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AYKCHH — BaxXHEHIIUiT MHAYKTOp opraHoreHesa. [1pyn pa3BUTUM JIMCTa, JOKAJIbHbBIE YYaCTKU C BBICOKOM
KOHIIEHTpalMell ayKCMHa UHULIMUPYIOT Pa3BUTHE JIMCTOBBIX TPUMOPINEB U COCYAUCTOI CUCTEMBI JINCTA,
KOHTPOJIMPYIOT POCT JINCTOBO# IUIACTUHKM U pa3BUTHeE ee Kpasi. B maHHOI paboTe ucciaenoBaHa mpoamrde-
paTuBHasl aKTUBHOCTb KJIETOK JIMCTA MyTaHTa taeniata (tae) Arabidopsis thaliana v poib ayKCUHA B Pa3BUTUU
SKTOIMUYECKOTO BTOPUIHOTO Kpasl M JIOTAacTell Ha JINCTe 3TOTO MyTaHTa. YCTAaHOBJIEHO, YTO ITOMUMO CIIO-
COOHOCTHU K 9KTONMMYECKOH mpoindepaiiiu KIeTOK JIUCTa, MyTaHT fae IeMOHCTPUPYET KOMILUIEKC MTpU3Ha-
KOB, XapaKTepHBIX TSI paCTeHHWI ¢ HapyIIeHUsSIMU TpaHCITOpTa aykcuHa. ITokasaHo, 4TO MyTaIvs B TeHe
PID, napymatoniasi NoJsipHbIi TpaHCIIOPT ayKCHMHA, BHI3bIBAET IOJAaBIeHUE SKTOIMMYECKUX HOBOOOPa3o-
BaHWi1 Ha JIMCTE MyTaHTa fae. DTY TaHHBIE YKa3bIBAIOT Ha BAXKHYIO POJIb TPAHCITOPTAa ayKCHMHA B TTOAIepXKa-

HUU TUTIOPUIIOTEHTHOCTH KJIETOK JIMCTA U PA3BUTHE JIONIACTEN HA JIUCTE MyTaHTa fae.

Kntoueswie cnosa: MmopdoreHes mucra, ayKCUH, TUTIOPUTIOTEHTHOCTh KJETOK, Arabidopsis thaliana
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BBEAEHUE

DuUTOrOpMOHHI UTPAIOT LIEHTPAITHHYIO POJb B pe-
TyJSLUM OHTOreHe3a pacTeHuil. B pasButum aucra
[JIaBHasl pojib MPUHAIJIEKUT ayKCuHy. Ero mossip-
HBI TPaHCHOPT CO3AaeT Ha nepudeprui anuKalbHON
MEPUCTEMBl Mo0Oera JIOKaJbHble YYacCTKU BBICOKOM
KOHIIEHTpAallMU ayKCUHA, KOTOPble MHULIUUPYIOT pa3-
BUTHE JIMCTOBBIX IIPUMOPANEB, OIIPEIEIISIIOT OCOOCH-
Hoctu pumnorakcuca (Benkova et al., 2003; Reinhardt
et al., 2003) u 0OycJIOBIMBAIOT Pa3BUTHE COCYIUCTOMN
cuctembl mcta (Scarpella et al., 2006; Aloni, 2010).
AyKCUH WurpaeT BaXXHEHIIyI0 pojib B JOP30-BEH-
TpaJIbHOU MOJSIPU3allii Pa3BUBAIOIIETOCS TIPUMOP-
JIVisl, y9aCTBYS B IIPOCTPAHCTBEHHOM pa3rpaHUYCHUN
JIOMEHOB 3KCITPECCUU TEHOB BEPXHEU 1 HUXKHEN CTO-
pPOHBI JIMCTa W pa3BuTus Kpas aucrta (Wang et al.,
2011; Caggiano et al., 2017). AyKCUH HeOOXOIUM JIJIST
pocTa JHUCTOBOM MJACTUHKU B MeIua-jaTepaJibHOM
HampaBJieHUd U ee cumMmeTpuu. OH pa3medaer 1o
Kpalo JIMCTa YYacTKM JIOKaJbHOI mpojmdepanun
KJIETOK, KOTOphie (pOPMHUPYIOT 3yOUUKH IIPOCTOTrO
JIUCTa WM JTUCTOYKM JionacTHoro jucta (Kawamura
et al., 2010; Bilsborough et al., 2011; Wu et al., 2018).

! NononuuTtensHast mHMOPMALKS IS 9TOH CTATHU HOCTYIIHA 1O
10.1134/50475145019050057 nnst aBTOpM30BaHHBIX MOJb30Ba-
TeJe.

