OHTOI'EHES3, 2016, mom 47, Ne 4, c. 235—243

BNOJIOTUA PA3BUTUA

PACTEHUM

YIK 58.01

BJIMAHUNE NTHI'MBUTOPA ITOJAPHOI'O TPAHCIIOPTA AYKCHUHA
HA MOP®OTEHE3 JIUCTA U TEHEPATUBHbBIX CTPYKTYP
NP ®ACHHUALINUN Y ARABIDOPSIS THALIANA (L.) HEYNH.

© 2016r. E.A. BeikoBa, /I. A. Yeprunues, T. A. Biacosa, B. B. Uy0

Mockoeckuii eocydapcmeennutii ynusepcumem um. M. B. Jlomonocosa, 6uonoeuneckuii gp-m
119234 Mockea, Jlenunckue eoput, 1, cmp. 12

E-mail: katebykova.90@mail.ru

TMoctynuna B pepakiuio 07.10.2015 r.
OxkoHuaTeIbHBII BapuaHT nmoaydyeH 18.12.2015 r.

YBenuueHue npoardepaTUBHON aKTUBHOCTU MOOEroBoii anukaibHoi Mepuctembl (ITAM) u nocnemyio-
Iee HaKOIUICHHe ITyJia HearddepeHIIMPOBAHHBIX KJICTOK ((acumanusa) IpUBOIUT K U3MEHEHUIO (QUILIO-
Takcuca. B uactHoctu, y Arabidopsis thaliana TMnn4HOE CIMPAIbHOE TUCTOPACTIONOXKEHUE 3aMEHSIETCST HA
CYIIPOTUBHOE MJIX MYTOBUYATOE (B 3aBUCMMOCTHU OT CTEIEHU TIposiBNieHus1 (hacuuauun). Pazsutue nectuka
Y MYTaHTHBIX PACTEHU A COITPOBOXIAETCSI TTOSIBJICHUEM B LIEHTPAJIbHOM €T0 YaCTH I'pyIIbl HeauddepeHImn-
POBaHHBIX, MepUCTeMaTUYeCKUX KJeToK. IIpu nmoGapnenuu N-1-HadTtundranamonoit kucinorel (HDK)
00BEM MEPUCTEMbI YBEJIMUMBACTCS KaK Yy MYTAHTHBIX PACTEHUi, TaK U Y KOHTPOJIbHBIX. Tak ke Mpoucxo-
IUT yBeJIWYECHUE YKCia MPUJINCTHUKOB y BCeX Ucchenyembix pacteHuit. [1pu diopanbsHoM MopdoreHese
non BozaeiictBueM HMOK npoucxoaut eiiie 6oJibliiee pa3pacTaHue IyJjia MEpUCTEeMaTUYeCKUX KieTok. O0-

CyXKOacTcAa B3aMMO/JICIICTBUE Pa3JINMYHBbIX MEXaHNU3MOB KOHTPOJIA obbeMa MCPUCTCMBI.

Karoueswie crosa: TIAM, HOK, dacunaius, 61acro3oHa, A. thaliana.
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BBEAJEHUWE

ArnmkanbHas MeprcTeMa Imodera IBETKOBBIX pac-
TEHUN COIEPXKUT TIyadl HemuddepeHINPOBaHHBIX
KJIETOK, PACIIOJIOXKEHHBIX B LICHTPaJIbHOI 30HE U ME-
pucteMe oxXuaaHusl (OpraHM3allMOHHOM IIEHTpE), B
TO BpeMsl KaK OCHOBHBIE MOp(dOreHeTnYecKre mpo-
LIECCHI MPOUCXOOAT B (DYHKIIMOHAIBHO OTTPAaHUYCH-
Holi oT HuXx nepudepudeckoii 3oHe (Fletcher, Meye-
rowitz, 2000; Dodsworth, 2009; Xie et al., 2009; Yy0,
CunromuH, 2012). MexaHu3MBbI TOAAESPKAHUST 3TOTO
IMyJ1a KJIETOK B JaHHBIIA MOMEHT UHTEHCHUBHO M3yYa-
0T Ha MomelbHOM oObekTe Arabidopsis thaliana (L.)
Heynh. IToka3aHo, 4TO CyILLIECTBYET CUCTEMa C OTpHUILIa-
TebHOM obOpaTHOit cBsA3bl0 CLAVATA—WUSCHEL,
KOHTpOJIMpYIOolasi pa3Mepsl Iyjaa HeauddepeHILn-
poBaHHBIX KJeToK (Dodsworth, 2009; Nieminen et al.,
2015). OgHako cienyeT OTMETUTD, UTO KPOME BhIIlIE-
YKa3aHHOM CUCTEMbI PETYJISIIUHU CYILLIECTBYIOT IPYrye
MeXaHM3Mbl KOHTPOJIST 00beMa MepucTeMEbl. Tak, Ha-
MpUMep, ObLIO UCCea0BaHO BIusiHue reHa NANA Ha
npoiangepaTuBHYI0 aKTUBHOCTb IT00ETOBOIl amu-
KabHOI MepucteMbl (AnpoepT u Ap., 2014). beuio
nmoka3zaHo, 4To NANA KOHTPOIUPYET aKTHUBHOCTh
ITAM npu nepexone pacTeHMit Ha peIIpPOIYKTUBHYIO
CTaaguIO pa3BUTHs, NEUCTBYS 3HAUYMTEILHO MO3XKE U
HEe3aBUCUMO OT cucTteMbl reHoB CLV—WUS.
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®akTop TpaHckpunuuu WUS cuHTe3upyeTcsl B
opranuzanoHHoM IlieHTpe ITAM u mo 1ma3mone-
cMaM HaIIpaB/ISIETCSI B MOBEPXHOCTHEBIN CIION IIeH-
TpaJIbHOM 30HBI MepucTeMbl. [Ipu B3auMoneiicTBumn
WUS ¢ npomotopom reHa CLV3 IpoucXoauT ycuie-
Hue 3kcrpeccun mnocienHero (Yadav et al., 2011).
IMponentun CLV3 momBepraeTcs IIpoOTEOIN3y, MOIN -
¢dUKalM aMUHOKUCIIOT, INIMKO3WIMPOBAHUIO, a 3a-
TeM CceKpeTupyercs B ¢opMe KOPOTKOTO IIIMKOIEH-
tuaa (13 amuHokucnor). Koporkuit mentua CLV3
MOXET CBSI3BIBATHCSI C PELIENITOPHBIM KOMILIEKCOM,
cocrosgmum u3 6enkoB CLVI m CLV2 (Xie et al.,
2009; Ohyama et al., 2009), 4To B fajabHEMHIIEM IIPU-
BOJIUT K YMEHBIIIEeHUIO 3KcTipeccuun WUS.

