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Pe3rome. MopghoeeHes pociiuH € pesynbmamom cKnadHux 83aemMo0ill 2eHEMUYHUX, erieeHemu4YHux ma
20pMOHaribHUX (hakmopie, Wo 8u3Ha4Yarome PO38UMOK KAIMUH | MKaHUH y Kyrnbmypi in vitro. Npoms-
20M ocmaHHiIx decssimusime ghyHOameHmasibHi Q0CIOKEHHST 3Ha4YHO 02ubuiu PO3yMiHHST 2eHEMUYHUX
MexaHi3mie, sIKi KOHMPOJIMb KITY08I Mpoyecu Mopgho2eHe3y, maki sIK Karoco2eHes, comamuYyHuUl
embpioeeHes | opeaHo2eHe3 de novo. BusierieHo, wo nesHi cmpykmypHi ma pe2ynsimopHi 2eHu gidizpa-
oMb 8upiwarnbHy porb y rnepenpoepamyeaHHi KrimuH 00 momuriomeHmHo20 cmaHy, 0e 80HU 30amHi
opmysamu pisHi MopghorioeiyHi cmpykmypu. FOpMOHU, maki K ayKCUHU | UUMOKIHIHU, Cripusitome iH-
OyKUiT yux rpouecia, 3MIHIOYU €KCIPECII0 2eHis, gidnosidanbHUX 3a rnodin, dughepeHuiayito U iHwWi ac-
nekmu mMopghozeHesy. Y nimepamypHoMy 0271510i npedcmasieHo Cy4YacHi ysaerneHHs1 o000 2eHemu4YHo20
KOHMPOJTI0 MOpgho2eHe3y 8 Kybmypi pPOCAuH in vitro. HagedeHo WupoKuli Ciekmp KI4Y08UX 2€Hi8, SiKi
demepMmiHytomb ymeopeHHs Kamocy; bepymb y4acmb y coMamu4HoOMy embpioeeHe3i ma MocuneHHi
comamud4Hoi embpio2eHHOI 8i0noeidi; 3anydeHux 00 eKmorniyHo20 (hopMy8aHHsI COMamu4yHUX 3apooKie
abo mepucmem; KOHMPOIIOMb OpeaHo2eHe3 de novo ma bepyms yyacmb y mpaHcOyKUii 20pMoHarb-
Hoeo cueaHany. [NokazaHo 83aeMOoQit0 Pi3HUX MpPaHCKpUNuitiHux ghakmopis, siki bepymsb yyacmb 8 iHOyKuii
MopghozeHe3y ma 3adisiHi 8 cu2HarIbHOMY WIISIXY 20PMOHIE.

Knro4oei criosa: MopghoceHes, 2eHemu4HUlU KOHMPOIb, Kamtoco2eHe3, comamuyHull embpio2eHes, op-
e2aHozeHe3 de novo.

Bc1'yn. 30aTHICTb POCIMHHMX KITITUH OO TOTUNOTEHTHOCTI BigKpmna MOXIUBICTb iX LUMPOKO-
ro 3aCTocyBaHHA B BiOTEXHOMNOTYHMX JOCNiMKeHHAX. MMpakTuyHO Byab-sika >XuBa KniTMHa,
sKa Mae a4po, nicns nepiogy aeandepeHuiadii B ymMoBax in vitro, nig BNIIMBOM KOMMOHEHTIB
XMBUIBbHOIO cepefoByLLa MOXe MoYvaTh HECKIHYEHHY nporidepalito y BUIMsSA KanocHUx abo
CYCMEH3IMHUX KyNbTYP, NiTW LLASXOM YTBOPEHHSI MAroHiB, KOpeHiB abo coMmaTnyHOro emopioreHe-
3y. CbOrogHi Uj yHikanbHi BNacTMBOCTI MOPOreHeTMYHOI BiAMNOBIAi akTMBHO BUKOPUCTOBYHOTh-
cs'y 6ioTexHonorii pocnvH. KantocHa maca HegudepeHLUinoBaHUX KMiTUH, OTpMMaHa 3 PisHMX
OpraHiB i KynbTyp, LUMPOKO 3aCTOCOBYETLCS Y BUPOOHMLTBI LiIHHUX BTOPMHHUX MeTaboniTiB, a
30aTHICTb 40 NaroHOYTBOPEHHSI BUKOPUCTOBYETLCS B TEXHOIOTISIX MIKPOKIOHANbHOIo PO3MHO-
XEeHHS Onsi 36epeXXeHHs LiHHUX FreHOTUNIB, YHiKanbHUX ridpuAaiB, pigKICHUX BUAIB POCHVH Ta
09 0300POBMEHHA NOCAAKOBOro martepiany.

MopdoreHes in vitro 0OXonsae HU3KY NpoueciB, 30Kpema CPURHATTA DITOrOPMOHIB, Ae-
andbepeHuiauito KNiTuH Anst HabyTTs 30aTHOCTI 4O OpraHoreHe3y, MOBTOPHE 3ary4eHHs CnoYyn-
BatO4MX KMAITUH 0 KNITUHHOIO LMKITY, @ TaKOX KOOpAMHALI noginy KnituH gns dopMyBaHHSA
nNpuUMopAiiB opraHiB i mepuctem. Lle KOMNNeKCHUn nNpouec NpoCTOPOBOro Ta YacoBOro Po3-
BUTKY TKaHWH, OpPraHiB i eMOpIOHIB, SKMIA KOHTPOMIOETLCA TOPMOHANIbHMMK CUrHaNamm Ta pe-
rynOETLCSA MOCIAOBHOK abo CMHXPOHHOW Aieto reHeTUYHUX Mepex (Gordon-Kamm, 2019).
CknagHicTb LbOro siBuLL@ y POCITMH 3yMOBIEHA LifTICHUM XapakTepoM MOPdOreHeTUYHUX No-
[ i X 3aneXHICTIO Bif, YACITEHHUX B3aEMOZIA MidK BHYTPILLHIMM Ta 30BHILUHIMK ddaKTOpaMMu.

Hapasi 3gaTHiCTb yTBOpOBaTY Kankoc in vitro BusiBneHa y 6aratbox poguHax pociuH. Pis-
Hi JOCNigKEeHHS NPOAEMOHCTPYBaNN MOXITMBICTb BUKOPUCTaHHS BErETaTUBHUX, reHepaTUBHNX
Ta eMOpioHanbHUX OpraHiB SK €KCNIIaHTIB ANs1 OTPUMAHHS KartoCHUX KyIbTyp. ICHY€e 3HaYHWUiA
obcsar ekcnepuMeHTanbHUX AaHNX LLOAO KarntoCoyTBOPEHHS in Vitro Ta npoueciB MmopdoreHe-
3y, Wo 3abe3nevyoTb oTpuMaHHA pereHepaHTiB (Kunakh, 2005; Bidabadi, Jain, 2020; Twaij
et al., 2020). Ha cborogHi [OCArHYTO 3HA4YHUX YCMiXiB Y BUABMEHHI MOMEKYNAPHMX acnekTiB
LMX NPOLECIB Ta y4acTi B HUX pagy crneumdivyHnx reHHux cuctem (Lee et al., 2022; Shin et al.,
2022; Wan et al., 2023).
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3pgaTHiCTb KMiITMH 00 (QOPMYBaHHSA Kamcy
in vitro i pO3BUTKY 3 HbOrO MOBHOLIIHHUX pereHepaH-
TiB po3rnagatoTb K OAMH i3 NPOSBIB NNACTUYHOCTI
PO3BUTKY POCINH, 3yMOBIIEHUN TX HEPYXOMUM CrO-
cobom xuTTs (Bidabadi, Jain, 2020). Ha ocHoBi Bu-
KOPUCTaHHS KantCHUX KynbTyp in vitro po3pobneHo
BioTexHonorii MacoBoro BMPOOHULTBA pereHepax-
TiB rocnogapcbko Ta €KOHOMIYHO LiHHUX POCIUH
(Twaij et al., 2020).

Kantoc — ue uinicHa cuctema, sika yTBOpIO-
€TbCs B pesynbrati npornicepalii noBepxHEBUX
abo MUOMHHUX KNITUH Pi3HUX POCIIMHHUX TKaHWH.
Taka cuctema crnovaTKy CKafaeTbCsl 3 FOMOreHHMX
KNiTWH, §iKi NOCTYNOBO TpaHCAOPMYKTbLCA B rpynu
reTeporeHHux i3 BuagocneumdiyHMMmn mopgoreHe-
TUMHUMKU NOTEHLIAMW, K peanisytoTbCs PisHUMMU
Lwnsxamu mopdoreHesy. ExkcnepmmeHTanbHO BCTa-
HOBIEHO, O YCMILLHICTb KartoCOyTBOPEHHS in Vitro
BM3HAYaETbCA  KOMMSIEKCOM  B3aeMOMOB’A3aHMX
€HOOreHHNX i ek3oreHHux dakTtopis. CyyacHi go-
CNiAXKEHHS 30CepekeHi Ha BUBYEHHI FEHETUYHUX
Ta enireHeTUYHNX PerynsaTopHUX Mepex, 3anyde-
HUX 0O POpMyBaHHs kantocy in vitro (Ibanez et al.,
2020). lNicTonoriyHo OCHOBHUM €HOOTEHHUM (DaKTO-
POM € HasiBHICTb MOP(OreHeTUYHO KOMMETEHTHUX
KNITUH Yy TKaHWHax ekcnnaHTa. Ek3oreHHi dhakTopw,
30KpeMa rOpMOHU B XMBWUIbHOMY CEpedoBuLLi Ta
CTpPecoBi YMOBW (Hanpwvkrnag, nopaHeHHs!), iHOyKy-
I0Tb NepenporpamMyBaHHSA TaKMX KNITUH Y HanpsMi
KantocoyTBOPEHHS in Vitro.

MopcdporeHe3 TKaHWH i OpraHiB y KynbTypi
in vitro € XXOpCTKO KOHTPONbOBAHUM MPOLLECOM, SIKWIA
30INCHIOETLCA 3@ YYacTi FeHHUX Mepex, WO (yHK-
LioHYlOTb MocnigoBHO abo ysromkeHo (Gordon-
Kamm et al., 2019). ®yHoameHTanbHi OOCNILKEH-
HA OCTaHHIX [OecATUNiTb pPO3WMPUNU  PO3YMiHHS
YHKLUIN reHiB, WO peryniowTb MopdoreHes, a Ta-
KOX CUrHarbHUX Mepex, HeobXigHWUX Anst pO3BUTKY
eMbpioigis i mepuctem. Lli gocnioxkeHHa gonomara-
I0Tb I0eHTUMIKYBaTN HOBI FrEHW Ta FEHHI Mepexi, sKi
OepyTb yyacTb B emOpioreHesi, niarpumui mepuc-
Tem i ropMoHansHoMmy meTtaboniami (Grienenberger,
Fletcher, 2015; lkeuchi et al., 2016; Snipes et al.,
2018; Tian et al., 2020).

OTpumaHi pesynsratn ceigvaTb, LIO FOMOBHY
ponb y NpOsiBi TOTUMOTEHTHOCTI POCIMHHUX KMITWH
in vitro BigirpaloTb reHu, BignoBiganbHi 3a po3BKU-
TOK pOCnuvH in vivo. Mpn uboMy TXHSA akTMBauis B
KynbeTypi in vitro Mmoxe nposBnATMca Henepenbady-
BaHo. Hanpwuknag, reHn GLAVATA (CLV1 ta CLV3)
Ha PiBHI POCNNH He BNIMBAKOTb HA NpoLecn eMopi-
oreHesy, a in vitro 3Ha4yHO NiABULLYIOTb YacTOTy CO-
maTmyHoro embpioreHesy (Mordhorst et al., 1998).
Y KynbTypi in vitro MOXyTb akTUBYBaTUCS FEHU, LLO
3a3BuYan NposiBNATb cneuudiyHy ekcrpecito B
NeBHMX opraHax abo Ha OKpeMUx CTagisix pPO3BUTKY

pocnuH. Hanpuknag, renu LF Ta SN ropoxy, siki KOH-
TPOMOKTh Yac UBITIHHA, TaKOX BMNSMBaKOTb Ha PiCT
i naroHoyTBOpPEHHS in vitro. l'eH LF, wo 3a3suyan
eKcnpecyeTbCd B anikanbHii MepucTeMi Ta peryrnioe
YYTNUBICTbL [0 PriopanbHOro curHamy, B KynbTypi
in vitro BU3Ha4Yae peakLilo KantociB Ha eK30reHHui
aykcuH. BogHovac reH SN, wWo ekcnpecyetbcsa B
nucTkax i 3abesnedye YyTnuBICTb A0 hoTonepioay,
BMMMBAE Ha YyTNMBICTb KanMtOCHUX KNiTUH 0O OCBIT-
neHHsa (Sugiyama, 2000). Li BiamiHHOCTI y Aii reHis
MOXYTb MOSICHIOBATUCH Pi3HUM piBHEM OpraHisauii
in vitro, WO BKIOMa€E K KNITUHHUI, Tak | opraHiame-
HUW piBEHb, a TAKOX 3MiHAMWU CNELNIYHOCTI eKc-
npecii reHiB y UMx ymoBax. AKTMBALis TpaHCKpun-
LiT reHiB 3i cneumdivyHO ekcnpecieto in vitro moxe
OyTn BMKNMKaHA €K30reHHVMK roOpMOHaMMU, OCKirb-
KN UMUC-eNeMEeHTU, YyTnuMBI [0 FOPMOHIB, HasiBHi y
perynaTopHux ginsiHkax 6aratbox reHis, 3anyyeHmx
y MopdoreHes.

Y paHomy orngagi nitepatypy npeacraBneHo
LUMPOKUIA CMEKTP KIHOYOBUX FEHIB, SKi AeTepMiHy-
I0Tb YTBOPEHHs1 Kamcy; 6epyTb yyacTb y coma-
TUYHOMY emOpioreHesi Ta MOCUIEHHI COMaTU4HOI
eMOpioreHHoI BiAMOBIAj; 3any4YeHnx 40 eKTONIYHOro
hopMyBaHHs COMaTU4HMX 3apodkiB abo mepwuc-
TeM; KOHTPOIIOKTb OpraHoreHes de novo Ta 6epyTb
y4acTb Y TpaHCAYKLIT FOPMOHAarbHOro curHany.

leHu, siki 6epymb y4acmb y ¢hopMyeaHHi
kasmrocy. Tig Yac KynbTMBYBAHHS POCIMHHUX TKa-
HWH i3 eKCrnnaHTiB MOXYTb (pbopmyBaTucCs ABa OC-
HOBHi TUMNW Kantocy: eMOPIOreHHU i NaroHoBWIA / KO-
peHeBui kantoc (lkeuchi et al., 2013). Kantoc noyn-
Hae YTBOPIOBATUCH Ha XXUBUITbHUX CEPENOBULLAX 3a
BMCOKOrO CriBBiAHOLIEHHSI ayKCUHY [0 LIMTOKIHIHY.
EmOpioreHHWIA Kantoc yTBOPKETLCA 3 EKCMIaHTIB
i 30aTHUMMN OO pereHepauii Yepes opraHoreHes Ta
embpioreHes3 (Salain et al.,, 2021). lig BAIMBOM
BMCOKOrO CMiBBIAHOLLIEHHA UUTOKIHIHY [0 ayKCUHY
Kantc Moxe pereHepyBatu naroHu (Meng et al.,
2017), a B ymOBax HW3bKOrO PiBHSI ayKCWUHY B ce-
penosuLi — kopeHi (Yu et al., 2017). Takum YnHowm,
Karntc MoXHa BifHECTW [0 rpynun NIHOPUNOTEHTHUX
KNiTWH, 34aTHUX OO opraHoreHesy de novo, ki Mo-
XyTb pereHepyBaTtu sk KOPEeHi, TaK i NaroHw.

