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B pabote oxapakTepr3oBaHa HOBasi MyTallusl, BBI3bIBAIOLIAs] PA3BUTHE MHOTOUYUCIEHHBIX MepUCTeMaTHye-
CKMX 0YaroB B COCTaBe alTMKaIbHOU MEPUCTEMBI IToOera, KOTOphIe MOTYT TaBaTh HA4ajI0 HOBBIM CTEOJIEBBIM
OCSIM WJIY TIPUBOIMUTH K dacumanu ctedssi. Myrtauust wus- I anucTaTUpyeT pa3BUTHE JOTMOJHUTEIbHBIX
anuKaJbHBIX MEPUCTEM Y MyTaHTa fas5, 4TO yKa3bIBaeT Ha MOC/e0BaTeIbHOE IeICTBUE T€HOB P (DOpMU -
pPOBaHUU alTMKaJILHON MEpUCTEMBI oOera U ydactue reHa FASS B orpaHUYeHUM 061aCTU 3KCITPECCUM reHa
WUS. 9ty dyHkuuio reH FASS BBIIIOIHSIECT HE3aBUCUMO OT IPYTMX HETaTUBHBIX PEry/IsiTopoB reHa WUS —
reHoB CLV, 0 yeM CBUIETEJIbCTBYET aJIMTUBHBINA (DEHOTUTT ABOMHBIX MYTAHTOB fass clv2-1 u fas5 clv3-2.
TToMuMO BIMSTHUS Ha pa3BUTHE alTUKAJIBHON MepHUCTEMBI TTOOeTa MyTallMs fasS BbI3bIBaeT U3MeHeHre (hop-
MBI U YMCJIa JIUCThEB, YCKOPSIET TIEPEX0/1 paCTEHUII Ha PENPOAYKTUBHYIO CTaIUIO Pa3BUTHSI U TIPUBOIUT K
pPa3BUTHIO HOBOOOPA30BaHMIM Ha cTebJIe (ITOYeK, PhIIBLIEBOM TKaH! M ceMsITIoueK). MyTalins BbI3bIBAaeT TaK-
K€ U3MEHEHUsI MOP(OJIOTMH KJIETOK alTMKaJIbHBIX MEPUCTEM U JIMCTA, YKa3bIBAIOIIe Ha aKTUBALIMIO B KJIET-
Kax sHnopenyrumkany JIHK. [TneiiorponHbil 3dekT MyTanum fass Ha pa3Hble CTaAu OHTOreHe3a 1 pa3-
HbIE OpraHbl CBUIETEILCTBYIOT O TOM, UTO TeH FASS Urpaet CJI0XHYIO PEeTyJISITOPHYIO POJIb Ha BCEX CTaAUsAX
pa3BuTHs nobera A.thaliana, v ero MAIIIEHIMU (TIPSIMBIMU WJT HETIPSIMBIMU) SIBJISTEOTCSI MHOTHE T€HBI.

Karoueesnie croea: reHeTUYECKUI KOHTPOJIb pa3BUTHsI obera, Arabidopsis thaliana, anukaabHass MEpUCTE-

Ma, MyTaHTbI, TCHHBIC B3aUMOJICUCTBUSI.
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BBEAEHUWE

Pa3Butue pacteHus odoecreunBaeTCs 3a cUeT Io-
CTOSTHHOTO TIOMJIepXKaHMsI ITyJia CTBOJIOBBIX KJIETOK
(CK) anumkanbHOi MepucTeMbl Iobera (AMII) u
KopHsi. AMII pacTeHMiT COCTOUT U3 ITyja MEIJIEHHO
nensnauxcss CK, pacIiojloXXeHHBIX B ILIEHTPaIbHOI
30HE, 1 OBICTPO AeIsAIuXcsa AuddepeHINPYIOIINXCS
KJIEeTOK B mnepudepudeckoir 30He, U3 KOTOPHIX B
JajibHEeUIleM o0pa3yloTcsl pa3IMdHbIC TUIBI TKAHEH
1 (OPMUPYIOTCS IPUMOPAUKN OOKOBBIX OPraHOB I10-
Oera. BaxxnbiM komnmoHeHToM AMII ciry>kuTt opraHu-
3YIOILLIUI LHEHTP, PACIIONOXKEHHBIN MO LIEHTPaJIbHOMI
3o0HOM m aBisommiics Humein CK MepucreMbl
(Stahl, Simon, 2010; Barton, 2010).

V Arabidosis thaliana (L.) Heynh. x1to4yeBast poJib
B noazaepxxaHuu rnoctosiHcTBa nmyja CK AMIT npu-
Hamjiexur cucreme reHoB WUS-CLV3, neiicTByl1O-
IIMX [0 MPUHIIMITY OTPUILIATEIbHOU 00paTHOM CBSI3U
(Brand et al., 2000). Iern WUS skcripeccupyeTcs B Op-
TaHMU3YIOILIEM HEeHTPE, €ro IMPOAYKT — TPAaHCKPHUITIIN-
oHHbI (pakTop WOX-cemeiictBa (Haecker et al.,
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2004) noctynaer B Boienexamue CK u peryaupyet
TpaHcKpurniuio MHorux reHoB (Busch et al., 2010;
Yadav et al., 2011; Yadav et al., 2013). DTo obecrieuyu-
BaeT nogaepxanue CK B HenuddepeHIMPpOBaHHOM
COCTOSIHUM M CTUMYJIMpPYET MX MpojaudepaTUBHYIO
aktuBHOCTh. bemok WUS wmHaynupyer B KieTKax
HEeHTpaJbHOM 30HBI 3Kcnpeccuio reHa CLV3, konu-
pYIOLLIETO HEOOJIBIION CEKPETOPHBIM OEI0K, KOTO-
pbBIii, aKTUBUpPYS pelenTopHble MojeKysibl CLVI,
CLV2, CRN, RPK2/TOAD2 (Ogawa et al., 2008;
Muller et al., 2008; Kinoshita et al., 2010), cyrpeccu-
pyer TtpaHckpunuuio WUS u Takum o0pa3oM
npeaoTBpalllaeT ype3mMepHyto nposudepanuio CK.

