Ha (one pacel Di.
I'eteposurothsie pactenus F1 Di % na-D umenu BoicoTy 1,5 - 3cMm (mpunoxeHue, puc. 8,
A, b). T'omo3urotasie pactenust Na-D F2 umenu ¢peHOTHT, UACHTUYHBIN TOMO3UTOTaM Ha
¢one. ['ereposurotst Na-D F2 6butn peHoTHHYECKH CXOIHBI ¢ TAKOBBIMU Ha (JOHE JIMHUHU
Ler u umenu BeicoTy 2,7+0,6cM (mpmnoxkenue, puc. 8, I', /[). CooTHomeHne romo- u
rerepo3uror Na-D u pacrenmii amkoro Ttuma B mokomeHmn F2 Di x na-D

cooTBeTcTBOBaNO 1:2:1 (Tabmnwmia 13).

Tabnuna 13. AHaNU3 pacileryieHus B TOKOJIeHUH F2 ot ckpenruBanus Ler x na-D

Z 2

CkpemuBanue | I'omoszurorel | I'ereposurorsl | ukuii Tum X
(F2) na-D na-D Bei6opkn | (1:2:1)
Ler x na-D 24 65 30 120 1,65
Di x na-D 23 49 34 106 2,88

xzmgﬂ = 5,99 npu yposHe 3naunmoctu A = 0,05 u cTenenu cBo6oabl df = 2
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IMposiBnenne myrtanuu nNa-D nwa ¢one pac Ws u Bla. Ha ¢one pac Ws u Bla
HaOJI0AIOCh MAJICHHE SKCIPECCUBHOCTH MyTarmu Na-D, cxomHoe ¢ HabnromaeMbiM Ha
¢done pacwl Col. I'ereposurorsr Na-D w3 mokonenus F1 ot ckpenmBanus WS X na-D
uMenu BeIcOTy 16 - 26¢cm (puc. 38, A). B F2 HabGmronanuck HECKOIBKO (PEHOTHITUISCKUX
KJIACCOB TeTEepO3UroT: BeICOTOM | - 3cm (puc. 38, b, Bepxuuit psn), GeHOTUIHUECKA
CXOJIHBIE ¢ TeTepo3uroTamu Ha ¢oue En; 9 - 14cm; 16 - 18cm; 22 - 24cm (puc. 38, b,
HIDKHUN PSAT) — CXOJHBIE C MOJYKAapPIUKOBBIMU T€TEPO3UTOTHBIMU PACTEHUSIMH Ha (OHE

pacsr Col.

Pucynox 38. I[lposBienune myrauuu na-D na ¢one pacet WS. A — F1 or ckpemmBanus
Ws x na-D, cneBa HampaBo: pacteHwe auKoro Ttuma, rereposurora ha-D. b — F2 ot
ckpeuBanug WS X na-D, HUKHUI psf, clieBa HApaBO: PacTeHHE TUKOTO THIA, FE€TePO3UTOThI
na-D BwicoTO# cooTBeTcTBeHHO 24cM, 16,5cm m 13,5cM; BepxHUUM psAx — chpaBa HajeBo:
rerepo3urotsl Na-D ¢ BeicoToit 2cm u 0,5¢M; romosurora nNa-D. bapel cooTBeTcTBYIOT SCM.

['ereposurotsr F1 ot ckpemmBanus Bla x na-D umenu Beicoty 17 — 22¢Mm (puc. 48,
A), ananormuno romosuroram F1 Ha done pac Col u Ws. B F2 ot ckpemBanus Bla x
na-D Taxxke MOXHO OBLIO HAONMIOMATh BBIMIETUICHUE HECKOJIBKUX (PEHOTHITMUECKUX
KJIaccoB reTepo3uroT Na-D, kak xapiaukoBsix — 0,5-2¢M, Tak U MOTYKapIUKOBBIX: 4-6CM,
8-12cMm u 19-22cm (npunosxenue, puc. 9, b, B). ®eHoTun roMo3uroTHeIX pacteHuit na-D
B F2 Obl1 naeHTHYeH TakOBOMY Ha (hOHE BCEX OCTaJBHBIX pac (mpuioxeHue, puc. 9, B,
Bepxuuii psag).B F2 or ckpemmBanuit Ws X na-D u Bla x na-D wabmomanoch

BBIIICIIJIICHUC N30BITKA paCTCHI/Iﬁ JUKOIro Tuila W HEAOCTATOK TOMO3HMI'OTHBIX H
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TEeTEPO3UTOTHBIX pacTeHuit na-D (tabmuna 14), kak W B moKojeHuu F2 ot

ckpemruBanus Col x na-D.

Tabmuma 14. AHaIM3 pacuieryieHuss B TOKOJeHMM F2 ot ckpemuBanuii WS X na-D u

Bla x na-D.
CkpemuBanue | I'omoszurorel | I'ereposurorsl | Aukuii Tum > XZ
(F2) na-D na-D Beibopkn | (1:2:1)
Ws x na-D 7 20 27 o4 21,54**
Bla x na-D 8 17 28 53 18,87**

7
Y ra6n= 5,99 mpu yposHe 3HauuMocTH A = 0,05 u crenenu cBo6os! df = 2
** - OTKJIOHEHHUE OT TEOPETHUECKOT0 paclleryieHus: He ciiydaiino npu P>0,99

VY myrtanuu na-D Ha reHernueckom ¢oHe wuccnenoBaHHbXx pac A.thaliana mamu He
ObUIO BBISBJICHO pa3iu4uii B MPOJYKTUBHOCTH TeTepo3uror Na-D Ha pazHom
reHeTndeckoM (one. I['eTepo3uroTHeie pacTeHUS na-D BHe 3aBUCHMOCTH OT
reHeTuyeckoro ¢oHa oOpa3oBbIBaIM B cpenHeM 69+7,9 ceMsH B ogHOM cTpydke. B
panHux pabotax (CxispoBa u np., 2004) Takxke ObUIO TTOKAa3aHO, YTO MPOAYKTUBHOCTD
reTepO3UTOTHBIX pacTeHuit Na-D He oTinyanack OT TAKOBOM y paCTEHUM TUKOTO TUIA.

Takum 00pa3om, MOKHO BbLIeNUThH nBe Tpymmbl pac A.thaliana, Ha reHernueckom
¢done koTOphIXx MyTarus Na-D mMeer aBa pasHBIX ypoBHS 3KcmpeccuBHOcTH. K mepBoit
rpymme oTHocsaTcs packl En, Di w nmuaus Ler. Ha ux renetndeckom one myramus na-D
UMEET BBICOKHHA YPOBEHB IKCIPECCHBHOCTH: KaK TOMO- TaK W TreTepo3urotsl Na-D nHa
(oHE NaHHBIX pac SBISIOTCS KapJIMKOBBIMH PACTEHUSIMH, BBICOTA IJIaBHOTO Mmobera
KOTOPBIX HE MPEBBIAET 2-3CM. 3a4acTyl0 pa3anyus MEXIy rOMO- U IeTepO3UroTamMu B
JTAHHOM CITy4ae CBOJSTCS K CIIOCOOHOCTH reTepO3UTOT 00pa30BBIBATH I[BETKH, B TO BPEMs
KaK TOMO3HMIOTHI B OOJBIIMHCTBE CIIydaeB CTEpUIbHBL. KO BTOpOI rpymnme OTHOCATCS
pacel Col, Ws u Bla. Ha ux ¢oHe mpoHCXOAUT CHIKEHHE 3KCIIPECCUBHOCTH MYTAIUU
na-D, B pesynbprare uero rerepo3urotseie pactenus F1 na-D gocruraror 3HaUMTENBHON
BBICOTHI, @ B F2 oT ckpemmBanuii Na-D ¢ gnaHHbIMU pacamu, HaOIIO1AETCS BHIIEIIICHUE
HECKOJBKUX (DEHOTUIUYECKUX KIACCOB reTepo3uroT. Taxke B F2 oT ckpemmBaHus c
pacamu Col, Ws u Bla nabromaercss HemocTatok pacteHuit na-D, kak roMO3HMTOTHBIX,
TaK W TETEPO3UTOTHBIX M HW30BITOK PACTEHHWH JMKOTO THIA. Takoe OTKIOHEHHE OT
MOHOT'€HHOTO PACHICIUVICHUSI MOKET OOBACHITHCS MHOTMMHU NPUYMHAMH, B TOM YHCIIE

BO3MOKHOW JWTE€HHOW mpupomod wmyraumu Nna-D. Hampumep, HaaudmeM TreHOB-
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MOIU(PUKATOPOB, OCHAOISIOMNX BO3ACHCTBHE MYyTaHTHOW aimenu nha-D m mmerormmx

pasHblii ajieNbHbIH coctaB y pac En, Di u munun Ler u pac Col, Ws u Bla.

3.6. Ananu3 B3aumojeiictBusi reia NA ¢ reHaMu, KOHTPOJIUPYIOITUMHA
No/jIepKaHne MOCTOSTHCTBA MYJIa CTBOJIOBBIX KJ1eTOK B AMII
3.6.1. Bzaumopeiicreue rena NA ¢ reaamu CLV1, CLV2, CLV3

C uenpto yrounenus posu reHa NA B koHTposie aktuBHOcTU AMII B coBMecTHOM
pabote ¢ Y.H. Kagaii-oon Obl1 poBeI€H aHAIN3 TOJIYYSHHBIX TIBOWHBIX MyTaHTOB ha-D
clvl, na-D clv2-1, na-D clv3-2. JIpoiinbie myTantel Na-D clvl, na-D clv2-1, na-D clv3-2
Obutn Kapiukamu (npunoxenue, puc. 10, A-B), xak u oauHOYHBIE MyTaHTHI Na-D.
Kpome Toro, Ob10 MOKa3aHO, YTO y JBOMHBIX MYTAaHTOB Ha PEMpPOAYKTHUBHOW CTaIuu
pa3BuTusa HaOmogaeTcs yBenuueHue pazmepoB AMII, kak M y OJMHOYHBIX MYTaHTOB
clvl, clv2-1 u clv3-2 (Kagaii-oom, 2011; Ans6ept u np., 2014). Tak kak MyTarus na-D
NPOSIBIIIETCS YK€ HA BEre€TaTMBHOW CTaJuU Pa3BUTHS, a B paHee MPOBEJCHHOM aHAJIU3E
JBOMHBIX MYTaHTOB Na ClV WCHOIB30BAIIMCH TOJBKO PACTEHHS, HAXOIALIHECS Ha
PENPONYKTUBHOM CTaJMU OHTOI'eHEe3a, B JaHHOH paboTe aHaIu3 IBOMHBIX MYTaHTOB OBLI
nponoikedH. Hamu Ob11 mpoBeneH ananu3 ctpyktypsl AMII aBoitHbix MyTanToB ha-D
clvl, na-D clv2-1, na-D clv3-2 na BereTaTiBHOM CTaIUH pa3BUTHS.

VY IOBEHWIBHBIX PACTEHU TUKOro THUMa (CTaaus Pa3BUTBIX 2-X Map HACTOSIIMX
muctbeB) AMII umeer spko BBIpaXEHHYIO KymosiooOpasnyio dopmy (puc. 39, A). ¥V
IOBEHUJIBHBIX TOMO3UTOT Na-D Ha To#t ke ctagum AMII cymiecTBEeHHO yMEHbIIIEHa B
pasmepax (puc. 39, b). OGnapyxeHHOe ymeHbIIeHHe pasmMepoB AMII romMo3uroTHoro
myTtanta nNa-D B mporecce pa3BUTHS pacTEHUS MOXKET CIYKUTh OOBSICHCHHEM IOYTH
MOJTHOW CTEPUIILHOCTH TOMO3UTOT Na-D.

Ha ctaauu pa3BUTBIX 2-X Map HACTOAIIUX JIUCTHEB Y PACTEHUU JABONHBIX MYTAHTOB
na-D clvl, na-D clv2-1 u na-D clv3-2 nabmoganocs yBenndenue pasmepoB AMII
OTHOCHUTENIBHO OJIMHOYHOTO MyTaHTa Na-D u auxoro tuna (puc. 50, B-E). V aBoiinbix
mytanToB Na-D clvl, na-D clv2-1 u na-D clv3-2 BereraruBnas AMII oOpa3yer GoJblie
npumopaues nucteeB (puc. 50, B-E), yem y onuHouHoro myranra na-D u nukoro tumna

(puc. 50, A, B), 4ro xapakTepHO U JuIst OMMHOYHBIX MyTanToB Clv1, clv2-1 u clv3-2.

108



Pucynox 39. Bererarusnass AMII riaBHoro moGera qBoiHbIX MyTanToB Na-D clvl, na-D
clv2-1 u na-D clv3-2, nukoro tuma u omuHOYHOro Myranta Na-D. A — mukoro Ttuma. b -
romMo3urotsl Na-D (* - AMII). /IBoiiHbIXx romo3uroT: B - aBoiiHoi romosurotsr Na-D clvl, T -
na-D clv2-1, E - na-D clv3-2. Bapsl cootBeTcTBYIOT: A — E - 30 MKM.

Hecmotps Ha »T10, yBenmmuenume AMII BcnenctBue pocta akrtuBHoctu WUS (B
pe3ynbTaTe OTCYTCTBHSI €r0 HEraTWBHOW peryisinuu co cropoHbl CLV) He cmocoOHO
BOCCTaHOBUTH (peHoTut 1seroHoca Na-D". D1o roBoput o ToM, uro Tepmunanus AMII y
myTtaHnTta Na-D He cBs3aHa ¢ e€ pazmepami, a 3HaUUT U ¢ 00bEMoM myna CK.

Takum oOpazoM, pe3ynbTaThl aHanu3a cTpykTypsl AMII nBoiiHeIX MyTanTtoB na-D
clvl, na-D clv2-1 u na-D clv3-2 Ha paHHe#l BereTaTMBHOW CTaJMH BMECTE C paHee
MPOBEIEHHBIMU HUCCIeN0BaHUsAMU coBMecTHO ¢ Y.H. Kaaii-oon BeisiBuim, uto AMII
JBOWHBIX MyTaHTOB Na-D Clv coxpansier kpymHbIe pa3Mepbl Ha MPOTSHKCHUU BCETO
OHTOTEHEe3a pacTeHUs. DTO yKa3bIBaeT Ha TO, uTo reH NA He Biuser Ha o0beM myna CK
AMII, HO, BO3MOXHO perynupyeT mnpoiudepatuBHyo aktuBHocTh CK. Kpome Toro,
MOJIYYCHHBIE Pe3yJbTaThl CBHUIETENBCTBYIOT O TOM, 4To reH NA HaumHaeT pabortathb
3HauMTeNbHO Tmo3ke, yeM reHbl WUS u CLV — He Ha »SMOpHOHANbHOW, a Ha
NOCTAMOPHOHANBHBIX CTanusax, korna oobém myna CK u obmuit pasmep AMII yxe
chopmupoBan 3a cu€t nearenbHoctu cucreMbl WUS-CLV. Bonee Toro, ren NA, ckopee
BCET0, OTHOCUTCSI K TPYMIIE T€HOB, KOTOPBIE PETYIUPYIOT CTPYKTYPHBIE U JTUHAMUYECKUE

npeoOpazoBanusi AMII npu nepexone Ha PEeNPOAYKTUBHYIO CTAIUIO PA3BUTHS.
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3.6.2. BzaumoneiicrBue rena NA ¢ renom FAS5/TOP1

C uenpto yrounenus poiu reHoB NA, a taxke rena FASS5/TOP1 B perymsuuu
aktTuBHOCTH AMII OBLT TIpOBENEH aHAIHM3 TONYYEHHBIX IBOWHBIX MyTaHTOB fasb na-D.
Jlnst aToro ObUTO MpoBeaeHo ckpenuBanue fasd x na-D. HeoOxoaumo oTMETHTH, YTO
MOCKOJIbKY MyTanus Na-D mposiBisieTcst B reTepo3UroTHOM COCTOSIHMM, TO K B KaUECTBE
JBOMHBIX MyTaHTOB fasb na-D Hamu paccmatpuBaiuch Kak pacteHus fasd romo3urorHsie
no Na-D rtak u pacrenus fasS rereposurornsie mo nNa-D .

Tak kak B ckpemuBanuu fass x na-D wucmomb3oBaiuck rerepo3urotsl Na-D, B
nokojeHnn F1 mons rerepo3uroTHeIX pacteHwit Na-D cocraBmsma 1/2 (tabmuma 15)
['ereposurotel Na-D, BeimermnsaBmuecs B F1, o0naganu HU3KON MPOIYKTUBHOCTHIO — B
cpenneM okono 20 cemsiH ¢ pacteHus (~5 cemsH B crpyuke). CemeHa, cOOpaHHBIE C
pactennii F1 rerepo3urotHeix mo na-D xapakTepu3oBamuch HU3KOW BCXOKECTBIO.
Bexonuno mpubnuzurensHo 50%  BhICaKEHHBIX Ha TMOuYBYy ceMsiH (41 cemsa u3 84
BBIC2)KCHHBIX). B TO ke Bpems, UIT MaTepHHCKUAX PACTECHHUI OJUHOYHOTO MyTaHTa fass
XapakTepHa BbICOKast BCX0xkecTh ceMstH (97 n3 100 BbICa)KeHHBIX Ha MTOYBY).

B noxonenuun F2 He Habmomanoch BBHIMEIJICHUS  JBOWHBIX TOMO3HTOT
fasb na-D, Bo3M0OXHO CBsi3aHHOE C HU3KOW YMCICHHOCTHIO BbIOOpKHU. M3 41 pactenus F2
29 nmpuHaANIexKANU K TUKOMY TUIY, 7 UMelu (PEeHOTUIT OJUHOYHBIX romMo3urot na-D, 5
pactenuii Obutn romo3uroTHel o fasS w rereposurotael mo na-D. ITostomy ObuI
npoBen€H aHanmuM3 TMOKoJeHust F3, sBisromerocss moTomMcTBoM pacteHuit  fasb
TeTEepPO3UTOTHHIX Mo Na-D u3 F2.

Tabnmuna 15 Ananu3 pacmieruieHuss B mokojeHun F1 oT ckpemuBanwms

fas5 x na-D
denoTUIIMUECKHE > 2
HOKOJICHUE KJIaCChI BBIOOPKU (1:1)
A- B- A-Dbb
F1 9 5 14 1,14

A - FAS5,B - NA

XZTaGH = 3,84 npu yposae 3Haunmoctu A = 0,05 u crenenu cBo6oas! df = 1

Pacrenus mokoneHus F2 taxke XapaKTepuU30BaIUCh HU3KOW MPOIYKTUBHOCTHIO — B
CpPEeHEM C PACTEHUS yAaBajIoCh MONYy4YUTh O0koJio 30 ceMsiH. BCX0KecTh JaHHBIX CEMSIH
Takoke Obl1a HU3KoM ~ 50% (13 120 BbIcakeHHBIX ceMsH B3onuio 54). B mokonenuu F3

cooTHomeHnue pacrenuii fass romosurorHeix no na-D, fasb rereposzurorTaeix mo na-D u
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pactenuil aukoro Tuma coctaBwio 1:2:1 (tabmuna 16). Pacuierienue, HabmomaeMoe B
F3, cBuIeTEabCTBYET O TOM, 4UYTO CceMeHa, oOpasyeMble pacteHusimu fasb
TeTepO3UTOTHEIMU TI0 Na-D, ruOHYT B paBHOW MPONMOPIHMH BHE 3aBHCHMOCTH OT HX
TCHOTHIIA.

Tabmuma 16. Awnanw3 pacmieruieHds B TOKOJeHWM F3  ckpemuBaHHs

fas5 x na-D (motomctBO pactenuii fasb rereposurorusix mo na-D)

denoTUnMYECKUE > x°
MOKOJICHHE KJIACCHRI BBIOOPKH (1:2:1)
aa BB |aa BB | aabb
F3 16 25 13 54 0,67

A - FAS5, B - NA
szaGH = 5,99 npwu yposhe 3HaunMoctd A = 0,05 u crenenu cBoboasr df = 2

Ocobennoctn geHornna aBoiiHbIX MyTanToB fasb na-D. J[poitnbie MmyTanTh fasb na-

D (KaK TOMO- TaK U I'€TCPO3UT'OTHLIC 110 na-D) ABJIAJIUCH KapJIWKaMHU, KaK U OJIMHOYHBIN

mytant ha-D. (puc. 40, A-B).

Pucynok 40. Pacrenus u3 F2 ot ckpemmBanus fasd X na-D. A - pacrenus fasb
rerepo3urotHeie mo ha-D. B - fasS5 rereposurornsie mo na-D, ¢opmupyromee KopoTkue
6okoBbIe moberu ¢ 1-2 crpyukamu. B - nBerymee pacrenue fasb rereposurornoe mo  na-D, ¢
XOPOIIO BBIPa)KEHHBIM TJIaBHBIM ITOOETOM U OAMHOYHAst roMo3uroTa Na-D (oTmedena cpenkoit).
I' - rereposurornoe pactenue Na-D. /I, E - romosurors fasb na-D Ha cTaguu cOOTBETCTBEHHO
paHHEN U ITO3HEN PO3ETKHU.
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Pacrenuss fasb rereposurorHeie mo na-D. xapakrepu3oBaiHCh H3MEHEHHEM
Mopdonorun nuctoBoit 1actunku (puc. 40, A), koropas mnpuobOperana 3ay>KEHHYIO
(dbopMy, HAITOMHHAIONIYIO POMO, XapaKTepHYIO Uil oguHouHOro myrtaHTa fasb. Ywmcio
JHUCTHEB Po3eTKH y pacteHuit fash rereposurornsix mo na-D (5,5+0,7). mocroBepHo He
OTJIMYAETCS OT TAKOBOI'O y pacTeHHI oauHO4YHOTrO MyTaHTta fasb (5,1+0,8) uz F2 wnmm F3
ot ckpemuBanus fasb x na-D.

Yacto pacrenuss fasS rereposuroreie mo na-D. He dopmupoBamm spKO
BBIPAKEHHOTO TJIABHOTO MMo0Oera, HO BMECTO HEr0 Pa3BUBAIHMCHh HECKOJIBKO OJMHAKOBBIX
noberos, nmuHOM 1 — 1,5¢cM, oOpasoBeiBaBmme mo 1 — 2 mBerka (puc. 40, b). B
HEKOTOPBIX CIIy4asix pPa3BUBAJICS XOPOIIO Pa3IMUYUMbBIA TJIABHBIM MOOEr, WMEBIINN
BBICOTY 2 - 3cm (puc. 40, B), Ha KoTOpoM 00pa30BBIBAIUCH B CpeaHeM 3-4 MBeETKa, W
O0okoBbIe MOOeru MeHbien auuHel (1,5 - 2¢cM), oOpa3zoBsiBaBIIue 1o 1 - 2 11BeTKa (puc.
40, B). Pa3Butus Qacruanuy U COMYTCTBYIOUIUX MPHU3HAKOB, TAKUX KaK aHOMAJIbHOE
BETBIICHHE, CBOMCTBEHHOE JIJIsl OIMHOYHOTO MyTaHTa fasb He HaOm01a0Ch.