AYKCHH pacIipe/ieieH 110 TKaHSIM JIMCTa HepaBHO-
MEpHO. Y4YacTKu OoJiee BBICOKOM KOHIIEHTpAlUuU
ayKCMHA BO3HMKAIOT 3a CUeT paboOTHl TeHOB CUHTE3a
ayKCHUHa, Mpeke BCero, TeHOB (pJJaBUHMOHOOKCHUTE-
Ha3 YUCCA (YUC) u reHOB, KOHTPOJIUPYIOIIUX TTO-
JIIpHBIN TpaHcnopT aykcuHa (Benkova et al., 2003;
Wang et al., 2011). ¥ myraHToB A. thaliana ¢ Hapylie-
HUSIMH TTOJISIPHOTO TPaHCIIOpTa ayKCUHA JIUCThS He
WMEIOT 3yOUNKOB, OOBIYHBIX IUTS JIMCTA TUKOTO TUTIA
(Hay et al., 2006) 1 xapaKTepu3ylOTCS aHOMaJbHBIM
XKujakoBaHueM (Mattsson et al., 1999; Kleine-Vehn
et al., 2009). I'ensr YUC peryaupyiorcs reHaMu I10-
Jsgpusanuy. Ha JucThsIX MyTaHTOB 1O TeHaM ITOJIsI-
pu3anu  HaOMIoaeTcs pa3BUTHE DKTOMMYECKUX
CTPYKTYp, COIMPOBOXIAIOIIEecs CyrepaKcrpeccueit
reHoB cuHTe3a aykcuHa YUC B 3TMX CTPYKTypax
(Eshed et al., 2004). I1pu otkntoyeHuu reHos YUC
SKTOMMYECKHE CTPYKTYPHI Ha JINCThAX HE pa3BHBa-
torcst (Wang et al., 2011), 4To yKa3bIBaeT Ha BaxKHYIO
pOJIb ayKCUHA B Pa3BUTUU JIUCTOBBIX BHIPOCTOB.

B xomtexuuu kadenapsl reHetuku MI'Y numeetcs
YHUKAJIbHBIA MYTaHT fae Arabidopsis thaliana, xapak-
TEPUIYIOLIUICSI DKTOIMMYECKOM 3KCOPECCUEN B JIU-
CThSIX T€HOB IUIopunoTeHTHOocTH KNOX xmacca 1
(JIebeneBa u ap., 2005a). B HopMe, mpu pa3BUTUU
MPUMOPINS JIMCTA 3Kcrpeccust TeHoB KNOX B KJTeT-
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Taoauna 1. OcoGeHHOCTH COCYIUCTOM CTPYKTYPHI 5-0T0 pO3eTOYHOTO JIMCTA PACTEHUI TMKOTO TUIIA U MyTaHTa tae

JAnknit TAI tae
Yucio BTOpUYHBIX KMJIOK B JIMCTOBOM IJIaCTUHKE 121£0.5 2.4 + 1.3**
Yucio XKUI0K B UepeIKe 36£0.3 6.3 £0.8*%
Yucio ncciienoBaHHBIX JIMCTHEB 25 25

HccnenoBanu TUCThs 35-THEBHBIX paCTSHHfL HpeHCTaBHCHBI CpE€OAHNEC BECIINYNHBI + CTaHOAapTHbLIC OIIMOKM Cp€OHUX; * — OTJIMYUSL OT

JIIMKOTO TUTIa cTaTucThudecku 3Hauyumbl (* P < 0.01; ** P <0.001).

Ta6auna 2. Mopdosornueckrie 0COOeHHOCTU PaCTEeHUIA MYTaHTOB fae, abr U TMOPUIHOM TUHWUU tae abr

tae abr tae abr
Yucio IBEeTKOB Ha TIIaBHOM 22-23°C 39.414.2(n=10) 9.5+ 1.4(n=11) 1.3 £ 0.7 (n=14)**
1BeToHOCE? 24-27°C 35£35(m=15) 3210.7(n=15) 1.4 +£0.2 (n=36)*
HoJist pacTeHUit C TomacTIMu 42% (n = 50) 0 (n=20) 7% (n = 14)
Yucaio somnacTeit/nuct® 1.0+ 0.3 (n=108) 0 (n=100) 0.02 £ 0.01 (n = 68)**
Yucio moyek/JImcT 0.1£0.1 (n=108) 0 (n=100) 0 (n=68)

WccnenoBanu 45-nHeBHbIe pacTeHus1. [IpeacTaBieHbl CpeHNe BEIUMUYMHBI + CTaHIapPTHBIC OIIUOKN CPEIHUX; 71 — YHCIIO UCCIIeIO-
BaHHBIX PACTEHUI WX IUCTheB. [IJ19 aHaImM3a IUCTheB pacTeHus BuIpamuuBanu mpu 22—23°C. CtaTucTU4eCcKre CpaBHEHUS IIPOBO-
JVUTA MeXIy MyTaHTHLIMU JINHUAMU fae abr v abr (*) wnu tae abr u tae (°); * — OTINYMA OT IUKOTO TUIA CTATUCTUYECKU 3HAUYNMEI

(* P<0.01; ** P<0.001).

Kax JIucTa IomasiisieTcss, 1 MoinyaHue KNOX-reHOB
MOAIEPKUBACTCS SMUTCHETUIECKMMU MEeXaHU3MaMU
(Lodhaetal., 2013). Pennpeccust KNOX-reHOB IpUBO-
JIUT K yTpaTe KJIEeTKaMU JUCTa TUIIOPUIIOTEHTHOCTH,
4TO 0obecIeuynBacT (POpMUPOBAHNE MPOCTOIO JUCTA
Kak y A. thaliana, Tak M y IpyruxX BUIOB C IIPOCTHIM
muctoM (Hay, Tsiantis, 2010). ¥ MyTaHTa fae 1UCThs
4acTo (OPMUPYIOT BTOPUYHBIIA Kpail TMCTOBOM ILIa-
CTMHKM, MapajuleJbHBIIA IIEpBUYHOMY Kpaio. Jlo-
KaJIbHbIE pa3pacTaHusl BTOPUUYHOTIO Kpasi IPUBOAST K
MOSIBJICHUIO JIOIACTE, JIMCTOIIOTOOHBIX BEIPOCTOB U
noyek (JIedemena u np., 2005a; Fedotov et al., 2017).
OmHaKo OCTaeTCs He SICHBIM, SIBJISIETCS JIU (DEHOTUIT
MYTaHTa CJICACTBUEM COXPaHEHMS KJIETKAMHU ILTIOPY-
MMOTEHTHOCTU B IPOLIECCE Pa3BUTUS JIMCTA, WIN Xe
CITOCOOHOCTh KJIETOK K AEJCHUSIM MpUOOpeTaeTcs
MMH 3aHOBO Ha IIO3IHMX CTaaMsSIX Pa3BUTHS JIUCTA
WJIY TIOCJIE €T0 3aBEPIICHMSI.

