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NEPENIK YMOBHUX NMO3HAYEHb

Abcuu3oBa kucnora — ABK
AxtuBHi ¢hopmu kucHio — ADK
AckopOarnepokcuaza — AITO
Bbpacunocrepoinu — bC

Baxki meranu — BM

I'i6epeninu — I'b
I'myrationpenykraza — I'P
Kacmonosa kucnora — KK
Iagomnin-3-maciana kuciiora — IMK
Ingomnin-3-onroBa kuciiora — IOK
Kammiit — Cd

Jlinokcurenaza — JIOT"
Metumxacmonat — MeXKK

Mizns — Cu

Hadrunonrosa kuciora — HOK
Hikens — Ni

Caninunoa kucnora — CK
Cauners — Pb
Cynepokcuaaucmyrtaza — CO/J
Huak — Zn

HuTokiainu — [IK



BcTyn

OpHi€ro 3 HAWBAXKIMBIIIUX €KOJIOTTYHUX MPOOJIEM Cy4acHOro 1HAYCTPiaabHOTO
CBITY € 3a0pyaHeHHs Oiochepu Bakkumu MmeTtaiamu (BM). Mertanu, KOHIIEHTpaITis
AKMX TEPEBMILYE 5 I/cM®, YMOBHO HAa3MBAIOTh BA)KKUMH, BOHH BXOJATh JO CKIAIy
PI3HUX XIMIYHHX CHOJYK 1 € HEB1I'€MHUMH MPUPOIHUMH CKIQJOBUMH 3€MHO1 KOPH.
BM sik 0111 3 TOJ0BHUX 3a0pyAHIOBAYIB HABKOJUIIIHHOTO CEPEIOBUIIA TOTPAILIIAIOTH
y IPYHT, BOJOWMH Ta aTMoc(epy B pe3yibTaTi IPUPOJHUX MPOIECIB (BUBITPIOBAHHS
TPChKUX MOPIJ, ByJKaHIYHA aKTHUBHICTh), @ TaKOXX BHACIIIOK IISUIBHOCTI JIFOAWUHU
(BMIOOYTOK KOPUCHHUX KOTIAJIMH, METATYPris Ta XiMIYHa IPOMUCIIOBICTh, TPAHCIIOPT,
3aCTOCYBaHHA MiHepalbHUX J100puB). [lIBHAKUI PO3BUTOK MPOMHUCIOBOTO
BUPOOHMIITBA W TPaHCHOPTY CHPHUYMHIOE pI3Ke 3pocTaHHi BmicTy BM Ha
ypOaHI30BaHUX TEPUTOPIsIX, MOOIM3y BUIOOYBHHX Kap’€piB Ta BUPOOHUYUX
MOTY>KHOCTEH €JIEKTPOCTaHI1{, MaricTpajeil Ha3eMHOrO0 TPaHCHOPTY, JIETOBUII
(Kosunckuii, Kypaesa, 2002). BM nHanexaTh 10 arpeCUBHUX YUHHUKIB 3a0py/THEHHS
61octhepu, HaOyBalOTh CEPHO3HY EKOJIOTIUHY 3arpo3y 4epe3 CBOK TOKCUYHICTh. Baxki
METall BUKJIUKAIOTh MYyTareHH1, TeHOTOKCUYHI ¥ IIUTOTOKCUYHI €(eKTH y TBApPUH,
JoAe 1 pochauH, 3a0pyAHIOIOTH Boxy, atmocdepy 1 TpyHT (Ackova, 2018;
Emamverdian et al., 2015). Bucoki xoHuenTpamii BM HeraTuBHO BIUIMBaIOTh Ha
Mopdonoriuny 0yaoBy (Zhang et al., 2011), nakonuuennst 6iomacu (Ghavri, Singh,
2012), dorocuntes (Mathur et al., 2016), TpaHCHOPT OpraHiYHUX PEUOBUH 1
MiHepaibHe xkuBiIeHHs (Vernay et al., 2007; Zhao et al., 2012), ¢dyHKuioHyBaHHS
CUTHAJIBHUX CHCTEM 1 cTpecocTiiikicTh (Tutos u ap., 2011, 2014; Opdenakker et al.,
2012), Bonuuit oomin pociun (Mukhopadhyay, Mondal, 2015). Born BrimBaroTh Ha
nuixu MAPK (MiTOreH-akTHBOBaHO1 MPOTETHKIHA3M) CUTHAIIHTY Ta 1HII CUTHAJIbHI
npolecH, 3MiHIITh posnoain Ca?" Ta aktuBHicTe Ca®*-3B’sA3ylouMX NIpOTEiHIB,
IHIYKYIOTh MPOAYyKyBaHHsS akTuBHUX (GopM kucHio (ADK) (Kosakivska et al., 2021;
Lander, 1997; Opdenakker et al., 2012; TutoB u nap., 2014). Hapith y He3HAUHHUX
KOHIIeHTpallissix BM 37maTHi BIIMBaTH Ha PICT 1 PO3BUTOK POCIHH, TaJIbMyBaTH
nporecu audepeniianii, nogorxenns ta noauty kiaituH (D'Emilio et al., 2012;
Doncheva et al., 2005; Feigl et al., 2013; Huang et al., 2012; Kelepertzis, 2014; Potters
etal., 2007). TpuBaiicTh nepeOyBaHHs 10HIB BaXKKUX METaJIIB Y IPYHTI 3HAYHO OlNIbIIa,
HDK B iHIIMX 4acTMHAX Oiocdepu. IPpyHT € OCHOBHHMM JKEPEIOM HAIXOKEHHS
MiKpoesieMeHTiB y xap4oBi JaHioru (bimanuy, 2008). I3 rpyaty BM abcopOyroThes
KOPEHEBUMH CHCTEMaMH POCIIMH, TAIbMYIOTh MPOIIECH POCTY 1 PO3BUTKY, MPU3BOISITH
710 3HAaYHMX BTpaT Bpoxkaro (CBiToBuUH Ta 1H., 2014).



KopeHi peryniorTh MOTVIMHAHHS METaly, 3MIHIOIOUM HAJXOHKCHHS 10HIB 3a
y4acTi OUIKIB-TPAaHCIIOPTEPIB METAITy B TUIa3MajieMi, MOCUITIOI0YH 3B’ I3YI0Unid e(eKT
KJIITUHHOT CTIHKH, 800 0OMEXYIOUH Ta YHUKAIOYH MTOTJIMHAHHS MeTaly. Y HUTOIUIa3M1
MENTH/IHI XeIaTOpH 3B’ I3YI0ThCA 3 METaIaMH 1 TPaHCIIOPTYIOTH 1X 10 opraned. [1ig yac
TpaHCIipaIii MeTali BUBOIATHCA dYepe3 Kcuiemy. Y KITHHAX JHUCTKIB METaIH
TPAHCTIOPTYIOTHCS IIISIXOM PEryJbOBaHOI MEpeki MeMOpaHHHX TpPaHCHOPTEPIB 1
xenaTopiB (PucyHok).

Perynsuis 3aBaHTaeHHS KiHLEBUX Aeno
xenatoBaHux BM 3giiicHIOETbCA Mepexeto
MeMOpaHHWX TpaHCnopTEpiB

/

TpaHcnokadis BM 3yMoBMtoETbCA KCUNEMHIUM

BM 38B's3yt0TbCSt KOMMNOHEHTaMM Shis i "
TpaHcnipaLliiHMM NOTOKOM 3 KOPEHIB 10 NIUCTKIB

KNITUHHWX CTIHOK TKAHWH KOPEHs!

\

MoTik ioHiB BM 3giicH0eTbCS Yepes /

s Perynaujis nornuiaqHs BM wnsxom
MeMOpaHHi Ginku-nepeHoCHNKN

3MiHM IHTEHCUBHOCTI TPAHCMOPTY iOHIB
Yepes NnasmaTuyHi Bink1-nepeHoCHNKM
KNITUH KOPEHS
BupineHHs kopeHem y fpyHT
iOHIB OpraHiYHWX KUCIOT Ans
38'A3yBaHHs BM

Pucynok. ITornuHaHHs Ba)XKKMX METAJIB 3 IPYHTOBOIO PO3UMHY Ta iXHsSI MOOLTI3aLis
pOCIMHAMU.

VY Biamosinp Ha nir0 BM y pocnuHHOMY Opraizmi (OpMYIOTBCS peaKIlii-
BIAMOBI/, JOCHIPKCHHS SKUX Ma€ BHpIIIAJbHE 3HAYCHHS ISl TONIYKY IIUISXIB
MIJIBHUIICHHS CTPECOCTIHKOCTI, 301MBIICHHS MPOAYKTUBHOCTI POCIHMH, OYHWIICHHS
3a0pyIHEHUX IPYHTIB 1 BoAoWM. BpaxoBytouu 3Haunuii BriuB BM Ha meTabosti3Mm, He
JUBHO, IO POCIWHU CTBOPWJIM HU3KY PI3HHX MEXaHI3MiB, 100 aganTyBaTHCS [0
npucyTHOCcTI BM 1 3po0uTH iX MEHII MIKIUTUBUMHU.

B ocranHi poKM aKTHMBHO BUBYAETHCS POJIb (PITOTOPMOHIB B I1HAYKINI Ta
IHTerpallii 3aXucHUX peakiiii pociuH Ha airo BM (Biicker-Neto et al., 2017; Rajewska
et al., 2016; Sah et al., 2016). Bukonytoun (yHKI{ CUTHATEHUX MOJICKYJ, BOHH
BHCTYNAIOTh TOJOBHHM 3acO00OM, 3a JIONIOMOTOIO SIKOTO POCIWHU pearyrTh Ha
abiotuuni Ta 6iotnyHi ctpecu (bemssckas u ap., 2018; KocakiBcrka ta iH., 20198;
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Chan, 2012; Colebrook et al., 2014; Nishiyama et al., 2011; Xu et al., 2016).
BcranoBneno, mo ex30reHHi (ITOrOPMOHHM 3[aTHI MiJBUIIYBATH I1HTEHCHUBHICTD
3aXUCHHUX peakiii Ha fair0 BM (Agami, Mohamed, 2013; Al-Hakimi, 2007; EI-Monem
et al., 2009; Kosakivska et al., 2019; Masood et al., 2016; Zhu et al., 2012, 2013).
3okpema, Oynu 3adikcoBaHi ¢itonporekTopHi edextu adbciuzoBoi (ABK) (Pantin et
al., 2013; Vasyuk et al., 2019) i caminmminosoi (CK) kucmor (Metwally et al., 2003).
[nnomnin-3-ouroBa kucinora (IOK) pazom 13 cerneHoM mom’siKilyBaja Jiil0 apCeHIIB
(Pandey, Gupta, 2015), Opacunocrepoinu (bC) iHmyKyBamm  CUHTE3
MeTalo3B’ 3younx nenTtuaiB ¢itoxenatuniB (Bajguz, 2002), ridepeminn (I'K) 1
rutokiHiaY (LK) Takox Oy npuyeTHi 10 popMyBaHHs cTpecoctiiikocti (Al-Hakimi,
2007; EI-Monem et al., 2009; Gangwar et al., 2010; Masood et al., 2016; Zhu et al.,
2012).

JlocnmiKeHHsT OCTaHHIX POKIB PO3IIMPWIM Halle YSBIEHHA MpO Te, SK
(ITOrOPMOHHM MOKYTh PETYJIIOBATH Ta 1HTErpyBaTH BIANOBIAI Ha Pi3HI €KOJIOT1YHI
CUTHAJIU, 00 MIATPUMYBATH KUTTEBI MTPOIIECH POCIMH Ha ONTUMATBLHOMY PIBHI.

Mertoto 1i€i MmoHorpadii Oyau aHami3 1 y3arajJbHEHHsI HOBITHIX JIITEpaTypHUX
BIJIOMOCTEH Ta Pe3yJIbTATIiB BIACHUX JOCIIKEHB MPO 0COOIMBOCTI (DYHKIIIOHYBAHHS
OCHOBHHUX KJIaciB (PITOTOPMOHIB, iXHIO B3a€MOJIIIO 32 J1i TOKCUYHUX KOHILIEHTpAIiil
BM; o6roBopeHHst posi ()ITOTOPMOHIB Y 3aXHMCHUX MEXaHi3MaX, 3MEHIIEHHI iXHbOT
TOKCHUYHOCT1, POpMYBaHHS CTIMKOCTI POCIIUH JI0 1i Jii.



PO3A4IN 1. PITOFTOPMOHAIJIBbHA PETYNAUIA NMPOLIECIB POCTY
TA PO3BUTKY POCJIUH

1.1. Abcuymn3soBa Kucnora

Ab6cmm3oBa kuciorta (ABK) 3anisHa B perymsimii 1ol HU3KH MeTa0oIIYHHUX 1
(b1310JIOTIYHUX TIPOILIECIB, CEpPel IKUX JO3PIBaHHS Ta MPOPOCTAHHS HACIHHS, TIEpexiy y
CTaH CIIOKOI0, OPMyBaHHS KOPEHEBOI CUCTEMH, HA0YTTs cTpecocTiiikocTi (Boitenko,
Kocakisceka, 2016). 3a ximiuHowo ctpykrypoto ABK € ceckBitepneHom (Cis).
Buninsiote yuc- 1 mpanc-isomepu  ABK, sKki  BiApi3HSAIOTECA MPOCTOPOBUM
MOJIOKEHHSAM KapOOKCHJIBHOI Tpymnu Oins apyroro aroma Byriaemio (puc. 1.1).
JIOMiHYIOUHMM Yy BHILMX POCIUH € akTUBHMM yuc-13omep ABK, Toni sik mpanc-i3omep
Ipe/cTaBlisie HeakTUBHY (opMy ropmony (Piotrowska, Bajguz, 2011).

Puc. 1.1. CrpykrypHi ¢popMynn i30MepiB aOCIIM30BOT KUCIOTH: A — akKTUBHA (popma
(S)-yuc-ABK, F — neaktuBHa ¢opma (R)-yuc-ABK, B — (}i3iosoriuno HeaKTHBHA
dopma (S)-2-mparnc-ABK, sika 3maTHa TIEpETBOPIOBATHCS B aKTUBHY yuc-Qpopmy i
HaBnaku (amantoBaHo 3a Taiz, Zeiger, 2003).

[Tin yac mo3piBaHHs HaciHHS oOuaBa i3oMepu ABK mposBisitoTs ¢i3ionoriuny
akTuBHICTH (Taiz, Zeiger, 2003). BMmict 1 cniBBigHOLIEHHS 130MepiB ABK BHu3Ha4aroTh
IHTEHCUBHICTh MPOIIECIB O10CMHTE3Y, KOH FOTaIlll Ta JIerpaaliii, KoMImapTMeHTarii i
tpancnoptyBaHHs (Crozier et al., 2000; Ross et al., 2004).

OcuoBuuit koH’torat ABK — rirokoswmnosuii edip ABK (B-/I-rrokomipano3us
ABK) — yTBOpIO€THCSI B pe3yJibTaTi B3aEMOIii CKIIaHOTO epipy aOCIIU30BOT KUCIOTH 3
D-rmoko30t0 (puc. 1.2). Il ManoakTHBHa CHOJyKa aKyMYJIOETbCS y BaKyoJsIX 1
HAJEXUTh JI0 TpaHCIIOPTHUX (hopM ropmony (Xu et al., 2014).
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Puc. 1.2. CrpykrypHa QopMyna TIIOKO3WIOBOTO edipy aOCIM30BOT KHUCIOTH
(amanrroBano 3a Piotrowska, Bajguz, 2011).

KmtouoBy ponb y rmmoko3wnoBanHi  ABK  Bimirpae ensum  ABK-
rimoko3mitpancdepaza (ABA-GTase); a 2-mpanc-(+)-ABK € HaiiepekTUBHIIIIM
cyOcTpaToM Ui TIEPETBOPEHHS BUIBHUX (opM y KoHtoropani (Xu et al., 2002).
BuBuIbHEHHSI TOPMOHY 3 TUIFOKO3UJIOBOTO €(ipy BiJIOYBAETHCS MIISAXOM TiIPOJII3y B
IIPUCYTHOCTI €H3UMY [-TJIFOKO3H/1a3H, T€HU K01 JIOKaJII30BaH1 B €HI0IIJIa3MaTUYHOMY
petukynymi (AtBGl) Ta Bakyomsx (AtBG2) (Lee et al.,, 2006; Xu et al., 2012).
BcranoBneno, 1mo B mepiof CTapiHHS pociuH Tioko3unoBui  edip ABK
HaKOMUYY€EThCSI B KIITHHHIA CTIHII Ta Bakyodsx 1 TpaHcrnoptyeTbesi ADBK-
TpaHCIIOPTEPAMH 13 IIUTO30JII0 KIITHH KOPEHS 10 MAPCHXIMHUX KIITHH KCHIIEMH M
BUBLIbHSETECS B cynuHu (Lopez-Carbonell et al., 2009). 3aBusku TinpodiabHIM
BJIACTUBOCTSM riitoko3mioBuii edip ABK pyxaerbes akponeTanbHO KCUIIEMOTO cTeda.
B anomnacti nucTka BIOOyBaeThesl po3lIEIUICHHs wi€i 3’s3aHoi popmu ABK 3
YTBOPEHHSM BUILHUX (POPM, K1 TpaHCTIOPTYIOThCS 0 Me3odiry (Osakabe et al., 2014;
Sauter et al., 2002). Karabonizm ABK BigOyBaeThcs HIIsiXoM eTepudikaiiii TopMOHY
710 TJIFOKO3UJIOBOTO €(dipy Ta NUISXOM T1IPOKCUIIIOBAHHS 3 YTBOPEHHSM (hazeeBoi
(®K), nurigpodazeenoi (JIPK) Ta emiaurinpodazeesoi (emi-ADK) kucmot (Xu et al.,
2002). ©K npucyTHs B pOCIMHHUX TKAaHMHAX y HE3HAYHIN KUTbKOCTI, ToAl sik JIDOK Ta
il KOH’IOraTh HAKOMUYYIOTHCS 3a CTpeciB 1 MiJ 4yac mpopoctaHHs HaciHHs (Harris,
Dugger, 1986; Mimura et al., 2010; Xiong, Zhu, 2003). ¥ miogax Citrus sinensis,
Lycopersicon esculentum, Arabidopsis thaliana, Cicer arietinum, mocyxocTiiikoro
Hordeum vulgare i Brassica napus igentudikoBano metabonit ABK — HeodaseeBy
kucioty (Heo®K), koTpa CHHTE3YEThCS aIbTEPHATUBHUM METAOOIIYHUM IUISIXOM

11



rigpokcumoBanas ABK depes 9'-OH-ABK (Nambara, Marion-Poll, 2005; Xiong, Zhu,
2003; Zhou et al., 2004). IToka3zaHo, 110 AJIT MOJIOJIOTO HACIHHS XapaKTePHUH BUCOKUN
BMmicT ABK 1 Heo-®K, Tomi sk 1y 3pijgoro, HaBIaKu, HU3BKUNA. Y HEBEIHUKHUX
KUTBKOCTSAX Yy TpopocTkax Pisum sativum i Lycopersicon esculentum 3naiineni inmn
metabomitu ABK: 7°-OH-ABK, yuc- 1 mpanc-1',4"-nion-ABK, sx1 € nepmmmu
MPOMDKHUMHU criodykamu Ha nuisaxy neperBopeHHst ABK na JIOK, omunatoun crafito
yrBoperHs OK (Lopez-Carbonell et al., 2009; Nambara, Marion-Poll, 2005).

BiocuHTe3, TpaHCNOPT Ta CUrHanIHr

ABK cuHTe3yeThCSI TPSIMUM 1 HETPSMUM LUISIXaMd. Y Tpo- W eyKapioT Ta
neskux (piTomaToreHHUX TpuOIB TOPMOH YTBOPIOETHCS 3 AKTUBHOTO 130IPEHY
13oneHTeHnipodocdary, MONEepeaAHUKOM SKOTO € TPU MOJICKYJIH MEBaJOHOBOI
kuciaotu (Endo et al., 2014; Newman, Chappell, 1999). Huspkuit Buxix ABK (0,5—
0,6%), sxkuii crocTepiraerbes MiJl 4ac NPSIMOro CUHTE3y, OOYMOBJIEHUH KIJIbKOMA
oOCTaBMHaMH, a caMe€: KOHKYPEHII€I0 3 I1HIIUMU TEPIEHOIJaMUd 3a CIIBHOTO
MOTePEHNKA, HU3BKOI TMPOHHUKHICTIO MEBAJOHOBOI KHCIOTH Ta HE3HAYHOIO
IIBHJIKICTIO OiocuHTe3y camoro ropmony (Hirai et al., 2000; Izquierdo-Bueno et al.,
2018; Takino et al., 2018). Ha ABK-nedinutHux mMyTtaHTax KyKypya3H, TOMATiB,
TIOTIOHY, KapTorul, suMeHio Ta Arabidopsis thaliana mokaszano, mo OiocuHTe3
TOPMOHY HENPSMHM LUISTXOM peani3yeThCs B IJIACTUAAX MiJ yac posmersieHHs C40
KapOTHHOI1iB, MonepeTHUKOM sikux € -kapoTtuH (Finkelstein, 2013).

biocuntes ABK (puc. 1.3) mnouyuHaeThCs 3 130MPEHOITHUX JAEpPEBATIB
IacTUAHOTO MeTwi-D-eputpuron-4-dbocdhary B 1iacTumax 1 MPOJOBKYETHCS B
rutornasMi (Finkelstein, 2013). [Tepmmii eran cuHTE3Y, SIKUH MOJISATAE B IEPETBOPEHHI
3€aKCAaHTUHY Ha MpaHC-BIOJAKCAHTHH, B1IOYBA€ThCA B IJIACTHIAX Ta KaTali3ye€ThCs
3eaKCaHTUH-eNoKcuaa3or0. HactynmHuil eran yuc-i3omepusanli mpanc-BlOIaKCaHTUHY
noJiArae B yTBOopeHH1 9'-yuc-Bionakcantuny abo 9'-yuc-neokcantuny. [licus uporo 9-
yuc-enokcukapotunoinu  giokcureHasu (NCED)  po3miemnownTs  yuc-i30Mepu
BIOJIAKCAHTUHY 1 HEOKCAHTUHY JI0 KCAHTOKCHUHY, SIKMM €KCTIOPTYETHCS 10 IUTOILIa3MU
(Seiler et al., 2011). IlepeTBOopeHHS KCAaHTOKCHHY B aOCIU30BUH aJIbJCTi]
KaTalli3ye€TbCcsl  KOPOTKOJIAHIIOTOBUMH  JleTiporeHasza/penykrazamu  (Gonzalez-
Guzman et al., 2002). Oxucnenns abciuzoBoro anpaeriny 10 ABK katamizyeTbes
dbepmenTamu poauHu anbaerigokcuaas (Seo et al., 2000).
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Puc. 1.3. Illnax 6iocunte3y ABK. Biocunte3 ABK BigOyBaeTbcs KapOTHHOITHUM
IUIIXOM 1 MIOYMHAETHCS B IIACTUAX 3 TepeTBOPeHHS B-KapoTuHy (Cag) HA KCAHTOKCHH
(Ci5). Y 1mmroruiasMi 3a y4acTi aJKOTOJIBACTIAPOTeHa3d 1 aibJeriTOKCHIa3n
KcaHTOKCUH TiepeTBoproeThesi B ABK. IleperBopenns 9'-yuc-neokcantuny ta 9'-yuc-
BI1OJIAKCAHTUHY Ha KCaHTOKCHH 3a JIOTIOMOT OO 9-yuc-
€MOKCUKApOTHUHOIIIMOKCUTEHA3H 00Mexye mBUAKICTh OiocuHTe3y ABK. Karabomizm
ABK  KOHTpoONIIOETBCA MIIAXaMH KOH'Ioramii Ta  rigpokcuiaroBaHHi. ABK
MEPETBOPIOETHC ~ HA  [JIOKO3WwIoBMd  edip  3a  gomomorow Y/ O-
rroKo3uaTpancdepasu, Toal sk gepmentu [-riarokosunazu (AtBGl 1 AtBG2)
NepeTBOpIooTh Tioko3mioBuil edip ABK Ha aktuBHy ¢opmy ropmony. ABK
KaTaboi3yeThcss 110  (azeeBoi  KHUCIOTH 3a  JIOMOMOTOK  LUTOXpoM-P450
MOHOOKcUTeHa3n. daszeeBa KHUCIOTa, B CBOIO HYEPry, 3a JOMOMOTOIO PEIyKTa3u
MEPETBOPIOETHCS Ha TUTIApOodazeeBy KUCIOTY, sIKa 3 y4acTIO TJIIOKO3WITpaHCchepazu
— Ha mmoko3u auriapodaszeeBoi kcunotu (JIDPK-4-O-B-D-rmroko3un). KypcuBom

YEpBOHOTO KOJIbOPY Ha pUC. 3 MO3HAYCHI MyTaIlii, AKi IHIYKYIOTh Ae(heKTH 010CHHTE3Y
ABK (amanrroBano 3a Chen et al., 2020).

ABK cuHTe3yeThCs B IMCTKAX, KOPEHi, CTEOII, TJI0/1aX, OJJHAK TOJIOBHUM CalTOM
YTBOPEHHSI TOPMOHY € XJIOPOTUIACTH, CyJMHHA CHUCTeMa Ta 3aMHUKal4l KIITHHHA
13



npoauxiB, a HakonuuyeTbcss ABK 3mebinbmioro y Bakyonsx (Aslam et al., 2022;
Boursiac et al., 2013: Sakata et al., 2014).

ABK TpaHCnopTyeThcsi B aKkpoIeTalbHOMY Ta 0a3uUIEeTalbHOMY HampsIMKax
CyIMHAaMH KCWieMH Ta (JoeMH B YCl OpraHM pOCIMHU 3 Y4YacTI0 OUIKOBHX
TpaHcniopTepiB (Sakata et al., 2014; Seo, 2014). Tpancnoprepu ABK nokainizoBani Ha
MIa3MaTHYHIA MeMOpaHi, MeMOpaHax TOHOIUIACTIB, MEPOKCHCOM, XJIOPOIUIACTIB 1
mitoxonpiit (Boursiac et al., 2013; Kretzschmar et al., 2011). ABK 3HaxoauTtbcs B
pociunaax B 10HHIA (ABK") 1 mporonoBanniii (ABKH) dopmax. OctanHs macuBHO
nudyHye yepes miazMatuaHy MmeMmOpany (Karuppanapandian et al., 2017). AkTuBHMiA
tpanciopt ABK 3abesneuyerbcss AT®-3B’S3aHUMU KaCETHUMHU TpPAaHCIIOPTEPAMHU
ponun ABC, wHiTpatHumu Ttpancnoprepamu poauHu  NRT1 1 nentupHumwu
tpancnoptepamu poauan PTR (puc. 1.4) (Hewage et al., 2020).

ABK ekcnopt
[MpoBigHi TKaHWHK,
3aMUKaKoYi KNiTUHK

ABK ekcnopt
Expocnepm,
MPOBIHI TKAHUHY,

ABCG25
ABCG31

7

ABK-TE

ABCC1-2
o MRP122 LUwuronnaswa ABCG30

o ABCG40
ABK-TE VNEP ' ABCG22
f:‘ NPF1.1
= \\ NPF2.5 3apogok,
' 44 \N o NPF3.1 SammKaio| KITHHM

ABK imnopt

u\ P J q NPF4.2 J

ABK3 NJNPF4.6 } e }

MPOBIAHUX NPF4.5

TKAHAH ABKiMnopT | NPF5 1 NPF5.2 NPF5.3 NPF5.7

Puc. 1.4. binku-tpancnoprepu abcruzooi kuciorn: ABCG22, 25, 30, 31,40 — AT®D-
3anexH1 kacetHi Tpancnoprepu ABK poaunu ABC nigpoaunu ABCG; ABCCI1-2 —
AT®-3anexni kacerni tpancnoprepu ABK-I'E pomman ABC migpomunu ABCC;
NPF1.1, 2.5,3.1,4.1,4.2,45,5.1, 5.2, 5.3, 5.7 — TpaHCOpTEpH HITPATIB 1 TENTUIIB
poauan NTF/NPF Bimomi sik ABA-Importing Transporters (AIT1); MRP1-2 — AT®-
3anexHl kacetHi TpaHcnoptepu ABK-I'E pomunn ABC mippomuaun ABCC/MRP
(amanToBano 3a Hewage et al., 2020).