Ha sxcnpeccuio WUS Bausior U Apyrue reHsl,
OKa3blBalole KaK WHAYLMpYIolllee, TaK U Cylpec-
cupytoniee neiictBue (Williams and Fletcher, 2005;
Shen and Xu, 2009; Anns6ept, Exxosa, 2013). MyTta-
1IMU B FeHaX, MHAYUUPYIOIIMNX 3Kcrpeccuio WUS, a
Takke B caMoM reHe WUS TIpuBoOISIT K HapyIIeHUSIM
dyHKIIMOHUpPOBaHUS AM — B IEpBYIO OoYyepenb K
npexaeBpeMeHHOMY ucToileHuio myia CK u ocra-
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HOBKE pOCTa, HapylIeHUsIM (DOPMUPOBAHIS OPraHOB
(Kwon et al., 2005; Ung et al., 2011). Myramuu B re-
Hax, HeraTUBHO peryaupyilomux WUS, BBI3BIBAIOT
yBenuueHue padMmepoB AMII u ycuneHue ee akTuB-
HOCTH, pa3BUTHE aclualuu CTeOJIs, HapylIeHUe
dwoTakcuca 1 yBeJIrueHUe yuciia OpraHoB rooera
(Clark et al., 1997; Kaya et al., 2001; Han et al., 2008).

K neratuBHBIM peryisstopam WUS BXomsT TeHBbI,
KOJUPYIOIIHE Pa3IMYHbIE MO CTPYKTYPE U BBITTOJIHS -
eMoii (yHKUUM Oenku. TemM He MeHee, AeilCTBUE
OOJIBIIMHCTBA HEraTUBHBIX peryisitopoB WUS 3a-
KJIIOYaEeTC B OTPAaHUYEHUU 00JIaCTH €TI0 SKCIIPECCUN
B TIpeAenax opraHusymwliero neHrpa (Williams and
Fletcher, 2005), yTo obecneunBaeT 3aKiIanKy U (op-
mupoBaHue HopManbHO AMII pactenus. B manHoit
cTaThe TIpeICTaBICHbI Pe3yJIbTaThl U3yUeHUs peliec-
CUBHOW MyTaumu fasciatas (fas5) A. thaliana, xapax-
Tepu3lylolleiicsa yBenndeHnneM pasamepoB AMII, pas-
BUTHEM (acliMallii U PsIIOM IPYyTrUX HapylIeHUIA.
3agaueil JaHHOW PaOOTHI SIBJSUICS JeTajlbHbIM aHa-
JIU3 BJIMSIHUS MYTallUU fas5 Ha pa3BUTHUE PAaCTEHU
A. thaliana. J11s1 BBIICHEHUST B3aUMOIENCTBUSI HOBO-
ro reHa ¢ reHamMu WUS u CLV usyyanu Takxxe BIUSI-
HUE MyTalluM fas5 Ha IIPOsIBIEHNME MyTaluil wus-1,
chv3-2uclv2-1.

MATEPHAJIbI 1 METO/bI

I'eneTnyeckas xapakTepucTUKA MyTamuu fas5. My-
Tauwms fass (muHus M-21-1) nojiyueHa Ha OCHOBE pa-
col Dijon (yimamsa K-1) Ha kadenpe reHetuku MI'Y ¢
MOMOIIBIO XMMHUYECKOIO MyTareHe3a 3TUJIMETaHC-
yibpoHaTa U HaclieayeTcsl Kak siaepHasi peleccuB-
Hag. TecThl Ha aJIeIU3M C paHee U3yYeHHBIMU MyTa-
OUSIMU, TPUBOISIINMHA K pacimaliii cTeOIs, moKa-
3ajid, YTO MyTallus fasd He SBJsieTCs ajljie/iblo TEHOB
CLV1, CLV2, CLV3 u FAS1. OTcyTcTBHE ajUIe/In3Ma C
reHoM FAS2 ycTaHOBJIEHO ITyTEM CEKBECHHPOBaHUE
kJIHK u3 myTaHTa fas5 u poaurtesibckoii packl Dijon.
BrisasiieHo cuernieHue fas5 ¢ mapkepamu Ify-10 u yi,
PacnoOXXeHHBIMI B HIDKHEM IIJIeYe XPOMOCOMBI 5 B
paiioHe 79cM u 85¢cM, cooTBeTcTBeHHO. Cua ciemn-
JIeHUsI MeXny fas5 v yi coctaBuia 5.7 = 1 cM u mexny
fasSn lfy-10— 2.7 £ 0.5 cM. I1ockoabKy paccTOsIHUAE
mexny reHamu Y1 m LFY cocraBnser 3 cM, caoenaH
BBIBOJ, O JIOKajnm3aluu reHa FASS B xpomocome 5
A. thaliana neBee teHa LFY B paiioHe 76 cM, rae He
ONMCaHbl T€HbI, MyTAllUM KOTOPBIX BBI3BIBAIOT (hac-
LUALMIO.

