Jlekuin 9
PO3BUHTOK JIHCTKA

3 amikaJbHOi MEPUCTEMM PO3BUBAIOTHCS BCl THUIIM MaroHiB. ba3oBOK OAMHUIECIO POCIMHU
CITy’)KUTh MOJYJIb, 11O BKIIIOYA€ JIUCT, MDXKBY3JIS 1 a3ylIHy OpYHBKY, sIKa BUHUKAE B «TOCTPOMY» KYTi. 3
na3ymHoi OpyHbKH (HOPMYETHCA JUCT 1 cTeb10. BoHA MOTEHNIWHO MOKE AAaTH MOYATOK HOBiH rimmi abo
Ui pocnuHi. L{s OGpyHbKa akTUBYETHCS, K MPABUIIO, y pa3i 3arubesii OCHOBHOI MEpHUCTEMH ITaroHH.

AKTHBHICTh BEr€TaTUBHUX MEPHUCTEM IAroHIB MPHU3BOAUTH JO 30UIBIICHHS YUCIA OJHAKOBHX
MoayiiB (By3iniB). KoxkeH MOIyllb Ma€ MEBHHUM CTYIiHb aBTOHOMHOCTI, MOJyJIi 3'€IHAHI OJAWH 3 OJHUM
OCHOBHOIO TKAaHHHOIO.

KoxxeH MOIynb BHHHKA€ SK 3IyTTS TEBHOTO PO3Mipy Ha amiKajibHIM MepHCTEMi, MPUUIOMY
30BHIIIHI YMOBH MOXYTh 3MIHUTH (pOpMY 31yTTS, HE TOPKAIOYHCH BCi€T POCIMHU. 3IyTTS YTBOPIOIOTHCS
Ha BIJICTaHI I|MM OAMH Bl OJHOIO, A0 CKJIaay KOXHOTo 31yTTs BXoauTh A0 100 kmituH. Taki 3ayTTs
HA3MBAIOTHCS JIMCTOBUMH 3a4aTKaMU (npumopoismu), ki BAHUKAIOTh Ha (an3i [IAM.

[TonoxeHHs TUCTOBUX 3ayaTKiB BHU3HA4Ya€ MaiOyTHE pO3TalIyBaHHsS JIMCTS 1 Ha3HMBAETHCS
¢inorakcucom. Haituacrime 3yctpidaerbes chipaibHuil (ioTakcuc. 3ampoONOHOBAHO MOEINb, SKa
MOSICHIOE  (DITOTAKCUC, 3TiTHO 3 SKOK B KOXHOMY 3IyTTS BHUPOOJSEThCS AMQY3iiHA pPEYOBHHA
«Mop¢oren», sKa TPUTHIYYE PO3BUTOK HACTYHNHOTO 3AyTTSA. IHTEHCHUBHICTH [ii Wi€l pEeYOBUHH
IponopiiiHa Horo KoHUEHTpalii. 3akiaZeHHs HOBOIO By3/la BiJOYBaeTbCs TaM, /i€ KOHLIEHTpaLis
MOp(OreHy, MmO IMOCTYIIOBO 3MEHIIYEThCS B MIpy BiJJIQJICHHS BiJ IONEPEIHBOTO, JOCATAE TEBHOTO
MIOPOTOBOTO piBHSA. SIK MOP(OreHrn MOXKYTh BUCTYIIATH TEBHI (JiTOTOPMOHU (OCHOBHHIA - AyKCHH).

Po3BuUTOK JHICTa MOYKHA TIOJIIJTUTH HA TPH CTaIIl:

1. Iniuiamisi JMCTKOBOTO MPUMOPif

['pyna xiiTHH, sKa iHILIIOE€ PO3BUTOK JHMCTKA, PO3TAIIOBaHA BiIpa3y B TPHOX MIApax AamiKaJIbHOI
mepuctemu (L1, L2 Ta L3). Koxen map 6epe y4yacts y popMyBaHHI MeBHOI TKaHHMHH apkymia. Tak, y
JIBOJJOMHUX POCIHUH i3 KiiTHH mapy L1 dopmyerses emigepmic, a 3 L2 Tta L3 — BHyTpimHiI TKaHuHU. 3
KJIITUH mapy L3 GpopMyroThCsi TKaHUHY, 1110 BUCTUIIAIOTh BHYTPIIIHIO YACTUHY OPTaHiB Ta KMIIKU JIUCTA.
VY cepenHboMy y KOkHOMY 1mapi 5-10 kmiThH. Xo4a KiJIBKICTh KIIITHH, 10 (POPMYIOTH JHMCT, TEHETUIHO
nerepminoBana. Hampukian, apabigorncuc mae mytaiito forever young (fey), mo Beae 10 ¢hopmyBaHHs
OUTPLINX JINCTOBUX 3adarkiB. Lle mMpu3BOANUTH 10 BUCHAXXEHHSI MEpUCTEMH Micis (OpPMYBaHHS KUIBKOX
JIUCTKIB.