VY ¢yskiionyBanHi curHaneHoro mnisixy ABK (puc. 1.5) 3agmisHi Oiunkwu-
peuentopu ropmoHy PYR/PYL/RCAR, kopenentopu PP2Cs (OutkoBi ¢ocdaraszn),

kiHazu SnRK2 (mpoteinkinasu, mo’s3ani 3 SNF1) ta ABIS/ABF (dakropu
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tpanckpunii). Penentopu PYR/PYL B3aemonitots 3 PP2Cs, BUBUIBHSIOUM KiHA3U
SnRK2s Binx cexBectparrii 3 PP2Cs (Al et al., 2020; Hewage et al., 2020). AkTuBoBaHi1
ABK npoteinkinazu SNRK2 perymorots Tpancaykuito ABK curnaminry mnmsixom
dochopumoBanns pakTopiB 3B’ s13yBaHHs enemMeHTIB Bianosiai ABK (Kobayashi et al.,
2005) Ta akTUBYIOTh Kaji€eBi 10HH1 kaHaiu (Sato et al., 2009; Weiner et al., 2010).

A

dochopunsuis
SnRK2s —

He BigbyBaeTbCA

Bignosiab

BifCYTHS

dakTopu

TPaHCKpUNLii, Ekcnpecisi reHiB Bignos.igj
iOHHi KaHanu, Ha Jjto cTpecopi,
MeMbpaHHi CMOBINbHEHHS! NPOPOCTaHHS,

npoTeiu 3aKpUTTS NPOAMXIB,

CMOBINbHEHHS POCTY,
®ocdopunayis PO3BUTOK PE3UCTEHTHOCTI
SnRK2s BifbyBaeTbcs

Puc. 1.5. KOMIIOHEHTH CUTHAJILHOTO NUISIXY a0CIM30BOI KUCIOTH: A — 3a BIJICYTHOCTI
ABK kina3zu SnRK2 nedochopunororecsa PP2Cs, nepenaya curnainy He BiAOyBa€eTbCs;
b — 3a mpucytnocti ABK PP2Cs inridyrorecs komrmuiekcamu PLYs-ABK, kinazu
SnRK?2 BUBUIBHSIOTBCA 1 YTBOPIOEThCS Kackaa (aKTOPiB TPAHCKPHIIIII, 110 3MIHIOE
aktuBHIicTh TpancroptepiB HAJI®H, BinOyBaerbes dochopumtoBants (akTopiB
TPAHCKPHIINT 3 HACTYITHOIO TPAHCKPHIIIIIEIO TEHIB, BIAMOBIIAJLHUX 3a BIJAIMOBIIb HA
ABK. VY mpoamxax 10HHI KaHaJdd 3aMHKAalOYMX KIITHH 3a0€3Me4Yyi0Th KOHTPOJb
TpaHcmipaiii (amantoBano 3a Hewage et al., 2020).

PyHKUiOHaNMbHa aKTUBHICTb
ABK Bigirpae BaxiauBy poJib YIIPOJOBK KUTTEBOTO IIUKITY POCIMHU: BiJl CTaIil
OJTHOKJIITUHHOT 3UTOTH 1 10 3puI0i OaraToKIITHHHOI pociuau (puc. 1.6).
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Puc. 1.6. AGcum3oBa KUCIOTA PETYIIOE MEpeOir pi3HUX (a3 pocTy 1 pO3BUTKY POCIHUH.
ABK niaTpuMye picT cTOBOYpOBUX KJIITHH 1 IEPBUHHUM PICT KOPEHIB, TaJIbMy€ BTPATy
BOJIOTH, IHAYKY€ CHUHTE3 BOCKY Ta 3akputTTs npoauxiB. ABK BrmBae Ha chokiit
OpYHBOK, CTapiHHS JHCTKIB, PO3MajJ KpPOXMaJI0 Ta TpaHcIokailiio Byrieioo. ABK
3aXMIA€ POCIUHU BiJl TOCYXH, peryntoe HakonuueHHss LEA mpoteiHiB 1 mposiny
(amanToBano 3a Chen et al., 2020).

[Tim wac mo3piBanHs HaciHHS ABK 3amofirae mepemdyacHOMY HpOPOCTaHHIO,
MOCWJIFOE HAKOMHWYEHHS 3allaCHUX PEYOBHUH, IHIYKYE CTIMKICTh 10 3HEBOJHEHHS,
excripecye reau LEA mporeiniB (Hewage et al., 2020). I[lepmmii makcumym y
HaKOIWYEHHI TOPMOHY CIIOCTEPIraeTbCcsl Ha MOYATKY JO3PIBAHHS HACIHHS, KOJIU
3aBEPIIYETHCS TMOAUT KIITUH eMOpIOHy, a iXHid po3Mip 30UIBIIYETHCS 3aBISKU
HAKOMTMYEHHIO TIOKUBHUX PEUOBUH. JIpyruit MakCUMyM TpUIIafa€e Ha Mepiof Mi3HbOI
da3u mo3piBaHHS HACIHHS, KOJIM TOPMOH IHAYKY€ MEpeXili y CTaH CIOKOw, abo
npopoctanHs. B copuitharrti ABK-curnany 3amisamii PYLS penentop ABK
(Finkelstein, 2013). V ¢a3zax iHTEHCUBHOIO MOLTY KJIITUH 1 AudepeHiiaiii TKaHWH,
dbopmyBaHHs 3apoaka U engocnepmy BMmicT ABK 3HMKyeThcs, TOAl SK MicCIs
NPUMMHEHHS MOJAUTY KIITHH 1 MiJl Yac aKyMyJiAlii 3allacCHUX PEYOBHH BIH 3pOCTa€
(Taiz, Zeiger, 2003). ABK peryioe akyMyJIsIi0 Ta TPAHCIIOPT BYTJIEBOIB, JIIITIIIB i
amiHokuciot, ekcrnpecye cuHTe3 LEA mpoteiniB (Finkelstein et al., 2002), sxi
HAKOMMYYIOTHCS 1]l 9aC BUCHUXAHHs HACIHHS Ta y BETeTaTUBHUX TKAHMHAX 32 YMOB
nocyxu 1 3HeBoaHeHHs (Bray, 2002; Hasegawa et al., 2000). ITig yac 3HeBOAHEHHS
MPUTHIYYETHCS MeETa0O0Mi3M, HACIHHS MEpPeXOJuTh Yy CTaH cnokoro, BMIicT ABK
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noctynoBo 3MmeHmyerbesi (Chandrasekaran et al., 2014; Taiz, Zeiger, 2003). ABK
BUCTYTAE B POJI1 KIIOYOBOI'O PETYIATOPY CIIOKOIO HACIHHS, a JKEPETIOM €HJOTEHHOTO
BMICTY TOpMOHY € BHKJII0OUHO eMOpioH (Frey et al., 2004; Karssen et al., 1983).

ABK rampmye pO3BHTOK MPOPOCIOTO HACIHHA B pa3li HETaTUBHOTO BILTUBY
HaBKOJIMIIHLOTO cepenoBuina (Barrero et al., 2005; Hwang et al., 2018; Wu et al.,
2019). ABK mnpuuerHa a0 3a0apBiieHHS HACIHHEBOI IIKIPKH, PO3TPICKYBaHHS
HACIHHEBUX KOPOOOYOK 1 IMOSBM KOPIHIIIB HA PaHHIX CTaAisfX J03piBaHHS HACIHHS
(Finkelstein, Lynch, 2000; Frey et al., 2004). Ilpu B3aemozii 3 NUTOKIHIHAMHU Ta
rioepeminamMu ABK iHayKye crnokiii OpyHbOK 3a yMOB HU3bkoi TemmepaTtypu (Taiz,
Zeiger, 2003).

ABK xoHTposro€e picT 1 Oy0BY KOpEHEBOI cucTeMHu. B3aeMosioun 3 1HIIMMU
rOPMOHAaMHU, MPUTHIYY€E BUAOBKEHHA 1 TU(EepeHIalii0 KOPEHEBUX KIITHUH, PETYIIIO€
nepexij Bij npomidepaiii 10 qudepeHIiitoBaHHs Ta po3BUTOK O1uHMX KopeHiB (Harris,
2015). 3narnicte ABK ynoBiIbHIOBATH KIITUHHUM ITUKII, CTPUMYBATH TpoJiideparrito
KJIITUH KOPEHS Ma€ BAXKJIMBE 3HAYCHHS JUIsl BA3HAYEHHS pO3MipiB 61uHUX KOpeHiB (De
Smet, 2006). B amikanbHiii Mepuctemi kopeHss ABK mnpurHidye mnomin KIiTHH,
excripecytouu iHTi0iTOopHI npoteinkinazu (Takatsuka, Umeda, 2014).

[HriOyBaHHS pOCTYy NEPBUHHOIO KOpPEHs 00yMoBJieHO iHAyKoBaHMM ABK
HakonmueHHsIM ADK, a Takox € pe3ynapTaToM Kpoc-Toky Mk ABK Ta aykcunamu.
A®K aktuBy1oTh i0HHI Ca’*-KaHanM, M0 IPU3BOIMTE 0 IIiABUIIEHHS PiBHS KaIbIIIO
B KJIITHHAX 1 raJibMyBaHHs pocTy KopeHiB (Sun et al., 2018). 3a ymoB BoiHOTO CTpecy
ABK cnpusie po3BuTKy TriapodoOHux cyOepuHOBUX Oap’epiB y KOpEHSX, SKi
KOHTPOJIIOIOTH PiBHI BOAM Ta MokuBHUX peuoBuH (Yoshiba et al., 2019).

ABK peryitoe iporiecu cTapiHHs JUCTKIB, 3a/lisTHA Y Aerpajalii xjopodity Ta
cunTe31 kpoxmaito (Gao et al., 2016), cipsiMOBY€e €HEpreTUYHHI MOTIK BiJ BUXITHUX
TKaHUH (CTapIIOYUX JIMCTKIB) O TKAHUH-TIOTJIMHAUIB (CIUISY€ HACIHHSA M KBITKOBA
mepuctema) (Zhao et al., 2016, 2017). ABK 3anyuena 1o popMyBaHHS KyTHKYISIPHOTO
BOCKY, SKHH OJIOKye BTpaTy BOJM JIUCTKAMU Ta CTeOJaMu, 3aBISIKH YOMY
HiABHINYEThCS TocyxocTiiikicts Thalmann (Abdullah et al., 2021; Gui et al., 2016;
Zhao et al., 2017). 3a nii ocmoruunoro ctpecy ABK mpuckoproe nerpagariiito
KPOXMAJII0, CIPUSIE EKCIOPTY IIyKPiB 3 TKAHWH JIMCTKIB JI0 TOTJIWHAIOYUX TKAaHWUH
kopeHs (Thalmann et al., 2016).

Peakii Ha ctpec, onocepenkoBani ABK, 00yMOBII0I0Th BUIKMBAHHSI POCIIVH.
Cepen HMX HAWOUIBII OCTIHKEHUMH € 3aKpUTTS MPOJAUXIB. 3aBASKH 3MEHIICHHIO
anepTypu TMPOJAUXIB TaIbMYEThCS TPAHCIIpAIlis, 3MEHIIYIOThCS BTPATH BOJH,
3ano0iraeTbcsl MPOHUKHEHHs maroreHiB (Munemasa et al., 2015). 3a ymoB nocyxu

ABK IHAYKY€E AHTUOKCUJAHTHUI 3aXHUCT, HOCHITIOE aKTUBHICTh
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CYNEpPOKCUIIUCMYTa3H, TEpOKCHIa3u, Karaja3u, acKopOaTmepokcwmasu i
IIIyTaTIOHPEIyKTa3u, BIUIMBAE HAa EKCIPECIIo TeHIB 610cuHTe3y akBanopuHiB (Zhou et
al., 2019). ABK 3anisHa B peryJsmii npoiecie popMyBaHHS Ta J03piIBaHHI IUIOIB,
obmananusa kBiTkoBHX opaHiB (Liao et al., 2018; Zhao et al., 2018). ¥V crapirounx
auctkax A. thaliana crioctepiranace ekcrpecis I'eHiB, Ki KOIYIOTh CHHTE3 (DEPMCHTIB
6iocunre3y ABK (Buchanan-Wollaston et al., 2005).

1.2. AyKCUHMU

AyKCHHM — cJTa0K1 OpraHiuyHi KUCJIOTH 3 apOMAaTUYHUM CKEJIETOM Ta 3aJIUIIKOM
KapOOHOBOI KUCJIOTH. BOHM perysorTh PICT 1 PO3BUTOK POCIHH, CIPSMOBYIOTH
MeTaboJiyH1 Ta (i310JI0TIUHI TpolecH, GOopMyIOTh peakilii Ha 30BHIIIHI BIUIMBU. Y
MEpUCTeMaX ayKCUHHU PETYIIOIOTh MOALN, MOJOBXKEHHS Ta JU(EpEHIIaIi0 KIITHH,
BITUBAIOTh Ha OpPraHOreHEe3 Ta apXITeKTypy MaroHiB 1 KOpeHiB. Poiib ayKCHMHOBHX
IPAJIIEHTIB y PEryJsilli pOCTy Ta PO3BUTKY POCIHH OOYMOBIIOETHCS KOMOIHAIEIO
TPAHCIIOPTHUX MOTOKIB TOPMOHY, AyKCHHOBUM CUTHAJIIHTOM Ta B3a€MOJII€I0 3 IHIIIUMU
¢diToropmoramu. binbiicTs MpUPOAHUX ayKCHHIB — 1HAOMI-3-011T0Ba (I0K), iH70m11-
3-macnsina (IMK), 4-xmopinpon-3-ouroBa (4-CI-IOK) Ta iHmonin-3-npomnioHoBa
(ITTpK) xucmoTu MICTATH 1HJOJBHE KUIbLIE, HATOMICTh y (PEHIJIONTOBOI KHUCIOTH
(®OK), aykcuny a (ayKCEHTPHOJIOBA KUCIIOTA), ayKCHHY D (ayKCEHOJIOHOBA KMCIIOTA)
ta (perinmacianoi kuciotu (PMK) innonsHOro Kimblsg Hemae (Korasick et al., 2013)
(puc. 1.7).

BMICT akTUBHMX ayKCHHIB Y TKaHWHAX He nepeBuirye 25% 3arajibHOro BMICTY
X ropMmoHiB. KoH’roraHTM 3  TJIIOKO3010, acMapariHoBOI  KHCIIOTOIO,
oJiirocaxapujaMu, HYKJICTHOBUMH KHUCJIOTaMH, MENTUIAMHU, TJIKaHaMH Ta OlIKaMu
YTBOPIOIOTH CBOEPITHE JIETNO, K€ BUKOPUCTOBYETHCS IJISi MIATPUMKUA TOMEOCTa3y
aKTUBHOTO AayKCHHY 1 ciyrye TpaHcnopTtHor ¢opmoro (Korasick et al., 2013).
Haitnommpenimmmu kon’toraramu IOK e 1-O-1amon-3-anerni-B-D-riroko3a, ananin-
IOK, neittun-I1OK, deninananin-10K i mio-inoziton (Bartel, 1997; Kowalczyk et al.,
2003; Ludwig-Miiller, 2011) Ta QOBrojaHIIOTOBI ayKCHHH — IHAONIIMAcisfHA Ta
ingoaiumipoBrHOrpaaHa kucinotu (Bajguz, Piotrowska, 2009; Tognetti et al., 2010).
YTBOopeHHs raiko3umiB katanizyerbcsi UDP-rmiko3untpancdepazamu (Jackson et al.,
2001), a <¢opmyBaHHS aMiJJHUX KOH IOraTiB — CHEUU(PIYHUMH CUHTa3aMH
aminokucnoTHux kou’toraTiB IOK 13 pogmam GH3 (GRETCHEN HAGEN 3)
(Staswick et al., 2005; Jain et al., M., 2006; Jiang et al., 2020).
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Puc. 1.7. CtpykTypHi HOpMySIH TIPUPOTHUX | CHHTETUIHNX ayKCHHIB. AyKCHHH, SIKi
MOXHa BHISIBUTH B POCIMHHMX TKaHHMHAX, MPEJCTaBICHI (i310J0TIYHO aKTUBHUMU
peyoBnHaMu —  iHpoaid-3-onroBoro  (IOK),  4-xmopigoiina-3-OoHTOBOIO — Ta
(hEHLTOITOBOIO KMUCIIOTaMH, a TaKOK HeakTuBHUMU nortepeaarkamu IOK — inmgoin-3-
MacJsiHOIO W 1HJOJI-3-MIPOMIOHOBOI0 KHCJIOTaMU. J[0 CHHTETHYHHMX ayKCHHIB
BIIHOCATH (1310JIOTIYHO aKTUBHI — 2,4-1UXJT0p(PEHOKCHOLUTOBY 1 HAPTHIONTOBY
KHCJIOTH, & TAKOK HEAKTUBHUH MonepenHuk — 2,4-nuxiaopheHOKCUMACIIIHY KUCIOTY
(amanrroBano 3a Enders, Strader, 2015).

BiocuHTe3 i curHaniHr

CuHTe3 ayKcHHy BiIOyBaeTbcsd TpUNTO(AH-HE3ANEKHUM Ta TpUNITO(aH-
sanmexxauM nwisxamu (Casanova-Saez, VoB3, 2019; Zhao, 2018). Haitmommuperimmm
AyKCUHOM € 1HJ0JILI-3-0I[TOBA KUCIIOTA, SIKY 3HAMIEHO y OakTepii, rpulbiB, CIIOPOBUX
1 HaciHHeBHX pociuH, Komax 1 moaen (Ross, Reid, 2013). IOK cuntesyerscs 3
aMIHOKHCIJIOTH TpunTodany B /Ba eranu. [lepmuii nmonsdrae y BUiaaeHH1 aMiHOTPYIIU
Ta yTBopeHHi iHpomin-3-mipysary (IIIpK), npyruit — y nekap6okcumoBanni IIIpK ta
yrBopenHi IOK (puc. 1.8).
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TAA-TpaHcdepasu YUC-MOHOOKCHreHasm

COOH COOH
—
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m TpaHcaMiHyBaHH Orcriosansie CG/Y

H AekapbOoKCHNoBaHHS

TpunTodaH |Hoonin-3-nipysat IHgonin-3-oyToBa kucnota (IOK)

Puc. 1.8. Tpunrtodan-3anexHuil MUIAX OIOCHHTE3Y 1HIO0JII-3-OITOBOI KHCIOTH Y
pPOCIIMH. AYKCHUH CHHTE3YEThCS 3 TpUNTO(DaHy, MPOXOJAYM uepe3 JBa XIMIYHI
neperBopeHHsa. llepmmM €  BiAIIEIVIEHHS  aMiHOTPYNUM 32  JIONIOMOTOIO
amiHoTpaHncdepasz poaunu TAA. Ilpoaykrom mi€i peakmii € 1HAOMLI-3-TIpyBarT.
Jlpyrum mepeTBOPEHHSIM € OKUCITIOBAIbHE AEKapOOKCIITIOBAHHS 1HO0JII-3-IpyBaTa,
AK€ KaTali3yloTh (uiaBiHOBMICHI MoHOOKcureHasu poauHu YUC. IIpoaykramu

peakIii € 1H10:111-3-01ITOBa KUCJI0Ta, BYTJISKUCIMHI Ta3 Ta Boja (aganToBaHo 3a Zhao,
2014).

[le#t kOHCEpBATUBHUI ABOCTYIICEHEBHM IUISAX OI0CUHTE3y ayKCUHY MPUCYTHIN Y
BCIX MPEJCTaBHUKIB POCIUHHOTO mHapcTtBa (Zhao, 2014). ®depMenTH, peuentopu Ta
OUIKU-TpaHCIIOPTEPH, 3aJIisiHI y 010CHHTE31 TOPMOHY, JIOKAII30BaH1 B XJIOPOILJIacTax,
LIUTOIUIa3M1, MeMOpaHax €HAOIIa3MATHYHOTIO PETUKYIIIOMY i MITOXOHAPISX, TOAL SIK
BinacHe IOK Tta 11 MeraboiiTh TpaHCHOPTYIOThbCA 1 30€piraroThCsi B amorviacTi U
Bakyossix (Ljung, 2013.; Mateo-Bonmati et al., 2019). CaliT cuHTE€3y ayKCHUHY
3HAXOAUTHCS B aliKaJIbHIM MEPHUCTEMI MAaroHiB Ta KOPEHIB, a TAaKOX Yy MOJOJUX
yactuHax narona Ta jmctka (Olatunji et al., 2017; Wanga et al., 2015). IarioyBanHs
CUHTE3y ayKCHHY B KOPEHSX HE KOMIICHCYEThCA 3a PAaXyHOK CHMHTE3y B HA3E€MHIM
yacTuHi pociaunw, 1 HaBnaku (Chen et al., 2014; Cheng et al., 2006).

binbmiicte kown’toratiB [OK yTBOpIOETHCS HUISIXOM TPSIMOTO MPUETHAHHS
MOJICKYJIM ayKCUHY 110 pisHux pedoBuH (Ljung, 2013; Rampey et al., 2004). V pumux
POCIIMH 3HAWJEHO TPU OCHOBHI ()OPMH ayKCHMHOBHMX KOH IOTATiB: CKJIAJHI edipH
MPOCTHUX 1 JJOBTOJAHIIOTOBUX BYTJIEBO/IIB, aMiHO3B s13aH1 amiHOKUCIOTHI (IOK-aa) Ta
aMiIHO3B’ s13aH1 MenTUIHI i O01koBi kKo roratu (Korasick et al., 2013; Ludwig-Miiller,
2011). Kon’roramisi IOK 3 acmaprarom (Asp), mucreinom (Cys), rictuaunom (His),
13oneitiuaom (Ile), mizunom (Lys), mponinom (Pro), tpunrodanom (Trp) 1 BasiHOM
(Val), pi3HuMu cnuvpraMu 1 IyKpamu € OJHHMM 13 CHOCOO0IB 1HaKTHBAIlli TOPMOHY.
Haromicte kon’ratu 3 amanidom (Ala), neiinmnom (Leu), denimamaninom (Phe),
acriaparinoM (Asn), rinytamidoMm (Gln), rimyraminoBoro kuciotor (Glu), rainuHoM
(Gly), metioninom. (Met), cepurom (Ser), TpeoninoM (Thr) i Tuposunom (Tyr), mio-
1HO31TOJIOM Ta MENTUIAMHU YTBOPIOIOTH (DOPMU TUMUACOBOTO 30€pEKEHHS, IKI MOXKYTh
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remepyBats BibHY IOK nusixom rigpomizy (Casanova-Saez, VoB3, 2019; Olatunji et
al., 2017).

Edipni xon’toratu 3 nykpamu € jxepenoM [OK mig yac nmpopocTaHHs HaCIHHS
(Jakubowska, Kowalczyk, 2004; Ljung et al., 2001). CuHTe3 KOH FOTaTiB BiTOYBa€ThCS
MEePEBAXKHO B ITUTOILIA3MI, MICJIS YOTO BOHU PO3MOUISIOTHCS BCEPEANHI KIIITHH 1 MIXK
opranamu pocivHu. OKpeMi KOH IoraTH IPeCTaBISIOTh IPOMDKHY (GopMy Jerpaaarii
aykcuny. [OK mMosxe HE3BOPOTHBO 1HAKTUBYBATHCS Yepe3 OKUCICHHS Ta KOH IOTralliio
3 acmapTaroM 1 riayraMaToM. Taki KOH I0TaTH ayKCUHY PYWHYIOTHCS MICHS YTBOPEHHS
IOK (Ludwig-Miiller, 2011). ¥V pociuHHUX TKaHUHAX Yy CIIJOBUX KIUIBKOCTSX
npucyTtHiit metwnoBuii edip IOK (MelOK), saxuii yTBOpro€Tbcs B pe3ynbTari
metuiatoBanHs IOK crienudivnoro kapookcunmetunrpanchepazoro AMT1. Ek3zorenni
IOK 1 MelOK inriOyBanu BHIOBKEHHS MEPBUHOTO KOPEHHS Ta TIMOKOTHIIS Yy POCIHH
apa0inoncucy. b Bupazaumu BusiBiiich egextu ko rorary IOK. Excnpecis reny
IAMT1 mnpusBoauna A0 TOSIBU (PEHOTHUINIB 3 PI3HOK KypyaBICTIO JHCTKIB Ta
deprmibHicTio (Qin et al., 2005). /o akTMBHHMX ayKCHMHIB HaJle)aTh TaKOX 4-
xsopinaoi-3-onrosa (4-Cl-I0K), inmonin-3-macisaa (IMK) i ¢eHigonTOBa KUCIOTH
(®OK) (Gomes, Scortecci, 2021; Hammad et al., 2003; Sauer et al., 2013; Simon,
Petrasek, 2011; Tivendale et al., 2012).

Innonin-3-macnsana kucimora mae nomiony g0 IOK monekynsaprHy OymoBy 3a
BUKITIOYCHHSIM JIBOX METHJICHOBUX rpyn y OidHoMmy naHirory (puc. 1.7) (Damodaran,
Strader, 2019; Dong et al., 2018). IMK micas b-oxuciacHHS ByrjieneBoro OIYHOIO
naniora tpanchopmyetbes B IOK (Damodaran, Strader, 2019). 3a Bmicrom IMK
noctynaetbes IOK, mpote € edexkrusnimoro 3a IOK (Fattorini et al., 2017; Aihebaier
etal., 2019). IMK inenTudikoBana y pociuHax KyKypyasu (Zea mays), ropoxy (Pisum
sativum) ta Arabidopsis thaliana, a ii edexT KopeHeyTBOpEHHS BCTAHOBJICHUH Ha
pocounax mepisg Capsicum annum (Ellendula et al., 2016), Arabidopsis thaliana
(Fattorini et al., 2017), xypmu Diospyros kaki (Mehra et al., 2019), onuu Olea
europaea (Velada et al., 2020) Ta xkaBu Coffea arabica (Vallejos-Torres et al., 2020).
Opnak yuyacts IMK y TpaHcaykiiii ayKCHHOBOTO CUTHANy JO KIHIS HE 3’SCOBaHA
(Ludwig-Miiller, 2000; Xuan et al., 2015).

®eninonroBa kucinora (POK) (puc. 1.7) cunTesyerbes 3 (deHUIaTaHIHY
¢deninnipyBataum nuisixom (Cao et al.,, 2019; Cook, Ross, 2016). ®izionoriyna
aktuBHicTh ®OK Hmkua 3a aktuBHICTH IOK, mpoTe 11 BMICT Yy pOCIMHHUX TKaHWMHAX
HaOararo Bumui 3a BMicT IOK (Sugawara et al., 2015). ®OK, 3Haiigena y rpuOis,
OakTepiii, BOIOpPOCTEH Ta HA3EMHHMX POCIWH, TMPOSBISLE 3HAYHY aAHTUMIKPOOHY
aktuBHICTH (Cook, 2019). ®OK inimitoe pict kopeniB (Weijers et al., 2005), ii BmicT
30UTBIITY€ETHCS Y BIAMOBINb Ha 1H(IKYBaHHS arpobakTepisimu Ta rpubdbamu (Jentschel et
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al., 2007; Mashiguchi et al., 2018), npu MexaHIYHOMY YIIKOJXEHHI (I10iJaHHI
pociuan) (Irmisch et al., 2015) ta nponeci kamocoytBoperns: (Milborrow et al.,
1975).