IIpu HapylIeHUM 3KCIPECCUM TeX WJIM MHBIX Te-
HOB, BOBJICUEHHBIX B 3Ty CUCTEMY KOHTPOJISI POV~
depaTUBHOM aKTUBHOCTH ITOOETOBOI aIMKaJIbHOMN
MEPUCTEMBI, pa3Mephl Iyjia HeauddepeHIMpoBaH-
HBIX KJIETOK MOTYT KaK YMEHbIIAThCS (MIPU MyTalliu
wus), TaK U yBeJIMUMBATHC (IIpy MyTanusix clvl, clv2,
clv3). DTo KoppeJIITUBHO BIUSIET Ha pa3Mep repude-
pUYECKOI 30HBI, B KOTOPOI MPOUCXOOUT pa3sMeTKa
(pre-patterning) 1 mocjenymolias 3akjaaKa IIpuMop-
nueB uctbeB (beikoBa u ap., 2013).

ITo Mepe pocTa u pa3BUTUS pacTeHUSI, MEpUCTEMaA
3aKJIaJbIBAeT OOJIbIIOE KOIUUECTBO opraHoB. OmHa-
KO TIpeXne, YeM TOT WJIM WHOM OopraH IMOSIBUTCS B
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OIpeeIEeHHOM MecTe nepudepruiecKoil 30HBI, IIPO-
VICXOIUT pa3MeTKa, KOTopasl B 3aMETHOM Mepe oIpere-
JISIETCSI TIOBOPOTOM ITOTOKA ayKCHMHOB M3 TOBEPXHOCT-
HBIX CJIOEB K hopmupyroieMycs Kopirycy (Berleth et al.,
2007; Yy6, 2010). Booap 3TOr0 repBUYHOTO MOTOKA
ayKCHMHOB B cTeOJie B JaJibHelIeM nuddepeHumnpy-
IOTCSI TSKU TIPOKaAMOUs U MPOBOIMIIME ITydKH, a B
MPUMOPANHY JINCTA — LIEHTPpAJIbHAS JKUJIKA.

CymiecTBYIOT MeXaHM3Mbl ITO3MIIMOHHOTO KOH-
TPOJIsl, KOTOPBIE TMO3BOJSIOT IMCTAHIMPOBATh NBa
COCEIHMX pa3MeyalolInXcsl JUCTOBBIX HPUMOPIUS
IpyT oT apyra. [1pu HapyllleHUU NOJSPHOTO TpaHC-
MopTa ayKCMHa 3TH MEXaHU3MBbI OCJabJeHBI, 4YTO
MIPUBOIUT K MOSIBJICHUIO CIMBIIMXCSI JUCThEB WU
JINCTHEB C HECKOJIbKMMM PaBHO3HAYHBIMU TJIaBHBI-
MM XKuJkamMu. HapyllieHue ToJisipHOTO TpaHCIopTa
XapaKTEepHO JISI MYTaHTOB II0 T€HAaM M3 CeMeicTBa
PIN, xomupyoomnM O0eJIKN-TIEpeHOCUMKN ayKCMHOB.
Kpome TOro, CHMXEHUSI CKOPOCTH MOJSIPHOTO
TpaHCOOPTa ayKCMHOB MOXXHO JOOUTBHCSI DKCIICPU-
MEHTAJIbHO, IIPUMEHsIS TaKWe WHIMOUTOPBI, KaK
tpuiiogoen3oitHas kucjoTta (TUBK) nnu N-1-Had-
tuidTanamonast kuciora (HOK). I1pu onpeneneH-
HBIX KOHIICHTpalMsIX oOpaboTKa pacTeHMId TUKOTO
TUIIA UHTUOUTOPAMU TPAHCIIOPTa ayKCUHOB MPU 3a-
KJIaJIKE JINCTHEB MOXKET BHI3BIBATh MOP(OJIOTUYSCKIE
MPOSIBICHUsI, CXOOHBbIE ¢ (hEHOTUIIOM MYTaHTOB pinl
(Thomson et al., 1973; Okada et al., 1991; Deb et al.,
2015).

Panee Hamu ObLJTa BhICKa3aHa TUIIOTE3a, YTO MEXK-
Iy LIEHTpaJIbHO# U nepudeprudeckoit 30HaMU BO3ZHU -
KaeT KOHKYpeHI1s 32 (YyHKIIMOHAIBHOE MPOCTPaH-
ctBo Mepuctembl (Hyo, CunromuH, 2012; brikoBa
u ap., 2015). CoriaacHo 3Toi runoTe3e, OgHY U3 BaxK-
HBIX poJieit B 3TOM Ipollecce pa3rpaHUYeHUs 30H UT-
paeT MECTO MOBOPOTA IMOTOKA ayKCUHA U3 IOBEpX-
HOCTHBIX CJIO€B TYHMKHU K KopItycy. Takoii moBopoT
MOXET OCYIIIECTBUTBCS TOJBKO B Tepudepudeckoit
(HO He B LIEHTpaibHOM) 30He. OciiabieHWe MOoToKa
ayKCUHA MOJDKHO MNPUBOAWUTL K KOPPEJISITUBHOMY
CIBUTY BHU3 IPaHULIbl IEHTPAJIbHOM 30HBI U YBEIU-
YeHUIO Mmyja HenuddepeHIMPOBAHHBIX KJIETOK.

Huist aKcriepuMeHTaaIbHOM MPOBEPKU ITOM TUIO-
Te3bl Mbl MCITOJIb30BaIM B KaUeCTBE MHTMOUTOPA IO~
JsipHOTO TpaHcroprta HOK. YTtoObl m3ydnTh B3au-
MoJieficTBHE MOJSIPHOrO TPAHCIIOPTa ayKCUHOB C CU-
ctemoit CLAVATA—WUSHEL, MBI ucrionb3oBaiu
MYTaHTHBIEe TUHUU A. thaliana clv2-2 Ha doHe Ler
YMEpEHHbIM HapylieHHueM o0beMa MepUCTeMbl U
clv3-2Ha ¢poHe Ler, nJis1 KOTOPOI XapaKTepeH Hanbo-
Jiee BBIpaXXeHHBIN 3¢ PeKT pacumany arnuKaIbHON
MepHCTEMbI oOera.

