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PempompaHcrno3oHuU cknadatomb 3HaYHy 4YacmuHy 2eHOMY POC/IUH i € Halbinbw OuHaMiyHOH (1020
YyacmuHoro, 3a80siIKU HOMY 80HU gidieparomb cymmesy posib y (hopMy8aHHi 2eHEMUYHOI MiHIU8OCM.
Bokpema, ixHa akmueauiss Moxe npu3eooumu 00 cmpyKmMypHOI peopaaHizauii ma 3MiHU po3mipy 2eHo-
My, OsI8U HOBUX 2eHEMUYHUX ma ¢heHOmuUNo8uUX eapiaHmis, a makox 3MiHU eKcripecii OKpeMux 2eHis,
CMEOoPIOYU MaKUuM YUHOM MepeuHHUl mMamepian Ons adanmauii ma esontouii. B ybomy o2nsdi 3i6pa-
HO nimepamypHi OaHi w000 akmueauii LTR-emicHux pempompaHcrno3oHie HadpoduH Ty1/Copia,
Ty3/Gypsy y kynbmypi in vitro ma nid dieto abiomuyHux ma biomuyHux cmpecie. HasedeHo daHi rpo ix
byodosy, knacugikauyiro, 3Ha4YeHHs1 055l opeaHizauii ma yHKUIOHy8aHHSI 2eHOMY. P0o3251siHymo OCHOBHI
mexaHiamu akmusauii LTR-eMiCHUX pempompaHCcno30Hie 3a Oif cmpecosux YUHHUKIG, 30KpeMa Wirisi-
Xxom 3miHU memurnrosaHHs [HK ma e3aemodii cmpec-iHOykogaHUX mpaHCKpUnuitiHux ¢ghakmopie 3 rpo-
Momopamu pempompaHCrio30Hie 3ag0sIKU HasisHOCMI 8 HUX crieyugidHux calimig 38’3yeaHHs ma iH-
wux peaynsimopHux enemeHmis. Po3ansHymo Hacniioku akmueauil pempompaHcrno3oHie ma ii KoHm-
pOrib WSIXOM caMOoiHakmueauii ma ernieeHemu4YyHo20 peayrneaHHs 3 6OKy eeHoma.

Knro4oei cnoea: abiomuy4Huli ma 6iomu4Huli cmpec, Kynbmypa in vitro, Tyl/Copia, Ty3/Gypsy.

BCTyn. MoOinbHi reHeTn4Hi enemenTn (MIE), siki BigkpuTo Bapbapoto MakKniHTok Ha-
npukiHUi 1940-x pokiB (McClintock, 1956, 1984), y GinbLUOCTi BALMX POCINH CKIaga-
t0Tb NMOHaA NonoBuHy (Y Aeskux 3nakis — 80 90 %) sagepHoro reHoMy. Ha CbOrogHilHin AeHb
HaKkonM4yeTbCA BCe BinbLue JaHuxX Npo Te, WO nopsg 3 iHWUMKM MexaHiamamu nepebynos, Bax-
nuBy ponb y 3abesneyeHHi aganTauinHux NpoLeciB Ta eBOMKOLIT Y POCNMH  BigirpatoTb TpaHCMo-
auuii MIE (Bennetzen, 2000; Todorovska, 2007; Kunakh, 2013; Oliver et al., 2013).

HakonunyeHi BigoMoCTi Npo XOPCTKMA KOHTPOnb nepemilleHs MIE y HopmarnbHux disio-
noriyHMx ymoBax (paktopamu KriTUH-Xa3diB BKMagalTbCs Yy paMku BucriosneHoi b. Mak-
KniHTOK rinoTe3n npo iHAaykuito nepemiweHs MIME Ak HanmBaxnueiwe mxepeno reHeTU4HoI
BapiabenbHOCTI KNiTUH-xa3siB B ymoBax cTpecy (Alzohairy et al., 2014). MakKniHTok npunyc-
Kana, Lo rofioBHa porib MODBINbHUX eNeMEHTIB B €BOMIOLLT NMONsrae y CTBOPEHHI pecypcey ri-
nepmyTabernbHOCTI B CTPECOBUX YMOBAX, O Bede 4O BUHUKHEHHS B Nonynsuii ocobuH, 3aa-
THUX BVDKUTW, KON OCHOBHA YacTuHa nonynsuii ruHe (McClintock, 1984).

AkTVBaUis MOBINbHMX enemMeHTiB MOXe NPU3BOAUTU A0 3MiHWM CTPYKTYpW i MexaHiamiB
perynsuii okpemux reHis Ta nepebygoBu reHomis WNAXoM Mogmdikauii xpomatuHy Ta PHK-
iHTepdepeHuii (Casacuberta, Santiago, 2013), TpaHcno3uuin (iHcepuin, ekcuusin (Alzohairy
et al., 2014), XPOMOCOMHUX PO3PMBIB, BHYTPILLHEOXPOMOCOMHOI FOMOSOrYHOI Y/ eKTONIYHOT
pekombiHauii (Bennetzen, 2000; Bennetzen al., 2005). deneuii, iHBepcii, TpaHcnokauil Ta
aynnikauii reHiB, siki NpU LbOMY BUHUKAKOTb, CTBOPIOOTL NEPBMHHUI MaTepian Ans eBontoLil.
Lli Ta iHWi reHeTnYHi Ta enireHeTUYHi eekTn 3yMOBUNN LLUMPOKE 3aCTOCYBaHHSA MOOINbHUX
enemMmeHTiB Ana TpaHcdopMallil B eBKapioTiB, KMOHYBaHHA reHiB, MOLUYKY eHXaHCepiB TOoLo
(Todorovska, 2007; Kunakh, 2013; Alzohairy et al., 2014; Songstad et al., 2017). OgHak, me-
XaHi3Mu Ta Hacnigku aktueauii MI'E, 3okpema nig gieto ctpecy, NnoTpebyoTb AeTanbHOro BU-
BYEHHA. OQHUM i3 CTPECOBUX YMHHUKIB, LLO MOXe npu3BoauTu 0o akTuauii MTE B reHomi
€BKapioTiB, € KyNbTUBYBaHHS in Vitro.
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Binblwa yactuHa iHopmaLii Npo pisHOMaHIT-
HICTb, PO3MOBCIOAKEHHSI Ta €BOSIOLII0 MODINbHUX
ernemMeHTiB 0OMeXyeTbCa BUAAMN POCAVH, SKi Ma-
I0Tb CiflbCbKOTOCMO4APChbKe 3HAYEHHH, | Moaenb-
HUMK oO’ekTamm, Takumu gk Arabidopsis thaliana.
Ha paHuin mMomeHT B reHomax bGinblie 20 Buais
NOKPUTOHACIHHUX POCIIMH OMWCaAHO TUCAYI POAWH
LTR-peTpoTpaHCNO30HiB — MOOINbHUX €NTEMEHTIB,
SKi BiOPISHAITbLCA HASABHICTIO Ha KiHUSX [OBrUX
KiHueBux noeTopiB (long terminal repeats, LTR)
(Orozco-Arias et al., 2019).

MeTolo paHoro ornsgy Oyno ysaranbHeHHs
iHpopmauii npo LTR-BMiCHIi peTpoTpaHCno3oHu
POCIUYH, SIKi aKTUBYIOTLCA Nif, Aieto cTpecy, 3yMoB-
NIEHOrO BBEAEHHSAM B KynbTypy in Vitro, Ta BUBYEH-
HS1 MexaHi3MiB i HacnigkiB X akTMBaLlil.

Knacudikadis MIE. [nsa Bcix MI'E xapakTepHi
[OBi KNoYoBi BNacTMBOCTI. Neplia — e 3gaTHICTb Ao
3MiHM BMAaCHOro0 Micus po3TallyBaHHS Y reHoMmi, 3a
LLIO BOHW i ogepxanu CBOK HasBy, APYrow € 3aart-
HICTb A0 30iMblUEHHSA KiNbKOCTI BIIACHUX KOMii BHa-
cnigok TpaHcnosuuii. MI'E Bigpi3HAIOTLCS 3a CTPyk-
TYPOO i 0COBNMBOCTAMM TPAHCMO3MLii, LLO [O3BOMNK-
no noainuTK iX Ha ABa Krnacu — peTpoTpaHCrNO30HU
(MFE | knacy) i AHK-tpaHcnosonn (MIE Il knacy)
(Wicker et al.,, 2007; Todorovska, 2007; Kunakh,
2013). 3aBOskM MOBHOMY CMKBEHYBAHHIO FEHOMIB
BYEHi 3HaxoasTb HOBI Benuki rpynu MI'E obox knacis,
a TakoX rpynu, ki MOXXHa BIOHECTU | O peTpoTpaHC-
no3oHis, i 4o JHK-TpaHcno3oHiB (Wicker et al., 2007;
Kunakh, 2013; Gozukirmizi, 2019).