[lepenaya ayKCHHOBUX CHUTHANIB OIOCEPEAKOBYETHCS 3HAYHOIO MIPOIO
koMmiiekcoM  yOikBiTuH-mirasu SCFTIR1 E3, saxuii npuckoproe aerpanariio
penpecopa Aux/IAA y Biamosinp Ha IOK, THM camMuM perysordn eKCIpeciro TeHiB
(puc. 1.9). JIBa kiacu iHAYKOBAaHUX ayKCUHOM I'€HIB KOJIYIOTh TPOIYKTH 3 HETaTUBHOIO
niero (pempecopu TpaHckpuniii Aux/IAA 1 pomuna GH3 ¢epmenTis, ski
koH'torytotbes 3 [OK), 110 Bka3ye Ha BUpiliaibHE 3HAYCHHS CBO€YACHOTO MTPUITHHECHHS
aykcuHoBoro curHaiiary (Woodword, Bartel, 2005).

P -~ M .y
//’ \\\\ // y \\\\
(\ TPL ( TPL | . .m Aux/IAA —* Aux/IAA
\\\ /,,,/ \ - /,/ @[;ﬁ @
Aux/IAA Aux/IAA TIR1AEB

Aux/IAA Aux/IAA Ty =) 3

| ARF | ARF A  ARF  ARF

AREs SCFTIRAFE peyentop E3 AREs

y6|KB|TV|H-J'III'a3a KOMMMEKC TpaHCKpMﬂuiﬂ

aKTBOBaHa aykKCMHOM

[erpapalisi npoTeocom

[MpUrHIYEeHHs TpaHCKpUnLyi

wviIxny

Puc. 1.9. Tunoswmii TIR 1-3anexxuunii curHansHuii nuisix aykcuny. Y TIR1-3ane:xxaoMy
LUISIXY ayKCHMH KOHTPOJIIOE€ TPAHCKPHIILIIO ayKCHUH-IHAYKOBaHUX TeHiB. [Ipomoropu
[IUX F€HIB MICTSTh eJIeMeHTH aykcuHOBO1 peakilii (ARE) 1 3B’ s3aH1 numepamu paktopu
aykcuHoBo1 Bianosial (ARF). Excopecis Onokyerbest Aux/IAA TpaHCKpunuiiHUMU
peripecopamu uepes ixHio B3aemoito 3 kopenpecopamu ARF 1 TOPLESS (TPL). 1 —
aykcuH 3B’s13ye Aux/IAA 1 F-box 6inku poaunu TIR1/AFB; 2 — yGikBiTuH-1Ira3a
SCFTIRVAFE penrentop E3 kommekc mepeHocuTh akTuBoBaHuii y6iksitun (Ub) 10
AUX/IAA; 3 — mHoxuHHE npueaHaHHs 10 Aux/IAA yOiKBITHHY NPHU3BOIUTH [0
Jerpajanii ux KOMIEKCIB y MPpoTeocoMi, 3MeHIeHHs momyssamii Aux/[AA aktuBye
tpanckpumniiito ARF (agantoBano 3a Kubes, Napier, 2019).

[Ipotre icHyroTh pAokKa3zu, MmO KpiM kaHoHIYHOro TIR1-3anexHoro musxy
ayKCMHOBOT'O CUTHAJIIHTY € JBa HEKAHOHIYHMX HULIXU. OJUH BKIIIOYAE IUTO30JIbHUMN
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TIR1, sxuii akTUBye UMKIIYHUN HykiIeoTuaHui i1oHHUN kaHan CNGC14, mo
IpHU3BOAMTE 10 HagxomkenHs Ca?t i nenmonspusanii masmaTanoi MmeMOpanu. Jpyruii
BKiroyae TpancMemOpanHi kiHazu (TMK). Iloaii, mo BigOyBalOThCS Ha MUIAXY
3B'I3yBaHHS ayKCUHY, MTOKH 3JIMIIA0ThCs Hepocaimkeanmu (Kubes, Napier, 2019).

TpaHcnopT i nokauis

EdexTn aykcuHIB BU3HAYAIOTHCS KOHIICHTPALI€I0 aKTUBHUX (DOPM TOPMOHY B
TKaHUHAX POCIWH. AYKCHHOBUH TOMEOCTa3 3aJICKHUTh Bl IHTCHCUBHOCTI 010CHHTE3Y 1
Jerpajiaiii TOpMOHY Ta HampsMKY 1 MIBUAKOCTI TpaHcrmopTHUX MoTokiB (Korasick et
al., 2013). TpaHcmopT aykKCWHY BiOyBa€TbCsl AKTHBHHM 1 ITACHBHHM IUIIXaMH.
[TacuBHUI TpaHCIOPT HE Ma€ BJIACHOI PEryJsii 1 3alleKUTh BIJl IMIBUIKOCTI
(¢oemMHOro notoky. HaromicTe akTUBHUI MOJSPHUI TPAHCHIOPT €HEPrO3AJIECKHUH 1
3a0e3neuyeThes O1IKaMu TpaHcropTepami, siki koaytotbes reHamu AUX1, PIN 1 PGP
(Po3oB u ap., 2013).

Bimomi dotupu poaunm OinkiB-TpancnoptepiB aykcuny: AUX/LAX (AUXIN-
RESISTANT1-LIKES), PIN (PIN-FORMED), ABCB/PGP ((ATP-binding cassette-B
(ABCB)/P-glycoprotein (PGP)) ta PILS (PIN-Likes). Binku-tpancnopTepu poavHu
AUX/LAX rnokami3oBaHi Ha IUTOIUIA3MATUYHIH MeMOpaHi BEpPXHBOI YaCTUHH
npoTtodoemu 13a0e3nedyroTs akTuBHe nepeneceHHs [OK 3 anomnacty B quToIiasmy,
a 6u1ku poarHu PIN po3ramoBaHi Ha IPOTUIIEKHOMY OOLl KJIITHH 1 BABOASTH AyKCHH
3 KIITHH Ha3oBHI. Haromite Oinku-tpancnoprepu pomun ABCB/PGP i PILS
po3TamoBaHi HemodsApHo, Oinkum poauH PILS Tpancmopryrote IOK uepes
BHYTPIIIHBOKIITHHHI MeMOpanu, a Outku poaun ABCB/PGP BHBOISTH aykcuH 13
mutozomo.  Tpancnoprepu  AUX/LAX, ABCB Ta PIN 3a0e3neuyrorsh
TPaHCTIOPTYBAHHS ayKCUHY Ha BEJIMKI BijcTaHi, ToAl sk Outku poaun PILS ta PING
OepyTh yuacTh Y BHYTPIIIHBOKIIITHHHOMY TpaHcniopti ropmony (Emenecker, Strader,
2020; Mohanta et al., 2018; Simon et al., 2016). 3miHM BEeKTOpPY pOCTy OpraHiB
0OyMOBJIEH] JlaTepalbHUM TEpeMIIeHHAM aykcuHy 3 ydacTio PIN3 Ttpancmoprtepy,
SIKAH JIOKATI30BaHUH Ha TUIa3MalieMl KIITHH €HJI0JAePMH cTebia 1 IepUIIUKITY KOpEeHs
Ta B KJIITHHAX KOopeHeBoro 4oxiywuka i Besukynax (Adamowski, Friml, 2015; Friml,
Palme, 2002; Zazimalova et al., 2010). TpaucnopryBanus IOK B opranax
BIJIPI3HSIETHCS 32 BEJIMYMHOIO IIBUAKOCTI. Y KOJICONTHIISIX MPOPOCTKIB 3JIaKiB
IIBUKICTH MIATPUMY€EThCS Ha piBHI 8—15 Mmm/To1, a B KOopeHsx — 01u3bko 1-2 mm/rog.
B opranax, posramoBaHux Onuk4Ye A0 amikaabHOI MEPUCTEMH CTeOJia, OCHOBHOTO
JpKepelia ayKCHUHIB, KOHIIEHTpAIlisl Ta MIBUIKICTh TPAHCTIOPTYBAHHS AYKCUHIB 3aBXKIH
Buia (Lomax et al., 1995). Tpancnopt aykcuHy HEOOXiTHUI [T PETYJIAIIT pO3BUTKY
OpraHiB, po3rayly’KeHHS KOPEHIB, MaroHiB, (oTo- Ta rpasitpomizmiB Tomo (Ljung,
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2013; Zazimalova et al., 2010). BctanoBeHO TeHH O1JIKIB-TPaHCIIOPTEPIB AYKCHUHY Ta
MPOAHATI30BaHO IXHIO POJib y perysuii Mop}o-¢i310J0TiYHUX MPOLECIB y POCIHH
pisHux cucreMatuuHux rpyn (Mohanta et al., 2018). Tak, y pociua Oryza sativa
i1eHTH(iKOBaHI reHH, SKi KOIYIOTh CHHTE3 11’ sITH, a 'y pociauH Arabidopsis thaliana —
Tphox OunkiB-TpaHcnopTepiB poaunu AUX/LAX (Chai, Subudhi, 2016). binku-
tparcnoprepu AUX/LAX GepyTh ydacTb y peryisiii po3BUTKy OiuHuX KopeHiB (De
Smet et al., 2007; Swarup et al., 2008). Binku-tpancnoprepu PIN1, PIN3, PIN4 ta
PIN7 3a0e3neuyroTh OazumneTaibHHA MOTIK ayKcUHy 10 kmituH Kopens (Friml et al.,
2002a, b; Blilou et al., 2005), a PIN1, nokanizoBaHuii Ha IjIa3MaTU4IHIA MeMOpaHi,
3a0e3mnedye TpaHCTIOPT ayKCHHY Ha TIOYaTKOBHX €Tanax po3BUTKY JIMCTKIB (Reinhardt
et al., 2003). ¥V pociun apabinoncucy, pucy Ta KyKypya3u OyJid BU3HAUEHI OUIKH
pomuan ABCB (Chai, Subudhi, 2016) Ta mnoka3ano, mo ABCB19 3a06e3neuye
wiargopmy aia sokamizaiii PIN1-tpancnioprepa (Titapiwatanakun, 2009), a 6i10k-
tpancnoptep poauaun ABC AtABCG2S, kpiM TpaHCIIOPTYBAaHHS ayKCHHY, 33 JITHUN Y
nepeneceni adcuuzoBoi kuciotu (Kuromori et al., 2010). Ingonin-3-mMacinsHa KucioTa
(IMK) 3BopoTtHO meperBoproeTbess Ha IOK 1 Moxke OyTH SIK 11 MONEpeIHUKOM, TaK 1
KOH foraToMm 1 TpancnoptyBaTuch He 3aiexkHo Big IOK. [leperBopenns IMK na IOK
BinOyBaeThes B mepokcucomax (Korasick et al., 2013).

PyHKLUiOHaNbHa aKTUBHICTb

AYKCHHM aKTHBYIOTh MO/ 1 BUJOBKEHHS KIITHH, CTUMYJIIOIOTH (hOPMYBaHHS
Ta MIATPUMYIOTh PICT OIYHUX KOPEHIB, 3aTy4yeH1 A0 O10CUHTE3y OLIKIB, KOHTPOIIOIOThH
PO3BUTOK CYIWHHUX TKaHWH, BET€TaTUBHUX 1 PENPOJyKTUBHUX OpPTaHiB,
MIPUCKOPIOIOTh MPOPOCTAHHS HACIHHA, AO3pIBaHHSA IUIOAIB, 3aisiHI y Tpomi3Max i
amikaJbHOMY JIOMiHYBaHHI Ta (opMyBaHHi cTpecocTiiikocti (Gallavotti, 2013; Gallei
et al., 2020; Kosakivska et al., 2021; Velasquez et al., 2016; Weijers, Wagner, 2016;
Zazimalova et al., 2014).

VY pi3HUX MpeCTaBHUKIB OJHOJOIBFHUX POCIHH, CEPell IKUX PUC, KyKypy/a3a Ta
COpro, ayKCUHHM 3aisiHI B PETyJsiii eMOpioreHesy, po3BUTKOBI KOPEHEBOI CHCTEMH,
MaroHiB, JIUCTKIB 1 CyAMH, (POPMYBaHHI i1 PO3BUTKOBI BOJIOTTI Ta KoJiockiB (Balzan et
al., 2014; Wang et al., 2018). Aykcuau OepyTh ydacTh y PETYJISLii PO3BUTKY
PENPOAYKTUBHUX CTPYKTYp, 3apOjKa, €HJIOCIIepMy Ta HaciHHEBOI oOosoHkH (Cao et
al., 2020). Ha nporiecu ¢dopmyBaHHS amikaabHO-0a3abHOI OCI Ta JHMCTKIB i Yac
eMOpPIOHATBLHOTO PO3BUTKY POCIMH apaliJIONCUCy BIUIMBAE PO3MOALT AYKCHUHY, KU
3MIUCHIOETRCS 3 y4acTio OUIKiB-TpaHcnioptepiB poaun PIN 1 ABCB. IligBuiieHi piBHi
ayKCHHY B 3apOJIKOBHX KOPEHSX 1 CIM AJI0JSAX BHU3HA4YalOTh (DOpMyBaHHS OIUHUX

KOPEHIB, JUCTKIB 1 KBITOK IIiJ1 yac mocremoOpioHanpHOroy po3sutky (Petrasek, Friml,
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2009). Xapakrep Jokamizaiii aykKCMHy B eMOpiOHaxX BIUIMBAa€ Ha ITOYATOK
audepeHmianii TKaH|H Ta iHimioe po3BuTok opraniB (Verma et al., 202). Aykcunu
BIJIITPalOTh BAYKJIMBY POJIb Y PO3BUTKY MEPBUHHOIO Ta OIYHUX KOPEHIB 1 KOPEHEBUX
BostockiB (Saini et al., 2013; Wang et al., 2018; Xie et al., 2021), BrumBarOTh Ha
apxiTektypy kopeneBoi cuctemu (Olatunji et al.,, 2017). Myramii rena OsAUX1
MPU3BOJIMIIN JIO P13KOTO 3MEHIIICHHS JJaTepaibHOI 1HIIaIllT KOPEHS POCIUH PUCY, TOI1
sk 3a rinepekcrpecii OSAUX1 30imbiyBanacs KiTbKicTh OidaMX KopeHiB (Zhao et al.,
2015). Myramii reriB OsIAA11, OsIAAL3 i OsIAA23 BrIMBaIK Ha PO3BUTOK KOPOHKH
ta Oiunux kopeniB (Kitomi et al., 2012; Zhu et al., 2012), a HagmipHa ekcrpecis
YUCCA-reHniB npusBoawia 10 GopMyBaHHs OUTBIIOT KITLKOCT1 MPUIATKOBUX KOPEHIB
(Yamamoto et al., 2007). IsgykoBaHWii ayKCHHOM pICT MAaroHiB MPHUTHIYYE PICT
OpyHBOK uepe3 BIATIK IYKPIB, HEOOXIAHUX JJisi TaTy>KEHHS MaroHiB 1 pocty crediia
(Kebrom, 2017). AyKkcuHH BiZirpaioTh BaXKJIUBY POJIb Y 3a0€3MEUCHI KUTTE3AATHOCTI
MUKy Ta PO3BUTKOBI MWISAKIB y pociuH pisHux TakcoHiB (Cardarelli, Costantino,
2018; Salinas-Grenet et al., 2018).

AYKCHHHM pa3oM 3 €THJICHOM 3aisiHl Y PEryJisiii MpoleciB MapTeHOKapMii,
no3piBaHHS Ta Bu3Ha4YeHHI Gopmu mioaiB (Ding et al., 2019; Trainotti et al., 2007).
3poctanus BMicTy eHnorenHoi IOK crioctepirany y Koiockax pucy Micis 3amuiieHHs
Ta mijg vac nojaanbmioro po3Butky MmioAiB (Uchium, Okamoto, 2010). Po3mip
emOpioHiB pucy peryiroBaBcsi OSGE/CYP78B5 3a paxyHOK HmiATPUMKH HEOOXiTHOTO
piBast IOK (Chen et al., 2015). V kykypya3u Ta apabigoncuCy ayKCUH pPETyJrOBaB
MIBUAKICTH Tposidepallii eHaocnepMy Ta MENIoNIpi3alli M1 4ac pO3BUTKY HACIHHSA
(Batista et al., 2019; Bernardi et al., 2012; Figueiredo et al., 2015; Forestan et al., 2010).
CuHTe30BaHUN B EHJOCTEPMI AYKCHMH EKCIOPTYETHCS JO IIKIPSTHOTO TOKPUBY Ta
peryitoe po3BUTOK HaciHHEBOI oOosoHku (Figueiredo et al., 2016). ¥V nacinni, mo
PO3BUBAETHCS, AYKCHUH CTHUMYJIIOE TpoJiidepaliiro eHaocrnepMy, a B JESKUX BHIIB
BuoBkeHHS 3apojka (Figueiredo, Kohler, 2018). IOK BmnuBae Ha pict 1 MopdoreHes
riHener, yTBOpeHHs raMmet 1 enaocrepmy (Shirley et al., 2019), perymtoe po3BUTOK
KBITOK, Au(epeHIiallito BepXiBKOBOI MEPUCTEMH, MOJIOBKEHHS TUUUHOK, JO3PI1BaHHS
nuwiskiB 1 unky (Salinas-Grenet et al., 2018). 3meHIIeHHsT KIUTBKOCTI aKTUBHOTO
ayKCMHY B MWIKY TPAHCT€HHUX JIIHIM apabiforcucy iHAYKyBaJO 3MiIHM B OyJIOBI
MUAJIKOBO1 TPYOKH, 3MEHIIIEHHS KiJTbKOCTI MUJIKOBUX 3€PEH Ta IXHBO1 KUTTE3TATHOCTI,
NOPYIIEHHS] CUHXPOHI3allli y PO3KPUTTI MWISKIB, 3MEHIIEHHS KIJIbKOCTI HACIHHS Y
crpyuka (puc. 1.10).

VYV perynduii MOpoCTOPOBO-YACOBOTO ACHUMETPUYHOTO PO3MOJAUTY ayKCHHY
KI04oBy poib BimirparoTh PIN-FORMED (PIN) mporeinu. I'imepekcrpecis reHa
ZmPIN1lay pocnuH KyKypyA3u NpU3BOAMUIIA 10 30UTIIEHHS KIJTbKOCTI O1YHUX KOPEHIB
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Ta 3MCHILIEHHSA IXHbOI JOBXHWHHM, YTBOPEHHS PO3BUHEHOI KOPEHEBOI CUCTEMU 3
JOBITUMU KOPEHSMHU Ta OUIBIN IIUIbHUMU OIYHMMH, TaJlbMyBaja PICT HaJI3eMHOI
YaCTUHU, MIPU3BOANIIA TAKOXK 10 3MEHIICHHS JOBXKUHHU MIDXKBY3JIB Ta BUCOTH KOJIOCA.
3aBAsSKA TakuM 3MiHaM 3pociia BpPOKAMHICTE B YMOBAaX BHCOKOi IIUIBHOCTI
BHPOIIYBaHHs, a PO3BHHEHA KOpPEHEBAa CHCTEMa MOJIMIIMIA CTIWKICTh POCIUH 0
oCyXHu, BIWIsITaHHA Ta aediuuty docharroro xusnenns (Li et al., 2018). Aykcunu
KOHTPOJIIOIOTh BUJIOBKECHHS KJIITUH IAaroHiB i KopeHiB, aktuByroun H'-AT®a3wu, ski
JI0KaJTIi30BaHi Ha Iu1a3MatuuHiii Mmemopawni (Du et al., 2020).

HopmanbHui
piBeHb iHaoNiN-3- ouToam KucnoTu 7/ N 3 E Y4\
7 \Y

\/

Munok

BiocutTes aykcuHy 3abnokosaHo
6akrepianbHoto |OK-niauH cuHTason

Puc. 1.10. 3a nonomoror BOynoByBaHHA reHy OaktepianbHoi [OK-ni3un cuHTasu B
rerom Arabidopsis thaliana mosxnuBa Mo ysIist piBHS 1H10J111-3-0I[TOBOT KMCJIOTH B
MWIKOBHX 3€pHAX, IO BIUIMBAE HA PO3BUTOK YOJOBIUMX PEMPOMYKTUBHUX CTPYKTYD,
PO3KPUTTS MIISKIB 1 KUTBKICTh MUJIKOBUX 3€PEH, a TAKOX Ha KUIBKICTh 3€PHIBOK Y
cTpyukax (amantoBaHo 3a Salinas-Grenet et al., 2018)

®izionoriyHi e)EeKTH ayKCHHY TMPOSIBISIIOTECA TMPU B3aEMOAIl 3 I1HIIMMH
diToropMOHaMH, SKI PETyJIIOITh CUHTE3, AErpajailito, TPAHCIOPT, CUTHAIIHT 1
Jokamisito oauH oanoro (Mazzoni-Putman et al., 2021). IlpoTe po3ymiHHS Takoi
B3a€MO/III Bce 11e (pparMeHTapHe 1 MOTpeOye MOoJanbIIOoro BUBYECHHS.

1.3. FiGepeniHn

Ioepeninu (I'b) — npuTepneHOBI TeTpaUUKIIYHI KHUCJIOTH — YTBOPIOKOTH
HaWYUCENBHIHKN K1ac (PITOrOPMOHIB, 3a/IISTHUX y JKUTTEBOMY IHKJI POCIHH PI3HUX
cucteMaTuyHux rpym 1 rpudiB (CutHuk Ta iH., 2003). Cepen Outbm sik 130 dopm
rOopMOHY (i3i0JOoTiYHA AKTUBHICTH MpPUTAMaHHA JIHMIIIE OKPEMUM Ti0epesioBUM
kuciotam (I'Ki, I'Ks, T'Ka, T'Ks, ['Kg Ta I'K7), 1HII1 X € IXHIMU MONEpEeTHUKAMU Ta
HeaktuBHEUMHU popmamu (Sponsel, Hedden, 2010). /To rosioBauX 01010T19HUX QYHKITIH
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I'b HanexaTp peryJsiis MpoIeciB MPOPOCTaHHS HACIHHSI, KOOPAUHALIIS MOy KIITHH
1 IXHBOTO pO3TATY, NETEPMIHYBAaHHS CTaTl, PO3BUTOK MNWJIKY 1 KBITOK, 1HIYKIIiS
BITIHHS, opMyBaHHs HaciHHs Ta wioaiB (Gantait et al., 2015; Gupta, Chakrabarty,
2013).

BiocuHTe3 i curHaniHr

Cunre3 ridepeniHiB BiIOYBAETHCS B TPHU €TAIHM, K1 MPOTIKAIOTh y TUIACTU/IAX,
eHjoMeMOpanax ta muro3oui (puc. 1.11). I'b cuHTE3yI0ThCS 3 mpakc-repaHiarepaHiI
mudocdaTty 3a METHI-epUTPUTON-4-DochaTHUM NUIAXOM 3aBASKH TOCTIAOBHINA il
IBOX IUTACTHIHHUX TEPIEHOBUWX IHMKJIAa3 3 TMOJAJBIIAM OKHCJICHHSIM Ha
€HO0IIa3MaTUYHOMY PETUKYIYyMi HUTOXpoM P450 MOHOOKCUTEHa3aMU Ta HACTYTTHUM
PO3YMHEHHSIM 2-OKCOTJIyTapaT-3ajie)kHuMu  aiokcureHazamu GA20o0x 1 GA3ox.
Ockinbku OiocuHTe3 akTMBHUX ['b € ckiagHuM 0araTOCTYNEHEBUM IPOIIECOM 3
YTBOPEHHSIM PI3HUX NPOMDKHUX MpoaykTiB (Gao et al., 2017; Hedden, 2020), TouHo
BU3HAYUTH TKAHWHHU YU OPTaH, y SKUX TOPMOH CHHTE30BaHUMN a00 JIOKai30BaHHM,
noBoutl ckianHo. I'enu, 3aaianHi B 6locuHTe31 I'b, 3HaX0AsThCA Yy PI3HUX KIIITHHAX 1
TKaHWHAX, IXHsI aKTUBHICTb 3aJICKUTh BiJl CTaJ(1i OHTOreHe3y. MakCuMyMu JJOKaJIbHOTO
HakonuyeHHs1 ['B BIANOBIAAIOTE aKTUBHOMY POCTY KIITHH KOPEHS 1 TIMOKOTHIISA Ta
(dbopMyBaHHIO KBITKH. TpaHCIIOPTYBaHHS Ha BEJUKI BIJICTaH1 IEPEBAKHO OOMEKYETHCS
HeakTuBHUMU noniepeaHukamu I'b (Binenbaum et al., 2018).

3aBIAKH TEHETHYHHM JOCTIIKCHHSM BUSBJICHI KOMIIOHEHTH T10€pelliHOBOTrO
curHaimnry (Daviere, Achard, 2016). YHiBepcaJIbHUMH yYaCHUKaMHU CHUTHAJIbHUX
NUIAX1B, SKI KOOPJAUHYIOTH MPOIECH POCTY 1 PO3BUTKY pociiuH, BusBmwimch DELLA -
nporeinn (puc. 1.12), mo yrBoproroTh oany 3 nigpoauH GRAS-TpanckpunuiitHux
daxTopiB (Xue et al., 2015). Jlna pocnun Arabidopsis thaliana Busznadeno m’sthb
DELLA-mporeinie (RGA, GAI, RGA-LIKEl (RGL1), RGL2 Ta RGL3), sxi
npurHiuytote aktuBHicTe ['b (Dill, Sun, 2001). Ha N-kinmi DELLA-npoteinis
3HaXOJIUThCSI KOHCEPBATHUBHA JJIsl BCIX BUIIMX POCIUH MOCIIIOBHICTH aMiHOKUCIIOT —
DELLA-nomen. Bin BiamoBigae 3a 3B's3yBaHHS 3 aKTMBOBAHMMH peEIENTOpaMHU
rioepeniniB (GA INSENSITIVE DWARF1, GID1).

DELLA-mipoteian € TakoX HETAaTUBHUMH PETYJISATOpaMH TEHIB, SKi
excnpecyrotb cunte3 I'b (Colebrook et al., 2014; Hirsch, Oldroyd, 2014, Vera-Sirera
etal., 2016).
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XnoponnacTtu

MipyBaT—repaHinrepain gudocdar (MAP)—
eHm-konauungudochaT— eHm-kaypeH

4

eHm-KaypeHoBa Kucrora— EHZONNa3MaTuHuit
eHm-7a-riapoKC1KaypeHoBa peTUKYnyM
L kucnota—IKy,-anbgerin
MKy, LiuTonnasma
[ r|'< e— TK,— K 4, J HerigpokeunaTHui wnsx

4" MKsg— MKgy— MKig— MKyo— TKi— TKq ] TinpokcunaTHUI WnsX

[K;— K

Puc. 1.11. Cxema cuHTe3y riOepeliHiB: y INIACTHIAAX YTBOPIOETHCS eHm-KaypeH —
yHiBepcanbHui nonepeauuk I'b, Toi sk B eHa0IIa3MaTUYHOMY peTuKyiyMi — ['Kio-
ajpJeril. Y IUTO30J1 CHHTE3 PO3rajyXKyeThCs Ha JBa IUISIXH: HETIAPOKCHUIBHHUH 1
T1IPOKCUIILHUN. Y TBOPIOIOTHCS MOMEPEIHUKUA Ta HeakTuBHI Gopmu I'b, ki MaroTh
cnaOKy (pi1310J0T1UHY aKTUBHICTb, Ta aKTUBHI (ITO3HAYEH1 YEPBOHUM KOJIHOPOM) POopMHU
(Kosakivska, Vasyuk, 2021).