MATEPUAJIBI U METOJbI

MyTtaHTHBIe pacTeHus A. thaliana nunuii clvi-1,
clv2-2 n clv3-2 6b1IM TIOJTyYeHbl U3 KOJUIEKLIMU Ka-
denpel reHeTnku buonormyeckoro ¢akyiabpTeTa

BBIKOBA u np.

MTI'Y. N30oreHHBIMU JUHUSIMHA I clvi-1 cioyXunm
pacteHus sKkotuna Blanes, a nns clv2-2 u clv3-2 —
Landsberg erecta (Ler). PacTreHusi BbIpalllMBaJIu Ha
0.8% arapunzoBaHHOIi cpeze ¢ 1/2 MUHEpaIbHBIX 3Jie-
MeHTOB 1o MS (Murashige, Scoog, 1962), conepxa-
meit 1% caxaposbl, B TedeHue 21 THS ¢ JoGaBIeHUEM
3,10, 20 u 30 uM HDOK. K KOHTpOJIBHOM TpYITIEe pacTe-
HUIT THTMOUTOP He Ho0aBisuii. PacTteHnsT KynmsTHBUPO-
By MpU 16-TH 4aCOBOM CBETOBOM JHE IO/, JIIOMUHEC-
LEHTHBIM ocBeleHreM (45 uM kBantoB AP M2 ¢ '),
u temnepatype +22°C. Kaxnple 7 qHEM MPOBOIUIN
BBIICJICHUE ITI00ErOBBIX amMKajdbHBIX Mepuctem (7,
14, 21 u 28 pHeit). Bcero ObUIo 2 3KCIIEpUMEHTA,
KaXXI0lil ToYKe cCOOTBeTCTBOBaJO 3 vaimku Ilerpu 1o
15—20 pacTeHuii B KaxKIO.

Hanee obpasubl pukcupoBaiu 70%-HbIM 3THITO-
BBIM CITUPTOM, IETUAPATAPOBAIN B CMECSIX CITMPTOB
W alleTOHA BO3pacTalolleil KOHIIEHTPAllud U BEBICY-
IIMBAJIU METOAOM “KpuThdeckoil Touku” (Bartlett,
Burstin, 1975). O6pa3iibl MOHTMPOBAIU Ha CTOJIUKY C
TMOMOIIIBIO yTJIEpOIHOTO cKoTda. CTONMMKM ¢ oOpa3-
LIaMHW HAaTbUISIA CIJIABOM TUIATUHBI U TaJJIagusl B
MOHHO-pacnbuInTenbHOM ycTaHoBKe (Eiko IB-3 ION
COATER). HanbieHHbIe 00pa31ibl ObLIN U3YYEHEI C
MOMOIIBIO CKAHUPYIOLIETO 3JEKTPOHHOTO MMKPO-
ckorma (COM) HITACHI S-405A B oOiiedakybsreT-
CKOI1 JTabopaTopny JIEKTPOHHOI MUKpocKormm MI'Y.

PE3YJIbTATDBI

st onpeneneHust 3HEKTUBHOM AeCTBYIONIEH
KOHIIeHTpaluu Ha Arabidopsis Oblia mpoBedeHa ce-
pusl SKCIIEPUMEHTOB C YEThIPbMSI KOHIIEHTPALIMSIMU
H®K B cpene: 3, 10, 20 u 30 uM. I1pu BeIpaliuBaHUU
pacTeHmi1 Ha cpene, comepxkarieit 3 uM, mo cpaBHe-
HUIO C KOHTPOJBHBIMU PACTCHUSIMU He OBITO 3aPUK-
CUPOBAHO CYIIECTBEHHBIX MOPGOJOTUUECKUX U3ME-
HeHMIi. AHaJIU3 pacTeHUIl, BRIpallleHHBIX Ha Cpele C
nobasiaeHuem 10 uM HOK, mokazan, uyto Mmopdoao-
ruyeckuii 3¢p¢hekT oT MHruoéuTopa ObUT ClabbiM, U
BBIpaXKaJICs JIMIIb B CPACTAHUM HEKOTOPHIX JINCTHEB.
Kpome Toro, He Bce pacTeHusI B 5TOM BapuaHTe MpPo-
sByIsIM peakiuio Ha BosneiictBue HOK. IMpu yse-
JIMYeHUM KOHIIEHTpAllMM IOECTBYIOIIETO BelllecTBa
1o 20 u 30 uM y Bcex pacTeHuit ObUIM BbhIpa>keHHbIE
HapyiieHus: MmopgoreHeza. Takum obpasom, neii-
cTByomnMu KoHueHTpauusmMu HOK gns nmomyue-
HUST BUIMMOTO MOP(OJIOrMYE€CKOro OTBETa MEPUCTE-
MBI [UISI pacTeHuil A. thaliana seisiiorest 20 u 30 uM.

H3zmenenus 6 eecemamusnou ITAM

IIpu BeIpamuBaHMM W3OT€HHBLIX JUHUI Ler u
Blanes 6e3 nHruo6UTOpa Yy HUX HAOJII01a]I0Ch OUepe-
HOE CIIUpaJIbHOE JUCTOPACIHONIOXEHME, B TO BpeMS
Kak npu gob6asieHnnu HOK duiuiorakcuc MeHsIC.
Tak Ha puc. la mokaszaHa MepucTeMa pacTeHUs
Blanes, BeipamieHHast Ha cpene ¢ 20 uM H®OK. Ipu-
Mopauu, obo3HadeHHble 1 1 1',2u2', 31 3', 3a10XKu-

OHTOTEHE3 Ne 4
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JINCh OMTHOBPEMEHHO, O YeM CBUICTEILCTBYET MX pa3-
Mep, OTHAUIEHHOCTb OT MEPUCTEMBI U CTEIIEHb Pa3BU-
TUSI TPUXOM. YTOJ IMBEPreHLIMM BHYTPU Kaxkaoi
napel IpuMopaneB 6130k K 180°, 4To cBUOETEb-
CTBYET O CYIIPOTUBHOM JIMCTOpacmoysioxkeHnu. Takoe
SIBJIEHME 4YacTO MOXHO HaOIioIaTb B HOPME Yy MY-
TaHTHBIX pacTteHuii c/vl (beikoBa u ap., 2015).