3agauyamMu pabOTHI OBLIO M3ydeHHUe IIpoardepa-
TUBHO# aKTUBHOCTH KJIETOK Ha pa3HBIX CTaIUSIX pa3-
BUTUSI JMCTa MyTaHTa fae C UCIOJIb30BaHUEM pe-
noprepHoro reHa P-rmokypouunassl (GUS) mox
npomMotopoM reHa uukiauHa CycBl;1, no3BoOJsIIO-
IIETO BU3YaJIM3UPOBATh KJIETKU, HAXOMSIIMecs Ha
cragusax G2/M (Colon-Carmona et al., 1999), a Tak-
K€ aHaJInu3 BO3MOXKHOU PO ayKCHMHA B Pa3BUTHUU
SKTOMMYECKUX BBIPOCTOB M TMOIAEPXKAHUU TLIIOPU-
MOTEeHTHOCTH KJIETOK JINCTA Y MyTaHTa tae.

MATEPUAJIBI U METObI

MyraHThl tae wu abr Arabidopsis thaliana (L.)
Heynh. u3 xomnexuunn kadenaprl reHeTuk MI'Y mo-
JIydyeHBl Ha ocHoBe pac Blanes-M (Bla) u Dijon-M
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COOTBETCTBEHHO. PEHOTHUIT fae OOYCJIOBJIEH OBYMSI
pelueccMBHBIMU MyTallUsIMU fae ]l v tae2 B TOMO3UTO-
T€, HU OJJHA U3 KOTOPBIX HE UMEET COOCTBEHHOTO MPO-
sIBJIEHUSI. B pa®oTe MCIoIb30BaIU JTUHUIO MyTaHTa fae,
MPOLIEIIYI0O 5 BO3BpaTHBIX CKPEIIMBAHUI Ha POAM-
TenbeKylo pacy Bla. Cemena pacel Columbia (Col),
TpaHCTeHHBIX JuHuilt DRS5:GUS n CycBl1;1:GUS 1io-
nydyeHbl 13 ABRC. ITocKoOJIbKY MYTaHT fae UMEeT 1 -
TEHHYIO TIPUPOAY U SKCIIPECCUBHOCTh (peHoTuMa fae
3aBUCUT OT reHeTU4YeCcKoro (hoHa, ISl CO3AaHUS JIU-
HUU MYTaHTa fae ¢ TpaHCreHaMu W MyTalueit abr,
TpaHcreHHble pacteHust DR5:GUS, CycBI;1:GUS n
pacTeHust MyTaHTa abr cHadajia CKpelMBaIu C pacoii
Bla, a TonbKo 3aTeM — ¢ MyTaHTOM fae. MccrnenoBa-
HUSI TIPOBOAMJIM Ha JIMHUSX, TOMO3UTOTHBIX IIO
TpaHCTeHaM U UCCJIeAyeMbIM MYTaIlHSIM.

PacteHus BeIpalliiBajIy B YCJIIOBUSIX JUTMHHOTO THSI
B pOCTOBOI KOMHaTe I1pu Temmneparype 22—23°C, npu
KOTOpOIT (GEHOTHII fae UMeeT HanOOIBIITYIO 9KCITpeC-
cuBHOCTh. [lpym BBIpalllMBaHWMU pACTCHUII MyTaHTa
tae, cofepKalllero B reHoMe MyTalluio abr (pacTeHUS
tae abr), NCTIONB30BAIN TaKXKE YCIOBUS TETUIULILI
(24—27°C), npu KOTOPHIX TTOBBIIATIACH SKCITPECCUB-
HOCTb MyTauuu abr. JI711 cpaBHEHUS JOCTOBEPHOCTHU
pasivyuii CpeIHUX 3HAYEHUI MEPHBIX MPU3HAKOB
(tabn. 1, Tabna. 2) ucrnonab3oBaau kputepuit CTblo-
JIeHTA.