Bcranosinieno, mo miaBuiieHHs Bmicty I'b Ta ixHe 3B'si3yBanHs 3 peuentopom GID1
Bukiinkae gnerpanamnito  DELLA-npoTteiHiB, mnpurHidye iXHIO Mif0 1 BHUBLIBHIOE
peuentop GID1, axuit B3aemonie 3 iHmmMu Mosekyiamu DELLA-npoteinis (Hirano
etal., 2012). DELLA-npoteinu 3aaisHi y miaATpUMIIi ribepeniHoBoro romeoctasy. Tak,
y della-mMyTaHTiB piBeHb ekcrmpecii TeHIiB, BiAMOBiZaIbHUX 3a cUHTE3 ['b, BHUSBHCS
3HauHo HmwkuuM (Weston et al.,, 2008). Amntaronict DELLA-nporteiHiB
SCARECROW-LIKE 3 mporein (SCL3) akTuBYy€ThCS B YMOBaxX 3aTiHEHHS Ta
3aTOIJICHHS, 1110 MPU3BOAUTH 0 HakonuueHHs ['b 1 BugosxenHs crebna. Excrpecis
SCL3 inmykyerbcst DELLA 1 penpecyerbes GAS. SCL3 perymtoe BiacHy
TpaHCKpUMIIito, 6e3nocepenupo B3aemouiroun 3 DELLA (Zhang et al., 2011).
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Puc. 1.12. Moaenp Ti0epelliHOBOrO CHTHAJIHTY y pociuMHax apabimomncucy. SPY
(mmanepon, ctpecoBuir mnpotein) PIF3 ta PIF4 (daktopu TpaHCckpumiii, 10
B3aEMOJIIIOTH M1k c00010 Y (piToXpomi Ta iHTErpyroTh eexTu cBitia Ta I'b Ha mporiec
BUJ0BKeHHs rinokotuis) SCFLY E3 nirasa (amanrosano 3a Sun et al., 2011).

Otxe, DELLA-npoT€iHM € TOJOBHMMHM HETATHBHUMH PETYJISITOPAMHU
ri0epesiHOBOr0 CUTHAIIHTY. BOHM B3a€MOZIIOTH 3 TPAHCKPUMNIIHHUMU (DAaKTOpaMH 1
MOJyJIIOIOTh €KCIPECII0 I'eHIB, 1110 J103BOJISIE 3pOOUTH BUCHOBOK IIPO iXHIO y4acTh Y
nepexpecHii cuctemi B3aemoAii MiK ['b Ta HABKOJTUIITHIM CEPEIOBUILIEM.

TpaHcnopT i nokauis

VY OGionoriyHUX mporecax pPi3HUX BHIIB POCIUWH OEpyTh Y4acTh aKTHUBHI Ta
HEaKTHBHI (KOH'FOrOBaH1) popMH riGepeliHiB, IKi BUCTYNAIOTh JOJaTKOBUM (haKTOPOM
BIUIMBY Ha JIOKaIlif0 Ta TpaHcmopT ropmoHy (Binenbaum et al., 2018). Kon'toraiis
PO3IIIIA€ThCA SIK YAaCTHHA MEXaHI3MYy KOHTPOJIO KIITUHHUX PIBHIB TiO€peniHiB.
AxTHuBHI opMH TPaHCHOPMYIOTHCS B 1HIII CHOJNYKH dYepe3 peakiiii aruItoBaHHS,
eTepudikaiii Ta riaiko3wioBadHg. KoH'toroBani ¢opMH yTBOPIOIOTH ITyJ1 HEAKTUBHUX
ribepemiHiB, 37aTHUX MEPETBOPIOBATHCH HA aKTHBHI 3aBASKH JeKOH'foraifi. Okpemi
KOH IOraTH, sk (POpMHU TUMYAcOBOTO 30epiraHHsl, BUKOHYIOTh (PYHKIIIi HE3BOPOTHOI
1HaKTUBAIlli, TPaAHCIOPTY, KOMIIApTMEHTANI3allli Ta 3aXWUCTy BiJ Jerpagamii
(Piotrowska, Bajguz, 2011). Tpaucnopt I'b BinOyBaeThcs i 4ac aKTHBHOTO POCTY
opraniB pociuH (Binenbaum et al., 2018). Engorenni I'b TpancnoptytoThcs B akpo- i
0a3ureTaJbHOMY HaIpsIMKax, MOXKYTb PYyXaTHUCh BiJ JIMCTKIB JO BEpPXIBKM MaroHiB
(Eriksson et al., 2000; Ragni et al., 2011). Sk cn1abki KHUCIOTH TiOEpesiHd MOXKYTh
HAJIXOJIUTH 3 TIO3aKIITHHHOI'O MPOCTOPY Ta KOHIIEHTPYBATHCH Yy ItuToria3mi (Kramer,
2006). Onuum i3 TpancrnoptepiB I'b € nokanizoBaHi B IMTOMIa3MaTHUHIH MeMOpaHi
nporeinu NPF-AtSWEET13 ta AtSWEET14 (Chiba et al., 2015).
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3 MeTOol BH3HAYCHHS IIISXIB TpPaHCIOPTYyBaHHS Ta Micipe Jokamii I'b
TOCIIIKY€EThCS €KCTpecisl TeHIB 1XHBOTO OIOCHHTE3y Ta JWHAMIKa HAaKOIMMYEHHS
ropmony. Anani3 ekcripecii reHiB GA200x- 1 GID1 ocuku 3acBigumB, 110 ridepeninu
3aJlisHI y IBOX pI3HUX Tpolecax (opMmyBaHHs AepeBuHu. Tak, renu I'b curnaminry
BiJI3HAYAIMCh HU3BKUM PIBHEM €KCHpecii y KIITHHAX KamOilo 1 TIEepPeKCHpeciero y
audepeHniioBaHux KiiTuHax pmoemu 1 keusemu (Mauriat, Moritz, 2009). IToka3zano,
III0 OCHOBHOIO JIoKarlieto cuate3y I'b € kinuuk kopens apabinorncucy (Dugardeyn et
al., 2008). binbiricTs TeHiB 0i0CHHTE3Y Ti0epeiHiB 3HAXOAUTHCS B CHIIOIEPMi KOPEHSI,
toai sk MPHK GA200x1 Hakonu4yeThcsi B KIIITUHAX, SIK1 3aKiHUMIM picT (Shani et al.,
2013; Ubeda-Tomas et al., 2009). IlinTBep/KEHHSIM IIOTO € HAKOIUYCHHS B
ennoaepmi apadinoncucy TpancnoprepiB NPF3 I'Ksta 'K, ta iHmux ribepeninis (Tal
et al., 2015). Bukopucroryroun 6iocercop GIBBERELLIN PERCEPTION SENSOR
1 (GPS1) nna Bu3HauUE€HHS HAHOMOJISIPHUX KOHIIEHTpAIliil 010aKTUBHUX T1OEPEIiHIB Y
pociuH  apabifoncucy, HIOCHITHUKK TOKa3ald, 1[0 TPajl€eHT KOHIIEHTpaIlli
6ioaktuBHUX ['D y370BX NEpBUHHOT OC1 KOpEHs 30LIbIIYBaBCs 13 BIIAJICHHSM Bijl
KJIITHH, K1 Tepe0yBan y CIIOKO1, MaKCMMaJIbHUM BiH OyB y 30Hi po3Tsry (Rizzaetal.,
2017). Ha erami uBitTiHHA B apaOiforncucy mokaszano, mo GA3o0x, sika KaTaji3ye
OCTaHHI# eTan akTuBHOro OilocuHTe3y I'b, ekcrpecyeThCcsl B maroHi, a Aisi TOPMOHIB
HPOSIBIIIETHCS Y PO3IIMPEHHI KenieMu B rinmokotwiti (Ragni et al., 2011).

PyHKLUiOHaNbHA aKTUBHICTb

['onoBHuMHU (QyHKLIsIMU TiOEpeiHIB € PEeryssmis MpoLEeciB MPOPOCTaHHA
HACIHHA, KOOPJMHALIIS MOLTY 1 PO3TATY KIITHH, JIETEPMIHYBaHHS CTaTi, PO3BUTOK
MUJIKY 1 KBITOK, 1HAYKIIS UBITIHHS, ()opMyBaHHS HaciHHs Ta mioiB (KocakiBchka Ta
in., 20196; Gantait et al., 2015; Gupta, Chakrabarty, 2013). /{151 pi3HHX BUIIB POCIHH
XapakTepHi crneru@IuHui SIKICHUIM CKJIaJ] 1 KUIbKICHUM BMICT T10€peTiHiB, IKUM HE €
MOCTIMHUM 1 3MIHIOETHCSI BITPOJIOBK POCTY W PO3BUTKY. Y TIICHHII 11€HTU]IKOBaHI
I'Kis, I'Ky7, I'Kyg, I'Koo, I'Kos, I'Kos T'Kag, T'Kss 1 T'Kss. B TkanuHax enpocrepmy
nokamizoBaHi ['Kys, I'Kos Ta I'Kys Ta 38’s13an1 dpopmu ['Kig, ['Ki7, I'Kas. ¥V TKaHMHAX
eMOpioHY B Ci0BUX KUIBKOCTAX 3HaiAeH1 [ Kig Ta ['Kyas, a B emitenmii — 'Ky7 Ta I'Kyo,
y BeretatuBHuX opranax — ['K; ta I'K3 (Gaskin et al., 1980). [Tokazano, mo 'Ky, I'K3
I'K4 ta I'Kyg perynmorots pict ctebna, I'Ka, ['Ko, I'Kas, I'K3s Ta I'Ks1 6epyTh yuacTs y
dopmyBanni oprauib, Toal Kk ['K; ta 'Ky BimirparoTh BaXJIMBY POJb Y PO3BUTKY
wioaiB (CutHuk Ta iH., 2003). BupimanbHy posb y peryJisiii pocTy MIIEHHULIl BiIIrpae
I'K; (Sastry, Shekhawa, 2001), ssamenst — 'Ky (Grobelindemann et al., 1992).

I'iGepeniHu akKTUBYIOTh TaK 3BaHI «IIOYATKOBI €(hEKTH» MPOPOCTAHHS 3EPHIBOK
37IaKiB, CTUMYJIIOIOTh JIIHIMHHM picT opraHiB 1 moBepxHi quctka. Edextu I'b Ha picrt

30


https://www.ncbi.nlm.nih.gov/pubmed/?term=Gupta%20R%5BAuthor%5D&cauthor=true&cauthor_uid=23857350
https://www.ncbi.nlm.nih.gov/pubmed/?term=Chakrabarty%20SK%5BAuthor%5D&cauthor=true&cauthor_uid=23857350
https://www.jstage.jst.go.jp/search/global/_search/-char/en?item=8&word=Paul+GASKIN

eMOpIOHY TPOSBISIOTHCS Yepe3 1HAYKII0 aKTUBHOCTI TIAPOJITUYHUX €H3UMIB, SIKI
3aJliH1 Y IEPETBOPEHH1 KPOXMAJIIO, PO3IIEIJICHH] IPOTEiHIB 1 JIMi/1B Ta IOM’SIKIICHHI
HACIHHEBOTO MOKPUBY HUIsIXOM ekcrpecii reHiB GA20-okcunaszu ta GA3-okcunasm,
o OepyTh yuacTh y po3TsaryBanHi Ta moaudikamii kiituH (Finkelstein et al., 2008).
Ili reHn ekcmpecyroTbcs B emiTelii eMOpIoHy il Yac MPOPOCTaHHS Ta 1HIYKYIOTh
cunTe3 akTuBHUX TioepeniniB (Kaneko et al., 2003). ['iGepeniau TpaHCTIOPTYIOTHCS 710
aJepOHOBOTrO 1IApY, /1€ EKCIPECYIOTh TeH G-amina3u yepe3 (pakTopu TpaHCKPHUIIIIIi
SLN1 ta GAMYB (Gubler et al., 1995), toai sk DELLA SLNI1 npurHiuymoTh
ridoepeniHoBy aktuBHicTh (Zentella et al., 2002). CunrezoBani B engocnepmi I'b
HETaTUBHO BILUIMBAIOTh HA PO3MIp 3epHa Ta skicTh OoporrHa mmenwmi (Endler et al.,
2015).

['ibepeninu BiAIrparOTh BAXJIHMBY POJb Y PO3TATYBaHHI KIITHH Ta MOAOBKEHHI
MikBy3miB (Sun, 2010). Tak, mix yac BUIOBKEHHs MiKBY31iB pucy (Oryza sativa L.)
€KCIIpecisl TEHIB, AKI KOIYIOThb CHUHTE3 KCUJIOTJIOKAHOBOI €HIOTPAHCIIIOKO3UIIA3H,
perymoBanach ribepeminamu. lleit ensum Oepe ywacTh Yy peopraizaiii
KCHJIOTJIFOKaHy NUIIXOM PO3IICIUIEHHS Ta MOBTOPHOI Jiraimii MmojiMepiB, 3aBISKH
yoMy 3pocTtae miactTuuHicTh KIITUHHOI cTiHku (Uozu et al.,, 2000). BugosxeHHs
cTtebna € ogHuM 13 edekTiB I'b, gocimiPKeHMM Ha T€HHUX MYyTaHTax 31 3MIHEHOIO
YYTIUBICTIO 10 TOPMOHY. ['€HM KapJIMKOBOCTI KOJYIOTh MIPOTEIHU, SIK1 TTOBHICTIO 200
YaCTKOBO BTPATUJIM Uy TIUBICTB JI0 FOEPETIHOBOIO CUTHAY 1 PENPECYIOTh BKIIFOUEHHS
ribepeniHoM TeHEeTHYHHMX Mporpam pocty crebrna. Anami3z Bmicty I'b B maronax
HeuyTnuBuX 10 ['b kapnukiB ssamento (SIn) ta ropoxy (la crys) mokasas migBUIICHUI
piBenb I'b, siki cunTesytorbes 3 'Ky, 1 3uMkenu piBens I'b, siki cunTesyrorbes 3 I'Kay,
MOPIBHSHO 3 BIANOBIAHUMH BUcokopocaumu JiHiaMmu (Hedden, 2020). Excripecisi reHiB
TaGA200x1 1 TaGA3ox2, sxi komywoTh cunHte3 eH3uMiB GA20o0x 1 GA3ox,
criocTepiraigach y By3Jiax, MbKBY3JIAX, 3apojkax Ta koJyioci mmenwnmi (Appleford et al.,
2006).

JlokanizoBaHi B IHTEPKAISAPHIA MEpPUCTEMI KOPEHS Ta TIMOKOTWIIS, Ti0eperiHu
PETYJIOITh aKTUBHICTh T'€HIB IUKJIIH3AJICKHUX MPOTETHKIHA3 — KJIIFOYOBUX €H3UMIB
kiaituaHoro 1ukiay (Fabian et al., 2000). HakomuueHHS akTUBHHX TiOepeltiHiB
BiIOYBAETHCS B 30HI TMOJOBKEHHSI KOPEHS 1 TIMOKOTHII Ta BIAMOBIIA€ MaKCUMyMY
KIITUHHOTO pocTy. Tak, cunre3 mpoteiny NTHIS, sikuili MICTUTBCS B amiKallbHii
MEpPUCTEMI TaroHa TIOTIOHY, TPU3BOAHMB JO0 HeraTuBHOI peryssmii reny GA20-
okcupaasu, rinepcunresy I'b, mocunenomy noauty kimituH (Sakamoto et al., 2001).
['iGepeninyn MO3UTHUBHO BIUIMBAIOTH HA PICT KOpeHiB. PaHHINA mepexia BiJ MOJILTY
KJIITUH KOPEHEBOT0 KIHYMKY JO IXHBOT'O PO3TIATyBaHHs, onocepeakoBanuit HDT1/2
(TicToH JneaneTuaa3orn), BiOYyBA€ThCSA 3aBISKH TMPUTHIYCHHIO TPAHCKPUII TeHa
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GA20x2 (Li et al., 2017). JocnmimxkeHHS MyTaHTHMX 1 TpPAHCTEHHHX POCIUH
apabiloTICUCy BKa3ylOTh HAa Te, IO TIOEpeNiHM Ta iXHIA CHUTHAJbHUN MUISX €
HEOOXITHUMHU Ta JOCTaTHIMHU i O€3MOCEPEIHbOI0 CTUMYIIIOBAHHS IMOCUJIEHOIO
kcuoreHesy B rimokotuiii (Ragni et al., 2011). MakcumyM HakomM4YeHHS! aKTUBHUX
I'b BinOyBaeTbcsi B 30HI MOJIOBXKCHHS KOPEHsS Ta TIMOKOTHIII Ta KOHTPOJIOETHCS
TOMEO3UCHUMU TeHAMHU, SIKI € aKTUBATOpPaMH TE€HIB-MIIIEHEH TIiJ] Yac eMOpioreHesy.
I'enn poauan KNOX (KNOTTED1-like HOMEOBOX) peryimoiTh picT amikaabHOT
MEpPUCTEMH TaroHiB i po3BUTOK JMCTKIB Kykypym3u (KN1 i RS1), apabGimomcucy
(KNAT1, KNAT2 i STM), sumens (HVKNOX3) i pucy (OSH1). Ilokazano, 1110
excripecis mporeiny NTHIS5 (3 romeomomeny KNOX), sikuii 3HaXOJWTHCS B
aniKaJIbHIM MepucTeMi MaroHa TIOTIOHY, MPU3BOAMIIA O HETATUBHOI PETYJISAIIT TeHy
GAZ20-okcumasn Ta 3HWKeHHsS cuHTe3y ['b. IuridyBamns NTHIS mosBossiio
aktuByBaTu OlocuHTe3 ['b, 1m0 cnpusuio opra”izoBaHii KIITHHHIA Tposidepartii
(Sakamoto et al., 2001). Ha mpukiazi pociuH apadigoncucy 0yiio mpoIeMOHCTPOBAHO,
o TibepeiHu 1HAYKYIOTh PO3BUTOK KIIITUH KOPEHEBOI MEPUCTEMH Ta PETYJIIOIOThH
PO3TAT KIIITHUH Y 30H1 BUJIOBKEHHA KOpeHsl. blocHHTE3 TOpMOHY BIIOYBA€ETHCS B PI3HUX
TKaHUHAX KOPEHs, MPOTe OCHOBHUM MiclieM € erpoaepma (Barker et al., 2020).

['ibepeninn € «BHYTPINIHIM TOAMHHUKOM» POCIMHHU; CAME BOHU I1HAYKYIOTb
nepexii 3 OJHi€l cTajli po3BUTKY Ha iHmIy. B perymsamii uitinas edexktu [I'b
XapaKTEPU3YIOThCA SIK BUAOCHEUU(PIUHI, NPOTE iXHA pOJb Yy PO3BUTKY KBITIB
BBAXKAETHCS YHIBEPCATIBHOIO. Y 3J1aKOBOI POCIWHU JOBTOTO JHS MaKUTHUII T’ SHKOT
(Lolium temulentum) mpu mudepenmiamii cyusiTe TpoBiAHY posb Bimirpawots ['Kj i
I'K4, a I'Ks 1 'K posrasmaroTees sik oani 31 crumyiiB nBiTiHHag (King et al., 2001,
2003). CunTte3 ridepeniHiB y KBITKaxX BiJOYBA€ThCS JIMILIE B THUMHKAX 1 PETYJIIOETHCS
GA200x 1 GA3ox. IlepeminieHHs: akTUBHUX T10epeiHiB (ajie HEe TXHIX MOMEePEAHHUKIB)
Ha KOpPOTKI BIJICTAHI BiJi THUMHKU JO 1HIIMX KBITKOBUX OpPraHIB Ta KBITKOHIKKH €
BOXKJIMBUM 1 JOCTaTHIM JIJI1 PO3BHUTKY KBITKH. Takox I'b cTUMyIOrOTH HBITIHHS 1
CIIPUYMHIOIOTH 3aB'sI3yBaHHA TUIOJIB Ta 1HINIIOWOTH ixHIN pict (Gupta, Gupra, 2005;
Gupta, Chakrabarty, 2013).

I'b BiairparoTh BaXXJIMBY pOJjib Yy A€TEPMIHALIL CTaTl. Y MyTaHTIB apaliIoNcucy 13
nedinurom I'b Ta TomaTax crocTepiraBcsi aHOMaJIbHUM PO3BUTOK TUYUHOK, TOI1 SIK 32
excrpeManbsHoro nedinuty I'b po3BuBanack xinoua crepuibHicTs (Hu et al., 2008). ¥
ribepenin qeIUTHIX MYTaHTIB HE PO3BUBABCS KUTTE3IATHUMN MAJIOK, & YaIIOJIUCTKH,
MIEJTFOCTKU Ta MaTOYKH OyJIM HEJOPO3BUHEHUMH, 110 B ICSIKUX BHUITAIKAX MPU3BOIUIO
70 TepeAyacHOro BiAMaJaHHA KBITKU. 3acTocyBaHHS OloaktuBHuX ['b abo
nonepennnka 'Ky BiIHOBIFOBaI0 HOpMaJIbHUI po3BUTOK KBiTKH (GOto, Pharis, 1999).
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OcHoBauM MicuieM cuHTe3y ['b € ThumHKa, sika 3a JOMOMOTOI TOPMOHY PETYIIIO€
PO3BUTOK YOJIOBIYOI KBITKH Ta PICT KBITKOHOCY.

HopMmaneHuit  mepebir mpoleciB  3aIuliHEHHS, €HJOCIepMOreHe3y Ta
eMOpioreHe3y 0O0yMOBItO€ (OPMYBaHHS TOBHOIIIHHUX HACIHUH 1 PETYIIOEThCS
ditoropmonamu (Tsygankova, 2015). Panni eranmu eMOpioreHe3y KOHTPOJIOIOTHCS
YUCJICHHUMH poJMHaMu TeHiB, B ToMy uuciai reHiB GA200x, GA20X1 ta GASRG
(Khodakovskaya et al., 2006; Sun et al., 2010). ITi3ui cTaxii po3BUTKY eMOpioHa Ta
EHJIOCTIEPMY XapaKTePU3YIOThCS TOCTYIIOBUM 3HWKEHHSIM €Kchpecii TeHiB ent-
KaypeH-CHHTa3M Ta ent-kaypen-okcuaasu (Yamaguchi, Nambara, 2006). I'en GASA 4
EKCIIPECYEThCS B aMiKadbHIA MEpPHUCTEMI Ta KBITKOBUX TKaHMHAaX €MOpPIOHIB Mij 4dac
PO3BUTKY, III0 IHAYKY€E 30UIBLICHHS PO3Mipy 1 3araabHoi Macu Hacimus (Sun et al.,
2010). IlpoxomkeHHs CTaliii pO3BUTKY POCIHH 3ajekuTh Bin piBHs ['b. Tak, mus
HOPMaJILHOTO PO3BUTKY HaciHHsg y A. thaliana BcraHoBICHMI HACTYNHUH MOPSIOK
epextuBHOCTI ['B: 2,2-mumernn GAs > GA7> GAs= GA,> GA; > GAs = GAg (Goto,
Pharis, 1999). I'b € BaxIMBOIO CKJIaJ0BOIO YaCOBOI OpraHi3aliii 103piBaHHSI KYKYPY/I3U
(White et al., 2000), KOHTPOJIOIOTH PO3BUTOK 1 JO3PIBAHHS CYXHX 1 COKOBUTHX IUIO/IB
(Kumar et al., 2014). Bcranosieno, mo Oyab-sike 3HIKeHHS akTHBHOCTI DELLA-

MIPOTETHIB CIPUsIE€ PO3BUTKY NApTEHOKAPIIIYHUX CyXHX COKOBHTHX I1oaiB (Dorcey et
al., 2009).

1.4. UNTOKIiHiHNM

[{uTtokiHIHM — TOXIAHI aJCHIHY, HaJEXaTh JO KIIYOBUX KOMIIOHEHTIB
ditoropmonansHoro komiuiekcy (Beagenmdoa, KocakiBcbka, 2017, 2020). Bonu
KOHTpOI0r0Th noait kimitul (Schaller et al., 2014), dbopmyBanus mepucteM (Kurepa
et al., 2019), dotocunres 1 crapinua (Honig et al., 2018), mornuHanHs Makpo- i
MmikpoesnemenTiB (Pavll et al., 2018), BianoBiap Ha Jit0 OIOTMYHUX W a0l0TUYHUX
ctpecopiB (Benennuona Ta in., 2021; Bielach et al., 2017; Cortleven et al., 2019).
L{UTOKIHIHM CTUMYJIIOIOTh O10CMHTE3 MPOTEIHIB 1 HYKJIETHOBUX KHUCIOT, IHIYKYIOTh
3aKJIaaHHs 1 pICT O1YHUX OPYHBOK, COPUSIOTH (GOPMYBaHHIO OYyIhO, MPUTHIYYIOTH
amikajgpbHe JOMiHyBaHHS. CHHTETHYHI HUTOKIHIHM IIUPOKO BUKOPHUCTOBYIOTHCS Y
POCIIMHHUITBI 1 cinbebkomy rocnogapetsi (Diopan et al., 2009).

[{uTokiHIHM ICHYIOTb Yy (opMi BUIBHUX OCHOB (130MEHTEHUIAJEHIH,
TUT1IPO3€aTHH, Yuc-3€aTUH 1 MpaHCc-3€aTHH), K1 € aKTUBHUMHU 1 3B S3YIOTHCS 3
peuenTopaMm, a TaKOX IXHIX HEAKTUBHUX PHOO3MIIB Ta HykJIeoTuAiB (puc. 1.17).
['oMeocTa3 HUTOKIHIHIB Yy KIIITHHI MIATPUMYETHCS TOETHAHHAM MPOLECiB O10CUHTE3Y
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(bepmenr i3onenteHinTpancdepasa (IPT)), nerpananii (pepMeHT HIMTOKIHIHOKCHIA3a
(CKX), sixuit po3mieruiroe O19HAN JTAHITIOT 130TPEHOITHUX IUTOKIHIHIB) Ta KOH foraltii
(dbepmenTtu O-rmokozuntpancdepasa (ZOG), sikuii KaTtanizy€e YyTBOPEHHS MOOIBHUX
O-rmoko3uaiB, 1 B-rmoko3unaza (GLU), ska posmermoe ocranni) (Frebort et al.,
2011). Y O11b1I0OCTI pOCIMH JOMIHYIOYUMHU (OpMaMU LIUTOKIHIHIB € mpaHc-3€aTuH Ta
HOro TMOXigHI; BOHM NPOSBISIOTh HANBUILY AaKTHUBHICTH y OloTecTax, MaroThb
HaWOIBITY CIIOPIAHEHICTh O PEIENTOPiB, MAKCUMYMH iXHBOT'O BMICTY CITIBIaAalOTh
13 mepiogamu iHTeHCUBHOTO pocTy (Beaennuona, KocakiBcrka, 2016; Romanov et al.,
2018; Sakakibara, 2006).