CremyeTr OTMETUTB, YTO PEaKINs paCTeHUI TUKO-
ro Tura Ha Bo3nerictBue HOK 6b11a HE OMMHAKOBOIA.
Y omHUX 00pa3OB NOSIBISUIMCH CTPYKTYPhI, CXOXHE
10 (PEHOTHUITY C MyTaHTaMU pin. DT (peHOKOIINH IIPU
mepexone U3 PO3eTOYHOU CTaauy K BBIABIDKEHUIO
IIBETOHOCA pPa3BUBAIN OE3IUCTHBIE CTPYKTYPhI U HE
3aKJIagbiBaI OOKOBBIX IIBETKOB. Yaiie Bcero oHU
OCTaHaBJIWBAJIVCh B PAa3BUTUM ITOCie OOpa3oBaHUS
BTOPOTO HACTOSIIIETO JIUcTa (puc. 2r).

B npyrux ciaydasix mpoucxomusio obpa3oBaHUE
MEPUCTEMBI, YIIOLIEHHOM ¢ 60KOB, KOTOPYIO OYEHb
4acToO B HOpME pa3BUBAIOT DaclIMpOBaHHbBIE MyTaH-
Thl. Tak e JOCTAaTOYHO YacTO MEPUCTEMbl KOH-
TPOJILHBIX pacTeHmit mon Bo3aeiictBueM H®OK pasz-
IEJISUTNCh Ha CaMOCTOSITETLHO TPOJIMdEpUpyIoITe
4acTH, Ha IBa o4ara pocta. OTo sBJIeHUE HAa3bIBaeTCS
nedaclyanueii, 1 OHO HabIoaaeTcs TakKe y hacim-
MPOBAaHHBIX MYTaHTOB A. thaliana (puc. 20).

B 11e10M y Beex pacteHuii modaBieHIe MTHTUOUTO-
pa TpaHCIIOpTa ayKCUHA CTUMYJIMPOBAIO JAOIOJHU-
TeJIbHOE yBeJIMUYeHNEe pa3MepPOB MEPUCTEMbI OTHOCH -
TEeJIbHO KOHTpOIA. Tak y MyTaHTOB c/v2 Ler B HOpMe
pa3Mep MepUCTEMBI B €€ CAaMOM ILIMPOKOI YacTU CO-
cTaBistyl B cpenHeM 40 MKM, a mpu go0OaBiIeHUU
H®K — 200 Mx™M (puc. 2a). Y pacTeHUI AUKOTO TUIIA
¢dheHOoKONUM pin B AMaMeTpe He mpeBblmanu 150 MxMm,
B TO BpeM$I KaK CXOXKH1e CTPYKTYPhl Y MyTaHTHBIX pac-
TeHnit mocturaiu 260 MKM. YBelIM4eHUE IIPOUCXO-
IWJIO HEe TOJBKO B JUIMHY, HO U B BBICOTY. Makcu-
MaJibHasi BbICOTa TAKUX CTPYKTYP Y paCTEHUI TUKOTO
THMa He IpeBbiana 350 MKM, B TO BpeMsI KaK y My-
tanToB gocturaga 600 MmxMm. CiieIyeT OTMETUTD, YTO
clv2u clv3 Ha ¢poHe Ler pa3BUBaiu Ha BHEIIHEH I10-
BEPXHOCTU BTON CTPYKTYPhl ONWHOYHBIE OPTAHEL.
Hanpumep, pacreHus clv2 Ler mpenMyIlIeCTBEHHO
00pa30BBIBAIM TPUXOMEIL, a clv3 Ler — TUCTBs, B Ma-
3yXax KOTOPBIX pacmojarajivch 4allle BCero ABe 00-
KOBBIE MOYKHU (pHUC. 2B). Y pacTeHU ITUKOIO THUIIA B
HOpMe J0JKHa (popMUpOBaThCsl 0OJHA OOKOBasi MOY-
Ka B Iasyxe JINCTA.

HoGaBreane HOK B cpemy KyJIbTHBHPOBaHUS
NPUBOIMJIO HE TOJIBKO K JONOJIHUTEIHHOMY YBEJIU-
YEHUIO pa3MepOB MEPUCTEMBI, HO U K U3MEHEHUIO (Pop-
MBI JINCTHEB Y IPWIMCTHUKOB. B HOpMe y KOHTPOJIBHBIX
pacTeHuii opma JIMCTa OOpaTHOSHUIICBUIHAS, JIMCTHSI
MMEIOT IOCTAaTOYHO UIMHHBIE yepelnku. [Tom Bo3neii-
ctBrieM HMK y MyTaHTHBIX pacTeHMii HAOIIOOATUCH
neJbTaTHBIE JIMCThS, IpeNCcTaBisIolIue 13 ceds 3a-
MKHYTHIE YalleoOpa3Hble CTpYKTyphI (puc. 1B8). Kak
TaKOBOI'O YepelllKa OHU He UMEJIU, a IPUKPEIUISIINCh
K CTe0J110 OCHOBAaHMEM JIMCTOBOM IJIaCTUHKMU.