AKTUBHOCTD [-TJTIOKYPOHMIA3bl BBISIBJISUIN TIOCTIE
WHKYOMPOBAHUS PaCTUTEIbHBIX OOpPA3II0B B TEUCHUE
24 4 ipu 37°C B 50 MM Na-docharHom Oydepe
(pH 7.2) ¢ no6aBnenuem 0.5 mr/min X-gluc u 0.1%
Triton X-100 (Jefferson et al., 1987). ITocae 3Toro 06-
pasiel ToMernan B 70% 3TaHoI. AHaIM3 06pa3IoB
Ha HaJIW4YMe aKTUBHOCTU [-TIIOKYpPOHMIA3bl OCY-
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EXOBA, KYITPUAHOBA

Puc. 1. BrisiBneHue y4acTKOB 3KTOIMUYECKUX KJIETOYHBIX JEJIEHUI B 3pEJIbIX JIUCThSIX MyTaHTa fae C UCIIOJIb30BaHUEM TPaHCIre-
Ha CycBI1;1:GUS. (a) — B IMCTe pacTeHUI TUKOTO TUTIA SKCIIPECCUSI TPAHCTeHA HE BhISIBIIsIeTCS. (0—1) — B JIUCThSIX MyTaHTA fae
akcnpeccust CycB1;1:GUS BUnHa B LEHTPATbHOMN XUJIKE, B OOKOBBIX XWIKaX U MPWIETalolluX K HUM y4acTKax, B pa3BUBalo-

mieiics mouke ((I) — cTpesika).

IIECTBJISUIM C UCIOJb30BaHUEM MMKpOCKoma Stemi
2000-C (I'epmanmst). DotorpacdupoBain M300paxe-
Hus nudpoBoii Kamepoit Canon G9 (SlmmoHus ), KoTo-
poii ocHallleH MUKPOCKOII.

PE3YJIbTATBI 1 OBCYXIAEHHME

Mymanm tae xapaxmepusyemcs 3Kmonu4ecKumu
deneHusAMU KAeMOK aucma

1st u3yyeHust ocooeHHOCTe M TpordepaTuBHOMN
AKTUBHOCTH KJIETOK B ITpOlLIecCe pa3BUTHUS JINCTA MY-
TaHTa fae UCTIOIb30BAIN PETIOPTEPHbBII I'eH [-TITIOKY-
ponunassl (GUS) moa mpoMOTOpOM reHa HUKIWHA
CycB1; 1, IO3BOJISIIONIETO BU3YaJIM3UPOBaTh KJIETKHU,
Haxonmgmuecss Ha cragusix G2/M (Colon-Carmona
etal., 1999). Kak u y pacreHuii A. thaliana nukoro
THIIA, Yy MyTaHTa fae ACAIIMECs KIETKA MOXKHO 00-
HapY>XHUTh TOJIBKO Ha CaMbIX PAaHHUX ITAITaX Pa3BUTHS
JmctoBoro npuMopmusi (Ilpunoxenue, puc. la, 10),
YTO COOTBETCTBYET pe3yIbTaTaM paHee IMTPOBEIeHHBIX
WICCIENOBAaHUN TTpoidepaui KJIETOK TPpU pa3BU-
™MK Tipoctoro jucrta A. thaliana (Donnelly et al.,
1999; Rodriguez et al., 2014). ITonyyeHHBIe TaHHBIC
CBUIETEILCTBYIOT O TOM, YTO TIpOJIrdepans KJIETOK
JIUCTa y MyTaHTa fae, TakXKe, KaK U Yy paCTeHU TUKO-
TO TUTIa, IpeKpalaeTcs paHo, M pOCT JIUCTA TOCTHTa-
€TCsI TTTaBHBIM 00pa30M 3a CUeT PACTSIKEHMS KIETOK.

Pazmmuusa no skcnpeccuu tpancreHa CyeBl1;1:GUS
B JIMCTBSIX MyTaHTa W JWUKOTO TUIIA MOSIBJSIOTCS Ha
MO3IHUX CTAIUSIX PA3BUTHUS JIUCTA — B 3PEJIbIX JIUCThSIX
HE3a10JITO JI0 TIepexo/ia pacTeHU I Ha pelPOIYKTUBHYIO
CTaJIuIO Pa3BUTHS U TIOCTIE 3TOro Tepexona. B 3pesbix
JIMCThIX nukoro tuma skcnpeccust CycBI;1:GUS He
BbIsiBJIsIETCS (puc. 1a). B 1MCThsIX MyTaHTa 3KCIIpec-
cusl TpaHCTeHa, CBUAETEJIbCTBYIOIIAsI 00 aKTUBHBIX
JIeJIEHUSIX KJIETOK, COCpeNoTOYeHa B 00JIaCTU 1IeH-
TpaIbHOM XUJKU Jucta (puc. 16—1r). Dkronuye-
CKUe NeJeHUs1 OOHApyXHUBaIOTCS B 4aCTU OOKOBBIX
KMJIOK 2-TO U 3-eTo MOPSIIKOB, a TAKXKe Ha ITpUJjIera-
OIIMX K 3TUM XKMJIKaM ydyacTKaxX JIMCTOBOM Ija-
ctuHKu (puc. 1B, 1r). DKcmpeccuss TpaHCTeHa Ha-
OJronanach TakXe B COCYIMCTON CUCTEME IKTOIU-
yeckux Jioracteit mo kpato jucTta (puc. Ir, 11) u Ha
y4JacTKax, Ilie BO3HMKaIU MOoYKu (puc. 14, crpenka).
Takum oOpa3oM, B OTIIMYKE OT JUKOrO THIA, V KO-
TOPOTO JAeJieHUs] KJIETOK HaOJI0IaIuCh TOJBKO Ha
pPaHHUX CTaIUusIX pa3BUTHUS JINCTA, y MyTaHTa fae K-
TOMWYECKUE [IeJIEHUS KJIETOK BO300HOBJISIJIUCH Ha
MO3IHUX CTaaUSIX Pa3BUTUSI JIUCTA.