Curnanom mnoyaTky crnenugikamii KJIITHH y CaWTl IHIIAil JIMCTAa € TPUIUHEHHS eKcrpecii
mepucrem-crenndiuaux reniB KNOX Tta mouatok ekcmpecii reHiB AINTEGUMENTA (ANT), sxi
BIJIMIOBIAIOTH 3a Mpostidepartito KIITHH JUCTOBOIO IPUMOPIS.

Penpecist renie KNOX 3nificHroeTsest 3a paxyHOK 1) mpsimoi penpecii 3a gonomororo cucremu AS1-
AS2-HIRA (ASYMMETRIC LEAF - ne Td, a HIRA-pakTtop peMOIETiHTY XpOMATHHY 3 TPYyNH
riCTOHOBUX IIANEPOHIB, IO BHMKJIMKA€E JI€AllCTUIIOBAaHHA TICTOHIB, IMOB'I3aHUX 3 TPAHCKPUIILIIHO
aKTUBHUMHU JUISSHKAMU T€HOMa); 2) BUHUKHEHHS JIOKYCIB BUCOKOI KOHIIEHTpalii ayKCHHIB Ha nepudepii
[TAM.

VY wmytanTiB AS1 i AS2 Ta ix aHanoriB y Kykypyasu (rs2) ta neeoBoro 3iBy (phan-phantastica)
BUSBIIIOTHCS CHIEM(I4HI (EHOTUIIN: JIOTOCOMOAIOHE JIUCTS, BY3JIMKM Ha MEXI JIUCTa Ta JUCTOBOI MIXBU
Ta paJiadbHO CHMETPUYHE JUCTS 0€3 BUPKEHHX JINCTOBUX IIJIACTUHOK.

binku AS1 1 AS2 yrTBOpIOIOTH TreTeponuMep, sIKuUi Oe3rnocepeHbO 3B'SI3YEThCS 3 JIBOMA
KOHcepBaTUBHUMHU caiitamu B mpomoropax KNOX-renis, HIRA 6inok B3aemonie 3 AS1.

AyKCHH-3aJIe’)KHa CTUMYJISLIS 3aKJIaJKU JUCTS MOB'A3aHa 3 TPhOMa BAXIJIUBUMH (QYHKIISIMHU
ayKCHHIB: 1) CTUMYJSALiS PO3TATYBaHHS KJIITHH 32 JONOMOIOI0 MEXaHI3MYy «KHCJIOTO pOCTY» (ayKCUH
aKTHBYE POOOTY MPOTOHHUX TIOMII TUTA3MAaJIEMH, B PE3YJIbTaTi 3aKUCITIOETHCS IPOCTIP MIXK TIA3MAIEMOFO
Ta KJIITUHHOIO CTIHKOIO, IO aKTHBYE €KCIIAHCHHHU 3 KJIITHHHOIO CTIHKOIO, SIKi CIPHUSAIOTH PYHHYBaHHIO
BOJHEBHX 3B'SI3KIB MK 1I€JIFOJIO3HUMH (PiOpHiIaMu 1 po3TAryBaHHSAM KIITHHH. [lepBUHHOIO MillIEeHHIO A1l



EKCIIAHCHHIB € KIITHHH CYONpOTOAEPMAIbHOTO IIapy, SIKi 3aBISKH PO3TATYBAHHIO 3MIHIOIOTH
AQHTUKIIIHAJILHUNA HAMPSMOK TOJUIIB Ha MEPUKIIHAIBLHUN, 0 MPU3BOJAUTH 0 (OpMyBaHHsS ropOka Ha
mucta nepudepii; 2) Heratusue peryaoBaHHs KNOX-reHiB (31iCHIOETbCS He3anexHo Bif cucremu AS1-
AS2-HIRA); 3) oomexxenns 30Hu excrpecii reHiB AS1, AS2, ANT.