OHTOIEHE3 Ttom 47 Ne4 2016
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Puc. 1. UsmeHeHue duintoTakcuca y pacteHuii Arabidop-
sis thaliana non BosaeiictBuem HDK. a — Mepucrema
Blanesipu 20 uM (11 1', 21 2', 3 u 3' — OMTHOBPEMEHHO
3aJI0KMBIIHECS ITapbl IIPUMOpPAUEB), 6 — Mepuctema clv/
npu 10 uM (uudpamu o603HAUYEHBI MOCIEIOBATEIHLHO
3aJI0KUBIIIMECS TTIPUMOPANH), B — MEJIbTATHBIHI JIMCT pac-
TeHus c/lv3 Ha oHe Ler.
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095 300 MKV
00095 300 MKM

300 MKM

Puc. 2. U3zmeHeHmne hopMbl MepUCTEMBI Y pacTeHui Arabidopsis thaliana ion Bo3neiictBueM HPOK. a — mepucrema c/v2 Ha do-
He Ler ipu 20 uM (TpeyroibHUKaMU MOKa3aHbl IPUJINUCTHUKN), 6 — Mepuctema Ler mipu 20 uM, pa3zneauBuiasics Ha ABa ouara
pocTa, B — pin-obpasHasi cTpyKrypa c/v3 Ha (poHe Ler ipy 20 UM (TpeyrojibHUKaMy MoKa3aHbl TIPYJIMCTHUKY, CTPEIKAMU TTIOKa3aHbI
€IMHOBPEMEHHO 3aJI0XKUBIIIVECS IBE KOJUIaTepalbHBIC Ta3yIIHbIe IOYKH), T — pin-obpa3Hasi ctpykTypa Ler ipu 20 uM.

Tak >xe HamMu ObUIO 3a(PUKCUPOBAHO YBEIUUYCHUE
quciia MPUJINCTHUKOB 1o BosaeiictBueM HOK. B
HOpME J1aXe Y MYTaHTHBIX pacTeHHUl c/v MBI Bceraa
HaOro1aIn 1Ba TIPMIMCTHUKA IIPY OCHOBAHUM KaXK-

nJoro jgucta. Ilpu dacumanmmy 4acTto yBeJIUMYMBaeTCs
YUCJIO JIMCThEB B y3Ji€, HO MTPU 3TOM YHMCJIO MPUJTUCT-
HUKOB ocTaeTcs npexxHuM. Jlobasienune HDOK B cpe-
Iy KyJbTUBUPOBAHMSI BHI3ZBIBAJIO YBEJIUUCHUE YHCIIA

OHTOI'EHE3 Ttom 47 Ne4 2016
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NPUJIMCTHUKOB, KaK Y MYTAHTHBIX PACTEHUIA, TaK U Y
M30TreHHbIX JuHUM. Tak Ha puc. 3a u 306 MoKa3aHbI
MepucTeMsbl Blanes u clv3 Ha GoHe Ler COOTBETCTBEH-
HO, Y KOTOPBIX YBEJIUUYEHO YUCIIO MPUJINCTHUKOB. B
HEKOTOPHIX CIydasix Mbl HaOJII01aJau 00pa3oBaHUE 10
10 1 6oee MPMWIMCTHUKOB, KOTOpbIe (DOPMUPOBAIA
eIUHOEe MOoJIe MEXIYy OCHOBAaHUSIMU IBYX COCEIHUX
JmcTthbeB (puc. 36). DopMa Ke TPUIMCTHUKOB MEHSI -
JIach Ha JIOMACTHYIO.

Hszmenenus 6 eenepamuenoii IIAM

[Ipu ananmuze dopaabHOTO MOpdoreHe3a ObUIN
OOHapyXeHBbI cleaylolue u3MeHeHus1. B Hopme My-
TaHThI c/lv2 u clv3 Ha doHe Ler pa3BUBaIu LIBETKU,
OIHAKO YMCJIO JYacTel ITBeTKa OBIJIO OTIWYHBIM OT
KOHTPOJIbHBIX PAaCTeHU, KaK B MEHBIIYIO, TaK U B
00JIblIIYI0 CTOPOHBI. Y ¢/v2 Ha oHe Ler B psine ciy-
YaeB IMPOMCXOIMIIO YIIOIIEHIE TIeCTUKA 1 YCUJICHIE
pa3BUTHUS PBUIBIIEBON TKaHU A0 0Opa3oBaHUs rped-
HeBUIHOM (popMEI (pUC. 4B). Y MyTaHTHBIX pACTCHUI
clv3 Ha ¢oHe Ler Ha MOBEPXHOCTH IIECTHUKA BHYTPU
KOJIblIa U3 OYaroB PhUIbLIEBON TKaHW HAOIIOAATOCH
MOSIBJIGHUE MHOTOUMCICHHBIX HEYNOPsIOYeHHbIX
o4aroB Ipoiaudepupyiommux KieTok (puc. 4a). Orta
CTPYKTypa, paspacrasich, IpuoOperanra OKpYIIyio
dopmy, y KoTtopoit mo nepudepuu pacriojiarajiach
muddepeHIMpoBaHHAsT phUIblLIEBas TKaHb. 1akue
BUJIOU3MEHEHUsI HAOJIOAIUCh TOJBKO Yy TEepMU-
HaJIbHBIX CTPYKTYp, MPU 3TOM OHU HE Mellau 3a-
KJ1agKe OOKOBBIX IIBETKOB.

Ilon Bo3aeiicTBUEM K€ MHTUOUTOpA TpaHCIOpTa
ayKCUHOB YMCJIO OOKOBBIX [IBETKOB CHUXXAJIOCh WJIU
OHM COBCEM He 3aKJIamblBaiMch. OMHOBPEMEHHO Ha
OCH COIIBETHSI YaCTO Pa3BUBAIACh KPYITHASI TEPMUHATb-
Hasl cTpykTypa (puc. 46 u 4r). Ha amnekce pacrnonara-
JINCh HEYTIOPSIMOYEHHBIE OYard IEeNSIINXCS KIIETOK,
MpyuyeM KOHeuHast hopMa 3Tl CTPYKTYPhl BapbUpOBa-
Jia OT TpeOHEBUIHON U BBITSIHYTO Kak y c/v2 Ha (poHe
Ler (pacmuanyist B INIOCKOCTH) 10 TUHEMHO-BBITSIHY -
TOM WJIM KpecTooOpa3Hoii Kak y c/v3 Ha ¢oHe Ler.
Kaxk 1 y KOHTpOJIbHbIX MyTaHTHBIX paCTEeHUI1, MO Me-
pudepun 3TOM CTPYKTYpHI pPACITOJIATAINCh OYaru
PBUIBLIEBOI TKAHU.