MobinbHi enemeHTn |l knacy 3gatHi nepemi-
LwaTmnca B reHOMi 3aBOsIKM TaK 3BaHil HepennikaTu-
BHi TpaHCMno3uUii, WO nonarae y BuMpi3aHHi Ta
peiHTerpauii camoi BUXiOAHOI BCTaBKW (MexaHi3m
«BUPpi3aHHSA | BcTaBKkun»). OCKINbKM Le MexaHism
He noTpebye HasiBHOCTI npomixHoi PHK-maTtpuuj,
Taki MoOinbHi enemeHTM HasumBawTb [OHK-
TPaHCMO30HaMMU.

PennikatuBHuiA cnoci® nepemillleHHs1 peTpoT-
PaHCMO30HIB [4O3BONSE LIBMAKO 36inbLuyBaTV Kifb-
KICTb KOMi enemeHTa, Lo CYNpPOBOMXKYETHCS 3POC-
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TaHHAM po3Mipy reHomy pocnuHu (SanMiguel et al.,
1996; Bennetzen, 2000). MyTauii, siki BUHMKaIOTb
BHacnigoK iHcepuil peTpoTpaHCNo30Ha, BUSBMASKOTb-
cs cTabinbHMMK Ha BigMiHY Big MyTaLliii, 3yMOBIIEHUX
[OHK-TpaHcno3oHamMu, OCKiflbkM OCTaHHI Npu nepemi-
LEHHi BMpi3aloTb CBOK BUXiAHY KOMitO 3 FeHOMY i
noTiM BOYOOBYIOTLCS B iHLWIMI CaWT, ToAi sIK Konis
peTpoTpaHcno3oHa nicns BOyAOBYBaHHA B TEHOM
yxe Hikyan He 3Hukae (Capy et al., 2000; Todo-
rovska, 2007; Kalendar et al., 2020).

[ocnimpkeHHs, 3okpema 3 BUKOPUCTaHHAM Aa-
HUX CUKBEHYBaHHS HWU3KW reHoMiB, nokasanu, Lo
LTR-BMICHI peTpOoTpaHCMO30HU, siki HanexaTb [0
| knacy MI'E, BigirpatoTb KNOYOBY porib B eBOMtoLii
reHoMiB POCNNH i camMe TXHii BMIiCT BU3Ha4Yae Bpa-
Xarouy pisHULO Y po3Mipi reHOMIB (hifloreHeTUYHO
onunsbknx BuaiB pocnvH  (Flavell et al.,, 1992;
Kalendar et al., 2020; Orozco-Arias et al., 2019). Y
pocnuH LTR-peTpoTpaHCNO30HW, $K Mpasurio,
MatoTb BinblUy YMCENbHICTb Ta GiNbLU akTUBHI, HiX
NPEeACTaBHUKN  [HWKX TPyn pPeTpOTPaHCMNO30HIB
(avB. Lorens et al.,, 2011; Arabidopsis Genome
Initiative, 2000). Hanpuknag, 4YacTtka uux mobinb-
HUX enemMeHTiB cknagae 6nuabko 20 % reHOMHUX
nocnigoBHocTen y pucy i He meHwe 60 % y nwe-
HUUi Ta Kykypyasu (SanMiguel et al., 1996). Pet-
pOTpaHCNo30HN 6e3 [JoBrMx KiHLEBUX MOBTOpPIB
TaKoX MICTATbCA Y FEeHOMax OKPEMMWX POCIUH Yy
3HAYHIN KiNbKOCTI, Hanpuknag, y BuMHorpagy i apa-
xicy ix yvactka crtaHoBuTb 0 10 % reHomy
(Lanciano, Mirouze, 2018). Xo4a Hanbinbw nowu-
peHi peTpoTPaHCMNO30HM PO3MNOBCIOKEHI NO BCbO-
My TFeHOMy, MpoTe, HanyacTile y 3epHOBMX Ta
LMTPYCOBMX BOHW foOKanisoBaHi B AindHkaX, siKi
Ha3MBalTb «MOPEM pPETPOTPAHCMNO30HIB», sKe
oTouye «ocTpiBLi reHiB» (SanMiguel et al., 1996).

OcobnueicTio LTR-peTpoTpaHCMNO30HIB € Ha-
SIBHICTb Ha IXHiX KiHLUSAX OOBrMX KiHLEBUX NMOBTOpIB,
AKi He kogylTb Oinku, ane MICTATb NpomoTopw,
TepmiHaTopu (Zhou et al., 2018) Ta eHxaHcepw,
HeoOxigHi ansa pennikadii (Giordani et al., 2016;
Orozco-Arias et al., 2019) (puc. 1).
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Puc. 1. CtpykTypHa opraHisauis LTR-peTpoTpaHcno3oHiB (Lorens et al., 2011): LTR — [OoBruii KiHLEBUI NOBTOP, gag — reH, SIKWi
Koaye Ginok, cxoxuit 3 Ginkom Hykneokancuaa petposipyciB, PR — npoteiHa3a, INT — iHTerpasa, RT — 3BopoTHa TpaHckpunTasa,
RH — PHKasa H, PBS — ginsHka 3B’si3yBaHHsA 3aTpaBku (NpaviMepa) ANns 3BOPOTHOI TpaHckpunTasn, PPT — noninypuHoBuiA TpakT,
Pol — reH, skvin kogye [oBry noninenTuaHy Monekyny.
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OcHoBHa uyacTMHa LTR-peTpoTpaHCno3oHy
CKrnagaeTbes 3 MocrnigoBHOCTEN 2 reHiB — gag i
pol. l'eH gag kogye Binok, cxoxui 3 GiNKom Hykre-
okancuga peTposipyciB. 'eH pol kogye gosry noni-
nenTuaHy monekyny (polyprotein). Moro npoayk-
Tamn € npoteiHa3a (PR), iHTerpasa (INT), 3BopoT-
Ha TpaHckpuntasa (RT) ta PHKasa H (RH), ski
HeobXigHi ona pennikauii / nepemilleHHss peTpoT-
paHCno3oHa.

Hwa ocobnumBicTb LTR-peTpoTpaHcno-
30HIB — L& HasBHICTb KOPOTKMX MOCNIAOBHOCTEN,
BiJOMUX K AiNsIHKa 3B’A3yBaHHA 3aTpaBku (npan-
Mepa) 3BOPOTHOI TpaHckpunTasu (primer binding
site, PBS), wo komnnemeHTapHa 40 acnapariHoBoi
(Asp)TPHK, i noninypuHoBun TpakT (polypurine
tract, PPT). PBS posTtawoByeTbcs Bigpasy 3a 5'-
LTR i HeobXxigHnn ans CMHTE3y MepLloro faHura
kOHK. Okpim TOro, geski LTR-peTpoTpaHCno3oHu
MOXYTb MICTUTW OO4ATKOBI BiAKPUTI pamMKu 34nUTY-
BaHHs (Wicker et al., 2007; Kalendar et al., 2017;
Vicient, Casacuberta, 2020).

LTR-BMICHi peTpOTpaHCMNO30HM 3a po3Tally-
BaHHSM [OMEHIB 3BOPOTHOI TpaHCKpunTasn Ta
iHTerpasu y cknagi reHa pol noginsaTs Ha 2 Hag-
poanHu Tyl/copia-nogibHi i Ty3/gypsy-nogioHi
(Todorovska, 2007; Kunakh, 2013), npegctaBHuKM
AKNX ByayTb PO3rMsHYTI B AaHOMY Ornsagi.

OcTaHHIM Yacom BMOKPEMIIIOKTD LLe Tak 3Ba-
Hi ribpugHi NOCMiQOBHOCTI, OO SKMX HanexaTb
Nikita Ta Sukkula (Bayram et al., 2012; Kartal-
Alacam, 2014; Kalendar et al., 2017).

AktnBauia LTR-peTpoTpaHCNoO30HIiB poc-
NVH Npu BBeAeHHI B KynbTypy in vitro. binb-
wictb LTR-eneMeHTIB TpaHCKPUNLUINHO HEAKTUBHI Y
COMaTUYHUX TKaHWMHAX POCIIMH, NPOTe aKTUBYHOTb-
Csl Ha MEeBHMX eTanax po3BMTKy abo 3a yMOB cTpe-
cy (Horvath et al., 2017; Hou et al., 2019; Liang et
al.,, 2020). KynbTuByBaHHs POCAMH in Vitro Moxe
OyTV OoOHWUM i3 CTpecoBMx haKkTopiB, O BU3HAYa-
I0Tb MOBEeAiHKY MOOINbHMX €NleMEHTIB, sKi 3Haxo-
Oatbca B ixHboMy reHomi (Bednarek, Orlowska,
2020).