[IBeTkn oguHOYHOTO MyTaHTa Na-D deHoTHNHuUecku HE OTIWYAIOTCS OT IIBETKOB
nukoro tumna (npioxenue, puc. 11, A). LiBetku pacrenwuii fasb rerepo3urorseix mo na-D
(EHOTUITMYECKH HMACHTHYHBI [BETKaM OJMHOYHOro MyTaHTa fasb u xapakrepusyrorcs
TeMU k€ MopdojorndeckuMu HapylmeHusiMu (mnpuioxenue, puc. 11, b, B). Oto
MOATBEPKIaeT TUNoTe3y 00 oTcyTcTBUU BiusHus reHa NA Ha driopanbHy0 MepucTeMy.

Takum o6OpazoM, Mytamus Na-D mopaBisier mNposiBJICHHE TNpU3HAKA Pa3BUTUS
¢dacumanuu y pacrenuii fasb. rereposurorHeix mo na-D. Bricora mBeToHOCa pacTeHMi
fas5 rereposurotHeix mo na-D. cooTBeTcTBYeT TakoBO# i pacteHui na-D Ha done
pacer Di (2,5+0,8cm). B 10 e Bpems y pacrenmii fasS rereposurorHeix mo na-D
HaOJIFOTaCTCsl PA3BUTHE TAKUX, XaPAKTEPHBIX I OJJMHOYHOTO MyTaHTa fasb mpusHakos,
KaK pa3BUTHE POMOOBHUIHON JMCTOBOM TUTACTHMHKU M HApPYIICHHUS] MOP(HOJIOTHH OPTaHOB
[[BETKA, YCUJIMBAIOIIMECS K alleKCy COL[BETHSI.

Pacrenus fasS romosurorHeie mo na-D. He oO0pa3oBBIBaNM I[IBETOHOCA, KaK |
OJIMHOYHBIE TOMO3UTOTHI Na-D, W oTnM4anmuch OT MOCIEIHUX TONBKO XapaKTEepHOM
dopmoti mucroBoi iactuuku (puc. 40, /1, E).

Pactenus fasb romosurorseie mo na-D  00pa3yroT HECKOJIBKO OOJIbIIEE YHCIIO
po3erouHbIX JucTheB (7,4+1,3), uem y pactenuii fasb rereposurorHsix mo na-D, kotopoe

npuOIMKaeTCs K TAKOBOMY Y PACTEHHMM TUKOIrO TUIIA.
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Ocobennoctn crpyktypsl AMII nBoiiHbix mytantoB fasS na-D. C uensio
JICTaIbHOrO M3ydeHHs B3ammoeicTBus mexay renamu FASS5/TOPL1ALPHA u NA 6bit
npoBeAéH aHanmu3 CTpyKTypbl AMII pactenuit fasb rereposuroTHeix mo na-D.  Ha
CTaJMSIX paHHEeW pPO3eTKH, MO3THEH PO3ETKH M PACKPBITHS MEPBBIX OYTOHOB. AHaH3
pactenuii fasb romo3uroTHeix mo Na-D. mpoBogwics Ha CTamusAX paHHEH W MO3THCH
pO3€TKH, a TaKKe€ Ha CTaJuM XPOHOJIOTMYECKH COBIIAJIABIIECH C PACKPBITUEM NEPBBIX
OyToHOB y pacTeHuii fasb, rerepo3uroTHeix mo Na-D, HO MOP(HOIOTHYSCKU UACHTHYHON
CTaJuM TO3AHEH po3eTku. Takoil BBHIOOpP ObUT OOYCIOBIEH TE€M, YTO TOMO3HTOTHBIE
pactrenust na-D  n1ubo BooOIIEe He mNEepexoAsT Ha PENpPOAYKTHBHYIO CTaguio 0Oe3
00pabOTKH SK30T€HHBIM THOOEPEINTMHOM, TOO0 NMEPEXOAT B KpailHE peAKUX CIydasix.

AMII pactenus fas5, rereposurornoro mo na-D, Ha cragum paHHed po3eTku
(cragust 3-X pa3BUTHIX B3POCIbIX JUCTHEB) UMEET OoJiee KpyIHbIe pa3Mepsl (puc. 41, A,
b), orHocutensHo AMII oamHOYHOM reTepos3urotsl Na-D (puc. 41, B). B HexoTophix
ciygasx AMII fasb. rereposurotHoro mo na-D. meMoHCTpUpYyeT pa3ieicHUEe Ha YacTH
(puc. 41, b), xak u AMII oguHouHOTrO MyTaHTa fasb, uro ropoput o Hamuuuu B €
cocrtaBe "mouepHux" Mepuctem. Ha craaum mnoszmneit posetku (cragust 6-TH - 8-Mu
pa3BUTBIX B3pocCibiX jucTheB) AMII fasb rereposurornoro mo na-D. ymenbImaercs B
pa3Mepax OTHOCHUTENBbHO mpeabiayiieit craauu (puc. 41, I'), xoTs Bc€ emé npeBocxXoauT
no pasmepam AMII oauHouHOM rerepo3urotel Na-D (puc. 41, JI). Crout Takxke
OTMETHTB, uTO pactenus fasd, rereposurorHsie mo na-D. ObLIM CKIOHHBI K 00pPa30BaHHIO
3HAYUTENBHOTO KOJMYeCcTBa OOKOBBIX TOOETOB, OMPEAETUTh NPUHAIEKHOCTh KOTOPBIX K
pPO3E€TOUHBIM TOOeraM WIM MapakiagusM ObUIO 3aTPYJHHUTEIBHO H3-32 CHIBHOTO
YKOpOuUeHHUsI I1[BeTOHoca (mo KpaliHeli Mepe, ero BereTtaTuBHOM uyactu). Ha
PENPOAYKTUBHON cTaauu (CTaausi packpbiTHs nepBbix O0yToHOB) AMII pacrenus fasb
reTepo3uroTHoro no Na-D, cunbHO ymensinaercs B pazmepax (puc. 41, E), u cranoButcs
cpaBHuMoii ¢ AMII oanHOYHBIX romo3uroT Na-D Ha ¢oue packl En. VYBenuuenus B
X0JIe OHTOreHe3a yMcia cauBuxcs "noyepHux" mepucreM B coctaBe AMII y pacrenunii
fasS, rereposurotHeix mo na-D, xapakTepHOro MUisi OOMHOYHOro MyrtaHTa fasb, He

HaOmomaercs (puc. 41, A, b, I, E).
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Pucynok 41. AMII pactenuii rerepo3uroTHsIx no Na-D Ha pa3HbIX cTaausx oHToreHesa. A, b -
AMII Ha craguu panHelt pozetku. B - AMII onquHouHo# rerepo3urotsl Na-D Ha cTanuu panHei
poserku. I'- AMII nBoitHOro Myranra Ha craguu nosaHen posetku. [ - AMII oguHOYHOrO
OJIMHOYHOM reTepo3uroTsl Na-D Ha cragum nosaueit pozetku. E - AMII nBoitHOro MmyranTta Ha
CTaJIUH PacKpbITUA NEpBbIX OyTOHOB. bapbl cooTBeTcTBYIOT: A, b - 100MKM, B - E - 30MKM.

Heo6xoaumo oTMeTuTh, 4To y pacteHuid fash, rereposurotHeix mo na-D. GokoBbie
AMII, 3aknmagpiBaromnyiecsi B Ma3yxax OoJiee TMO3JHUX JIMCTHEB OBUIM MEHBIIE TIO
pasmepam, yem OokoBbie AMII, 3aknanpiBaromyiecss B masyxax 0ojiee paHHUX JIUCTHEB.
Tak GokxoBass AMII, 3aknagpiBaromiasicss B mazyxe 1-ro mucra (puc. 41, A, ormeueHa
CTpeJIKaMH) MMEET KpPYIHbIe pa3Mepsl U mopdomorndecku cxoaHa ¢ AMII rmaBHOro
noOera. B To xe Bpemst 6okoBas AMII, 3aknansiBatomiasics B mazyxe 5-ro nucra (puc. 41,
A, oTMedeHa 3BE3I0UKOI) UMEET y)Ke 3HAUUTEIHHO MEHBIIIHE Pa3MEphI.

AMII pactenus fass romo3uroTHeix mo Na-D. Ha cTaguu paHHe# po3eTku (CTagus
Pa3BHUTHIX 3-X B3POCIHBIX JIUCTHEB) MPEACTABISIET COOOW KPYIHYIO BAJHMKOIOIOOHYIO

CTPYKTYPY C OOJBIITUM KOJUYECTBOM JTMCTOBBIX IpUMoOpaueB (puc. 42, A).
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SKE 10«3 NHH

Pucynok 42. AMII pacrenwmii fasb romo3urotasix no Na-D Ha pa3HbIX cTagusx OHTOreHesa. A -
AMII nHa cranuu pannei pozetku. b - AMII Ha craguu no3nueit pozerku. B - AMII na craguu,
KOTOpasi XpOHOJIOTHYECKH COBIAJaeT C HAYAJIOM PACKpPBITHS MEPBBIX IBETKOB y pacTeHuii fash
reTepo3uroTHsIx o Na-D. bapel cootBercTBYIOT: A, b - 30MKM, B - 100MKM.

Ha nannoii cramum AMII nBoitHo#t romosurotel fasS na-D mo pasmepam
npaktudecku uaentnaaa AMII fasb. rereposurornoro mo na-D (puc. 41, A, b). Ha
CTaJUM IMO3JHEN PO3ETKHU (cramwst 6 pa3BUTBHIX B3poOCHbIX JHcTheB) AMII fasb
FOMO3UIOTHOTO MO Na-D 3HAYMTENbHO yMEHBIIAETCA B pa3Mepax IO CPAaBHEHUIO CO
craaueir panneir poszetku (puc.42, b). Xors ona mo-mpexHemy cpaBHumMa ¢ AMII
pacrenuii fasS rereposurorHeix mo na-D. Ha Takoii ke cramuu (puc. 41, B). Uwucno
JUCTOBBIX NPUMOPAMEB MpPH 3TOM Takke yMeHbliaercs. Ha craagum oHTOreHesa,
XPOHOJIOTUYECKH COBIAJAIONIEH CO CTaaueil pacKpbITHS TEPBBIX OYTOHOB Yy PAacTCHUU
fasb rereposurotHeix mo na-D, AMII nBoitabix romosuror fasb na-D mpomomkaer
3aKJIaJIbIBaTh MPUMOPIUU JTUCTHEB U €Ilé OOJbIIe YMEHbIAETCsl B pazMepax (puc. 42, B),
XOTsI ¥ HE Tak cymecTBeHHo, kak AMII fasb. rereposurorHoro mo na-D (E).

Oto cBuaeTenscTBYeT 0 TOM, 4to AMII pactenmii fasS na-D aemoncTpupyror
TEHCHIINIO K YMEHBIIEHUIO pa3MepOB B Xo0jie OHToreHe3a. [Ipu 3ToM Ha caMmbIX MO3AHUX
U3 HaOMIOaeMbIX CTaaui pa3BUTHUS y PACTEHUU, TOMO3ZUTOTHBIX Mo nha-D, AMII,
nepexoasmue K o0pa3oBaHuio (IopanbHBIX MPUMOPIUEB, YMEHBIIIAKOTCS CHIIbHEE, YeM
AMII pacrenunit fasb, romosurotHeix mo na-D, mnpomoimkaromive 3akiaablBaTh
MPUMOP/IUU JTUCTHEB.

Takum obpazom, dpenotiun AMII aBoiiHbix MyTaHToB fasb na-D cxox ¢ ¢peHoTHIIOM
AMII nBoitabix mytantoB fasS clv tem, uro wm3HauwampHO pasmep AMII yBemuueH
OTHOCHUTEJIbHO OJUHOYHOTO MyTaHTa Na-D u Taxke He MPOMCXOAUT BOCCTAHOBIIECHUS
denotuna na-D 3a cuér yBenmuuenus pasmepoB AMII. Tem He MeHee, y JIBOWHBIX

myrtantoB fasb na-D (kak rerepo- Tak W TrOMO3MroTHBIX 1O Na-D) HaGmomaercs
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MocCJIeIoBaTeNIbHOE yMeHbllleHHe pa3MepoB AMII B xome OHTOreHesa, 4YTO HeE
BCTpeyaeTcs y ABOiHBIX MyTaHTOB fasb clv, coxpansronmx kpymHbiii pasmep AMII Ha

MPOTSKCHHUHN BCCTO ) KU3HCHHOI'O TUKJIA.

I'JIABA 4. OBCYXKXKIEHUE
4.1. ®yukuus rena FASS B koHTpoJIe pa3BUTHS pacTeHU

[IpoBeneHHBIC WCCIEOBaHMUS MOKa3all, 4To MyTanus fasS BBI3BIBaET IIUPOKUIA
wieiorponsbiii d3pdekr. Tem He meHee, y MyTanTa fasd MoxkHO psn crienDUUECKUX |
HE CBSI3aHHBIX MEXAY c000i n3MeHeHuil Mop(osIoruu, KOTOpPbIE YKa3bIBAIOT HAa ydacTue
rera FASS B koHTpojie psima MOPPOTEHETHYECKHX IPOIECCOB. AHAIHM3 OHTOTCHE3a
myTtaHTa fasb mo3Bonmi aeramusupoBaTh PpyHKIMIO reHa FASS B perynsumu pa3BUTHS
pacTeHUH.

4.1.1 T'en FAS5 xouTpoupyet pa3mep u cTpykrypy AMII, B3anmoaeiicTBys ¢
resom WUS

VBenuuenne pazmepoB AMII y myranta fasS cBumerenbcTByer 00 ydacTwu reHa
FASS B orpannuenuu e€ pasmepos. [Ipu sTom yBennuenue pazmepoB AMII npoucxonut
3a CYET BO3HMKHOBEHHUS B €€ COCTaBE JOMOJHUTENbHBIX CIUTBIX MEPUCTEM, YHUCIO
KOTOpBIX YBEJIIMYMBAETCA B IIPOLIECCE OHTOreHe3a. TeM He MeHee, pa3Mepbl CaMHX
«IOYEPHUX» MEPUCTEM MPAKTUYECKU HE U3MEHSIOTCS, YTO MO3BOJISET C/IeNaTh BbIBOJ 00
yBenuueHuu pa3mepoB AMII B OCHOBHOM 3a CUET pa3BUTHSI HOBBIX CIUTBIX MEPUCTEM B
e¢ cocraBe. B pesymprare sToro y wmyranta fasb yBemuMumBaeTCs KOJMYECTBO
3aKJIa/IbIBAEMBIX TIPUMOP/IMEB OOKOBBIX OPTaHOB CTEOJIsI, UTO BBIPAYKACTCS B MOBBIICHUN
YHCIIa BETKOB y MyTaHTa fasb oTHocurensHO nmukoro tumna. Ha craguu paHHei po3eTku
AMII myranta fasb yxe AeMOHCTPUPYET YBEIUYEHHBIC OTHOCHTEIBHO JIHKOTO THIIA
pa3Mepbl, OJJHAKO BCE emIé SBIISICTCS €NUHON CTPYKTypoil. Y pactennit fasb ma cragmm
Havyasa AMII emé cuiibHee yBeNIWYMBAETCS OTHOCUTENBHO JUKOTO THUIIA, CIMBILIUECS
MEPHUCTEMBI HA JAHHOM 3Talle Pa3BUTHUS YK€ XOPOIIO BBIPAKEHBI, HO IT0Ka OTHOCUTEIBHO
ManouyucieHHbl. Ha Oonee mo3gHMX CTaauAX HMX YKCIO HAYHET MPOTPECCUPOBATH,
BBI3bIBas JaibHelee yBenndyeHue pasmepoB AMII myranta fasS. Takum oOpasom,
OCHOBHOU (pyHKIHer reHa FASS MOXeT SBIAThCS 00eCTieYeHHE CYIECTBOBAHUS SIMHON

AMII n MpeaOoTBpAllICHNC BO3ZHUKHOBCHUA MHOKCCTBCHHBIX MCPUCTEM B aIICKCC cTelJs.
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Emé omauM CBUAETENHLCTBOM B TOJIB3Y JAHHOW THUIIOTE3bI CIYXKUT OOpa3oBaHUE
0YaroB AKTOMHYECKOW Mponudepanuyd Ha MOBEPXHOCTH cTeOss myTanta fasb. Ouaru
SKTONMYECKON mponudepanun Ha credine fasd wmeroT pasaudHyr0 MOpQOJOTHIO B
3aBHUCHUMOCTH OT HX pacrnoyiokeHuss Ha crebrne. Ha moBepXHOCTH MEXKIOYy3Nnuit
Pa3BHUBAIOTCSI OCEBBIC CTPYKTYpPHI, BOSHUKHOBCHHE KOTOPBIX MOXET OBITH CIICICTBUEM
HKTOMHMYECKOW HKCIPECCUU TEHOB, OTBETCTBEHHBIX 3a Npoiudepanuio KIETOK H,
BO3MOXKHO, 3@ 3aKJIAJIKy alHuKaJbHbIX MEPUCTEM. OTO MPEANOJOKEHUE XOPOIIO
COOTHOCHUTCS C HaOI0IaeMbiM (OPMUPOBAHHEM MHOKECTBEHHBIX YAaCTHUYHO CIUTBIX
MepucTeM B arnekce myrtanTa fas5. Ha moBepxnoctu, npwieraromeid k AMII, Ha cragun
I[BETECHUS PA3BUBAIOTCS MPEUMYIIECTBEHHO CTPYKTYPHI, CXOIHBIE C PBUIBIIEBON TKaHBIO.
DTO MOXET OBITh PE3yJbTaTOM HJKTOMUYECKON HKCIPECCHH TE€HOB, OTBEYAIOIIUX 3a
pa3BHUTHE TCHEPATUBHBIX OPTaHOB U TKAHEH.

OOpa3zoBaHue oOYaroB OHKTOMUYECKOW Tpoiudepanru Ha TOBEPXHOCTH CTeOIIs
mytanta fasS B coBokymHOCTH ¢ (OpMHpOBaHHE «MHOXKECTBeHHOW» AMII,
CBUJETENBLCTBYET O ponu reHa FASS, kak orpaHuuutesnss 0OJacCTH SKCIPECCHH TEHOB,
OTBETCTBEHHBIX 3a mpoiudepanuio KIeTOK, U (opmMupoBaHne YETKOM 30HBI HX
sKcrpeccur. B ToMm uumcie, BO3MOXHO, M obOsactu skcrpeccun rena WUS. Dto
noaTBepxkaaeTcs teM, uro y juaud A.thaliana, cynepakcnpeccupyrommx WUS, Taroke
HaOJII0AI0TCSI DKTOMMYECKHE HOBOOOpa3oBaHus Ha 1BeToHoce (Xu et al., 2005).

[TockoabpKy B KOHTpOJIE HMHHUIMALMU U NojjepxkaHusa romeoctasa nyina CK B AMII
ocHOBHYIO poiib urpatot reHsl WUS u CLV3, 6b110 HcciienoBaHO B3aUMOJICHCTBHE IreHa
FASS ¢ xirodeBbIMU reHaMu, KOHTPOJIUpYOmuMU akTuBHOCT AMII — renamu WUS u
CLV3. V¥ apoiinbix MmytanToB fasb clvl, fas5 clv2-1 u fas5 clv3-2 nabnronaercs paButue
yBenndeHHoit AMII oTHocHTeIbHO OaMHOYHBIX MyTaHTOB fasb, clvl, clv2-1 u clv3-2.
Tem He MeHee, €ciu JiJIsl OIMHOYHOTO MyTaHTa fash xapakTepHo pa3BUTHE YBEITHMUCHHOU
OTHOCUTENIBHO Jukoro tuma AMII, cocrosiiedl W3 CIMTBIX MEPUCTEM, KaXkKaas W3
KOTOpBIX (peHoTHnuuecku uaeHTnaHa AMII nukoro tumna, a AMII myranros clvl, clv2-1
u Clv3-2 mpencraBiasior coOoii eauHBIC BaJMKOOOPa3HBIE CTPYKTYPHI, TO y IBOMHBIX
mytantoB fasd clvl, fas5 clv2-1 u fasb clv3-2 naGmiomaercs takoit xe 3ddekr, HO
«ouyepHue» cauThie MepucTteMbl B coctaBe AMII nprnoOpeTaroT ¢peHoTun, XapakTepHbIid
s nenbix AMIT ogunouHbiXx MyTanToB Clvl, clv2-1 u clv3-2. To ectb yBenudeHHbIE

OTHOCHUTEIIBHO JIUKOTO THIIA pa3Mepbl U XapaKTEepHYIO BBITSHYTYIO (opmy. ITOT
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XapakTepHbIH s 1BoiHBIX MyTaHToB fasb clvl, fasb clv2-1 u fasb clv3-2 ¢enorun
AMII MoxeT OBITh Pe3yabTaTOM BO3HUKHOBEHHSI HECKOJIBKHUX OTIEIBHBIX 00JacTel
skcpeccun WUS, B kaxmoil U3 KOTOPBIX (HOpMHUpPYETCS CBOSI METIS OTPUIATEIHHOU
obpatnoit cBsiz3u WUS-CLV. Emié oqHuM TOATBEPKICHUEM CIIYKUT aHaIu3 dKCIPECCUU
WUS u CLV3 y myranta mgol (amutensHoro fasb) (Graf et. al., 2010), y kotoporo BmMecTo
equHoOM obmactu 3kcnpeccun kak WUS, tak u CLV3 HabmromaroTcss MHOXKECTBEHHBIE
OYaru uX KCIPECCUH.

Ymenbienue pocta ABorHbIX MyTtantoB fasb clv 1,fass clv2-1 u fas5 clv3-2
OTHOCHUTCIIBHO OAMHOYHBIX MyTaHToB fasb, clvl, clv2-1 u clv3-2 mMoxer sSBIATHCA
ciencTBueM Ooliee paHHEH MOTepU CTBOJNOBBIMU KieTkamMu AMII ABOMHBIX MYyTaHTOB
HEJICTEPMUHUPOBAHHOTO cocTOsiHUS. Ha moBepxHocth AMII 1BOMHBIX MYTaHTOB
fasb clv 1, fasb clv2-1 u fas5 clv3-2 nabmromaercss oOpa3oBaHHe 3HAYUTEIBHO OOJIBIIIETO
qHciIa KPYIHBIX KJIETOK, YeM y OAMHOYHOTO MyTaHTa fasb. MHoraa y IBOWHBIX MyTaHTOB
KpYIHBIE KIETKH IIOKPBIBAIOT BCHO MOBEpXHOCTH AMII yxe B Havane pa3BUTHS
COLIBETHS, 4YTO, IO BUJAMMOMY, M OOYCJIaBIMBAaCT 3HAYUTEIHLHOC YKOPOYCHHUE
TCHEPAaTUBHOM YacTH IIBETOHOCA y ABoWHBIX MyTanToB fasb clv 1, fasb clv2-1 u fasb clv3-
2 10 CPaBHEHUIO ¢ 0 JuHOYHBIMU MyTaHTamu fasb, clv 1, clv2-1 u clv3-2.