Cpenu o4yaroB npojmdepupyrolleil TKaH!N TakKXKe
HaOIIOJaTCh YIaCTKH ¢ 0ojiee-MeHee BBIpasKeHHOMN
InddepeHIIMPOBKOM, HATOMUHAIOIIME IO BHEIITHE-
MY BUIY CHMJIBHO pa3poCIIrecs IUIalleHTHI C ceMsi3a-
YyaTKaMM Ha paHHUX 3Tarax pa3Butus (puc. 40). Ta-
KUM 00pa3oM, 3Ta TepMUHAJIbHASI CTPYKTYpa, COCTO-
siiasi B OOJIbIIEH CTENMEHW U3 MEPUCTEMATUUECKUX
KJIETOK, OblIa O0osee nuddepeHINpoBaHHOM, HEXe-
JI1 4yeM B KoHTpoJie 6e3 HDK.

Ecnu xe pacreHue pasBUBajo CTPYKTYpy, HaIlo-
MUHAIOIIYIO M0 (DEHOTHUITY PACTeHMUS pin, TO OHO HE
00pa3oBBLIBAJI0O HUKAKUX 1LIBETKOB, HO B HEKOTOPBIX
cllydasiXx Ha aneKce pa3BUBAIUCh alllleHIUKYJISIPHEIE
CTPYKTYPBI, KOTOpBIE€ HAIlOMWHAIN (DUIIaMEHTHI
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Puc. 3. M3ameHeHue 4mncia MPWIMCTHUKOB y pacTeHUit
Arabidopsis thaliana ion Bo3neiicteuem H®OK. a — pacre-
Hue Blanes npu 10 uM, 6 — pactenue c/v3 Ha doHe Ler
npu 20 uM. TpeyroabHMKaMu ITOKa3aHbI HPUIUCTHUKH.

(puc. 2r). B 1eHTpe Haxoauacs o4ar pocTa, KOTOPbIi
B JaJIbHEMIIEM MOT pPa3BUThLCS B TMHELIEH WJIM 1AThb
oyaru npoaudepannn.
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Puc. 4. ®nopanbHblii MOpdOreHe3 y MyTaHTHBIX pacTeHuit Arabidopsis thaliana. a — reHepaTuBHast Mepuctema clv3 Ha poHe
Ler 6e3 nobapnenust HOK, 6 — reHeparuBHas Mepuctema c/v3 Ha poHe Ler ipu 20 uM, B — reHepaTUBHAsI MepucTeMa c/v2 Ha
doHe Ler 6e3 nodasieHuss HOK, r — renepatuBHas MepucteMa c/v2 Ha poHe Ler mpu 20 uM. CTpesikaMu moKa3aHa pbLiblie-

Bas TKaHb, TPEYTOJIbBHUKaMU — CeMs3adyaTKu.

OBCYXIEHUE

BOkotun Landsberg erecta otnnvaercs ot packl Co-
lumbia mytanueii erecta (er). l'eH ERECTA xonupyet
MeMOpaHHBIN OeJTOK-peleITOp U3 ceMeiicTBa KMHA3,
YYaCTBYIOIINX B ITOAIEP>KAHUM ITyJia CTBOJIOBBIX KJIe-
TOK. B TeHOMe HpUCYTCTBYIOT TaKXe TOMOJIOTH
ERECTA-LIKEI n ERECTA-LIKE2. MyTaHTHl TI0

STUM FeHaM XapaKTepU3yIoTcst PEHOTUITOM, CXOIHBIM C
¢eHOoTHIIOM MYTAHTOB erecta. I1pu a3TOM MepucTema 3a-
METHO yMeHbIlaeTcsi B padmepax (Shpak et al., 2004;
Terpstra et al., 2010; Uchida et al., 2013).

Ha doHe Ler noBpexneHue Npyrux CUCTEM pery-
JILUU 00beMa MEPUCTEMEBI IIPUBOINT K O0JIee pe3Ko
BBIpAKCHHOMY (PEHOTUITMYECKOMY IPOSIBJICHUIO.
Ne 4 2016
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Tak, myrauus fas5 Ha ¢oHe Landsberg erecta naet
CUJIbHOE TpeOHEeBUIHOE pa3pacTaHUEe MEPUCTEMBI
couBeTust (Anboept, 2015). 1o HaIIMM JaHHBIM MY-
TaHTHI c/v3 Ha ¢oHe Ler TakKe JaBaiy aHAJIOTMYHbBIE
CTPYKTYPBI, HO TOJILKO €CJIM TPAHCIIOPT ayKCUHA ObLIT
uHruobuposaH HOK (puc. 46). MoxHO mpearnoJo-
XWTh, 9TO B ciIydae c/v3 IIOTOKM ayKCHHa B mmepude-
PUYECKOI YaCTU MEPUCTEMBI CITOCOOHBI KOHTPOJIH-
poBaTh HUZKHIOIO I'paHUILY LHEeHTpaJIbHOM 30HEL. [1pn
nmobasneHnn HOK stor MexaHu3M ociabiisieTcsd, U
ycuavBaeTcs npoiaudepanust Kak KJIETOK MEpUCTe-
MBI COLIBETHS, TaK 1 KJICTOK LIeHTpa (JIoOpajibHOI Me-
pucteMbl. Poct dopanbHOIT MEpUCTEMBI CTAHOBUT-
csl HeIeTepMUHUPOBAHHBIM, a 3aKJ1aJKa rhHelles Ha-
pymaercs (puc. 40).

IMpu dacumaivm U3 1IeHTPATIBLHON 30HbI B TIepude-
PHUUYECKYIO BBIXOOUT OOJIBIIIE KIIETOK, YeM Y HOPMAaJIbHO
(byHKIIMOHUPYIOIIUX MepucTeM. B pesysnbTare yBenu-
YUBAETCS TIPOCTPAHCTBO, B KOTOPOM TTPOMCXOOUT pas3-
METKa JINCTOBBIX IPUMOPAYEB, YTO BJIEYET 32 COOOI
YBEJIMUECHNE Y1C/Ia OPraHOB B OOHOM Y3/I€ U/WIN U3Me-
HeHue ¢uuiotakcuca (Mayer et al., 1998; Fletcher,
Meyerowitz, 2000; Hamada et al., 2000; Yy6, 2010).