[MopaHeHHs TKaHWH, sIke 4acTo 3anyckae fe-
andepeHuiadito, ToO6TO KMiTMHHE nepenporpamy-
BaHHS B KyrnbTypax TKaHWH POCINH, NPUBOAUTbL A0
wewuakoi ekcnpecii reHa CDC2AAT (CYCLIN-DE-
PENDENT KINASES 2) y apabigoncucy (Shaul et
al., 1996). lnokoTuni apadigoncmcy yTBOPHOOTL Ka-
NIOC Ha paHOBUX AingHKax, i ua KniTMHHa BiANoBigb
BKIMOYAE TPaHCKPUNUIMHY aKTUBaUilo reHiB, Takux
Ak LOG (LONELY GUY), ki  kogytoTb oepMeHTH,
wo 6epyTb yyacTb y GiocMHTESI LMTOKiHIHY (lkeuchi
et al., 2017). Lle cnpusie HAKONMUYEHHIO LIMTOKIHIHY i,
TakMM YMHOM, NMOCUNEHHIO LIMTOKIHIHOBOI BigmnoBiai,

38 ISSN 2415-3680 (Online), ISSN 1810-7834 (Print). BicH. Ykp. mos-8a eeHemukis i cenekuioHepig. 2024, mom 22, Ne 1-2



MeHemu4HUl KOHMPOJIb MOPGhO2eHe3y POCIIUH Y KyJIbmypi in vitro

LLO MPUBOANUTL 4O MOBTOPHOMO BXOAY B KIITUHHWNA
LMK | yTBOPEHHSA Kamnocy vYepes iHaYKUio ekcnpecii
reHiB KNiTUHHOTO LMKy, 30Kpema umkniHisa CYCD3.
[MopaHeHHsA TakoX MOAyMNOE €HOOreHHWUI FopMo-
HanbHUW rOMEOoCTa3 ANs CNpUSHHA pereHepadii.
YacTto BigbyBaeTbCcA nepenporpamyBaHHA KNiTUH
Ta 3HaJHi 3MiHW B CTaTyCi XpOMaTuHY: He TifnbKu
meTtunoBaHHa [OHK, a 1 takox moaudikauii ricto-
HiB, BKJHOYAOUM METUINIOBAHHS abo aueTuNoBaHHS
(Lee, Seo, 2018). 3aranom, rinomeTunoaHHa OHK
abo aueTunoBaHHA TFICTOHIB MOB’A3aHi 3 akTMBaLi-
€10 TPaHCKPUNLIT perynatopHUX reHiB, siki KOHTPO-
NOTb PO3BUTOK ab0 ropMoHarbHi peakLii, BianoB.i-
JarnbHi 3a TOTUMOTEHTHUI CTaH kniTuH (Pasternak,
Dudits, 2019).

AyKCUH akTuBye (hbakTopu BIAMOBIAI Ha ayk-
cvH (ARF), Taki sk ARF7 i ARF19, siki, cBOeto vep-
ror, CTUMYMOKTb eKcnpecito reHis LBD16 i LBD29
(LATERAL ORGAN BOUNDARIES-DOMAIN), wo
BiQMOBIfAlOTL 3a pPO3BUTOK faTeparnbHMX opra-
HiB (Okushima et al., 2007). Hagekcnpecia reHis
LBD16, LBD17, LBD18 abo LBD29 cnpusie doopmy-
BaHHto kantocy (Fan et al., 2012). byno BcTtaHoBne-
Ho, Wo LBD18 Ta noro 6nuabkui romonor LBD33
aKTUBYIOTb eKcnpecito E2Fa, OCHOBHOrO perynsito-
pa knitTuHHoro umkny (Berckmans et al., 2011). Lie
CBiQ4YNTb NPO Te, WO OAWNH i3 TPAHCKPUNLiINHNX MO-
OyniB, SKUN NEeXNTb B OCHOBI YTBOPEHHS Kantocy nig
BMMMBOM ayKCUHY, BKNtovae wnax ARF-LBD—E2Fa.

Cybknag TPaHCKPUNLINHNX dakTopiB
APETALA2, wo HanexuTb 0O CiMencTBa (pakTo-
pie Bignosigi Ha etuneH (AP2/ERF), nig HasBowo
WOUND INDUCED DEDIFERENTIATION 1-4
(WIND1-WIND4), wBMAOKO aKkTUBYETLCSA MiCNs Mo-
paHEeHHs1 Ta Bifirpae BaXnmBy posb Yy npouecax ae-
OundepeHuiadii Ta dopmyBaHHi kantocis. PocnnHu 3
Hagekcnpecieto Oyab-skoro 3 reHis WIND 1-WIND4
30aTHi YTBOPHOBATU Karkoc, KU MOXE pereHepy-
BaTW SIK NaroHW, TaK i KOPEHi, a TakoX iHilitoBaTn
comaTunYHUn embpioreHe3. HagmipHa Ta ekToniyHa
ekcnpecis WIND1 cnpusie opmyBaHHIO Karntcis
HaBiTb Ha 6e3ropMoHanNbHUX CepeaoBULLAX.

len WOX11 (WUSCHEL-RELATED HOMEO-
BOX 11) pa3om 3 ayKCMHOM aKkTUBYE EKCMpECito
reHis LBD16 i WOX5/7 Ha eTani noginy KnituH-3a-
CHOBHMKIB Karnocy, Lo Befe 4O YTBOPEHHS 3adaTka
kantocy (Liu et al., 2018). AyKCMH TakOoX CpUSIE eKC-
npecii WOX11 nig yac nepexogy KniTWH Bif 30aTHMX
00 pereHepauii 4o KniTUH-3acHOBHWMKIB Kantocy (Hu
et al., 2017). Kpim LBD16 i WOX5/7, 6arato reHis,
NnoB’sA3aHMX 3i CTOBOYPOBUMW KIiITUHAMW, aKTUBY-
I0Tb Npouec iHAYKUIT Nig yac hopMyBaHHSA NpUMOp-
4ito kantocy, 3okpema PLT1/2 (PLETHORA 1i2) Ta
SCR (SCARECROW) (Gordon et al., 2007). l'eH
PLT3/5/7 excnpecytoTbCs Ha BCiX eTanax yTBOpPEH-
Hs kantocy (Kareem et al., 2015).

Btpata abo npurHiyeHHsi BuLLE3ragaHux Krto-
YOBUX reHiB MOXe NPU3BECTM A0 BTpATU MIIHOPUMO-
TEHTHOCTI B Karkci, Lo, Y CBO Yepry, CNPUYNHATb
nedekTn B pereHepadii naroHiB Ta / abo KopeHiB
(Hu et al, 2017). Micns iHiyiayii npuMopgito kantoc
NPOAOBXYE MOAIN KNITUH i YacTKoBy AudepeHLia-
uito, hopMytouM TKaHWHKW, HEOOXigHI ANst YyTBOPEH-
HA 3pinoro kantocy. Kpim Toro, hopmyBaHHS Karno-
Cy, HabyTTa HMM MAPUNOTEHTHOCTI Ta noganblia
pereHepaLlisi naroHiB BUMaratTb y4acTi enireHeTn4-
HOT Mepexi, ika perynioe ekcrnpecito Lmnx Kro4oBux
renis (Ishihara et al., 2019; Wu et al., 2022).

leHu, siki 6epymb y4yacmb y coMamu4HoO-
My emb6piozeHesi. ComatniHumn embpioreHes (CE)
I'PYHTYETLCA Ha TOTMMNOTEHTHOCTI POCMAMHHMX KIli-
TUH, TOOTO Ha iX 3gaTHOCTI Ao AeandepeHuiadii Ta
andepeHuiadii y HoBomy Tuni knituH (Choi et al.,
2009). CE nopginseTbca Ha iHAYKTMBHY hasdy Ta
asy po3BuTKYy, Ae BigbyBalOTbCA 3MiHM B CTaTyCi
andepeHuiauii Ta HagbaHHA eMOpioreHHoT koMne-
TeHTHOCTI (Magnani et al., 2017). MNMpavwui CE Big-
OyBaeTbCs y TOMY BUMAAKY, KON COMaTUYHi eMbpi-
oigu (6inonspHi CTPYKTYpK, SIKi HE MakOTb CYOUHHOTO
3B’A3KYy 3 eKcrnnaHTamu) iHaykyTbcst 6esnocepea-
HbO 3 KYNbTMBOBAHWX POCIIMHHUX TKaHWH in Vitro
(Hanpvknag He3pinux 3apofkiB) Ha cepedoBULLi 3
HU3bKMM BMIiCTOM ayKkcuHy. Henpsimuin CE moxe iH-
OYKYyBaTUCS LUMNSAXOM KyJbTMBYBAHHS €MOpioreHHnx
TKaHWH, TakKMX sIK Kamntc, Ha Garatomy aykCMHOM
cepefoBULLI, a NOro NepeHeceHHs Ha cepenoBuLLEe
3 HU3bKMM BMICTOM @yKCWHY CMpPUSIE YTBOPEHHIO CO-
mMaTnyHMx embpioigis (Tian et al., 2020).

CiBaHecaH Ta iH. (Sivanesan et al., 2022), BBa-
XalTb COMaTU4HUM embpioreHe3 cnocobom cTu-
MYNbOBaHOI TOTUMOTEHTHOCTI POCIANHHOI KITITUHW.
ABTOpM Npuainunu Benuky yeary CE in vitro sk cno-
coOy pereHepaLljii pocnuH y Kantocax Ta npeacra-
BUMK ornsig pobiT, NPUCBAYEHUX BMIIMBY OCHOBHMX
dhakTopiB (NpUpoga ekcniaHTa, CTPEeCcoBi YNHHMKN,
KOHLIeHTpaLisi Ta Bapialis perynsaropis pocTy poc-
NVH) Ha iHAaykuito Ta perynsuito CE, Bkrovaroum
HenpsMUA CoOMaTUYHUIN eMOpIOreHe3 y KamCHMX
Kynetypax in vitro. Psapg ornsagis (Méndez-Hernandez
et al., 2019; Wojcik et al., 2020) BigobpaxytoTb Be-
MUKW iHTepec AOOCNIAHWKIB A0 BWBYEHHS BMUBY
reHeTndHmx (MikpoPHK, daktopu TpaHckpunuii) Ta
enireHeTndHmx (metunioBanHs [OHK, pemogento-
BaHHS1 XpOMaTVHy) (hakTopiB Ha perynsuito nogin
coMaTu4yHoro embpioreHesy in vitro. Y umx pobotax
npoaHanisoBaHO MOMEKYNSpPHi MexaHi3Mu, o ne-
XaTb B OCHOBI KOHTPOMO 060X MOPGOreHEeTUYHNX
Wwnaxis, opraHoreHesdy de novo Ta COMaTU4HOrO
embpioreHesy in vitro, NioTBEPAXEHI pe3ynbsratamu,
IO BKMNHOYaTb Npodini Ha OCHOBI NPOTEOMIB, Me-
TabonomiB i TpaHCKPMNTOMIB.
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lMokaszaHo, L0 BUPOLLYBaHHS POCIMHHUX TKa-
HWH in vitro Ha cepefoBULLAX 3 BUCOKMMU KOHLIEH-
TpauissMu ayKCuHY BUWKIIMKAE 3aranbHe nepenpo-
rpaMmyBaHHsi TPAHCKPUMNTOMIB COMaTMYHMX KMiTWH
i Mmogyntoe ekcnpecito 6aratbox CE-acouiioBaHmx
dakTopiB TpaHckpunuii (TP) (Wojcik et al., 2020).
Kpim TOro, npu KynsTMByBaHHI NpOTONMacTiB y ce-
penoBuLLi, WO MICTUTb BMCOKI KOHUeHTpauil 2,4-[,
pO3Mip iXHiX si4ep 3Ha4yHO 36iMbLIYETLCS, WO CBia-
4NTb NPO peopraHisauilo XxpoMaTuHy. PiBeHb MeTu-
noBaHHA OHK y kantoci Takox 3MeHLWyeTbecs Nig
yac embpioreHesy (Pasternak, Dudits, 2019). Bu-
KOpUCTaHHS iHribiTopiB OeaueTuntioBaHHs abo ae-
METUITIOBaHHA MoKasye, Wo Npodifib XpOMaTUHy €
BM3HaYanbHUm aktopom Ans iHgykuii CE i 6esno-
cepegHbo Bepe yyacTb y nepenporpaMyBaHHi Khi-
TWMH Ta cdopmyBaHHi kantocy nig vyac CE (Li et al.,
2019).

[opMOHanbHUI CTpec NpYBOAWTL OO aKTu-
Bauii T® Takmx gk reim WUS (WUSCHEL), LEC
(LEAFY COTYLEDON) ato BBM (BABY BOOM),
fKi € cneundiyHMMKM onst embpioreHHMX nporpam
(Pasternak, Dudits, 2019). Lli pesynsrtatv nokasy-
l0Tb, LLO FOPMOHM, OCOONUBO ayKCUH, BMKITMKAKOTb
3aranbHe rnepenporpaMmyBaHHS FeHHOI ekcrpecii
Yepes MmoamdikaLito xpomaTuHy Ta akTmBaLlito cne-
LmMdivHMx doakTopiB TpaHckpunuii. Kpim Toro, gesiki
MikpoPHK € BupiwaneHumMu gns  npoueciB iHAYK-
uii CE, Bkntoyatoun miPHK, nos’a3aHi 3 ayKCUHOM,
SKi CMPSIMOBAHi Ha FeHU CrpUMHATTS, GioCUHTE3y
Ta curHanisauii aykcuHy, Hanpuknag: miR165/166,
miR167, miR164, miR390 Ta miR393 (Wojcikowska
et al., 2020). MyTtaHT no reHy DCL1 (DICER-LIKE1),
KU 3anyyeHnn 0o yTeopeHHs MiPHK, He 3gaTHui
iHOyKyBaTn comatuyHun embpioreHes (Wojcik, Gaj,
2016).

IHoykuis CE 3a3Buyan nepepbadae Bukopu-
CTaHHsA perynatopis pocTy pocnuH (PPP), yacTo 3i
cTpecoBoto 0b6pobkoto. Obpobka PPP/cTpec moxe
NPU3BECTX 4O NOBTOPHOI AndepeHuiaLil KNiTuH, sKi
€ komneTeHTHUMK o CE, yepes ge- abo TpaHc-au-
doepeHLiauilo Ta BCTaHOBMNEHHsS eMbpionporpamu
wnsaxom embpioinaykuii. Hanuactiwe CE iHayky-
€TbCS ayKCMHOM, SIK MPaBWUO, CUHTETUYHUM ayKCu-
HoMm 2,4-[1, iHogi B noegHaHHi 3 unTokiHiHoM (Wojcik
et al., 2020).