Takum obOpazomMm, yBenuueHue pasmepoB AMII nBOMHBIX MYTaHTOB MPOUCXOIUT 3a
CUET yBEIMUYECHHsI Pa3MEPOB COCTABISIONINX €€ CIMBIIMXCS MepHcTeM. B To ke Bpems
obmras mopdonorus AMII nBoiinbeix mytantoB fasS clvl, fas5 clv2-1 u fas5 clv3-2
COOTBETCTBYET TAaKOBOW Yy OJMHOYHOrO MyraHTa fasb, uro mo3BosseT roBOpUTH 00
aJIMTUBHOM (DEHOTHUIIE JBOWHBIX MYTAHTOB. OTO CBUACTEIHCTBYET O TOM, YTO TE€HBI
FAS5 u CLV perynupytor romeoctaz AMII o He3aBUCHUMBIM PEryISITOPHBIM ITYTSIM.

JIBoiinbie MyTaHThI fash Wus-1 mposBiIsIOT (PEHOTHII, XapaKTEPHBIN IS OJMHOYHBIX
MyTaHTOB WUS-1. Tem He MeHee, eHOTHIT NBOWHBIX MyTaHTOB fasb wus-1 kéctue mo
CPaBHCHHIO C OJJMHOYHBIMH MyTaHTamu WUS-1. J[BoitHO# myTanT fasS wus-1 oOpasyet
PO3ETKM MEHBIIEr0 JUaMeTpa M HE CHOCOOCH BHIOpAcHIBATh JaKe YKOPOUYCHHBIN
I[BETOHOC, KOTOPBIA YaCTO HAOIIOAACTCS Y OJJMHOYHBIX MyTaHTOB WUS-1. AMII naBoiiHOTO
myranta fasS wus-1 ¢enorunuueckn cxomna ¢ AMII ogmHOYHOrO MyTaHTa WUS-1 U
TaKXKe MPEICTABIIET COOOH IUIOCKYIO CTPYKTYpY, HE HMMEIOIIYI0 XapaKTEepHOH I

HopMmasibHOM AMII kymomooOpasHol (GOpMBI, U HMEET MEHBIINE pa3Mephbl, YeM Y
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OJINHOYHOI'0 MyTaHTa WUS-1. BO3HMKHOBEHMS KpPYNHBIX KJIETOK Ha nmoBepxHocTH AMII
pacrenuii fasb wus-1 He HaOIr01aT0CH.

[IposiBnenne nBoWHBIMA MyTaHTamu fasS wus-1 ¢enortuma, cxomHoro ¢ Wus-1
CBHJICTENILCTBYeT O ToM, 4YTo B oTcyrctBue ¢yHkuun WUS deHoTunmueckue
ocobennoctn fasb, rtakme kak passutHe KpynHoii AMII, cocrosmield W3 MHOTHX
CIIMBIIMUXCS MEPHUCTEM, M TOCIEAYIOIIEro pa3BUTHS (HacUUUPOBAHHOTO CTEONs HE
IPOUCXOIUT. DTO TOBOPUT O TOM, YTO OCHOBHOW NPUYMHOM Pa3BUTHS XapaKTEPHOM IS
fasb amomanpHOit AMII sBasieTcss UMEHHO SKrommueckas skcrpeccus WUS. Takuwm
o0pa3om, 3TO emé pa3 MOATBEPKIAET BHIIBUTAEMYIO paHee TUIoTe3y 00 ydyacTuu reHa
FAS5 B oOecrieueHuu (HOpMHpPOBAHUS €IWHON 30HBI  DKCIPECCUU WUS wu
MPEeIOTBPAIICHUN BOZHUKHOBEHHS 0YaroB €ro SKTOMUYECKON SKCIIPECCHH.

TakuM 00pa3oM, MOXHO CHAeJIaTh BBIBOA, 4TO TeH FASS obOmamaeT AByMsI BaKHBIMH
bynkusimu B peryisiuu  romeoctaza AMIL. IlepBoit sBnsiercs ¢dopMupoBaHue
eIMHCTBEHHOM oOmactu oakcnpeccun  WUS  (a, caemoBatensno, u CLV3) wu
NpEeOTBPAIIEHHE Ppa3BUTHUS  OYaroB €ro HSKTONUYECKOW mpoiudeparuu, 4YTo
obecrnieunBaeT ¢GopmupoBanue HopmaibHOW AMII m, kak cieacTBue, nanbHEHIIEe

pa3BUTHE HOPMAJIBHOM CTPYKTYPBI PACTUTEIBHOIO OPTaHU3Ma.

4.1.2. I'en FASS yuacTByeT B no/jiep:kaHNH HeleTEPMUHHUPOBAHHOCTH KJIETOK
AMII

VY myranra fasS na nosepxnoctu AMII 0oTME4E€HO BOSHUKHOBEHUE KPYITHBIX KICTOK.
Kpynsble kneTku, 4acto HabmtonaeMble Ha moBepxHOcTH AMII MyTaHTHBIX pacTeHUI
fasS wmopdomornyeckr CXOAHBI € KJIETKAMH, TMEPCIICANIUMU OT JCICHHH K
SHAOpENYIUIMKAIUAM, T.€. K yaBoeHuto JIHK Ge3 mocnenytouiero feneHus KiI€TKH, 4TO
MPUBOJIUT K BOSHHUKHOBEHUIO 00Jiee KPYIMHBIX MOJUTUIOUIHBIX KIETOK. JTO XapaKTepHO
s nuddepennupyromuxcs kierok (De Veylder et al., 2011) u He sBiSeTCSA TUITHYHBIM
s CK mepuctem, KOTOpbIe MOANEPKUBAIOTCA B HEAU(PHEPEHIUPOBAHHOM COCTOSTHHH.
OTO TOBOPUT O BO3MOXHBIX HapylIEeHUAX MexaHu3MoB mnojaiaepxkanus CK B
HEJICTEPMUHUPOBAHHOM COCTOSTHUM y MyTaHTa fasb.

Emé onHuM mnOpu3HAKOM, CBHUACTEILCTBYIOIIUM OO0 YCWIEHUH KIETOYHBIX
SHIOpENyIUITMKAUA y MyraHta fasb, sBisercss pa3BuTHE Ha TOBEPXHOCTH JIMCTOBOM

IUTACTUHKM MYTaHTHBIX PACTEHHI aHOMAaJIbHO Pa3BETBIEHHBIX TPUXOM (TPUXOMBI C 4-Ms
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BETBSIMH ), KOTOPBIE HE BCTPEUAIOTCA y TUKOTO THMa. CXOMHBIH (EHOMEH HAOIIOANCs B
SKCIIEpUMEHTax Mo cynepakcnpeccuu reda BLT A.thaliana. Cymnepakcnpeccus KOmuu
reda BLT mox xontposiem npomotopa GL2 (Kasili et al., 2011) npuBoamia k pa3BUTHIO
aHOMAJILHO Pa3BETBIEHHBIX TPUXOM (5 u Oosee BeTBeH), a TaKkKe CEPhE3HO yBEIMUMBaIa
konudecTBo JIHK B kietkax tpuxowm (Kasili et al., 2011). 310 roBoput 0 HaTU4UK CBA3U
MEXIYy CTENEeHbI0 BETBUCTOCTH TPUXOM M KOJMYECTBOM AaKTOB JHAOPEAYIUIMKAIUU.
Tarxke Ha TOBEPXHOCTH JIMCTOBOW IUTACTHHKK MyTaHTa fasS HaOmromaercss pasBUTHE
KPYMHBIX KJIETOK, 3HAUYUTEIBHO MPEBOCXOISAIIMX pa3MepaMu Te, UTO BCTPEYAloTCA Y
pactenunii nukoro Tuma. llokazaHo, 4To pa3Mep KJIETOK JMHJEPMHUCA JIUCTA TPSIMO
NPOMOPIIMOHANICH HMX IUIOMAHOCTH.  Tak, Hampumep, y Myrtanta an3 A.thaliana,
XapaKTepU3YIOLIErocs yMEHbIIEHHEM pa3Mmepa JIMCTOBOM IUJIACTHHKU 32  CYET
YMEHBIIICHUSI Pa3MEepOB KJIETOK W OJHOBPEMEHHBIM YBEIMYCHHUEM pPa3MEpPOB CaMHX
K1eToK. CTOUT OTMETUTH, YTO MOP(OIIOTHS JIMCTOBOM IJIACTHHKH y MyTaHTa fasd mmeer
HEKOTOpPOE CXOJCTBO ¢ TakoBoW y an3. Tem He MeHee, 00s3aTEIBHON 3aBUCHUMOCTH
MEXy pa3MepoM KIIETOK JIUCTAa U MX TUIOMIHOCTHIO Toka3aHo He Obuto (Fujikura et al.,
2007)

Oto cBuaerenbcTByeT 00 ywactuu reHa FASS B perymsuuu mepexoja KIETOK K
sHAOpenyIuMKanusaM. FASS MOXeT cly’KUTh penmpeccopoM Mepexoaa KIETOK K HHUKITY
AHJIOPENYIUIMKALNH, qTO0 O3BOJIIET MOJI/IEP)KUBATH KJIETKA AMIIT B
HEJIETEPMUHUPOBAHHOM COCTOSIHUU.

Vikecrouenne ¢enoruna WUS y aBoiiHoro myranta fasb wus-1 mo cpaBHEHHIO C
OJMHOYHBIM WUS-1 ckopee Bcero sBisieTcs clencTBueM mnotepu kierkamu AMII
JIBOMHOTO MYTaHTa HEACTEPMHUHUPOBAHHOTO COCTOSIHUA. DTO TOJATBEPXKIAET Yy4acTUE
FASS5 B mMexanuszmax, oOecreunBaroOmux HEICTCPMUHHUPOBAHHOE COCTOSIHUE CTBOJIOBBIX
kietok B AMII A.thaliana.

Takum oOpaszom, emé oaHa BakHas QyHkius FASS 3akmiouaercs B MOAEp)KaHUM
cTBOJIOBBIX KJIeTOK AMII B HeleTepMUHUPOBAHHOM COCTOSIHUM, YTO MPEIOTBpALIAET €€
MPESXKJACBPEMEHHYIO TEPMUHALIUIO M O00ECTIeYMBaeT HOPMAJIBHYIO 3aKJIaJKy OpraHoOB U

pa3BUTHE PACTUTEIBLHOTO OPraHU3Ma.
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4.1.3. T'en FASS yuacTByeT B KOHTPOJI€ BOCTIPUATHSA (POTONEPHOTNIECKOTO
CHUTHAJA

Hamu oOHapy»keHO CyIecTBEHHOE HapyIIeHHE Pa3BUTHI HAJ3EMHOM YaCTH PaCTeHUH
fasb B ycinoBHsAX KOPOTKOT0O cBeTOBOTO AHs. CHIIbHOE PACTSHKEHHE MEXKIOY3IIHA PO3ETKH
¥ HapyIICHUE Mepexo/ia K BETCHUI0 y pacTeHui fasd B ycIIoBUsIX KOPOTKOTO CBETOBOTO
THS MOXET OBITh CIEICTBHEM HapyIIEHWH y AaHHOTO MYTaHTa OTBETa Ha CBETOBHIC
ctumynbl. DoTonepuoa sBisgeTCs OMHUM U3 (DaKTOPOB BHEIIHEH CpeIbl, HHIYITUPYIOIIHX
nepexol Ha pENpOAYKTHBHYIO CTaJHI0O M, COOTBETCTBEHHO, CBSI3aHHBIE C OSTHUM
nepectpoiiku B AMIL. B cocraBe qaHHOTO MeXaHH3Ma MOKHO BBIJICIIUTH TPU OCHOBHBIX
KOMITOHEHTA: ()OTOPEIENTOPHI, BHYTPEHHUE Yachl (IMPKAHbIE PUTMBI) U TIyTH TIepeaadn
CHUTHaJla OT BHYTPEHHHUX YacOoB U (OTOPEUENTOpPOB K TeHaM, HEMOCPEICTBEHHO
uHaynupyomuM 1setenre (Simpson, 2003). Ceer BoCHpHHHUMAETCS (PHUTOXPOMaMHU
(PHY) A-E u xpunrtoxpomamu (CRY) 1 u 2, B TO Bpemsi Kak HpPOAOKHTEIBLHOCTD
CBETJIOTO M TEMHOI'0 TIEPHO/Ia U3MepsieTes IupKaaueiMu putMamu (Simpson, 2003).

Pactenus, Hecymue MyTanMd B TIeHax  (HUTOXPOMOB, JIEMOHCTPUPYIOT
Mopdoornyeckue HapylleHus, CXOIHbIe C HaOmogaeMbiMH y pacteHuil fasb,
KyJIbTHBUpYIOIIUXCS B yciaoBusx koporkoro aus (Devlin et al., 1998). Tak wampumep
mytantel A.thaliana phyA phyB, Hecymue myranmu B renax ¢uroxpomoB A u B,
XapaKTepU3YIOTCS YIUTMHEHUEM MEXJI0Y3JIUil PO3eTKU B OTBET HAa BO3/ICHCTBHE JTAIbHETO
KPacHOTO CBETa B KOHIIE CBETOBOTO Iepuoja. B To ke BpeMs TpoiiHbie MyTaHThl pPhyA
phyB phyE nemoHCTpupoBany ymIHHEHHE MEXKIOY3JIUH pPO3ETKH U 0e3 BO3IEHCTBHUS
naneHero kpacuoro ceera (Devlin et al., 1998). Tem ne menee, myrantsr phyA phyB u
phyA phyB phyE xapaktepusyroTcsi paHHHUM 3al[BETAHUEM OTHOCHUTEIBHO JIUKOTO THIIA
kak B yciosusx koporkoro (Devlin et al., 1998), tak u aauHHOrO CBETOBOIO IHS, B TO
BpeMsi kKak pacteHus fasd B ycioBusx kopoTkoro 1mHS 100 BOOOIIEe HE MEPEXOAST K
[[BETCHHIO, JTHOO MEPEXOAT C OOJBIIOHN 3aEPIKKOM.

[Tokazano, 4yto mpu BhIpamuBanuu npopoctkoB A.thaliana B Temuore B AMII
NPOMCXOIUT CEpbE3HOE yBENUUEeHHEe o0jacTh M ypoBHS sKcmpeccun reHoB CLV3 u
CLV1, B To BpeMs kak 061acTh U ypoBeHb dKkciipeccun WUS He npereprieBaeT 3HaYMMBbIX
m3menenuit (Yoshida et al.,, 2011). I[lomumo storo B AMII mpopoctkoB A.thaliana
HaOMIOlaeTcss  COKpalleHWe Oo0JacTh  aKTHBHOCTHM  CHHTETHYECKOro  pernopTepa

OUTOKHMHHWUHOBOI'O OTBCTA TCS, 4YTO TOBOPHUT O CHHIKXCHHMU YPOBHSA LNUTOKHMHWUHOBI'O
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curHana (Yoshida et al., 2011), wurparomero BaXHEHIIYIO pOJb B IOAICPKAHUU
aktTuBHOCTH AMII. Hapymienue pa3sutus myrtanta fasb B yciaoBHSX KOPOTKOTO IHS
MOXKeT OBITh TaKXKe CIEJACTBHEM ydacTus TeHa FASS B myTu perysisiuu SKCIpeccuu
KITFOUEBBIX Juist noAaepxkanusi AMII reHoB CBETOBBIMU CUTHAJIAMHU.

LiBetkn mytanra fasb, oOpa3oBaHHBIE B YCIIOBHSX KOPOTKOTO IHS, (PEHOTHIIHYECKH
HE OTVIMYAJIKMCh OT Oa3albHBIX I[BETKOB fash, pa3BuUBaBIINXCS B YCIOBHSX JJIHHHOTO JIHS.
Cepbé3nbix MOP(HOIOTUYECKUX HAPYIICHUH MPU ATOM HE HAOII0JaIoCh. JTO MOXET
OBITH CJEICTBHEM TOTO, 4TO pacTteHus fasb, meperresmine K BETCHHIO B YCIOBHAX
KOPOTKOT'O JIHSI, YCIIeBalli 00pa30BBIBATh B CPEIHEM OKOJIO 2-X I[BETKOB, MPEXK/IE YEM HX
AMII npekpamana cynecTBoBaHue, o0pa3ys TEpMUHAIBHYIO CTpPYKTypy. Cama
TEPMHUHAIIbHAS CTPYKTYpa MpeACcTaBisiia co00i I[BETOK, YACTO C YBEIUYCHHBIM YHUCIOM
OpraHoB BO 2-0H M 3-eil MyTOBKax, WIH *e OU(ypKaluio IBETKA.

Takum oOpa3oM, MOXXHO TIpearnoaraTh, 9to reH FASS sBiseTcs peryasTopoM reHoB,
YYacTBYIOIIMX B PAa3BUTUU OTBETA HA CBETOBbIE CTUMYJBL. TeM He MeHee, OTIUYMs BO
BPEMCHHU IEepexo/ia K IBETCHUIO y MyTaHTa fasS m MyTaHTOB 1Mo TreHaM (UTO XpOMOB,
roBoput o0 ydactuu reHa FASS B npyrux mMexaHu3Max peryisiiiii OTBETa Ha CBETOBHIE
CTUMYJIBI WM Xe nepexoaa K 1pereHuto. Hanpumep, ren FASS moxeT ydacTBoBaTh B
IEHETUYECKUX MEXaHM3MaX, O0O0eCleuMBaIOIUX HW3MEHEHHE OKCIPECCUU T'eHOB,
noanepxuBaronux AMII u obecneunmBaromux mepexo] K IBETEHHWIO, B OTBET Ha
cBeToBble cTUMYIbI. [IpexaeBpemennas tepmunauus AMII u pazBuTre TepMUHAIBLHON
CTPYKTYpBI y pacTeHuil fasb B yCIOBHSX KOPOTKOTO CBETOBOTO JHS MOXKET SIBJISTHCS
JIOTIOTHUTENLHBIM CBUJETENBCTBOM, uTO FASS siBNsieTCss MHTErpaTopoM TeHETHYECKUX
MEXaHU3MOB, PETYJIHPYIOMUX MOP(OreHe3 pacTeHUs U Mepexo]] Ha PernpoAYKTUBHYIO

CTaJuI0 B OTBET HAa CBE€TOBBIC CUT'HAJIBI.

4.1.4. T'en FAS5 yuyacTByeT B KOHTPOJIe Mepexo/ia Ha PeNpPOAYKTHUBHYIO CTA/IHUIO,
B3auMojeicTBysi ¢ reiom LFY

bonee panHmii BRIOpOC 1BeTOHOCa y MyTaHTa fasS moxer ObITh 00yclOBICH Ooliee

PaHHUM TIEPEXO0I0M MYTAHTHBIX PACTCHUN K IIBETEHUIO OTHOCHUTENBHO JUKOro Tuma. O0

ITOM TaKXKe CBHJIETEIbCTBYET COKpAIICHHE YMCIIa JIUCThEB pO3eTKH MyTaHTa fasd mo

CPaBHEHHUIO C pacTeHUsMU AuKoro tumna. CxonHblil (EHOTUIN XapaKTepeH Ul JIMHUM,

HECyUX MyTallMhd B TCHAX, KOHTPOIHMPYIOIIHUX IMCPpCXOoa K BEreTaTUBHOMU craguu
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pa3BUTHS B TEPUOJ TIOCIE MPOpAcTaHUs CEMEHH. Tak Kak OOJBIIMHCTBO TEHOB,
oOecreynBarOlMX IepexoJ K BEreTaTUBHOM CTaauu, SBISIIOTCS HETaTUBHBIMHU
perynasiTopaMu TE€HOB-HMHIYKTOPOB IBETEHHS, MOXHO Mpeamnojarate, uro reH FASS
SBIIICTCA TIO3UTHUBHBIM PETYJIATOPOM TE€HOB BEreTaTMBHOM cTaauu. B pesynbrare
mytammu FASS uX aKTHBHOCTH MOXET CHIDKATHCS, YTO NMPUBOAMWT K OoJiee paHHEMY
Nepexony K pernpoIyKTUBHOM CTaauu, YTO BBIPAKAETCS B COKpAIEHUU YHCIa
PO3ETOYHBIX JIUCTHEB U YCKOPEHHOM BBIOpOCe mBeToHOCA. CephE3HOe YBEINYCHHUE YUCIIa
cTeOJIeBBIX JUCThEB Yy pacteHmit fasd ¢ pasBuroit (acimaruei credis MOKET OBITH
cleIcTBUEM 00pa30BaHUs OOJBIIIOrO YKCIa CIMBIIUXCS OCE B COCTaBE €UHOTO CTEOIs,
pacIoioKeHNE BETETAaTHBHBIX Y3JI0B Ha KOTOPBIX MOXKET HE COBIaaaTh. BcemeactBue
yero Ha credse GopMHupyeTcs: OOIBIIOE KOJIMYECTBO OJIM3KOPACTIONOKEHHBIX CTEOIEBBIX
JIVICTHEB.

N3BecTHO, 4TO B KOHTPOJIE MEepexo/ia K IBETCHUIO M Pa3BUTHH I[BETKA BaYKHEHIIYIO
poxs urpaet ren LFY. IToaromy Hamu ObI10 McciiemoBaHo B3auMoaeiicTBre reHa FASS ¢
STHM T€HOM.

[TokazaHo, uTo y nBoitHoro myranrta fasb Ify-10 wmaGnromaercs yckopeHnue BbIOpoca
[[BETOHOCA N0 CPaBHEHUIO C OJUHOYHBIM MyTaHToM Ify-10, KOTOpBIN XapakTepu3yercs
HEKOTOPOH 3ajepkKkoii 1BeTeHust Ha (hoHe packl Dijon. BeiOpoc 1iBeTOHOCA Y pacTeHHIA
fas5 Ify-10 mpoucxonuin mpakTHUECKH OJHOBPEMEHHO ¢ pacTteHusiMu fasb, y KOTOpBIX,
Kak YyXe YINOMMHAJIOCh BbIlIe, HAOIIOAAaeTCs YCKOpPEHHE BBIOpoca IIBETOHOCA
OTHOCHUTEJIbHO PacTeHHUIl AMKOro THMa. ITO CBUAETEILCTBYET 00 ydactuu reHa FASS B
peryisiiui repexoja K IBETEHHI0O B KayeCTBE HEraTUBHOTO PEryJsiTopa JIaHHOTO
nepexona. B opranmsme A.thaliana B TedueHue BereTaTMBHON CTaJMM PA3BHTHS TEHBI
WHUIMALMN [[BETCHHUS HAaxXOJATCS B PEMPECCUPOBAHHOM COCTOSIHUM W TIEpeXoi K
PETPOIYKTUBHOM CTaaud (DAaKTUYECKH OCYIIECTBISIETCS 3a CYET CHATHS JTaHHOM
pemnpeccur CO CTOPOHBI TEHOB PETYJSTOPOB BEreTaTUBHOW cTamuu (CcM. 0030p
auTeparypbl). OTO Ja€T BO3MOXHOCTH MPEANONOXKUTh, 4To TeH FASS nmubo sBnsercs
HETaTUBHBIM PETYJISTOPOM TEHOB HHIYKTOPOB IBETEHHs, JHOO TIOJOXKHUTEIHHO
PEryIupyeT SKCIPECCUIO TEHOB, PEMPECCUPYIONINX NEPEX0] K penPOAYKTUBHON CTaINH.