Mepwuin BUSBNEHWI aKTUBHWUA PETPOTPaHC-
MO30H TIOTIOHY B KynbTypi in vitro 6yB igeHTudiko-
BaHUM 3a MOro iHcepuiew B reH HiTpaTpeaykrasu
(HP) npw kynbTMBYyBaHHI NpOTONNAcCTiB TIOTIOHY.

Grandbastien 3i cniBpobiTHMKamu BOanocst oTpu-
MaTW 3 He3arnexHi KNiTUHHI NiHIT 3 MyTaHTHUM arne-
nem HP, sikun 3’aBMBCA B pe3ynbTaTi iHcepuii B reH
avkoro Tuny Tyl/Copia-nogibHoro TpaHcno3oHa
Tnt1 (TpaHcno3oH Nicotiana tabacum) (Grand-
bastien et al., 1989) (tabn.). Ockinbku peTpoTpaH-
CMO30HN nepemilytoTbea 3a gonomorowo  PHK-
nocepegHuka, To MisHilwe Oyno 3pobrneHo npuny-
LLEHHs1 NPO Te, WO OAMH 3 YMHHUKIB KyNbTUBYBaH-
HSA KNITUH akTMByBaB TpaHckpunuito Tnt1. Beaxa-
€TbCH, O NPUYNHOLO Ti CTaB rpuUBbKOBUIA EKCTPAaKT,
AKUIA BUKOPUCTOBYBAmNM ANs Nisncy KMiTUHHOI CTiH-
K/ MpW OTPMMaHHI NpOTONnacTiB i sikniA OyB iHAYK-
TOPOM 3axMUCHOI BignoBiai pocnuH. OgHoYacHo uen
€KCTpaKT akTuByBaB MPOMOTOP, LLO MICTUTBCS Ha
5-kiHUi Tnt1 i KOHTPOMETLCA CUrHanamu, Wo 3a-
nyckaroTb 3axucHy Bignosigb pocnuH (Wessler,
1996).

B noganbwomy npu nowyky Tyl/Copia peT-
poTpaHcno3oHiB metogom [MJIP 3 BUKOpUCTAHHAM
napuv npanmepis 40 KOHCEPBaTUBHUX AiNAHOK reHa
3BOPOTHOI TpaHCKpMNTasn LOCNILKEHO enemMeHTH
Tto1 i Tto2 (tabn.). ixHi TPaHCKPUNTM BUSIBANM B
KanCHUX KynbTypax TIOTIOHY Ha BigMiHY Big Kni-
TUH POCNUH in Vvivo, BinbLll TOro, Usi TpaHCKPUNLis
Bena [0 MpOOYKTUBHOI TpaHCMo3uuii umMx Mobinb-
HUX eneMeHTIB i3 30inbLIeHHAM 4ucrna ix Konin B
Kanocax Ta OTpUMaHUX POCMMHax-pereHepaHTax
(Hirochika et al., 1996).

MisHiwe igeHTMgiKyBanu nepLli akTUBHI peT-
POTPaHCMO30HN puUCy poavHM Tos (TPaHCMO30H
Oryza sativa) (Tabn.). Ix TpaHCcKpunTK cnocTepira-
N nuwe npu OTpMMaHHI Kantcis, a YMCrOo KonMii B
reHOMi pOCNUH-pereHepaHTiB, OTPUMaHuUX npu
noganbLUOMy KynbTMBYBaHHI in vitro, 36inbLiyBa-
nock (Hirochika et al., 1996). Cnig 3BepHyTU yBary
Ha BUWNALOK NPOMOHroBaHOI TpaHckpunuii Tos17,
Aka BigbyBanacs MNOCTIHO NpW  KyNbTUBYBaHHI
KarnociB i npusBoauna 4o HakonnyeHHs konin MINE
npu OOBroTpuBanomMy KynbTuByBaHHi. Kpim Toro,
nepMaHeHTHWNIA XxapakTep akTUBHOCTI Tos17 Bkasy-
BaB Ha MOTEHLINHMIA MEXaHi3M, WO 3yMOBIIOE Nia-
BULLIEHHSI 4aCTOTM COMaKNoHanbHoI BapiabenbHo-
CTi y pOCnMH-pereHepaHTiB, OTPpUMaHVX Big OOBro-
TPUBanoi KynbTypuy KMiTUH MOPIBHAHO 3 KOPOTKOYa-
cHoto (Wessler, 1996).
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Tabnuus. LTR-peTpOTpaHCNO30HM POCINH, ONA AKMX MOKasaHo aKTMBaLito B CTpecCoBUX yMOBax Kyllb-

TUBYBaHHS in Vvitro.

Hasea Bug pocnuH (poauHa), laeHTNcpikaLinHnm Bup cTpecy, Mepwun aBTOp
LTR-peTpo- B AKUX BUABINEHO Homep y 6asi AKUNA BUKNUKaAE Ta pik ny6nikauii
TpaHCNO30Ha akTuBHictb MIE AaHnx GenBank aKTuBauito peTpo-
TpaHCMNo3oHa
Tyl/Copia-noaibHi peTpoTpaHCno30HN
BARE-la Hordeum spontaneum 217327 KancoyTBOPEHHS Suoniemi, 1998
(Poaceae) Evrensel, 2011
BARE-1 GAG | Hordeum vulgare AJ295226 KaroCoyTBOPEHHS Vicient, 2005
(Poaceae)
OARE-1 Avena sativa (Poaceae) | AB061328 abioTU4YHMI, BioTUYHUI Kimura, 2001
CTpec, B T. Y. Kantoco-
YTBOPEHHSA
Opie-2 Zea mays (Poaceae) u68408 abioTuyHum cTpec, B 7. 4. | SanMiguel, 1996
KartoCcoyTBOPEHHS
ZmMI1 Zea mays (Poaceae) AF453523 XONI040BUIA CTPEC B Steward, 2002
KynbTypi in vitro
Tnt1 Nicotiana tabacum X13777 KantCcoyTBOPEHHS Grandbastien,
(Solanaceae) 1989
Tto 1-3 Nicotiana tabacum D12827-D12829 KancoyTBOPEHHSA Hirochika, 1996
(Solanaceae)
Ros 1-23 Oryza sativa (Poaceae) | AB017978-AB018000 | aGiotuyHunm cTpec, B T. 4. | Matsuoka, 1999
KantoCoyTBOPEHHS
Tos 6-20 Oryza sativa (Poaceae) | D85865-D85879 KantCcoyTBOPEHHS Hirochika, 1996
RN 16 Oryza sativa (Poaceae) KanCcoyTBOPEHHS Picault, 2009
HuTyl1C3, Hylocereus undatus KyNbTUBYBaHHSA POCIMH Nie et al., 2019
HuTylP4 (Cactaceae) in vitro Ta abioTUYHi
cTpecu
Ty3/gypsy peTpoTpaHCNO30HU
Glycine Rumex acetosa FJ402918 KarocoyTBOPEHHS Skaptsov, 2017
tomentella (Polygonaceae)
Hayata
RN304 Oryza sativa (Poaceae) KantCcoyTBOPEHHS Picault, 2009
RIRE 9 Oryza sativa (Poaceae) | AF110183 KantCcoyTBOPEHHS Li, 2000
HuTy3A3 Hylocereus undatus KyNbTUBYBaHHSA POCIWH Nie et al., 2019
(Cactaceae) in vitro Ta abioTUYHI
cTpecu

Sabot Ta cniBpobGiTHMKK BMSABMNN, WO B reHo-
Mi pucy iCHye ABi Maike igeHTU4HI konii Tos17 —
Ha xpomocomax 7 Ta 10. Ha 7-in xpomocomi koniqa
LbOro enemMeHTa € akTMBHOK i 34aTHOK [0 TpaHC-
no3uuii, 3oKkpema y KynbTypi in vitro, Togi sik Ha 10-
MW — HeaKTMBHA, CUMbHO METWUNbOBaHa i MICTUTb
Kinbka CTOM-KOOOHIB. TakoX OMWCaHO CTPYKTYpy
aKTMBHOrO peTpoTpaHcno3doHa Tos17, BcTaHoBIe-
HYy 3 BUKOPUCTaHHSIM KoMmmrekcHoro 6GioiHopma-
TMYHOro aHanisy. [JoBxuHa NoBHOI KoNii peTpoTpa-
HCNo3oHa Ha 7-n XpoMocomi cknagae 4114 n.H.
(Sabot, 2014).