BiocuHTe3 i curHaniHr

[30npeHOiIHI LUTOKIHIHM POCIHH CHHTE3YIOThCA LUISIXOM HPHUEIHAHHS 0
aJICHIHOBOI MOJIEKYJIH, SIKa YTBOPIOEThCA IMiJI 4Yac po3Maay aJleHO3uH-S-(ocdaris
(ATD, AH® 1 AM®) 1 TPHK. JloHOpOM 130MpE€HOITHOrO 3aJUIIKy MOXKE OyTu
mumetunanuaudocdat (IMADD) abo rinpokcimerunoyreniiaudocdar (IMBID).
VY nmnepiioMy BHUNAIKYy YTBOPIOETHCS HYKJICOTH] 130MEHTEHIIAACHIHY, SKUH B
MOJIANBIIOMY TIAPOKCHIIOEThCS IuToXpoM P450 monookcumazoro (CYP735A) no
mpanc-3eatuny (Takei et al., 2004). ¥ apyroMy BUNaAKy MNPOAYKTOM CHHTE3Y €
6esmnocepennbo mpanc-3eatun (Sakakibara, 2006).
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Puc. 1.17. XimiuHi GopMynu HaOUIbII MOMIMPEHUX MPUPOAHUX 1 CHHTETUUHHMX
IIMTOKIHIHIB.
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[Tepiuii MeBajoHaTHUHN NUISIX O10CMHTE3Y (DYHKIIIOHYE B POCIMHAX, TBAPUHAX,
rpubax 1 OaxkTepifx, JOKaJi30BaHUN y LUTOIUIA3MI Ta MITOXOHJIpIsX, BIAMOBIIAE 3a
CHUHTE3 IOIEPETHUKIB CTEPOJIIB, CECKBUTEPICHIB Ta YOIXiHOHY 1 MEPETUHAETHCS 3
O0iocunte3om ridepeminiB Ta ABK (Laule et al., 2003). Hpyruii nusax -—
MeTuiiepuTpiTondochaTHuii,  130MECHTEHUIAEHIH-HE3AJIGKHUM ~ a00o  MpsSMUM,
JIOKaJII30BaHUM y TIACTUAX, 3aITHUN Y MPOAYKYyBaHHI TEpIEHOIIIB, KAPOTUHOIIIB,
xsopodiniB Ta mnacroxinony (Hwang, Sakakibara, 2006).

Y BUIIKX POCIIMH TOJOBHUM MEPBUHHUM MPOTYKTOM OI0CHHTE3Y € HEAaKTUBHUI
HYKJICOTH]] 130TIEHTEHIIaIeHIHy, YTBOpeHHs skoro 3 AM® 1 JIMADO® xaranizye
KIIOYOBHM y O1l0CMHTE31 ILMTOKIHIHIB €H3UM 13omeHTeHuITpancdepasa (IPT)
(Sakakibara et al., 2005). ¥V pocnun apabiforncucy BU3HAY€HA POJUHA T'EHIB, SKi
koaytoTh IPT (AtIPT1 ta AtIPT3-AtIPT8), cyoctpatom sikoi € JIMAD®. Buznaueni
TaKOX JIBa €H3UMH ITuToXpoM P450 morookcuaaswm 1 BianoBiaHi rean (CYP735A), ski
MEPETBOPIOIOTh HYKJIEOTH]| 130MEHTEHUIa/IcHIHy B akTUBHUM 3eatuH (Takei et al.,
2004). Pa3zom 13 TUM, ICHYIOTH JJOKa3H MPSIMOTO NUISAXY O10CUHTE3Y IIUTOKIHIHIB. Tak,
BMICT 3€aTUHY B POCJIMHAX apalioTCUCy MiJABUILYBAaBCS B MPUCYTHOCTI 1HTI0ITOpPY
nutoxpoMHux eHsumis (Astot et al., 2000), a MideHi oNepeIHUKY UTOKIHIHIB OyII1
3HAMIEH] cepell MPOAYKTIB MPSAMOTO HUIAXY O10CHHTE3Yy. 3aCTOCYBaHHS 3€JIEHOIO
(dIyopeciieHTHOro MpOTEiHy MOoKa3ajlo IUIACTUHY JioKamizalito npoteiHiB AtIPTI,
AtIPT3 1 AtIPTS (Kasahara et al., 2004). 3anuiaroTbCst TMCKYCIMHUMH MTATAHHS,, IKHI
NUIAX TIEpeBakae, Y1 MOXKYTh OOMIBA BOHH 1CHYBATH MapaeNIbHO 1 SIKUM YMHOM BOHU
B3aemoiroTh (Frébort et al., 2011; Kamada-Nobusada, Sakakibara, 2009). Biakpurts
uTOKiHIH-crienudiunoi ¢pocdopidoriaponazu «KLONELY GUY» (LOG) y myTtanTax
pucy, sika 31aTHa 0e3mocepeHbO NePETBOPIOBATH HEAKTUBHI HYKJIEOTUIHI (hOopMHU Ha
aKTUBHI BUIbHI Ta JIOKAJIbHO BIUTUBATU HA PO3BUTOK MepucTeM naroHiB (Kurakawa et
al., 2007), 1oBeno MOXJIMBICTh ICHYBaHHS 1HILIUX IIJISAXIB 010CUHTE3Y LIUTOKIHIHIB.

[NnoretnyHa cxema, sika MOEAHYE Pi3HI NUIAXHW OIOCHMHTE3y IHMTOKIHIHIB Ta
y4acTh yCiX BUIIE3raJlaHuX €H3uMIB, npeacrasieHa Ha puc. 1.18 (Kieber, Schaller,
2014).

[{uTOKIHIHM J1IOTH SIK CUTHAJIBbHI MOJIEKYJIU, MIEPEAA0Th 1HPOPMAIIiI0 HA TEHOM,
3aMmyCcKaloTh CUHTE3 MPOTEiHIB. KIIOYOBUM MOMEHTOM € B3a€MOJisl ITUTOKIHIHIB 3i
cnenupiuHIMH PelenTOPaMHU.
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Puc. 1.18. I'inorernuna cxema Ol10CHMHTE3y IMTOKIHIHIB (HAa TPUKIAAl MOICIBHOI
pocaunu Arabidopsis thaliana: IMAI® — numetunaninaudocdar, ilIATD/ITA D
— 130MeHTeH1IaAeHO3UH-5"-Tpudocdat/nudocdar, 3TO/3D —
seatunTpudochar/mudocdar (amantoano 3a Kieber, Schaller, 2014).

OYHKII}I0 PpEUEenTopiB BUKOHYIOTh LIMTOKIHIH-3B’SI3yl0Ul NPOTEiHU. 3aBISKU
cekBeHyBaHHIO TeHomy Arabidopsis thaliana Oyio Bu3HaueHO, 1O perEenTOpPOM
IUTOKIHIHIB € ceHcopHa Tictuanbkinaza (AHK) i suseieni rean CREL (CK response
1) (Inoue et al., 2001), AHK2, 3, 4 (Arabidopsis histidine kinase 2, 3, 4) (Suzuki et al.,
2001) ra Wooden Leg (WOL) (Mahonen et al., 2000), siKi KOIYIOTh CHHTE3 PELICITOPIB.
Humu BusBHIIMCH TpaHCMeMOpaHHI, 1HTETpaibHI, HU3bKOMOJEKYJsipHI (~100 k/la)
nporeinu. [TogiOH1 32 CTPYKTYpOIO PEelienTOPH LUTOKIHIHIB OyJIM BUSIBJIECHI TAKOXK Y

kykypym3u (Yonekura-Sakakibara et al., 2004) i pucy (Du et al., 2007).
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JocnipkeHHs OCTaHHIX POKiB mokaszanu, 1o 90% penentopiB acoliioBaHi 3
MeMOpaHaMu eHporuiazMaruyHoro petukyinymy (Caesar et al., 2011; Lomin et al.,
2011; Wulfetange et al., 2011). ITpoTeiHOBI peHieNTOPH UTOKIHIHIB MalOTh CKIAIHY
nomeHHy 0ynoBy (puc. 1.19) (Lomin et al., 2012).

™ 113 ™ [K AK

Sl = ~® O
ATO 0

Puc. 1.19. Jlomenna ctpykrypa penentopa nuTokiHiHiB (Ha mpukiaai CRE1/AHK4
apabinoncucy). binkosi nomenu: AK — akuenropuuii; I'K — rictuaukinazamii; JI3 —
nirana-3B’s3ytounii (CHASE-domain); TM — tpancmemOpannuii; 11 — nutokininu; D
— KOHCEpBAaTUBHUH 3aIMIIIOK acrapTaTy; H — KoHcepBaTUBHUI 3aJIUIIIOK TICTUAUHY; N
1 C — KIHIIEB1 CTPYKTYPHI TOUKH, TAKOXK [MOKa3aH1 calTi (HochOopiitoBaHHS 1 IEPEHOCY

BHCOKOCHepreTHyHOro ¢ocdopHoro 3amuimky (~P) (amanroBano 3a Lomin et al.,
2012).

Ha N-xinmi monexymu po3sramoBanuiit CHASE-nomen (cyclases/histidine kinases
associated sensor extracellular), oroueHwii TpaHCMEMOpPaHHUMH TigPOPOOHHUMHU
nomMeHamu. BcepenuHi KIITUHM 3HAXOAWTHCS IIEHTpajdbHA YAacCTHHA MPOTEIHY 3
TICTUIMHKIHA3HOIO AaKTUBHICTIO. 3 Kpaw JOMEHY PO3TAllOBAaHUNA  3aJUIIOK
KOHCEPBATUBHOIO TICTUIMHY, 3MaTHUH akienTyBaTu gocdar Big ATD. 3 C-kinmeBoi
YaCTUHU 3HAXOIUTHCSA CHPUAMAIOYMI JOMEH 13 3aJHMIIKOM KOHCEPBATHBHOTO
acrapTary, 31aTHAl akuentyBaTi Gocdar Big Gocdorictuauny (Lomin et al., 2012).

JIBOKOMIIOHEHTHA CHCTEMa Mepeiadl IMTOKIHIHOBUX CUTHAIB CKIAJA€ThCs 13
CEHCOPHOI TICTUAMHKIHA3U (PElenTop) 1 peryyasaropa BIAMOBIAl (TpaHCKPUIIIAHUAN
¢dakTop). ['opMOH 3B’S3yEThCSI 3 pPELENTOPOM, PO3TAIIOBaHMM HAa MeMOpaHax, B
pe3yibTaTi YOTO YTBOPIOETHCS CHUTHAN y BUTJIANI akTWBOBaHOro (ocdarty, skmii 3a
JOTIOMOT'OI0 TPAHCTIOPTHUX MPOTEiHIB EPEHOCUTHCS HA IEPBUHHY KIITHHHY MIIICHb
(renu Bignogifi) (puc. 1.20). Y ¢yHKIIOHYBaHHI CUCTEMU TPAHCAYKITIT IUTOKIHIHOBUX
curHaiiB O0epyTh y4acth moHaa 100 reniB. IcHyBaHHS CUCTEMU HE 3aJIEKUTh Bij
HAsIBHOCT1 LMTOKIHIHIB 1 HE PETYJIOETHCS HUMH, 1110 3a0e3neuye cTabuIbHy poOoTy 1
3anobirae nepepanTaxeHHio (Romanov et al., 2018).
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Puc. 1.20. Mogens, 10 UTIOCTPY€E NIepeJaBaHHs IUTOKIHIHOBOTO curHaiy. [luTokiHiH
npueaHyeThest 10 3B si3ytoduoro nqomeny (CHASE-domain) penienropis (3 mpoteinu
AHK) BcepenvHi MOPOKHUH €HAOIUIa3MaTUUHOro petukyinymy (EP). V pesynbrari
AKTUBY€TbCA  KATAJITUYHUH JOMeH 1 BigOyBaeTrbcs  aBTO(OChHOPHIIIOBAaHHS
rictuanakidasu (H). Jlam aktuBoBaHuii Qocdar mepenaerbcs Ha acnapariHOBUN
3aymiiok (D) pecuBepHOro JOMEHY, a 3B1ITH — Ha TPAHCMITEPHI MPOTEiHU (5 MPOTEiHIB
AHP), sixi Kypcyr0Th MK ITUTOTIa3MOIO Ta sapoMm. B sapi AHP-nipoTeinu nepenatoth
docdat Ha mporeinu-perynstopu Bianosiai tuny B (11 mporeiniB Type-B ARR), ski
PEryJIOITh EKCIpecito 0araThoX reHiB-mimeHei. [Iporeinu-perynsatopu BiamOBiIl
tumy A (10 mporeiniB Type-A ARR), siki Takox pochopmmororsest AHP-npoTeinamu,
3a TMPUHIUIOM 3BOPOTHOTO 3B’S3Ky 1HTIOYIOTH IUTOKIHIHOBHM  CHTHAJIIHT.
ITceBnodochorpancmitepunii nporein AHP6 1 okcua azory NO TakoX HEraTHMBHO
PEryJIo0Th TPAHCAYKIIIIO cUrHany (agantoBaHo 3a Kieber, Schaller, 2014).

TpaHcnopT i nokauis
HenoctaTHbO BHMBUEHUM € MUTAHHS TPAHCIOPTY LMUTOKIHIHIB. JloCaimKeHHs
kynbTypu kiaitaa Chenopodium rubrum (FuBleder et al., 1989) Ta Arabidopsis thaliana
(Cedzich et al., 2008) mokazamu, mo mopsn 3 Audy3iero0 BiIOYBAEThCS AKTUBHE
MOTJIMHAHHA IUTOKIHIHIB KiiTHHOIO. [lypmHoBa mepmeaza (PUP), sxa pospizuse
IIUTOKIHIHA 1 BUKOHY€ (DYHKIIIFO aKTHBHOTO TpaHCIopTepa, Oyna 130JbOBaHa 3
myTaHTHUX KIiTHH ApDKIKIB (Gillissen et al., 2000). Ha pocniunax apabimornicucy
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BCTAHOBJICHUH TPSMHUM aKTUBHUN JOBrOJAMCTAHIIMHUN TPAHCHIOPT LMTOKIHIHIB 3a
nomomoror TpancnoprepiB AtPUP1 1 AtPUP2 (Biirkle et al., 2003). Tparcmoptep
ENT (equilibrative nucleoside transporter) Oepe y4acTb y 0a3uIeTaJbHOMY
TpaHCopTi pubO3UIiB 130MeHTeHIaAeHIHy Ta 3eaTuHy (Hirose et al., 2008).
[uToKiHIHM 3a/I1IH] Y TapaKpUHHOMY CUTHAJIHTY. Tak, JoKajdbHa 1HAYKIIIS eKCIpecii
Ipt y maTepanbHUX OpyHBKaX TIOTIOHY CIIPHYUHSIIA PICT JIUIIE OAHI€T OPYHBKH Y MiCIIi
IHIYKIII, aje He BIUIMBAaja Ha picT 1HmUX cycigHix OpyHpok (Faiss et al., 1997).
[{utokiniHM (3 JOMIHYBaHHSM 3€aTUHPHOO3UY) 3HAWICHI y KCHJIEMHOMY COKY
O0aratbox BumiB pociuH (Kudo et al., 2010). Midyeni nuTOKIHIHM (TI€pEeBaKHO
3eaTHHPUOO031) TPAHCTIOPTYIOThCA MO Kcwiemi 3 kKopeHs (Sakakibara, 2006).
Exkcnpecis rena CYP735A2 BigOyBanach mepeBaXHO Yy KOPEHSAX, IO BKazye Ha
JIOKAIII0 CaliTy CMHTE3y ropMoHy came B 11boMy opradi (Takei et al., 2004). Otxe,
CUHTE30BaHUM B KOPEHSAX 3€aTUHPUOO3UJ TPAHCIOPTYETHCS MO KCUieMl, Oepyduu
y4acTb B aKpoOIETadbHOMY CHUTHamiHTy. KcuiemHMil TpaHCHOPT IUTOKIHIHIB
pEryroeThes 30BHIMIHIMU (pakTopamu. Tak, H0/1aBaHHs HITPATIB MPU BUPOIIYBaHHI
KYKYPYJ3U Yy TIAPOMOHHIN KYJIbTYpl MPU3BOJIUIO JI0 3POCTAHHS PIBHS IIUTOKIHIHIB
CHEpINY B KOPEHAX, MOTIM y KCHJIIEMHOMY COKY 1, HApEIITi, B JUCTKAaX, MPU IIbOMY B
OCTaHHIX MJBUIIYBaNacs €KCIpecis reH1B epBUHHO1 BiANOB1Al Ha uToKiHIHU (Takel
et al., 2004).

Y pociuMH ToMaTy MICHs MPUIIMHEHHS MOCTa4aHHs a30Ty 3MEHIITYBAaBCS BMICT
3€aTHHY Ta 3€aTHHPUOO3Uly B KCHJIIEMHHX €KCyJlaTax Ta TaJlbMyBaBCsl PICT JIMCTKIB
(Rahayu et al., 2005). Ilicns nmomaBaHHS HITpaTiB 10 KOPEHIB apaliJorcucy
HakonuuyBanucst TpaHckpuntd IPT3 3  monmaneinor  akymyJisli€lo  mpawc-
3earnHpubo3uay (Miyawaki et al., 2004). LIuTOKIHIHM NPUCYTHI TakoX y Quoemi
pociua  (Dodd, Beveridge, 2006). Tak, 3aBmsgku (IoeMHOMY TPAHCIOPTY
PaJlOAKTUBHI LUTOKIHIHM, HAHECEHI Ha CIM’ S0l apalifoncucy, pyxaiaucs [0
kopeneBux kiHunkiB (Bishopp et al., 2011). docniau 3 ipt-myTtanTamu apadigoncucy
31 3HUKEHUM PIBHEM LIMTOKIHIHIB TPOJEMOHCTPYBAJIM AUPEPEHIIIIOBAaHUI TPAHCIIOPT
pi3HuX ¢GopM 1UX ropMoHiB. [IpuinenyienHs marony Bij JUKOT POCIMHH Ha KOPEHI
MYTaHTHOI IPU3BOAMIIO JI0 BITHOBJIEHHS HOPMAJIBHOTO PI1BHS 130M€HTEHUIAICHIHY, aJle
HE mpaHCc-3€aTUHY Y KOPEHSX, TOJl SK MPHUIICIUICHHS KOPEHIB JUKUX POCIUH Ha
MYTaHTHI TIarOHUW MPU3BOJWJIO JO BIJHOBJICHHS PIBHS mpaHc-3€aTUHy, aje He
130TeHTeHIIaZIeHIHy B maroHi. lle cBiAYMTh TPO HASIBHICTH JIOBrOJMUCTAHIIMHOTO
TPaHCHOPTY LIMTOKIHIHIB, & caMe, mpaHc-3€aTUH PYXAETHCS BiJl KOPEHIB JI0 MMAaroHiB, a
130MeHTEHIIaICHIH BiJ] MaroHiB 10 kopeHiB (Matsumoto-Kitano et al., 2008).
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PyHKLUiOHaNbHA aKTUBHICTb

[{uTtokiHiHM O6€epyTh y4acTh Y (popMyBaHHI Ta (PyHKIIOHYBaHHI BETr€TaTUBHUX 1
TreHEpAaTUBHUX OPraHiB POCIMH Ha BCIX CTAJIIX OHTOreHEe3y. BaxJIMBUM € 31aTHICTD
[IUX TOPMOHIB MO-PI3HOMY CIIPSIMOBYBAaTH PO3BUTOK PI3HHMX TKAaHWH (BEPXIBKOBHUX
MEPHCTEM IaroHy i KOPEeHI0) Ta 3/1MCHIOBATH OOMIH 1H(pOPMAITIE€I0 MK Mi3EMHOIO 1
HAJ3E€MHOI0 YaCTHHAMM POCIMHH 3a JOTIOMOTOI0 OBrOAMCTAHLIWHOTO TPAHCHOPTY
pi3HuX dopm 1uTokiHiHIB (Begennyona, KocakiBcrka, 2017).

Perynsiis noainy KIiTHH Ta IXHBOT nudepeHIianii — oJ{Ha 3 TOJIOBHUX (DYyHKIIIN
IIUTOKIHIHIB. BUCOK1 piBHI ITUTOKIHIHIB MPUCYTHI B YCIX MITOTUYHO aKTUBHHUX CalTax
POCIIMHU, TOMI SK y TKaHWHAX, NI TOAUT KJIITHH HE BiAOYBAa€ThCH, IMHUTOKIHIHU
MICTATBCS B AY>K€ HU3BKUX KOHILIEHTPAIlISIX, @ HAHECEHHS €K30T€HHUX [IUTOKIHIHIB Ha
OpraHu 3 HU3bKHMM BMICTOM LIMTOKIHIHIB IHAYKYy€e UTOKiHE3 (Schaller et al., 2014).

Y  KynbTypli  TKaHMH  IIUTOKIHIHM  CTHUMYJIIOIOTH  MpoJidepaliiro
HeauepeHuiioBaHuX KIITHH 1 popmyBanHsa Mepuctemu (Schaller et al., 2014). ¥V
BEPXIBKOBHX MEpPHUCTEMAaX MaroHa piBeHb IUTOKIHIHIB PEryIOEThCA CHEU(IYHUMU
nporeinamu poauau KNOX. Excripecis reHiB IUX NPOTEIHIB 1HAYKY€E BUCOKHI PIBEHb
IIUTOKIHIHIB Ta NpUrHiuYye OlocuHTe3 TiOepeniHiB. BojHouac 3pocTaHHS BMICTY
IUTOKIHIHIB 301blnye excrpecito KNOX, yTBOpIOOYM peryiasTOpHY NETI0 31
3BOpOTHUM 3B’s13K0M (Shani et al., 2006). [dis tpanckpumniiiinoro gakropa SHOOT-
MERISTEMLESS (STM), sikuii ranpMye KIITUHHY Ju(epeHLIaliio amiKalbHOi
MEPHUCTEMHU MaroHa apabdiIoNCcUcy, TICHO OB’ s13aHa 3 pIBHEM IUTOKIHIHIB 1 UTOKIHIH-
3anexHuM ukiIiHoM CYCD3 (Scofield et al., 2013). Bucokuii piBeHb HIUTOKIHIHIB Y
BEPXIBKOBIM MEpPUCTEMI MaroHa MiJITPUMYETHCS JOKAIHHOI EKCIPECI€l0 OJHOTO 3
reHiB ixHporo 6iocuuTe3y — LOG. 30kpema, LOG4 ekcripecyeThesi B HEBEIHMKIN TPy
kiituH — mapi L1 mepuctemu (Chickarmane et al., 2012). [1pu 11boMy yTBOPIOIOTHCS
akTUBHI (OPMH UWTOKIHIHIB, 1 BMICT 3€aTHHY 3HAYHO MEPEBUILYE BMICT
13oneHreninaaeHiny (Skylar, Wu, 2011). HatomicTs y perynsiii pocTy amikaibHOi
MEPUCTEMHU KOpPEHsI LUTOKIHIHM BIAIrPalOTh HEraTUBHY poJib. Tak, y MyTaHTIB 31
3HIDKCHUM pPIBHEM IHUTOKIHIHIB MIBUAKICTh BUIOBXKEHHS KOPEHIB Oyna 3HAYHO
BHUIIIOI0, & KUTBKICTh OIYHUX ¥ aJBEHTUBHUX KOPEHIB — OUIBIIOI MOPIBHIHO 3 AUKUM
TUTIOM POCIIMH, 3pOCTaja TaKOX Maca KOpeHiB 1 po3Mip mepucrtemu (Werner et al.,
2003). [lizcuneHuit picT KOPEHIB Yy LUTOKIHIH ACPIUUTHUX POCIHH BiAOyBaBCs 3a
PaxyHOK 301IBIICHHS KIJTbKOCTI KJIITHH, IPOTE 1XHI PO3MIPU HE 3MIHIOBAIUCS, TOOTO
KJIITUHA ~ KOPEHEBOI MEpPUCTEMHU OUIbII  TPUBAJMM 4Yac 3HAXOAUIIUCA B
MepUCTEMATUYHIN (a3i, MPoXoAsdu OiIbIIe MITOTUYHHUX IUKJIIB MEPI, HIXK MePeUTH
no BugoBxkeHHs (Dello Toio et al., 2007).
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Edextn 1nUTOKIHIHIB 3ajiekaTh BIJl KOHIEHTpallli B TKaHWUHAX POCIHUH: Y
HU3BKUX KUTBKOCTSX BOHM aKTUBYIOTH MITO3, TOJI SIK y BUCOKHX — 1HTIOyIOTH HOTO
(Schaller et al., 2014). IliaTBepIKEHHAM LILOMY € €KCIIEPUMEHTH 13 3aCTOCYBaHHSIM
eK30reHHMX MUTOKIHIHIB IN Vitro (Uzelac et al., 2012). Y KOpeHSX NHUTOKiIHIHA
BUKOHYIOTh He Juie (GyHKIID (OpMOTBOPYOro peryistopa, ajie i KOHTPOIIOIOThH
3/IaTHICTh MOTJIMHATH MOKMBHI PEYOBUHH 3 HABKOJIMIIHBEOTO CEPEIOBUIIIA, SIKi, B CBOIO
4yepry, BIUIMBAIOTh Ha (DYHKIIT IIUTOKIHIHIB, PICT 1 PO3BUTOK pociuHM (Argueso et al.,
2009). JleranpHO TOCTIIKEHO POJIb ITUTOKIHIHIB B acuMisii azoty (Kiba et al., 2011).
[{uTOKIHIHK BIAIrpalOTh KJIOYOBY POJIb B OpPraHOreHe3l a30T(IKCYyIOUUX KOPEHEBUX
Oynr00uoKk y 6000BuX pociaud (Heckmann et al., 2011), mokpamytots eheKTHBHICT
a3oTdikcallii, mABUINYIOTh aKTUBHICTh HITpaTpeAyKTa3u Ta HiTporeHasu (Frugier et
al., 2008).

[{uTokiHiHK OEPYTh y4acTh B PETYJISAIIT pOCTY 1 PO3BUTKY JHUCTKIB. Y ITUTOKIHIH
neIUTHUX POCIUH apabiONCUCy TajdbMyBaBCA PICT JUCTKOBOI IJIACTUHKHU 3a
paxyHOK 3MeHIIeHHs KutbkocTi kimiTuH (Werner et al., 2003). Ek3oreHHi IUTOKIHIHU
IHAYKYBaJIX 30UIBIIEHHS KUIBKOCTI TPAHCKPUNTOMIB Y MOJIOAMX JIMCTKaX TOMATY,
CTUMYJIIOBAJIM PO3BUTOK, EKCIPECyBaliu IUTOKIHIH-3akexH1 TeHu (Shi et al., 2013).
L{UTOKIHIHK PEryJIOTh MEPBHHHI MPOIECH YTBOPEHHS JIMCTKOBOI IUIACTHUHKU 3
JaTepallbHUX JIISHOK —amikajdbHOi Mepuctemu maroHa (Shany et al.,, 2010).
Hocmimkenns myTtanTtiB apabigoncucy IPT7 1 CKX3 mpoaeMoHCTpyBanu 3aleXHICTh
dbopMH JTUCTKIB Ta MO3aiYHICTh TXHIX KIJIITHUH BiJ] piBHS €HIOT€HHUX ITUTOKIHIHIB (L1 et
al., 2013).