BcTaHoneHo, o dakTtopu Bignosigi Ha ayk-
cvH (ARF) cynpoBomxytoTb iHoykuito CE, npwu
LbOMY MokKasaHo, Wwo reH ARF5, akun kogye 6inok
MONOPTEROS (MP), moxe BigirpaBatn dyHaa-
MEeHTanbHy porib Yy PeryrnoBaHHi Pi3HUX acnekTiB
CE, KOHTpOmnbOBaHMX aykcMHOM. BusBneHo, o
ARF5 xapakTepusyeTbCs HanbiNbLLIOK aKTUBHI-
cTio nig vac iHgykuii CE, Tomi sk myTtaHT ARF5
Ma€ 3HAYHO 3HWDKEHY 34aTHICTb OO0 eMOpioreHHoi
Bignosigi (Wojcikowska et al., 2017). ARF5 moxe

CrnpusiT emMOpioreHHOMy PO3BWUTKY in Vitro, KOH-
Tpornto4m iHWI reHn T, aki MaloTb NiTBEPOAXEHY
aKTMBHICTb Y cCOMaTU4HOMY embpioreHesi, Bkrova-
toun HOMEOBOX GENES8 (ATHB8) i TARGET OF
MONOPTERQOS3 (TMO3), TMO5, TMO6 i TMO7
(Gliwicka et al., 2013). 'en ARF10, sakuiA mae no-
3UTUBHUA PErynaTopHUiA BMAMMB Ha pereHepadito
naroHiB de novo 4epes akTMBaLito reHis, cneundid-
HUX 0711 MEPUCTEMM MaroHiB, OyB BMCOKO eKcrpe-
coBaHun 3a CE y apaGigoncucy (Wojcikowska et
al., 2017). ARF10 pa3om 3 ARF16 i miR160 cnpu-
sie LEC2-KOHTpPONboBaHOMY OiOCMHTE3Y ayKCUHY B
embpioreHHin TkaHuHi (Wojcik et al., 2017). 3Ha4He
HakonuyeHHs TpaHckpuntiB ARF10 i ARF16 cy-
NPOBOOXKYBArioCcs MNiABULLEHOK €eKCNpPeCielo reHiB
PLETHORA (PLT1 i PLT2) B eMOpioreHHin KynbsTypi
apabigoncucy (Wojcikowska et al., 2017).

lenn TIR1 (TRANSPORT INHIBITOR RE-
SPONSE 1) i AFB2 (AUXIN SIGNALING F-BOX 2)
€ KITHOYOBUMM AN1S1 KOHTPOMO iHAYKLUIT COMaTUYHOro
emMOpioreHe3y 4Yepe3 MexaHi3Mm, OnocepenKkoBaHWUI
mikpoPHK miR393 (Wdjcik, Gaj, 2016). IMig yac
CE y 6aBoBHM Oyno BUABMEHO 3HMXKXEHHS perynsiuii
TIR1 Ta AFB2, xo4a TOYHWUIA perynsaTopHUiA LINsSX ix
ekcnpecii nokn He Bu3HayveHun (Cao et al., 2017).
MyTtauii B reHax IAA16, IAA29, IAA30 ma IAA31,
SKi MOPYLLYOTb eMOpIioreHHy BiAMNOBigb €KCMNaHTIB
apabigoncucy, NigTBepaXyHTb IXHIO y4acTb B iHAYK-
uii CE (Gliwicka et al., 2013).

TpaHckpunuinHun dpaktop AHL15, skuin 6epe
yyacTb y npoueci comaTtuyHoro embpioreHesy, €
BaXXMMBMM AN BiOKPUTTS XPOMAaTUHy i 3gaTeH 3a
yMOB Hagekcnpecii ingykyBatn CE HaBiTb 6e3 HasB-
HoCTi aykcuHy (Karami et al., 2021). ig yac ropmo-
HanbHO obymoBneHoi iHaykuii CE AHL15 i noro ro-
MOJIOMM aKTMBYIOTLCS Ta BifirpatoTb BaXnvBy posb
y LUbOMY MpOLECi, 30Kpema 4Yepe3 HaAeKCNpecito
reHa BBM. Kpim Toro, AHL 15 BnnvBae Ha piBeHb re-
TEPOXPOMaTUHY B COMaTUYHUX KNiTUHAX: Y MyTaH-
TiB 3 BTPATO (OYHKLIT LbOro reHa B KynbeTypi in vitro
CrocTepiraeTbCa NigBULLEHUI PiBEHL rETEPOXPOMa-
TUHY, WO 3MEHLUYE 30aTHICTb KMiTUH YTBOPHOBATU
comaTtunyHi eMbpioign Ha cepepoBuLlax 3 2,4-[.

Ha noyaTkoBuMXx cTagissx comaTn4Horo emopio-
reHesy CnocTepiraeTbCs iHAYKLiS ekcnpecii 6aratbox
reHiB, NOB’sI3aHMX 3i CTPECOM, 30KpeEMA TUX, LLO KO-
OyHTb TpaHCKpUMLiviHi pakTopu 3 poanH AP2 / ERF,
MYB, AUX / IAA ta B3 (Nowak, Gaj, 2016). byno
iieHTndikoBaHO HU3KY T®, aki MogymnoTbea nig
yac CE, koHTpontoioTe MeTaboniaMm aykcuHy Ta ne-
pedadvy curHanis; BOQHOYAC PErynsaTopu CUrHarnb-
HUX LWNAXiB ayKCcuHy BrnuBakTe Ha CE-3anydei
T®. 3okpema, LEC1, LEC2, BBM, AGL15 ta WUS
YTBOPIOKTh LeHTpanbHy YacTUHY CKNagHoi peryns-
TOPHOT Mepexi, Aka CrpsMOBYE COMATUYHI KNITUHN
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pOCNuH A0 eMOpioreHHOro po3BUTKY Y BiAMOBIAb Ha
Jito aykcuHy (Salain et al., 2021).

len BBM (BABY BOOM), Takox BigoMWUA SIK
PLETHORA 4 (PLT4), € TpaHCKpUNuinH1M dakTo-
pom i3 poanHn AP2/ERF, skuin mictute OHK-3B’S-
3younin JoMeH i3 70 aMiHOKUCMNOTHUX 3anuLukiB,
Briepllie oxapaktepmsoBaHux y APETALA2 (AP2)
Ta uyytnuBmx OO eTuneHy. BBM wmae pgBa po-
MeHn AP2/ERF i HanexuTb go nigpoanHmn AlL
(AINTEGUMENTA-LIKE), wo cknagaeTtbcst 3 BOCb-
MU FEHIB, KOXXEH 3 SIKUX BUKOHYE cneumndivHi dyHK-
Lii y nogini mepmMctemMaTuyHMX i eMOpioHanbHUX Kni-
TWH | 6epe ydacTb B iHAYKUiT Ta perynsauii CE, konu
noro ekcnpecisa nigsuwyetbca (Wojcik et al., 2020).
BBM / PLT4 Bigirpae Kn4oBYy pofb y perynsii
CE, xoya iHWi PLT-renun, Taki sk PLT1, PLT2, PLT3,
EMK /PLT5 i PLT7, TakoX CnpusitoTb eMOpioreHHin
iHOyKUii 3a ymoB Hagekcnpecii (Tsuwamoto et al.,
2010). BBM 3gaTeH cTtumynoBaTtu nporidepadito
KNiTMH i mopdporeHes nig 4Yac CE, KOHTpONoH4M
iAEHTUYHICTb | TOTUNOTEHTHICTb eMOpIoiga POCIMHM.
BiH akTMBye mepexy reHiB LEC1-ABI3-FUS3-LEC2
ONs 3anycky coMmaTuyHoro embpioreHesy, 6eanoce-
pPenHbO 3B’sI3yH04M NPOMOTOpPHI obnacTi reHis LAFL
yepes cBin 38’s3yBanbHMin MoTnB ANT / AlL Ta B3a-
emogitoun 3 AGL15 yepes iHWi moTnBM abo Ginkos.i
nocepegHukn (Horstman et al., 2017b).

[o reHiB, sKi € KNIOYOBUMU ONS PO3BUTKY
embpioiga i 3as3Buyan GepyTb yyacTb y nporpa-
Max COMaTU4HOro embpioreHesy, B iHiuiauii Ta
nigTpuMUi eMOpioreHHOT [oni POCNUHHUX KIITUH,
a TakoX [O03piBaHHI embpioiga BigHOCATLCA reHu
LAFL taxi sk LEC1 (LEAFY COTYLEDON 1), LEC2
(LEAFY COTYLEDON 2), ABI3 (ABSCISIC ACID
INSENSITIVE 3) i FUS3 (FUSCA 3) (Salain et al.,
2021). Ui renn LAFL € daktopamy TpaHCKpunuii,
Lo yTBoptotoTh rpyny AFL. BoHn Hanexatb o poc-
nuHocneumndivHoro cimenctea TO B3, wo xapakre-
pU3YETLCA BUCOKOKOHCEPBATUBHUM 3B’SI3yBaHHAM
OHK (Carbonero et al., 2017). B3-BmicHi dakTopm
MOXYTb po3nidHaBaTu crneumdivyHy OHK-miweHs i3
5-GATC-3’-nocnigoBHicTio i 36epiratoTbcss B npo-
mMoTopax reHis (Baud et al., 2016). Ekcnpecis re-
HiB LAFL perynioetbca T®, Takumn sk BBM, rop-
MoHanbHow nepepadveto curHanis (ABK, TK, I0OK)
(Ledwo’n et al., 2011) i moandikauied xpomMaTuHy
(Horstman et al., 2017a). l'eHn LAFL nocuntotoTbes
nicns inaykuii BBM i pasom 3 AGL15. Cnig 3a3Ha-
4ynTK, wo reH ABI3 He Bepe yyacTi y CE, sk iHLi
reHun LAFL, a 3any4yeHun B iHLWi npouecu, 3okpema
po3nogin Ta / abo romeocTtas ayKCuHy, TpaHCAYKL,i
curHany ABK.

Mepwum 3 uUMX reHiB, oOxapakTepu3oBaHUM
y apabigoncucy, 6y LECT, akuiAi € MiOHEPCbKUM
TPaHCKPUNUiIMHM (hakTopoMm, 34aTHWUM iHiljioBa-
TV MogudikaLii XpOMaTuHy B Pi3HUX LiNbOBUX re-

Hax. HapgmipHa ekcnpecia LECT npuBoauTb OO
CMOHTAHHOIO YTBOPEHHSA COMaTU4HUX embpioigis
Ha NpopocTkax, a MyTaLil 3 BTpaTo Noro dyHKUji
npu3BoaATb 4O BTpath 3gatHocTi go CE (Mayran,
Drouin, 2018; Tao et al., 2019). 3-nomix 44 TpaHc-
KpunuinHmnx dakTtopie poauH ANAC, bZIP i WRKY,
MoOB’A3aHMX 3 KIITUHHMM penporpamyBaHHaM (Grafi
et al., 2011), nonoBuHa mae perynsatopHi obnacri,
sKi B3aemogitoTb 3 LECT, 1o BKka3ye Ha MOXIMBICTb
BrnnuBy LECT, nogibHo no AGL15, Ha fyXe paHHix
ctagisax CE (Pelletier et al., 2017).

IcHytoTb Jokasu, wo LEC2 pie Ha Ginbl paH-
HiX eTanax nopiBHAHO 3 reHamu LEC1 i FUS3 Ta ak-
TMBYE ix (Santos Mendoza et al., 2005). Y Bunagky
Hagekcnpecii LEC2 neHeTpaHTHICTb hbeHoTuMny co-
MaTUYHKX embpioigiB Moxe OyTu Buwoto. Llikaso,
WO HelloaaBHi JochimKeHHsa nokasanu, wo LEC?2
Oe3nocepeaHbO Niacunioe ekcnpecito reHie WOX2
i WOX3 nig 4yac CE, xo4a NpogyKTu LMX TeHIiB €
HeoOXiAHMMM, ane caMOCTIiHO He 3abe3nevyoTb
MOBHOLLIHHOTO comaTtu4Horo embpioreHesy (Wang
et al., 2020).

Hapekcnpecis reHis LEC1 i LEC2 y npopocT-
kax apabigoncucy npuBena Ao popMyBaHHS CO-
MaTU4HMX embpioinis, Todi SIK NPOCTi Ta MHOXWUHHI
myTauii LECT1, LEC2i FUS3 3Ha4yHO npurHivysanm
eMOpioreHHy BiAMNOBIAb EKCMMaHTIB, KyNbTUBOBAHMX
in vitro (Horstman et al., 2017b). EkToniyHa ekc-
npecis uux reHie B apabigoncucy Ta iHWKX BUAIB
MOXe iHOYyKyBaTW CMOHTaHHE YyTBOPEHHS COMaTWY-
HUX eMOpioigiB 6e3 goaaBaHHS TOPMOHIB Y KynbTy-
panbHe cepeposuwe (Guo et al., 2013; Liu, et al.,
2018). Baxxnumeo Big3Hauntu, wo LECTi LEC2 wma-
I0Tb CMiNbHY dyHKLUi0 ctumynsauii CE B pocnuHax,
a Hagekcnpecia umMx T® Oyna 3anponoHoBaHa SK
eEeKTUBHUIN MeTO, ANS NOKpaLLEeHHs] eMOpioreHHoi
BiANOBIAi Y KINbKOX BUAAX KynbTyp, BKNOYa4m Ma-
HIOK, pinak, THOTIOH i kakao (Belide et al., 2013; Guo
et al., 2013; Fister et al., 2018; Brand et al., 2019).
BctaHoBneHo, wo ekcnpecia GhLEC1, GhLEC2
i GhFUS3 3Ha4HO BMWA Yy reHOTWMiB HGaBOBHUKY
(Gossypium hirsutum), siki yTBOPIOIOTb Kankoc, Hix
y TUX reHoTUNiB, AKi He 34aTHi 4O MOro YTBOPEHHS
(Zheng et al., 2014).

Hekinbka uinboBux reHis 6inkis LEC moxyTb
OpaTtu GesnocepefHo y4acTb y perynauii comaTuny-
Horo embpioreHe3y (Winkelmann, 2016), Hanpu-
knag AGL15, akuin Bepe yvacTb y ropMOHasbHin
cvrHanisadii Ta KOHTPOmMe eMOpioreHHy iHAYKLto;
IAA30, ronoBHa fiioBa ocoba nepegadi curHanis
aykcuHy (Wang et al., 2015) abo Td LOB40, skui
iMOBIpHO ©epe y4yacTb Yy POpMyBaHHi MeX opraHis
i nepegayi curHanie ribepeninis (Wickramasuriya,
Dunwell, 2015). JocnigxeHHs nokasanu, wo LECT,
LEC2i FUS3 6e3nocepeqHbO iHOYKYOTb EKCMNPECito
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reHiB YUCCA, ski kogytoTb oepMeHTH, o 6epyTb
y4yacTb y BiOCMHTESi ayKCUHY.