Taroke Ha ¢one fasS nabmogaeTcs ycuaeHHE SKCIPECCUBHOCTH citaboro asens Ify-
10. Ycunenue skcnpeccuBHoctu Ify-10 Beipaxkaercs B TpaHcopMammu BCEX I[BETKOB

nBoitHoro mytanta fas5 Ify-10, 4to sBHO cBHIETEIBLCTBYET O BakHOM posu reHa FASS B
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NoJAJIepXKaHUU akTUBHOCTH TreHa LFY. Amnanormuneiii QeHoTur, BbIpakaroupiics B
TpaHcopMallui IBETKOB B BETreTaTHBHbBIE MOOEronoj00HBIE CTPYKTYPHI, XapaKTepeH
JUIst ABOMHBIX MyTaHTOB Ify apl, y KOTOphIX HapyIIeHbI 00a KIFOUEBBIX TeHA HHUIHAITUH
usetenus (Huala and Sussex, 1992).

Taxum o6paszom, rern FASS BeITONHSIET 1BE BayKHBIE W pa3HOHAIIPABICHHBIC (PYHKIINU
B mporiecce nepexoaa opranusma A.thaliana k nserenuto. IlepBas — Ha cTaguu BeIOpOCa
1BeToHoca, rae FASS urpaer posib HEraTHBHOTO PETYNSATOPA, 33IePKUBAIOIIETO BHIOPOC
U pa3BuTue 1BeToHOCa. CTOUT OTMETHTh, YTO Ha JAaHHOM dTame, ckopee Bcero, FASS
NEHCTBYET OIMOCPEOBAHHO, BO3MOXKHO MHAYLUPYS SKCIPECCHUI0O TEHOB OTBETCTBEHHBIX
3a perpeccHIo Nepexoia Ha PEnpOAyKTUBHYIO CTaJANI0. JTO MOATBEPKIAETCS YCUIIEHUEM
skcrpeccuBHocTH ciaadoro amtens |Ify-10 nHa done myranum fasb: B cinyuae Hanmmuums
cymnpeccopHoro BozaeictBusi FASS memocpenactsernno Ha LFY, B oTcyrcTBre dyHKINM
FASS5 ycuineHust SKCIIpecCUBHOCTH MYTAaHTHBIX ayieneit LFY we mHabmromamock Ob1. B TO
&Ke BpeMsi HaOmromaeMoe ycuienue skcnpeccuBHoctd Ify-10 y mBoiiHOro myranta fasb
Ify-10 sBnsercs cBumerenabcTBOM ydactust FASS5 B mosnoxurtenbHOU perymsmuu LFY,
HaNpsSMYyI0 WIM ONOCPEAOBAaHHO, MHAYLUPYS, TaKUM 00pazoM, pa3BUTHE (IIOpaIbHOM
MEPUCTEMBI.

Crour Tarkke OTMETHTh, UYTO YBEJIWYEHHE MOOEronoJoOHOCTH IIBETKOB paHee
HaOJTFOTAJIOCh TaKXkKe y IBOWHBIX MyTaHToB fas5 apl-2, fasb apl-1 u fasb ap2-1 (Kasaii-
oon, 2011; Ansbept u ap., 2015). Oto ga€T OCHOBaHMSI MpPEANONaraTh, YTO MUIICHBIO
MOJIOKUTEIBHON PETYJSIUUA CO CTOPOHBI FASS MOXeT SIBASTHCA, B TOM 4HCIIE, U TeH
AP1. YVuuteiBas, uro rensl LFY u APl dhopMupyroT neTiro moloXUTeIsHON 00paTHON
cesa3u (Wellmer, Riechmann, 2010), To Bo3MoxHO, uto FASS uHIyIHHMpyeT sKcrpeccuto
LFY uepe3 unaykiuto AP1 uin Hao60poT. CTOUT TakkKe OTMETUTh, YTO MOJIOKUTENbHAsS
peryssiiusi co ctoponbl  FASS neficTByeT, ckopee Bcero, TOJIbKO Ha OJWH U3 TEHOB Maphl
LFY - AP1, o 4éM roBopUT OTCYTCTBHE KAKHUX-TUOO MPU3HAKOB MOOETONOJOOHOCTH Y
IIBETKOB OJJMHOYHOTrO MyTaHTa fass.

Takum 00pa3zoM, MOXHO 3aKJIHOUYUTh, yTO reH FASS mnpuHuUMaeT yyacTue B TakuX
BOXHBIX TPOIIECCaX, KaK MEpPexoJ]l Ha PENpPOAYKTUBHYIO CTAIUIO, MHAYKIHS Pa3BUTHUS
¢dnopansHOi MepucTembl. FASS HeraTHBHO perynupyeT Mepexol K PemnpoayKTHBHOMN
CTaJIMM, BUJUMO MUHIYLUPYS PETYIATOPHBIE T€HbI, CYIIPECCUPYIOUINE aKTUBHOCTh T'€HOB

nepexona k 1nereHuto. [loreps ¢ynkmuu FASS nmpuBogut x Gosiee paHHEMY BBIOpPOCY
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nBeToHoca u 3anBeranuio. llpm stom FASS wumuaynupyer pasButue (GrIopambHON
MEpHUCTEMBI, MOJIOKUTEIHHO PETYIUPYS OJUH U3 KIIOUEBBIX I'eHOB LBeTeHUs - LFY mmm

APL.

4.1.5. I'en FASS yuyacTByeT B KOHTPOJIe pa3BUTHA IIBETKA

VY uBetkoB pacrenuii fasd HaOmogaeTCs TEHACHIMS K YCHICHUIO MOP(OIOTHUSCKIX
HapyLIEHUI y aluKaJbHBIX IIBETKOB IO CPaBHEHMIO ¢ Oa3anbHbIMU. B HampaBiieHUU OT
0a3uca COIBETHs K €ro aneKkcy y IBeTKoB fasd mpociexuBaercst 4éTkas TCHICHIHS K
COKpAIIICHHIO YHCla OPraHoB BO 2-i M 3-eif MyTOBKax, a TakXe K YBEIMUEHHUIO J0JIU
AHOMAJIbHBIX OpraHoB 2-i1 u 4-0oii MyTOBOK ((QHIaMEHTONOJOOHbIE JENECTKH |
ne(pOopMHUPOBaHHbIE IIOJOIUCTUKH). [Ipu 3TOM 10511 XMMEpPHBIX OpPraHoB 3-€il MyTOBKH
(KapreuiouHble THIYMHKH) JIOCTOBEPHO HE HM3MEHSETCS Yy aluKalbHBbIX I[BETKOB B
CpaBHEHUU ¢ 0a3anbHbIMU. J|aHHBIH (EHOMEH MOXKET SBJIATHCS CIEACTBHEM YBEIUUYECHUS
aktuBHOCTH TeHa AG. CokpalleHre Yncia OpraHoB I[BETKA MPEUMYIIECTBEHHO B 2-1 U
3-11 MyTOBKaxX XapaKTepHO Ui JUHUNA, HECYIIMX HapyIIEHUs] B HETaTUBHBIX PEryJISITOpPax
rena AG, takux, kak LUG, SEU u SLK, y koropbix HaOmromaercss SKTONMUYecKas
skcnpeccust AG (Conner and Liu, 2000; Bao et al., 2010). Ins rera AG XxapakTepHO
IIOCTETIEHHOE YCUJIEHUE 3KCIPECCHHM B XOJI€ OHTOIEHE3a, YTO MOXET NPUBOAUTH K
NOCTETICHHOMY YCUJIEHUIO HAapylIeHWH pa3BUTHUsS 1[BeTKa Yy OoJjiee amuKaJlbHO
pacTONIOKEHHBIX IBETKOB. B monb3y rtHmore3sl 00 yuactum reHa FASS B
IPOCTPAHCTBEHHOM OrpaHUYeHUU HKcrpeccu reHa AG Takke CBUIETENbCTBYET
pa3BUTHE CTPYKTYP CXOJHBIX C PbUIBLIEBOI TKAaHBIO U CEMAINIOYKAMU Ha cTeOje MyTaHTa
fass. VYpenmuenme umcima opraHoB 4-0if MyTOBKM (IUIOJOJIUCTHKOB), KOTOPOE
HaOmroaeTcss y 1BeTKOB fash W He M3MEHsETCsl 3HAYUTENBLHO Y IBETKOB Pa3IUYHBIX
SAPYCOB, MOKET OBITh CleACTBHEM YyBenuueHHus pazmepoB AMII. Cxomnbie GpeHOMEHBI
HAOMOAl0TCSl Uy APYTHX JIMHUW, HECYUIMX MYTallMd B HEraTHBHBIX PEryJsTOpax
aktuBHOCTH AMII, Takux kak clv2 u clv3 (Fletcher et al., 1999).

[lBeTkn nBOWHBIX MyTaHTOoB fasb ap2-14 (¢eHOTHNUYECKH MPAKTUYECKA HE
OTJIMYAIOTCS OT IBETKOB OJMHOYHOTO MyTaHTa ap2-14, 3a HMCKIIOYEHHEM YBEINYCHUS
yyclla IUIOJAOJUCTUKOB B 4-0i1 MyTOoBKE. CTOMT OTMETHUTbH, YTO JJIsl L[BETKOB JABOWHOIO
mytanta fasb ap2-1 (comepskaiiero MSTKWil amienb ap2) XapakTepHO YCHUJICHHE

AKCIPECCUBHOCTA MSATKOro amens ap2-1, a Takke ycwieHHe M00erono100HOCTH
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IIBETKOB, 4TO Oosiee xapakTtepHo s myrantoB apl (Kasaii-oomn, 2011; Anebept u np.,
2015). OTcyTcTBHE YCUIICHHS IKCIIPECCUBHOCTH HYJb-ajuiels ap2-14 B COBOKYITHOCTH C
HAJIMYMEM TaKOBOTO y Msrkoro amiens ap2-1 Ha ¢one fasb, roBoputr o Hammuuu
HHIyHUpyromero Bo3aedcTBus reHa FASS nHa ten AP2. OtcyTcTBHE TIPHU3HAKOB
noOeromogo6HocTr 1BeTKOB fash ap2-14 MokeT OBITH CIEACTBHEM 3HAYMTEIHLHOTO
yculieHuss akTuBHOcTH TeHa AG mnpu TOTHOM OTCYTCTBHM akTHUBHOCTH AP2,
SIBJISFOIIIETOCS HeTaTHBHBIM peryisitopom AG (Drews et al., 1991). AG urpaeT KITro4eByro
pOJIb B TepMHHAIIUU (BIIOpaibHON MepucTeMbl, moaasiss skcrnpeccuo WUS (Lenhard et
al., 2001). ITo-BuaumoMy, UMeHHO OTcyTCcTBHE 3Kkcnpeccun WUS u sIBISICTCS TPUYMHOK
OTCYTCTBHI TNPH3HAKOB MoOeronogo0HocTn y nsetkoB fasb ap2-14. Ananormdynoe
CHIDKEHHE Mo0eromnoj00HOCTH HabII01alIOCh U Y IIBETKOB ABOMHOTO MyTaHTa apl-1 ap2-
2, Hecymiero 00a CHIIBHBIX ajuiess, 10 CpaBHEHUIO ¢ IBeTkamu apl-1 ap2-1, y kotoporo
aienb ap2-1 yactuuno ¢pynkimonanen (Bowman et al., 1993).

[IBeTkH MABOMHBIX MyTaHTOB fasS pi JEMOHCTpUpPOBAIM YCHUJICHUE HApPYIICHHU Y
anMKaJdbHBIX [IBETKOB B CpPaBHEHUHU ¢ Oa3aibHBIMU. [[1s1 IBETKOB BOMHOTO MyTaHTa
MPOCIEeKUBACTCS YETKAST TEHJCHINS K YMEHBIIICHUIO YHCIIa OPTaHOB (YAIIETUCTHKOB) BO
2-i1 1 3-i1 MyTOBKax U yBEJIMYEHUIO YUCJIA OPTaHOB (IUIOJOJUCTUKOB) B 4-i1 MyTOBKE B
HampaBJICHUH OT Oa3uca COIBETHs] K amekcy. Takke MPUCYTCTBOBala TEHICHIUS K
YBEJIMUEHHUIO JOJM aHOMalbHBIX OpraHoB B 3-ii u 4-i1 mytoBkax. Takum oOpaszom,
HaAOJII0/1aeTCs Ta )K€ TCHACHIUS K YCUJICHUIO HAPYIICHUN IIBETKA OT 0a3albHBIX IIBETKOB
K alMKaJIbHBIM, YTO M y [BETKOB OJWHOYHOro MmyraHTa fasb. CTOMT OTMETHUTh, YTO
W3MEHEHUS OpPTaHOB IIBETKA JIBOWHOTO MYTaHTa HOCAT TaKOH K€ XapakTep, Kak u y
onuHOYHOro MyTaHTa fasb: pasBuTHEe y3KHMX WIM (QHIAMEHTONOJOOHBIX CTPYKTYp M
pa3BuTHe AcQOPMHPOBAHHBIX  IUIOJMOJUCTHKOB. Pa3BuThe  (UIaMEHTOMOI00HBIX
CTPYKTYp HaONIONANOCh BO 2-i MYTOBKE, KaK M y OoaWHOYHOTO fasb, B To ke Bpems
ne(pOpPMHUPOBAHHBIE TUIOJOJIMCTUKY PAa3BUBAINCH HE TOJNBKO B 4—0H, HO W B 3-ci
MYTOBKE, TJI€ Yy OJMHOYHOro MyraHTa fasb wacTo pa3BHMBaKOTCS KapIe/UIOWIHBIC
TBIYUHKH, B TO BpeMs Kak y Pi opraubl 3-eii MyTOBKH MPEIACTABJICHBI ILI0I0JIUCTHKAMH.
Takum 00pa3oM, C OJJHOW CTOPOHBI HAOIIOMACTCS aJTUTHBHBIN (eHOTHI IBEeTKOB fasb
pi, ¢ apyroii xapakTep HapyuieHW# 1BeTKoB fasS pi roBopuT o pocTe aKTUBHOCTH reHa

AG. Yro em€ pa3 moarepkaaet yuactue reHa FASS B orpannuennn aktuBHocTH AG.
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AHanu3 I1BETKOB OJMHOYHOro MytaHta fasb u mBoiiHbix MyranToB fasb ap2-14,
fas5 pi mo3BossieT 3akimounTh, uTo TeH FASS orpannumBaetr aktuBHOCTH TeHa AG BO
¢GnopasibHOM  MepUCTEME, UTO O0O€CleYyMBaeT HOPMAJIbHOE pa3BUTHE  IIBETKA.
Hab6rotaeMoe CHHYKCHHE MTPOAYKTHBHOCTH pacTeHuid fash mo cpaBHEHHIO C paCTCHUAMHU
JTMKOTO THIIA, BIIEpBBIE MMOKa3aHHOe B padore Y.H. Kagaii-oon (2011), MmoxkeT sBIsATHCA
CJIEJICTBUEM MPOTPECCUPYIOMUX MOPPOIOTUUECKUX HAPYIICHUHN 1BETKA, MPUBOISIIUM B
TOM YHCJIE M K CEPhE3HBIM M3MEHEHHEM MOP(OJIOTHHU TUIOJOIUCTUKOB U CTPYIKOB, UTO
MOJKET BJIUATH Ha Pa3BUTHE CeMsH. TeM He MeHee, yMEHbIIEHHE KOJIUYEeCTBa CEMSH,
CO3peBalONINX B 0a3aJIbHBIX CTPYUKAX, UMEIOIIUX HOPMAIbHYI0 MOP(OJIOTHIO, TOBOPHUT O

BO3MOXHOM HapyIICHUH SKCIIPECCHUH I'CHOB, OTBCUAIOIHNX 3a PA3BUTUC CCMA3AYAaTKOB.

4.1.6. IneiioTponuslii 3¢dext myTanun fass — pesyabraT MyTanuu B reHe
Tonousomepassl |

Amnanmu3 okanm3anuu fasS MeTo1oM BBEICOKOIIApaUICIBHOTO CEKBEHUPOBAHHS HOBOTO
NOKOJICHHS, TIPOBeACHHBIN rpynmoi A.A. [leHMHAa YCTaHOBWJI TOYHYIO JIOKQJIU3AIUIO
mytanuu fasd B rene TOP1ALPHA, xomaupyromiem JTHK-tomonszomepasy la. Myranus
fasS pacmonoxkena B koHme 9-ro sk3oHa rena TOP1ALPHA wu mnpuBoaur
BO3HUKHOBEHHIO CTOI-KO/JOHA, YTO BBI3BIBAET CUHTE3 YCEUEHHOTO OEJNKOBOTO MPOIYKTa,
muEHHOro C-KOHIIEBOTO JOMEHA.

M3BectHo, urto y A.thaliana mnpucyrctByer nBa rena, komupyrommx JIHK
toronzomepazy |IB tuna - TOP1ALPHA (B nanereiimem mpocto TOP1) u TOP1BETA.
JlaHHBIE T€HBI JOKAIM3YIOTCS TaHJAeMHO Ha xpomocome V A.thaliana u nemoncTpupyror
OONBIIYI0O CTENeHb TOMOJIOTMH JpPYyr C JApPYyroM, 4YTO CBHJAETENBCTBYET 00 HX
NPOMCXOKIACHUHM B pesynbrate aymaukarnmu (Takahashi et al.,, 2002). Hecmotps Ha
BBICOKYIO CTENeHh TOMOJIOTHH, JaHHbIE TE€HBbl (PYHKIIMOHATHLHO HE pPABHOIICHHBI.
Myrtauuu B rene TOP1 npuBosST K MHOTOYUCICHHBIM MOP(HOJIOrHYECKUM HapYyIIEHUSIM
(Laufs et al., 1998; Takahashi et al., 2002; Graf et al., 2010), B To BpeMms Kak
tpancreHupie JuHuKM A.thaliana, Hecymue xoHcTpykimioo, obecneunBaromryro PHK-
untepdpepenuuio rena TOP1BETA, He uMeIOT HHKakuX BBIPRKCHHBIX HApYLICHUN
pasButusi (Takahashi et al.,, 2002). Tem He MeHee, AN HOPMAIBLHOTO PA3BUTHS
opranu3ma A.thaliana neoOxomumber ob6a rema TOP1 u TOPLBETA. Pacrenus

A.thaliana, y xotopbix ObLIM WHAKTHBHPOBaHBl 00a T€HA, MpPEKpallaid pa3BUTHE Ha
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CTaJIMM TIPOPOCTKA, XOTS HE WUMENHM MPH ITOM HUKAKUX BUIUMBIX MOP(HOIOTHUECKHX
napymenuii (Takahashi et al., 2002).

CTOUT OTMETHUTH, YTO TOMIOU30MEPA3bl UTPAIOT BAXKHYIO POJIb B PETYIISIIUN PA3BUTH
*KUBbIX opraHu3MoB. OcHoBHOU ¢ynkimedt JTHK Tomomszomepas siBiseTcs penaxcarus
ceepxcrupanuzanuu JJHK. JIHK Tonmonzomepassl MoryT ObITh pa3zaenieHbl Ha 2 tuna: | —
He 3aBucsamye oT AT® u pacmenstomue oany nens JJHK, u |11 — tpeGyromne ATD u
pacuieruisitomue 06e uenu JIHK (o630p byprees, 2009). Ha nannsiii moment JJHK
TOTIOM30MEpa3bl OOHApPYKEHbl Yy OONBIIOrO KOJMWYECTBA JKUBBIX OpPraHU3MOB,
NPUHAUICKAIUX K CaMbIM pPa3HbIM TaKCOHOMHYECKHMM TpyIIaM: BHUPYCHI, apXew,
OakTepuu, rpudObI, pacTeHus, *KUBOTHbIE. CTOUT OTMETHUTh, YTO Kartamutuueckuit C-
KOHIICBOM JIOMEH, Wrpalolldid KIYeBYIO poidb B  QyHKIHoHupoBanun JIHK
TOMOM30MEpPa3, IBOIIOIMOHHO KOHCEPBATUBEH Y MPEICTABUTENICH pa3HbIX, B TOM YHCIIE,
U OTHANEHHBIX TakcOHOB (0030p byprees, 2009). KoHTpons cBepxcrupanu3aiui Urpaet
BOXHYIO POJIb B TaKUX OMOJIOTHYECKUX MPOIeCcCax, KaKk PEeKOMOMHAIIMS, PEIUIUKAIUI U
TpaHckpunius. OCOOEHHO YYBCTBUTEIBHBIMH K CBEPXCIUPAIH3AIUU  SBISIOTCS
MPOIECChl WHUIMAIMY PEIUTMKAIIMM W TPAHCKPUIIIIUU, a Takke nuddepeHimanpHas
AKCIIPECCHsl Pa3IMYHBIX T€HOB, TaK KaK CBEPXCIHUpPAIU3AIMS Je/IaeT HEKOTOPhIE y4aCTKU
JIHK nocTymHBIMEH U1 CBSI3BIBAaHHS PETYIATOPHBIX OenkoB (0030p byprees, 2009).
Takum o6pazom, JIHK Tomomzomepasbl, penakcupys CBEPXCIHPAIU3AIUI0, CIIOCOOHBI
peryaupoBaTh auddepeHIMaIbHy0 SKCIpeccuio TeHoB. Tak mokazano, dro JIHK
toronzomepasbl (I u 1l) HeoOXoAMMBI 711 MHULIUALIMK W TEPMUHAIIUU TPAHCKPHUIIIUU,
TaKk Kak 00eCreynBaloT JUCCOIUAIMIO0 HYKIEOCOM B MPOMOTOPHBIX yYacTKax W calTax
tepmunauu (Durand-Dubief et al., 2010, 2011). Tem He wmenee, Biusaue JJHK
TOMOM30MEpa3 Ha SKCIPECCUIO0 TEHOB OCTAETCS HEIOCTATOYHO U3YUYEHHBIM.

HNannbie o ¢ynkuun JIHK-romomszomepas OOBSCHSIOT BBISIBICHHBIA HaMU
ieiiotponHskiii 3¢ dext myrarmu fasb Ha passutue pacrenuii. Tem He MeHee, y MyTaHTa
fas5 BbIABICHBI psA cielM(PUUSCKUX N3MEHEHUH MOP(OJIOTHH, KOTOPBIC YKa3bIBAIOT Ha
TO, YTO y Tomom3oMmepasbl, komupyemoir renom TOP1, ectp crenudpuyeckue TeHBI-
MUIICHH, YYacTBYIOIIME B KOHTposie MopdoreHeza. TakumMu MHUIICHSIMH MOTYT OBITh
TeHbI, OTBeYarone 3a ¢popMupoBanue eanHon obmactu skcupeccun WUS (a 3HauuT n
CLV3) u mpenmoTBpalieHue ero 3KTonuyeckoi skcrnpeccur. OO0 3TOM CBUACTEIBCTBYET

dopmupoBanre y MytaHta fasd wmuHoxkecTBeHHOM AMII M SKTONMUYECKHUX OYAroB
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nponudepanun Ha credie. [Ipu atom ren TOP1 peiicTByeT Mo HE3aBUCUMOMY OT TEHOB
CLV mytH, 0 uéM roBOPHT aIIUTHBHBIN (DeHOTHIT ABOMHBIX MyTaHToB fasb clv. B umcio
mutieHe rena TOP1 MoryT Takke BXOJWUTH T'€HBI, PETYIUPYIONTUE TIEPEXO KIETOK K
HHAOPENYIUIMKAIIUSAM, CBHUJIETEILCTBOM YEro SIBISIIOTCS  KpyHHBbIE KJIETKH Ha
noBepxHoct AMII mytanTa fasb. ITomumo 3toro red TOPL mooXKUTENBHO PEryupyeT
AKCIIPECCUIO TEHOB, PEMPECCUPYIOMIMX TMEepexo]l K IMBETCHHIO, B pe3ylbTare MOTEepU
¢yakiun rena TOP1l y myrantHoW nuamm fasS yckopsiercss BBIOPOC HBETOHOCA H
Nepexo/i Ha PENpPOAYKTUBHYIO CTaAui0. B To ke BpeMs yke Mocie MHAYKIUU I[BETEHUs
red TOP1 uHIymmupyeT 3KCIPECCHI0 OJTHOTO M3 KITFOYEBBIX TeHOB IBeTeHus — LFY wmm
AP1l. HemocpencTBEHHO B amWKadbHOW MEpHCTEMe IBETKa perynsTopHas poias TOP1
CBOJMTCA K OrpaHHyYeHuto akTuBHOCTH TeHa C-kmacca AG, uro obecrieyuBaer
KOPPEKTHOE MOP(OIOTHIECKOE Pa3BUTHE I[BETKA.