OpnHuMm 3 HaWBIIOMUX €(DEKTIB IUTOKIHIHIB Y TUCTKAX € TaIbMyBaHHS MPOLIECIB
CTapiHHS Ta MOXOBTIHHA. TPaHCKPUIITOMHUI aHaji3 JIMCTKIB apalioNCUCy MOKa3asB,
IO TMiJ Yac CTapiHHS PI3KO 3HIKYETHCS €KCIIPECisi reHiB O10CHMHTE3y IUTOKIHIHIB 1
30UTbIIY€EThCS aKTUBHICTh IUTOKIHIHOKCH a3 (Breeze et al., 2011). IIpote paniie Bxe
noBigomisiock (Eckardt, 2003), 1m0 y pociauH 3 TINEpCUHTE30M IUTOKIHIHIB HE
MO/IOB)KYBaJach TPUBAIICTh JKUTTA JIMCTKIB, & Y UUTOKIHIH A€PIUUTHUX POCIUH HE
CIIOCTEpIranocs MepeayacHoro CTapiHHA JUCTKIB, KUTBKICTh XJIOPOhUTy 3aIuIIanacs
TaKOI0 CaMoOI0, SIK 1 B JINCTKAX POCHHH OWKOTO Tumy lle CBIAYMTH Mpo CKIIaIHHA
XapaKTep B3a€MO3B’SI3KIB MK PETYJAIIEI0 CTapiHHSA 1 CUTHAJIIHTOM ITUTOKIHIHIB.
31aTHICTh UMTOKIHIHIB 3aTPUMYBAaTH CTapiHHSA JHMCTKIB MMOB’S3aHA 3 PErYJISALIEI0
TpaHcnopTyBaHHs acuMiisTiB (Balibrea Lara et al., 2004). Oxni€eto 3 03HaK MPOSIBIB
3aTPUMKHU CTapiHHS JUCTKIB 3a il IMTOKIHIHIB € TMO3€JEHIHHA, MiJ 4Yac SKOro
HaKOMUYYIOTHCA (POTOCMHTETHYHI MITMEHTH Ta MPOTETHH THUIIAKOIMHUX MeMOpaH
xJioporyiacTiB. L{IUTOKIHIHM €KCIIPECYIOTh T€HH, SIK1 KOJYIOTh XJIOPOILJIACTHI IPOTEIHU
(Zubo et al., 2008), cTUMYIIOIOTh CHHTE3 XJOPODIUTy ¥ KapOTHHOIIB, aKTUBYIOThH
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dotocunTe3 (Yaronskaya et al., 2006). BoaHouac XJ0pOIIacTd MICTATh €H3UMH
010CMHTE3y IMTOKIHIHIB, TMOBHUN CHEKTP EHAOT€HHUX ILMUTOKIHIHIB, BKJIIOYAIOUU
BUIbHI OCHOBH, puOo3uau 1 rmoko3uau (Hirose et al., 2008). [nentudikoBani nBi
POJIMHU LIUTOKIHIH-3aJICKHUX MPOTETHIB-TpaHcKpumniiaux gakropis (GNC/CGAI1 Ta
CRF), sKi peryiaoioTh PO3BUTOK XJIOPOIUIACTIB 13 MPOIUIACTHI, IXHIH PICT 1 MOILI
(Chiang et al., 2012). Excnpecis reniB GNC/CGAL i CRF 3Ha4HO aKTHBYEThCS 3a Jii
€K30TC€HHUX IMTOKIHIHIB, a MyTallli IUX TEHIB BIUIMBAIOTh Ha OiloMacy, KUIbKICTh
XJIOPOIUIACTIB, BMICT XJIOpOo(diTy Ta iHAeKC MpoaykTuBHOCTI pociaud (Hudson et al.,
2013). IlpucyTHicTh Yy XJoOpoILIacTaXx IIMTOKIHIH-3B’S3yIOUHX IIPOTEIHIB 13
TPAHCKPUIILIHHOIO aKTHUBHICTIO BKa3y€ Ha MOXJIMBICTh ICHYBaHHS BIJHOCHO
aBTOHOMHOI CHUCTEMHU peIenilii ropMoHiB y 1ux opranenax (Brovko et al., 2010).

[{uTokiHIHM 3aisiHl y (OpPMyBaHHI CyAUH Kcujiaemu 1 ¢iaoemu crebia, BOHH
CTUMYJIIOIOTh JU(EPEHINaIlii0 MPOTOKCUIEMHA Ta PO3BUTOK BaCKYJSPHOTO KaMOiio
(Dettmer et al., 2009). JlebiuuT UMTOKIHIHIB TPU3BOJUB JI0 3HAYHOTO 3HUKEHHS
AKTMBHOCTI KaMOlaJbHUX KIITHH 1, K HACIIJOK, OO 3MEHIIEHHS KIJIbKOCTI KIIITHH
cynuHHux myukiB (Werner et al., 2003). LluTokiHiHM OepyTh y4acTb y peryisuii
BUXOJy HACIHHS 31 CTaHy CIOKOKO 1 B mpopocTaHHl. OOpoOka €eK30reHHUMHU
LIUTOKIHIHAMM Ta IXHIMU aHAJIOTaMU CTUMYJIIOBAJIa IEPEPUBAHHS TNIMOOKOTO CIIOKOIO
Ta CIpHsIa MPOPOCTAaHHIO HACiHHS OaraThoX BuiB pocsuH (Kucera et al., 2005).

1.5. CaniumnoBa Kucnora

CanmiuunoBa kucinora (CK) — nmomipyHKUIOHATBHUN (PITOrOpMOH (HEHOIBHOL
IPUPOAM, MOJIEKyJa SKOTO0 MICTHUTh apOMaTU4YHE KUIbIIE Ta TiIPOKCUIIBHY TPYITY
(Kleissig et al., 2018; Vlot et al., 2009). CK 3axgisiHa B peryJsiii mporeciB pocTy i
pO3BHUTKY, poTocuHTE3y, Muxanus, Tpancmipaiiii (Chen et al., 2009; Janda et al., 2014;
Wani et al., 2017), niaBuIy€e CTIHKICTh POCIHMH J0 HIMPOKOTO CIIEKTPY a0IOTUYHUX
(Hayat et al., 2010; Jayakannan et al., 2015; Kang et al., 2014; Pal et al., 2013) 1
0ioTnuHux ctpecopiB (Kumar, 2014).

BiocuHTe3 i curHaniur
['enernyni Ta G10XIMIYHI JOCIHIPKEHHS BKa3ylOTh Ha ICHYBaHHS HE3aJEKHUX
¢deninananin-amiak-niaznoro (PAL) ta i3o0xopuzmoBoro (ICS) uusixis 0iocuntesy CK.
[MuximoBa kuciota (ShA) Buctymae momepeaHukoM B 000x Bumagkax. 3a ICS-
IIITXOM XOPH3MOBA KUCIJIOTA ITiJ] BIUIMBOM 130X0pH3MaT-CUHTA3H NEPETBOPIOETHCS Ha

130xopusmoBy kuciory (IC), 3 skoi B XJIoporiactax 3a y4acTi 130X0pu3MaT-IipyBaT-
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mia3u (IPL) cunrtesyerbcs CK, sika excropTyerhcsi B 1muTO30s1b. 3a PAL mumsixom
npedeHOBa KUCIOTa CUHTE3YETHCSA 3 XOPU3MOBOI KMCJIOTH 3a il XOpU3MaT MYyTasH
(CM), notim BigHOBmOEThCst A0 L-deninananiny (Phe), sikuil meperBoproeTbes Ha
mpanc-xopuany kucinoty (t-CA) 3a nmii denimananin-amoniii-masu (PAL). 3 t-CA
MOXXYTbh YTBOpPIOBaTHUCS OpTOKymapoBa kuciora (0-CA) ta Oenszanbueriy. CK moxe
yTBOpIOBAaTUCH  Oe3mocepeanbo 3  0-CA, Tomi sIK O€H3ampJeriJy CHoYaTKy
NEePEeTBOPIOEThCsl Ha OeH30iHy kucioTy (BA) 3a momomororo anbaerii oKCuiasu
(AAO), a morim Ha CK 3a gii Oenzoar-2-rimpokucinasu (BA;H) (puc. 1.13).
HesBaxatoun Ha BaxuuBicTh CK miis pocty Ta 3aXMCTy pOCIUH, HOro 010CMHTE3 10
KIHIIS HE BUBUCHUIA.

VY pi3HUX BUIB POCIUH MOXKYTh (PYHKIIOHYBaTH 00uABa muisixu 0iocunTe3y CK,
abo oauH 13 nBoX. Tak, y pocnuHax pucy Ta suMmeHto 6iocunTe3 CK BinOyBaeThes 3a
PAL nutaxoMm, y Arabidopsis thaliana ta TomatiB — 3a ICS-nuisgxoMm, a B coi CHHTE3
MOXeE TpoTikaTh 3a obOoma nuisixamu. llikaBo, mo perymsuis Oiocuntesy CK
BiZIOyBa€eThCs Mo-pisHOMY B opranax pociuH (Chang et al., 2008; Hao et al., 2018;
Silverman et al., 1995).
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Puc. 1.13. Cxema ¢eninananin-amiak-miazHoro (PAL) ta izoxopusmaruoro (ICS)
NUISXiB  O10CHHTE3y cammmwioBoi Kuciaotu. CymiapHI JHIT — OKpemi eTamnu
MEPETBOPEHHSI, MyHKTUPHI — TPAHCIIOPT BiJI XJIOPOILIACTIB 70 nuToruiazmMu. CHUHIM
KOJLOpOM Tio3HadeH1 ¢pepmeHTH (amantoBano 3a Lefevere et al., 2020).

3umkenHst aktuBHOCTI CK BigOyBaeTbcs Tmicliss yTBOPEHHSI KOMILUIEKCIB 13
rioko30t0. Kon'toramisi Timoko3u B rigpokcuwibHiM Tpyni CK mpusBoguTh 10
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yTBOpeHHs Tioko3uay (2-O-B-D-rmoko3uay CK) sk OCHOBHOrO KOH'tOraTy, SIKHi
30epIraeThCs y BAKYOJSIX Y BEJIHMKUX KUIBKOCTSIX, TOJI SIK KOH'IOTAIlis TIIOKO3U B
KapOOKCWIBbHIN TpyIi MPOAYKY€E CKIAAHUN e]ip TVIIOKO3U y HE3HAYHUX KUIBKOCTSX.
(Dean et al., 2003). bimpumiicte MOJEKYISIPHUX MOAUQIKAIii TPU3BOAUTH 0
inakTuBaii CK (puc. 1.14).

0 0
\ ~CH, ~CH,
CK-rntoko3ung OH OH 0— Gle
44— (_.
0 0—Gle

/ CK Metuncaniyunat  Metuncaniyunat

rMoKko3a

=
=4
=

Edip rntokosn 3 CK

Puc. 1.14. YTBOpeHHsI KOH IOTAHTIB CAJIIMAIOBOT KUCIOTH B CYCII€H31MHIN KyJIbTypi
kmituH coi:  2-O-B-D-rmroko3uay  caminmuiaoBoi  KUCHOTH; e(dipy TIIOKO3W 3
CAMIIMIOBOI0 KHCIIOTOI; METHIcANuuiaaTy; Meruicamimmiary 2-0-f-D-rmaokosu.

Ckopouenns: CK — caminunoBa kuciota; Glc — 3aauIok riIroKo3u (aganToBaHO 3a
Dean et al., 2003. Vicente, Plasencia, 2011).

Peakuii koH'toraiii Katajgi3ylOThb LMTO30JIbHI TItOKo3WITpancdepasu (Song,
2006). MetuntoBaHHs 3MIMCHIOETHCS 3a y4yacTi eH3uMmy MmeTuitpaHcdepasu. [licns
METUJIIOBaHHS 3pOocTae MeMOpaHHa MPOHUKHICTG 1 JeTiovicTe CK. Metuncaninunartu
BUJIIJISIOTHCS] POCIMHOIO TSl MpuBabiieHHsa komax (Snoeren et al., 2010). Kon'torarttis
CK 3 amMIHOKMCIOTaMH PO3IIIAJAETHCA K OAMH 13 HUIAXIB KaTa0OJ13My TOPMOHY
(Mackelprang et al., 2017). Y pe3ynbrarti ringpokcuntoBants CK yTBoproroTbes 2,3- 1
2,5-nmurinpokcuden3oitni kuciotu (2,3-DHBA Ta 2,5 DHBA) (Dempsey et al., 2011).
InentudikoBano riiko3uaTpaHcPepasy, sika MOKE MEPETBOPIOBATH METHUIICATIIUIAT
(MeSA) y rmoko3ua-MeSA (Chen et al., 2019). TI'moko3mirpancdepasa
TPAHCIIOPTYETHCS 3 LIUTO30JII0 y BaKyoJi KIITHH, Jie 30epiraerbcs K HEaKTHBHA
dopma, 31aTtHa TpancpopmyBatucs y BUibHY akTUBHY CK (Dean et al., 2005). LikaBo,
mo CK wmoxe tpanchopmyBatuch B Metwicaminuiar (MeSA) 3a  mii
kapbokcunmetunTpanchepasu. g meTka moximHa pedoBHHA HAJEKUTh O CHCTEMHU
CTIHKOCTI POCJIHMH TIOTIOHY Ta apabiIoTcucy 1 MOKe TIepe/IaBaTHCh Ha BEJIUKI BIJCTaHI.
MeSA Moxe OyTH rITHOKO3UIBOBaHUM 3 OTpUMaHHIM MeSA 2-O-f-D-rintoko3u, npoTe
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el KoH'tforot He 30epiraeTbes y Bakyoussix (Hayat et al., 2010; Vot et al., 2008).
AKyMyJALisS PETyNIOETbCA LUISIXOM €KCHpecli T'eHiB, sIKI BU3HAYAIOTh AKTUBHICTH

CH3UMIB, 3a/IITHUX Y CHHTE31 ropMOHYy (auB. Tadir. 1.1).

Tabmum 1.1. Ilpukiagu reHiB, NPUYETHUX 1O CHHTE3Y CaJIIMJIOBOI KHCJIOTH
(amarrroBano 3a Lefevere et al., 2020)

Pociuna I'en dyHKUis DeHoTHII MYTAHTY
Arabidopsis AtICS | Peryusiiist akTUBHOCTI ICS1: CyTTEBE 3MEHINICHHSI
thaliana L. i30xopu3mMat cunTtaszu. CuHTe3 BMmicTy CK

130XOpU3MOBOI KHUCIIOTH Ics2: cyrreBi 3Minu y BMicTi CK
BiJICYTHI
ics1 iCS2: 3HauYHEe 3MEHIIICHHSI
BMmicTy CK
Arabidopsis | AtIPAL | Peryssiiist akTHBHOCTI pall, pal2 pal3/4: cyrresi 3minn
thaliana L. ¢eninananin amiak-aiasu; cuate3 | B HakonudenHi CK BigcyTHi
Mpanc-KOPUIHOT KUCIIOTH 3 pall, pal2 pal3, pal4: snaune
¢beninananiny 3meHImIeHHs BmMicty CK
Arabidopsis | AtAMI1 | CunTe3 6eTa-OKUCIIOBAIBHOIO aiml: aHomasbHi CYIBITTS,
thaliana L. 6arato()yHKIIIOHATBHOTO inpopmarrist mpo Bmict CK

MpoTeiny, Tpancopmallist mpauc- | BiICyTHS
KOPHYHOT KUCJIOTH B OEH30IHY

KHCIIOTY
Arabidopsis PBS3 | Peryumsist akTUBHOCTI rityTamar- | pbs3: 3HauHe 3MEHIICHHSI
thaliana L. amiHoTpaHcdepasu, KoH’roramist | Bmicty CK

130XOpU3MOBOi KUCIIOTH 3
YTBOPEHHSM 130X0pHU3Mar -9-

TIII0TaMary
Arabidopsis EDS5 | Cunres Tpancnoprepy TPAHCIIOPT 130X0PU3MOBOT
thaliana L. 130XOpU3MOBOi KHUCIIOTH KHCJIOTH 3 XJIOPOILIACTIB JI0

LIUTO30JT0

Oryza OsPAL | Perynsiis akTHUBHOCTI pal6: 3HauHe 3MEHILICHHS BMiCTY
sativa L. ¢eninananin amiak-nia3u, cunres | CK

MPaHC-KOPUIHOT KHCIIOTH 3

¢beninananiny
Oryza OsAMI | Cunre3 GeTa-OKHUCTIOBATILHOTO aiml: rabMyBaHHS POCTY
sativa L. 1 6arato(yHKI10HAJILHOTO KOpEHiB, 3HAUHE 3MEHIICHHS

npoteiny, Tpanchopmartist mparc- | BMicty CK
KOPHUYHOI KUCIIOTH B OEH30IHY

KHUCJIOTY
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Y tpancaykuii CK-curnaminry OepyTh yd4acTh IIPOTEIHOBI PEIENTOPH.
Jocnimkenuit perientop MeTmicatinmioBoi kuciaotu SABP2. 3 ormsiny Ha mupokuii
CIIEKTp Jii TOPMOHY IependadyaeTbcss MNPHUCYTHICTh JEKIIBKOX pPEIeNnTopiB, sKi
aKTUBYIOTHCSl 3aJI€KHO BiJl BUKOHYBaHOI (QYHKINI y ¢izionoriunux mpouecax. o
noteHiiiHuX penentopiB CK-curnaminry BigHeceni NPR3, NPR4, NPRI Tta o-
kerormyTtaparaerigporenasu (KGDHE?2), a Takox aekinbka riryTaTioH-S-TpaHcdepas
(GSTF) (Kumar, 2014).

InentudikoBani y Oaratbox BuAiB pociuH TeHn PAL ekcmpecyioTh €H3uM
deninananid amiak-nia3y (PAL), sika kaTanizye cunrtes 13 peninananiny (Phe) mpanc-
kopuuHoi kucioTH (t-CA) (Reichert et al., 2009). V pocnunax coi ineHTHdIKOBaHI /1Ba
ICS-renu 1 m’sTh ToMonoriB PAL-reHiB, siki Oynu 3anaisHi B perynsmii 1C- 1 PAL-
nuixiB 6iocuaTe3y CK (Shine et al., 2016). Ha ics myTanTax ssYMeHIO 0yJ10 ITOKa3aHo,
110 POCJIMHH, SIKI BAKOPUCTOBYIOTH nepeBakHO PAL-nusix 6iocuntesy CK, He MicTSTh
aktuBHOTO TeHa PBS3 1 BuxopuctoByioTh BuKIOYHO |ICS mms Giocuntedy CK-
metabomtie (Qin et al., 2019). ¥V pocmuuax apaOigorncucy Ta pucy OyB
inenTugikoBanuii ren AIM1, axuii perymoe cunre3 OaratopyHkuioHanbHux MFP-
IPOTEiHIB, 3a{ITHUX Y META00JI13M1 KUPHUX KUCJIOT, aMIHOKHUCIOT 1 ropMoHiB (Arent
et al., 2010). AIM1 ekcrpecye nepeTBopeHHs tranS-KOpHUYHOI KUCIIOTH Ha OESH30MHY .
OcranHili eranm — miepeTBOpeHHs OeH3o0itHOi kucimotn Ha CK  karamizyerscs
rijipokcuiia3oro OeH3oitHoi kucimotn. Y pociuuax Nicotiana tabacum L. 1o dyHKkIiro
BUKOHYy€e MoHOOKcureHaza P450 (Leon et al., 1995). ¥ MmyTanTiB pucy 3 HU3BKUM
Bmictrom CK (Abnormal Inflorescence Meristeml) cnocrepiragoch 3HMKESHHS
aKTUBHOCTI KOPEHEBOI MEpUCTEMHU 1 rajibmyBaHHS pocTy KopeHiB. Ex3orenna CK
1HIyKyBajia piCT KOpeHs, 1o BKa3zye Ha BUpimanbHy poib AIM1 B OiocunTesi CK Ha
eTamni MepeTBOPEHHS mpaHc-KOPUYHOT KUCIOTH Ha Oen3onHy (Xu et al., 2017).
HeaktuBauii  O-B-rmoko3un (SAG) ekcnopTyeTbess y BakKyodi 3a  ydYacTi
JIOKaJII30BaHOTO B  XJIOPOILIACTaX MPOTETHOBOIO TPAHCIOPTEPY, CUHTE3 SKOTO
koxyetscsi EDSS5-renom. ['mrokosmmroBanuss CK karamizyeTbcs e€H3UMaMu pPOAMHU
UDP-ratoko3untpancdepasu, akTUBHICTh SIKHMX KOHTPOJIOETHCS JOKATI30BaHUMH B
ruto3oii renamu UGT74F1 1 UGT74F2 (Park et al., 2017).

biocuntes CK 3a IC-mumsxoMm 10 KiHis He BuBYcHHM. Y reHomi Arabidopsis
inentudikoBano rean AtICS1 1 AtICS2, siki akTuBYIOTH cuUHTE3 ropmoHy. PBS3-
nedimutai Mmytanta Arabidopsis Bim3Hawamuch Hu3bkUM Bmictom CK i iioro
TIIIOKO3UTY, 1110 € cBiaueHHM yuyacTi PBS3-rena B Oiocuntesi CK (Torrens-Spence et
al., 2019). Enzum OsICS ne 6epe yuacti B cunte3i CK y Oryza sativa, toni sk y
apa6igoncucy dakrop Tpanckpumniii OsWRKY6 BBakaeTbcsi BiANOBITAIBHUM 3a
nakonuuenus CK-ummsixom akrusartiii rena OsSICS (Choi et al., 2015).
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CK curnamiar cnpuiiMaeTbes akTuBatopoMm Tpanckpumilii NPRI1, skuit perymroe
EKCITPECiIo TeHIB, 3a1sTHUX Y TpoIecax MPOPOCTaHHS HACIHHS, I[BITIHHS Ta CTapIHHA.
Icnye 3aranpHa HemiAgTBepmkeHa aymka, mo CK BhjuBae Ha OKHUCIIOBAIBHO-
BITHOBHUI CTaH POCIMHHUX KIITHH, OCKUIbKH 1HTI0y€ aKTHUBHICTh KaTana3W Ta
NEPOKCHUIa3M, 1 TAKUM YMHOM, BU3Ha4Ya€ piBeHb akTUBHUX PopM kucHio (ADK). CK
CIpusi€ AOCTYNMHOCTI ENEKTPOHHUX (POTOCHHTETUYHHX AaKUENTOpiB 1 MIATPUMYE
OKHCHO-BiTHOBIIOBaIbHUN cTaH. Omiromepu3sariis NPR1 MoaymoeTbess OKHCHO-
BiJTHOBJTFOBAIBHUM IUTsixoM (puc. 1.15).

L ®doToCcuHTE3 ’

HAOOH/HAL®*

Pepnokc
curHan

Ekcnpecis rexis Ekcnpecisi rexis

~—

h 4 \ 4

[ MpopocTaHHA HaciHHSA ‘ [ LiBiTiHHA ’ CrapiHHa ]

Puc. 1.15. OnucoBa monaens GyHKIIA CATIIUIOBOI KUCIOTH B PETYJSAIIi pOCTy 1
po3Butky pociuH. CK crpuiimaetscs NPR1, TpaHckpumiiiiiHUM akTUBaTOPOM, IO
PETYJIIOE EKCIPECIIO TeHIB, SIKI MOXKYTh OpaTH y4acTh y MPOPOCTaHH]1 HACIHHS, I[BITIHHI
Ta/abo perysii crapinusa. Kpim toro, CK € Ki1t040BUM peryisiTOpOM OKUCITIOBAIEHO-
BIJTHOBHOTO CTaTyCy POCIMHHUX KJIITUH IUISIXOM IHT10yBaHHS aKTUBHOCTI KaTana3u Ta
MEePOKCUAA3M 1 TaKUM YMHOM, MOJYJIAIII PiBHA akTUBHUX (opMm kucHiO (ADK).
[TozutuBHmil BimuB CK Ha (hoTOCHHTE3 ClipUsie JOCTYIHOCTI aKLIENTOPIB €JIEKTPOHIB
1 OKHUCIIOBaJIbHO-BIAHOBHOrO crarycy. Omiromepu3saiiss NPR1 e okucmoBagbHO-
BiJTHOBHOIO MoAyJIsAIiero (uToBaHo 3a Vicente, Plasencia, 2011).

JloBesieHo, 110 OJHUM 3 KIIFOUOBUX elleMeHTiB peam3allii epekriB CK sk curHanbHOT
Mosiekysii € NPR1-niporein. BiH yTBOPIOEThCSI B POCIIMHHMX TKAHWHAX B HE3HAYHUX
KUIBKOCTSIX, TIPOTE TpH 1H(IKyBaHHI aToreHamMu abo o6pobiIt exzoreHHoro CK ioro
piBeHb 3poctae. Bcranosneno, mo NPR1 0Oe3nocepennro He 3B'sa3yerbest 3 CK.
3anexno Bix koHreHtpaiii CK, 3 Hero 3B's3ytorbest NPR3- 1 NPR4-npoteinu, ski
3aTHI KepyBaTH YOIKBITHH3AJIC)KHOIO Jerpaaarieto NPR1. 3a HU3bK01 KOHIIEHTpallii
CK NPR4 ytBoptoe kommuiekc 3 NPR1, Buctymaroun B posti ananrepa yoiKBITHHIIITa3H,
o Oepe ydacTth B npoteacoMHoi gerpanaiii NPR1. [Ipu nigBuiieHHi KOHIIEHTpaIii
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CK o nmomipHuX (HaHOMOJISIPHUX ) 3HaU€Hb, BOHA 3B'A3yeThcst 3 NPR4, BHaci0K Yoro
NPR1 BuBinbHS€TbCS 1 HaOyBae 30aTHOCTI BHUKOHYBaTH (yHKIi, MOB'Si3aHl 3
perynmoBaHHsaM ekcrnpecii reHiB PR-61nkiB (Komymaes, SActpe6, 2013). [Tocnabnaenus
CK-curnaninary 3a yuacti DELLA-nipoTeiHiB BiAOyBasoCh 4yepe3 3HIKEHHS PiBHS
A®K (Grant, Jones, 2009).

TpaHcnopT i nokauis

Tpancnoptai cuctemu CK wmamo pocmimkeni. [lokazano, mo TOpMOH
CUHTE3YEThCSA B XJIOpOIUIacTax 1 IIMTO30J, a WOro HeakTUBHA (opMma TIIIOKO3H]
canmnuiaoBoi Kuciaotu (SAG) TpaHCIIOPTY€EThCS B CEpeNHI KIITUHU 1 MK OpraHaMu
pociunu. Ilpunyckatrots, mo y TpaHcnoptyBanHs CK 3amydeni yHiBepcaibHi
tpancnoptepu Tuity MATE ta ABC, siKi eKCcnopTYIOTh pi3Hi XIMI4HI CIIOJIYKH, B TOMY
guci gitoropmonu (Hwang et al., 2016; Zhang et al., 2014).

CK akymynoeThes B 1H(PIKOBaHMX OpraHax 1 3BIJITH B HE3HAYHUX KUIBKOCTAX
TPaHCIOPTYEThCS Yy 3I0poBI KiiTMHH yepe3 amoruiact (Singh et al., 2017). CK
MPOHMKAE KPI3b IJIA3MATHYHI MeMOpaHu KJIITUH 3aBasku pH-3anexHiil nudysii Ta
3ay4acTi HociiB. 3 xjopormacTiB CK ekcrnopTyeTbest 10 HUTO30JI0 TPaHCIOPTEPAMU
EDSS, miciis 4oro 3B’A3y€TbCs 3 TIIOKO3010 1 TPAHCHOPTYETHCS O BaKyoOJIl. 3aBAsSKA
CUMIUIACTHOMY 30BHIIIHBOMY TpPaHCIOPTY MeTuicalinuiaoBa kuciota (MeSA)
nepeMinnyerbes o (ioemi (Bonnemain et al., 2013; Maruri-Lopez et al., 2019). 3a
nonomoroto Midenoi CK mokazano, 1o y BogHOi pociauau Lemna gibba ropmon
HaKOIMUYYEThCSI B IIMTO30JI1 Ta BaKyossX, € 30epiraerbca MIiCas KOH'toramii 3
rimoko3o0t0 (Ben-Tal, Cleland, 1982). Ha pociuuax Nicotiana tabacum L. nokasaso,
1o mBujika Tpanciokailisi CK BinOyBaethes 3 kopens 1o auctkiB (Ohashi et al., 2004).
VY maronax Oryza sativa L. Bmict CK BusBHBCS Ha0arato BHUIIHUM, HIX y KOPEHSX
(Silverman et al., 1995). ExcriopryBanns CK mo ¢utoemi campkaniiB Ricinus communis
BiIOYBAETHCS 3aBISKH CUMIUIACTHOMY 30BHIIIHBOMY KJIITUHHOMY TPaHCIOPTY Ta
BUcOKoctiennpiunii pH-3anexHiid cucreMi, JokanizoBadid y cim’snoiax (Rocher et
al., 2009). ®osmiapua 06podxa Ocimum baslicum L. pozunrom CK cripusina acumisiii
O0opy Ta CIpKA KOPEHEBOIO CHCTEMOIO 1 MOCUIIIOBAJIA HAKOMIMYEHHSI IIUX €JIEMEHTIB y
MaroHax, 30UTbITyr0un Oiomacy Ta €(heKTHBHICTH (POTOCHHTE3Y, IO CBITYUTH IPO
tpancnopT CK 3 nuctkiB 10 kopeniB (Ghazijahani et al., 2014).