Mymanm tae xapakmepu3syemcs usmeHenuem
ayKCUH08020 20Meocmasa

Oko0710 4% TIPOPOCTKOB MYTaHTa UMEIOT TPU WITH
omnHy cemsomio (7/169 mpopoctkoB). Y 5% mpo-

OHTOIEHE3 Ttom 50 Ne 5 2019
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Puc. 2. I3MeHeHue CUCTeMbI XKMJIKOBAHUSI CEMSIIONbHBIX U HACTOSILIIMX JIMCThSIX MyTaHTa fae. (a—r) — Bapyalusl XKUJIKOBaHUS
B CEeMSIIOJISIX MyTaHTA fae. (1) — JIMCThbsI AUKOTO TUMa (CjieBa) M MyTaHTa fae (IBa JIMCTa CIIpaBa); BUAHO YMEHbIICHHUE YMCTIa
OOKOBBIX XMJIOK B JINCTE MyTaHTa U MX aCUMMETPUIHOE PACIIOJIOKEHUE.

poctkoB (9/169) HaGa0maeTCs pa3gBOeHUE OJHOM U3
nByx cemsinoisieir (puc. 2, IpunoxeHus). ¥ aukoro
THUIIa TAKWE aHOMAJIUU TIPAKTUUECKU He BCTPEeUaroTCs
(gactota HILKe 0.1%), OMHAKO OHM SIBJISTIOTCS XapakK-
TEepHOI 0COOEHHOCTBHIO PACTEHUI C MyTalIMSIMU B Ie-
Hax PINIwu PID, KOHTpOJUPYIOLIUX BEIHOC ayKCUHA
n3 kiretok (Furutani et al., 2004). CucTema XXjIKoBa-
HUS ceMsIIoeli TakKe U3MeHeHa y MyTaHTa 1o CpaB-
HEHUIO ¢ IUKWUM TUIloM. B ceMsimonsix pacteHuii nu-
KOTO THUIIA XWJIKA OOBIYHO 00pa3yioT 3—4 3aMKHYTHIX
MeT/Iv. Y MyTaHTa CUCTEMA XXWJIKOBAaHUSI CEMSIIOJIeH
yrpoieHa. TobKo 66% ceMsimoseii UMEIOT CUCTEMY
KWIKOBaHUS, HE OTIMYAIONIYIOCS OT AWKOTO THIIA
(puc. 2a). I[Ipumepno 31% cemsanomneii (33/107) ume-
FOT XKUJIKU B BUJE IBYX (pUC. 20) WU OOHOM 3aMKHY-
toii metiu. Okono 3% cemsnoineit (3/107) umeror
MpPEePBIBUCTHIC KUJIKHA, KOTOPbIE BOOOIIIE HE 00pa3y-
IOT TieTesib (puc. 2B, 2r).

M3MeHeHO U XUJIKOBaHWE HACTOSIIIUX JHCTHEB.
Cocynucrasi ceTb JIMCThEB fae NBYCTOPOHHE acHUM-
MeTpudHa (puc. 21). B HEKOTOPBIX JTUCThSIX BMECTO
OIHOI HEHTpaIbHON XXWJIKU MMEIOTCS HECKOJIbKO
napajieJIbHbIX KWJIOK. B IMCTOBBIX IJIACTUHKAX MY-
TaHTa BBISIBJIEHO MATUKPATHOE YMEHBIIIEHUE KOJIU-
yecTBa OOKOBBIX XXUJIOK, B TO BpeMsI KaK B Uepelike
YHCIIO XWJIOK YBEIUIeHO BaBoe (Tadm. 1).

M3MeHeHHOE Y10 ceMsIIoeit 1 HapylIeHUE XN~
KOBaHUsI — OCOOEHHOCTH, YKa3bIBAIOIIIME Ha BO3MOX-
HbIE aHOMAaJIUM TPAHCIIOPTA ayKCWHA y MyTaHTa. s
aHa/IM3a pacripeieJieHUsT ayKCUHA B JINCThSIX aHAJIN3K-
poBain 3KcIpeccrio TpaHcreHa DRS5:GUS, KoTopblii
MO3BOJISIET BBISIBJIATH YUYACTKU JIOKAJTU3ALIMU CBOOOI-
HOro aykcuHa ((prU3MOoJIOrn4eckyl aKkTUBHOIO) B KJIET-
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Kax ¥ TKaHsx pacteHuit (Ulmasov et al., 1997). Ana-
3 skcrnpeccun DRS5:GUS He BBISBUI NU3MEHECHUI B
pachpeneaeHUu ayKCUHa B JIUCTHSIX IUKOTO TUTIA U My-
TaHTa Ha IOBEHWIBbHOI cramuu pa3BuTus (puc. 1B, Ir
IMpunoxenus). Paznuunst MexXXmy MyTaHTOM U JUKUM
TUIIOM, KaK ¥ IIpu aHam3e akcrpeccuu CycBI; 1:GUS,
BBISIBJISUTACH B 3pEJIBIX JIMCThSIX PACTEHUIA HE3a00JT0
JIO 3alIBETaHMS U TTOCJIe 3alIBeTAHUSI PACTeHUIA.