[TosiBa JTOKATLHUX MAKCUMYMIiB KOHIIEHTpAIlll ayKCHHY IOB'S3aHi 3 3MIHOIO Opi€HTYBaHHS
MOJIIPHOTO TpaHCHOpTy aykcuHy [TAT 3amexuTh BiJ 3MiHHM JOKaTi3alil JIGKUTh Ha TOBEPXHI KIITHH
oinka PIN1. ¥V ITAM ne#i OUTOK JIOKaIi30BaHWK BUKIIOYHO Yy KiiTHHaX mmapiBe L1 L2 Ha amikaibHOMY
Oomi KmMITHH. 3aBASKM TaKOMY MOTO pO3TAallyBaHHIO MOJSPHUN TpaHcopT aykcuHy B IIAM iine
aKpONETAIBHO KIITHHAMU eriiepMicy. Y caiftax iHimiamii simcra 6umok PIN1 mounHae HakonmuuyBaTUCS Y
BHYTPIIIHIX IIapax KJIITHH, IO BiJMOBIAIOTh LEHTPaAJIbHINA YacTWHI MalOyTHbOTrO mpumopnis. Hamami
30Ha HOr0 HAKOMHMYECHHSI OOMEXKYETHCS BY3bKOK (2-3 KIITHHM 3aBIIMPIIKUA) AUISTHKO, IO BiJAIOBIiJIA€E
MICITIO 3aKJIaJIKH CYIMHHOTO ITyYKa.

IIpoutidepaniss KJIITHH JHCTKOBOTO MPUMOP/if.

Hopmanenuii  po3Butox Bcix mnoxigaux I[IAM, 30KkpemMa JUCTS, 3al€XHTh BiJ TcHA
AINTEGUMENTA (ANT), sikuii cTUMYITIOE potidepaliito KIITHH IpuMopAis. IIpoayKToM 1bOro reHa
€ T® cimeiictBa APETALA2. Myranii i3 BTparoro ¢yHKIIi IBOr0 reHa MPU3BOAATH A0 3MEHIICHHS
PO3Mipy JINCTOBUX IIJIACTUHOK Ta (PIOPAIbHUX OPraHiB 3a paxXyHOK 3HMIKEHHS KUTBKOCTI KJIITHH Y HHX.
[TigBuimeHHsT piBHS aKTUBHOCTI LBOTO T€HAa 30UIbIIYe pO3MIpU BCIX JIaTepabHUX OPraHiB 3a PaxyHOK
MIATPUMKH MEPUCTEMaTHYHOI aKTHUBHOCTI KJIITHH 1 MPOJOBXKEHHA 4acy ix mpomidepamnii. Lleit edekr
JOCATAEThCS TIPOJOBKEHHSIM dYacy eKcrpecii TIeHiB, sKi BiJNOBIIAIOTh 3a CHHTE3 IHKIIHIB, IO
KOHTPOJIIOIOTh KIIITHHHUH ITUKIL.

2. BuzHaueHHs1 MeXK JUCTKOBOTO MPUMOP/if
BusnaueHHs MeX 0OMEXHUTh PUMOPIiH, IO PO3BUBAETHCS, B IHIIUX MpUMOpiiB 1 Big [TAM.
VY Bu3HaueHHI KOopAoHIB OepyTh yuacTh ABl rpynu reHis: LATERAL ORGAN BOUNDARY DOMAIN
(LBD) ta rean CUP-SHAPED COTYLEDON (CUC). IIpoaykramu 1ux reHiB € Td, siki CTOCYIOTbCS
pisaux rpym. IlepenbauyBanumu mimensMu nux T® € renun KNOX kmacy 1 (STM, KNAT) Ta renu
PIN1, akTUBHICTH SIKOTO MPHUTHIYYETHCS HA MEXaxX MPUMOPHAIA NMpPHU OJHOYACHOI aKTHBAILil y BEpXHii
YaCTHHI IPUMOP/Iis.