AHAaIM3 reHHBIX B3aUMOJEHCTBUI C IOMOIIBIO U3Y-
YeHus (heHOTUNA ABOMHBIX MyTAHTOB. J1JIST BHISIBIICHHUS
B3aUMOJEVICTBUI TEHOB MCIIOJAb30BaHbBl MYTaHThI
clv3-2 (CS8066), clv2-1 (CS46) u wus-1 (CS15) us
Arabidopsis biological Resource Center. [TockonbKy
myTtanusi c/v3-2 (CS8066) ObL1a moydyeHa Ha OCHOBE
quHum Ler, comepxallieii MyTaluio er, TECHO CLIeTl-
JIHHY1O C c[v3-2, nBOiHOM MYTaHT fasS5 clv3-2 Bcerna
OBUT TOMO3UTOTEH TT0 er (IO CYTH, TIPEICTaBIISII CO-
0oi1 TpoiitHOI MyTaHT). B CBsI3U C 3TUM JJ1s1 KOPPEKT-

HOIO CpaBHEHMs C IBOMHBIM MYyTaHTOM fas5 clv3-2
MYTaHT fas5 myTeM cKpeluBaHuii ¢ Ler 6611 epese-
JICH Ha TOT K€ reHeTuYecKuit poH. s moaydyeHust
IBOMHBIX MyTaHTOB fas5 clv2-1 u fas5 wus- 1 cHayana
IyTeM CKpellrBaHuil ¢ pacoid Dijon momyyanu my-
TaHTHI c/v2- 1 1 wus- 1 6e3 MmyTauuu er 1, TIOCJIe 4eTro UxX
CKpEILIMBAJI C MyTaHTOM fas3.J1ns1 aHanu3a Mmopgo-
JIOTUM pacTeHUSI BBIPAIIIMBAINA B CMECH TTOUYBHI U TIeC-
Ka (2 : 1) B yCJIOBUSIX TETIJIMLILI HAa JJIMHHOM JTHE.
JTokymenTupoBanue marepuana. CheMKU pacTe-
HU ripoBoavIn IngpoBEIM poToanmapaToM “Can-
on” (AnmonHust) mom OwHoOKydsipoM Stemi 2000-C
(TepmaHust). [leTaibHbIM aHAIM3 CTPYKTYPbl OPraHOB
MPOBOJMJIM C MOMOIIbIO CKAHUPYIOLIUX JIEKTPOH-
HBIX MHUKpocKorioB JSM-6380LA u COM S-405A
(¢pupm Jeol u Hitachi, frmmoHust, cCOOTBETCTBEHHO).
ArmikaibHBIe MepucTeMBl 11t COM BuIOSISII U3
pacTeHuil Ha cTtaauu 1BeTeHus. O0pa3lbl MHKYOM-
poBayi B pactBope 70% sTaHoia 16 gacos mmpu 4°C.
[anee oOpa3libl MEPEeHOCUTN TIOC/e0BaTebHO B
pactBopsl 3TaHona 80% — 10 MuH, u gBaxasl 95%
aTaHosa — no 30 muH. Jlanee oGpasiibl UHKYOUpOBa-
JI1 B cMecH 3TaHon 96% : attetoH 97% (1 : 1) B Tede-
Hue 30 muH u B 100% aneToHe B TeueHUE 2-X YaCOB.
BricylieHHbIE 00pa3ibl TPUKPETUISIA K MeTajlIuJe-
CKUM CTOJIMKaM, HaIbLISUIM CMEChIO TTaJIaaus U Tia-
TUHBI B MOHHOM Hanbuiutesne I1B-3 (“Eiko”, AnoHust).

PE3VJIBTATHI
Bhausnue mymayuu fas5 na pazeumue nobeea

OTauyus MyTaHTa OT PaCTeHU I IMKOTO TUIA BUJI-
HBbI YK€ Ha I0BEHWJIbHOU CTaiuy pa3BUTUS 110 U3MeE-
HeHU1o (OpPMBI JIMCThEB PO3ETKU. JIMCThSI MyTaHTa
fas5 yxe, yem y pacTeHUl AUMKOTO TUMa, JIMUCTOBAs
TJIACTUHKA NpHOOpeTaeT XapaKTEepHYIO POMOOBUI-
Hyto opMy (puc. 1a). Ha nucTesix MyTaHTa MOXHO
BUZIETh TPUXOMEI, UMetolue 4 BeTtBu (puc. 10), B To
BpeMsl KakK y JUKOTO TUMa BCTPEYAIOTCS TPUXOMBI
MaKCUMYM ¢ 3-Ms BeTBSIMU. B cpeaHeM, Ha TpeThbeM
PO3E€TOYHOM JIMCTE MyTaHTa fas5 MOXXHO OOHApYXUTh
26% TtpuxoMm c 2 BeTBIMHU, 42% — ¢ 3 BeTBsamu 1 31% —
¢ 4 BeTBsiMU. Ha TpeTbeM po3eTOUHOM JIMCTE TUKOTO
THIIa 2 BeTBU UMeJioch y 67% TpuxoM, 3 —y 33%, a
TpPUXOM C 4 BeTBSIMM He HaOopanoch. Kiuetku mo-
BEPXHOCTH JINCTOBOM IIJIACTUHKM fas) XapaKTepusy-
JOTCSI CYIIECTBEHHO OOJIbIIIMM Pa3dpoCcoM pa3MepoB,
yeMm y aukoro tumna. Cpeayd HUX MOXHO 3aMETUTh
KpYIHbIE KJIETKU, HE BCTpeYalollUecs y pacTeHUi
nukoro tuma (puc. 1B, 1r). O6pazoBaHMe TaKUX KJle-
TOK y MyTaHTa, a TakXe yBeJIMYeHHe CTeNeHU pas-
BETBJIECHHOCTU TPUXOM YKa3bIBalOT Ha OoJiee paHHUM
nepexol KjieTok K angopenyruimkaiuu JIHK (yaBoe-
Hue JIHK 0e3 mocienymolero mejxeHUS KIIETKH),
OPUBOASIIMI K BO3HUKHOBEHMIO OoJjiee KPYIMHBIX
MOJUTUIOUIHBIX KIETOK.

Yuciao po3eTOYHBIX JIMCThEB Y MyTaHTa CHUXKEHO
(Tabimia), 9To CBSI3aHO ¢ OoJiee paHHUM O0pa3oBa-
HUEM LIBeToHOoca. YncIio BereTaTUBHBIX Y3JI0B LIBETO-

OHTOTEHE3 Ne 1

TOM 46 2015



[JIEMOTPOITHBIN DODEKT MYTALUUWMU fas5 15

Puc. 1. Mopdoorust po3eTOUHbBIX JIMCTHEB MyTaHTa fas5 U pacTeHUI TMKOTro TUIA: (a) — OOLIMI BUA PO3ETOYHBIX JIUCTHEB
(ceBa-HaIpaBo) AMKOTO TUIIA K MyTaHTa fass; (0) — aHOMaJIbHO pa3BeTBIIEHHAsI TPMXOMa Ha IMOBEPXHOCTH JIUCTa fass; (B, T) —
BEPXHSISI CTOPOHA JIUCTOBOM TJIACTUHKM fasS U TUKOTO TUIIA COOTBETCTBEHHO.