Kak 1 B TUCTBSIX AUKOTO TUIIA, y MyTAaHTA fae Jio-
KaJIbHbIE TOUKW HAKOIUIEHUS ayKCUHA ObLIM BUIHbI
Ha KOHYMKE JMCTOBOM MJIACTUHKWA U Ha KOHUEBbIX
yJacTKax HeOOJIbIIMX 3yOUMKOB BIOJIb IIACTUHKU
JmcTa — B ruagatomax (puc. 3a, 30), 4To XapaKTepHO
st mucta A. thaliana (Aloni et al., 2003). JlokaabHBIE
TOYKM Ha KOHIIAX 3yOUMKOB MOXHO YBUIIETh TaKXKe
Ha JIMCTOIIOMOOHBIX BhIpOocTax (puc. 3r) U JIOIMACTIX
Ha JMcTe MyTaHTa fae (puc. 31, 3e). B To ke Bpems, B
JINCTE MYTAaHTA fae ayKCUH YacTO 0OHAPYKMUBAETCS T10
nepudepun JUCTOBOH MIACTUHKU B BUAE yYaCTKOB
pa3HOI MPOTSKEHHOCTU M IIUPUHHBL (puc. 30—3r), B
TOM 4YHCJIe — Ha y4JacTKax (hOpMUPOBAHUSI BTOPUY-
Horo Kpas (puc. 3r, cTpeika). B oToenbHBIX clydasx
skcripeccuss DRS5:GUS BwuIgBAsSEeTCS B LIEHTPAJTbHOM
KUJIKE JIUCTOBOM IJIACTUHKMU fae. U3penka nudpys-
Hble 00JIaCTH CKOIUIEHUsI CBOOOTHOTO ayKCUHa Y fae
MOXHO OBbLJIO BBISIBUTH B allMKaJIbHOM YacTU JIMCTO-
BOM MJIACTUHKMU.

HaxkoruieHre akTHBHOTO ayKCWUHA B IUCThSIX, aHO-
MaJluu 4YMciia CeMSI0EN U CTPYKTYPhI KUJIKOBaHUS
ceMsIoyiell U JIUCTbeB BO3HUKAIOT MPU MyTallUMsIX B
reHax PINI v PID, KOHTPOJIUPYIOIIUX OTTOK ayKCH-
Ha U3 KJIETOK, a TakXe MpU AECUCTBUU Ha pacTeHUs
WHTHUOMTOPOB MOJISIPHOTO TPaHCIIOPTA ayKCHMHA. DTO
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Puc. 3. BeisiBiieHre y4aCcTKOB JIOKAJIW3allMM ayKCUHA B JIUCThSIX MyTaHTa fae C MCMOJIb30BaHUeM TpaHcreHa DRS5:GUS. (a) — B
3peJIOM JIMCTE PACTEHUI TUKOTO TUIIA ayKCHH BBISIBJISIETCS TOJILKO B TUAATONAX. (0—€) — B JIMCThSIX MYTaHTa BBISIBJISIIOTCS 10~
TMOJIHUTEJIbHBIE YYaCTKU CKOIUJICHUSI ayKCHHA 110 Tiepedepru JIMCTa, B THAATOAAX SKTOMTMYECKUX BBIPOCTOB (JIMCTOIMONOOHbBIE
BBIPOCTBI BUIIHBI CITpaBa Ha puC. 3T U cJieBa Ha puC. 3e, 9KTOIMYECKHUE JIONAcTu — Ha puc. 31, 3e crpasa), B yyacTkax ¢hopMu-
pOBaHUsI BTOPUYHOTO Kpasi ((Tr) — cTpenka). (K, 3) — B JIMCThSIX MYTaHTa fae abr ayKCUH BBISIBJISIETCS 110 niepedepru JIMCTa U B

BUAC KPYITHBIX ITATEH B JIACTOBOM TUIACTUHKE.

yKa3bIBaeT Ha HapyIlIeHUEe ayKCMHOBOTO TOMeOocTa3a
y MyTaHTa fae, BO3MOXHO CBSI3aHHOE C HapyllleHUEM
MOJIIPHOrO TpaHCIIOpTa aykcuHa. OTMETHUM, YTO
MEXIy MyTaHTOM fae 1 paHee OIMCAaHHBIMUA MyTaH-
TaMM pin 1 pid ¢ HapyllIeHUSIMU BbIHOCA ayKCHUHA U3
KJIETOK €CTh U CYIIEeCTBEHHbIe MOpdOoIornyecKkue
oTMuus. Y MyTaHTa fae HET XapaKTEPHBIX IS pin 1
pid 6yN1aBKOBUIHBIX CTPYKTYP U HapyIIIEHUs TPaBUO-
TpoTniu3Ma KOpPHEW, HO €CTh OTCYTCTBYIOIIIEE Y pin U
pid 3KTOIIMYEeCKOe 00pa3oBaHME JIOMACTEM M ITOYeK
Ha JIMCThSIX.