PyHKUiOHaNbHa aKTUBHICTb
VYyacte CK y 3axucti pocinuH Bij OIOTMYHUX 1 a0lOTHYHHMX CTpPECIB cTala
oueBuaHOIO nuiie B octaHHi 30 pokiB. Pamime BBakajmocs, IO II€ BIJHOCHO
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HEBaXXJIMBA CIOJIyKa, K 1 6arato 1HIUX (EeHOILHUX BTOPUHHUX MeTa0o1TIB. EdQexTu
CK Bu3Hau4alOThCS KUIBKOMa KIIOYOBUMHU (aKTOpaMHu, Cepell SKUX BUJ POCIHHH,
YMOBH HaBKOJIUIITHBOTO CEPEIOBUIIA (TEMIIEPATypa, BOJIOTICTh, OCBITJIICHHS TOIIO) Ta
KoHIeHTparii ropmony (Janda et al., 2014). Ennorenna CK Bimirpae 3HauHy poib y
perynsmii ¢izioJoriyHuX Ta OI10XIMIYHHUX MPOIECIB YIPOJOBXK >KHUTTEBOTO ITUKITY
pocounu (Vicente, Plasencia, 2011). 'opmon 3amissHuil B perynsiii Mporecis
IPOPOCTaHHS HACIHHSA, BETE€TATUBHOTO POCTY, POTOCHHTE3Y, NTUXaHHS, TEPMOTCHE3Y,
dopmyBaHHS KBITOK 1 HaciHHs, crapiHHsa. CK chopusie miarpumil KIiTHHHOTO
OKHCITIOBAILHO-BITHOBHOTO TOMEOCTa3y 3a paxyHOK peryisii aKTUBHOCTI
aaTuokcuganTHuX epmentiB (Joseph et al., 2010; Slaymaker et al., 2002), iggykii
allbTepHATHBHOIO HULAXY Auxanus (Moore et al., 2002) (puc. 1.16).
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Puc. 1.16. Bionmoriuni ¢yHKIIi camiuioBoi KUCIOTH Y pociauH. CamiiuioBa KHCIOTa
peryJiroe 6e3Jiu MpoIeciB PO3BUTKY U CTPECOBUX peakiiiil y pociuH. [lopsia 13 no6pe
BcTaHOBJIeHUMHU PyHKIIAMH CK B IMyHHUX peakiisix pOCiIuH, MPOoLecax poCTy KIITHH,
MPOPOCTaHH1 HACIHHA, TEIUIOCTIMKOCTI, JUXaHHI, peryJsiii MpoJuXOBOi anepTypH,
dbopMyBaHHI BpOXKal, YTBOpeHHI Oynp004OK B CcuUMOiIO31 3  OakTepisamu-
azoTdikcaTopamMu (HOAYJALISI), CTapiHHI JWCTa BusiieHo HOBI (QyHkmii CK,
HANIPUKJIAA, 1i poJb y CTPECOBUX PEAaKIisX B EHAOMIA3MATUYHOMY PETHKYIYMI,
penaparii nomkomkenb JHK 1 B mepemaui iHdopmarii MK TOKOJTIHHSIMU
(amanrroBano 3a Liu et al., 2015).

AxtuBHicth PHK-3anexxunoi PHK-nonimepasu (RdARP), sxa cunresye kopotki
cRNA, BukopuctoBytoun kiiTuHHI a6o BipycHl PHK sik ma6nonu, niaBuityBanacs y
3apakeHuXx BipycoM abo o0Opobinennx CK pocaun T1ioTioHy. I'en NtRDRP1
EKCIIpecyBaBcs K BipycHOIO iH(ekIieto, Tak 1 ek3orenHoro CK Tta 1i GiojorigyHo

akTUBHUMHM aHajoramu (Xie et al., 2001).
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Bwmict CK cyTTeBo Bapiroe 3aj1eXHO BiJ BHAY Ta OpraHy pociuHH. Tak, piBHI
TOPMOHY ICTOTHO BIJJPI13HSIUCH Y KBITKaX CEMU Ta B JINCTKAX 27 TEIJIOUYTIIMBUX BUIIB
(Raskin et al., 1990). V auctkax Nicotiana tabacum L. Bmict CK 0yB menmre 100 Hr/r
cupoi macu (Malamy et al., 1992), Toxi six y Solanum tuberosum L. csraB 10 mkr/r
cupoi macu (Navarre, Mayo, 2004). Y Arabidopsis thaliana cymapuuii Bmict CK
konuBaBcs Big 0,25 mo 1 mkr/r cupoi macu (Brodersen et al., 2005)

Pons CK y npopocranHi HaciHHS HeoiHO3HAauHA. OCHOBHI JTOCHIIKEHHS 1IbOTO
mpouecy BinOyBaiuch 3 BHUKOpUCTaHHsIM ek3oreHHoi CK, a mnpurxidenHs abo
IPUCKOPEHHS MIPOPOCTAHHS 3aJ]€Kald Bl BUAY POCIMHM 1 KOHIIEHTpAIli TOPMOHY.
[IpopocTanHst HaCiHHS STUMEHIO Ta KyKypya3u 3a koHrentpaiii CK > 3 MM noBHicTiO
npurHigyBaioch (Xie et al., 2007). Bongnouac, 3a konnentparii CK Big 0,3 1o 0,9 MM
MOKpaIlyBJIUCh IIBUAKICTH Ta BIJCOTOK MPOPOCTAaHHS HACIHHA KyKYpY.3H,
30uUTbITyBanach JoBkuHa maroHiB (Sallam, Ibrahim, 2015). [dns npopoctanHs
nmenuili B HopManbaux ymoBax CK nemotpiOna (Barakat et al., 2013; Miura, Tada,
2014).

Ex3orenna CK mnoxpaiye (i3i070ridHl Ta MOJEKYJSPHI MPOLIECH, MOB'sI3aHl 3
POCTOM 1 PO3BUTKOM pociUH. Sk mpaBmiio, Bucoki konmeHntpauii CK (> 1 MM)
HETaTWBHO BIUIMBAIOTh Ha PICT 1 PO3BUTOK POCIHH, & 3aCTOCYBAaHHS ONTHMAaTbHHUX
KOHIIEHTpaIliii ropmoHy ctumynitoe 1 mpouecu (Koo et al., 2020). ¥V pociaunax
MIICHMIII 32 COTBOBOTO cTpecy ek3oreHHa CK mocmiroBana HaKOMUYEHHS PO3ZYMHHHUX
IyKpiB 1 TpojdiHy, (HOTOCHUHTETUYHUX TMITMEHTIB, IiJIBUIYBajla aKTHUBHICTh
AHTHOKCUJIAHTHHX EH3WMIB, peryioBaia Boguuii craryc (Al-Whaibi et al., 2012;
Mandavia et al. 2014). ®omiapaa 06podka npopoctkiB Glycine max L. Merr. cyTreBo
301U/IblIlyBaJIa PICT MAroHiB Ta KOPEHIB, MPOTE€ Mai’ke HE BIUIMBaja Ha IIBUAKICTb
dorocuntesy (Gutiérrez-Coronado et al., 1998). IlpaiimyBanus 3epHiBoK Triticum
aestivum L. 10°M poszunnom CK cripusiio 36iIbIIEHHIO KiTBKOCTI JUCTKIB, CHPOI Ta
cyxoi 6ioMacu pOCIuH, HITpAT-peayKTa3HOi Ta KapOoaHTiApa3Hoi akTUBHOCTI. OiHAK
BHCOKI KoHIeHTpamii ropmony (10°M) inribysamu pict mpopoctkis (Hayat et al.,
2005). 3a BUCOKOI KOHIIEHTpAIlil TOPMOH HETraTUBHO BIUIMBAB HA aHATOMIYHY OYJIOBY
JUCTKIB Ta YABTPACTPYKTYPY TUIAKOIIHUX MeMOpaH XJIOPOIUIACTIB POCIUH STUMEHIO
(Uzunova, Popova, 2000). CK perymioBaB TpOIUXOBY AaKTUBHICTh POCIWH
apabigo1cucy, Mepenko/ KAl HaaXoHKeHHI0 OakTepianbHoi iHdekmii (Melotto et
al., 2006). 3pocraroui konmenTparii CK (0,1 MM, 0,5 MM Ta 1 MM), 1110 TOTPATUISUIIH
yepe3 kopeni Hordeum vulgare L. ympomosx 7 &HIB, NMOMITHO BIUIMHYJIM Ha
($OTOXIMIYHY aKTHBHICTh XJIOPOIUIACTIB 1 MPOHUKHICTH iXHIX MeMOpaH, MOCHIHIN
aKyMyJIsLio MasioHOBOTO Jianbaeriny (Maslenkova et al., 2009).
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CK BmmuBana Ha ¢orocuure3 y Nicotiana tabacum L., BuknmKaro4u 3aKpUTTS
NpOANXiB Ta YNOBUIbHIOIOYHM mepeHoc enekTpoHiB y @C II (Janda et al., 2012).
Ex3orenna CK (10 mxkM) mocumroBasia acumiisnito CO; Ta MmiaBUIyBaja BMICT
dorocuHTeTHYHUX IMirMeHTIB y Brassica juncea L. (Fariduddin et al., 2003). BuBuenus
IBOX PO3YMHHUX IuToruiasMaTuYHuX CK-3B’s3yl0unx MpOTEiHIB MOKa3allo, IO
TOPMOH BIUIMBAaB Ha (POTOCUHTE3, 3MEHIITYIOUN aKTUBHICTH Py0icko Ta kapOoaHriapasu
y Nicotiana tabacum L. (Slaymaker et al., 2002). [IpaiimyBanHs HaciHHs Ta (oJjiapHa
00poOKa areTHICANIUIOBOI0 KHCIOTO0, TIIIUHOETaiHOM 1 KIHETMHOM pOCIHH 3
pizauM TunoM dortocuntesy coi (Cz) Ta kykypya3u (Cs) miiBUIIyBaja NpOBIIHICTb Ta
TpaHCHipaIliio, IBUIKICTh OTOCHHTE3Y Ta PICT, IHAyKyBaa conecTidkicTh (Fahraji et
al., 2014).

Tpancrenni ainii Arabidopsis thaliana NahG i3 pedimmurom CK BigzHagaimch
MOCWJICHUM pOCTOM, 3MeHIIeHHs M BMicTy ABK Ta MenmmmMu nomkomkeHasmMu OC
SII y penpoayktuBHy (a3zy onrtorenesy. Hedimutr CK iHgykyBaB 301IbIICHHS
KUTBKOCT1 HaciHHA B 4,4 pa3a Ta MOKpalleHHsI MOro CKJaay, 30Kpema II0JI0 BMICTY
BiTaMiHIB (0- Ta Y-TokO(epoIy), aHTUOKCUAAHTIB (3-KapOTHHY), KOHIIEHTpAIlii a30Ty.
[Tix gwac nepexoxy mo uBiTiHHA piBeHb CK y nuctkax 3pocraB BaBiyl (Abreu, Munne-
Bosch, 2009). ¥V pociunax apalioncucy Ta COHSIIHUKA KIOYOBUM €JIEMEHTOM, 10
noB'sizye CK Ta uiTiHHs, BUusiBuBcs pakrop Tpanckpumniii HAHB10, sikuil HanexuTsb
no pogunun HD-Zip 11, iHayKye UBITIHHS, €Kcrpecye creur(iuHi nepexiiHi T'eHd
I[BITIHHS Ta MPUTHIYY€E I'€HU, MOB'sA3aH1 3 POpMyBaHHAM peakilii Ha OI0TUYHUN CTpec
(Dezar et al., 2011). ITicas domapnroi 06pooku pozunHamMu CK 3011bIITHINCE pO3MID
TUTOJIIB, BMICT O10aKTUBHHUX CIIOJYK, IIYKPIB Ta OPTaHIYHUX KUCJIOT Yy SI0IyHI, TPYIIIi,
YepelllHl, anelbCUHy, BUHOTpady, ciuBM Ta rpaHarax (Drogoudi et al., 2021; Koo et
al., 2020).

Haiibinbi nociimpxenotro € poiab CK y HaOyTTi CTIHKOCTI pOCTUH JI0 NTaTOT'€HIB
Ta ajanTallii 10 HeCIPHUATIMBUX YMOB JIOBKIJUIS. SIK CUTHAJIbHA CITOJIyKa, OB’ I3aHa 31
ctpecom, CK mpsimo 4m omocepenkoBaHO BIUTMBAE HA Pi3HI MPOLIECH POCTY Ta
PO3BUTKY pociuH. Ha cboroaHi 0CHOBHI JOCIIKEHHS IPOBOIATHCS 3 BAKOPHUCTAHHAM
€K30reHHO1 OOPOOKH.

1.6. XKacmoHaTu

Kacmonoa kucmora (OKK) 1 i moxignai: metmwmkacmonat (Me-XK), 7-
130’)KacMOHAT, >KaCMOINTIIIOKO3UIM, amiHOKUCIOTHI (AK) koH’roratv, IIMPOKO
PO3MOBCIO/IKEHI B POCIMHHOMY CBITI. [IpuCyTHICTH XacMOHaTIB MHIATBEpPIPKEHA Y
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nonay 20 BHIIB pOCIIWH, SIKiI HaslexkaTh 10 150 poawH, BKIIOYAIOYH BOJIOPOCTI, MOXH,
XBOILll, TAOPOTENnoAi0H1, rojoHacinHi Ta rpubu (Babenko et al., 2015). 1o uboro yacy
TpPHUBAa€ AWCKYCisl HABKOJO TMHUTAHHSI, IO Take >KaCMOHATH: TOPMOHU 4M (haKTOpH
CTpecy, SIKi yTBOPIOIOTHCS MpH cTapiHHi opraHiB? Ha kopucTs ropMOHAIBHOT TPUPOAU
’KaCMOHATIB CBI4aTh iXHE IMOIIMPEHHS, creludika peakiii pociuH Ha €K30TC€HHY
0o0poOKy, B3aeMomis 3 IHmMMMH ¢iToropmMoHamu. KacMOHATH HaJeXkaTh 0
(b1310JI0T1YHO AKTUBHUX PEYOBHH, SKI BIUIMBAIOTh HAa PICT 1 PO3BUTOK POCIIHH,
NOPOSIBJISIIOTh  CTUMYJIIOFOUY Ta mnpurHiuyrody nii (Wasternack, Song, 2017).
Haxormmmuenns KK Ta ii moxigHMX B opraHax i TKaHWHAX POCIUH Bi0OyBa€ThCS B
pesyabrari ekcnpecii JKK-inaykoBanux rexis. XKK 3amyuena go perysisiii mijgoi HU3Ku
MPOLIECiB, a caMe: PO3BUTKY F'€HEPaTUBHUX OPTaHiB Ta 3apOJIKY, CTAPIHHSA, BA3HAYCHHS
CTaTl, IPOPOCTAHHS HACIHHS, POCTY KOPEHIB, YTBOPEHHS OYyJb0, pyXiB 1 UyTIHUBOCTI
JTUCTKIB (oToTpomizmy), agantauii 10 1ii crpecoBux unHHUKIB (Ali, Baek, 2020;
Huang et al., 2017).

BiocuHTe3 i curHaniHr

Hocnimxenns 6iocuntesy KK ta i metriioBoro edipy Oynu po3nouari B 80-x
pokax munyjoro ctomitts (Vick, Zimmerman, 1983). XKXacmonatu — cneuudiuni
IIUKJIOTICHTAHOHOBI MOX1/IHI JIMOKCUTE€HA3HOTO IUIAXY OKUCHEHHS MOJIHEHACUYCHHUX
KUPHUX KUCIOT. Ponuua ninokcurenas (JIOI') (siHosieat: KUCEHb: OKCUAOPEAYKTa3H,
K® 1.13.11.12.) o0’enHye eH3UMU JIMITHOTO OOMIHY, SIKI KaTaji3yloTh perio— Ta
crepeocrienniune TpPUETHAHHS  MOJEKYJsipHOrOo KucHo 10  1,4-yuc, yuc-
neHTagieHoBoro ¢pparMenty noniHeHacuueHux xupHux kuciaot (ITHXKK) (minonesoi,
JiHOJEHOBOI Ta a-JiHoJeHoBoi). OxkucHenns [IHXK e mnepmoro naHkoro
PO3Trally’KEHOTO €H3UMHOTO KacKajay, B pe3yJIbTaTl SIKOTO YTBOPIOIOTHCS O10JI0T14HO-
AKTUBHI CMIOTYKHU — okcuJIimiHu. binbmricts JIOI" OKUCHIOIOTH JIIHOJIEBY Ta JIIHOJIECHOBY
kucimotu B C-9- abo C-13-monokeHHi, NPOAYKyIuUd BiamoBimHo 9- ta 13-
TIAPONEPOKCUIM, SIKI 3alOYAaTKOBYIOTh UIOHAMMEHIE INICTh E€H3WMHHMX MLUISXIB
(Babenko et al., 2017). Cunre3 XK nounHaeThcsi B XJIOpOIIaCTaxX 13 BUBLILHEHHS 0.
niHoneHoBoi kuciotu. 13-JIOK katanizye mpuegHaHHS MOJICKYJISIPHOTO KHCHIO J10
yuc-yuc-1,4-nentagieHoBoi cucremu. CHHTE30BaHUN TIAPONEPOKCUIHUA TMPOIYKT
MICTUTh KOH IOTOBaHWH yuc-mpanc HaOIp, SKUA YTBOPIOETbCS TICIS Mirparii

MOJIBIHOTO 3B 3Ky NPH MPOXOKEHHI KaTaliTHYHOTO nukiy (puc. 1.21).
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13-anneHokcudcuHma3sa |

Puc. 1.21. Cxema mepmioro eramy CHHTE3y »KAaCMOHOBOi KHCIIOTH, SKHH
PO3MOYMHAETHCS B XJIOporuiacTax (amanrtoBano 3a Babenko et al., 2015).

13-rigporepokcuiinoiieBa KuciaoTra (IMICAsS PO3AUICHHS IIIAXIB CHHTE3Y
TpaBMatuHy Ta JXKK) KOHBEpTYyeTbCsl B €MOKCH[ 3a Y4acTio 13-ajlIeHOKCHICUHTA3U
(AOC) Ta UMKITI3Y€ETHCS AJICHOKCUIIMKIIA3010 O YTBOPEHHS LIUKJIONEHTEHOHY (CiS)-
12-okcoditonienoBoi kucinotu (ODJK). Enzumu docdominaza, 13-JIOI, AOC Ta
AOII nokamizoBani B xjoporuiactax (puc. 1). [lepeTBOpeHHs KUIbLSI HUKJIONEHTEHOHY
(dbepMEeHTOM peyKTa30k0 3 HACTYITHUMH TPbOMa ITUKIJIaMU 3-OKUCHEHHS B110yBa€ThCA
y nepokcucomax (puc. 1.22).

Ocrarounuii mpoaykT (+)-7-i30-KK mosxe Tpancopmysatuch y (-)-XKK. Oqun
3 eramniB kouBepTaii KK BimOyBaeTbcst B muTo30iti, a came: koH roramis KK 13
aMIHOKHCIIOTOIO 130JICMIITMHOM 3 YTBOPEHHSIM aMIHOKHCIOTHOTO KOH rorary, ado
MetuoBaHHs 3 yTBopeHHsIM Me-)XK. BuBinbHeHHs 12-0kco-(hiTa1leHOBOT KUCIIOTH,
sKa 3alTydaeTbes 10 mpotieciB Tpancdopmartii mig gac cuHTe3y KK, BinOyBaeTscs 3
yJacTio rajakroimasu (puc. 1.23). 3axmrounuii eramn OioreHesy KK 3miiicHIOETBCS B
MEePOKCUCOMAX, TOJI K C€H3UMH, IO 3aiisHI HAa TOYATKOBHX eTamax Ol0CHHTE3Y,
JIOKaJli30BaHl B Iulactuaax. IIpoTe, SKUM YHUHOM BiAOYBAE€ThCSA TEPEMIIICHHS
inTepmemiatiB cunresy KK MK muiacTuaamMu 1 MEPOKCHCOMAaMH, TMOKUA IO HE
BctaHoBsieHo (Babenko et al., 2015; Wasternack, Feussner, 2018).
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(+)-7-130-/KaCMOHOBA KHCI0TA

Puc. 1.22. Cxema apyroro eraiy CUHTE3y )KaCMOHOBOT KUCJIOTH, SIKHI BiI0OYBAa€ThCA Y
nepokcrcomax (azanroBaHo 3a Babenko et al., 2015).

uumonnaasma

Tpancnopmep PXAI

ninioni kpannini

(+)-7-i30-KK-L-iz0neiiunn

(-)-7-AacMOHOBA KHCJIOTA

Puc. 1.23. Cxema kackaJy CHHTE3y *acCMOHOBOi KucJOTH (amantoBaHo 3a Babenko
et al., 2015).
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Perymnsiis ¢i3100T19HUX MPOIECIB Y POCIUHHIN KIIITHHI 3 Y4acTHO )KaCMOHATIB
3MIACHIOETHCS HA TPAHCKPUMNIINHOMY ¥ TpaHcusauiiHoMy piBHAX. Ha piBHI
TPAHCKPUMINT BIOYBAETHCS €KCIPECis MEBHUX I'€HIB, YTBOPEHHS 3HAYHOI KIJIBKOCTI
MPHK i cnerugiunnx npoteiniB, TO/1 SIK Ha PiBHI TPAHCIIALI] — raIbMyBaHHS CUHTE3Y
,,HOpMaJIbHUX " TPOTEiHIB Npu 30epexkeHH1 cuuTedy BianoBigHux MPHK (I'ypeBud u
ap., 2000; Creelman, Mullet, 1997). XK-uytnusi ¢akrtopu TpaHCKpHIILIi, SKi
PEryJIOI0Th HAKOMWYEHHS BTOPUHHUX METAO0OITIB, 10 BUKIUKAHE *AaCMOHATaMH,
HajlexaTth 10 pi3HuX poauH, cepea skux AP2/ERF, bHLH, MYB i WRKY (Zhou,
Memelink, 2016). Bu3HaueHi okpemi TeHH, sKi aKTUBYIOThcs 3a yuacti JXKK. V
Solanum tuberosum L. — me renwm-inriditopu mnpoteinasu (p.pin | ta p.pin 1), y
Lycopersion esculentum L. — ren t.pin I, ren JIOT" (lox-3) i reHn 3amacHUX MPOTETHIB
(vsp A i vsp B), y Glycine max L. — ren ¢eninananin-amonii-miasu (pal) 3
apixmkoBoro rpuba Rhodotorula rubra L., y Petroselinium sativa L. — ren
xankoHncuHTasu (chs), y Agrobacterium rhizogenes — ren HomamincuHTasu (NOS) 3
TKAaHWH MyXJIHHH, SIKAA BUKJIMKA€E XBOpoOy “OopomaTuii KopiHb’. BcTaHOBIEHO, 110
JIeNetii TPOMOTOPHOI 30HH TepepaxOBaHUX BHIIE T'€HIB MPU3BOIITH 10 BTPATH HUMH
gytnuBocTi a0 aii XKK. Posmmdposano ninmsuku JJHK, kotpi BigmoBigaroTh 3a
B3a€EMOIIIO 3 )KacMOHaTaMH. 30KpeMa, Taka JAiuIsHKa rera P.pinll 3aaxomuthes mix 500
Ta 620 HyKJICOTHUIHUMH MOCTIIOBHOCTAMH (H.11.), TeHa VSP A — mix 1170 ta 1270 u.11.,
rera VsSp B — mix 480 Ta 580 u.m., rera chs — mixk 120 Tal70 w.. (C'ypeBuu u ap.,
2000).

[Ipote, 3Ha4HI pO3MipH JIISHOK CTaBIATH I1Jl CyMHIB MPUITYIIEHHS PO MPsAMY
B3aemojit0 Mk ¢itoropmonom Ta JIHK. Biporigno, mae wicue B3aemomis 3
npoTeiHoM, KoTpuid yTBoproe komiuieke 3 JKK. Tak, y mpoMOTOpHiil 30H1 dKacMOHAaT-
3aje)xkHuX TeHiB (vsp A, vsp B, p.pin Il, chs) BuamineHo crneungiddy HyKICOTHIHY
nociiioBHicTh  (G-00kc, korpa wictuTh rekcanykiaeotnn CACGTG, 3 skum
3B’s3yeThes (pakTop iHimiamii Tpanckpumii. ITocmimoBHicTh G-OOKC BHUSBICHO B
MIPOMOTOPHUX 30HAX T'€HIB y JIPLKIXKIB, OaKTepiid, pociivH 1 ccaBiiB. [lokazaHo, 1o
OKpIM >KaCMOHATIB Ha aKTUBHICTh T'€HIB BIUIUBAIOTH 1HIIN (PITOTOPMOHU, CEpell TKUX
aocrm3oBa (ABK) ta inmomin-3-omnroa (IOK) kucnoru. BeraHoBneHo, 1110 y TeHIB VSP
A, vsp B, p.pin Il Ta chs na Bigcrani 10-50 u.m. Bigx G-00KCYy 3HAaXOAATHCS MBI
romoJjioriydi nocnigoBHocTi — 0okeu I ta 1. Po3aMipu romonoriyaux 60KcCiB (y Mexax
onnoro obepry cmipani JIHK) i1 3HauHa BigcTaHe Mk HUIMHU BKa3ylOTh Ha Te, IO 3
PETyISATOPHUMH JiJISIHKAMH Te€HIiB, CKOpIIIE 3a BCE, 3B A3YEThCA HE OJMH, a KilIbKa
MPOTETHIB-PETYJIATOPIB, SIKI YTBOPIOIOTH CKJIAAHHUM KoMruiekc Juisi B3aemomii 3 JKK.
Take npumymieHHS MIATBEpUKEHO B jgociigax 3 renom  p.pin Il i3
Solanum tuberosum L. Buginenuit pparment JJHK knonysanu B muasmiai pTE2pb. ¥V
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pe3yJibTari oTpuManu adiHHUN COPOEHT, 3a JIOMOMOTOK0 SKOTO 13 CyMIIlll MPOTEiHIB
BUJIUIMIIM 1 OXapaKTepU3yBalM YOTUPH OLIKH, KOTp1 AecopOuiroBanmud 3 adiHHOTO
copbenty B npucyTHOCTI 4 MKM po3unny Me-)KK. OtpumaHi npoTeiHN BUSBUIUACS
CyOOIMHUIIMU JBOX TMPOTEIHIB-PEIPECOPIB TPAHCKPUIIII, 1HAYKTOPOM SIKUX €
METHUIDKACMOHAT. 3B A3yBaHHS IIPOTEIHIB-PENPECOPIB i3 PETYIATOPHUMH AiITHKAMU
reHa Bim0yBaeThes 3a yuacti 0okciB G, I Ta IIl, oqaakoBo uyTimmBux a0 aii ABK ta KK
(I'ypeBuu u gp., 2000). I[purnivenns JIOI-muisixy i3 3menmeHHsM BmicTy KK
CIIOCTEPIrajgoch B pe3yIbTaTi 3HUKEHHS EKCITPECii reH1B, BUKJINKAHOT YIITKOKEHHSIMH
npu nopaneHHi auctkiB TomatiB (Hildmann et al., 1992). 3a ymoB 3HEeBOAHEHHS Y
muctkax ABK-nedinutHoro MyTaHTy SUMEHIO BiAMIYaIOCh HAKOIMYEHHS >KacMOHAT
inaykoBanoi MPHK 1 mporeiniB (Walker-Simmons et al., 1989). Cepen sxacMoHaTIB y
LMTOIUIa3Ml POCIMHHUX KIIITUH HAMAKTUBHIIIMM BUSBHBCS 130J€HLIMHXKACMOHAT. 3a
BIJICYTHOCTI CTPECOBHMX BIUIMBIB MOro BMICT HU3BKWN, Yepe3 IO TPAHCKPHIIIIIHI
¢dakropu KK-curnaninry nepeOyBaroTh B penpecoBaHomy ctaHi (Ali, Baek, 2020).
[lin BmmuBOM crTpecopiB mocuimoeTbes cunte3 KK Tta i Tpanchopmaris B
130JICHIIMHKACMOHAT, 3JaTHUH 3B s3yBatuch 13 F-box-mpoteinom (COI;) -
peuentopom sxacMoHaty (Thines et al., 2007). ITicis B3aemo/ii 130JI€HITUHKACMOHATY
3 koMiiekcoM SCF/COI; octanHii Ha0yBa€ 31aTHOCTI 10 YOIKBITUHYBaHHS IIPOTEiHIB
poauan Jasmonate-Zim-Domain (JAZ) — penpecopiB XKK-curnamninry. [Iporeacomua
nerpagauis JAZ npu3BOauTh A0 BUBUIBHEHHS TpaHCKpumiiiHoro ¢pakropy MYC2 3
JAZ-MYC2 xommiekcy. TakuM 4uHOM eKCIIPECyOThCS KaCMOHAT-3aJIe)KH1 TeHH, SKi
KOHTPOJIIOIOTBCA ~ TpaHCKpUNIiiHUM ¢dakropom MYC2 (Jang et al, 2020).
MomnekynapHi MeXaHi3MH OlOCMHTE3y Ta CHUTHAIIHTY JKacMOHATIB, JEeTalbHO
OXapaKTEpPU30BaHI Ha MOJICIbHUX POCIWHAX, BUSBWIM Bpakaloul mapayiesii Mix

CUTHAJIIHTOM KaCMOHATIB 1 ayKCHHY, [0 BKa3ye Ha iXHe cniibHe noxomkeHns (Han,

2017).