HOCa CO CTe0JIEBbIMU JIMCThSIMU Y MyTaHTa HECKOJIb-
KO YBEJIMYEHO, HO AT Pa3JIMuusl He JOCTOBEepHHI. 1o
BBICOTE 1IBETOHOCOB PacTEeHUS fasd HEe OTIMYAIOTCS
OT pacTeHMI IUKOTOo THUIIa (Tadamnia).

HaubGonee spkoe MposiBieHHWE MyTalluu fasd —
dacumanus IBETOHOCA — MPU3HAK, KOTOPHIN JIeT B

OCHOBY Ha3BaHUsI MyTaHTa. OTa 0OCOOEHHOCTb CBsI3a-
Ha C UBMEHEHUSIMU CTPOCHMUS alTuKaJIbHON MepUCTe-
Mol obera (AMIT). AMII myTaHTa fas5 cuibHO yBe-
JIMYMBaETCs B pa3mepe 1o cpaBHeHuio ¢ AMII pacre-
HUII gukoro tuma (puc. 2a, 20), 4TO IPUBOIUT K
CYIIIECTBEHHOMY pa3pacTaHUIO CTeOJIsI B ITUPUHY

CpaBHeHMEe MOP(POMETPUIECKUX XapaKTepUCTUK IMobera pacteHuit A. thaliana nukoro tuna (paca Dijon) u myraHTa fas5

IToka3zarenn Dijon fas5
YKCII0 TUCTHEB PO3ETKH 8.2%0.7 4.7 £0.6*
Bricota nobera 40.8 +4.8 43.8+3.2
BricoTa BeretraTuBHOM YacTu 20.5+2.2 22.0x2.8
Yucio y3J10B BEr€TaTUBHOMN YacTH 3.6 £0.65 5.73+£1.02
BricoTa reHEepaTUBHOI YacTu 20.4+4.4 21.8+ 1.8
Yucno y3/10B TeHepaTUBHOM YacTh 38.7+5.3 352+29
Yuco TOMOJTHUTETBHBIX TTOOETOB PO3ETKHU 3.71£0.7 49+0.5

* CpenHMe BeJIMYMHBI MyTaHTa fas5 TOCTOBEPHO OTJIMYAIOTCS OT PaCTeHUM AMKOTO TUIIA MIPU ypOoBHe 3HauuMoctu P> 0.99.
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Puc. 2. OcobeHHoctu crpoeHust nodera u AMII pacteHuii qukoro Turma (a, 1) U MyTaHTa fas5 (0, B, T, €): (a, 6) — BEepXYIIKH
LIBETOHOCOB (y MyTaHTa BUJIHBI IB€ OCU To0Oera, BOZHUKIIME B pe3ynbraTe ApodseHus AMII; Ha Bepxylikax obeux oceit —
MHorouuciaeHHbie AMIT); (B) — TUMMYHAsSI CTPYKTYPB BEreTATUBHOM YaCTU LIBETOHOCA PACTEHUI IUKOTO TUIIA (CBEPXY) U My-
TaHTa (CHU3Y); (T) — XapaKTepHOe JUIsI MyTaHTa fasS pa3nBoeHue ocu mobera; (i, €) — AMII coOOTBETCTBEHHO TUKOTO TUTIA U
MyTaHTa Mpu OoJIbILIEM YBeJMYeHUU (Ha moBepxHocTh AMIT MyTaHTa BUIHBI KPYITHBIE KJIETKU, YTPaTUBLINE MepUCTeMaTie-

CKYIO aKTUBHOCTb).

(puc. 2B). XapakTtepHoii ueproit AMII pactenuii fas5
SIBJISIETCS 00pa30BaHMe HECKOIBKUX CIUBIIUXCS, HO
XOPOIIO PA3TNYMMBIX IPYT OT Apyra “IOYepHUX” Me-
pucteM B coctaBe AMII. BecaencrBue atoro hopmu-
pyetcsl cTebenb, COCTOSIIIUN U3 HECKOJIbKUX CIVB-
LIMXCS OCe, M HabI101aeTCsl HEKOTOPOe yBeJIMYeHe
4ucia BeTeTaTUBHBIX Y3/10B (Ta0imMma) 1 cTeOJIeBBIX
mctbeB. AMII fas5 ckiIOHHA K pa3nesieHUIo Ha He-
CKOJIBKO YacTel IO rpaHulaM “modyepHuX”’ Mepu-

cteM (puc. 20), YTO IIPUBOAUT K PACIIaACHUIO €IMHOTO
cTe0JI1 Ha HECKOJIbBKO HE3aBUCUMBIX Oceii (puc. 2r).
TTogoOHOe BeTBJIEHUME HOCUT aHOMAaJIbHBII XapaKTep,
TaK KakK B JaHHOM cJlydyae o0pa3zoBaHUe OOKOBOTO MO-
Oera IIPOMCXOMMT HE B Ta3yxe JINCTA, a B pe3yJIbTaTe
pacuienjaeHust cTeoJs.

dutorakcuc y MyTaHTOB fas5 HapyliaeTcs —
cTebJIeBble OPraHbl yTPAYMBaIOT CIIMPATIbHOE PACIIO-
JIOXKEHME, XapaKTepHOoe JIJIsT AMKOTo Thna. Yacro Ha-
Ne 1 2015
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Puc. 3. Dkronuyeckue oyaru rpovcepaTMBHON aKTUBHOCTH Ha CTeOJie MyTaHTa fas5: (a) — KJIeTOYHBIC TSLKM Ha cTebJie, Ha-
IIOMUHAOIINE PHLUIBLIEBBIE COCOYKU; (6, B) — OCEBBIE CTPYKTYPhI, HAIIOMUHAOIIKE TTOYKY (HA PUC B BUAHBI CEMSITOYKOIOA00-
HbIe 00pa3oBaHMs U TPUXOMa); (I') — CTPYKTypa, HAalTOMUHAIOLIAsl CEMSITTOUKY IPU GoJiee KPYITHOM YBETUYEHUH.