VY pacreHuit sKotumia Landsberg erecta yronm mu-
BEPTeHIINH Y PO3ETOYHBIX JTUCThEB OJIM30K K YIITY 30-
Jotoro ceyeHus (137.5°) (Mandel et al., 2014). I1pu
oBepakcripeccuun miR166g 06beM MEPUCTEMBI U3ME-
HSETCS, YTO MIPUBOIUT K YBEIWMUECHUIO YUCTIA JIUCTO-
BBIX IPUMOPAYEB B OMHOM Yy3JIe BILUIOTh A0 YeThIpeX
(Mandel et al., 2014). MbI HaOMI0IaI aHAJIOTUYHbBIC
aBiieHNs. Tak, y HEKOTOPBIX pacTeHu c/v3 Ha doHe
Ler na cpene 6e3 HOK B onHOM y3J1e 3aK/1aabIBaJIOCh
OTHOBPEMEHHO YeThIpe MNPUMOpIUS. Y MYTaHTOB
clvl B ogHOM y3JIe Habmonagochk He 6oJjiee IBYX MpH-
MopaueB (beikoBa u ap., 2015). B npyrux ciaydasx
YTOJI TUBEPreHIINA MEXIY COCETHUMU TTPUMOPIUSI-
MU yMeHbIajcs 1o 72—90° (puc. 16).

Y tpoiiHoro myrtaHTa er erll erl2 ObLIIO OTMEUYEHO
o6pa3zoBaHuMe TPUMOPINEB BOKPYT MEPHCTEMBI B BU-
ne myToBku (Uchida et al., 2013). ITpu aTom Bce ripu-
MOpIVH OBUIM OTHOTO pa3Mepa U Bo3pacTta. OmHAKO
y aBTOPOB HE OBUTO TOCTATOYHBIX OCHOBaHUI MHTEP-
MPEeTUPOBaTh MX KaK JIMCTOBbIE TMPUMOPIUU, TIO-
CKOJIbKY OHM HE COIPOBOXIATHUCH NMPUIUCTHUKAMH
W HE pa3BUBAIM SIMUACPMATBHBIX TPUXOMOB. Jleii-
CTBUTEJILHO, MOXHO OXWJaThb O0Opa3oBaHUsI OOJIb-
IITOTO KOJTMYECTBA OMHOBO3PACTHBIX IIPUMOPINIA-TTO-
TIOOHBIX CTPYKTYP B OMHOM y3JIe, TaK KaK Y TPOMHBIX
MYTaHTOB er erll erl2 OJIOKMPOBaHbI MEXaHU3MBbI
OTpaHUYEHUS POCTa ITyJla MEPUCTEeMAaTUIECKUX KITe-
ToK [TAM.

B nanmmx skcniepuMeHTax IpomdepaTuBHAasT aKTHB-
HOCTb ObUIa yBeJIMYeHA M3-3a MyTalluu B IPYTOM Mexa-
HU3ME KOHTpOiIsT oObeMa MepucteMbl (CLAVATA—
WUSHEL). I1pu 3TOM 3aKJIafgKa JUCThEB IMPOVCXOMIIA
HOPMAaJIbHO, IPUMOPAUU JUCTOBBIX IJACTUHOK BCe-
I1a CONpPOBOXIAIUCH MPUINCTHUKaMU. Ho cam me-
XaHU3M (popMupoBaHus aucTa nox aeiicrsueM HOK
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Ha poHe MmyTanmii clv u ler Hapymrancs. B HopMme aucT
BO3HUKAET U3 OIPENeJICHHOro IyJia KJIETOK, KOTO-
pBIii MOXXHO Ha3BaTh OjlacTo3oHoil (Gourlay et al.,
2000; beikoBa u np., 2015). ¥ Arabidopsis 6onpmias
YacTh KJIETOK 0JIaCTO30HBI MCIIOJB3yeTCs ST hop-
MUPOBaHUS JIMCTOBOM IUIACTMHKM, OOHAKO B HEM
Tak>Ke pa3MedaroTcs aBa caiiTa s (popMUpPOBaHUS
Ma3yIIHbIX IPUINCTHUKOB. Eciin B HOpME B KaXKIoM
caiite o6pa3yeTcsl TOJBKO II0 OJHOMY HPWJIMCTHUKY
(KaK y paCTeHHMI IUKOTO TUIIA, TAK U Y MyTaHTOB), TO
nox, neiictBueM HDK pasmepbl caiiToB yBean4uBa-
IOTCSI, 1 B HUX MOTYT 3aKJIagbiBaThcst 10 10 mmpuimct-
HUKOB (puc. 36). IIpu 3TOM pasmepnl CaiiTOB y My-
TaHTOB c/v 0OKa3bIBAIOTCS OOJBIIIE, YeM Y M30TeHHBIX
pacteHuii. CienoBaTelIbHO, Ha pa3Mephbl U pa3METKY
CTPYKTYP B 0J1aCTO30HAX JINCTa OKA3bIBAIOT BIMSHIE
He TOJILKO MOTOKM ayKCUHOB, HO M CUCTEMA PEeTyJIsI-
U1 00beMa MEPUCTEMHEI.

IIpUINCTHUKM MOTYT UIPaTh BaXKHYIO CUTHAIb-
HYIO poJib TIpu MopdoreHe3e. BblTo MoKkazaHo, 4YTo B
MOJIOIBIX MPUJIMCTHUKAX MTPOUCXOIUT HAKOIUIEHHE
aykcuHa (Tsukaya, Uchimiya, 1997; Aloni et al.,
2003). Bo3MoxHO, oOpa3oBaHUE ITOIIOJHUTEIHLHBIX
MPWIMCTHUKOB TO3BOJISIET PACTEHUSIM YaCTUYHO
KOMIIEHCUPOBaTh oOcjlabjieHue IOTOKOB ayKCUHA,
BeI3BaHHOe HDK.