3. KoHTpoJIb i1€eHTUYHOCTI J0MEHiB JINCTKA.

AucTankeHbIA

[TounHatoun 3 paHHIX €TamiB  PO3BUTKY,
JUCTOBUHM NMPUMOPIIN TOCUTH YITKO PO3AUIATHCS Ha
KUJIbKa JTOMEHIB. 3aJIe’KHO BiJ pO3TallyBaHHS MOKHA
BUJUTUTH LEHTPaJIbHUU Ta JaTepalbHUM,
aJlakclaJIbHUM Ta abakciaabHUM (BEpXHIN Ta HUXKHIM),
MPOKCUMAaNbHUHN Ta AUCTANBHHUM JOMEHHU (TIPUIICTIIHIA
JI0 YepeliKa Ta «KIHIUK»). JJoMeHU BiApi3HAIOTHCS 3a
HabOpOM TeHiB, 10 B HUX €KCIIPECYIOThCS.
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NAM afgakcnanbHbIA

KOHTPOJIEM JIBOX TpyH TE€HiB-aHTAaroHICTIB: T€HU
BLADE ON PETIOLEL ta 2 (BOP1 ma BOP2) KOHTPOIOIOTh 1IGHTUYHICTh MPOKCUMAIBHOTO JIOMEHY,
rean JAGGED (JAG) ta JAGGED-LIKE (JGL) — igeHTHYHICTh TUCTAJIbHOTO HOoMeHY. [Ipoaykramu
reHiB JAG ta JGL € T®, mo ctumymooTh npoiidepallito KIITHH TUCTaIbHOTO JOMEHY, a MPOIAYKTH
rediB BOP - BUKOHYIOTh (PYHKIIIIO TPAaHCKPHUIILIMHUX PENpPecopiB, MPUTHIYYIOUN TPAHCKPHUIIIIO IEeHIiB
KNOX y mucroBux npumopaisx. ['ean BOP1 ta JAG HEeraTuBHO pETYIIOIOTH €KCIPECII0 OMH OJTHOTO.

--INeHTHYHICTE JaTepaJbLHUX JOMEHIB JHCTKA

VY Mekax MpOKCUMAaJIbHOTO JJOMEHY JIMCTOBOTO MPUMOP/is MOKHA BUAUTUTH J1Ba KpaifOBi JlaTepaibH1
TOMEHH 1 TIEHTPabHY XWIKY. OCHOBHHUMH PETYIISITOPaMHU PO3BUTKY JIATEPATbHUX TOMEHIB JINCTA € TeH
PRESSED FLOWER (PRS), npoaykramu siIKoro € TpaHCKpHUILiiHUN (akTop cimeiictBa WOX.

-l1eHTHYHICTH A1aAKCHAILHOIO Ta A0aKCHAJIbLHOI0 IOMEeHIB JHCTKA.
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3aJIeXKUTh Bl aHArOHICTUYHOI B3a€MOJIl ABOX IPyH TPaHCKPHUIIIIHMX HD-ZIPII

AnakcianpHo-a0akcianbHa TOJSPHICTH JIMCTOBOI  IIACTUHKHU

(dakTOpiB:  1IGHTHYHICTh  aJaKCIAIbHOTO  JIOMEHY  KOHTPOJIIOIOTH
TpaHCKpUNuidHi  ¢aktopu  cimeiictBa HD-ZIPIIl, ineHTHYHICTH
abakcianbHOTO JIOMEHY - TpaHckpunuiiiai ¢akropy KANADY Ta
YABBY. [Ipuuomy, o11H OJTHOTO I1i TPYIH B3aEMHO PENPECYIOTh.

I'ean  cimeiictea  HD-ZIPIIl:  PHAVOLUTA  (PHV),
PHABULOSA (PHB), REVOLUTA (REV) — ocHOBHi peryistopu
aJaKCialbHOTO JIOMEHY apkyma. B abakcialbHMX JOMEHaX TMPOAYKTH eKCHpecii IMX TeHiB
PO3IIETLTIOITHCS 32 tornomMoroio MikpoPHK.

I'ean cimeiictBa KANADY (KAN1-KAN4) mnosutuBHo perymoroth rean YABBY (FIL
(FILAMENTOUS LEAF), YAB2 (YABBY), YAB3), siki € iXHbOIO IPSIMOI0 MIIICHHIO Ta OCHOBHUMH
peryasTOpaMy iIGHTUYHOCTI a/1aKCialbHOTO IOMEHY) 1 MPUTHIYYIOTh ekcrpecito reris HD-ZIPIII.