Okpim TOro, y reHomi pucy 6ynu BusiBneHi no-
CNiAOBHOCTI NOBHWMX peTpoTpaHcrno3oHiB RN16
HagpoouHn Ty1/Copia i RN304 HagpoaunHu
Ty3/Gypsy, SKi TakoX 3HAXOAATbCA Ha AiNsaHUi 7-1
XPOMOCOMM Ta iHOYKYIOTbCSA MPU KankoCOYTBOPEHHI
(Picault et al., 2009) (Tabn.).

Mpyn BuBYeHHi ekcrpecii enemeHta OARE-1
(Tyl/Copia) B reHomi BiBca mig, Aieto abioTMYHMX dak-
TOpIB, 30KpemMa Npu KynbTUBYBaHHI in Vvitro, nig Bnnmn-
BOM YrnbTpadioneTy, »acMOHOBOI Ta caniumnosoil
KMCINOTW, BUSIBMEHO, LLIO 3@ XapaKTepoM 3MiH eKcrpecii
BiH Oy nogioHMm po reHa PAL (phenylalanin
ammonia lyase) (Kimura et al., 2001) (tabn.).
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Y Hylocereus undatus (Cactaceae) peTtpoT-
paHcno3onn Ty1C3, HuTy1P4 ta HuTy3A3 npo-
SBUMW peakUito Ha pi3Hi cTpecoBi yMOBU: 0OpOOKy
ropMoHamu, YynbTpadioneToBUM OMPOMiIHEHHSAM,
NaCl, xonogoBuit i Tennosuin BNNuBK, Ta 0codnu-
BO Ha KyNnbTUBYBaAHHSI POCIUH in vitro. Hanpuknag,
nig Yac KynbTUBYBaHHS in vitro ekcnpecia dparme-
HTiB HuTy1C3 3poctana B 340 pasiB NoOpiBHSHO i3
kKoHTponem, a ana HuTy1P4 piseHb ekcnpecii y
KynbTUMBOBaHMX in vitro 3paskax 6ys y 179 pasis
BULLE, HDK y KOHTpomi. Hawnbinbwa ekcnpecis
HuTy3A3 Takox Gyrna BusiBneHa y KynbTUBOBaHMX
y npobipui naroHax (Nie et al., 2019) (tabn.).

HocnipkeHo aktmBauito Ty1/Copia peTpoTpa-
HcnosoHy BARE-1 npu TpuBanomy BMpOLLYBaHHI
kantocy Hordeum vulgare (tabn.). Evrensel Ta
cniBaBTOpWM MOKasanu, WO nicna KyrbTUBYBaHHSA
eMbpioHiB aumeHto npotarom 30, 45 Ta 60 A6 3
METOI iHAYKLUiT KaniCOyTBOPEHHS, crocTepiranu
BapiabenbHicTb IRAP-npodinis. Mpu usomy, koe-
didieHT nogibHocTi 3a XKakapgom mMixk 30-4eHHUM i
45-neHHnM Kantocamm ctaHoBuB 84 %. Hanbinbly
NnoAioHICTb BUSIBMEHO MK BMXiOHUM eMOpioOHOM i
60-a0eHHMM KantcoM (86 %), HavMeHWwy — MiX
3apogkoM i 30- Ta 45-geHHuMuU kanocamn (78 % i
75 % BignosigHo) (Evrensel et al., 2011)

Yilmaz Ta cniBaBTOpM BMBYaNU iHOYKLIO
BARE-1 Ha AOBOX niHiAX KamnociB SSMMEHI0 Pi3HOI
TpuBanocTti BupowyBaHHsa (30, 60, 90 gHiB), Ta
OTPUMaHUX Bif HUX POCHNH-pereHepaHTiB naroHe-
Boro noxomkeHHs (Yilmaz, Gozukirmizi, 2013).
HassHicTb nonimopdHux IRAP-cmyr cnoctepiranu
B KamnCHUX TkaHWHax Ha 30-i OeHb KynbTUBYBaH-
HA Ta Npu NoAanbLUOMYy BUPOLLYBaHHI. Takox Bu-
SIBMeHO BiACyTHiCTb BigMiHHOCTen IRAP-npodinis
KantoCHUX KynbTyp Ta OTPUMaHWUX Big HUX POCIUH-
pereHepaHTiB.

LlikaBum € Ton dhakT, WO MNpU LUTOreHeTunu-
HoMy pocnimpkeHHi aktuBauii BARE-1, BuknukaHoi
yMoOBaM# in vitro, BUSBUNK MOMiNfoign3adiio gBox
reHoOTUNIB AYMEHIO Ha paHHIX cTagisax geandepen-
uiadii. MNMoninnoigusauis kantocy BigdyeBanacs nic-
nsa 3 pi6 BupoLWyBaHHA Ha >XMBUMbHOMY cepeao-
BULWi. ABTOpM MpuMNycKarTb, WO ceped akTopis,
AKi MOXYTb BMKINMKaTW NONINMOIAM3aLito Ha paHHixX
cTagisx kantcoreHesy, cnig 3asHaunTu eHgopeay-
nnikauio, eHaoMiTo3, aHoMarnbHe po3TallyBaHHS
MikpoTpyBo4oK, nowkomkeHHs dparmeHTisa OHK i
TpaHcno3uuito MobinbHMX enemeHTiB (Fras et al.,
2007).

Bayram Ta cnisaBTOpY BMBYanu iHOyKLUito pe-
TpoTpaHcnosoHa Nikita npu BupoLlyBaHHI Kantocis
pisHoro Biky (30-, 60-, 90-geHHi) 3 reHoTuniB

Hordeum vulgare metogom IRAP-TJIP. MNokasaHo,
LLIO NpU BUKOPUCTaHHI npavimepa E 2647 HoBi cmy-
M 3'SBNSAMCb B OOHOMY 3 TPbOX AOCHIOKEHMX
reHoTUniB Npu KynbTUByBaHHI 30-0eHHOro Karnocy i
30epiranncs Npu noganblioMy BUpOLLyBaHHi. [Npu
BUKOpUCTaHHI npanmepa N-57 HoBi dparmMeHTn
3'IBUINTUCb Y ABOX FE€HOTUMIB i3 TPbOX AOCHIMKEHMX
nuwe Ha 90-un geHb BupollyBaHHs (Bayram et al.,
2012).

Mpun BMBYeHHI peTpoenemeHTa Sukkula 3 Bu-
kopuctaHHam iPBS Tta IRAP-npanmepie s4mMeHto
nokasaHo, WO piBeHb BigMiHHOCTEN MiX 5 Buxia-
HUMMK reHoTunamm ctaHoBuB Big 14 % i 29 % Ha
40-1 geHb KynbTUBYBaHHS, Big 50 % 8o 74 % — Ha
80- OeHb KynbTMBYBaHHA 3a oboma Tunammu
npanmepis. ABTOpY NpUNycKarTb, O Ha TpaHCno-
3ULI0 UbOro enemMeHTa mManu BNAUB YMOB Ta Tpu-
Banictb KynbTuByBaHHs (Kartal-Alacam et al.,
2014).

3a gonomoroto metoay IRAP npoaHanizysanu
piBeHb nonimopdiamy B obnactax OHK, dnaHko-
BaHWX iHBepTOoBaHMMM LTR pisHMX peTpoTpaHcno-
30HIB, Yy pOCrfMHax-pereHepaHTax TpuTukane,
oTpMMaHux nicnsa gobopy KMiTMH Ha CTikKicTb 40
OCMOTWYHOro ctpecy. [MoniMopdHi nokycu oTpu-
Manu 3 npaviMepamMu OO PEeTPOTPaHCMNO30HIB
Sukkula, Wham, Wilma1 i Nikita. Buasnexnun no-
nimopciam Mir 6yt NOB’sI3aHMI 3 TOYKOBUMU MY-
TauigsMmn B canTax 3B’si3yBaHHS NpaniMepiB y perio-
Hax LTR Ta / abo geneuiaMmu, WO MOXe CBigYNTU
npo akTmeauito Ta TpaHcnosuuito MIME y cdopmax,
OTPMMaHMX LWNAXoM Bigbopy kniTnH. Takox 3adik-
COBaHO akTMBaLito peTpoTpaHcno3doHy Cassandra
y M'SKOi NweHuui nig yac Aobopy Ha CTiMKICTb A0
aediunty Boan. BigmiveHo cneuundiyHi 3MmiHM B
cnekTpax npoaykTiB amnnidikauii AHK, wo Bigdy-
nncs BHacnigok npsamoro abo noetanHoro fobopy
knitnH (Pykalo, Dubrovna, 2018).