Gr0maeTcs pa3BUTHUE OIBYX WM OoJjiee JIUCThEB B OJ1-
HOM y3JIe ¥ (popMHPOBaHME IPYIIT CUIIBHO COJIVMKEH-
HBIX IPYT C APYTOM Y3JI0B, pa3aeJeHHbIX IJTUHHBIMU
MEXIoy3nusiMu (puc. 2B).

B otnnuue ot apyrux gacimupoBaHHBIX MyTaH-
TOB Y MyTaHTa fas5 HabmonaoTcsa uameHeHuss AMIT
Ha KJIeTo9yHoM ypoBHe. AMII myTraHTOB fas5 yacto
00pa3yIoT Ha CBOEI MMOBEPXHOCTU KPYITHBIE KJIETKH,
(EeHOTUTIMYECKU CXOIHBbIE C KJIETKaMU, MPeKpaTUuB-
IIMMU JeJIeHUe U MepelieIIMMU K dHI0peayTUInKa-
ouu, KoTopble He BcTpeuaroTcss B AMII pacrenmit
nukoro tuna (puc. 21, 2e). [lepexoa K sHAOpEe AT -
KallMy xapakTepeH mwisi AuddepeHIUpPYyOLInXCs
KJIETOK, YTO HE€ CBOMCTBEHHO CTBOJIOBBIM KJIETKaM
AMII, noaaepXXuBawILIUMCS B HEAETEPMUHUPOBAH-
HOM COCTOSTHUU.

Ha moBepxHOCTU CTeOJs1 MYTaHTOB fas5 4acTo
(GhopMUPYIOTCS OUYaru AKTOMMMYECKO Mposudepaunu
KJIETOK, 0CO00 MHOTOYHCIICHHBIC B BEpXHEH JacTu
cTeOJIsl, HEMOCPEACTBEHHO IIPUMbBIKAIOIIEH K amu-
KaJlbHOII MepucTeMme. B pesynbraTe 3KTOMUYECKON
npoindepalii KIETOK 00pa3yloTcsl pa3HOOOpa3HbIE
KJIETOYHBIE BBIpOCTHI. Yalle Bcero KJIETKU UMEIOT
2 OHTOTEHE3 Ne 1
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AHOMAJILHO KPYITHEIE pa3Mepbl U UX CKOIICHHE Ha-
MOMUHAET PBUIbLIEBYIO TKaHb (puc. 3a). MoryT pa3s-
BUBATbCsI OCEBbIe OOpa30BaHUSI, HAIIOMUHAIOIIME
nouku (puc. 36, 3B). MHorma Ha MX MOBEPXHOCTU
(puc. 3B, 3r) uiM OpsMo Ha CTedJIe MOXHO OOHapy-
SKUTb CEMSITIOYKY WM HAaTTOMUHAOIINE UX CTPYKTYPHI.

Bzaumooeiicmeue cena FASS ¢ eenamu CLV u WUS

ITockoJibKy OCHOBHYIO pPOJib B NOAAEP>KAaHUU
cTpyKTypbl AMII urpatot reust WUS u CLV, uccne-
IOBaHO B3auMoaeuicTBue reHa FASS ¢ 5TUMU reHaMu.
PacreHus nBoitHOTO MyTaHTAa fass clv3-2 neMoHCTpU-
pyiot yBeandeHue AMII oTHocUTEeIbHO OOOUX OJIM-
HOYHbBIX MYTaHTOB (puc. 4a, 40; puc. 26). B To Bpemst
Kak AMII ommaOYHOTO MyTaHTa c/v3-2 TIpencTaBIIsieT
C000Ii eTMHYIO BAJIMKOOOpa3HyIO CTPYKTYpY (puc. 4a),
AMIT onrHOUYHOTO MyTaHTa fass, Kak yKa3aHo BBbIIIIE,
COCTOMT M3 OOJBIIOTO YMCiIa “HoYepHNX’ MEPUCTEM
(puc. 26). AMII nBoitHoro MyTaHTa fass clv3-2 Takxke
He SBJISIETCS eAUHBIM MacCUBOM, a GOPMUPYET CIIUB-
muyecs “modepHue” MepUCTEMBI (pUC 5 B, KaK y OIM-
HOUYHOT'O MyTaHTa fass). Tem He MeHee, Mopdoaorus
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Puc. 4. Ctpykrypa AMIIT oguHOYHBIX MyTaHTOB c/v3 (a) 1 c¢/v2 (6) 1 IBOMHBIX MyTaHTOB fas5 c/v3 (B, n) v fas5 clv2 (T, e): (a—T) — 00-
wuii Bug AMII (BunHO cyiectBeHHOe yBenuyeHue AMII y n1BOMHBIX MyTaHTOB IO CPABHEHUIO C OAMHOYHBIMHK); (I1—€) —
AMII npu 60ab1IOM yBEIMUYEHUHU (TOBEPXHOCTb COCTOUT U3 KPYIMHBIX AUDDEepeHIIMPYIOINXCS KIETOK).