Mymauyus abr nodaeasiem pazeumue asonacmeii
HaA AUCMbAX MYmManma tae

TTockopKy cBOOOOHEBIN ayKCMH WHUIINUPYET OP-
raHoreHe3 U CKaIUIMBaeTCs Ha nepudepum JucTa My-
TaHTa — TaM, I1ae (GOPMUPYIOTCS TpeOHEBUIHEBIC BhI-
POCTHI 1 JIOITACTU, MBI PEIIIN U3YYUTh, SIBISETCS JIU
9Ta CBSI3b CllydyaiiHOW wiim 3akoHoMepHo#. Ilyrem
CKpeIIMBaHWI MoOJIydyeHa JIMHUS MyTaHTa fae, CO-
JIepxalasi MyTauuio abruptus (abr), HapyIIaloIIyo
GYHKIMIO CEPUH-TPEOHUHOBOI IPOTEUHKUHA3bI
PID/ABR, koTopast HeobxoauMa sl TpaBUIbHOM
JIOKaJIM3alluy Ha MeMOpaHe KJIETOK OSJIKOB, BHIHO-

cammx aykcuH n3 Kietok (Christensen et al., 2000;
Friml et al., 2004). MyTauust abr IpuBOIUT K 3aMe-
He KoHcepBaTuBHOro mmmnuHa Gly-318 (G) Ha miyTa-
muHoBYy10 kucioty (E) B mosuumu 318 B 6enke PID,
BXOJSIIEN B KaTAJIMTUYECKUU LIEHTP IMMPOTEeMHKUHA-
361 (JIebeneBa u ap., 20056), BeI3bIBACT HAKOIJICHUE
ayKCUHA B JIUCTbSIX PO3ETKM U pa3BUTUE OyJIaBKO-
BumHoTro 1BeToHOCca (Kanununa u ap., 2000; ExxoBa
u np., 2000; Kagsaii-oos u ap., 2011).

DKCIPECCUBHOCTh MyTallNU abr 3aBUCUT OT TEMIIE-
partypbl, TO3TOMY pacTeHUSI MyTaHTa tae, coaepxalie-
ro Myraluio abr (najsee 0yaeM WX Ha3bIBaTh fae abr),
BBIpAIIMBAIN TIPU IBYX TEMIIEPATypHBIX pesKUMax.
ITpu 22—24°C TepMuHaIn3alys IJIABHOTO LIBETOHO-
ca OyJaBKOBUIHOI CTPYKTYpoOM y abr Tipoucxonusia
nocie (popmupoBaHus B cpegHeM 9—10 IBEeTKOB, a 'y
tae abr — Bcero 1—2 nBeTkoB (Tadi. 2, puc. 3 I1puio-
xenwmst). Ilpu 24—27°C uBeTOHOCHI abr TEPMUHAIIN30-
BaJIMCh paHbllle — Tocje pa3BuThs 3—4 1IBETKOB, a Y
tae abr — mocne pa3Butus 1—2 nBeTKoB (TabII. 2).
YcuneHue SKCIPECCUBHOCTU Yy pacTeHUM tae abr
MpU3HaKa, XapaKTepHOro JJIsi MyTaHTa abr, yKa3biBa-
€T Ha BO3MOXHYIO poJib TeHOB TAFE B moanepKaHUU
romMeocrasa ayKCHuHa.
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N3YYEHUE POJIN AYKCUHA

YacTota popMrpoBaHUS 3-X CEMSIIOIBHBIX ITPO-
pOCTKOB y MyTaHTa abr coctaBnsiia 14% (5/50), y my-
taHTa tae — 4% (7/169). Y myraHTa tae abr MyTanus
abr TIOBHIIIIAIA YACTOTY IIPOPOCTKOB ¢ aHOMAJIbHBIM
yucjaoM cemsinoneit no 49% (23/47). Cpeny npopocT-
KOB BCTPeYaIrCh HE TOJIBKO OJHO- Y TPEX-CEMSII0Ib-
HbIe TTPOPOCTKU, HO U YeThIpeX-CeMSIIOIbHEIC. B -
CTBSIX PACTeHUM fae abr TakxKe HAOIIOOAIN HaKOTLIE-
HUE ayKCUHA IO Kpalo JINCTa, YTO XapaKTepHO Kak
IUIST MyTaHTa fae, Tak 1 Wit MmytaHTa abr (KaBaii-oon
u ap., 2011). Kpome Toro, akcnpeccust DRS5:GUS 4a-
CTO BBISIBISIACH B BUAE €IMHUYHBIX WJIM MHOXKE-
CTBEHHBIX IPKMX YeTKUX WIN TU(M Y3HBIX TIITEH Ha
nIacTuHKe JucTa (puc. 3X, 33). bojee BeIpaxkeHHOE
CKOIUICHUE ayKCHHA B JINCTbSIX MyTaHTa fae abr, 00-
Jiee paHHsSISI TepPMUHAIM3ALS LIBETOHOCA OYJIaBKO-
BUIOHOM CTPYKTYPOIi M BBICOKASI YaCTOTA MPOPOCTKOB
C aHOMAaJIbHBIM YKCJIOM CEMSIIOJIEH CBUIETEILCTBY-
JOT 0 cCOBMeCTHOM ydacTuu TeHoB PID n TAE B KoH-
TpOJie TIOJIIPHOTO TPAHCIIOPTA ayKCUHA.