AGL15 (AGAMOUS-LIKE 15) € T®, wo Ha-
nexuTb Jo cimencrtea binkis gomeHy MADS. [o-
Cnif)KeHHs1 TpaHckpunToMiB Hagekcnpecii AGL15
nokasaro, Lo BiH MOXe MiaBULLYBaTM EMOpPIOreHHy
KOMMETEHTHICTb €KCMNMaHTIB LUMSIXOM CMPUSAHHSA ae-
andepeHuiadii TkaHuH (Perry et al., 2016). Lien T®
PErynoe eKCnpecito YNCIEHHMX reHiB, NOB’'sI3aHKX 3
ropMoHamu, BKIOYak4u ribepeniHoBy KUCOTY Ta
MeTaboni3am eTurneHy, a Takox nepegavy curHanis
ayKcuHy yepe3 reH GA2ox6 (kogye hepMeHT, Lo
iHakTMBYe OioakTMBHWIA ribepeniH) (Zheng et al.,
2009) i aktuBauito IAA30 (Zheng et al., 2016), 6epe
y4acTb Y FOpMOHarbHil curHanisauii Ta KOHTPOre
iHOyKuito embpioigis. AGL15 cnpoMOXHUIA NigTpu-
MyBatu 3gaTHicTe Ao CE npotsarom 6aratbox poki
(moHag 24), wo cBiguUTL Npo Moro ponb y 30epe-
»XeHHi embpioreHHoi 3gaTHocTi (Harding etal., 2003).
Mpu ubomy edbekTmBHICTL CE MOXe 3HM3NTUCA 3 Ya-
COM Yepes HafeKCnpecito Lboro reHa. Moro MyTauii
HeraTMBHO BMIMBalOTb Ha €EeKTUBHICTb iHOYKUii
CE (Jo et al., 2019). Exkcnpecia AGL15 peryntoeTtb-
Csl B3aEMOJisiMU 3BOPOTHOrO 3B’S13KY 3 iHLWMMU TO,
SKi BKMOYalTb Moro npsamy perynsadito T® LEC2 i
FUS3 (Sugimoto et al., 2019). Byno nokasaHo, Lo
AGL 15 HeraTuBHO peryntoe KOMMNOHEHTW CUrHanisa-
Uil ayKCUHY, BKIOYauK npsme npurHiveHHs ARF6 i
y6ikBiTMHNIrasm TIR1, Henpsime NpurHiveHHs ARF8 i
npsime nocuneHHst IAA30 (Zheng et al., 2016).

e WUS (WUSCHEL) HanexuTb o cynep-
poavHn WOX reHiB, Wo kodytoTb cneundiyHi ans
POCIMH TOMEOBOKCHI TPpaHCKPUMLINHI dhakTopu, sKi
BifirpaloTb KMOYOBY Pofb Yy CTUMYNIOBaHHI nodiny
KNiTMH | 3anobiraHHi nepen4yacHin gudepeHuiauii
ctoBOypoBux kniTuH (Dolzblasz et al., 2016). BiH
TaKOX BUKOHYe Baxnuey porb y CE, cnpustoun Be-
reTaTMBHOMY nepexofy [0 embpioigy Ta nigTpum-
Ui igeHTM4HOCTI embpioreHHoi kniTMHKM (Zuo et al.,
2002). BcraHoBrneHo, wo reH WUS 6epe ydacTb y
perynsuii eMOpioreHHUX KMiTUH (TOTUMOTEHTHICTb)
i MepucTeEMATMYHMX KNITUH (NSOPUNOTEHTHICTb)
(Jha et al.,, 2020). Byno nokasaHO MNO3UTUBHWIA
BB WUS Ha eMbpioreHHWIA NoTeHuian TKaHUHW,
BPaxOBYHO4M, L0 HAAEKCMNPECIA reHa i MOCUIEHHS
OYHKLiOHANBbHUX MyTauin MoXe 36inbwnT yTBO-
PEHHS comaTudHMX eMbpioigiB abo iHayKyBaTh ix
YTBOPEHHS 3 BEreTaTMBHUX TKaHUH 6e3 JoaaBaHHs
ropMoHiB y Arabidopsis thaliana (Zuo et al., 2002).
Y Garatbox iHWWX BuAiB, Hanpuknag Gossypium
hirsutum (Bouchabké-Coussa et al., 2013) a6o
Coffea canephora (Arroyo-Herrera et al., 2008) Ha-
aekcnpecia WUS Takox 3gatHa 3Ha4yHO nigBuLLy-
BaTW 34aTHICTb POCMMHM YTBOPKOBATU COMAaTUYHI
3apoaKu.

IMig yac comatnyHoro embpioreHesy WUS -
OyKye TpaHckpunuito reHis LEC1, LEC2 ta AGL15
(Jha et al., 2020). Y mexaHiami WUS-onocepepko-
BaHOr0 KOHTPOSO CTOBOYpPOBWUX KNiTWH BiH Ai€ §K
peocTar ayKCUHY, SKUN KOHTPOSOE LifbOoBi FOKY-
CM, BKIOYaK4YM YUCTIEHHI TEHN CUTHAMBbHOIO LUMSIXY
AyKCUHY, PEryrioymn aueTunoBaHHsa ricToHiB (Ma
et al., 2019). lNMokasaHo, WO iHCcepLia YyXopigHoi
OHK aktneye WUS, o noynHae ekcrnpecyBaTtucs
Ha emOpioHanbHIi cTagii 1 BaXNMBUIA ONS1 BUHUK-
HEHHSA Tpynu CTOBOYpPOBUX KMITUH yXe Ha cTagii
16-kniTMHHOro embpioHy. Ha nocTtembpioHanbHin
ctagii reH WUS Bignosigae 3a ¢opMyBaHHSA W
HOpManbHY akTUBHICTb anikansHoi Ta dorioparnbHoi
MEepUCTEM.

lenn WOX (WUSCHEL-RELATED HOMEO-
BOX) matoTb cxoxi nocnigoBHocTi 3 reHamu WUS i
neBHun 6okc WUS, posTalloBaHUA HUXYE FOMEO-
nomeHy (Haecker et al., 2004). l'enn WOX 6epyTb
yyacTb y hOpMyBaHHi paHHLOrO embpioHanbHOro
naTepHy, a TaKOX Y Pi3HUX CUTHANbHUX LUMISXax pe-
rytOBaHHS KifTbKOX acrnekTiB POCTY POCIVH Ta iHOYK-
uii comatuyHoro embpioreHesy (Jha et al., 2020). Ak
npvknag, y nouepHu (Medicago truncatula) 6yno
nokasaHo, Lo Hagekcnpecia MtWOX9-1 nokpaluye
edekTnBHicTb CE, noB’sizaHy 3i 36inbLUEHHAM pPiBHSA
HakonuyeHHs AGL15 ta AGL8 (Salalin et al., 2021),
a eknpecis reHa WOX5 3Ha4HO NOCUITIOETLCS Yepes
aBa aHi nicna iHaykuii CE i moxe cnyxuTtn map-
kepom peamndepeHuiadii (Ortowska, Kepczy nska,
2018).

Ekcnpecis renis WOX2, WOX8 i WOX9 byna
BMSIBIIEHA B eMOpIOreHHMX KynbTypax KiflbkOX poc-
NVH, Taknx K BUHOrpag, anvHa, apabigoncuc, 6a-
BOBHMK, KOHIOLLIMHA, MOgpWHA Ta foHraH (Gambino
etal., 2010; Palovaara et al., 2010; Wickramasuriya,
Dunwell, 2015; Rupps et al., 2016; Cao et al., 2017;
Chen et al., 2020). MNMoka3aHo, wo reHn WOX, 30-
kpema WOX2 Tta 1oro napanorm WOX1, WOX3
i WOX5 nosnTvBHO perynoTb TPaHCKPUMNUinHI
daktopn PHB/PHYV, ski B CBOWO 4Yepry akTuBylOTb
reHn LEC, BaxnumBi Ansi CoMaTu4YHOro embpioreHesy
(Zhang et al., 2017). MNogibHo [0 3UroTUYHOro emb-
pioreHesy, MoXHa O4iKyBaTW, LLO iCHYE perynstopHa
B3aemopisa mix WOX i PHB/PHV nig 4ac dopmy-
BaHHS1 COMaTUYHNX eMOpioifiB, OCKINbKN eKCnpecis
sk WOXS, tak i PHB/PHV 6yna npogemMoHCTpoBaHa
B eMOpIOreHHNX KamnCcHUX KniTuHax apabigoncucy
(Magnani et al., 2017).

Ha ocHOBI crnocTepexeHux peakuin pocTy,
reHWn, siKi CTUMYIOTb YTBOPEHHS eMOpioigis abo
MEepuUCTEM 3a YMOB HafeKcnpecii, Oynu nogineHi
Ha OBi KaTeropii: 1) reHu, LWo NOCUITIOITb BXE iCHY-
o4y eMOpioreHHy BiOMNOBIAb, i 2) reHu, sKi MOXyTb
CMPUYNHUTM YTBOPEHHS EKTOMIYHMX COMATUYHUX
3apoakiB abo MepucTeM B yMOBax, e Taka peak-
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uis 3a3Buyan He cnoctepiraetbea (Gordon-Kamm
et al., 2019).

lMocuneHHs1 comamu4HOi em6pio2eHHOT
eidnoeidi. Y Ui kateropii Hagekcnpeciss poCnunH-
HOro reHa MpuBOAUTbL A0 MOCUIIEHOrO YTBOPEHHS
COMaTUYHMX €eMOpIoigiB Nig Yac KynbTUBYBaHHSA
in vitro, oe BxXe BiOOyBaeTbCA cOMaTUYHWUIA emb-
pioreHes. [MopiBHAHHA cnekTpiB kKOHK 3 embpio-
FEHHUX | HeemMOpIOreHHNX CyCneH3ii MOpKBM [03-
Bonuno igeHtTudikysatm reH SERK (SOMATIC
EMBRYOGENESIS RECEPTOR-LIKE KINASE),
KU NOYMHAE eKCnpecyBaTUCA B KMNiTUHAX CyCMneH-
3ii, WO NporwWwnn Wnsax coMatuyHoro embpioreHe-
3y, i NPUMUHSAE EKCNPEeCito Ha rMobynspHin cTagii.
leH SERK kopye peLenTopHy NpoTeiHKiHa3y 3 no-
3akniTuHHMM LRR-gomeHom, Garatum nenumHom
(Schmidt et al., 1997). 3a romonorieto i3 uum re-
HOM KnoHoBaHuh reH AtSERK1 3 Arabidopsis
thaliana. Konv reH SERK1 ©yB HagekcnpecoBaHui
y apabigoncucy, He cCrnocTepiranocs XOoOHWX 3MiH
y OeHOTUNi POCIWH, ane YyTBOPEHHS eMbpioreHoro
Kantocy 36inbLumnoce y 3-4 pasv NOPIiBHAHO 3 AVKUM
Tunom (Hecht et al., 2001). MogibHMM YnHOM, Ha-
nekcnpecis reHa SERK1 Coffea canephora 36inb-
LKA YacToTy YTBOPEHHSI COMATUYHUX 3apOfKiB Y
2 pasu, Todi SK ryLWiHHA reHa pi3ko 3HU3UIO peak-
uito comatuyHoro embpioreHesy (Pérez-Pascualet
al., 2018). Uikaeo, wo SERK1? i SERK3 pa3owm i3
6inkom BRI1 (BRASSINOSTEROID INSENSITIVE
1) € KOpeLenTopamMm Knacy perynsaTopiB pocTy poc-
nvH 6pacuHocTepoigis (Santiago et al., 2013).

Hapekcnpecis reHa AGL15 nocunoe yTBO-
PEHHSI BTOPMHHMX COMAaTMYHMX eMOpioigiB y apa-
bigoncucy (Harding et al.,, 2003), 36inbwye ix
KinbkicTb y Kynetypax coi (Thakare et al., 2008), i
NOCWME YyTBOPEHHS eMbpioreHHOro kamtwcy y 6a-
BoBHM (Yang et al., 2014). Y apabigoncucy ekToniy-
Ha ekcnpecia reHa AGL15 He Tinbkun nigBuLLye
edekTnBHiCcTb iHAYKUii CE, a TakoXX npuBognTb 0
YTBOPEHHS cOMaTU4HUX embpioigie 6e3 gopaeaH-
Hs1 ropmoHiB (Tian et al., 2020). MNogibHiCcTb Mix Ha-
aekcnpecieto SERK1 i AGL15 He € Heo4ikyBaHOH,
ockinbkn AGL15 € yacTuHoto BiNKOBOro KoOMMeKkcy
SERK1 (Karlova et al., 2006).

Takox NoBiZOMNSANOCs NpoO MOCUIIEHHSA eMO-
PiOreHHMX peakLii 3 BUKOPUCTAHHAM reHiB, OinbLu
TMMOBO MOB’I3aHMX 3 YTBOPEHHSIM MepuUcTEMMU,
3okpema reHa WUS (Laux et al., 1996), abo STM
(SHOOT MERISTEMLESS) (Long et al., 1996).
TpaHCreHHi pocnuHK, LWo HecyTb Konito reHa WUS,
BUSIBUNMCS 34aTHMMU OO BUCOKOI 4acTOTU coma-
TUYHoro embpioreHesy. Hagekcnpecis WUS i nocu-
NEHHSA (pyHKUIOHaNbHNX MyTaLuii MoXe 30inbwmnTi
3anoyaTtkyBaHHsl comaTuyHux embpioigis abo iHay-
KyBaTW iX YTBOPEHHS 3 BEreTaTtMBHMX TKaHWH 6e3
0O[aBaHHSA eK30reHHVUX roOpMOHIB Yy apabigoncucy

(Zuo et al., 2002). Y baraTbox iHLINX BUAIB, HANpu-
knag Gossypium hirsutum (Bouchabké-Coussa et
al., 2013) abo Coffea canephora (Arroyo-Herrera,
2008) Hagekcnpecia WUS Takox 3gaTHa 3Ha4HO nig-
BULLUUTY YACTOTY YTBOPEHHS COMaTUYHMX 3apOSKiB.
Hanpwvknag, y TpaHcrenHoi Coffea canephora nuct-
KOBIi OWCKM, NMOMILLleHi Ha ecTpagion, 36inbLysanm
YTBOPEHHS COMaTUYHUX €eMOPpIoifiB Big KOHTPOSb-
Horo piBHs — 1 eMOpioig Ha cermeHT nucTka (6e3
06pobkKn) 0o piBHA 3—5 comaTnyHMx embpioigiB Ha
TpaHCreHHWI cermeHT nuctka (Arroyo-Herrera et al.,
2008). Tak camo B ekcneprMMeHTax 3 GaBOBHUKOM,
BekTop pBI121 3 reHom WUS apabigoncucy BBogu-
11 B CErMEHTW TiMOKOTUIIO | cnocTepirany Tpupaso-
Be 30iMbLUEHHSI YTBOPEHHS COMATUYHMX eMOpioifiB
(Bouchabké-Coussa et al., 2013). Kpim Toro, coma-
TWUYHI 3apoaKun, OTPUMaHI B pesynbTtaTti Hagekcnpecii
reHa WUS, yTBOptoBanu nMCTKONOAiIOHI CTPYKTYpW,
arne He 3MOININ pereHepyBaTn B POCIIMHU, AMOBIp-
HO, Yepes LWKIOMBWIA BNSIMB EKTOMIYHOI HaaeKcnpe-
cii WUS Ha noganbluy pereHepauito. Y Gossypium
hirsutum ektoniyHa ekcnpecia AtWUS, nigsuye
eEeKTMBHICTb KamncHOI gudepeHuiauil Henogar-
nuBux reHotunie (Zheng et al., 2014).

KoHcTuTyTMBHA Hagekcnpecis romonoris STM
y Brassica napus, B. oleracea abo B. rapa y cim's-
Jonsix apabigoncucy, po3MilLleHNX Ha cepenoBuLLi
3 ayKCMHOM, MpuBena o nNpubnMsHo 4BOPAa30BOro
30inbLlUEHHsT (bopMyBaHHSA COMaTU4YHUX eMbpioigis
nopiBHAHO 3 koHTponem gukoro Tuny (Elhiti et al.,
2010). Y TpaHCcreHHUXx pocnuH B. napus, Wo Mic-
TATb KOHCTPYKLUito 35S:BnSTM, nogibHe aBopasose
30iNbLUEHHST COMATMYHMX 3apOofKiB crnocTepiranocs
3a embpioreHesy 3 mikpocnop (Elhiti et al., 2010).