O6padcorka HOK 10noaHUTETBHO CTUMYJIMPYET
yBeJIMYEHUE TTyJIa MepPUCTEeMaTUIECKUX KIETOK: JaxKe
Y KOHTPOJIbHBIX JIMHUIT IPOUCXOAIIN 3HAYUTEIbHbBIE
W3MEHEHUS B CTPOSHUH KaK BETeTaTUBHOM, TaK U T'e-
HepatuBHOU TTAM. Ha puc. 5a mokazaHa 14-mHeB-
Hast MepucTteMa Ler. BumHo oOpa3oBaHUE TOHACTHBIX
JIMCTHEB, C YBEJIUYECHHBIM KOJIMYECTBOM TPUXOMOB. B
reHepaTUBHOM 4YacTM pacTeHUSI OOHapY>KUBaeTCS
KOHI€HUTAJIbHOE CpacTaHMe YalleJIMCTUKOB. B HopMe
W3 OTHOTO IPYMOPIYSI Pa3BUBACTCS OAMH YaIISIMCTUK,
NPy HapYIIEHUU MOJISIPHOTO TPaHCIIOpTa ayKCUHA OHU
CpacTaroTcs, B pe3yJIbTaTe 4Yero Mbl HabJTIomaeM KOJIbLIe-
BYIO JIONIACTHYIO Yamieuky. B 1ieHTpe opaasHoil Me-
pUCTEMBI CHaYaJIa 3aKJIaabIBAcTCsl KOJIbLIEBOI TPUMOp-
I TUHELIesI, a 3aTeM lLieHTpaJbHas 4acTh HaYMHAET
ob0mIIbHO TIponmndepupoBaTh. HabmonaeTcs gacTmy-
Hasl TuddepeHLIMPOBKaA LIEHTPAJIBLHOIO ITyJjia KJIETOK
B PBUIbLIEBBIC Nanwuibl. 1o JaHHBIM JIMTEpaTypHl, B
HOpMe TMHELEH 3aKJIaabIlBaeTCsI KOJIBIIOM M IO MEpe
€ro pocTa BBEpPX, JexKalllie B ICHTPEe KJIETKU TOJIKHBI
ocTaHaBIUBaTh cBoe AeiaeHue (Smyth et al., 1990).
Ho na ¢pone HPK storo He npoucxomut. Cxoxas
KapTHMHA HaOJogaeTcs U 'y MyTaHTOB c/v2 Ha (oHe
Ler, TOJIBKO 30eCh YUCJIO LIBETKOB YBEJINMYECHO Y THHE -
LI IMEEeT BHITIHYTYIO (hOPMY, C TOTIOJTHUTEIbHBIMUI
oyaramm pocTa nocepeauHe (puc. 50).

B 3aBucuMocTu ot KoHueHTpauuu HOK mposs-
JISITTACH pa3Hble 3¢ deKThl. MakcuMaibHas KOHIIEH-
Tpauusa nHruouropa B 30 uM npuBoaniIa K MOsIBIIE-
HUIO JJONACTHBIX (KaK Y MyTaHTOB, TaK U Y KOHTPOJIb-
HBIX PaCTEHUIT) 1 ITeJIbTaTHBIX JINCThEB (TOJILKO Y clv3
Ha ¢oHe Ler), a TaKKe pa3BUTHIO CPOCIITMXCS OKOJIO-
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Puc. 5. ®nopanbHblii MopdoreHes npu 30 uM y pacre-
Huit Arabidopsis thaliana. a — pactenue Ler ipu 30 uM,
6 — pactenue c/v2 Ha done Ler mpu 30 uM. Crpenkamu
MOKa3aHO KOHI€HUTAJIbHOE CpAacTaHUE OKOJIOLIBETHUKA,
TPEYroJbHUKAMU — IyJI TPOJU(MEPUPYIOIINX KIETOK B
LIEHTPE MEPUCTEMBI.

IBETHUKOB (KaK y MyTaHTOB, TaK 1 Y KOHTPOJbHEIX
pactenuii). Ilpu 3TOit KOHILIEHTpAlIMX Mbl HUKOTIA
He HaOmomaau pa3BUTHE OyJIaBKOBUIHBIX (pin-
formed) cTpyktyp, B ominune oT 20 uM, rae oHu
MpeacTaBJICHBI B pa3IMUYHBIX BapMaHTaX U Yy BCEX pac-
TEHUM.

ITo Mepe Bo3pacTaHUsI KOHLIEHTpALIM TPOUCXO-
IUT HapylleHHWe CHUMMETPUU MEPHUCTEMbl M, Kak
ciencrBue, prutorakcuca. Tak ipu 20 uM y Ler Ha-

BBIKOBA wu np.

Onmromanach IUIocKasg acuuamusi BereTaTMBHBIX
ITAM, ogHako 3TO HUKAaK HEe BIUsIIO HA popMy GJio-
paJibHOIT MepucTeMbl. ¥ MyTaHTHBIX pacTeHuit c/v3
Ha (oHe Ler 6e3 nobasmennss HOK Habmoganuch
KpYIJIble TEpPMUHAIbHBIE CTPYKTYPbI, KOTOPbIEC U3Me-
HsUTM CBO1O (hopMy OT JIMHEHHO-TpedbHeBUIHOM (20
uM) mo kpecroobpazHnoii (20 u 30 uM). ameHeHnus
quciia, GopMbl U pa3MepoB NPUIUCTHUKOB IPOUCXO-
W10 TOoJIbKO o aeiictBrueM HOK. MoxkHO nipenmno-
JIOXUTh, uTo T1ox neiictBueM HOK npoucxogur yBe-
JIMYeHUE y4yacTkKa OJIaCTO30HBI, MpelHa3HAYEHHOIO
IS 00pa3oBaHUsl MMPUJIUCTHUKOB, TO €CTb U3MEHSI-
eTCsI MEXaHM3M pPa3MeTKH 0JIaCTO30HBI. DTOT MeXa-
HU3M 0 KOHIIAa HE M3Yy4YeH M TPeOyeT NaJIbHEUIIUX
UCCJIENOBaHUM.
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Effect of the Auxin PolarTransport Inhibitor on the Morphogenesis of Leaves
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An increase in the proliferative activity of a shoot apical meristem (SAM) and the further accumulation of a
pool of undifferentiated cells (fasciation) results in phyllotaxis changes. In the case of Arabidopsis thaliana, a
typical spiral leaf arrangement is replaced by an opposite or verticillate one (depending on the level of a fas-
ciation manifestation). Pistil development in mutant plants is accompanied by the appearance of a group of
undifferentiated meristematic cells in its central part. The addition of N-1-naphthylphthalamic acid (NPA)
causes an increase in the meristem volume and number of stipules in both mutant and control plants. The
NPA effect on the floral morphogenesis results in a significant growth of meristemic cell pool. The interac-
tion of different mechanisms of a meristem volume control is discussed.

Keywords: SAM, NPA, fasciation, blastozone, A. thaliana
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