Cnig 3a3HauMTK, WO aKTUBAUia Oeskux ene-
MEHTIB Y NPOLECi KYNbTUBYBAHHA 3anexmtb He
nuule BiA BiKy, a 1 Bif TUMNY eKCNNaHTy Ta BUXigHO-
ro reHoTuny. Hanpuknag, aktmBauito TpaHCKpUnL,it
RIREY (Ty3/Gypsy) y reHomi Oryza sativa cnocte-
piranu nuwe y kantcax, OTpMMaHux 3 NMCTKOBUX i
ctebnoBux ekcnnanTiB (Li et al., 2000). MNMokasaHo,
wo Tnt1 ekcnpecyeTbca nuwe y KopeHsx; Ttof,
Tos10 i Tos17 cnabo ekcnpecyloTbCs B TKaHUHaX
nnCTKiB, a peTpoTpaHCno3oH symeHio BARE-1
BUSIBNEHO NuLe Yy TKaHMHax nuctka (Todorovska,
2007).

Mpn BuB4eHHi BARE-1 (Todorovska, 2007;
Evrensel et al., 2011) Ta Nikita (Bayram et al., 2012)
3a YMOB TpUBasoro KynbTuByBaHHSA Hordeum vulgare
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BUSIBUNM 3areXxHicTb BapiabenbHOCTi CnekTpiB He
nvwe BiA BiKy Kamntocis, a i Big BUXIOHUX reHOTUNIB.

Cnig 3asHauynTu, Wo akTmBHicTb BARE1-
noaidHMX enemeHTiB crnocTepiranu i 3a Hopmarb-
HWUX, HE CTPECOBMX YMOB Yy MITOTUYHUX TKAHWHAX,
30KpemMa TKaHWHaX KiHYMKIB KOpPEHIB Ta OpyHbOK
sumeHtio (Manninen, Schulman, 1993). PoguHa
BARE-1 B reHoMi s4MeH0 npeacTtaBneHo 14 Tuc.
MOBHOMIPHUMX KOMIN, AKi PO3CisiHi NO BCIX XpOMOCO-
Max i cknagatoTb mamke 2,9 % 3aranbHOro po3mi-
py reHomy sumeHto. [eplumii NOBHICTIO OxapakTe-
pusoBaHun enemMmeHT, HasBaHuh BARE-1a, mae
AoBXUHY 12088 n.H. i MiCTUTb BCTaBKYy AOBXWHOIO
3135 n.H. y noro 3'LTR (Manninen, Schulman,
1993). 3 BMKOpPUCTAHHAM MOJSEKYNAPHUX MapKepis,
CTBOPEHUX HA OCHOBI KOHCEPBaTUBHUX MOTMBIB
BARE-1, BUABNEHO 3Ha4YHUW noniMopdiamM pisHUX
Bugie Hordeum Tta coptiB H. vulgare, sikun 3acBig-
UMB, WO B rEHOMi A4YMEHI0 BiOOYBaETLCA aKTMBHA
TpaHcno3uuisi BARE-1-noaibHmnx enemMeHTiB
(Kalendar et al, 2000). Niarpyna BARE-1, Bugine-
Ha 3 AYMEHI, OOCUTb PO3MOBCHAXKEHA Yy TpUDI
Triticeae, B TOMy 4ucni y nuleHuui, XuTta, BiBca.
Pesynbtatn gocnigkeHb 0cobnMBOCTEN OpraHisa-
uii enemeHTieB BARE-1 B reHoMi Oynu BukopucTtaHi
ONsi BABYEHHSA eBortouii AMKoro sumeHto Hordeum
spontaneum (Kalendar et al, 2000) Ta reHOMHMX
nepebygoB B KynbTypi TKaHWH | B POCMMH-
pereHepaHTiB siumeHio (Evrensel et al, 2011,
Yilmaz, Gozukirmizi, 2013). OcobnusicTio eneme-
HTa BARE-1 € 1oro TpaHcKpunuinHa akTUBHICTb Y
MITOTUMHUX TKaAHUHAX $IK 3@ HOpPManbHUX YMOB
pocTy, Tak i B KynbTypi in vitro.

OTxe, npouecu KanicoreHesy Ta pereHepadii
Yy POCnuvH in Vitro, Siki MOXXHa po3rnagaTn gk cTpe-
COBUM YMHHUK, CYMPOBOOXKYIOTbCA aKTMBaLieto
psgy LTR-peTpoTpaHCNo30HiB, WO Npu3BoaUTbL A0
NiABULLEHHS IHTEHCUBHOCTI MyTauUilHUX npouecis
3a paxyHOK BULIOI yYacToTm nepemiweHs MIE
Ta/abo iXHbOro «nepecnpsMyBaHHA» Y OiNsHKN
aKTMBHOIO eyXpoMaTuHy.

MexaHisamn aktmBauii LTR-peTpoTpaHc-
NO30HIB POCNUH B KynbTypi in vitro. binbwicts
MIE 3Haxogatbcsa y CTaHi Cnokow nig Yac Hopma-
NbHOrO PO3BUTKY | aKTUBYKOTbCA Npu BioTUYHOMY
4y abiotnyHomy cTpeci (Taspinar et al., 2018;
Esposito et al., 2019; Nie et al., 2019; Yigider et
al., 2020), sokpema B KynbTypi in vitro, npn nopa-
HeHHi, abo npu pfii natoreHHUx 30yAOHUKIB
(Voronova, 2019).

3naBanocs 0, Taka Benun4yesHa Kinbkicte MIE,
ska onucaHa Onsi reHoMmiB GinbLIOCTi POCNUH, Mo-
BMHHA LIBMAKO [€30praHidyBatu reHoOM, OfHaK

uboro He BigbyBaeTbcsa. Bigomo npo icHyBaHHS
NPUHaMMHI ABOX LUNAXIB perynauii akTMBHOCTI MO-
OinbHUX enemeHTiB: 1) cxunbHicTe MIE po Bnac-
HOi iHaKTMBaUii — Hanpukniaa, aBTOHOMHI MODIfbHi
eneMeHTU MOXYTb MICTUTU MOTUBMU, LLO NIMITYIOTb
YacToTy CBOEi TpaHcno3uuii nogidHo o Toro, sk
naToreHn 3MeHLYHTb CBOK BipYNEHTHICTb; 2) eni-
reHeTMYHe MNPUrHiYeHHs aKTMBHOCTI PeTpoTpaHC-
No3oHa — Y POCINH enireHeTUYHEe CanneHcyBaHHSA
MIE BigbyBaeTbca 3a [JOMOMOroH Manux iHTep-
depytounx PHK (siRNA), metunioBanHs OHK, re-
TepoxpomaTuHisauii panoHiB iHTerpauii MIE,
YTBOPEHHS Tak 3BaHUX SOlo-enemeHTiB 3a paxyHoK
HepiBHOI peKkoMbiHauii BcepeauHi enemeHTiB, Ha-
KOMUYEHHS1 HEBENUKMX Aerneuin BHacnigok Hepis-
Hoi pekombGiHauii (Bennetzen et al., 2005; Kunakh,
2013; Lerat et al., 2019; Bednarek, Orlowska,
2020). Bigomo, wo pisHi rpyim  LTR-
PETPOTPAHCMNO30HIB 3HAYHO BIAPI3HAKTLCS 3a CBO-
€10 TPaAHCKPUMLINHOK Ta TPAHCMO3WLINHOK aKTuB-
HicTio (Orozco-Arias et al., 2019).

Ha gymKy gesikux JocnigHUKIB, enireHeTUYHi
MoaundikaLii, ocobnMBo 3MiHU METUIOBAHHS, Bifi-
rpatoTb GinMbll BaXnMBY poOrib Y COMaKroHarbHil
MIHNMBOCTI, HX reHeTu4Hi 3miHn (Evrensel et al.,
2011). MeTunboBaHWA UWUTO3NH Yy FEHOMi POCIWH
pO3noAifieHnin HepiBHOMIPHO i peTpOTPaHCNO30HN
3HaxXoOsATbCA B CWUMBbHO METUITbOBAHMX perioHax
(Orlowska et al., 2016). Lle MoXXe MOSACHUTU 3MiHK
yucna Komin peTpoTPaHCNO30HIB NpU  KyrbTUBY-
BaHHi TkaHWH. Steward i3 cniBaBTopamu npu Bu-
BYeHHi ZmMI1 Kykypyasu nokasanwu, WO XOnofo-
BMI LUOK B YMOBax KynbTUBYBaHHS in Vitro npuso-
ONTb OO0 AeMeTUNoBaHHA OAHOro cneumndivyHoro
(pparmeHTy (Steward, 2002) (Tabn.).