IcToTHe 36inblUeHHA 30aTHOCTI OO comMaTuy-
Horo embpioreHe3y BUWSIBMEHO B MYTaHTIB apa-
6igoncucy 3a reHamu CLAVATA (CLV1, CLV3)
(Mordhorst et al., 1998). l'en CLV1 kopye peuen-
TopHy npoTteiHkiHazy (MK) i3 TpaHCcMeMOpaHHUM i
no3akniTMHHUM  nenumH-3baradyeHnm LRR-gome-
Hom. AkTuBauisa lNMK-gomeHy crniocTepiraeTbecs nicns
npuegHaHHa go LRR-gomeHy Hesenuvkoro 6inka,
KNI KogyeTbesa reHom CLV3. BcTaHOBMEHO, LLO reH
CLV1 npurHiuye npornidepaTMBHy akTUBHICTb Me-
pucTeMm, 34iNCHIOYN HENPAMY HeraTuBHY perynsuito
ekcnpecii romeobokcHoro reHa WUS, sikuin y cBoto
Yyepry akTuBye TpaHckpunuito reHa CLV3 (Schoof
et al.,, 2000). O4eBMaHO, NIOBMLLEHHSA 34ATHOCTI A0
embpioreHesy B MyTaHTiB CLV1 n CLV3 nosicHioeTb-
ca 30iMblUEHHAM nonynsauii MepucTeMaTUyHUX Koi-
TWH in vitro, 38’A3aHUM 3i 3HATTSAM HeraTuBHOI pery-
nauii nponidepadii MepucTeM NpoayKTamm LIMX reHis
(Mordhorst et al, 1998).

EkmoniyHe ¢hopMyeaHHs1 coMamu4HuUx
embpioHie abo mepucmem. HagmipHa ekcnpecis
POCIIMHHOIO FeHa MOXE BUKIMKATWU EKTOMiYHe yT-
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BOpeHHs abo CrnoHTaHHe (OPMYBaHHSI CTPYKTYP,
CXOXMX Ha embpioian abo mMepucTemn, HaBiTb 6e3
HafABHOCTI iHOYKTMBHUX (bakTopiB. EkToniyHa ekc-
npecis reHa BBM'y Arabidopsis thaliana Ta Brassica
napus NpVUBOAUTbL OO CMOHTAHHOIO YTBOPEHHS CO-
MaTUYHMX eMOpIOHIB Ta ciM'sgonenogioHux CcTpyk-
Typ (Boutilier et al., 2002). OgHak, iHWi deHoTMNN
TakoX iHOYKYIOTbCA ekTonieto ekcnpecii BBM 'y uumx
BMAiB, Hanpwvknaza npornidepalis kancy, yTBOPeH-
HA MaroHiB, 3MiHM Mopdonorii NMCTA Ta Kpalla
pereHepauisi eKCnnaHTiB nNig 4ac KynbTUBYBaHHS
in vitro 6e3 gogaBaHHsA FOPMOHIB Yy cepeoBuLLE.

CpiHiBacaH Ta iH. (Srinivasan et al., 2007) go-
cnifxyBanu 3gaTHiCTb pi3HUX opTonorie reHa BBM
iHOyKyBaTn eMOpioreHHi Bignosigi. BoHn He cnocTe-
pirany CnoHTaHHOIO COMAaTUYHOIro embpioreHesy y
TioTioHy. OfHak npu BUKOPWUCTaHHI iHQYKOBAHOIO
cTepoigaMmy MNOCTTPaHCAAUIMHO KOHTPOSIbOBAHOMO
anuToro Oinka AtBBM (AtBBM~GR) ansi cTBOpeH-
HA CTabiNbHUX TPaHCrEeHHMX MiHiA Ta OLUiHKK Mno-
TOMCTBa, CMOHTa@HHE EKTOMiYHe YTBOPEHHA Maro-
HIiB | KOPEHIiB CTano MOXMMBMM Micrs AodaBaHHS
iHOyKyto4oro niranHgy gekcametasoHy (DEX). Kpim
TOro, Konu rinokotTunu nigaasanucsa snnuey DEX,
iHOYKYBanMcb cOMaTW4Hi eMbpioign 3a ymoBM, WO
cepefoBuLLe AMA pOCTy MicTurno abo 3eatuH, abo
OeH3unamiHoNypyH. ABTOpPM TaKOX 3a3Hauunu,
wo ekcnpecia BBM 3 apabigoncucy abo pinaky B
TIOTIOHI MOXe NPMBOAUTW OO PO3BUTKY peakLin, Lo
BiApPI3HAOTLCA Big TWX, AKi cnocTepiraloTbCsa npu
BUKOPUCTaHHI eHOoreHHoro reHa BBM TiOTIOHY.

Ha iHwomy npuknagi, 3a ekcnpecii optornora
reHa BBM coi, sikun 6yB TpaHCOpMOBaHUi y apa-
6inoncuc (El Ouakfaoui et al., 2010), cnocTepirano-
Csl, WO EeKTOoMiYHi comaTuyHi embpioign pocTyTb i3
cim’agonen, anikanbHOT MepMCTEMM NaroHa Ta rino-
KoTuniB cTabinbHO TpaHchopMoBaHUX pocnuH. Bu-
KOPUCTOBYIOYM FEHOMHUIN KIOH Theobroma cacao
BBM (TcBBM) ®nope3TaiH. (Florezetal.,2015) npo-
OEMOHCTpYBanu, WO BiH CTUMYIIOBaB YTBOPEHHS
comaTuyHUX embpioiaiB i3 cim'saonet Theobroma,
KynbTMBOBaHUX Ha Oe3ropMoHanbHUX CepenoBu-
Wwax. Xo4ya comatuyHi embpioigm 6ynun cpopmoBaHi
B Kakao 3a gonomoroto TcBBM, NOro KOHCTUTYTUB-
Ha eKcnpecis nepeLukogXarna HopMarnbHin pereHe-
pauii pocnuvH. Konu optonor BBM 3 oniHoi nanbmu
(Elaeis guineensis) TpaHcdopmMmyBanu B apabigon-
cuc 6yrno NomMiveHo, Lo CermeHTun cim’agoni, NMcTs
abo KopeHs 3i cTabinbHNX TpaHCreHHNX MNOAiN noka-
3yBanu niaBuULLEHI NOKa3HUKM (POPMYBaHHS MaroHiB
NopiBHAHO 3 KOHTporem aukoro Tuny (Morcillo et al.,
2007). OgHak y Bcix umx poboTtax He Byno npeg-
CTaBMNEHO XOOHUX AAaHUX OO0 BiAHOBNEHHS 3pinnX
depTunbHUX pocnuH. Llysamoto Ta iH. (Tsuwamoto
et al., 2010) 3 BMKOpUCTaHHAM reHa apabigoncucy
AtEMK (EMBRYOMAKER), noe’sazaHoro 3 BBM

(obugsa BxogATb Ao cyneppognHun TO® AP2/ERF),
OTpMMarnu TpaHCreHHi MPOpPOCTKU, AKi MOXHa Byno
OUiHUTK PeHOTUMNOBO. Y UUX EeKCNepUMEHTaxX €EkK-
TonivyHa Hagekcnpecis AtEMK cnpusana'y 23 % npo-
POCTKIB YTBOPEHHIO CBIiTNO-3€MEHNX eMObpioHomno-
LiOHUX CTPYKTYpP Ha KiHYMKY CiM’ssigonen.

Lle oauH reH, sIKMA eKkcnpecyeTbes nig Yac
paHHBbOro po3BUTKY eMbpioiga y apabigoncucy, —
ue RKD4 (Takox HasmBaeTbcs GROUNDED), yneH
cimencTBa gaktopiB TpaHckpunuii RWP-RK, Heob-
XiOHUIA 418 NepLUIOro aCUMETPUYHOTO NOAINY 3UroTu
Ons dopMyBaHHA OBOX KIITUH, SKi AaAyTb no4vaTok
embpioigy Ta cycneHsopy (Waki et al., 2011). Myp-
caHTi Ta iH. (Mursyanti et al., 2015) npogemMoHcTpy-
Banu Ha opxifgel, LWo XiMmiyHa iHAYKLUis TpaHCreHHOro
RKD4 y nucTi npuena 40 eKTOMiYHOro CoMaTu4yHo-
ro embpioreHesy y BMAiB, AKi 3a3BM4Yaln HE MPOAYKY-
IOTb NPSIMi cCOMaTUYHi emMbpioian.

JloTaH Ta iH. (Lotan et al., 1998) BnepLue oTpu-
Manu TpaHCreHHi pocnuHy apabigoncucy 3 Hagekc-
npecieto reHa LEC1 metogom Agrobacterium-ono-
cepegkoBaHol TpaHcdopMauii in planta. HaciHHs
notomcTtea Oyno npopoLleHe, i y 6aratbox mMpo-
POCTKiB criocTepiranuca eMopionofibHi cTpyKTypw.
OpHak, yHKLiOHaNbHUX EKTOMIYHUX COMATUYHUX
embpioigis He Byno BusBneHo. Y nogibHomy gocni-
DxeHHi napanor LEC1 Citrus sinensis nig Ha3Bo
L1L (LEC1-Like) ByB KOHCTUTYTMBHO HageKCnpeco-
BaHWM y enikoTuniB anenbcuHa i maHgapuHa (Zhu
et al., 2014). Y uux ekcnepuMmeHTax aBTopyu NOMiITK-
nn, WO 3a3BunYan HEMOKIPHI enikoTuni Yepes MicsaLb
yTBOPUIM Aesiki eMOpioHOMOoAiOHI CTPYKTYpH, a e
yepes [Ba MicsUi Ha cepefoBULL KyrNbTUBYBaHHS
YTBOPUIMCS MaroHn 3 abepaHTHUMKU nucTkamu. Lle
cBigunTb Npo Te, wo y Citrus Hagekcnpecia L1L €
OOCTaTHBOK AN OTPUMaHHSA OYHKLiOHANbHUX CO-
MaTMYHKX eMbpioigiB. YoaeHbepr Ta iH. (Uddenberg
et al., 2016) nomitunu, wo Hagekcnpecia PaHAP3A
(reH LECT1/L1L 3 anvHKM 3BUYaNHOI) He npu3Bena
00 eKTOMIYHOro YTBOPEHHSI COMaTU4HUX eMbpioigis
y BeretatMBHUX TKaHMHax. OfgHak, KOnm ekcnpecito
iHOYyKyBanu nig vac Oo3piBaHHSA 3UrOTUYHOIO emb-
pioHa, Ha MOro NOBEPXHi YTBOPIOBANNCA COMAaTUYHI
3apoaKu.

lazapiHi Ta iH. (Gazzarrini et al., 2004) Buko-
pucToByBanu enigepmarnbHUA crneundidyHnie npo-
motop Meristem Layer1 (ML1) 3 apabigoncucy
ONA CTUMYIIOBaHHsS ekcrnpecii noro reHa FUSCA
(AtFUS3). BignosigHo [o pesynbratiB, €KToniy-
Ha Hagekcnpecia AtFUS3 npvBena 0O YTBOPEHHS
CIM’IA0ONMBbHUX NUCTKIB, SKi HakonuyyBanu 3anacHi
Oinkosi Tina. B ekcnepumeHTax, noaibHNUX go onu-
caHux Buwe, Oynu oTpuMaHi cTabinbHi TpaHcreH-
Hi NiHiT apabigoncucy WNAXoMm BBeAEHHS BeKTopa
pOCA28 3 reHom LEC2 B noro mytaHTHi niHii lec2-1
i lec2-5 i Ak Hacnigok, cdopmyBanucs eKToniYHi
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comMaTuyHi embpioign, 3gaTtHi npopocTatn Ta yTBO-
ptoBatn pocnuHu (Stone et al., 2001). OgHak, y
pe3ynbeTaTi POCIMHU Manu aHoMarbHi heHOTUNN, i
aBTOPY HE KOMEHTYBanu epTUMbHICTb.

Ha popatok go knwoyoBux dhaktopie LAFL,
onncaHmx Bue, Garato iHWKWX reHiB BUSBUNUCSA
[ocTaTHIMW ANS HagaHHS ideHTUYHOCTI eMbpioiga
3a eKTOoMiYHOi ekcnpecii, ane He Bynn HeobXigHUMMK
O HOpMaribHOIo 3UrOTUYHOTO PO3BUTKY eMBpioHa.
Bonu nuwe cnpusitote CE Ha neBHMX TkaHUHax (Ha-
npuvknag, KopiHHi; 3okpema, WUS) abo B KOHKpeT-
HUX YMOBax KynbTMBYBaHHs (Hanpuknag, AGL15,
AGL18). Hapgekcnpecis umnx T® pisko 36inbLiysana
YTBOPEHHS BTOPMHHUX €MOPIOHIB i3 EKCNIaHTIB 3u-
FOTUYHUX 3apOAKIB 3a BiACYTHOCTI €K30reHHUX rop-
moHiB (Adamczyk et al., 2007).

MopibHO OO crnocTepexeHb, Y AKUX Hagekc-
npecis reHis, 3afisgHuUX y iHidiauil Ta nigTpumui me-
puyCTEMM, MOCWIOBana BXe iCHyl4y eMOpioreHHy
peakuito, TakoX MOBIOOMNANOCH, WO iX eKTonivyHa
HaJeKCnpeciss CTUMYIIOE YTBOPEHHSA COMaTUYHMX
eM0OpioigiB Tam, Oe iHakwe ix He cnocTepirann 0.
[MepLumnn 3BIT NPO reH «MepucTeMm», Lo CTUMYIOE
dopmMyBaHHsi embpioiga, OyB 3pobneHun Lizo Ta iH.
(Zuo et al., 2002), aki oTpumanu ecTpagion-iHgyKo-
BaHy aKTMBAaLiNHO-MiYeHy MyTaHTHY niHito pga6-1y
apabigoncucy, sika hopmyBana coMmaTuyHi eMopio-
101 3 KiIHYMKIB KOPEHIB.

lanya Ta iH. (Gallois et al., 2002) npoaHaniay-
Banu BnnuB reHiB STM i WUS Ha iHiuiauito ekToniy-
HOT MepucTeMU, BUKOPUCTOBYOUM ABa Pi3Hi MeToau
AN KOHTPOO iX ekcnpecii y apabigoncucy (ximiy-
Ha iHOYKUis Ta TENNOBWI LWOK, BiAMNOBIAHO). ABTOPM
npunycTunu, wo ekcnpecia STM i WUS npusege go
CTBOPEHHSI KracTepiB KMiTWH, NPUNErnux 40 BOrHU-
wa WUS, ski npeacTtaBnsitoTb NovaTKoBi MepucTe-
mu. Lli monogi ekToniyHi Mepuctemu Bynu iHilino-
BaHi, ane Mep1cTemu, L0 CaMOBIAHOBMOKTLCS, HE
Oynu yTBOpeHi. B iHWMX OOCNIMXEHHSAX UUX aBTo-
pie (Gallois et al., 2004), 6ynn oTpumaHi cTabinbHi
TpaHcreHHi niHii apabigoncucy, ae ekcnpecia WUS
Oyna akTnBoBaHa abo 4epe3 HSP:CRE-onocepesn-
KOBaHy ekcum3ito, abo 4epe3 cucTeMy akTuBalii
GAL4-VP16. 3a byagb-skoro Tuny aktmeauii WUS
YHiKanbHi eHoTUnM cnocTepirannca y KiH4Mkax
KOPEeHiB, i TMN BiAMNOBiAlI 3anexas Bif iHWNX 3MiH-
HUX, TaKUX sIK TOPMOHAaNbHUIA pexum abo cninbHa
ekcnpecisi iHworo mopdoreHHoro T®. Hanpuknaga,
konn WUS ekcnpecyBanu OKpemoO Yy CepefoBULLi
6e3 ropMoHiB, cnocTepiranock YTBOPEHHS EKTOMiY-
HMX naroHiB Ta nucta. Konn WUS ekcnpecyBaBscs
B MPUCYTHOCTI €K30reHHOro aykcuHy (2,4-[1), iHay-
KyBanucb eKToniyHi comatuyHi embpioign. KBiTKOBI
CTPYKTypu cnocTtepiranucs, konu WUS iHgykyBanu
pasoM i3 KOHCTUTYTUBHO EKCMpPEeCOBaHUM FEHOM
LEAFY, OCHOBHUM perynsatopoM poO3BUTKY KBITIB.