Kak n y omuHOYHOTrO MyTaHTa fae, TUCTb fae abr
OBUTH CYKEHHBIMU, aCUMMETPUIHBIMHU. TeM He Me-
Hee, BBISIBJIEHBI U CYIIECTBEHHBIC pas3Iuvus IO
CTPYKType JIMCTa MEXIY 3TUMU TeHoTullamMu. B ot-
JIMYMe OT MyTaHTa fae, IJIsl KOTOPOTro XapaKTepHO 00-
pa3oBaHUE SKTOMWYECKUX 00pa30BaHU Ha BEpXHEN
CTOpOHE JIUCTA, Yy fae abr normactu ¢GopMUPOBAIINCH
oueHb penko. OOpa3oBaHNE ITOYEK TaKKe OBLIO IO-
napyieHo (Ta6ia. 2). Takum obpa3oMm, FeHEeTUYeCKU
0JIOK TpaHCIIOpTa ayKCWHA, BHI3BAHHBIM MYyTallMei
abr, IpUBOIUT K HAKOIUIEHUIO ayKCHHA B JIUCThSIX MY-
TaHTa fae abr W TIOAABJISIET CIIOCOOHOCTD KJIETOK MY-
TaHTa tae abr IpUOOPETAaTh CBOMCTBO ILIIOPUIIOTEHT-
HOCTH Ha MO3MHUX CTaAUSIX Pa3BUTHUS JIMCTA. DTU pe-
3yJbTaThl YKa3bIBalOT Ha BaXKHYIO POJIb TpaHCIIOpTa
ayKCHHAa B ITOAAePKaHUH ILTIOPUITOTEHTHOCTH KJIETOK
JIMCTA U pa3BUTHSI JIONACTEM Ha JIMCTE MyTaHTa fae.

SAKJTIOYEHHUE

IIpoBeneHHbIE MCCAEAOBAHUS SKCIPECCUN TPAHC-
reHa CycBI;1:GUS 1iokazaiu HaJu4dre SKTOMUYECKUX
JIeJICHUI KJIETOK B 3peJIOM JIMCTEe MyTaHTa tae. B mu-
CTBSIX IUKOTO TUIIA 3a0JITO A0 IIPUOOPETEHMS JIUCThSI-
MU CBOETO OKOHYATEJIbHOTO pa3mepa JeJIeHUs KJIeTOK
MPEKpPaIlaloTCs 3a CUeT SMUTECHETUUYSCKOTro IT0IAaBIIe-
HUS TPAHCKPHUITIAY TeHOB IUTIOpUIIOTeHTHOCT KNOX
kiacca I (Hay, Tsiantis, 2010). MoJioable JTUCTbSI MY-
TaHTa fae TakxXXe OBICTPO IIpeKpalllaiyd dKCIPECCHUIO
CycBI1;1:GUS. Bo3oO6HOBIIEHME KJIETOUYHBIX ACICHUI
HaOI101aJIOCh TOJBKO B 3peJIOM JIMCTe MyTaHTa. DTHU
JTaHHBIE TO3BOJISIOT IIPEAII0IaraTh, 4YTO B JIUCTE Y My~
TaHTa fae HapylleHa CTaOMWJIBHOCTb SMUTCHETHUYE-
CKOTO 3aMOJIKaHUSI TeHOB TUTIOPUITOTEHTHOCTU. Pa-
Hee ObUIO BBISIBIIEHO ITOBBIIIEHNE YPOBHSI 3KCIIpEC-
cun reHa BP (omuH mu3 reHoB KNOX) B nucte y
MyTaHTa pinl, a TakKKe MpU BO3JACUCTBUM Ha pacTe-
HUSI TUKOTO TUIA MTHTUOUTOPOB TPaHCIIOPTa ayKCUHA
(Hay et al., 2006). YcuneHue o6pa3oBaHUs SKTOITH-
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YeCKNUX BBIPOCTOB, BBI3BAHHOE €III¢ OOJILIITNM ITOBBI-
IIEHUEM YpOBHsI aKcripeccud KNOX reHoB, MOXXHO
OBIJIO OKUAATh 1 Y paCTCHUI fae abr. BEISIBIIEHHOE Ha-
MM CHIDKeHME (POPMHUPOBAHUS SKTOITMISCKNX CTPYK-
Typ Ha JUCTBSIX pacTeHUI fae abr CBUIETEILCTBYET O
TOM, YTO HapYILICHUs TPaHCIIOPTa ayKCUHA Y MyTaHTa
fae SBIISTIOTCSI CKOpee CIEICTBHUEM, YeM IPUUNHON
pa3BUTUS DKTOIIMUYECKNX BBIPOCTOB Ha JMcTe. Bme-
CTE C TeM, YYUTHIBASI TUTEHHYIO IIPUPOIY MyTaHTa fae
HEIb3sT NCKIIOYNTD, YTO OOWH U3 TeHOB TAE MOXeT
OBITH BOBJICUEH B KOHTPOJIb TPAHCIIOPTA ayKCUHA.

Hccnenosanue mnoanepxaHo ¢oHaom PODOU
(rpanTt Ne 19-04-00149).
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Studying the Auxin Role in the Ectopic Outgrowths Development
on the Leaves of the Arabidopsis taeniata Mutant
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Auxin — is the important inductor of an organogenesis. During leaf development, local sites of high auxin
concentration initiate the formation of leaf primordia and the patterning of leaf venation, control blade ex-
pansion and marginal outgrowths. In the present study, we analised the proliferative activity of the leaf cells
of the Arabidopsis thaliana taeniata (tae) mutant and auxin role in the development of the ectopic secondary
margins and lobes on the leaf of this mutant. It has been established that, in addition to the ability to ectopic
proliferation of leaf cells, the mutant tae demonstrates a complex of traits characteristic of plants with impaired
auxin transport. It was shown that a mutation in the PID gene, which disrupts the polar auxin transport, causes
suppression of ectopic outgrowths on the leaf of tae mutant. These data indicate the important role of auxin
transport in maintaining the leaf cell pluripotency and the development of lobes on the fae mutant leaf.

Keywords: leaf morphogenesis, auxin, cell pluripotency, Arabidopsis thaliana
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