BusiBneHo  enireHeTu4Hy  BapiabenbHicTb
Tos17 y KiNbKOX COPTiB pUCy Npy OTPUMaHHI Kanto-
Ccy Ta nojanblOMy BWPOLLYBaHHIi  POCIVH-
pereHepaHTiB. [loka3aHO, WO aKTMBHICTb LbOro
enemMeHTa Ha 7- XPOMOCOMI TICHO KOpente 3i
CTyNneHeM METUNIOBaHHSA MpW NOBHIN i4EHTUYHOCTI
ainaHok JHK y 2 copTis pucy. B npoueci kantocoy-
TBOPEHHS CMocTepirany akTMBHICTb Tos17, npwu
LbOMY MeTUNIOBaHHA He Bigbyeanocb. 3 kantocy
OTPUManu POCIVHU-PEreHepaHTn. TakoxX nokasa-
HO, WO i3 36iNblEeHHAM Yacy BUPOLLYBAHHS LIMX
pocrnvH  30inblUyBaBCA  CTyMiHb  METUIOBAHHS
Tos17. lNpy TOMy, 3Ha4YHE 3pOCTaHHS PiBHA MeTu-
noBaHHa [HK BigbyBanoca B HacTymHOMY MOKO-
NiHHI nicna 3aKiHYeHHs penpoayKTUBHOIO LMKy .
36inbweHHs MmeTuntoBaHHs OHK npussogmno go
NPUrHiYeHHa TpaHcKkpunuii konii Tos17, Wwo 3Haxo-
OUTbCA Nig ynpaBniHHAM BRacHOro, a TakoX donaH-
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KyHO4Oro reHoMHoro npomotopa. JocnigHukn npu-
MW 0 BUCHOBKY, Wo meTunioBanHs OHK Tos17
KOHTPOJOE aKTUBHICTb LibOr0 PETPOTPaHCNO30Ha i
MOAYNIOE aKTUBHICTb CYCidHIX reHiB. Ha nigcrtasi
NOPIBHAMBHOIO aHanisy 3 HeakTUBHOK (POpPMOK0
Tos17 Ha 10-1 xpomMoOCcOMi 3anpornoHOBaHO Mexa-
Hi3M TPaHCKPUMUINHOrO BTpPYyYaHHs, sikuin Gepe
y4acTb Y KOHTpori aktuBHOCTI Tos17 (Cheng et al.,
2006).

Bigomo, wo TpaHcnosuuis Tos17 Ha xpomo-
comi 7 copty pucy Nipponbare moxe BuKNukaTu
COMakIoHanbH1Ui MyTareHes 3 HebaxaHMMK O3Ha-
Kamu nig Yac TpaHcdopmalii pucy, LWo BAnMBaTu-
Me Ha 3acToCyBaHHS TpaHcreHis. Luo Ta cniBpobi-
THUKA 3 BUKOPUCTAHHAM CUCTEMW pefaryBaHHs
reHiB CRISPR/Cas9 otpumanu mytaHt D873 3
pegaroBaHnm Tos17 Ha XPOMOCOMI 7
(Tos17D873), skunm maB peneuito AiNsiHKK, €ka
koaye oomeH GAG Ta OCHOBHMWIA JOMEH iHTErpaswm.
Micns UbOro, He3BaXaruM Ha aKTMBALL TPAHCK-
punuii pegaroBaHoro Tos17 B TKaHMHaAX Karnocy
D873, TpaHcnosuuin Tos17D873 y poCnuH-
pereHepaHTiB D873 pocnigHukam BUSBUTU He
Baanocsa. Llen pesynbTaT cBiguuTb Mpo Baxnu-
BicTb aomeHiB GAG Ta iHTerpasu ans TpaHcno3nuil
Tos17 | He3daTHICTb IHWNX PETPOTPAHCMNO30HIB,
NPUCYTHIX B FEHOMi puUCy, KOMMeHcyBaTu ixX aene-
Lito. MopibHum  nigxin 3  BMKOPUCTAHHAM
CRISPR/Cas9 moxHa 3acTocoByBaTM 3 METOM
iHaKTMBaLil IHWWX PeTPOTPaHCMO30HIB y cenekuii
poOCnVH Ons OOCnimMXKeHHA QyHKUih reHiB (Luo et
al., 2020).

Y pocnipkeHHi CkanuoBa Ta cniBaBTOpiB BU-
SIBMIEHO 3MiHW MeTWUNIOBaHHSA MNOCNIAOBHOCTEN peT-
pPOTPaHCMNO30HIB 060X HaApPOAMH Y MPOLECi BUPO-
LLyBaHHS KaniociB pi3HOro BiKy Ta pereHepauii
pocnvH Rumex acetosa L. B ymoBax in vitro. Y
POCNUH-AOHOPIB | B KaNCHUX MiHiAX Micns TpboX
MiCALIB KyNbTMBYBaHHS, PETPOTPAHCMNO30HM Hapg-
poouH Ty3/Gypsy i Ty1/Copia 3anuwianmcb NoBHi-
cTio abo yacTkoBO MeTunboBaHumu. [pu ubomy
piBEHb METUMBaHHS 3MiHIOBaBCS BignoBigHO A0
TPUBAnNoOCTi BUPOLLYBaHHS: Y KOHTPOMbHIN MiHii Ta
nicns TpbOX MiCSAUIB BUPOLLYBaHHA KynbTypu TKa-
HWUH BUSIBNEHO METUNIOBAHHS PETPOTPAHCMNO30HIB
obox HagpoanH — Ty3/Gypsy (Tat/Ogre, Bingo) Ta
Tyl/Copia (Maximus/Sire), Toai sk nicna 12 mics-
LiB BUPOLLYBaHHA KyNbTypu TKAHUH cnocTepiranu
METWUIMIOBaHHA Nuwe peTpoTpaHcno3oHa Glycine
tomentella Hayata, sikuii BigHocaTe o Ty3/Gypsy
(tabn.). Kpim TOro, nig 4ac pereHepadii BigdyBsa-
nocb MEeTWUINoBaHHA peTpoTpaHcnodoHa Tat/Ogre
(Ty3/Gypsy) (Ckanuos u agp., 2017). Omxe, 4acTo-

Ta TpaHCno3uuin moxe OyTu pisHa y pi3HMX TUMiB
peTpoTpaHCMno30HiB. Cxoxi siBMWA onucaHo ans
Ty3/Gypsy, Tyl/Copia Ta LINE enemeHTiB y pobo-
Tax (Wessler, 1996; Evrensel et al., 2011).

3 iHworo ©0Ky, HasABHICTb B reHOMi Komii 3
NMOPYLUEHHAMU Ta HEBENWKOI KiNMbKOCTi aKTMBHMWX
LTR-peTpoTpaHCNO30HIB € iHAMKATOPOM TOro, Lo
OesKMM eneMeHTaMm BOAETbCHA YHUKHYTUM MPWUrHi-
YeHHs 3 BOKy KniTMHW-xa3diHa. Lle moxe Binbysa-
TMCA 30KpeMa 3aBOskn edeKkTy crneumdidyHol Xpo-
MOCOMHOI NoKani3aLiii eneMeHTiB, ka J403BOMNSE iMm
YHUKHYTW CaWneHCUHry. [HWwa MOXNMBICTb YHUKHY-
TV iHaKTUBaLii — BMCOKa BapiabenbHicTb nocnigo-
BHOCTEN MOGIiNbHUX enemeHTiB. Hanpuknaa, ans
nocrnigosHocten Tnt1-peTpoTpaHCNO30Ha THOTHOHY
nokasaHo, L0 NPOMOTOPHUA PanoH, SIKM € OCHOB-
HOI MilLEHHI0 ANS iHakTMBaLii LWMASXOM MeTUnio-
BaHWsl, MNpoOsiBNsSe Hanbinbwy BapiabenbHiCTb
(Vernhettes et al., 1998).

OpgHum i3 mMexaHiamiB aktmeauii MIE 3a gii
CTPECOBUX YMHHUKIB, MOXXe ByTW HasBHICTb B Mpo-
MOTOpax [OesKNX aKTUBHUX pPEeTPOTPaHCMNO30HIB
PErynsaToOpHUX eneMeHTIB NogibHNX OO0 TaKux, Lo
BXOOATb A0 CKnagy MNpPOMOTOpPIB FEeHiB 3aXMCHOI
gignosigi (Alzohairy et al., 2014). Npn ubomy Ko-
pensuis M cTpec-iHgykoBaHo aktusadieto MI'E
Ta akTmBauielo i3ionoriyHMx MexaHismiB 3axucTy
KNITUHKU Bif CTPecy MoXe BU3HayaTUCHA HasiBHICTIO
Yy MOOINbHUX eNEeMEHTIB CaliTiB 3B’A3YBaHHsI TPaHC-
KpUNUiNHNX dhakTopiB, siki 6epyTb yvacTb B iHAYKLIi
reHiB 3axmcHmx cuctem knitnHm (Capy et al., 2000;
Mozgova et al., 2019). Jana cuTyauis mae micue y
POCIVH, PETPOTPAHCNO30HU AKUX HECYTb B CBOEMY
NPOMOTOpPi YUCIIEHHI MOTMBU CauWTiB 3B’siI3yBaHHS
TPaHCKPUNUiNHMX dakTopiB, siki 6epyTb ydacTb B
iHOYKUIT cneuundiyHMX Kackagis BignoBigi Ha cTpec
(Casacuberta, Santiago, 2013). MoxHa npunycTtu-
T, IO MPOTEONITUYHMIA Kackag, Lo 3anyckaeTbes
CTpecom, Befle 0O BUBINIbHEHHS aKTMBATOPIB TpaH-
CKpunuji, HeobXiaHMX ONs iHAYKUii ekcnpecii rexis
aHTUCTPECOBOIO 3axWUCTy Ta OOHOYACHO 34aTHMX
akTMByBaTtu TpaHckpunuito gesknx MIE (Capy et
al., 2000).