MyTtanuu B JTaHHOM T€HE paHee ObLIN MOTYyYEHHBIE U APYTUMH HCCIIEI0BATEIbCKIMHU
rpymmnamu (Laufs et al., 1998; Takahashi et al., 2002; Graf et al., 2010). MyrauTsl mgol-
1 (Laufs et al., 1998) u mgol-4 (Graf et al., 2010), mony4yeHHBIE COOTBETCTBEHHO Ha
¢done pacel Col u nmuHUM Ler, 1eMOHCTPUPYIOT CXOJHBIH (eHOTHN ¢ MyTaHToM fasb.
JlanHble MyTaHTbl 00pa3ylOT yBEJIMYEHHYIO U (pparmMeHTUpoBaHHY0 AMIIL, uto Benér
pa3BUTHIO (acIuaIiuy CTeOsl, a TAaKKE XapaKTepU3YIOTCS HapylleHneM (puiuiorakcuca,
MOp(OJIOTUU JIUCTOBOW IUIACTUHKH, COKpPAIICHHEM 4YHCIa PO3ETOYHBIX JIHCTHEB U
Mopdonornueckumu HapyieHusmu 1Betka (Laufs et al., 1998; Graf et al., 2010).

[Tokazano, yto B AMII myranta mgol-1 oOpa3yroTcs MHOXKECTBEHHbIE O00JacTH
skcnpeccuu Takux reHoB, kak KNAT2 u STM (Laufs et al., 1998), B To Bpems kak y
MyTaHTa Mgol-4 moka3zaHo HaJW4YKMe MHOXKECTBEHHBIX o4aroB skcnpeccuun WUS u CLV3
(Graf et al., 2010) o nmoaTBep)maeT npeAnoaoxkeHne o BakHou poaun TOPIALPHA B
obecrieueHnn ¢GopmupoBaHusi eauHon obmactu skcrpeccun WUS u CLV3, uto
oOycnaBnuBaeT HopMmanbHOe pasputue AMII. JIBoitabie myTanTsl Mgol-1 fasl u mgol-1
fas2 xapakTepu3yroTcsi OCTAaHOBKOW Pa3BUTHS Ha CTAIMU CEMsIONEH, Tak kKak ux AMII
TepseT CIOCOOHOCTh  00pa3oBbIBaTH mHpumopauu opranos (Laufs et al., 1998).
AnHanornyHblii (PEHOTUN XapaKTEepeH M Ui NBOWHBIX MyTaHTOB fasl wus, mgol-4 wus
(Graf et al., 2010) u fas5 wus-1. 3to roBopuT 0 ToM, 4T0 reH TOP] B3aUMOJIEHCTBYET C
reHamu ¢akTopa coopku xpomatuHa 1 - FAS1 u FAS2 nis mommep:kaHusi CTBOJIOBBIX

kinetok AMII B HeleTepMUHMPOBAHHOM COCTOSIHUU. Takke MOoKa3aHo, 4TO MyTalus ag
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PELIECCUBHO AMHUCTaTHUpPyeT MyTauuio Mgol-4: nBerku nBoiiHOro myranta mgol-4 ag
JIEMOHCTPUPYIOT (DEHOTHII, XapaKTEPHBIN [T IIBETKOB OJMHOYHOTO MyTaHTa ag (Graf et
al., 2010). Ilpu stoM y myranta MQol-4 moka3aHO HAJIMYHE OYAroB IKTONMHYCCKOU
skcrpeccun skcnpeccus AG B pO3ETOUHBIX JUCTHSIX, IBETOHOKKaX W T'€HEPATUBHOMN
YacTH IIBETOHOCA, YTO XOPOIIO COOTHOCUTCS C HAOIIOJAaEMBbIMH SKTOIMUYECKUMU
CTPYKTYPaMH, CXOJIHBIMH C CEMSIMOYKAMH WM PBUIBIEBON TKAaHBIO HA MOBEPXHOCTHU
nBeronoca fas5. OOmacte akcmpeccun AG HEMOCPEICTBEHHO B IBETKAX CHIIBHO
pacmupsiercss otHocuteabHo aukoro tuma (Graf et al., 2010). Dto moarBepikmaeT
yuactue reHa TOPI B orpanmdyeHun obnactu skcnpeccud AG © TNpenoTBpalleHUu
BO3HHUKHOBEHHMSI SKTOIMUYECKUX OYAroB €ro SKCIPECCUU.

Myrant topla-1 (Takahashi et al., 2002), nonyuennsiii Ha ¢one packl Col, umeer
ropaszo 6osee ciaadoe mposiBieHue, ueM Mmgol-1, mgol-4 u fass. AMII myranta topla-1
HE yBEJIMYMBAETCS B pazMepax oTHocuTenbHO AMII pactenuii TUKOro Tumna, u3 BUAMMBIX
HapyLIeHU NpPUCYTCTBOBAJIM TOJIBKO HapyllleHue (uuioTakcuca, Mopdosaoruyeckue
HAPYIICHUS JIUCTOBOM TUIACTUHKHU PO3ETOYHOTO JINCTa U MOP(OIOTUYECKUE HAPYIICHUS
L[BETKA.

CornacHo AaHHBIM 10 JIOKAJIU3allMd ONMUCAHHBIX MyTalui B reHe 7OP] u naHHbIM
aHanmu3a CTpykTypbl Oenka TOPI1 in silico mams momHON moTepu (yHKIIMOHAIBLHOCTH
nponykra TOP1 nocrarouna noreps ydacTka C-KOHLEBOIO KaTaJUTUYECKOIO JIOMEHA,
COJICpIKaIllero aKTUBHBIM IIeHTp ¢epMeHTa. Bce mnpoanamusupoBanubie  In Silico
MyTaluu NpUBOAIT K norepe C-KoHLEBOro (parMenra Genka, CoAepKallero akTUBHbBIN
neHtp ¢epmenra. Takum oOpa3oM, Bce Myrtanuu: m@ol-1, mgol-4, topla-1 u fasb
SBIISIIOTCSL AJUICNISIMA C BBICOKOW 3KCIIPECCHBHOCTHIO. B cBeTe manHoro HaOmroaeHus
MOKHO MpeJroiarath, 4ro ciiabas skcnpeccuBHOCTh MyTanuu toplo-1 B cpaBHeHUM C
mytarsamMu Mgol-1, mgol-4 u fas5 oOycrnosnena He nokanu3anuen myraruu topla-1, a
yCJIOBUSIMH BbIpaluBaHus pacteHuid. [Ipu BeIpammBanuu pacteHuit fasb B ycrmoBusx
KOMHATBI C TOCTOSIHHBIMH KJIUMATHYECKUMHU YCIOBHSIMH (CM. MaTepuajbl U METOJIbI)
MOKHO ObLIO HaOM0aTh pa3BUTHE KpymHOU QparmeHTupoBanHoN AMII. Onnako npu
BBIpAIIMBaHUU pacTeHui fash B kmumarndeckoil kamepe yBenndeHus: pazmepo AMII u
pa3BUTHA B €€ COCTAaBE YACTUYHO CIMBLIMXCS «JIOYEPHUX» MEPUCTEM HE HAOIIOJAIOCH

(mpunoskenue, puc. 12).
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HecMoTpst Ha mnpoBeneHHbIE 3apyO€KHbIE HCCIIEIOBAHUS AJUIEIbHBIX MYTAaHTOB
mgol-1, mgol-4 u toplae-1, psa mpu3HAKOB, KOTOphle OOHapy:keHbI y MyTaHTa fasb,
paHee OmMUCaHBl HE OBUIH. YHUKAJIBHBIMH OCOOCHHOCTSIMH MyTammu fasS sisrorcs
dbopMUpoBaHHE OYAroB HSKTOMUYECKOW TMpoiudepali Ha MMOBEPXHOCTH CTeOs,
YCKOPEHHBII BBIOPOC IBETOHOCA U IEPEXOJ]] HAa PENPOAYKTHBHYIO CTaJMIO, a TaKkKe
HapyILICHUE PAa3BUTHUA B YCIOBUSAX KOPOTKOTO JHSI.

Takum oOpazom, rccinenoBanun MyTtaHTta fasb moaTBepknar0T qaHHBIE 00 y4acTHH
rerka TOPI B OOJBIIOM KOJIMYECTBE BAXKHBIX  PETYISTOPHBIX  IPOIIECCOB,
obecrnieunBarommMx HopMalnbHBIA pocT W pasButme A.thaliana. Kpome toro, onm
MOKa3bIBalOT, 4YTO0 TreH 7TOPI KOHTpPOJMUPYET TakKe OTBET HAa HEKOTOpble (HaKTOPbI
BHEIITHEH cpe/pl, @ UMEHHO Ha MPOAOKUTENBHOCTH (doTornepuoaa. HegaBHo mokaszaHo,
4TO y pacTeHUi, MyTaHTHBIX 10 Teny TOPI (muuus toplo-2) cpeau reHoB ¢ M3MEHEHHOM
SKCIIPECCHEN MepenpeICTaBIeHbl TeHbI, SABIISONHecs MUIeHsMu peryisiun PcG (Liu et
al., 2014). YV wmyranra toplo-2 6sU10 BBISIBICHO OKOJIO 794 TeHa, ypOBEHb 3KCIPECCHU
KOTOpbIX u3MeHuicsA. [lpu 3TOM YHCIIO TEHOB, y KOTOPBIX YPOBEHb 3SKCIPECCUU
CHU3MJICS, NPUONHM3UTENBHO B 3 pa3a MPEBHIIIAJIO YUCICHHOCTh TEX, Y€l YpOBEHb
sKcrpeccur Bo3poc. I[Ipu 3TOM cpenu T€HOB CO CHHU3MBLICHCS JKcmpeccued Obuin
NEPENpPECTABICHBI I'€Hbl, aHHOTUPOBAHHBIE KAK YYaCTBYIOIIHME B PETYJISALMU ITPOLIECCOB
pasutus u penpoxykuuu (Liu et al., 2014). ITpubnusurensuo 30% auddepeHuuansHo
AKCIIPECCUPYIOMUXCS TeHOB y topla-2 snsaroTcs mumeHsmu peryisauuu PCG. [Tomumo
3TOr0 OBUIO BBIABICHO YBEJIMYEHHE IUIOTHOCTH HYKJIEOCOM Kak B TPAHCKPUOMPYEMBIX
YacTAX TE€HOB, TaK M B 5°- M 3’-MEXKICHHBIX Y4YaCTKax. YBEIWYEHUE IUIOTHOCTHU
HYKJIEOCOM HaOJI0/IaJIOCh y BCEX I'€HOB, BHE 3aBHUCHMOCTU OT UX YPOBHS DKCIPECCHH U
BHE 3aBUCHMOCTH OT TOTO, BJISUIUCH JIM JIaHHBIE TeHbl MumeHsMu PCG wim met (Liu et
al., 2014). Crour ormerurh, yro Myrauus tOpla-2 He BIMSET HaA pacHpeecHHe
HYKJIEOCOM B pailoHe caiita mHuuuauuu tpanckpumnuuu (CUT). B To ke BpeMs TeHBI,
SBISIOIIKECS MullieHs MU PCG, B HOpMe HE UMEIOT 5°-y4acTKa CBOOOHOTO OT HYKIIEOCOM
B paiione CUT, uto nmenmaer mx 0co00 YYyBCTBUTEIBHBIMU K YBEITWYEHHIO TJIOTHOCTH
HykjieocoM B orcyrctBue (yHkuumu reHa TOPlo. Tak kak rensl peryinupyembie PcG
KOMIUIEKCOM SIBJISIFOTCSI BaXKHBIMU YYaCTHUKAMH psijia MPOLECCOB Pa3BUTHSI, HApyILLIEHUE
UX DKCIPECCUU NMPUBOJUT K MHOTOYUCIECHHBIM HApYyIICHHUSM Pa3BUTHUS (Liu et al.,

2014).
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A. A. TleHUHBIM W €r0 COTPYIHUKAMH TaKXe ObUI MPOBEAEH aHAIN3 M3MEHEHUS
OKCIPECCHH B amekcax corpeTwii y wmyrtanta fasb meromom RNA-seq (Aanbepr,
Knenukora, Jlemunenko, ExoBa, Jlorauema, Ilenun, 2014). beuio BeisBiaeno 1130
muddepeHIIMaIbHO JKCIPECCUPYIOMINUXCS TEHOB; cpeau Hux y 520 Halmomanock
CHW)KEHHME YPOBHs 3Kcmpeccuu, U 'y 610 — yBenmuenue. AHanu3 auddepeHInaibHo
HKCIIPECCUPYIOIINXCS TCHOB C MCIOJb30BaHueM makera Pathway Studio 9.0 e BbisBHII
NPUCYTCTBUSL CPEIU HHUX HM3BECTHBIX T'€HOB, YYACTBYIOIIMX B PETYISALUU TOMEOCTa3a
AMII. Tem He MeHee, Oblna TMOKa3aHa BOBJIEUeHHOCTh reHa TOPl B myTtu cuHTE3a
abCc1M30BOM KUCIIOTHI U ayKCHHA.

Hapymienne GyHKIIMOHUPOBAHUS STHX MMyTeH MOXET MPUBOAUTH K HaOIIOHaeMOMY
dbenoruny wmyrtanta. Tak IMOKa3aHO, YTO KIIOUEBYIO pPOJIb B OMNpElIEICHUH MecTa
AKCIIPECCHH KITFOUYEBBIX TeHOB moyiepxkanus AMIT — WUS u CLV3 urpaer cootHoteHne
IpaJueHTOB ayKCUHA U IUTOKHMHHUHA.

Hanpumep B paboTax mo WHAYKIIMU SMOPHUOHIOTEHE3a B KAJUTycaX, YTO HA CPEIe C
ayKCMHOM B IICHTPAJbHOM YACTH KaJjulyca MPOUCXOJIUT HAKOIUIeHHe aykcuHa. [lpu
nmepeHoce Ha cpeay ©Oe3 aykcuHa HaOmromanachk mnomsipm3anum Oenka  PINI,
OTBETCTBEHHOTO 3a BHIHOC ayKCHHA W3 KIJIETOK, B pe3yibTaTe 4ero (GopMHpOBaCs
ayKCHMHOBBIH TPaJUEHT W YCTAHABIMBAJIACh HEPABHOMEpPHAs KOHIIEHTpPAIMsS ayKCHHA B
nepudepuueckux ciosx kamryca (Su, Zhang, 2009; Wisniewska et al., 2006).
OnHOBpEeMEHHO, B 30HaX C HAaWMEHBIIEH KOHIIEHTpaled ayKChHa HHIYIHMpPOBajach
skcrnipeccust BHavasie WUS, a B nanpHeiimem u CLV3. O0nactu 3kcnpeccuu 3TUX FeHOB B
(bOpMUPYIOIIMXCS COMAaTUYECKUX SMOPHOUIAX B IEJIOM COOTBETCTBOBAIM TAaKOBHIM B
3UTOTHYECKUX SMOPHOHAX, XOTS W OBUIM HECKOJIbKO pacmupensl. [loarBepxkacHus
pelaroneil pou ayKCHHOBOTO M IIMTOKMHHHOBOTO T'PAJUEHTA IOATBEPKIACTCS H B
paboTax, MPOBENEHHBIX HA 3UTOTUYECKUX 3MOpHOHAxX (CM. 0030p JHTEpaTyphl, pa3ael
3aknanka u pazsutue AMII B smOpuorenese). ¥ 3urotTmueckux sMOPHUOHOB pa3MeTKa
anmMKaJIbHOTO OMEHA U ompenenenue oOyaymen odnactu sxcnpeccuun WUS (a 3nauut u
Bceit AMII) oOecneunBaeTcsi yCTaHOBJICHHEM IMOJSIPHOTO TpaHCTOpTa aykcuHa. B
pe3ylnbTrare JTOro ayKCHH HA4YMHACT HAKAaIIMBaThcsl B Mepu(EpUIECKOr 30HE
aNmMKaJIbHOTO JOMEHA, a B IEHTPAIbHON 30HE, TJEe €ro KOHICHTpAIs CHUXKAeTcs,
UHAYUUPYETCS SKCIPECCUs T€HOB, OTBETCTBEHHBIX 3a CUHTE3 LIUTOKWHUHA U BO3HHUKAET

UTOKHUHUHOBBIN MakCUMyM (KOTOpBIi 1 onpenenser mecto sxcnpeccuu WUS). Takum
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o0pa3oM, BO3MOXKHBIE HApPYIIEHUS B pacHpelesieHUH ayKCMHAa W IUTOKMHUHA U
(GOopMHUpPOBAaHUHM WX JIOKATHHBIX MAaKCUMyMOB M MHUHHMYMOB CIIOCOOHBI TNPHBECTH K
HEKOppeKTHOMY pa3BuTuio obmactu skcnpeccun WUS m CLV3, u, BO3MOXHO, K
BO3HUKHOBEHHIO MHOJKECTBEHHBIX 04aroB UX 3KCIIPECCHH.

Taxoke HapylIeHHe TUTOKMHUHOBOTO U aYKCMHOBOTO PETYJISTOPHBIX MyTeH MOXKET
OBITH CJICIICTBUEM HApYIICHUS BOCIIPHUITHS CBETOBBIX CUTHAJIOB, KOTOPOE HAOIIOIACTCS Y
myranta fasS. Ilokazano, uto B AMII mpopocTkOB ToMmara, BHIPAIIUBABIIUXCS B
TEMHOTE, HAOTIOATIOCh HApYIIEHUE TOJSPHOTO pachlpeieiicHUus] W JaJbHeHIIee
HMCYE3HOBeHHE U3 MeMOpaH kieTok Oenka PINI, oTBercTBeHHOro 3a TOJISIPHBIN
tpaHcropt aykcuHa (Yoshida et al., 2011). Bmecre ¢ 3THM IPOUCXOIUIO CEPhE3HOE
naJicHue ypoBHS aykcHHa BO Bceit AMII u mosHOe mpeKpalieHne 3aKiIagki JTUCTOBBIX
npumopaues (Yoshida et al., 2011). CBuaeTenscTBa MajCHUS YPOBHS ITUTOKHHUHA B
AMII B TemMHoTe OBLIM TOJy4eHBI U Ha mpopoctkax A.thaliana (Yoshida et al., 2011).
Takum 00pa3oMm, CBETOBBIE CTUMYJBI OKa3bIBAIOT BIUSHHE HAa TOPMOHAJIHHBIC
pETyJSATOPHBIC TIYTH, OOECIEYMBAIOIINE, KAaK YIOMHHAJIOCh BBINIE,  KOPPEKTHYIO
skcnpeccuto WUS u CLV3. VuwurbeiBas, uro y myranra fasb Hapymaercs oTBeT Ha
CBETOBBIE CTUMYJBI, MOXKHO TMpENAIoyiararb, 4YTO O3TO OKa3bIBaeT BIMSHUE M Ha
rOpMOHaJbHBIE MyTH peryisiiuu B AMII MmyTaHTa, a 3HaYUT, MOXKET BIUSATH U HA OOIIYIO
apxutekTypy AMII u BnusATh Ha pa3BUTHE HAA3EMHON YaCTH PACTEHUS.

Pacturenbuplii TopMoH abcim3oBas kucinora (ABK) perymupyer psnm mporieccos,
CBSI3aHHBIX C POCTOM W Pa3BUTHEM PACTEHHH, WTPAaeT BAKHEHINYIO POJb B Pa3BUTUHU
OTBETa HAa M3MEHEHHE YCJIOBUH OKpY)Kalolleld cpeasl, B TOM YHCIE CTPECCOBBIC
sosneiicteust (Cutler et al., 2010; Nakashima, Yamaguchi-Shinozaki, 2013). B
nocienHee  Bpems — mokazaHo, 4to  ABK-3aBucumble  perynsiTopHble  MyTH
B3aUMOJICHCTBYIOT CO CBETO3aBHCHMBIMH PETYJISTOPHBIMU MYTSAMHU. Tak MOKa3aHO, YTO
mytant A.thaliana bbx21-1 (comepamuii MyTanio B 0OJTHOM H3 T'€HOB, OTBETCTBEHHBIX
3a W3MEHeHHe Mop(QoreHe3a B OTBET HAa CBETOBBIC CHTHAJBI) XapaKTepU3YeTCs
HOBBIIIEHHOM YYBCTBUTEIBHOCTHIO K BO3jeicTBHIO Kk30reHHoi ABK (Xu et al., 2014).
MyranTbl bbx21 Taxke Tepsau BOIy ropasno MEIJICHHEE, YeM PACTCHHS JUKOTO THIIA,
TaK KaKk NpPEJOTBpAIICHHWE YPE3MEPHOH TMOTEePH BOJBI IYTEM 3aKPBITUS YCTHHUIL
perymupyetcst ABK, To 310 emé pa3 cBumerenbcTByeT 0 Oonbinel aktuBHOCcTH ABK-

3aBUCHMBIX PETYIATOPHBIX myTeil y myrantos bbx21 (Xu et al., 2014). IIpu stom GbLI10
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nokazaHo, uro reH BBX21 BzammopeiictByer ¢ renom HYS, koHTpommpyromum
doromopdorenes (Osterlund et al., 2000), B prymsuuu rena ABI5, sBasromerocs
yuactHukoM riepenaun ABK curnana (Xu et al., 2014). B to Bpems kak mpoaykr HY5
sapisieTcst  aktuBatopoMm ABIS, mpoaykr BBX21 pempeccupyer €ro akTHBHOCTb,
npucoequHssAck K npomoropy ABIS u nmpenoTBpamas cBsizbiBaHue aktuBatopa HYS. B
cBoto ouepeab, ABIS ydgacTByeT B penmpeccuu mpopacTaHusi CEMSH 00eCIeueHUr apecTa
pasBuTHs nocie npopacranus (Lopez-Molina et al., 2001). Takum oGpa3zom, HapyIIeHHE
OTBETa HAa CBETOBbIC CHTHAIBI y MyTaHTa fasS MoOXeT BIHMATH HAa YyBCTBUTEIHHOCTH

pactenust K ABK u nepenauy ABK-curana, 94To crnoco6HO BbI3bIBATh Ne(EKTHI pa3BUTHS.