OTIENILHBIX “mouyepHuX’ MepucTteM B cocTtaBe AMII
fas5 clv3-2 mpakTudecku uAEHTUYEHA (PeHOTUITy
AMII onnHOYHBIX MyTaHTOB c/v3-2. [1pu aTom AMII
fas5 clv3-2 nmpuoOpeTaeT CIOXHYIO pa3BETBICHHYIO
dopMy, paspacrasich B HECKOJIbKHUX IUTOCKOCTSIX, B
OTJIMYME OT OJAMHOYHBLIX MYTAHTOB fas5 u clv3-2,
AMII KOTOpPHIX KaK MPaBUIO JEMOHCTPUPYET YBEJI-
YEeHHE TOJIbKO B OTHOM IMJIOCKOCTH.

CxongHast ctpyktypa AMII dopmupyercs u y
AMII nBoitHoro mytanTa fass clv2-1. AMII fas5 clv2-1
TakKXXe CHJIbHO yBeJIMYMBaeTcs B pasmepe (puc. 4r),

XOTSI M He TaK CYIIECTBEHHO, KaK y fass c/v3-2 (puc. 4B).
Ona Takxke 0o0pa3yeT B CBOEM COCTaBE CJIMBIIMECS
“mouyepHue” MeEpHUCTEMbI, MOPQPOIOrUsI KOTOPBIX
cxoxa AMIT onuHouHOTrO MyTaHTa c/v2-1 (puc. 40).
B otnuuue ot fas5 clv3-2 AMII pacrenuti fas5 clv2-1
YBEJIMUUBACTCS IMPEUMYIIIECTBEHHO B OTHOM TJIOCKO-
CTH ¥ UMeeT OOJIBIIIYIO CKITOHHOCTD K pa3aeIeHUIO Ha
HE3aBMCHUMBIE OCH MO I'paHUIAM “IOYepHUX’ MEpPU-
CcTeM aHaJJOTUYHO OJMHOYHOMY MYTaHTY fasJ.

Ha noBepxxoctu AMII nBOHBIX MyTaHTOB fas5
clv3-2u fas5 clv2- 1 06pa3oBbIBaIUCh KPYITHBIE KJIET-
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Puc. 5. O6uimii BUI ONMHOYHbBIX 1 IBOMHBIX MYTaHTOB fasJs, wus- 1, fas5 wus- I n ctpykrypa ux AMII: (a, 6, B) — pacTeHUsI CO-
OTBETCTBEHHO fas5, wus- 1, fas5 wus- I B Bo3pacte 40 nueit; (1, 1) — AMII cooTBeTCTBEHHO OMMHOYHOTO MyTaHTa Wus- 1 1 ABOW-
HOro MyTaHTa fas5 wus- I Ha cTaiuu 4-ro po3eTOYHOTO JIMCTa (CTPEJKH YKa3blBalOT Ha KJIETKU B OCHOBAaHUM MPUMOPIUEB JIU-
CTBhEB, KOTOPBIE MPECTABISIOT COO0 OCTaTKU KJIETOUHBIN My AMII; ocTaibHbBIE TUCThS YAAJIEHBI).

KM, aHAJIOTUYHBIE TEM, YTO IMMPUCYTCTBYIOT Y OIMHOY-
Horo MytaHTa fas5. IlpruemM Ha MO3AHUX CTaOUsIX
LIBETEHUsI 00pa30BaHMe TAaKMX KJIETOK CTAHOBUJIOCH
0COOEHHO OOMIbHBIM (puc. 4a, 4e). bonblIMHCTBO
pacTeHuii fas5 clv3-2 octaHaBIUBAIU POCT LIBETOHO-
ca yXe Tocje DOCTVKeHUsI BBICOThI 10—16 cM, uToO,
OYEBUIHO, CBS3aHO C MpeKpallleHueM mpoiaundepa-
nuu AMII BeieacTBure MOTepr UX KJIIETKAMU COCTOSI-
HUS HEIETEPMUHUPOBAHHOCTH.

Takum obpa3om, y IBOMHBIX MYTaHTOB fas5 clv3-2
U fas5 clv2- I npoucxoauT CUJIbHOE YBEJIMUCHUE pa3-
mepoB AMII OTHOCUTEIBHO OAWHOYHBIX MYTaHTOB
fas5, clv3-2, clv2-1. D10 CBsI3aHO C TEM, UTO y 000X
JIBOMHBIX MYTAaHTOB TTPOSIBJISIIOTCS] IIPU3HAKM XapaK-
TepHbIe IJIsI MyTaHTa fas5 — oOpa3zoBaHUE MHOXe-
CTBEHHBIX IOYEPHUX MepucTeM B coctaBe AMII, mmo
rpaHUIaM KOTOPLIX (IO KpaiiHeit Mepe y fass clv2-1)
MPOMCXOAUT pasfesieHue CTeOJs1 Ha He3aBUCHUMBIC
ocu. OgHaKO, Kaxaast U3 TOUYepPHUX MEPUCTEM UMEET
KpYyITHbIE pa3Mepbl, XapaKTepHbIC 1 MYyTaHTOB
clv2-1 vmm clv3-2. CnenoBaresibHO, (DEHOTUI IBOK-
HBIX MyTaHTOB MOXHO TPaKTOBaTh KaK aIIUTUBHBIN.

B otiimuume ot MmyTaHTa fas5 1 oqMHOYHOTO MyTaH-
Ta wus- I, KOTOpbIil CITOCOOEH 00pa30BbIBATh PO3ETKY
U c1abopa3BUTHIN LIBETOHOC (puc. 5a, 50), ABOMHOM
MYTAaHT fas5 wus- 1 o0pa3yeT po3eTKy MEHBIIIEeTO pa3-
Mepa U He (opmupyet 1iBeToHOoca (puc. 5B). AMII

OHTOTEHE3 Ne 1

TOM 46 2015

IIBOMHOTrO MyTaHTa fassd wus- 1 (puc. 5m1) Mmopdonaoru-
yecku He otindyaetcs oT AMIT onuHOYHOrO MyTaHTa
wus-1 (puc. 51). OHa npeacTaBisieT co00ii HeOOJIb-
IIIYIO TUTOCKYIO CTPYKTYPY, YTO XapaKTepHO IS My-
TaHTa wus- 1, HO TIpU ATOM UMeeT HECKOJIbKO YMEHb-
IIIEHHbIe pa3Mephl MO cpaBHEHUIO ¢ wus-1. Obpazo-
BaHMSI KPYITHBIX KJIETOK, IMPUITOTHUMAIOIINXCS HAall
TMOBEPXHOCTbIO MEPUCTEMBHI Y fass wus-1, B oTIn4ue
OT MyTaHTa fas5, He HaOIoaaeTcs.