P0o3BHTOK p0O3CiueHoOro i CKIaHOrO JINCTKA

Benuka pizHOMaHITHICTH TUMIB JMcTa (UUIBHOKPAMHIA, 3y04acTui, pPO3CIYCHHM, CKIIQIHHI)
BH3HAYAETHCS 3MIHOKO CTPYKTYPH Kpar0 JTUCTOBOI TUIACTUHKH, SIKi MAIOTh Y CBOIM OCHOBI OJHMH 1 TOU K€
MexaHi3M, 6araTo B 4oMy noAiOHUI 10 MexaH13My iHiniauii nucta Ha nepudepii [IAM. KirodoBy ponb y
dbopMyBaHHI OyAb-IKUX BUPOCTIB HA Kpasx JIMCTOBOI MJIACTUHKH T'PAIOTh J1Ba MpoLEecH: 1) BiTHOBICHHS
excrpecii reHiB KNOX B JeKiIBKOX MAIISHKAX MO Kparo JIMCTOBOI TUIACTMHKHM 1 2) CTBOPEHHSA LUX
OUISSHKaX ~ JIOKQTbHUX MaKCHUMYMIB  KOHIIGHTpaIil
ayKCHHY 3a paXyHOK 3MiHM opienryBanns IIAT. "p"mp::::;m:?m?p:gag;;3:'::'::;':;" E
HakonmuenHns aykcuHy crpusie mpomideparnii KIiTHH npumopgii y NMAM
JUCTa 32 PaxyHOK MiABHUIIECHHS PiBHS €KcIpecii reHa
ANT, 3pocraHHs  KIITUH  pO3TATYBaHHSAM  Ta
mrQepeHIifoBaHHs KIITHH y JIOMATi JINCTa, 30KpeMa
pO3BUTKY cyauH. KpiMm TOro, BaXIUBY poib Yy
PO3BUTKY 3yOUMKiB MO Kparo JIMCTa Bifirpae OaiaHc
Mk MikpoPHK Ta iioro mimieHH:o, TpaHCKpPUIITOM IreHa
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. BigHoBneHnHs ekcnpecii KNOX rexis

. CTBOpEHHA nokanbHoro ymy Tpayii ay
. BuaHaveHHs mexi

. BusHaueHHa nonspHocTi

CUC2, sakuii BigmoBimae 3a BH3HAUYEHHSI MEXI
JUCTOBOTO TMPHUMOPAS, a TaKoX 3a MexXi Jomarel y
MeXKax CKJIaIHOTO JIHUCTKA.

HBWUN =

HeratuBHuM perynaropoM yckiaaHeHHs aucta € red CUC3: miiBUIIEHHS piBHA Horo ekcrpecii
BUKITUKAE 3JTUTTS JIONAT CKJIaIHOI JTMCTOBOI TUIACTHHKH.

P03BUTOK CKIQMHOTO JIMCTS, MO CKIAMAETHCS 3 AEKUIPKOX JIMCTOBUX IUIACTHHOK HAa OJHOMY
YepelKy, 3aJeXHUTh Bl poOoTH KimbKox rpym rexis. Ilo-nepmre, ne renun KNOX. Ilo-apyre, po3BUTOK
CKJIQJIHOTO JICTa PETYIIOEThCS JCIKUMH TeHaMH iJeHTHYHOCTI (ropansHoi Mmepuctemu (LFY |
FLO).ITo-Tpete, Ha MOP(}OIOri0 CKIATHOTO JIHCTA BILUIMBAIOTH ICHH, 10 KOHTPOIIOIOTH aIaKCialbHO-
abakcialibHy TOJSIPHICTH JHCTOBOI TuacTuHKM — Hampukian, reH PHANTASTICA (PHAN), o
CTUMYJIIOE 1HIIia1li0 JIMCTa Ta AU(EepeHIIFOBaHHS KIITHH aJIaKCialbHOI CTOPOHHU.

Bigomi nBa OCHOBHI THIHW CKJIQTHOTO JIMCTa: TEPUCTUH 1 MaTbyaCTUH, MPUYOMY OCHOBHA
BIIMIHHICTh JIPYTOTO BiJl MEPIIOro MOJArae B peAyKUii ueperika MiX JMCTKOBUMH IUIaCTHHKaMU. Bes
crpaBa B TOMY, II0 YE€PEIIOK CKJIAJHOTO JINCTA € MOXITHUM aJaKCiaTbHOTO JOMEHY JINCTOBOTO TPUMOP/IS
— TaKUM YMHOM, OOMEXEHHS 30HM eKCIpecii reHa, o 0epe y4acTh y KOHTPOJI pPO3BUTKY aJaKCiaabHOI
CTOPOHHM, IPU3BOIMTH J0 PEAYKIIii uepenika Ta (PopMyBaHHS MaTb4acTOro JINCTA 3aMiCTh TIEPUCTOTO.
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