IHaykuis ectpagionom AtWUS y TioTioHY npuBena
00 NpsIMOI OpraHOreHHol BiAMOBIAl, KOMW KiHYMKK
KOpeHiB Habyxanu Ta po3BMBanu 3efeHi naroHu, a
He comaTuyHi embpioign (Rashid et al., 2007). Ek-
ToniyHa ekcnpecia reHa KN1 (KNOTTED 1), a6o
KN1-romonoris y THOTIOHy 1 apabigoncucy Bu-
Knukana ¢opMyBaHHS afBEHTVBHUX NaroHiB Ha
HE3BUYHMX OpraHax y [AEeKiNibkoxX Bunagkax, 30-
KpeMa — [0OaTKOBUX OCepedKkiB Mepuctem Ha
NUCTKax Yy TPaHCTEHHWX POCIMH apabigoncucy
(Nishimura et al., 2000).

BukopucToBytoun ectpagion-iHayKoBaHy Cu-
ctemy, BaH Ta iH. (Wang et al., 2009) ineHTudikyBa-
1 TEHU, O aKTMBYIOTb PICT POCIVH, Taki sk PGA37
(PLANT GROWTH ACTIVATION), Hapekcnpecis
SAKUX MpuBOguNa OO0 nepexopy Bif, BeretatMBHOIO
00 emOpioreHHoro po3BuTKy B apabigoncucy. 'eH
PGA37 kogye TpaHckpunuinHmin daktop MYB118,
i MOro ekcnpecisi BUKNMKana po3BMTOK COMaTUYHMX
eM0pioifiB i3 KOpeHEBUX EKCNIAHTIB, Lo CynpoBOa-
XyBarnocs nigeueHoto ekcnpecieto LEC1. Y npu-
CYTHOCTI ayKCUHY, ecTpajiorn-iHaykoBaHa ekcripecis
PGA37 cnpuunHsina opMyBaHHSA 3ereHO-KOBTY-
BaTuUX emMOpioreHHUX kantociB 4vepe3d 7-10 AOHIB,
AKi gani reHepyBanu comMaTtuyHi eMbpioign nic-
nga 3-5 TWXHIB KynbTUBYBaHHSA. [licna BUMy4YeHHS
ecTpagiony 3 cepefoBuLla (O 3HUXKYBano piBeHb
ekcnpecii PGA37), comatudHi embpioign po3Bu-
Banucsa y 340poBi, hepTunbHi pocnuHn. Hagekc-
npecis 6nmabkocnopigHeHoro romorniora MYB115,
nig ectpagion iHOYKOBaHOK CUCTEMOLO, TaKoX Npu-
Bena o yTBOPEHHSA COMaTUYHNX eMOpioiaiB 3 kope-
HeBuX ekcnnaHTiB. OgHaK KOHCTUTYTUBHA | CUIbHa
€eKCMpecist UMX MOPAOreHHNX reHiB 4acTto BUKIIKU-
Kana HebaxxaHi NnenoTponHi edekTn, BKIoYa4m
3HWKEHHSA bepTunbHOCTI. LLo6 yHUKHYTM LbOro,
noTpibHO NoegHaHHA ONTUMI30BaHOI eKCNPEeCii Mop-
GOreHHMX reHiB POCIMH 3 HagilHUM MeTogoM 006-
MEeXeHHs ekcrpecii nicnsa Toro, sk Bigbynacs pere-
HepaLia pOCrvH.

leHu, 3any4yeHi e op2aHozeHe3 de novo.
PereHepaliis opraHis de novo — e npouec, y sIKo-
My NpuOAaTKoBi KOpeHi abo naroHW pereHepyloTb 3
BiJOKpeMIIeHNX abo MOLLKOMKEHUX opraHiB. Llen
npouec B KymnbTypi in vitro BiaOyBaeTbCsA LUMASAXOM
coMaTuyHoro embpioreHedy abo opraHoreHesy
(YyTBOpPEHHSI HOBMX MepucTemM de novo abo LWASXom
neperpynyBaHHS BXe iCHYYMX MEPUCTEM), 3MiHIO-
04N CMIBBILHOLIEHHSI ayKCUH/LMTOKIHIH Y >KUBWITb-
Homy cepeposuwi (Ikeuchi et al., 2016).

Mepuctemn reHepytoTb KIiTUHK, IO NOYMHa-
I0Tb cneundivyHo agndepeHuitoBaTnCca 0gHOYacHoO 3
KNiTMHaMK, SKi NigTPUMYOTL nonynsauito  nponide-
pytounx AeaundepeHuinoBaHux KiTUH. [eHeTUyHi
JocnifpkeHHs1 apabigoncucy nokasanu, Wwo MyTa-
uii renie STM, WUS, CLV nopyLwytoTe 6anaHc mix
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umMMmn gsoma npouecamn. Ekcnpecisa reHis ZWILLE
i PINHEAD € HeobxigHoto Ang iHidiauii  ineHTndi-
Kauii mepuctemmn naroHa, STM i WUS — ans 3a6es-
neyeHHs ii iHigiauii i nigtpumkun, a CLV — ans nig-
TPUMKM MepucTemmn naroHa. l'eH STM noB’sizaHui
3 (hopMyBaHHAM anikanbHOi MepucTeMn Ha emMb-
pioHanbHi cTafii po3BUTKY W NIOTPUMKOK (YHK-
LiT anikanbHOI MepucTemMu naroHa n driopanbHoi
MepucTeMU Ha nocteMbpioHansHomy etani. BcTa-
HOBMEHO, Wo reH STM kogye roMeooMeHHUI Oi-
nok Tny KNOTTED 1 i oro ekcnpecis Kopentoe
3 YTBOPEHHSAM MEPUCTEMU MaroHa B anikarbHOMY
OOMeHi rmobynsapHoro 3apogka.

TicHa kopensuis Mix ekcnpecieto reHa KN1
(KNOTTED 1) i wuBNOKMM 30inbLUEHHAM Na3yLIHNX
mMepucTeM i hopMyBaHHAM OOAATKOBUX MEPUCTEM
naroHiB crnocrtepiranacsa y aumeHsa (Zhang et al.,
1998). MPHK reHa KN1 kykypyasu ineHTUdiKyeTb-
Csl B KOpryci, a He B wapi L1, y 3B’A3Ky 3 MM ne-
penbavaeTbCsl y4acTb LbOrO reHa y BCTAHOBMEHHI
MexXi mepuctemn Ta 1i nNiaTPUMLI B HegeTepMiHO-
BaHOMy cTaHi. JlokanizoBaHa ekcrnpecia iHLWKnX ro-
Meobokc-reHiB KNT1-Tuny TakoX CnocTepiraeTbes
HaBkorno obnacrTi, 3 siIKoi y paHHbOMY eMOpioreHesi
pO3BMBAETLCA anikanbHa mepuctema naroHa. Lli
OaHi OeMOHCTPYITb 3arnyyeHHs roMeobOKC-TeHiB
Tuny KNI/ 0o yTBOpeHHs i NiATPUMKM anikanbHoi Me-
pucTtemMun naroHa, i € nigcraBu NpUnyckaTn CninbHy
[ito reHiB LibOro knacy.

Takox MnoBigommnsnocs nNpo BNMMB opToriora
STM kykypynan KN1 Ha opraHoreHes naroHis. Komnm
reH KN71 kykypyasun OyB KOHCTUTYTUBHO HageKcrn-
pecoBaHui (35S::ZmKN1) y THOTIOHI, Uue npusBse-
no Jo 3-kpaTHoro 36inbLUeHHS YTBOPEHHST MaroHis
nopiBHAHO 3 KoHTpornem (Luo et al., 2006). 36inb-
LWEeHHA 4aCTOTU YTBOPEHHS MaroHiB 3a eKCnpecii
KN1 6yno oTpumaHo 6e3 Bigbopy Ha cepenoBuLLax
3 aHTUbioTMKaMn 4n repbiumaoamm i 6e3 ek3oreH-
HUX FTOPMOHIB Y CepefoBULLi, a OTPUMaHi POCIUHU
Oynu KyLmcTumu, 3i 3miHeHo Mopdpornorieto NUCTS
Ta HegopPO3BUHEHUM KOpiHHAM. Hagekcnpecia KN1
MOXe 0BITK MPOMiXHY hasdy Kantocy, sik MoBiJoOMU-
nn Hiwmnmypa Ta iH. (Nishimura et al., 2000).

LInTokiHiH cnpusie pereHepadii naroHiB Lwns-
xoM akTtuBauii WUS, | HelwlopaBHi gocnigkeHHs
nokasanu, Lo KIH4YOBi KOMMOHEHTU CUrHany LMTO-
KiHiHY, @ came perynsaTtopu Bignosigi apabigoncucy
Tuny B ARR, 6e3nocepenHbo 3B’A3YH0Tb MPOMOTOP
WUS i peryntotoTb TpaHcKpunuito Lboro reHa (Meng
et al., 2017).

Kntouem [0 pereHepauii naroHiB, BWUKNMKa-
Hoi WIND1, € 3pgaTHicTb uboro cphaktopa TpaH-
ckpunuii 6esnocepegHbO perynoBatn reH ESR1
(ENHANCER OF SHOOT REGENERATION 1)
(lwase et al., 2017), skun pa3oM 3i CBOIM GNM3b-
KuM romorniorom ESRZ2 Bigirpae Baxnuey posb Yy

opMyBaHHi MNaroHiB, PO3BUTKY Ta pereHepaduii.
IHwun AP2/ERF T®, Bipomun ak ERF115, akTu-
BYE reHu, SIKi KooyTb NenTUOHI FOPMOHW, Taki K
PHYTOSULFOKINE 5 (PSK5) (Heyman et al.,
2016). Mentugm PSK cnovatky 6ynu igeHTudiko-
BaHi SK AMdY3iriHI curHanu, siki cnpusioTb nponide-
pauil KniTUH y KNITUHHIN KynbTypi, a nisHiwi gocni-
DPKEHHS NPOAEMOHCTPYBAnu, Lo BOHM MONErLUYOTh
BiHOBMNEHHS TKAHWH Y MiCUSAX MOPAHEHHS.

leH ARF10 mae NO3UTUBHWUIA PerynaTtopHun
BMIMB Ha pereHepauito naroHis de novo yepes ak-
TMBALIlO TeHiB, cneundivyHmMx gnsi MepucTemu na-
roHiB (Wojcikowska et al., 2017). [MpoBegeHi [o-
CNiSKEHHA BUSBUNW LUEe OOWH ayKCUH-3anexHWUi
MEeXaHi3M pereHepauii naroHiB in vitro, sikun onoce-
penkoByeTbcs AP2/ERF T, PLETHORA 3 (PLT3),
PLT5 ta PLT7 (Kareem et al., 2015). Baxnuso, Lo
Ui PLT € HeobxigHOW yMOBOLO SIK A51s1 HAByTTS nuto-
PUNOTEHTHOCTI, TakK i 4N4a iHiuiauii goni mepuctemu
naroHa yepes perynsuito TpaHckpunuii PLT1i PLT2,
a Takox reHiB cimenctea NAM, ATAF1, 2 i CUC2
(NAC), wo kogytotb T CUCT i CUC2 (Kareem et
al., 2015). I'en BignoBigi Ha aykcuH apabigoncucy
MP (MONOPTERQOS) Takox npeactaBnsie iHTepec
Yy UbOMY BiOHOLLEHHi. B ekcnepumeHTax, 3ocepe-
DxeHux Ha porni reHa MP y dopmyBaHHi naroHis,
Oyno BWSIBNEHO, WO BUKOPUCTAHHA EHOOreHHOro
nNpoMOTOpY ANS CTUMYNIOBaHHA eKcnpecii Buaa-
neHoro Ha C-kiHUi reHa, Bigomoro sik MPA (6e3 go-
MeHy, o Gepe yvacTb y B3aemogii aykcuHy/IOK),
30inbLUY€E YTBOPEHHS anikanbHUX MEPUCTEM MaroHa
3 kantocy (Ckurshumova et al., 2014).

[HWi reHn, 4K BigirpalTb BaXnuey porb Y
hopMyBaHHi MepUCTEMM NaroHiB, ue reHn CUCT i
CUC2 (CUP-SHAPED COTYLEDON). Bukopucto-
BYIOUM reHu apabigoncucy CUCT i CUC2, OaimoH
Ta iH. (Daimon et al., 2003) nokasanu, LWo Hagekc-
npecist Uux reHis npueena o LWBWAKOIO YTBOPEH-
HS a[BEHTUBHUX MAroHiB y TPAHCreHHMX Kamncax,
OoTpMMaHux 3 rinokoTunie apabigoncucy. Kantocu 3
Hapgekcnpecieto CUCT ta CUC2 panu B cepeaHbo-
My 4,8 i 3,3 fogaTKoBMX NaroHa Ha Kanc Bianosia-
HO, TOAi 9K KOHTpOsbHI Manu 0,5 naroHa, siki po3su-
Banmcsa noBinbHiwe. 3a BiACYTHOCTI hiTOropmMoHIB
00[aTKOBI NaroHV He YyTBOPKOBANMCS, LLO BKa3ye Ha
ropMoHo3anexHicTb dyHkuii CUCT i CUC2.

lMoka3aHo, Wo akTMBHA ekcnpecis reHis STM
n CLV1 cnocrtepiranacsa Ha camomy rnodarky naro-
HOYTBOPEHHS i T NepefyBana akTMBHa eKcnpecis
reHa WUS. Tenn CUCT n CUC2, saki 3abesnevy-
I0Tb HOpMarbHY akTUBHICTb reHa STM (Aida et al.,
1999), noynHanu ekcnpecyBaTucs Lie B Kankc-
HUX KynbTypax 40 NOsIBM O3HAK pereHepallii, a npu
dopmyBaHHiI OpyHbok ekcnpecia CUCT crtaBana
OinbLue nokanbHoH.
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3 BWKOPUCTaHHSIM iHOYKOBaHOI ecTpagiorniom
cucTeMU Anst KOHTponto ekcnpecii reHa WOX 6yno
oLiHeHO ABi KOMOiHAaUIT LMX reHiB, OTpMMaHuX 3 apa-
6igoncucy (WOX2 + WOX8 abo WOX2 + WOX9) y
npucyTHocTi 1 MkM 2,4-[1 npotsarom 10 gHiB. O6uABi
KOoMmOiHaLii npMBenn oo 3Ha4YHOI pereHepadji naro-
HiB i3 nncTkoBMX ekcnnanTiB Nicotiana tabacum, Ha
BiAMiHY Bi KOHTpOrO, Ae pereHepalii naroHis He
cnocTtepiranocs (Kyo et al., 2018).

AHania cTpykTypu 3apofkis, LLO pO3BUBAIOTb-
cs, y NoedHaHHi 3 aktueHicTio MPHK i GinkiB, sKi ko-
aytotbes reHamu KNI, STM iATML 1 (ARABIDOPSIS
THALIANA MERISTEM L1 LAYER), cBiguuTb npo
Te, WO €eKCnpecia uMx reHis, iMOBIpHO, BU3Ha4dae
MeXi MK KniTMHamMu anikanbHOI MepucTemMu Ta
KNiTUHaMK, SKi CTaloTb OCHOBOK A51S1 POPMYBaHHS
cneum@ivyHNX TKaHWH i BiYHMX opraHiB. AK TinbkK
[ons KniTMH BM3Ha4unacs, i 3 anikanbHoi mepuc-
TEMU BOHW BifiALLINM OO0 NIUCTKOBOro 3a4atka abo
3a4aTKiB iHLLUMX OEeTEPMIHOBaHMX OpraHiB, ekcrnpecis
LMX TeHiB NPUMUHSETLCSA 3a40Bro A0 TOro, KO L
3a4aTKu CTarTb MOPAOSIOriYHO MOMITHUMMN.