Hanpuknag, y npomoTtopi enemeHta Tto1
iAEHTUIKOBAHO PErynsaTtopHy  Cis-nocnigoBHICTb
OOBXMHOK 13 M.H., sika BNNMBAE Ha €EKCMpecito
Tto1 nig yac signosigi Ha ctpec (Takeda et al.,
1999). Bigomo, WO 3 UMM MOTUBOM 3B’A3YHOTHCS
TpaHckpunuinHi gaktopu MYB, B ToMy uucni dak-
Top LBM1, nogibHun go daktopa MYB-1, dakun
iHOYKYETbCA BipyCHUMU iH(ekuiamn. Ekcnpecia
apyroro TpaHckpunuinHoro MYB daktopa NtMYB2
aKTMBYE TpaHckpunuito enemenTiB Tto1 i PAL y
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TIoTIOHY (Sugimoto et al., 2000). Kpim TOro, icHye
roMOsIorisi MK NOCriAOBHOCTSAMM NPOMOTOPIB ene-
MeHTa Tto1 i reHa cTpecoBoi Bignosigi AoPR1
Asparagus officinalis (Takeda et al., 1999). Lii paHi
[03BONATb MPUNYCTUTK, WO obnaBa enemeHTH,
Tnt1 Ta Tto1, akTMBYIOTLCA Y CTaHi CTpecy, OCKinb-
KM ixHi nmpomoTopu nofibHi 4o nMpomoTopiB poc-
NNHHUX TeHiB, AKi 6epyTb y4yacTb y BignoBigi Ha
CTpeC, i 3B’A3YI0TbCHA 3 TUMU X TPaHCKPUNUINHUMHN
aktopamu. OTxe, perynsauis TpaHckpunuii Tnt1- i
Ttol-enemeHTiB fOOpe BMBYEHA i, K MOKa3YHOTb
pes3ynbTatv AOCNigXeHb, € [OCUTb XOPCTKOK
(Takeda et al., 1999, Sugimoto et al., 2000).

BctaHoBneHo, wo npomoTtop Tnt1A MmicTuTb
OBi pi3Hi perynstopHi NocnigoBHOCTI (KOPOTKy na-
niHgpoMHy nocnigosHicTb Bl i TaHOeMHUIA NoBTOP
Bll goBxunHoto 31 n.H.) B 5'LTR, aki akTuBHO BNnn-
BalOTb Ha TPAHCKPUMLiO enemMeHTa i € nogibHumMm
[0 NoCcnigoBHOCTEN NPOMOTOPIB POCIIMHHUX FEHIB,
aki  GepyTb y4yacTb y Bignosigi Ha cTpec
(Vernhettes et al., 1997). lNMocnigosHictb Bl cne-
undpiyHO B3aemogie 3 Ginkamu, siki aKTUBYHOTbCS
npu BIigMNOBIAI Ha CTpec opraHismy xassdiHa
(Vernhettes et al., 1997).

Cnig 3a3HaunTW, WO aKTMBauisi POCMMHHUX
pPETPOTPaAHCNO30HIB MPU  KyNbTMBYBaHHI  POCMVH
MoXe BigbyBaTucsa gudepeHLUinHO — No-pi3HOMY Y
pi3HUX KyrnbTypax in vitro. Hanpuknag, TpaHcnosu-
uiga Tnt1 A B reHi HiTpaTpegyktasum BusiBfieHa B
pOCINNHax-pereHepaHTax HenpsMOro MOXOMXEHHS,
OTpUMaHux i3 npotonnactie. OgHak, B CyCneHsin-
HWUX KynbTypax KNiTuH TpaHckpunuii Tnt1 A He cno-
cTepirann, HesBaawuuM Ha cnabke 306inblUEHHSA
yucna Komin Lboro MobinbHOro enemeHTa B yMO-
Bax in vitro. OgHak, y KynbTypi KNiTUH TIOTIOHY BU-
SIBUNU SIK eKCMpecito, Tak i TpaHcnoauuito Tto1, Tos
10 i Tos17. Ekcnipecisa Tto1 we 6inbLue nocunoBa-
nace npwu isondauii npoTonnacTis, y TOW Yac K Ans
Tos17 Hivoro nogibHoro He cnoctepiranu. Oude-
PEHLiNHY eKcnpecito pisHUX pocnunHHuX MIE npu
Pi3HMX YMOBaX KyNbTMBYBaHHS in Vitro MOXHa no-
SACHUTU TUM, LLO perynsauia sk MiHiMym OBOX Kac-
KagiB reHiB — CUCTEMU 3aXUCTY i CUCTEMU KITiTUH-
HOro nogainy — MoXe No-pisHOMy MoAynioBaTUCH B
Pi3HMX KynbTypax in vitro, i pocnuHHi MI'E, ski 3Ha-
XOAATbCA Nig KOHTporiem pakTopiB OAHIEl 3 uUnx
cuctem abo nig noasiiHUM KOHTponem, byayTb no-
pisHoMy BecTM cebe B ymMOBax BMPOLLYBaHHS
invitro (Wessler, 1996; Grandbastien, 1998;
Sugimoto et al., 2000; Alzohairy et al, 2014). Tpa-
Hcnosuuis MIE npu KynbTUMBYBaHHi, MMOBIpPHO,
NEeXuTb B OCHOBI (heHOMEHY TaK 3BaHOI «COMaKI1o-
HanbHOI akTuBauii». TpaHcnosuuiii MI'E Buknuka-

I0Tb COMaTWUYHI 3MiHW MPU MIKPOKITOHaNbLHOMY po3-
MHOXeHHi pocnuH (Carrier et al., 2012), wo aae mo-
XNUBICTb CTBOPUTU BHYTPILLUHBOr€HOMHUIA NOTeHLian
AK Yy COMaTUYHWUX TKaHMHaxX, Tak i B 3apOAKOBMX
kniTmHHux nidisix (Oliver, 2013). MaeTbcs Ha yBasi
nigBvLLeHa 4YacTtoTa MosdABM MYyTaHTIB cepep poc-
NINH-pEreHepaHTiB, OTPUMaAHUX i3 KasociB, SKy
cnocrtepiranu B 6aratbox BuaiB pocnivH (Wessler,
1996). OgHak, icHye npunyLeHHs, Wo nogarnblue
cTaTteBe pPO3MHOXEHHS pereHepaHTiB cTabinisye
aKTUBHICTb peTpoTpaHcno3oHiB (Orlowska et al.,
2016). Tum He MeHLle, YacToTa TpaHCMNO3MLIN
MOXe OyTh Pi3HOI0 Y Pi3HUX TUMIB PeTpoTpaHCo-
30HiB. MopibHi sBMWA BCTaHOBMNEHO Yy GaraTbox
poboTtax gna HagpogouH Ty3/Gypsy Ta Ty1/Copia
(Wessler, 1996; Evrensel et al., 2011).

BucrnoBneHo npunyLweHHs, LWo Bapiabernb-
HICTb r€eHOMIB KNiTWUH KantCHUX TKaHWH Yy pesyrib-
Tati TpaHcnosuuii LTR-enemMeHTIiB MOXe Cnpusiti
aveepcudikauii reHoTuny Ta eHoTUny pPOCHWH
(Yilmaz, Gozukirmizi, 2013). [lpucyTHictb MIE
NPOSIBASIETLCA Yy BUrMAAI CTpoKaTUX (PEeHOTUNIB, SKi
onucaHo ans GaraTboX XWUTTEBMX (POPM, NepLu 3a
Bce y Buwmx pocnuH (Kunakh, 2005, posain 4).
Hanpuknag, BusBneHo, Lo Konip HaciHHA Ta KBITOK
Ipomoea purpurea (L.) Roth., Brassica rapa L.,
3MiHM MikBy3niB Oryza sativa L. i konip nnogis
Vitis vinifera L. onocepeakoBaHi BcTaBkamn Mobi-
nbHux enemeHTiB (Carrier et al.,, 2012). OgHak,
cnig 3asHauuTy, WO nepepaxoBaHUX BULLE MeXxa-
Hi3MIB HegocTaTHbO AN MNOSICHEHHS HasABHOCTI
BeNnMYe3HOi KifbKOCTi KOMi peTpoTPaHCNO30HIB Y
reHoMax POCIIuH.