4.2. ®ynkuus reia NA B KOHTpoJie pa3BUTHS pacTeHUit

Myrtant na-D sBnsiercst 00beKTOM M3ydeHHs Ha Kadeape TeHEeTUKU YK€ MHOTHE
roael. IlomydyeHHble B pe3ynbraTe aHanu3za MyTaHta Na-D B mpeasigymux paboTax
JAaHHBIE TO3BOJIAIOT mpeanosarate ydactue reHa NA B orpanuueHun oObEMa IMyna
cTBOJIOBBIX KieTok AMII, a Takke orpaHM4eHMHM UX NPOJU(EpaTHUBHONM aKTUBHOCTHU
(Ezhova et al., 2002; Lebedeva et al., 2004).

JIOMUHaHTHBIN XapakTep MyTallM{ 4Yalle BCEro OOYCIIOBJIEH 3IKTOMHYECKOW WIIU
OBEpAIKCIPECCUeil MyTaHTHOTO auiens. B 3Tom ciyuae ymeHblleHHe oO0bEMa Imyna
CTBOJIOBBIX KJIETOK M 00mux pasmepoB AMII, a Taxke yMEHBIIIEHHE Pa3MepOB KIETOK
MEXJOY3JIMM OTHOCHUTEJIBHO PACTEHUW JUKOIO THUIIA, CBHUJETEIBCTBYET B IOJIb3Y
¢yuknmuu rera NA kak HEraTHBHOTO peryisitopa obriero pocra pactenus (Lebedeva et
zl., 2004).

Taxoke mMytanus na-D MoXxeT SIBIATbCS JOMUHAHTHO-HETaTUBHOU (aHTHUMOP()HOI).
K nanHOMY THIYy OTHOCSATCS MyTallMH, Hapylawmue GyHKINI0 HOPMAIBHOTO ajiens B
rerepo3urore. Yaie BCEro B 3TUX CIydasx MPOIYKTHI OOOMX ajuiesieil BXOAAT B COCTaB
OJIHOTO MYJbTHOEIKOBOrO KOMILIEKca. BkiroueHne B TakoW KOMIUIEKC AePEKTHOTO
Oenka (MpOAYKTa MYTAHTHOTO aJljiesii) NPUBOAUT K HApYUIEHUIO ero paboTel U
JOMMHAHTHOMY WIH [OJIyJOMHUHAHTHOMY THUIly HaclieqoBaHUs MyTauuu. Eciau
npenrnosiaraTh JAOMUHAHTHO-HETaTUBHYIO MNpupoay wmyrtauumud ha-D, to  dyHkuwmein
HopMasbHOro ayjenst NA Oyner yxe He HETraTUBHBIM, @ TO3UTUBHBIN KOHTPOJIb pa3BUTHUS
pacteHus. OTo NoAYEPKUBAET HEOOXOAUMOCTh AajdbHeHIINX uccienoBanuii reHa NA, kak

BAKHOI'O PETYJIATOPA PA3BUTHSI PACTCHHUS.
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TpakroBka ¢ynkimunm rena NA OCHOXKHIETCS eme W TeM, YTO HaMH BBIABICHO
BIUSIHUE TeHeTHueckoro ¢oHa Ha (eHoTunmuyeckoe mposiBieHue myranuu nha-D. Ha
¢doHe ponuTenbekoro 3kotuna En myramus na-D mHacnemyeTcs mo cTporo MOHOT€HHOMY
JTOMMHAHTHOMY THUIly — TOMO- M TeTepo3urorsl Na-D sABnAOTCS KapiIuKamH,
(eHOTUNIYECKOEe OTIIMYHE TETEPO3UTOTHBIX PACTEHHUH OT TOMO3UTOTHBIX 3aKITIOYACTCS
TOJILKO B UX CIIOCOOHOCTH MEPEXOJAUTHh HA PENPOJYKTUBHYIO CTaJHI0 U 0Opa30BHIBATH
I[BETKH, YETO HE MPOUCXOAUT y TOJABIISIONIETO OOJIBIIMHCTBA TOMO3UTOTHBIX PACTCHUN
na-D. Jlume ouenp HeOousbmias 4acTh ToMo3uroT Na-D Ha ¢one pacel En cmocoOHa
0o0pa3oBbIBaTh I[BETKH, KOTOPbIE YacTO HE pa3BUBAIOTCS TMOJHOCTHIO. CxomHOe
noBejicHue Mytaius nNa-D takxke mposieisiet Ha ¢poue pac Ler u Dj.

B 1o xe Bpems Ha ¢one pac Col, Bla u Ws myramus na-D menser xapakrep
HacnenoBaHus. ['erepo3urotHeie pacteHus Na-D u3 F1 or ckpemiuBaHuii reTepo3uror
na-Dg, ¢ pactenusamu qukoro tuna pac Col, Bla u WS nuMenun 00bInyio Juist reTepO3uroT
na-D Beicoty (17 - 27 cM) ¥ OTIMYAIUCH OT PACTECHHI TUKOTO THTA TOJIBKO HEKOTOPBIM
YKOPOYCHHEM HIKHHMX MEXI0y3auil cTeOns. B mokonenun F2 nHa done pac Col, Bla u
Ws Ha0m01a10Cch BBIIEIUIEHUE HECKOIBKUX (DEHOTUITNYECKHX KJIACCOB I'€TEPO3UTOT IO
BbICOTE CTEONsl: OT pACTEHUH, MPAKTUYECKU MJIEHTUYHBIX TreTtepo3uroram F1, no
pactenuil ¢ ¢peHoTunom rerepo3urot Na-Dg,. Ilpu 3TOM romosurorHsie pacreHus na-D
Ha ¢oue Col, Bla, Ws ¢eHoTHIMUECKH HE OTIMYAINChL OT TOMO3UToT Na-Dg,. Taxke
HEOO0XOJMMO MOJYEPKHYTh, UYTO pACLICIUIEHUS B NOKOJeHMH F2 oT ckpeuiuBaHuii
rerepo3urot Na-Dg, ¢ pactenusmu qukoro tumna pac Col, Bla, WS He cooTBeTcTBOBaM
MOHOTE€HHBIM.

Takoe paznuuue B XapakTepe HacieqoBaHusA MyTanuu Na-D Ha ¢oHE pa3nIndHbIX
pac MOXET CBUACTEIHCTBOBATH O HAIMYUHU T'CHOB, B3aMMOJACHCTBYIONIMX C MYTaHTHBIM
aieneM na-D u moapynupyrommx (ocnaOnsiromux) ero jaeictBue. JlaHHbIE TeHbI
MOTU(PUKATOPBI, BUAUMO, PA3IAYAOTCS MO AUICIBHOMY COCTaBY y pPa3U4YHBIX pac
Atthaliana, uro u oOycnaBnmmBaeT pa3HOe HacienoBaHwe Myrammu Na-D. Bmomne
BO3MOXKHO, UTO Takue packl, kak En, Ler u Dj comepkar HeyHKIIMOHATBHBIC WK JIHIIb
YaCTUYHO (DYHKIIMOHAJBHBIC aUIeId TEeHOB-MOAM(PHKATOPOB, YTO M 0OOyCIaBIUBAET
OTCYTCTBHE OCIA0JMEHUSI HKCHPECCHBHOCTH MYTAHTHOW aiend Na W TpuOIMKeHHe
dbeHoTHa TeTepo3UroTHRIX pacteHusii Na-D, k ¢denoTuny romo3uror. B To *e Bpems, B

reiome pac  Col, Bla u WS mnpucyrcTByloT (QYyHKIMOHAIBHBIE alUIeIH T'€HOB
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MOIU(HUKATOPOB, B peE3yJbTaTe dYero rerepo3urorsl Na-Dcy, na-Dyws u na-Dgj,
npuobperaroT (eHOTUN MonykapiaukoB. [loaTBepaeHHEM 3TOTO MPEANOI0KEHUS
CIYKUT (PakT HeKoToporo yBenaudeHus pazmepoB AMII y pacrennii na-D¢y (uMerommx
MOJIYKApJIMKOBBINA (DEHOTHI) MO CpaBHEHUIO ¢  NA-Dg,, Tak Kak 3TO MOXET SBISATHCS
CJIEJICTBUEM YBEJIMUYEHUs NpoaudepaTtuBHOW akTUBHOCTU KiIeTok AMII y na-Dcg, yuto
ropoput o0 ocnabieHun naeWcTBUs MyTaHTHoro amwiens ha-D. Tem He menee, mnpu
JOCTHKEHUM PACTEHHEM penpoayKTUBHOW crtaauu, AMII TOMO3HIrOTHBIX pacTEHUU
na-D¢o nemoHcTpupoBana TEHACHIMIO K YMEHBIIEHHIO B pasmepax. CXomHyro
TeHAeHINI0 JeMoHCcTpupyeT 1 AMII romo3urotHeix pactenuit Na-Dg,, xoTa e€ pa3mep
M3HAayalbHO MeHblIe, 4yeM Yy Na-Dco. OnHako 3aech HEOOXOAMMO MOMYEPKHYTh, YTO
yMmeHbIeHune pazmepoB AMII mipu nepexojie Ha penpoOAYKTHUBHYIO CTaIUI0 HAOII0AI0Ch
TOJIBKO y TOMO3UTOT Na-Dcy 1 rerepo3urot Na-Dcy ¢ BBICOTOM TNIaBHOTO ToOera 0KOJIo
3cMm. B 1o Bpems kak retepo3urotsl Na-Deg ¢ BBICOTOI Tl1aBHOTO mTobera okoio 4-5¢cMm He
JIEMOHCTPUPOBAIN yYMEHbIIEHUs pa3MepoB AMII Ha cTtaguy LBETEHUS, a T€TEPO3UTOTHI
na-D¢y ¢ BbicoTOl rmaBHOro moOera Oosbiie 6¢cM Ha cTaauu mnBeTeHUsS umenn AMII
MPaKTUYECKU HEOTIMYHUMYIO 110 pa3MepaM OT JUKOTO THUIIA.

VYBenuuenue pasmepoB AMII na-D¢, oTHOcuTensHO NAa-Dg, CBUIAETEIBCTBYET O
ToM, 4TO Ha (hoHe packl Col nmaxke HamMuMe NBYX MyTaHTHBIX ayuteneii na-D nmpuBoauT k
pa3BuTHIO O0siee MiTKoro geHortumna, yem Ha Qone pacsl EN. JlanHbIil peHOMEH sIBIsIeTCs
CBUJIETENIb,CTBOM HAJIMUMA MOJYJIUPOBAaHUS ACHUCTBUS MYTaHTHBIX amiened na-D co
CTOPOHBI IPYIHX TEHOB, KOTOPOE BapbupyeT Mexay skoturnamu A.thaliana B pesysbrate
Pa3IMYHOTO aJUIEJIBHOTO COCTaBa ATUX T€HOB Y PACTEHUN pa3IMUHbIX 3KOTUNOB. K Takum
reHamM-Mou(pUKaTOpaM MOTYT OTHOCHUTCS U T€HBI, KOHTPOJIUPYIOIINE dTUTCHETUYECKUE
W3MEHEHUS B KJIETKaX, TOCKOJIBKY BBISIBICHHOE U3MEHEHNE SKCIIPECCUBHOCTH MYTaHTHOM
aJUleId B TETEPO3UTOTE€ NPH COYETAHUHU C ONPEJCICHHBIMU aJJIeNsIMU AUKOrO THUIA
HallOMWHAeT sBJIeHUWe Tnapamytanuii. Hampumep, a1 OOBSCHEHHS YaCTUYHOTO
BOCCTAHOBJICHUS KAPJIUKOBOCTH y TETEPO3UTOTHBIX pacTeHudl Na-Dg, MoxkHO
IPEANONIOKUTh, 4To amienb NA qukoro Ttuma, mnpucyTrcTByrommii y packl Columbia,
BBI3BIBAET MU3MEHEHHE METWJIMPOBAHMUS MYTAHTHOrO ajuiess Na-D, 4ro mpuBOAMT K €ro
3aMOJIKaHUIO.

BonpmmHCTBO mMapaMyTanuii ONMCAaHO Ha KyKypy3e, IPUYEM BO BCEX CIIydasx

JIOKYCBI, BOBJICUECHHBIE B JTO SIBJICHHE, XapaKTepHU30BaIUCh HanuyueM nosropos JIHK
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(Brzeski, Brzeska, 2011). VY Arabidopsis thaliana omucan psig 10KycoB, KOTOpBIE
HOBEP)KEHBI dmHUreHeTHueckuM Mmoaupukamusam (Tetsuji, 2002), omHako THIHYHBIX
napamMyTaluii Toka He BbIgBIeHO. Jlumbe s mokyca PAl y rubpumo F1 ot
CKpelmMBaHusi pacteHuit packl WS ¢ pactenusmu pacbl COl 0OHapy»)eHO 3aMoOJIKaHue
omHoro u3 reHoB 3toro Jokyca (PAILl) B pesymnbraTe B3aMMOACUCTBHS C aJUICIHHBIM
renom (Martienssen, 1996), ogHako O HacjeIOBaHHUHU IIOJOBBIMH ITOTOMKAMH 3TOIO
AMUTCHETUYECKOTO HW3MEHEHHUS He cooOmaeTcs. ONUTCHETHUYECKHe W3MEHEHUS
MyTaHTHOrO amienss TreHa Na-D  moxg BauMsHMEM ajiens 3TOro TIeHa U3
pacel Columbia nepenarorcs moromkam. TakuMm oOpazom, mytanus na-D B retepo3urore
MPOSIBIISIET ce0sl TakKe, KaK KJIACCHUYECKHE MapamyTalii, OOHAPYKEHHBIE y KYKYPY3Bl.
Tem He MeHee, TPUUMHBI HEM3MEHHOCTH (PEHOTHIIAa TOMO3UTOTHBIX pacTeHuit na-D BHe
3aBUCUMOCTUA OT T€HETUYECKOro (POHA OCTAIOTCS HESICHBIMU M MPOTHUBOPEYAT THUIIOTE3E
00 3MUTCHETUYCCKUX U3MEHEHHUSIX MyTaHTHOHU ayienu Ha (one pac Col, Blau Ws.
HecMoTps Ha u3MeHeHUe TposiBIeHUs MyTanuu Na-D Ha pa3HOM T€HETUYECKOM
¢doHe, MOHOTCHHOE HACJICIOBaHHME KapJIMKOBOCTH Ha reHeTuueckom ¢oue Di, En u Ler
MO3BOJISIET a0CTParupoBaThCsi OT HAIUYUS TEHOB-MOAM(PUKATOPOB U HCCIENI0BATH
¢bynkuuio camoro reHa NA, aHanM3upoBaTh €ro B3aUMOCHCTBUE C APYTMMU T€HaMH,
KOHTPOJHUPYIOIMMHU mnposudepaTtuBHyto akTuBHOCTE AMIIL. Jlng sToro Heobxomumo
JIUIIBH C TIOMOIIBIO IOMTOJTHUTEIBHBIX OTOOPOB W/WJIM BO3BPATHBIX CKPEITUBAHUM yOUpaTh
BIIMSIHME T€HETUYECKOro JOHA TeX pac, KOTOPhIE UMEIOT aJUIeSId T€HOB-MOAU(PUKATOPOB

(w11 mapaMyTareHHbIE AJIJIENH).

4.2.1. Posib rena NA B koHTpoJ1e npoaudepaTuBHoil akTuBHOcTH AMII

B mpoBeneHHBIX paHee HUCCleNOBaHUSAX MyTaHTa Na-D ObLIO MOKa3aHO, YTO Ha
MO3/IHEH TEHEPaTUBHOM CTaauM HaOJIOJACTCS CYIIECTBEHHOE YMEHBIICHHE pa3Mmepa
AMII (Ezhova et al., 2002; Lebedeva et al., 2004). B nannoii padoTe NpoBeaCH aHAIN3
AMII myrantoB na-D Ha AByx Oosiee paHHUX CTaAMSIX — BEreTaTHUBHOM U paHHEH
IFE€HEpPAaTUBHOM CTaauu (CTaJMM NEpeXo/a PO3ETKH K BBIMETHIBAHHUIO ILIBETOHOCA).
[Toxazano, yto AMII myranta na-D Ha cTraguu BereTaTUBHOM PO3ETKH MMEET HEMHOTO
MEHBIIIAE Pa3MEPBl, YEM y IMKOTO THIIA, I HAYMHACT 3aMETHO YMEHBIIATHCSA B pa3Mepax
Opu Mepexoie K LBEeTeHHIo. TakuMm o0pa3oM, MyTalus MOPUBOAUT K HaPYIICHUIO

nponmpeparnBaoi aktuBHOcTH AMII, mpuyem Hanbonee sipkuit s3¢dext myrauuun na-D
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MPOSIBJSIETCA MPU MEPEX0JIe€ Ha TeHEPATHBHYIO CTaAui0 pa3BuThUs. OTMETHM, YTO Ha
NaHHBI MOMEHT H3BECTHO HE TaK MHOTO T€HOB, PEryJIupyIOIUX aKTUBHOCTh U
¢yaxumonnpoBanue AMII npu nepexone OT BEreTaTUBHOM K I'€HEpAaTMBHOM CTaJuu.
[TpuuéM MyTaluu HEKOTOPBIX U3 3THUX T'€HOB, Kak Hampumep shal, mpUBOIAT K MOJIHOM
OCTaHOBKE Pa3BUTHS PACTEHUsSI 10 OKOHUYAHUM BET€TATUBHOM CTaJUU, UTO OCIOXKHSIET UX
uzydenne. Mytanust na-D B rerepo3UroTHOM COCTOSHUM HE MPHUBOJIUT K OCTAaHOBKE
Pa3BUTHUS pacTEHUs (AHAJIOTUYHO JIOMUHAHTHOU MyTanuu evel-D). Dto gemaeT myTaiuio
na-D ynoOHbIM 0OBEKTOM Ui H3yueHUs KOHTpoiisi akTuBHocTH AMII Ha craauu
OHTOT€HETUUYECKOTo nepexojia ot BereratuBHoit AMII k AMII couBerus.

B mpenpiaymmx pabotax, HmocBsIIEHHBIX H3ydeHUto myrtauuu ha-D (Kagaii-ood,
2011), ananu3 QeHoTHIIa JBOMHBIX MyTaHTOB Na-D Clv mpoBomwics Ha pacTeHHSX,
JOCTUTTIIUX PEMPOAYKTUBHOM CTaIuU pa3BUTH. BbIJI0 MOKa3aHo, 4TO ABOMHBIE MYTaHTHI
na-D clv mpekpamianu poct mocie o0pa3oBaHUsT HECKOJIBKHX IIBETKOB, KaK M OJMHOYHBIC
MyTaHTbl Na-D, He cmoTps Ha 3HauuTensHO yBenuueHHyro AMII (Kaait-oon, 2011;
Ansbept u ap., 2013). Dro cBugetenbcTByeT 00 OTCyTcTBUM BiusHus reHa NA Ha
pa3mep IyJia CTBOJIOBBIX KieTok. AHanu3 AMII aBoiineix MytanToB Na-D clv Ha panneit
BETETATUBHOW CTaJuu, MPOBEAEHHBIA B JaHHOW paboTe, BbIABWI yBeiaudeHue AMII
nBoiHbIX MyTaHToB Na-D clvl, na-D clv2 wu na-D clv3-2 yxe nHa sToii craamu. D10
CIIY’)KAT CBHMJIETCIbCTBOM, YTO JBOWHBIE MyTaHThl Na-D clv  xapakrepusyrorcs
yBenuyeHueM pasmepoB AMII (a 3HaUMT W Myna CTBOJIOBBIX KJIETOK) YK€ HAa PaHHHUX
CTaIusAX pa3BUTHUA. DTO TMOJATBEPKIAET TUMOTE3y 00 OTCyTcTBMU BiusHus reHa NA Ha
00BEM TyNia CTBOJIOBBIX KJIETOK. A Takke Ha€T HEKOTOPhIE OCHOBAHHUS IPEAINOarath,
yro TeH NA HaunHaeT QYHKIIMOHUPOBATH Ha OOJiee MO3THUX CTAIUAX OHTOTEHe3a, YeM
reasl WUS u CLV, kotopsie onpeaenstoT pazmep AMII.

TakuM 00pa3oM, MOATBEPKIAIOTCS CIACIaHHBIE B Mpeabiaynmx padorax (ExoBa u
ap., 2002; JlebemeBa u np., 2004) BeiBoasl 00 ywactuu reHa NA B perymsuuu
npoiaudepaTuBHON CTBOJIOBBIX KIeTOK AMII, HO 00 OTCYTCTBUU €T0 BIUSHHS HAa 00BEM
UX Myna. A TakXke TMOJy4eH psii CBHUJETEIbCTB TOTOo, uTo padora reHa NA moxer
MOAYJIUPOBATHCA APYTMMU F€HAMHU, aJUIENIbHBIA COCTaB KOTOPBIX PA3IMYAETCS Y Pa3HbIX
skotumoB A.thaliana.

B nmnocnennee BpeMs MOJdy4YeHBl JaHHBIE, YTO KOJUYECTBO Y3JIOB B CIOXKHBIX

COLBETUAX TpsAMO mponopuuoHanbHo pasmepam AMIT (Bull-Herenu and ClaBen-
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Bockhoff, 2013). [Tepen nepexomom Ha penpoaykTuBHyto cragnto AMII yBenmuuBaercs
B pasmepax (Bull-Herenu and ClaRen-Bockhoff, 2013). Ilpu sToM pasHbiC THIIBI
CIIOXHBIX COLBETHH JIEMOHCTPUPYIOT pa3HbIC THUIIbI MOBEACHHS CBOMX AaMUKAIbHBIX
MEPHUCTEM: TaK COIBETHS THUIA METENIKA XapaKTEePU3YIOTCS MOCTOSIHHBIM YMEHBIICHUEM
aMUKaIbHOM MEPUCTEMBI COI[BETHS, HAYMHAsS C CAMOTO Mepexoja Ha TeHEPATUBHYIO
cranuio. B TO e Bpems amuKajJbHAas MEpPHCTEMa COLBETHS THIIA CJOXHAsS KUCTh
MEePeKUBACT JBA JTala YBEIWYCHHS, IOCIE Yero CHOBA HAYMHACT YMEHBINATHCS B
pasmepax (Bull-Herenu and ClalRen-Bockhoff, 2013). B cBere 3THX DaHHBIX MOKHO
npeanonarath, 4to reH NA sBisiercst perynstopoMm pasmepa AMII npu e€ mepexoje Ha
PETPOIYKTUBHYIO CTAIHMI0 TMOCPEICTBOM PETYJISIUN MPOoNnepaTUBHON AKTHBHOCTH
CTBOJIOBBIX KIJIETOK, YTO OMpeAeseT pasMmep Oyaymiero corperus. ToT ¢akr, 49to
TeHETUYECKasl PETYIISAIUs JaHHBIX TEPEX00B OCTAETCs HEU3YUCHHOM, AeTaeT 0COOCHHO

aKTyaJIbHbIM JanbHeiee n3yuenue reaa NA.