Takum 4uHoMm, reun STM, KN1, WUS, CLV1,
CLV3, CUC1 i CUC2, BignosiganbHi 3a nigTpum-
Ky cTabinbHUX PO3MIipiB anikanbHUX MepUCTEM
naroHa n @yHKUii cTOBOYpPOBUX KITUH, € Bax-
nmBMMK 1 ONs npouecis popMyBaHHS NaroHOBUX
MepucTem in vitro. Baxrnuvea pornb LUuX reHiB y naro-
HOYTBOPEHHI in vitro nokasaHa 1 npu aHanisi iXHboi
eKcrnpecii Ha paHHix eTanax pereHepadii naroHiB y
KynbTypi TKaHUHU A. thaliana nicnga nepecagkeHHs
KantociB i3 cepefoBULLA A KANOCOYTBOPEHHS Ha
cepepfoBuLLe Ans naroHoyTBopeHHs (Cary et al.,
2002).

KniTnH®, ki ctann KOMNeTeHTHUMU ANng YTBO-
pPeHHA KopeHs B pesynbTaTi AeaudepeHuiadi,
BCTYMNawTb B OpraHisoBaHui nogdin, wobd chopmy-
BaTM NpuMopaii 4oOaTKOBUX KOPEHIB Yy Bionosia-
HUX YMOBax KynbTUBYBaHHS. PoCrMHW—pereHepaH-
TW, WO HecyTb MyTauito reHa RAC (RAC FAMILY
SMALL GTPase), xapaktepuayBanucs aHomarlb-
HUM PO3BUTKOM KOPEHsi, (DOPMyBaHHSAM Karoco-
NnoAibHUX CTPYKTYp Ha KopeHi. BctaHoBneHo, wWwo
y MyTaHTa NnopyLueHa TPaHCKPUList OQHOTO 3 reHiB
ayKCWHOBOI BiAMNOBIAi, WO NiATBEPAXYE NPUNyLLEH-
HA Npo yyacTb reHa RAC y nepefadi ayKCUHOBOIO
curHany, HeobxigHoro ons opMyBaHHs BiYHMX KO-
peHiB (Lund et al., 1997). NokasaHo, wo reH RAC,
SIK NPUMYCKaTb, 3aNy4EeHUIN Y CUTHaNbHY CUCTEMY
TpaHCAYKUIT ayKCKHY, LLIO € NEBHOIO BMMOrOK AN
[00aTKOBOrO iHilitoBaHHS KOpiHHS, abo npunmae
y4acTb Y 3MiHi PiBHIB YyTNUBOCTI 4O ayKCUHY, L0
HeoOXiAHO Ans 40AATKOBOrO iHiLilOBaHHS KOPEHIB
(Lund et al., 1996).

Oeski myTauii, wo 3advinalTb (GOpMYyBaHHSA
a[BEHTUBHUX KOPEHIB MOXYyTb OyTW NMoB’sA3aHi 3

KOMMNETEHTHICTIO A0 pu3oreHedy. B RTCS myTaH-
Tax Kykypyasu n Mortal MyTaHTIiB Gifnoi KOHIOLIMHN,
BiaOyBa€eTbCA PO3BUTOK A0OAATKOBMUX BY3JTOBUX KO-
peHiB (White et al., 1998). NosicHeHHA Takoro de-
HoTtuny RTCS 1 Mortal myTaHTIiB nonsirae B TOMY,
O KMiTUHW BY3riB, 3BUY4AHO KOMMETEHTHI A0 pu-
30reHesy BTpa4yatoTb KOMMETEHTHICTb y pe3ynbrari
MyTauin i MOXyTb cbopMyBaTU OOAATKOBI KOPEHI
TiNbKW TOAI, KONW LWITYYHO BUKNUKaHa AeandepeH-
uiauis.

len WOX11 € BaxnvMBUM enemMeHTOM, 3any-
YeHVM [0 ayKCUH-onocepeakoBaHoi pereHepadii Ta
3MiH Yy KMITUHHIA Joni, cnpusiioyn nepexoay KniTuH
y CTaH, 30aTHUA OO0 pereHepadii nig gieto ayKCuHy.
BiH Takox Bigirpae ponb Ha cTafisx npauMmiHry Ta
iHigiauii (Liu et al., 2014). NpomoTopHa obnacTb
WOX11 micTuTb enemMeHTV BIiOMNOBI4i Ha ayKCuH
(AuxRE), Ha gki HauineHi dpakTopu Bignosigi Ha
aykcuH (ARF) y curHanbHomy Lwnsixy aykcuHy (Liu
etal., 2014). Konu aykcrH NnonsipHo TpaHCMNopTyEThb-
CA B KNiTUHW, 34aTHi A0 pereHepauii, curHanbHui
LWNAX ayKCUHy MoXe ©esnocepefHbo iHAYKyBaTy
ekcnpecito WOX11 4depe3 ui AuxRE B kniTuMHax,
30aTHUX OO pereHepaldii, xoda Bce Lie He3po3yMi-
no, siki came ARF 6epyTb y4acTb y LIbOMY MPOLIECI.
Ekcnpecis WOX11 Bkadye Ha nepexia goni KnitnHu
Bi4 KNiTMHW, 30aTHOI 4O pereHepauil, 4O JoOaTKo-
BOI KNITUHWN-3AaCHOBHMKA KOPEHS (BiZOMUI K eTan
npanmyBaHHs1), a WOX11 e cneuudiyHum mapke-
pOM KniTUH-3acHOBHMKIB kopeHs (Liu et al., 2014).
Ak dakTop TpaHckpunuii, WOX11 moxe Gesnoce-
penHbo 3B’a3yBatmcs 3 WOX-3B’a3ytounm uuc-ene-
meHTOM (WOXCE) y npomotopax LBD16, WOX5 i
WOX7, Ta aktuByBaTtK ix ekcnpecito (Sheng et al.,
2017). TeHeTNYHI goCNigKEHHSA NOKa3ykoTb, L0 My-
Tauis reHa WOX11 abo iHridyBaHHsA wnsaxy WOX11
MOXe MPU3BECTU [0 3HWKEHHSA 30aTHOCTI 4O YKO-
piHeHHs1, a Hagekcnpecis WOX11 moxe 36inbLmnTi
YTBOPEHHS KOpiHHA (Pan et al., 2019).

l'en ABI3 (ABSCISIC ACID INSENSITIVE 3)
€ OOHUM i3 BaXKNMBUX TPAHCKPUMLMHMUX (haKTopiB
curHanisaujii abcumsoBoi KUCMOTU Ta BiAHOCUTb-
cs fo reHis LAFL, wo yTtBoptotoTe rpyny AFL. Llen
reH HeoOXigHWI 4NS NOSIBM KOPEHIB 3 Kamtocy nicns
iHOYKUiT opraHoreHesy Ta Moxe OyTu 3anyyeHun y
po3nogin Ta/abo romeocrtas aykcuHy. MyTtaHT abi3-6
He [OEeMOHCTPYE XOOHOI pereHepadii nicnsa nepe-
Xo4y Bif cepepoBulla, Garatoro ropmMoHamu, 4o
6esropmoHansHoro (Sengupta, Chaudhuri, 2020).

PereHepauis de novo kopeHiB 3 ekcniaHTiB
nucTta apabigoncucy NPOnoHye iHWY MogernbHy cu-
CTeMy ONnsl BUBYEHHS iHOYKOBAHOI NOPaHEHHSM pe-
reHepalii opraHis, i B LLbOMY BMNagKy eHOoreHHUN
AyKCUH Bifjirpae LeHTpanbHy ponb y CIpUsiHHI pere-
Hepauii. MpoBegeHi gocnigkeHHst nokasanu, Wo K
DasvneTanbHUn TPAHCMOPT ayKCUHY 40 PaHOBUX i-
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nsiHok, Tak i YUCCA (YUC)-3anexHuii de novo 6io-
CVHTE3 CrnpusitioTb LIbOMY TUMY pereHepaLii KopeHiB
(Chen et al., 2016). Xo4ya 3po3ymino, Wo paHoBUN
CTPec € OCHOBHWM TPUrepoMm Ans pereHepadii op-
raHis, MOro 0O4HOrO YacTo HeJoCTaTHLO, Wob 3any-
CTUTM BeCb Habip pereHepaTUBHUX peakLii.

[Ba cimeinctea T® 3agisaHi B igeHTMdikau,ii
naroHa i kopeHsi, 3okpema cimencrso HD-ZIP kna-
cy lll (Emery et al., 2003) Ta poguHa AP2-gomeHy
PLETHORA (PLT) (Galinha et al., 2007), Bignosia-
Ho. T® cimenctea HD-ZIP lll peryniotote dhopmy-
BaHHSA MaroHiB, MexXi Mi>K MaroHoM i CiM'agonsiMu,
LeHTparnbHOK 4YacTuHol eMbpioiga Ta gopcanb-
HOK YaCTMHOK NIUCTS Mig Yac NocTeMOpioHanbHo-
ro po3sutky. KoHctutyTmMBHa ekcnpecia PLT1 abo
PLT2 iHAYKYy€E riNOKOTWMb, KOPiHb i Hilly cTOBOYpO-
BUX KNITMH KOpeHs 3 6asanbHoi obnacTi embpioiaa,
LLIO BKa3ye Ha LeHTpanbHy ponb PLT1i PLT2 y Bu-
3Ha4YeHHi aoni 6asanbHUX KNITUH.

leHu, wjo 6epympb y4acmb y mpaHCOyKyii
20pPMOHasIbHO20 cu2Hasy. [locnigpxkeHHa niaTeep-
DPKYHOTb, LLIO 3HAYHWIA BMNMB HA NPOSIB TOTUMOTEHT-
HOCTI in vitro mMaloTb FeHW, SAKi 3MiHIOKTb PiBEHb
FOPMOHIB Yy KniTMHax abo Mopir iXHbOI YyTNMBOCTI.
AYKCVMHM, 30KpemMa CUHTETUYHUIA ayKcMHOoMopio-
HWUIA perynatop pocty 2,4-[1, 3a3Bnyait BUKOPUCTO-
BYIOTbCS ONSA iHAYKUii comMaTM4HOro embpioreHe-
3y (Teale et al., 2006). TIlig 4ac iHaykuii CE reHn
dakTopa Bignosiai Ha aykcuH (ARF) nposiBnsitoTb
cneundivHicTb ekcnpecii i MmatoTb nigBuLleHy abo
MOHWXYBarbHYy Perynsuito, Wo CBig4MTb Npo Te, LWOo
nepegaya curHaniB aykCuHy € LeHTPasibHO Y LibO-
My npoueci (Blakeslee et al., 2019). [aHi npo npo-
dinb ekcnpecii ARF y CE apabigoncucy Ta iHWmnX
POCNMNH TakoX cBigvaTtb npo Te, wo ARF6, ARF7,
ARF8, ARF9 i ARF19 BigirpatoTb neBHy ponb Yy
KoHTponi iHaykuii CE, ogHaK X KOHKPETHi yHKLi
Ta uini we He BmaHadveHi. Kpim toro, reHn YUCCA
Ta AUX/IAA 3any4eHi oo GioCMHTE3y ayKCUHY Ta
TpaHCcKpunuinHo peryntototecsa nig yac CE, y Tomy
yucni 3a 4oNOMorot aktopis TpaHckpunuii LAFL
(Wojcikowska et al., 2017). MonapHUin TpaHCMoOPT i
rpagieHT aykcuHy HeoOxigHi Anst opMyBaHHS CO-
mMaTmyHoro embpioiga (Shani et al., 2017). OpraHo-
reHes i pereHepadisi pOCfvMH TakoX BigbyBaeTbCs
LINAAXOM [OOAaBaHHA PErynsaTopiB poOCTy POCIUH,
TakMx siK aykcuHu Ta umTokiHiHm (De Rybel et al.,
2009).

Ha paHiwmnx etanax gocnigxeHb Oyno BcTa-
HOBMNEHO, WO TreHW nigcuntoBaya pereHepadii na-
roHis apabigoncucy ESR1 i ESR2 (ENHANCER
OF SHOOT REGENERATION) npogemoHcTpyBa-
N1 CBOK yyacTb Yy LUMSXY BiONOBIAI HA UUTOKIHIH.
Hapekcnpecia sk ESR1, tak i ESR2 npusena go
LMTOKIHIH-He3anexHoro yTBopeHHs naroHa (lkeda
et al., 2006). Micns nepeHeceHHs1 KanciB Ha ce-

peqoBuvlle AN NaroHOYTBOPEHHA 3 MNigBMLLEHUM
BMICTOM UMTOKIHIHY nigBuLLyBanaca ekcnpecis
LUMTOKIHIHPErynboBaHWX reHiB, y TOMY 4uchi reHa
CRE1 (CYTOKININ RESPONSE 1), akui kogye
LMTOKIHIHOBMI peuenTop, i reHa CKI1 (CYTOKININ-
INDEPENDENT1). 36inblueHa TpaHCKpUNL,is reHis
STM n KN1, Big3Ha4yeHa y TPaHCTEHHUX POCIVH A.
thaliana, siki mictaTb GakTepianbHui reH IPT, npu-
BOAMNA [0 TemnepaTypo3anexHoro 30ifbLueHHs
BMICTY BilbHUX i 3B’A3aHMX LMTOKIHIHIB (Rupp et al.,
1999). Ui gaHi ceigyatb npo Te, WO UUTOKIHIH MOXe
peryntoBaTtu ekcnpecito reHis STM 1 KN1, i nosc-
HIOOTb, YOMY LIUTOKIHIHM MiABULLYIOTE 30aTHICTb 40
naroHOYTBOPEHHS in Vitro i in vivo.

Okpim reHiB, siki 6epyTb y4acTb Yy CUrHaNbHOMY
LLUNSAXY FOPMOHIB, PiBHI FOPMOHIB MOXYTb BNIMBaTK
Ha beHOTUMNOBY BIAMNOBIAb rEHIB, Aki 6epyTb y4yacTb
y MmopdoreHesi. TpaHcreHHi ekcnnaHTu apabigoncu-
cy 3 Hagekcnpecieto LEC2 npoaykyBanu comaTuyHi
emM0pioian 3a MPUCYTHOCTI HU3bKMUX KOHLIEHTpaLi
ayKCUHY, Todi sk 30iMnblUEHHS X KOHUEeHTpauii npu-
BOOWUIIO [0 YTBOPEHHS Kantocis (Liao et al., 2008).