Hacnigkn aktuBaudii MIFE. Hapasi Bigomo,
Wwo HaseHicTb MIE y reHoMax eBkapioTiB 3yMOB-
MNOE HU3KY PIBHOMaHITHUX FeHeTUYHUX Hacnigkis
(Todorovska, 2007; Kynax, 2013). Harsigomiwmmmn
cepef HMUX Ha CbOrofHi € Taki:

1) MepemiweHHa i BOyaoByBaHHA MODBINbHMX
€NIEMEHTIB Y FeHU, Lo MOXE CMPUYUHATL MyTaLil.
BennyesHa, a MOXNUBO W nepeBaxHa, KinbKiCTb
«CMOHTaHHMX» MyTauin — ue Hacnigok iHcepuin
MOBIMbHNX reHeTUYHMX enemeHTiB. BOygoByBaHHS
MOOINbHOrO enemeHTa y reH MOXe MOLUKOAUTU
€K30H, «po3sipBaBwu» noro. Lle npussege go no-
pYLLUEHHS HOopMarnbHOI ekcnpecii reHa. MNpu BBya0-
BYBaHHi y [iNsiHKYy NpomMoTopa 4Yn eHxaHcepa, Mo-
BiNbHUA eneMeHT MOoXe MOLUKOAUTU PerynsiTopHy
30HY reHa. IHcepuia y AiNAHKY iHTpOHa MOXe BU-
ABUTUCS HELLKiOSIMBOK, OCKiNIbKM BCS MOCHioB-
HiCTb iHTpOHa pa3oMm i3 MOBINbHUM eneMeHTOM
Oyne Bupisana nig yac npouecuHry mPHK, a cycia-
Hi €eK30HM 0e3nepeLlKogHO CrnancyBaTUMYThCS.
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AKWwo X TpaHcno3oH BOYAyeTbCA y AiNAHKY iHTPO-
HiB, SIka KOHTPOMNIOE MpoLEecC ChnNamcuHry, Moxe
BiAOyTUCA MyTaLis.

2) 3miHa aKkTMBHOCTI reHiB. [oBri KiHUEBI Mo-
BTOPU € MPOMOTOpaMu PEeTPOTPaHCMNO30Ha, Mpu-
yomy 4K LTR, Tak i cam peTpoTpaHCNO30H MICTATb
HYKNEeOTUOHI NOCNIAOBHOCTI, WO € eHxaHcepamu
TpaHckpunuii. ToMy NepeMileHHs UuX curHanie y
reHOMi MOXe 3MIHIOBaTU perynsuilo akTUBHOCTI
reHiB (Han et al., 2017; Vicient, Casacuberta,
2017). Hanpuknag, €KWwo MOBINbHUA enemeHT
BMABMBCS OiNsi «MOBYa3HOro» reHa, To pesynbTa-
TOM MOXxe ByTu oro ekcrnpecis.

3) dPopmyBaHHA XPOMOCOMHMX nNepedyaos.
YHacnigok KPpOCUMHroBepy MK OfHaKOBO OpPIEHTO-
BaHUMU MOOINBHUMU  €NeMeHTaMn  BUHUKaKTb
jeneuia i gynnikauia martepiany, po3TalloBaHOro
Mix iHcepuismu (Vicient, Casacuberta, 2017).

4) ®opMyBaHHsI CTPYKTYPHUX ENEMEHTIB XpOo-
MOCOM, BKITHOYHO i3 LLEHTpoOMepamu Ta TeNoMepamm.

5) YyacTb y ropusoHTanbHOMY MepeHEeCceHHiI
reHiB. IH(ekUinHi peTpoBipycy 3gaTHi 3apaaTtu
opraHiamu, WO HanexaTb OO0 Pi3HUX BUAIB, i nepe-
HOCUTU TXHIN FeHeTUYHUA MaTepian, YTBOPHYM
konii AHK, wo BOyaOBYIOTLCS Y rEHOM.

6) Perynsuis crati i BMAMB Ha Mewno3
(Todorovska, 2007, Kynax, 2013).
3aknoYeHHs

3piicHeHO ornag nitepatypu Ta KOPOTKWMA
onuc BigoMnx nocnigoBHocten Ty1/Copia i
Ty3/Gypsy HagpoavH LTR-BMiCHMX peTpoTpaHc-
MO30HIB POCIVH, L0 aKTUBYKOTLCA NPU BBEAEHHI B
KynbTypy in vitro, Sk ogHOMY 3 BUiB CTpecCy.

[aHi npo akTmBaLito TpaHCKpunuil i TpaHcno-
3uuii LTR-peTpoTpaHCcno30HiB cBigYaTh nNpo Hass-
HICTb Y HUX PErynsaTOpHUX MexaHi3MiB, O KOHTPO-
NOKTb EKCMPECiI0 eneMeHTIB Y KriTUHax xassiHa.
Y KynbTypi TKaHWUH MOXYTb akTMByBaTUCA OesKi
MIE, Tomi €K iHWI 3anuwarTbC HeaKTUBHUMM.
Po3rnaHyTo OCHOBHI MexaHiamu aktusauii LTR-
BMICHMX PETPOTPAHCMNO30HIB 3a Ail CTPEeCOBUX YUH-
HUKIB, @ came LWMSXoM 3MiHM meTuntoBaHHa OHK
Ta B3aEMOAii CTPeC-iHAYKOBaHNX TPaHCKPUMNUiNHNX
dakTopiB i3 NpoMOTOpaMn PETPOTPAHCMNO3OHIB
3aBOSKM HASABHOCTI B HUX cneumndivyHux canTiB
3B’A3yBaHHS Ta iHLWMX PEerynaTopHUX enemeHTiB.
Baxnueum Hacnigkom aktueHocTi MIE, B y Tomy
yncni LTR-BMiCHUX peTpoTpaHCnO30HIB € nigBu-
LWEHHST PiBHA reHeTUYHOI MIHNUBOCTI nonynsuii, y
TOMY YMCni KNITUHHOT NoNynAuii in vitro, Wo B CBO
Yepry niasuLye Ti WaHCU NPUCTOCYBaHHA 40 3MiHN
YMOB CepeoBULLa iCHYBaHHSI.

Ha cborogHilwHin AeHb € 3aranbHOBU3HAHUM,
wo MIE € pywinHow cunor eBontoLii, aka npuBo-
ONTb 0O NOSABM HOBUX TFEHHUX (DYHKLIA, BUKNUKAE
nepebynoBu i pisHOMaHITTA reHomis. [lpunycka-
€TbCS, WO B HAWOMMKYOMY MaiOyTHBOMY 3aBASIKU
3POCTaHHIO KiNbKOCTI OOCTYNHUX MNOCRIZOBHOCTEN
reHomiB Ta po3poOLi HOBUX IHCTPYMEHTIB ANS BU-
SIBMEHHS Ta aHanidy iHcepuin MIE, B ToMy 4ncni
LUMASXOM AOCRIMKEHHS KynbTypu in Vvitro, MOXHa
Oyne noBecTu BigNOBIOHY PONb PETPOTPaHCMO30-
HiB B €KOMOrivHi aganTaLii opraHiamy.
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RETROTRANSPOSONS
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Retrotransposons make up a significant part of
plant genome and are probably the most dynamic part of
it, so they play a significant role in the generation of
genetic variation. In particular, their activation can lead
to structural reorganization of genome and changes in
genome size, the emergence of novel genetic and
phenotypic variants, as well as changes in gene
expression, thus providing the raw material for
adaptation and evolution. This review summarizes
literature data on the activation of LTR-retrotransposons
of the superfamilies Tyl/Copia and Ty3/Gypsy during
in vitro culture and under various abiotic and biotic stress
conditions. Their structure, classification, and signifi-
cance for the organization and functioning of plant ge-
nome are reviewed. The main mechanisms of activation
of LTR-retrotransposons under stress conditions are
explored, including changes in DNA methylation and
interaction of stress-induced transcription factors with
retrotransposon promoters due to the presence of
specific binding sites and other regulatory elements. The
review also discusses consequences of activation of
retrotransposons and control of their activity by self-
inactivation mechanisms and the epigenetic regulation of
genome.

Keywords: retrotransposons, Tyl/Copia, Ty3/Gypsy,
in vitro culture, abiotic and biotic stress.
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