OBCYXIEHHNE

IIpoBeneHHbIE MCCEAOBaHUS CBUIETEIbCTBYIOT O
1eoTpornHOM 3 deKTe MyTalluu fasS Ha pa3BUTHE
pacteHuit. MyTtauusl fas5 BbI3bIBacT U3BMEHEHUe (hop-
MBI JIMCTa U CTeOJIs1, yCKOpsieT TIepexo/l pacTeHU Ha
pEeNpOAYKTUBHYIO CTaIWI0 pPa3BUTHUS, BbI3bIBAET
npoobseHue AMII u pa3BuTre HOBOOOpa30BaHUI Ha
crebJie, 4acTb U3 KOTOPBIX MPeACTaBlIeHa PhLIbLIEBOM
TKaHbIO U cemsnouykaMu. Kpome Toro, Mmytanus Bbl-
3bIBaeT UBMeHeHUe Mopdosornu Kietok AMIT u nu-
cTa (MosIBJIeHUE KPYITHBIX KJIETOK U CUJIbHO pa3BETB-
JIEHHBIX TPUXOM), YTO yKa3bIBaeT Ha aKTUBALIMIO B
KieTkax sHpopenyruinkauun JIHK, koTopas csizaHa
¢ TpekpalleHueM npoiaudepaluy U HayajioMm aud-
depenmupoBku KiieTok (De Veylder et al., 2011). Bce
3TU U3MEHEHUS 3aTParMBaloT pa3Hble CTaJUU OHTO-

2%
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reHe3a 1 pa3Hble OpraHbl U CBUAETENbCTBYIOT O BaXK-
HOl pOJIM TeHa B KOHTpOJIe pa3BUTUSI mobera
A. thaliana.

Hawnboinee BaxkHa ponb reHa FASS B ¢opMmuposa-
HUM (yHKIIMOHANbHO akTuBHOUW AMII. CepbesHoe
yBenuueHue pazmepoB AMII y pacrenuii fas5 oTHO-
CUTEJIbHO PAacTeHUi JMKOro TUIa TOBOPUT O BO3-
MOXHOM Y4yacTuu reHa FASS B mpocTpaHCTBEHHOM
orpaHuYeHnU akTuBHocT WUS. ®dparmeHTanus
AMII myTaHTHBIX pacTeHUH fas5, He BCTpedyaroiasi-
cs1 y Ipyrux pacumupoBaHHBIX (OpM (Hammpumep, y
muHuu clvl, 2, 3) n npuBonsiiast K GopMUPOBAHUIO
JIONOJTHUTENIBHBIX OCEe Y MyTaHTa, SIBJISIETCS, TO-BU-
IUMOMY, pe3yJibTaToM (OpMUPOBAHUSI HECKOJIbKUX
CJIIMBIIMXCS alMKaJbHBIX MEPUCTEM, B KaxKIOW U3
KOTOPBIX IEMCTBYET CBOSI cucTeMa peryassuumn WUS-
CLV. ®eHOTUIT MyTaHTa CBUIETEILCTBYET O TOM, UTO
reH FASS npuHuMaeT ydyacTue B MOIIEPKAHUU 1ie-
noctHoctd AMII myteM orpaHndeHuMsT 00JIaCTH DKC-
npeccun WUS. B monb3y BausiHust reHa FASS Ha ripo-
CTPaHCTBEHHbIE OCOOEHHOCTU 3Kcnpeccuu WUS
CBUJIIETEJILCTBYET M CIIOCOOHOCTb MyTauuu wus-1
3MUCTATUPOBAaTh 00pPa30BaHUE MHOXKECTBEHHBIX
anuKaJbHBIX MEPUCTEM Yy MyTaHTa fasJ.

Xots ren FASS BzanmopetictByet ¢ reHom WUS,
OH He B3ammopeicTByeT ¢ reHamu CLV3 u CLV2, o
YyeM CBUIIETEbCTBYET aAAUTUBHbBINA (DEHOTUIT ABOM-
HBIX MYTaHTOB fas5 clv2-1 n fas5 clv3-2. Crnenosa-
TeJIbHO, TeH FASS nmeiicTByeT HE3aBUCUMO OT IeHOB
CLV, KoTOopble UTPAIOT LIEHTPAJIbHYIO POJIb B OTpaHu-
yenuu aktuBHoctu reHa WUS (Schoof et al., 2000).