4.3. Anaaus B3aumonaeiicresus reaos NA u TOP1

Tak kak reH NA npuHUMaer ywyacTue€ B KOHTpOJI€ pa3BUTUS IBETOHOCA U
nponudepatuBHoil akTuBHOCTU AMII, OBIT MpoBenEéH aHAIU3 €ro B3aUMOJCUCTBHUSA C
reioM TOP1, koTopblii OKa3bIBaeT BIMSHUE HAa CKOPOCTh BBIOpOCa I[BETOHOCA U
BOBJICUEH B KOHTPOJb aKTMBHOCTU M apxuTekTypbl AMIIL. [{ns sToro Opuio npoBeaeHo
ckpemuBanue nuHui fasb u na-D u nony4yeHs! 1BOHHBIC MYTaHTHI.

BHauane cToUT OTMETHUTb, YTO T€TEPO3UTOTHBIE pacTeHus Na-D u3 nokonenus F1 ot
ckpemuBanus  fasS x  na-D, xapakrtepusoBanMch HU3KOW  MPOAYKTUBHOCTHIO,
OTHOCHUTENIBHO OTIIOBCKUX TI€TEepO3UrOoTHBIX pacteHuit na-D. Takas ke Hu3Kas
NPOIYKTUBHOCTh HaOmromaercs Uy pactenuid fasb rereposurotHeix mo na-D w3
nokonieHuss F2 Ttoro e ckpemuBaHus. CTOUT OTMETUTh, YTO TMPOAYKTHBHOCTH
rerepo3uror Na-D He oTimuaeTcs OT TakoBOM y pacTeHMi Aukoro tuma. Takxke B
npenpaymux padorax (Kasaii-oomn, 2011) 6110 MOKa3aHO CHIMYKEHHUE TIPOTYKTUBHOCTH Y
myTtaHTa fasb, y kotoporo cemena o0pa3oBbIBaINCH TOJNBKO B 40% cTpyukoB. B Hariei
paboTe OBLIO MOKAa3aHO TaKXKe CEPbE3HOEC CHU)KEHUE YHcla ceMsH B cTpydkax fasb
OTHOCUTENBHO Jaukoro tumna. CrouT n00aBUTH, 4YTO HemopazButhue ceMmsH y fasb
Ha0JIt0/1aeTCs HE TOJBKO B aNMKaJIbHBIX CTPyYKaxX, UMEIOIIUX OOBIYHO HAPYIIEHHYIO

MOp(I)OJ'IOFI/IIO, HO U B 6a3aJ'H>HBIX, HC OTJIMYAOINUXCA OT TaKOBBIX Y JIUKOI'O THUIIA. Xots
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TaKOHW MPHU3HAK, KaK MPOJTYKTUBHOCTH MOJAPOOHO HE paccMaTpUBaJICs B IaHHOU paboTe, y
rerepo3uror ha-D w3 F1 wu fasb romosurotHeix mo ha-D wm3 F2 wmabmromamoch
3HAYUTEIIPHOE CHWKEHUE MPOIYKTUBHOCTH OTHOCUTEIIBHO PACTCHHM POAUTEIHCKHX
JIMHUM.

Taxke cemena, oOpa3yemble TeTepO3UTOTHBIMH pacteHmsMu Na-D u3 F1 wm fasb
reTepo3uroTHeIMUA 10 Na-D m3 F2, xapakTepu3oBalnuch HHU3KOW BcxoxecThio (~ 50%),
YTO KOHTPACTHPYET C BHICOKON BCX0XKECTHIO Y CEMSIH OMHOYHOTO MyTaHTa fash (~ 95%)
U IOCTaTOYHO BBHICOKOH BCXO0KECTBHIO Y OAMHOYHOr0 MyTanta Na-D (~ 80%).

Ecnu cHmxeHrne npoayKTUBHOCTH JBOWHBIX MYTaHTOB MOXHO OOBSICHUTH BIUSHUEM
mytanmu fasb, To CHIKEHHE BCXOKECTH CeMsH pacTeHuit fasS rereposurotHeix no na-D,
BUJIUMO, SIBIIICTCS CJIEJACTBHEM MPUCYTCTBHUS O0EUX MYTaHTHBIX aJlJICJICH.

AHamm3 mopdosaorun modera aBoiiHbIX MyTaHToB fasS na-D. Kapnukosserid
dbenotun orcyrcTBUe daciuanuu U BUIUMOTO yBeianueHus pazmepoB AMII y pactenuit
fasb rerepo3urotHeIx 1Mo Na-D u y MBOHHBIX MyTaHTHBIX TOMO3HMIOT CBHIETEIBCTBYIOT O
TOM, 4TO MyTanus Na-D momaBnseT nposiBneHue mytanuu fasd mo npusHakam pa3BUTHS
I[BETOHOCA M OOIIEro pocTa pacTeHHs, a TAKXKE M0 MPU3HAKY Pa3BUTHUS daciuanuu. ITo
ITO3BOJISIET CJieIaTh BBIBOJ O Hamuuu B3auMoaercTBus reHoB NA u TOP1. Onnako, Ha
OCHOBE JIaHHBIX, IMOJIYYCHHBIX NP aHAJIU3€e JIBOMHBIX MyTaHTOB Na-D clv, MmoxHO Takxke
npe/rnosarath, 4YT0 KapJMKOBOCTh M OTCYTCTBHE (acIHaluy y ABOWHOTO MyTtaHTa fasb
na-D sBnsercs ciencTtBueM MOJABIEHUS MNPONHQEPaTUBHON AKTUBHOCTH CTBOJIOBBIX
ki1etok B AMII wmyranTtHO¥ amnensto nNa-D, B To BpeMs Kak HeMOCpPEACTBEHHOE
B3aMMO/ICHCTBUE T€HOB OTCYTCTBYET.

Anamn3 mopgoaoruu AMII aBoiinsix mytanToB fasS na. AMII kak pacteHuit
fasb rereposurorneix mo na-D Tak u aBoMHBIX romo3urot fasb na-D memoHcTpupoBana
yBeNMueHue pazmepoB otHocuteabHO AMII oguHOUHOTO MyTaHTa ha-D, uro emé pas
JTOKa3bIBAaET OTCYTCTBUE BiMsHUSA TeHa NA Ha pa3Mepsl Iysa CTBOJOBBIX KieTok AMII.
AMII pacrenwmii fas5 rerepo3urorHsix o Na-D Ha craanu paHHEH PO3ETKH MPH 3TOM I10
pasmepam Mano orTaudaercs or AMII omuHouHOro MyranTta fasb Ha aHamoruuHOM
CTauH. A TakXke B HEKOTOPHIX CIIy4asX JEMOHCTPHpOBAIA JAPOOJIECHUE HA «IOUYEPHHUE)
MEPHUCTEMBI, YTO BCTPEYACTCSA Y OJMHOYHOrO MyTaHTa fas5. DTo CBUAETENBCTBYET O TOM,
gyto TeH NA HaunmHaeT (yHKIMOHMpPOBATH Ha Oojee MO3AHMX cTagusax, yem ren TOPL.

[Tpunumas BO BHUMaHHE TOT (akT, YTO y OOUHOYHBIX pacTeHHil Na-D uumcio nuctbeB
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COOTBETCTBYET MCXOAHOMY 3KOTUIY (AnbOepT u ap., 2013), u Hanbonee BhIpa’KEHHbIE
HapyLICHWs Pa3BUTUSA MPOSBIIIIOTCS Y MOCIEIHUX PO3ETOUHBIX JINCTHEB U IIBETOHOCA, TO
MOKHO Mpeanonarate, yTo reH NA HaumHaeT (yHKUMOHUPOBATH HA CTAJWU IO3]HEN
PO3ETKHU, HEMOCPEICTBEHHO NIEpe]l IEPEXOJOM Ha PENPONYKTUBHYIO cTananio. Ha craguu
no3aHel po3eTkn y pactenmid fasS rereposurotHeix mo na-D AMII nemoHcTpHpyeT
TEHJCHIMIO K YMEHBIICHHIO pa3MEpOB OTHOCUTEIBHO IPEABIAYINEH CTaaud, HO
COXpaHsIeT CKIOHHOCTh K JpobOnenuto. Ilocne mepexoma k nserenuto pasmep AMII y
pactenuit fasb rerepo3urotHsix 1o Na-D cepb€3HO yMeHbIIAeTCs. ITO MOXKET SBISATHCS
CIIEJICTBHEM HANOXEHUA J(P(PEKTOB TIOAABIECHUS AaKTHUBHOCTH CTBOJIOBBIX KIJIETOK
MyTaHTHBIM  ajyieleM Na W 1nocTeneHHo — morepu  kiuetkamu  AMII
HEJICTEPMUHUPOBAHHOTO COCTOSHUSA BCJIEACTBHE yTparhl (GyHkmuu rteHa TOPL.
Pa3BuTHs KpymHBIX KIeTOK Ha moBepxHocTH AMII fasS rereposurorHeix mo na-D mpu
3TOM HE HaOIIOJaeTcs, YTO XapakTepHo Takke i JuHum fasd  wus-1,
XapakTepusymoleiicss morepedt nponudepatuBHor aktuBHOocTH AMIIL. Bumumo Ttakas
4yepTa, Kak pa3BUTHsA Ha oBepXHOCTH AMII BrIcTynaromux KpymnHbIX KIETOK, CXOIHBIX C
TUpPEepeHIUpPYIOIMMHACA  KIETKaMH, XapakTepHa TOJBKO JUIS MO3JAHUX CTaauil
OHTOreHe3a. B To Bpemss Kak pasBuTHe pacteHuid fasb rereposurotHeix mo na-D
OCTaHAaBJIMBAETCA OTHOCUTEIBHO PAHO.

Taxke BakHOW 0COOCHHOCTBIO, HAOMIOIaeMOl y pacTeHuil fash reTepo3uroTHeIX 1Mo
na-D, sBasierca ymensbienue pazmepoB AMII GoKOBBIX 1MOOEroB, 3aKiIa bIBAIOIIUXCS B
na3zyxax pO3€TOYHBIX JIMCThEB. BOKOBBIE amMKaidbHblE MEPUCTEMBbI B Ma3yxax Oojee
MOJIOJIBIX JIUCTHEB JIEMOHCTPHUPYIOT TOpa3io Oojee KpymHbIe pa3Mepbl, 4eM OOKOBBIE
AM B ma3yxax 0ojee MOJOJBIX JIUCTHEB. ITO MOXKET TOBOPUTH O TOM, YTO Ha PaHHUX
ctaausix pa3Butus, korga red NA emie He aktuBupoBancs, AMII (kak riaBHas, Tak U
OOKOBBIC) TIOCTENICHHO YBEIMYMBAIOTCSA B pa3Mepax B pe3yibTaTe OTCYTCTBUS (DYHKIUH
rena FAS5/TOP/a. Ha Gonee mo3mHUX CTaausX MOCIE aKTHBAIIMA MYTAHTHOTO aJlIeiis
rera NA mnpomudeparuBHas axtuBHOCTE AMII cHmwkaercs, B pe3ylnbTaTe dero
3aKJIa/IbIBAIOIMECS] HA OTUX CTAIUsAX AanuKajJbHblE MEpPUCTEMbl HE MOTYT CEpPhE3HO
YBEJIMYUTH CBOU Pa3MEPBI.

AMII nBoiHBIX MyTaHTHBIX Tomo3uroT fasS na-D Ha cragmm paHHE#H po3eTKH
JIEMOHCTPHPYET He MeHee KpYIHbIe pa3mepbl, ueM y fasb rereposurorHeix mo na-D. Ha

cramuu, mnoszmHed poszetkn AMII nBoiHbIx TOMo3uroT fasb na-D ymensbrmaercs B
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pa3mepax, U COOTBETCTBYET TakoBOW y pacreHuit fasd rereposurorHeix mo na-D Ha
aHaJorMyHOM ctanuu. HakoHel Ha cTaauu, XpOHOJIOTMYECKH COBIIAJAIONMIEN CO cTaauei
BBIMETHIBAHHS IIBETOHOCA y pacteHuit fasb rereposuroreix mo na-D, AMII nBoiiHBIX
MYTaHTHBIX TOMO3UToT fasb na-D emié cymiecTBeHHee yMEHBIIIACTCS B pa3Mepax, XOTs U
He Tak cwibHO kKak AMII wmyrantoB fasb rereposurorHeix mo na-D, a takxke Tepser
KyIoJioo0pa3Hyto GopMmy. DTO MOKET OBITH CIACICTBHEM TOTrO, 4To fash rerepo3urorHeie
no Nna-D mepexodsT K IBETEHHIO, YTO BBI3BIBACT OoJiee OBICTPOE pacxoJ0BaHUE
cTBOJIOBBIX KjeTok AMII, yem Ha mpeapiayineil BereTaTuBHOM cTtaguu. B To ke Bpems
nBOMHBIE ToMO3uroThl fasS na-D mpakTWyecku npekpamaroT pa3BUTHE Ha JTaHHOM
CTaJIuM, B PE3yJbTATE€ YEro MX IyJ CTBOJIOBBIX KJIETOK, CKOPEE BCETO HE YCIEBAECT
U3pacxoJ0BaThCsl B JOCTATOYHOM crTeneHu. Tem He menee, y AMII pacrenuit fasb
reTepo3uroTHeIX o Na-D Ha penponyktuBHOU craguu AMII coxpaHsieT XapakTepHYIO
Mop(dororuto. IT0 MOXKET CBUAETENHCTBOBATH O TOM, UYTO MYTaHTHBIM auiens Nha-D
MO/IABJISIET HE TOJIBKO MEPEXO0/1 K IBETCHHIO, HO U 00IIIee pa3BUTHE OPTaHU3Ma PACTECHUS.

Baxnoii ocobeHHocThio AMII ABOMHBIX MyTaHTOB fas5 na-D saBasgrorcs
NPaKTUYECKU UACHTHYHBIE pa3mepbl AMII y pacrenuii fasS romo- 1 reTepo3UroTHBIX MO
MyTaiuu Na-D. DTo ciayXut enié ogJHUM BaXKHBIM CBUJICTEIBCTBOM TOro, uTO TeH NA He
BiusieT Ha 00béM AMII, HO OKka3bIBaeT BIUsHUE Ha €€ Mpon(epaTUBHYIO aKTUBHOCTb.

Takum oOpazom, ananmu3 Mopdonorun AMII nBoiiHbIX MyTtantoB fasS na-D wu
JUHAMUKH €€ M3MCHCHHUI B OHTOTCHE3€, IO3BOJISICT 3aKII0UYUTh, uTO reHbl 1OP1 u NA,
CKOpE€e BCEro, 3aJIcICTBOBAHbI B PA3HBIX PETYJIATOPHBIX MEXaHU3MaxX, TEM HE MEHeEE,
onn 00a oxasbiBatoT BiausiHue Ha myn CK B AMII pactenus. I'en TOP1 npenoTtpamaer
BO3HUKHOBEHHE JKTOMUYECKUX 00JIACTEeH IKCIPECCUU TEHOB CTBOJIOBOCTH, a 3HAYUT U
skronnyeckux myinoB CK, a takxke nopaepxkuBaeT CK B HEACTEPMUHHPOBAHHOM
coctostHuu. B To xe Bpemsi reH NA, B 3aBUCUMOCTH OT BO3MO>XHOM MPUPOBI MyTaluH,
MOXXET UIrpaTh poOJb JHOO OTPUIATEIBHOTO, JHUO0O0 TOJIOKUTEILHOTO peryysTopa
nponudeparuBHoil akTuBHOCTH CK.

Ananmuz B3aumopeicTBusi reHOB TOP1l m NA B COBOKYIHOCTH C JaHHBIMH 00
0COOEHHOCTAX MX (PEHOTHUIA U B3aUMOJICHCTBUU C PSAJIOM BAXKHBIX PETYISITOPHBIX T€HOB
MO3BOJISIET TOCTPOUTH MPEABAPUTEIBHYID CXEMY HX YYacTHsl B KOHTPOJIE PAa3BUTHUA
opranu3ma pacteHus. 3akianka nepBoHavaipbHOi AMII A.thaliana mpoucxomutr Ha

cTanuu 3MOpHOTeHe3a ¢ YCTaHOBJICHHEM (YHKIIMOHAIBHON perynstopHor nmetnu WUS-
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CLV3. T'en TOP1l nHaumHaeT 3KCHPECCHPOBATHCS €IMIE HAa AMOPUOHAIBHBIX CTATUIX
(Takahashi et al., 2002), Tem He MeHee, HA 3TUX CTAAMAX €ro QYHKIUS IyOIMpOBaHa,
OKa3bpIBaTh 3HAYMMOE BIIMSHME HA pPAa3BUTHE PACTCHHS OH HA4YMHACT YK€ IOCIe
npopactanust cemeHu (puc. 44). OO0 3TOM CBUIETEILCTBYET THOETh PACTEHHH C
HapylieHrueM QyHKIUU oboux reHos, kogupyromux JIHK Tomonsompeasy |, Ha cranun
npopoctka (Takahashi et. al., 2002). OcuoBuas ¢yukuus reda TOPL B perymsiuun AMIT
cocTonT B obecredeHnH eauHCTBa noMeHa oskcnpeccuu renoB WUS u CLV3 u
NpeOTBPAIllEHHEe BO3HUKHOBEHMSI OYaroB MX OKTOMMYECKOW HKCIPECCUHU, a TaKkKe
MoJiIep>)KaHue CTBOJIOBBIX KieToK AMII B HegeTepMUHHUPOBAHHOM COCTOSIHUHU. JTO
obecnieunBaeT ¢opmupoBanue QyHkiuoHaTbHOM AMII u npanpHeliniee pa3BUTHE
NPaBWIBHON apXUTEKTYpbl HAJ36MHOM YacTH PACTUTEIHHOTO OpraHu3Ma. Ha
BereTaTMBHOW cramuu (craguu poszetku) TeH TOPLl cympeccupyer mepexon Ha
PENPOAYKTHBHYIO CTaJMI0, BUAMNMO HUHIYLIHPYSI T€HBI-PETPECCOPhl JAHHOTO IMepexoja.
[Tocne mepexona x mBetenuto, TOP1 BeICTymaeT MHAYKTOPOM TaKWX T'€HOB I[BETCHHS,
kak LFY w/unmu AP1, oGecrieunBasi pa3Butue ¢riopaibHbix MepucteM. [Ipu 3ToM B Xo1e
nanpHeimero pa3putus npetka TOP1 orpanmumBaer o0iacth akTuBHOCTH reHa AG,
perynupysi KoppekTHoe pas3BuTue IBeTtka. Taxxe reH TOP1l Ha mpoTsbkeHUU, BUAMMO,
BCET0 )KM3HEHHOTO IUKJIA PaCTUTEIHHOTO OpraHU3Ma y4acTBYET B PETyJSIIUU OTBETa Ha
CBETOBBIC CTUMYJIBI.

['en NA, mo-BuauMoMy, HaYMHAET aKTHUBHO (DYHKIIMOHUPOBATH HA CTAJIUU TO3AHEH
pPO3€TKH, HEMOCPEJICTBEHHO Tepes] MepexoJoM K I1BeTeHuto, (puc. 44). OcCHOBHOMU
dbynkiueit rena NA sBisieTcss perymnsiius npoiudepaTUBHON aKTUBHOCTH CTBOJIOBBIX
kierok AMIL. Ecnu npeanonaraTe, 4TO JOMUHAHTHas wmytamus Nna-D  sBasercs
pe3yabTaToM JKTOmHYeCcKoi dkcrpeccuu reHa NA, To ero (QyHKIus 3aKiodyaeTrcs B
nojasieHuu nponudeparuBaoit aktuBHOCcTH AMII 1 pa3BuTus pacrenus. B ciyuae ecnu
ammens  ha-D sBnsercs  aHTUMOpPGHBIM,  T..  TPOHCXOOUT  oOpa3oBaHHE
HEe(YHKIIMOHAIBHOTO TPOAYyKTa, K MpuMepy, oOpasyromero HedyHKINOHAIbHBIE
OenkoBble KOMIUICKCHI, (yHKIUs reHa NA MOXeT 3akii4vaTrhCsi B MOJJACPKAHUU
nponudeparuBaoit akTuBHOCTH CK AMII Ha 10KHOM ypOBHE

Taxum 006pazom, MOKHO 3aKIOunTh, 4YTO TeHbl TOP1 n NA urpart BaxHYIO pOJb B
PEryISIIUN pa3BUTHS PACTUTEIBHOTO OpraHnu3Ma. [1ouck reHoB, SBISIOUUXCS MUILIEHSIMU

peryisiun co ctoponbl TOP1 u NA, MOXeT BBIIBUTH paHee HEM3BECTHBIE PETYIIATOPHBIC
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MEXaHU3Mbl PA3BUTUS PACTEHHUS, a TaKXKe paCUIUPUTh MPEACTaBiICHUs 00 yxe
UMEIOIIUXCSL.
3AK/IIOYEHHUE

B nanHoil paGoTe BBISIBICHBI HOBBIE, paHee HE YCTAaHOBJICHHbIE (DYHKIMHM TeHa
TOP1, komupyromero JJHK tomouzomepasy la. B psige panHux paboT ObUTO TTOKa3aHO
ydacTue JAaHHOTO TeHa B TaKUX acleKTaxX pa3BUTHs, Kak (GOpMUpOBaHUE MPaBHIbHON
aApXUTEKTYphl alUKaIBHON MEpPUCTEMBbI MoOera U MOJJAEPKAHUE COJACPIKALIUXCS B HEM
CTBOJIOBBIX  KJETOK B  HEJACTEPMHUHUPOBAHHOM cocTOsSsHMM. Hamu  moka3zana
BOBJICUEHHOCTh JAHHOTO I'€HA B PETYJSIUIO MPOIECCOB MEepexo/ia Ha PENpPOAYyKTUBHYIO
CTaJUI0 U MHULMAIMIO (priopaibHOM Mepuctembl. [Ipu 3TOM, ecnu B ciaydae mepexoja K
penpoayktuBHOW ctaguu reH TOPLl urpaer posib HETaTUBHOTO PETYNIATOpa, TO YiKe
MocJie  OCYIIECTBIEHUs naHHoro Tmepexoga TOP1 wuHmymupyer ¢dopmupoBaHue
dbopaibHON MEpHCTEMBI, TIOJOKUTEIBLHO PEryaupysl KitoueBoi red mnsetenust LFY, a
BO3MOHO emé u redbl AP1 u AP2. DT0 CBHAECTETBCTBYET O TOM, YTO B XOJIC ITUX JABYX
nporieccoB TOP1 oxa3piBaeT BIMSHUE HA pa3Hble TPYIIBI [€HOB, YTO OOECMEYMBACT
TaKyI0 pa3HOHAIPABJICHHOCTh €ro aercTBus. Taxke HaMu mokazaHo ydactue reHa TOP1
B peryiasiuuu (oromepuoanyecKkord peakuud pacTteHuid. M3MeHeHwe peakiuu Ha
CBETOBBIE CTUMYJIbl XOPOILIO COOTHOCUTCS € MOdyuYeHHbIMU A.A. I[IeHHHBIM TaHHBIMU O
MepenpeCTaBICHHOCTH cpeau  auddepeHnanbHO  SKCIPECCUPYIOMMUXCS TEHOB Y
myTtaHTa fasb reHoB, orBeTCTBeHHBIX 3a OmocmHTe3 aykcuHa u ABK (Anb6ept E.B.,
KnenukoBa A.B., lemunenko H.B., Exosa T.A., Jlorauésa M./I., Tlenun A.A., 2014).
[{UTOKUHUHOBBII W AayKCHHOBBI pEryasiTOpHbIE NYTH MOIYT HapylaTbCs MpHU
HapyILIEHUH BOCIPHUATHUSI CBETOBBIX CUTHAJIOB, KaK M YYBCTBUTEIBLHOCTH OpraHuU3Ma K
ABK.