Y poboti ®paHka n cnisasTopis (Frank et al.,
2000) Bganocs ogepxatu Kankcu, wo dopmyBa-
nn nepeBaXxHO KopiHb (rooty callus) abo naroHu
(shooty callus). Ockinbku B AaHin poboTi Takmi ge-
HOTMMN Manu LWTaMu, BUPOLLYyBaHi Ha cepegoBuLLax
©e3 ropmoHiB, NPUNYCTUIK, LLO B KNiTUHAxX oTpumMa-
HUX LITaMiB crnocTepiraeTbCca NigBULLIEHWI BMICT Big-
MOBIQHMX FOPMOHIB ab0 KIiTUHM MatkTb NiABULLEHY
YYTNUBICTb [0 HUX (3HWKEHWIA MOpIr YyTrMBOCTI).
[MposeneHi isionoriyHi 1 MoONekynsipHO-reHeTUYHI
OOCHNIMKEeHHs NiaTBepaunu 3pobneHi NnpunyLweHHs.
Y Tpbox wWramis rooty callus — r1, r2, r6 — BusiBne-
HO iCTOTHe 36iNnbLUEHHS BMICTY BiflbHOIO 11 3B’A3aHO-
ro ayKCuHy; y r3 — 36inblueHnin piBeHb TpaHCKpUNLi
reHie JAAT n IAA2, wo BepyTb ydacTb y nepegadi
ayKCMHOBOTO curHany, a B r4 i r5 — 30inbLueHuni
piBeHb TpaHckpunuii reHa IAA9. Y Toi Xe vac y
BCiX shooty callus BusBneHnn nigBULLEHUIN piBeHb
TpaHckpunuii reHa CKI1, Wwo npunmae yyactb y ne-
penadvi umTokiHiHoBoro curHany (Kakimoto, 1996) i
YHKLIOHYE SK peLenTop UMTOKiIHIHY B npoueci
iHOYKLUIT naroHOBOro opraHoreHeay, a Takox 30irb-
LLIEHHS eKcnpecii roMeoboKCBMICTHUX reHiB STM 1
KN1 (Frank et al., 2000).

len CKI1 kogye riCTUOUHKIHA3y CEHCOPHOro
TUMY, WO € KOMMOHEHTOM JBOKOMMOHEHTHOI pery-
NATOPHOT CUCTEMMW, LLIO NPUOBNKU3HO Aie SK peuen-
TOp umMTOKiHiHY (Kakimoto, 1996). IHcepuia T-OHK
BUKMMKana KOHCTUTYTUBHE NiABULLEHHS eKcnpe-
cii reHa CKI1, wo npusBoAunio 00 NiABULLIEHHS
YYTNMBOCTI MyTaHTa OO0 UWUTOKiHiHY. Akwo CKI1
BM3HAYa€E YyTNUBICTb KNITUHM OO nariH-iHaQyKyto-
4YOro CcurHany UUTOKiHIHY, BUHUKAE nepenbayveHHs,
IO KOMMETEHTHICTb OO MaroHOBOro OpraHoreHe-

48 ISSN 2415-3680 (Online), ISSN 1810-7834 (Print). BicH. Ykp. mos-8a eeHemukis i cenekuioHepig. 2024, mom 22, Ne 1-2



MeHemu4HUl KOHMPOJIb MOPGhO2eHe3y POCIIUH Y KyJIbmypi in vitro

3y MoXe BigbuBatn 6e3nocepenHbO piBEHb ak-
TnBHOCTI CKI1. lNoBigomnanocs Lie nNpo Aekinbka
reHiB, siki kogylTb nepenbadvyBaHy perynsitopHy
BiANOBiAb A4BOKOMMNOHEHTHOI cuctemun B Arabidopsis
(Brandstatter, Kieber, 1998). Cepen Hux, IBC6 1
IBC7 ocobnueo UikaBi 3 Nornsay LMTOKIHIHOBOIO Cur-
Hany, ToMy Lo piBHi MPHK uunx reHis 6ynu weugko
NigHATI JOAABaHHSIM €K30reHHOIro LIMTOKIHIHY.

MyTauii no reHy TSD (TUMOROUS SHOOT
DEVELOPMENT) B apabigoncucy tsd1, tsd2, tsd3
BUKINMKanNM 3aaTtHiCTb ¢opMyBaTU HECKIHYEHHO
nponicdepytodi Kanocu Ha 6e3ropMoHanbHUX ce-
peposuwax (Frank et al., 2002). Ockinbku B My-
TaHTIB Big3Ha4yeHe 30iNbLUEHHS PiBHS TpPaHCKpUI-
uii renie CKI1, KN1 n STM, nepenbadaeTbcs, WO
npoaykTu reHiBs TSD GepyTb y4acTb y HEraTuBHIN
LMTOKIHIH3anexHin perynsauii - MmepucteMaTU4HOI
aKTUBHOCTI Ha cTafil BereTaTMBHOro po3sBuTky. My-
Tauii A. thaliana ire1 Ta pom1/erh2 36inbwyBanu
30aTHICTb NaroHiB OO0 pereHepalii, NigBuLLYOYN
KOMMETEHTHICTb TKAHWUH [0 FOPMOHAaNbHUX CUr-
HaniB (Cary et al., 2002).

len PKL kopye 6inok CHD3 (CHORMATIN
ORGANIZATION MODIFIER), sikun BiporigHo pe-
ryrnoe TPaHCKPUMLi0, BNAMBAKOYM Ha CTPYKTY-
py xpomaTuHy (Ogas et al., 1997). NMpn kynbTn-
BYBaHHI KOpEHEeBUX €EKCNmaHTiB MyTaHTa pkl/ Ha
OesropmoHanbHux cepegosuax Big 10 go 30 %
eKcnnaHTiB popmyBanu kKantocu, 3gaTHi 4O Co-
MaTU4HOro embpioreHesy. BusiBneHo Takox, L0
B KOpPiHHI MyTaHTa pk/ HakonuyyBanucsa 3anacHi
PEYOBMHU, SIKi B POCNMHAX AMKOrO TUMY MPUCYTHI
TiNbKN B 3UrOTUYHUX 3apojKax, a TakoX eKkcrnpecy-
eTbcsi reH LEC1T. TNpu gogaBaHHi B cepeaoBuLLe
YHiKOHa3ony — iHribiTopa cuHTesy ribepeniHy —
YyacTtoTa Kamnco- i embpioreHe3y nigBuvLlyBanacs
0o 80%, a npu gogaBaHHi ribepeniHy Ui npouecu
npurHivysanucs. Lli gaHi ceigyatb npo Te, Wwo ride-
perniH Moxe penpecyBaTtu nporpamy embpioreHesy
3a ydyacTi reHa PKL. lNoganblue BMBYEHHS criekTpa
reHiB, SIKi eKCNpecyTbCA Ha Pi3HMX CTadisgx Mopado-
reHesy in vitro nokasano, Lo iHKyOaLis ekcnnaHTiB
Ha cepefoBWLi ANA KanocoreHesy (3 MigBULLEHUM
BMICTOM ayKCWHY) MPUBOANTbL 40 eKcrpecii 6aratbox
ayKCUMHperyrnboBaHUX reHiB, y TOMY YUCHi FeHiB po-
anHn AUX/IAA.

BBaxkaeTbcs, WO poauHa aykcuHiB AUX/IAA
nepebysae nig koHTpornem LECT (IAA5, IAA16 i
IAA19)i LEC2 (IAA1, IAA17,1AA30i IAA31) nig vac
embpioHanbHoro po3suTKy (Junker et al., 2012). Ta-
KOX Bigomo, wo LEC2 wBuaKo iHAYKY€E eKCrpecito
MoB’A3aHMX 3 ayKCUHOM reHiB, Takux sik JAA Ta ACS4
(1-AMINOCYCLOPROPANE-1-CARBOXYLATE
SYNTHASE 4), a TakoX KIN4oBMX (DEpPMEHTIB, Lo
OepyTb y4acTb y BIOCMHTESI ayKCUHY, TakUX SIK reHn
YUC (YUC1, YUC2, YUCH4, YUC10) (Wdjcikowska

et al., 2017). Bnnue LEC2 Ha nonsipHUiA TpaHCnopT
AYKCUHY TaKOX HEe MOXHa BUKIOYUTK, OCKINbKM
NMOCUIEHHSA CTUMYNATOPIB BUTOKY aykcuHy, PINT
i PIN2, cnocTepiranocsi B TpaHCrE€HHUX POCIMHAaX
TIOTIOHY, siKi MaloTb Hagekcnpecito LEC2 (Guo et
al.,, 2013). Ha pgogmaTtok Jo QoyHKLUii, NoB’A3aHoi 3
ayKcuHoMm, reHn LEC1 i LEC2 pasom i3 FUS3, koH-
TPOMIOKTL 34aTHICTb ekcnnaHTiB Ao CE vepes pery-
noBaHHsA 6anaHcy ridepeniHis (I'K)/abcuunsoBoi kuc-
notu (ABK) y TkaHuWHi. 'eHun, NOB’A3aHi 3 ayKCMHOM,
Oynu BusiBNeHi B MilweHsAx BBM, ki 6epyTb y4acTb
y CE y apabigoncucy, BKtoYakum reHu, nos’sidaHi
3 GiocuHTe3om (TAA1, YUC3 i YUCS), TpaHcnop-
Tom (PIN1 i PIN4) i nepegaveto curHanis aykcu-
Hy (ARF2, ARF6, ARF10, IAA2, IAA7 Ta IAA28)
(Horstman et al., 2017a).

Y eMOpioreHHin Kynetypi apabigoncucy Busie-
neHo wnax TAA1/YUC, sknin KOHTPOMOETLCS TPUI-
TodhaH-amiHoTpaHcdepasammn TAA1 i RELATED1-4
(TAR) i dnaBiH3anexHMMmM MOHOOKCUreHaszamMm
YUCCA (Wojcikowska et al.,2013). Byno BusiBneHo,
Wo wicTtb 3 oanHaauaTtu redie YUC, YUC1, YUC?2,
YUC4, YUC6, YUC10 i YUCT1, ekcnpecytoTbcs
B pi3HMX eMOpioreHHUX KynbTypax apabigoncucy
(Wickramasuriya, Dunwell, 2015). Y uiei kynbry-
py oOpobKa eKCnnaHTiB HEe3pinMx 3UroTUYHUX 3a-
poakis 2,4-[] aktmeyBana YUCT, YUC4 ta YUCT10.
36inblueHHs TpaHckpunTiB YUCT i TAA1, wo kope-
ntoe 3 NiaBuULLIEHMM piBHEM eHaoreHHoi IOK, Takox
cnocTepiranocs B eMBOpioreHHMX eKcniaHTax KaBu
(Ayil-Gutiérrez et al., 2013). TpunTtocaH-3anex-
HUA TAA1-YUC wnax GiocuHTedy IOK 3a3Buyan
CMPUSIE HAKOMUYEHHIO ayKCWHY, LIO MOB’A3aHO 3
€eMOpPIOreHHNM MEePEXOOOM Y COMATUYHMX KIITUHAX
pocnuH. [ocnigKeHHs nokasanu, Wwo sik tasune-
TanbHUIM TPAHCMNOPT ayKCMHY OO PaHOBUX AiNSHOK,
Tak i YUCCA (YUC)-3anexHun de novo 6iocuHTE3
CnpuUsitoTb LbOMY TUMNY pereHepalii kopeHis (Chen
et al., 2016).

3akntoveHHsi. MopdoreHe3a pocnuH in Vitro
€ pesynbTaToM CKMagHWX B3aEMOAIN FEHETUYHMX,
enireHeTUYHNX Ta ropMoHarnbHUX dakTopiB, WO BU-
3Ha4yalTb PO3BUTOK KITITUH | TKAHWUH. [OPMOHM, TaKi
K @yKCUH i LMTOKIHIH, CNpUAKTbL IHOYKLUIT LMX npo-
LieciB, 3MiHIOKYM EKCMPECIto reHiB, BianoBiganbHUX
3a noain, andpepeHuiadito 1 iHWwi acnektn mopdore-
Hesdy. [lpoBeneHi OOCNIMKEHHNA CBigyaThb, WO Pi3Hi
BUOM POCIVH, @ TaKOX COPTW W MiHil 0gHOro Buay
OEeMOHCTPYHOTb BiAMIHHY 30aTHICTb 4O NposiBiB MOp-
doreHesy in vitro, Takux SIK KancoreHes, yTBOPEH-
HS NMaroHiB i KOPEHIB, a TakOX COMaTUYHUIN eMOpio-
reHes. KoxeH BuMA, a iHKONW 1 Pi3HOBUAM B MeXax
ofHoro Buay, notTpebyoTb cneundivHnx KoMOiHaLi
MopcoreHHUx Tpurepis (0cobnmnBMX kKOMGIHALN re-
HiB @00 mMogernen iXHboi ekcnpecii) 4nsa ycnilwHoro
hopMyBaHHsi comaTnyHMX embpioigiB abo anikanb-
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O. B. fly6bpoeHa, C. I. Muxanbcbka, A. I. KomicapeHko

HUX MepucTeM. 30INCHEHI YNCTIEHHI EKCNEPUMEHTM
ONsi BCT@HOBIIEHHSI TEHETUYHUX MEXaHi3MiB, SKi
KOHTPOIMIOKTh NpoLiecu MopdoreHesy in vitro. IxHe
BMBYEHHSI BUSIBUNO KIOYOBY POSb TPAHCKPUMLIN-
HUX haKTOPIB i rOpMOHarNbHUX CUrHaniB y aetep-
MiHaLiT TOTUNOTEHTHOCTI POCINHHUX KNiTUH. BcTa-
HOBIEHO, WO MOMNEKYNAPHI MexaHi3aMu, SKi nexaTtb
B OCHOBI MopdporeHesy in vitro, BKIOYaOTb CKNaHi
B3aemofii M reHamu, perynatopHuMu akropamm
Ta rOPMOHANbHUMK CUTHaNamm, siKi KOHTPOIHOKTb
npouecn peandepeHuiadii, nponidepauii Ta an-
depeHuiauii kKniTuH. EnireHeTn4Hi dakTopn Takox
MatoTb 3HAYHMI BMNIMB HA TOTUMNOTEHTHICTb KNiTUH,
3MiHIOKUM X TPAHCKPUNLINHWIA Npodinb Y BigNoBiab
Ha 30BHiWHI cTuMynu. OTpuMaHi pesynsratn pos-
LUMPIOKOTb MEPCMNEKTUBM OIS 3aCTOCYBaHHSA ABULLA
TOTUMNOTEHTHOCTI B GioTexHonorii pocnuH, ocobnu-
BO 1151 PO3MHOXEHHS LLIHHUX KYNbTYp i CTBOPEHHS
POCNNH 3 HOBUMW KOPUCHUMMW O3Hakamu. OyeBug-
HO, L0 HanBNMXX4MM YacoMm Ans igeHTudikauii reHis
OyayTb yce LuMpLle BUKOPUCTOBYBATUCS N HOBI Me-
TOOM, WO O03BOMATH MOPIBHIOBATM CMEKTPU TEHIB,
SIKi eKCMPEeCyTbCs Y KynbTypax, WO Bipi3HATLCSA
3a 03HaKaMW TOTUMOTEHTHOCTI abo Ha Pi3HMX CTagisx
MopdooreHesy in vitro.
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GENETIC CONTROL
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Plant morphogenesis is the result of complex interactions
of genetic, epigenetic and hormonal factors that determine
the development of cells and tissues in in vitro culture.
In recent decades, basic research has greatly advanced
the understanding of the genetic mechanisms that control
key processes of morphogenesis, such as callusogene-
sis, somatic embryogenesis, and de novo organogenesis.
It was found that certain structural and regulatory genes
play a crucial role in reprogramming cells to a totipotent
state, where they are able to form various morphologi-
cal structures. Hormones, such as auxins and cytokinins,
contribute to the induction of these processes by chang-
ing the expression of genes responsible for division, dif-
ferentiation and other aspects of morphogenesis. The lit-
erature review presents modern ideas on genetic control
of morphogenesis in plant culture in vitro. A wide range of
key genes that determine callus formation is given; partic-
ipate in somatic embryogenesis and enhancement of the
somatic embryogenic response; involved in the ectopic
formation of somatic embryos or meristems; control de
novo organogenesis and participate in hormone signal
transduction. The interaction of various transcription fac-
tors, which participate in the induction of morphogenesis
and are involved in the signaling pathway of hormones,
is shown.

Keywords: morphogenesis, genetic control, callusogen-
esis, somatic embryogenesis, de novo organogenesis.
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