VBenmumuenue pasmepa AMII u ¢popmupoBaHue 00-
MOJTHUTEJIbHBIX MEPUCTEM OODBSICHSIET (paciiualiuio 1
HapylleHus puuioTakcuca y MmytaHTa fasS. Tem He
MeHee, HEKOTOpbIe UBMEHEHUSI y MyTaHTa fass CJI0X-
HO CBeCTH K 3(pdeKxTy yBeamdeHus: pazmepoB AMII.
Tak, Hanmpumep, Hannyue B AMII fas5 KpynHBIX KJie-
TOK, MOP(MOJIOTHUYECKU CXOAHBIX ¢ AU dEpeHIIUPY-
IOLIMMUCS KJIETKaMu, TOBOPUT O HApYILIEHUU MOJ-
nepxanusg kieTok AMII B HemeTepMUHUPOBAHHOM
COCTOSTHMU, YTO HE COIIacyeTcsl ¢ SIBHBIMU CBUJIC-
TeJIbCTBAMU YBEJIWUYECHUST UYMCia JOMEHOB BKCIIpec-
cun reHa WUS' y myTaHTa. DTO MOXET OOBSICHSITHCSI
TeM, 4YTO, MOMUMO MPOCTPAHCTBEHHOI pPeryJsluu
akTuBHOCTU WUS reH FASS MoXeT yuacTBOBaTh B pe-
TYJISILUUA OPYTUX T€HOB, HEOOXOAUMBIX ISl TOAAEP-
>KaHUS HEIETePMUHUPOBAHHOCTH KJIETOK LIEHTPaJIb-
Hoii 30Hbl AMII. Hanpumep, FASS MOXeT ydyacTBO-
BaTb B PETYJISIIIMUA T€HOB, KOHTPOJUPYIOIIUX MEPEX0]
KJIeToK K aHpopenynaukauusM JJHK. B mons3y yua-
ctusi reHa FASS B KOHTpoOJIe SHIOpEaAYIIIMKALIUU TO-
BOPUT W HaJWuue KPYMHBIX KJIETOK U aHOMAaJIbHO
pPa3BETBJIEHHBIX TPUXOM Ha TMOBEPXHOCTU PO3ETOU-
HBIX JTUCTbEB MYTAHTOB fasJ.

I1penmonoxenne o cyliecTBOBaHUM y TeHa FASS
HecKoybkuX (pyHKuM B AMII (orpaHuyeHue oba-
cTu aKcnpeccuu reHa WUS v npenoTBpalieHue aud-
deperupoBku kietok AMII) mosBoisier oOBsIC-
HUTb U HEKOTOpOE yXkecToueHue peHoTuna wus-1'y

JIBOMHOIO MyTaHTa fass wus- 1. DTo yxxectoueHue ¢e-
HOTHIIA, BbIpaXkalollleecss B HECITOCOOHOCTU 0Opa3o-
BBIBaTh IIBETOHOC W YMEHbIIEHNM pasMmepa AMII y
JIBOMHOTO MyTaHTa MO CPAaBHEHUIO C OAMHOYHBIM MY-
TAaHTOM Wus- 1, MOXeT OOBSICHATBCS TIPEXKICBPEMEH-
HbIM uctomeHnneM AMII Bciencteue norepu pyHK-
mun FASS, KOTOpEhIi TIpeaoTBpallaeT Iepexon KJIETOK
K sHnopenyrvkau JAHK u nuddepeniponke.

IMosiBneHue Ha cTeOJISIX pacTeHU fass y4acTKOB
SKTONMYECKOU TIpoJudepaluu TakKe MOXKET ObITb
CJIeICTBMEM BO3HUKHOBEHMSI HOBBIX OOJacTeil IKC-
npeccuu reHa WUS. DkTonuyeckue HOBOOOpa3oBa-
HUSI Ha IIBETOHOCE HaOJIOJAl0TCSI WU Yy pacTeHUi
A. thaliana cynepakcnpeccupyoimx reH WUS (Xu
et al., 2005). B Toxe Bpemsi, obpazoBaHue Ha cTebIie
MYTaHTa CTPYKTYp, CXOAHBIX C CeMsMoYKamMu U
PBUIBIIEBOI TKaHbIO, yKa3biBaeT Ha BO3MOXHOE yya-
cTtue reHa FASS B peryisiliuu 3KCIIPecCU reHOB, OT-
BETCTBEHHbIX 32 (DOPMUPOBAHUE Te€HEPATUBHBIX OP-
raHoB. bojiee OBICTPHIN Mepexoa pacTeHU MyTaHTa
Ha PEMPOAYKTUBHYIO CTaIMIO PA3BUTUSI — €llle ONUH
U3MEHEHHBbII MPU3HAK, KOTOPbI 3acTaBisieT Mpei-
rnoJsiaraTh CyllleCTBOBaHUE elile OJHON (PYHKIIMU Y Te-
Ha FASS. JletanbHOMY M3Y4EHMIO 3TOro MpH3HAKa
OyJeT MOCBSIIEHO OTAEIbHOE UcceaoBaHue. BhisiB-
JIeHHOe pa3HooOpa3re OHTOTeHETUUECKM He CBSI3aH -
HbIX MeXJ]y coOOil HapylleHUN y MyTaHTa CBUJIE-
TEJBCTBYET O TOM, 4TO reH FASS urpaet cioxXHyIo pe-
TYJISITOPHYIO POJIb HA BCEX CTaIUsIX pa3BUTHUS Moodera,
U €T0 MUIIECHSIMU (MPSAMBIMU WU HEMPSIMbIMU) SIB-
JISIFOTCSI MHOTUE TeHBI.
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Pleiotropic Effect of the fas5 Mutation on the Shoot Development
of Arabidopsis thaliana
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The paper described a new mutation that causes the development of multiple meristematic foci as part of
shoot apical meristem, which can give rise to new stem axes or cause stem fasciation. The wus- 1 mutation
represses development of additional apical meristem in fas5 mutant, indicating to the sequential action of the
genes in the formation of the shoot apical meristem and FASS gene participation in spatial restriction of the
WUS gene expression. This function gene FASS performs independently of other negative regulators of WUS
gene — namely genes CLV, as demonstrated by additive phenotype of double mutants fas5 clv2-1 and fas5
clv3-2. Besides the effect on the development of the shoot apical meristem fas5 mutation causes a change in
the shape and number of leaves, accelerates the plant transition to the reproductive stage and leads to the de-
velopment of cell neoplasms on the stem (buds, stigmatic tissues and ovule-like structures). The mutation al-
so causes changes in apical meristems and leaf cell morphology indicating the activation in cells of DNA en-
doreduplication. Pleiotropic effect of the fas5 mutation on different stages of ontogeny and different organs
suggests that the FASS5gene plays a complex regulatory role at all stages of the A.thaliana shoot development,

and affects many direct or indirect target genes.

Keywords: genetic control of shoot development, Arabidopsis thaliana, apical meristem, mutants, gene inter-

action

OHTOI'EHE3 TomM 46 Nel 2015




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