B nameit pabGore ycrtanoBieHo, uro reH NA, paHee oxapakTepHU30BaHHBIH Kak
peryaarop npoaudepaTUBHON aKTUBHOCTH CTBOJIOBBIX KieTOk AMII, sBusercs Taike
OJIHMM U3 T€HOB, peryaupyommx romeocta3 AMII npu nepexoge Ha penpoIyKTUBHYIO
craauto. Hamu nokasano, uro B ominuue ot reHoB CLV3 u TOP1, ¢pyHKIMOHUpYIOMIMX
Ha4YMHAST ¢ SMOpHOHANBHBIX cTtanuii, reH NA HaumHaeT (QYHKIIMOHUPOBATH Ha TMO3THEH
BETE€TATUBHOW CTaJuU - CTaJUU IEpexoJa K IBETCHHIO M, OUYEBUAHO, PETYIHUPYET

romeocta3z AMII B xoe 1aHHOTO Mepexoa.
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Takum 00pa3oM, B X01e MPOBEAEHHOW pabOTHI OBLIM PACHIMPEHBI MPEICTABICHUS O
¢byakunu reHa TOP1, yrounena ponb reHa NA B pa3BUTHHM pacTe€HHsS U COCTaBJCHA
npuMepHas cxema ux jaerctsus (puc. 43). 'en FASS5/TOP /o skcnipeccupyercs, HaunHas
C SMOpHOHAJIBHOM CTaAMM Ha BCEX MOCTAIMOPHOHANBHBIX CTAAUAX Ppa3BUTHS U
o0ecrieunBaeT TOAJAEP)KAHUE EAWHOW OONAaCTH OKCIPECCHU  KIIIOYEBBIX TI'EHOB,
perynupyronux aktuHocTh AMIT (WUS u CLV3), mpenoTBpaiias BO3HHKHOBEHHE
HKTONMUYECKUX 04yaroB ux skcrnpeccun. Tawke FASS5/TOP/a mognep:xuBaetr CK AMII B
HEJCTEPMUHUPOBAHHOM COCTOSIHUM Ha TMPOTSHKEHHHM BCero oHrtorenesa. [lpu stom Ha
BereTaTMBHOM cTamuu (mpopoctok, pos3erka) FASS/TOP/a HeraTMBHO peryaupyer
Nepexo] Ha PENpOAYKTHBHYIO CTaaui0, BHIMMO, WHIYIIUPYS TEHBI-PEIPECCOPHI
nserenus. Ilociae mepexoma k 1BereHuto FASS/TOP/o HaumHaeT MONIOXKHUTEIBHO
perynupoBaTh 3kcnpeccuto reHoB npetenust (LFY wnu AP1l) u orpanmumBaTth o0nactb
skcripeccut AG  BO ¢uiopalibHOM MepucTeMe, YTO OO0ECNeYHBAET COOTBETCTBEHHO
HOpMAaJIbHBIC 3aKIaJIKy W pa3BUTHEC (IOpPATBHBIX MEPHUCTEM W TPABWIBHOE DPa3BUTHE
nBetka. ['en NA akTHBUpYETCS Ha CTaIuU TMO3JAHENH PO3ETKU WIIM HEMOCPEJCTBEHHO MPHU
nepexone K nBereHuro. Dynkmus reHa NA, ucxoas U3 JOMHUHAHTHOTO Xapakrepa
MyTtauuu na-D, Moxer 3akntovarbest MO0 B CTUMYJIMPOBAHUY, JINOO B CYIIPECCUPOBAHUU
nposmdeparuBaoi akTuBHOCTH CK B AMII. Takum o6paszom, rensl FASS5/TOP/a u NA

HE B3aUMOJICHCTBYIOT HANPAMYIO, HO BMecTe BiausroT Ha CK.

LFY/AP1
Penpeccopbl * wus
nepexoga K AGY-FAS5 — 4T
LBETEHUIO ‘ CLV3
’ CK
wus
FAS5 — 4T T.,-l-
CLV3
NA
CK
% — %} = =
Mepexon Ha
MpopocCTOK PoseTKa penpoayKTUBHYIO LiBeTeHue
cTaguio / BeiGpoc
uBeTOHOCA

Pucynok 43. ®yuknuun reHoB FASS5/TOP/a m NA Ha pasHbIX CTaausX Ppa3BUTHS
A.thaliana.
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BbIBO/1bI

1. Myranus fasb A.thaliana nmpuBoauT K BOSHUKHOBEHHUIO CTOI-KOJIOHA B 9 SK30HE reHa
TOP1, xonupytromero JIHK Tomonzomepasy | a, u oka3piBaeT mieoTponHblil 3¢ exT Ha

pa3BHUTHE BCEX OPraHOB mobera.

2. I'en TOPI wrpaet BaXHYIO POJb B KOHTPOJIE MPOTU(PEPATUBHON aKTUBHOCTH KIIETOK
AMII — mopgaepxkuBaeT HEIETEPMUHUPOBAHHOCTH KIETOK M ONpPEAENAET LEIOCTHOCTh
AMII, B3aumopeiictByss ¢ renom WUS — KitoueBbIM T'€HOM, HHHULIUUPYIOLUIUM HU

MOAACPIKUBAIOIIHUM ITYJI CTBOJIOBBIX KJICTOK.

3. T'en TOP1 3anepxuBaet nepexon pacteHuit A.thaliana na penpoaykTHBHYIO CTaanIO
Pa3BHUTHSA, HO TOCIE JAHHOTO Iepex0/ia aKTUBUPYET pa3BUTHE (IOPATbHON MEPUCTEMBI,

B3aUMOJCICTBYs ¢ TeHOM LFY.

4.Ter TOPI yuacTByeT B perynsiiiuu (OTONEPUOTNIECKON pEaKIIMU PACTCHHIM.

5. Ilposinenne myranmu Na-D A.thaliana w xapakrep ee HaciemoBaHHs 3aBHCHT OT

TEHEeTUYECKOro (poHa.

6. I'en NA urpaer BakHyI0 poJib B KOHTpOJI€ MpoJndepaTUBHON aKTUBHOCTH CTBOJIOBBIX
kietok AMII Ha cTaguu nepexona pacTeHUil Ha PeNPOAYKTUBHYIO CTAIUIO0 Pa3BUTHS, HE
BJIMSISI HA BEJIMYMHY ITyJIa CTBOJIOBBIX KIJIETOK M JIEMCTBYS He3aBHUCHMO OT reHoB 1OP1,

CLV1, CLVZ, CLVS.
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CIIMCOK COKPAILIEHUN
ABK — abcum3oBas kuciaora
AMII — anukanpHas MepucTema mnodera
AMK — anukanbHasi MEpUCTEMA KOPHS
AT — qukuii Tvn

CK - cTBOJIOBBIE KIIETKH
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JICHTOBUJIHBIN cTeOenb MyTanTa fasb (cieBa) u aukoro Tuma crpasa. b - pacrenne myranra fasb
0e3 paszBuTus Qacuuaiuu, B - pacrenne myranrta fasb ¢ spko BepakeHHO# (acumanumeii. ' —
AHoManbHOE BeTBIICHHE cTeOst MyTaHTa fash (oTMeueHo cTpenkoii).

29 S0p0 — 00004 00pm

Pucynok 2. AMII pacrenntii fas5 co cnaboii ¢pacumanmeii. A — Ha CTaauu PaCKPBITHS
HEPBBIX I[BETKOB, b — Ha cTasnu 3aBepiieHns IBETEHUS
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Pucynoxk 3. {Betku fasb, pazsuBaromnyiecss B yCIOBUSAX KOPOTKOTO JTHS. A - IIBETOK MyTaHTa

fasb, BbIpamMBaBIIErocs B YCIOBUSX KOPOTKOro AHsA. b — Oa3anbHbli 1[BETOK MyTaHTa fasb,
BBIPAILMBABIIETOCs B YCIOBUAX ATMHHOTO AHA (6ap cootBecTBYyeT 1000MKM). B, I' — cxoanble ¢
TEPMHHAIBHBIMU [IBETKAMU CTPYKTYPBHI, pa3BHBAIOLIMECS Ha I[BETOHOCe MyTaHTa fass B
YCIIOBUSAX KOPOTKOTO JHSI.

Pucynok 4. Ctpyuku myranra fasd u quxoro tuna. CHU3Y BBEpX: CTPYUYOK JWKOTO THIIA,
OazanbHBIN cTpydoK fash, anukansHbIi cTpydok fasb.
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Pucynoxk 5. ITosepxuocts AMII nBoiineix myranToB fasb clvl, fasb clv2-1 u fas5 clv3-2.
IMToBepxHocts AMII Ha cTaguu packpbiTHs nepBbix OyroHOB: A - fasb clvl, b - fasb clv2-1, B -
u fasb clv3-2, kpynusie kietkn manouucieHHbl. [ToBepxHocth AMII Ha cTaguu 3aBepIICHHS
userenus: I' - fasb clvl, JI - fasb clv2-1, E - u fasb clv3-2, xpynHble KJISTKH MOKPHIBAIOT BCIO
noBepxHoctb AMII. Bapsr cootBercTBy10T: A, B, I', E — 30 MxMm; B, /] — 100 Mxm.
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Pucynox 6. Ilserkm jmBoiiHoro wMyranta fasb pi-1 u oauHOYHOro wMmyTanTa pi-1
MpUHAJIeKAIME K Pa3HbIM sipycaM conBeTHs. A, b, B - COOTBETCTBEHHO anmuMKaabHBIN, CpeTHUN
U 0a3ajbHbIA BETKH oguHOYHOro Myrtanta Pi-1. I', JI, E - COOTBETCTBEHHO amMKalbHBIH,
cpenHuil M Oa3anbHBIA 1BETKU IBOWHOro myranTta fasb pi-1. bapel coOTBETCTBYIOT: A-E —
300MKM.
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[ ] - N-koHuesoil [IHK-cBA3LIBaAIOWWIA AOMEH
[ ] - C-KOHUEBOI KaTanMTU4eCKUid JoMeH

[[] - C-xoHueBoi accONMHPOBAHHBIH NOMEH DLKTVALGTSKINKLDPRI
[ - axTHBHBI IeHTD

Pucynok 7. Ctpykrypa npoaykra rena TOP1. KoncepBaTuBHbie (pyHKIMOHAIEHO-3HAYHMEBIE
JIOMEHbI (0003HaYeHbI MPAMOYToJbHUKaMU): N-TepMUHAIbHBIN JIHK-cBs3bIBatomuit
nomeH (364 - 582 AO), C-repmuHaibHbI KaTanutuueckud gomeH (585-811 AO), C-
TePMHUHAIBHBIN Tomonzomepasa | accounnpoBanublii 1omeH (858-876 AO): conep>KUT aKTUBHBIIH
neHTp ¢epmenrta (858-876 AQO), akTUBHBIA OCTATOK THPO3MHA PACIOJIOKEH B MO3UIUU 872
(otmeuen 3enénbiM). [llkana — cotau AO.

- . 1‘ - £ : o ' .
Pucynoxk 8. [IposiBinenue myrauu nNa-D va gone pacer Di. A, b — rereposurotst F1 na-D.
B — romosurora na-D F2. T', 1 — rerepo3urotsr F2.
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Pucynok 9. IIposienenue myranuu na-D Ha done pacer Bla. A - F1 ot ckpemunBanus Bla % na-
D, cneBa HampaBo: pacTeHHE JTUKOTO THMa, rerepo3urora Na-D. b, B — F2 ot ckpemuBanus Bla
x na-D, HwKHUH psf, clieBa HANPaBO: pPAacTEHUE JUKOTO TUIA, TeTepo3uroTsl Na-D BeicoToit

COOTBETCTBEHHO 22¢M, 9cM U ScM; BEpXHUH psiJi — CHU3Y BBEpX: rerepo3urora Na-D ¢ BeicOTOM
lem, romozurora Na-D. Bapel cooTBeTCTBYIOT ScM.

Pucynox 10. Myrarus na-D na ¢one myranuii clvl, clv2-1 wu clv3-2. A — na domne clvl. b
— Ha ¢one clv2-1. B - clv3-2. CnpaBa naneBo — pacrenue Clv, romosurotrHoe mo na-D,
pactenwe Clv rereposurorroe mo na-D.
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ISK co+2HM
Pucynok 11. IIpetku nBoiinoro myranrta fasb na-D u oguHOYHOTrO MyTaHTa na-D. A - 1BeTok
rerepo3urotHoro pacrenuss na-D. L[etku pacrenuss fasb rereposurornoro mo na-D: b -

0a3anpHbI LBeTOK. B - anukanbHblil 1BeTOK. bapbl coorBerctBytoT: A, b - 1000MKM, B -
800MKM.

00007 100N ‘e

Pucynok 12. AMII pacrenus fasb, BeipaiuBaBmierocs B KIMMaTHIECKOM Kamepe.
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Tabnuma 1. Jlonsa pactenuii ¢ pa3BuTon (hacruaimeir/0OTCyTCTBUEM Pa3BUTOM (aciranum

B IIOTOMCTBE MYTaHTHBIX pacTeHuit fash ¢ pasHoii cTeneHpro pa3BUTHs (acIUAIHH.

Pogutennckoe Yucno Yucno > % pacTteHuii ¢
pacTteHue pacTeHuu co pacTeHun ¢ Br16opku CUJIBHOU
ciaboit CHJIBHOM dacuuanuei
(dacumarnmeit/6e3 | ¢dacumnamuei
dhacumarnuu
Pacrenne c 132 23 155 15+2,9%
CUJIBHOM
bacumnanuei
Pacrennii co 140 17 157 11+2,5%
cinaboit
bacumanueit

Tabnuna 2. MoppomeTrpudeckue JaHHBIE PO3ETKU U IBETOHOCA PACTEHHI AUKOTO THUIIA U

mytanTa fasS 6e3 pa3BuToli (acuuaIy U ¢ IPKO BBIPAKCHHOM (hacimanuei cTeos

JInnug Pozetrounnie | CrelieBble Bricora Bricota Oo6imas
JINCThS JINCTHS BEr€TaTUBHO | T'€HEPATUB BBICOTA
1 YacCTH HOM 4acCTH pacTeHus
JIukuit Tam 8,2+0,7 3,610,7 20,1+1.4 20,2+1,3 40,3+1,3
fasb 4,7+0,6** 57+1 21,1+0,9 20,9+1,1 42+0,8
fas5 ¢ spko 4,3+0,64** 13,0+4,3 18,3+1,2 15,7+0,8** | 34,6+1,7**
BBIPa)KECHHOMN
dacuuanuei

** - cpemHUWe 3HAYEHUS YKCIa PO3ETOYHBIX JHCTheB i fasd mocroBepHO oTnMuaroTcs oT
3HAUYEHUH JJI1 AUKOI'0 TUIIa U CPEAHUEC 3HAYCHHM S BbICOTHI FeHepaTHBHOfI qaCTu u O6HICI>1 BBICOTHBI
pactenust s fasb ¢ spko BbIpakeHHOH (acumanmeil oTaIM4arTcs OT TakoBbIX i fasd co
ciaboit acuueit 1 JUKOTo THITAa IPU ypoBHE 3HaunmocTtu P> 0,99

Tabnuma 3. Yucino MBETKOB y pacTeHHi AuKoro tuma u fasb ¢ pasHoii cTemneHbio

pa3BuTus (pacruanuu

JInnus Yucio HBETKOB
AT 22,1+5,6**
fas5(cmabas dacumarus) 36+2,7*
fas5(cwibHas dacrmanmys) 49,7+7.4*

** - cpenHee 3HAUYEHHUE IS TUKOTO THIIA OTJIMYAETCSA OT CPEeIHUX 3HaueHHH 1t fash mpu

P> 0,99
* - cpennue 3nauenue s fasb co caaboit u cuipbHOU (haciualyel OTIINYarTCs APYT OT

npyra ipu P> 0,95
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Tabnuua 4. XapakTepyCTHKa TUIIA U YKMCJIa OPraHOB IIBETKA B 0a3ajbHOM, CpelHed U

alMKaJIbHOM YacTIX LIBETOHOCA MyTaHTa fasb u JHUKOI'O THUIIA.

Opran 1-5 uBeTkn 6-10 BeTKH 11-15 uBeTkn
fash JTukuii fash Juknii fasb Juknii
THII THII THII
YammenmcTuku 413 4,02 4,07 4,05 3,89 4
+0,51 +0,13 +0,47 +0,22 +0,90 +0
Kapnemmonaabie 0,04 - 0,24 - 0,15 -
YaIeJIMCTUKU +0,27 +0,79 +0,68
Jlenectku 3,15 4,03 1,89 4,03 1,53 4
+1,01** +0,26 +1,17** +0,18 +0,98 +0
V3kue 0,58 - 1,13 - 1,36 -
JIETIECTKU +0,76** +0,94** +0,97
TBIYUHKH 48 5,67 431 5,75 3,87 5,53
+1,53** +0,51 +1,37 +0,44 +1,69** +0,54
Kapnemmonapie 0,15 - 0,29 - 0,24 -
THIYUHKU +0,36 +0,57 +0,47
[InomomucTuku 2,56 2 2,44 2 2,65 2
+0,16 +0 +0,14 +0 +0,89 +0
Hecpocumecs 1,25 - 0,65 - 1,16 -
IJTOOJIUCTUKHA +1,68 +1,16 +1,64

- OTCYTCTBHEC JaHHOT'O THUIIA OPTaHOB

** - cpenHHe BETMYUHBI MyTaHTa fasS B COOTBETCTBYIOIIMX MYTOBKAaX JOCTOBEPHO
OTJIIMYAIOTCS APYT OT JApyra MpH ypoBHE 3Haunmoctu P> 0,99
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Tabmuna 5. Yncino opraHoB B IBETKaX pa3HBIX SPYCOB OJMHOYHOrO0 MyTaHTa Pi-1 u

norinoro myranra fasb pi-1

OpTraHbI 1-5 uBetkn 6-10 uBeTKH 11-15 uBeTku
fasb pi-1 Pi-1 fasb pi-1 Pi-1 fasb pi-1 Pi-1
1 4,16+0,1 4 4,07+0,05 4 4 4
MYTOBKA
2 3,93+0,1 4 3,2+0,1** | 3,97+0,03 | 3,1+0,17** | 3,9+0,02
MYTOBKA
3 2,9+0,11 | 3,14+0,12 | 2,73+0,1** | 3,17+0,07 | 2,73+0,08** | 3,08+0,06
MYTOBKa
4 2,23+0,08* | 2,1+0,04 | 2,56+0,09** | 2,05+0,04 | 2,8+0,07** | 2,03+0,03
MYTOBKAa

* - 3pauenus fasS pi-1 KocTOBEpHO OTIMYAIOTCS OT 3HAYCHMIA JuIs Pi-1 pu ypoBHE

sgaunmoctu P> 0,95
** - 3padyenus fasb pi-1 JOCTOBEpHO OTIIMYAIOTCS OT 3HAYEHUH Aus Pi-1 mpu ypoBHE
3gaynmoctu P> 0,99

Tabnuma 6. [loas opraHoB IUKOIO THIIA U aHOMAJIbHBIX OpPraHoB B IBeTKax fasb pi-1

pa3HBIX IPYCOB

OpraHbl 1-5 uBetkn 6-10 nBeTKH 11-15 uBeTkn
J.T. | AnomanbHbIC J.T. AHOMaJIbHbBIC J.T. AHOMaJIbHbBIC

1 4,16 0 4,07 0 4 0
myTtoBka | 0,1 +0,05

2 3,87 0,07 2,97 0,27 2,73 0,3
myTtoBka | +0,12 +0,05 +0,12 +0,12 +0,18 +0,14

3 2,77 0,13 1,43 1,3 1 1,73
myToBka | +0,14 +0,1** +0,26 +0,26** +0,23 +0,27

4 2,1 0,067 0,27 2,3+ 2,8 2,43+
myToBka | +0,13 +0,06** +0,15 0,17** +0,07 0,19

** - 3HaueHMUs] 4YUCIA AHOMAJIbHBIX OpPraHoB st 1-5 IBETKOB JIOCTOBEPHO

paznuyaroTcst oT 3HaueHui st 6-10 u 11-15 uBerkoB mpu ypoBHe 3Haunmoctu P> 0,95

Tabauma 7. AHamu3 COOTHOIICHHS 4ucia ceMell F3 roMo3urotHeix mo myramuu fasb,

BBIMICTUISIONINX U HE BBIMICTLISAIONIMX 1BOiHBIC MyTaHThl fasb Ify-10.

O6miee uncno | Hepacmemsironuecs | Paciersironuecs I'eneTnueckoe
cemeit F3 CeMbH CEeMbH paccTosiHue

41 39 2 2,5+0,01cM
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BJIATOJAPHOCTMN:

Beipaxkato uckpeHHIOO OnarogapHocTh TaTesiHe AHaronbeBHE EjkoBod 3a
HEOLIEHUMYIO IIOMOIIlb IPU BBINOJIHEHUH U MOATOTOBKE paboThl U YpaHe HukosaeBHe

Kagaii-0011 32 mOMOIIb B OCBOEHUU METOJ0B PabOThI C 0OBEKTOM HUCCIICTOBAHUS.

Ocobass  OmaromapHocTh - Anekcero  AmnekcanapoBuuy [leHuny, AwnHHe
Brnagumuposae KnenukoBoir u Hatanse BiamneHoBHe JIeMUIEHKO, BBINOJHUBIINM
KapTupoBaHue Mytaruu fasd MeTosoM BBICOKOMAPAIICIBHOTO CEKBEHUPOBAHUS HOBOTO

ITOKOJICHUA.

Bripaxato rimy0Ookyto npusHarenbHocTh Onbre IlaBnoBHe CongaToBoii 3a LIEHHbBIE
KOHCYnbTaluy, a Takke AmuHe KypOumaesoit u Ilonmne MamommHO#M 3a ApyKecKyro
noaJepKKy. brnarogapro Bcex COTpyAHMKOB W IpenojaBaTeneil kadeapbl T€HETUKH 3a

TEIUTYI0 aTMOochepy U 3HAHHUSL.

Xouy nobnaronaputh Takke AHHy Brnagumuposny IupokoBy 3a 1ieHHbIE HABBIKU
pa®oThl O BBIACICHUIO XMMHUYECKU-MHIYIIMPOBAHHBIX MYTAHTOB KPECTOIBETHBIX W
He3abbIBaeMyr0 pabouyro atmocdepy B ycnoBusx KpomoTtoBckoi Ouoctaniuu HBP

PAH.
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