PyHKUiOHaNMbHa aKTUBHICTb

KK Ta 11 moxigHi 3aiydeHi 10 peryJisiii MpoIeciB PO3BUTKY T€éHEPaTUBHUX
OpraHiB 1 3apo/IKy, CTapiHHS, BHU3HAUYEHHsS CTaTl, MPOPOCTAHHS HACIHHS, POCTY
KOpEHiB, yTBOpeHHs 0yib0, hoToTpomnizmy, aganTtariii (Chini et al., 2016; Wasternack
et al., 2013; Wasternack, Strnad, 2016). Opranu pociuH BIIPI3HSIIOTHCS 32 BMICTOM
»acMmoHaTiB. Tak, KBITKH, MoJIONi JUCTKU W twoau Vicia faba L. micTiim 3HaYHY
KUIBKICTB kacMoHaTiB (10—-30 MKr/T Macu cUpOi peHOBUHHM ), TOI1 SIK Y KOPEHSIX, 3pLITUX
1 cTapux JUCTKax 3HAWACHI JUIIE CIiA0BI KUIBKOCTI ropMoHy (Sembdner, Parthier,
1993). V 3pinux miogax coi HaiiBuiui BmicT KK (0,4 MKr/r Macu cupoi pedOoBUHM)
BU3HAYEHO B mepukapmii (0coOJMBO B MOro CyIMHHUX IIydykax), pyOuyHMKy Ta
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HACIHHEBIN MIKIPIIi, HAWHIKYUMA — B CIM’ 101X 1 3apoAKoBiit oci (0,2 Mr/r Macu cupoi
pedoBuHHU). Y mpopocTkiB coi piBeHb JKK y rimokotwsi, 30HI MOAUTY KJIITHH 1 B
MOJIOIUX OpyHBbKaxX BMINMKM, HK y 30HI PO3TATYBaHHS, CTapuX JUISHKax crtebiia Ta
KOpEeHs, a TakoX y crapux juctkax (Ilanrora Ta 1., 2009).

KK Bimirpae BaxxiauBy poJib y (OpMyBaHHI KJIITUHHOI CTIHKH, OCKUIBKH Oepe
y4acTh B PeryJilii CHHTE3y 1entono3u. Tak, 30imbienns piBus XKK y nedinuraux 3a
O3HAKOI BMICTy Iiemoio3u MmyTtantax Arabidopsis thaliana cymnpoBomkyBanoch
PO3TATYBaHHSAM KJIITHH 1 KOMIEHCATOPHUM 3POCTAHHSIM JIITHIHY B KJIITUHHIN CTIHIII HA
¢oHi BTpatn nenrosio3u (Sanchez-Rodriguez et al., 2010). XK Ta i meTtabomivHi
MOTEPEAHUKH 1HIIIIOIOTh YTBOPEHHSI CTPECOBUX IMPOTEiHIB, Cepell AKHUX IHTI0ITOpU
npoteina3s (Farmer, Ryan, 1990).

Jo ¢izionoriyanx (yHKIIN KaCMOHATIB HAJEXHUTh PEryJslis IPOLECIiB
¢dopmyBanHs crareBux opraniB pocius (Chuck, 2010; Ming et al., 2011). Pa3zowm i3
ayKCHHAMH TOPMOH 1HYKY€ BHIOBXKECHHS (hJIOPATbHUX OPTaHiB, KOHTPOIOE PO3BUTOK
nuwiskiB 1 1o3piBanng muwiky (Chandler, 2011). V cynBitTsax xxacMoHaT-aePiuTHUX
myTaHTiB tS1 Ta tS2 xykypym3u micisa gomaBanHs JKK BiTHOBIIOBaBCS PO3BUTOK
TUYUHOK, 110 3aCBIYHUIIO Y4acTh TOPMOHY Y (pOpMyBaHHI 4OJOBIYMX KBITOK (ACOSta
et al., 2009).

KK Ta ii moximHi 3a/1is1H1 HE JIMIIE B MpoIecax Perymsiili pocTy il po3BUTKY, a i
B ajanTaiii 10 Aii crpecoBux uumHHUKIB (Dar et al., 2015; Tuteja, Sopory, 2008).
XKacMmoHaTu 1HIYKYIOTh YHIBEpCAJIbHI Ta crielM(iYH] aJJanTUBHI PEaKIlii, BIUIMBAIOThH
Ha aKTUBHICTh AQHTUOKCHJIAHTHUX C€H3UMIB, PEIOKC-TOMEOCTa3, MeTabo0Ji3M
xsnopodim (Syvash, Zolotareva, 2017). ¥ naucTkax KBacoii, KyKypya3u, OaBOBHH,
TOTMOJI1, TIOTIOHY, KapTOIUIl, apaldiIONCUCy ¥ 1HIIMX MOKPUTOHACIHHUX BHUJIB POCIIHH
BHACIIJIOK MEXaHIYHOTO YIIKOJKEHHS yTBOproBasacs 3HayHa KiibkicTh JKK (Chehab
et al., 2008). 3a yMmoB mocyxu B pociiiHaX apaldiloNcucy Bi0yBajIoCh TPAH3UTOPHE
3poctanHs Bmicty KK (Ali, Baek, 2020; Ruan et al., 2019). IlixBumienas piBHA
enngorenHoi KK cmocrtepiramocss B JucTKax coi y BIANOBIAL Ha JEripaTaliito
(CaBuenko u ap., 2014). IlikaBo, mo 1ei edexT 3a yacoM BUIIEPEHKaB HAKOITUYCHHS
a0CIIM30BO1 KUCIIOTH, [0 MOKE BKa3yBaTH Ha mepBUHHICTh curHany JKK B ymMoBax
ocmotuyHoro crpecy. Hakommuenns KK 3a aii conboBoro crpecy 3adikcoBaHO B
pociuHax ToMary, kaprori ta pucy (Ali, Baek, 2020; Kang et al., 2005; Ryu, Cho,
2015). Cxoxi 3minu piBHs KK cnioctepiranucs B pociuHax apabdinoncucy, 6anany ta
puCy y BIANOBIAB HA Ait0 HU3bKO1 Temneparypu (Du et al., 2013; Hu et al., 2013; Ruan
et al., 2019; Wang et al., 2020). Y pocaun Aquilaria sinensis crioctepiraiaocsi 3HaYHe
nigsuiieHHss Bmicty XK B ymoBax temmoBoro crpecy (Xu et al, 2020). V¥V
nocmmkennsax 3 Arabidopsis thaliana mokaszano, 1o 3a aii crpeciB KK cunepriuno
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B3aeMojie 3 eTriieHoM (Xu et al., 2001). Bonnouac, xapakrep B3aemoii 3 CK (Beckers,
Spoel, 2006) i ABK (Anderson et al., 2004) 3ayiexxHO BijJ| BUIy CTpeCy 3MiHIOBaBCS 3
CUHEPT1YHOTO Ha aHTArOHICTUYHUIM.

[TporexTopHi edextn ek3orennoi KK B yMOBax 3acojeHHS, TOCYXH, TiMO- Ta
rineprepmii, Y ®-onpoMiHEHHS 3a1eXaTh B BUly POCIMHH Ta KOHIIEHTpPAaIlii TOPMOHY
(Liu et al.,, 2012; Sharma, Laxmi, 2015). Exzoremni XK i Me-XXK cnpusim
MIJBHUIICHHIO CTIHKOCTI POCIMH PI3HUX BHUIIB A0 il HU3bKUX IMO3UTUBHHUX Ta
HeratuBHUX Temriepatyp (Mruatenko um ap., 2020; Hu et al., 2017), Bucokoi
temriepatypu (Karpets et al., 2014), nerigpatamii (Wang, 1999), 3aconenns (Yastreb
et al., 2015). 3a rimeprepmii 00poOka pozumHom KK mimBuimryBajia akTUBHICTH
AHTUOKCUIAHTHUX dbepMeHTIB CYNEepPOKCHUITUCMYTa3H, KaTanasu Ta
acKopOaTIepOKCHIa3u B KOJICONTHIIAX MIICHHIN. [HAYKYBaHHIO aHTHOKCHIAHTHOI
CUCTEMH 3aXHCTy MEpeAyBaJI0 TPAH3UTOPHE MOCUJICHHS TeHepallii CynepOKCHIHHUX
anioH-panukainiB (Karpets et al., 2014). BcranoBienuii mo3uTHBHHN e()eKT 00pOOKH
metmpkacMonatrom (MeXK) Ha dyHKIIOHYBaHHS (OTOCUHTETHYHOTO amnapary
POCJIMH MILEHHUII 32 YMOB NOCYXH. 3a(iKCOBAHO 3HMKEHHS MPOJAUXOBOI MPOBITHOCTI
Ta IBUJIKOCTI TpaHcmipallii, eheKTUBHE BUKOPUCTAHHS BHYTPIIIHHOTKAHUHHOI BOJIH,
PICT aKTUBHOCTI CYTIEPOKCUIANCMYTA3H, IEPOKCUIA3H, KaTala3! Ta 3HUKEHHS BMICTY
mayioHoBoro miansaeriay (Maetal., 2014). 3a Boguoro gedinuty 06pooka KK pociun
AYMEHIO 1HAyKyBajla 301IblIEeHHS BMICTY eHaoreHHoi ABK, 3MmeHinyBana cTymiHb
YIIIKO/DKCHHS MEMOPaH 3a paxyHOK TaJIbMyBaHHs IIEPEKUCHOTO OKMCJIEHHS JIMIIIB,
nigBuIyBaia nmocyxoctikicts (Bandurska et al., 2003). [Toka3zaHo, 110 €K30TreHHUIMA
MeXK nom’skurye epext Y D-onpoMiHEHHS y pOCIUH SYMEHIO 3aB/SKH TTOCHIICHHIO
anTrokcuaanTHoro 3axucty (Fedina et al., 2009; Zhang, Ervin, 2005). Ex3oreHna
00pooka MeXKK pocnun nieHutii mpoTuaisiia 3ryoHoMy BIUTUBY Y D-onmpoMiHEHHS 3a
pPaxyHOK aKTHBAIlii CYIEPOKCUTMCMYTa3H, MIEPOKCHUIa3H, HAKOTIMYCHHS TIPOJIIHY Ta
aHToIliaHy. 3pocTaB BMICT XJopodisiB a i b, BiAHOBIIOBAIACH OUIBIIICTD MOKA3HUKIB
dyopecuentiii ¢porocucremu II (Liu et al., 2012). 3a ex3orennoi 006podku KK y
0aratbOX POCIUH MOCUIIIOBABCS CUHTE3 aHToIliany. [IpumyckatoTs, mo crnenndiaamii
’KacMOHaT-1HAyKOBaHUM TmpoTeiH F-box akTuBye ekcmpecito TeHIB O10CHHTE3Y
anrorianiny DFR, LDOX ta UF3GT (Shan et al., 2009). AuTo1iaHu pa3oMm 3 iHITHMHA
dbnaBoHoinamMu 31aTHI 3B’ s3yBat ADK, cepes SKUX MEpOKCU BOAHIO, CUHTIICTHUM
KHCEHb, CYMEePOKCUA-TIApOKCHI Ta mnepokcuani pagukanud (Gould et al.,, 2002).
®oiapHa o0pobOka 21-1000BUX pociuH pucy B KoHueHTpamii 10 MxkM po3unHOM
MeXXK nocwiroBana CHHTE3 MPOTETHIB, 3aA1THUX Y 3aXHUCT1 BiJl HACIIIKIB MEXaHIYHOTO
ctpecy (Bertini et al., 2019).
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[Ipu mopiBasiHHI edekTiB ek3oreHHUX KK 1 ABK 3a yMOB cosboBOro crpecy
BUSIBUJIOCH, 1110 B KOpeHsx pucy KK aktuByBama mepokcuaasy, a TaKoX 1HIyKyBaiaa
cunre3 32 1 28 x/la momimentuaiB, PR-1 1 PR-10 mpoteiniB, moB’s3aHuX 13
nmatorene3om, ta npoteiny SalT (salt stress-responsive protein). 3a 06poOku pociuH
ABK HakomuueHHs nepepaxoBaHUX MPOTEiHIB He BinOyBasock. Bomgnouac XK He
inaykyBana cuate3y LEA-niporeiniB (late embryogenesis proteins), 1110 yTBOPIOBAINCH
3a aii ABK (Moons et al., 1997).

Otxe, KK 3a yyacTi cUrHalbHMX TOCEPEIHUKIB 1 y B3a€EMOJIi 3 1HIIUMHU
KOMIIOHEHTaMU TOPMOHAJILHOI CHCTEMH 3/1aTHA 1HAYKYBaTH SK YHiBepCallbHI, TaK i
JI0CUTh cnerudiuni (Pi3100TIYHI peakilii, HeOOX1aH1 A BUKUBAHHS i 30epeKeHHS
POAYKTHUBHOCTI B EKCTPEMAJIbHUX YMOBaX.

1.7. BpacuHocTepoiau

bpacunoctepoinun (BC) — nmoai6H1 10 cTepoilHUX TOPMOHIB TBapUH (PITO CTEPOiH,
3aJisIHI B PETYJISIII MPOIECIB POCTY, PENPOAYKIIii, POPMYBaHHS CYAMHHOI CUCTEMH,
po3Butky kBiTiB 1 mmomiB (Wei, Li, 2020). BoHu (QYHKIIOHYIOTH SK TOJOBHI
nepeMuKayl IMijJ 4Yac 3amycKy MeTaOOJIYHUX peakiliii y BiANOBIAbL Ha CTPECOBI
HaBaHTaxeHHs (Bajguz, 2010). BC — moxigHi 54-xosiecTepoity — BIAPI3SHIIOTHCS 3a
CTPYKTYPOIO 3aBISKH OIYHMM BYTJICLHIEBUM JIaHIOTaM. BiamoBigHO 10 KIJIBKOCTI
aTOMIB BYTJICIIO Ta aJKITbHUX TPyN y OIYHHX JIaHItorax BUAUIIIOTE C-27, -28 1 -29
opacunocTepoinu (puc. 1.24).

VY pocnuaaux kimituHax BC mpucyTH1 y BUIBHOMY (aKTHBH1) a00 3B’sI3aHOMY
(HeakTHBHI) 3 JKUPHUMHU KHCIOTaMu Ta iiykpom crani (Fujioka, Yokota, 2003). 1o 50%
OpacunoctepoiniB mnpumanae Ha C-28. Jlo aktuBHux Qopm Hanexats 24-
eniopaccuromian 1 28-romodpaccunoniau (Kang, Guo, 2011). BC mpucytHi y Bcix
opraHax pociuH, aje HaiOuipma koHuentpauiga (100 Hr/r 6iomacu) 3adikcoBaHa B
MUJIKOBUX 3€pHAxX 1 HACiHHI, TOJl SK B MaroHax 1 JUCTKax BMICT TOPMOHY CKJIaJiaB
BianosigHo 0,01 1 0,1 Hr/r 6iomacu (Bartwal, Arora, 2020). BC, 3B’s3ytouuch 3
pelenTopaMy Ha MOBEPXHI KJIITHH, 1HIIIIOIOTh CUTHAJIBHUM KacKal, 0 MPU3BOAUTH
10 3MiH y ekcnpecii reHiB. CurnanbHi nuisixu bC He € niHiliiHUMY, a epe0yBaroTh y
B3a€MO/IIi 3 CHTHATBHUMU ITUIsixamu 1HIHX ropMoHiB (Nolan et al., 2017). Ha cporomni
inenTrdikoBaHo mpuodan3Ho 70 BC y MOKpUTOHACIHHUX Ta TOJOHACIHHUX POCIIHH,
nTepuaodiTiB, MoxomogiOHMX 1 Bogopocteii (Bajguz, Tretyn, 2003). BeranoiieHo, 1o
CTEpPUHH TPaHCHOPMYIOTHCA y OPACHHOMIAN 32 130MPEHOITHUM HuIsixoM (Symons et
al., 2008). bpacunomigu € KiHIIEBUM MpoaykroM cuHTe3y bC 1 Hamexarb 10
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BHUCOKoeheKTUBHUX (hopM ropMony (Zhao, L1, 2012). bC iHIyKyIOTb CTIHKICTh POCIIUH
70 a0l0TUYHUX CTPECOPIB HMUIIXOM MOIYJIALIT (pepMEHTATUBHOI 1 HepepMEHTATUBHOT
aHTHOKCcHIaHTHOI aktuBHOCTi (Bartwal, Arora, 2020; Chen et al., 2021; Chi et al.,
2020; Rattan et al., 2020; Sharma et al., 2016; 2017). IloBigomusiaock, mo BC
CTUMYJIIOBAIM yTBOpeHHs ¢itoxenatuny (Bajguz, 2002). 106 mogonaty MIKiIJTHBHMA
BIUTMB BaXXkux MeraniB, bC B3aemomiroTh 3 aykcuHamu, nutokiHiHamu, ABK,
€TUJICHOM Ta »)acMoHOBOI0 KucioToro (Kour et al., 2021).

OH OH
”"h l"’l-
OH OH
HO,, H O/».
H O\\\‘ O |4 O\‘“
0 0
BpacuHonig KactactepoH
OH =
OH H
I/,"'
OH
HO,,
HOW o)
o 0
28-lomobpacuHonia 24-enibpacuHonia

Puc. 1.24. Ctpykrypa momupernnx OpacuHocTepoiniB (amantoBaHo 3a Peres et al.,
2019).

BiocuHTe3 i curHaniHr

['enetnuHl Ta O10XIMIYHI JOCIHIJKEHHS BU3HAYMIM OUIBIIICTH (PEPMEHTIB,
3amistHuX 'y OiocuHTe3l BC, mpote MOJeKyysipHi MeXaHI3MH O10CHHTE3Y TOPMOHY
3IMIIAIOTHCS  ManofgociimpkeHumu  (puc. 1.25). BceranoBiieHo, 10 0il0CHHTE3
Opacunonigy (28-emiOpacuHomigy) mporikae 3a jaBoMa (CO-OKMCTIOBAILHUMHU
nusixamu: panHiMm 1 mizHiM (Fujioka et al., 1998). [lonepeanukom OpacHHOIIIB €
pocnuuHuii crepoin kammectepon (Yokota et al.,, 1991). Cnemudiunuit bC-
MOTIEPETHUK KaMIIECTEPOITy CIIOYaTKy TPaHC(HOPMYETHCS B KaMIIECTAHOJI, ITiCIIST YOTO
aKTUBYIOThCS paHHiH Ta mi3HIN CO-1uIsiXu okucieHHa. BuzHaueH1 3arydeHi 10 1bOro

npouecy ¢depmentu, cepen sskux DET2, DWF4, uutoxpom monookcureHazu (Cyp
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P450), ROT3, BASl, BC okcunaza 2(BRox2), KOHCTUTYTUBHUH T€H
dotomopdorenesy i1 kapaukoBocti (CPD) 1 BC okcunaza 6 (BR6ox1) (Bhanu, 2019).
Hnst cunre3y OpacunHoniny HeoOxignuii ¢epment Cyp450 (CYP8S5A2), skui
MIPUCKOPIOE TIEPETBOPEHHS 6-e30KcuKaTacTepony B Opacunomnifn (Kim et al., 2005).

2,3-Okcup ckBaneHy

LivknoapteHon [ 3-Aerinpo-4, 5- ]

Kamnectepon
Enictepon i
e :
5-flerinpoenictepon [ 3-Mlerinpo- ] PaHHin wnsax C-6 okucneHHs
KamnecTepon

24-MeTtuneHexonecton ¥

“/ > 2 KamnecraHon

< Kamnectepon

Mi3Hin wnsx C-6 okMcneHHs
HeaKT/UBHa

opma

N

] ®i3ionoriyHo akTMBHa q)opmal/ >

KaTabonism

Puc. 1.25. Cxematnune 300paskeHHs eTamiB 010cuHTe3y Opacunoctepoinis. [Tokazano
paHHIM Ta Mi3HIM HUIAXUM OlOCHHTE3Y 3a paxyHOK OKucJeHHS B (C-6-mojoxeHHI
(amanrroBano 3a Kour et al., 2021).

PiBenb ennoreHHnx bC perymroeTbes MIISXOM MPUTHIYEHHS TeHIB 010CHHTE3Y
rOpMOHY, a00 NUIAXOM iHAaKTHBaIil akTUBHHUX (Gopm ropmony (Yu et al.., 2011).
Tpanckpuniiiini ¢aktopu BES 1 BZR konTpomoots Bech nuisix 6iocuntesy bC.
BZR1 Gepe yuacts y perynsuii reHiB 6iocunte3y bC Ta B mpUrHideHH1 IIUX IreHiB 3a
JIOTIOMOT'OF0 HEraTUBHOTO 3BOpOTHOro 3B’s3ky (He et al., 2005). Ha Giocuntes BC
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BIUTUBaIOTh ayKcuHu. O0poOka ex3oreHHoro IOK Ta ii cunTernunum anaisorom 2,4-D
perymoBana Oiocunte3 bC, minBuinyBana enaoreHHuid piBeHb bC y KopeHsx
apabimoricucy Ta ctumysroBaiia ixae BunoBxkeHHs (Chung et al., 2011; Yoshimitsu et
al., 2011).

[ari6itopom Giocunte3y bC BusBuBcs 6pacunason (bp3). Pocmuau Arabidopsis
thaliana, Bupomieni 6e3 ocBitTieHHs, micis 00poOku bp3 HaOyBaim 03HAKM POCIUH,
BUpoOIIeHUX 3a ocBiTieHHs (Nagata et al., 2000). bp3 3umxyBaB piBerb bC y nuctkax
SYMEHIO, TPOoTe Mmicist 00poOku ex3orennnmu bC 1ieit edekt ckacoByBaBcs (Bajguz,
2019). IotyxHuum inriditopom metabdomnizmy bC e npomikonazon (I1k3). ¥V pociun
apabimomncucy Ta KyKypya3u, oopoonenux [1k3, rarbMyBaBcs picT IEPBUHHOTO KOPEHS
Ta 3MEHIIyBAJUCh poO3MIpu ciM'sponeil. 3a o00pobku pocnun [Ik3 Ta 24-
eniOpacuHOIIOM JOBXHHA KopeHs 3pocTtana (Hartwig et al., 2012). [aridiTopamu
O0iocunresy BC € Takox BopukoHa3ois, GdennporniMopd 1 QuyKoHa3od, sKi
MPUTHIYYIOTh CUHTE3 130MEPIB LUKIOEBKAICHOIY-TyNTY31()010Ty, BIANOBIIAJbHUX
3a ranbmyBaHHs cuHTe3y BC (Rozhon et al., 2019).

CurnanbHuil  Kackan, iHimidoBanut bBC, po3auisioTb Ha TpU  ETallu:
po3nizHaBanHss bC 1 panns axrtuBamis BRI penentopHux KiHa3; 1HaKTHUBAIIiS
iHrioiTopiB BIN2, docdaras 1 kiHa3; perymusauisa TpaHckpunuidaux ¢akropis BESI 1
BZR1. BC posmiznaetscsi BRI1  penentopHoo KiHa30:0, JIOKAIi30BaHOK HAa
maszmatuyHid meM6pani (Clouse, 2011). BRI € nirana-He3aneKHUM TOMOJIUMEPOM,
BIIMOBIAA€ 3a 3B'I3yBaHHsA, cTablmi3allifo, I1HIMaIi Ta mepenady curHaiaiB bC
(Albrecht et al., 2008). PenentopHi KiHa3u pOCIWH 32 OKPEMUMH XapaKTEPUCTUKAMMU
BUSBWINCH MOJMIOHUMU 10 perienTopHux kiHa3 ccaBiiiB TGF-b 1 RTKs (Wang et al.,
2008). CurnanpHa akTuBHICTH bC NpU3BOAUTH 10 J€aKTUBaAIlli OpacHMHOCTEPOi-
HeuyTauBoi-2(BIN2) kiHa3u, 1m0 po3risgacThes sk ocHOBHUM epexT bC-curnanminry
(Chung, Choe, 2013). OCHOBHMMH TPAHCKPUIILUIMHUMH (PaKTOpaMH € CTIMKUM 110
opacunazony BZR1 i cynpecop BRI 1-EMS-1 (BES1). BZR1 i1 BES1 perymnoroth
AKTUBHICTh T'€HIB, 3aJ1SHUX y Pi13HUX (DI310JIOTIUHUX Mpolecax, 30KpemMa: peryssiii
POCTY i PO3BUTKY, OLIKOBOMY MeTa00113Mi1, MIKKIITHHHOMY TPaHCIIOPTi, 010CHHTE31
KOMITOHEHTIB KJIITUHHOI CTIHKH, XpPOMAaTHUHY Ta LUTOCKENETY, (pOpMyBaHHI peakiii Ha
YMHHUKHA HaBKOJUIITHHOTO CEPEIOBUINA Ta MIXTOPMOHANIBbHIN B3aemoii (Peres et al.,
2019). BESI nie sx inayktop, ToAl ik BZR1 — penpecop y curnanbaomy kackaai bC
(He et al., 2005).

PyHKUiOHaNbHa aKTUBHICTb
BbpacunocTepoinu 6epyTh yuacTh y peryJsiii 1iJI01 HU3KH MPOIIECIB, CEPE IKUX
pICT 1 pO3BHUTOK, TMOMIT 1 TOAOBXKEHHS KIITUH, AUGEpEHIIOBaHHS CYAUH,
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PEIpPOAYKTUBHHUN PO3BUTOK, MOAYJIAIS aKTHBHOCTI reHiB Torio (Bajguz, 2007). BC-
nedimutHi Ta BC-Hewytnmei myrtantu Arabidopsis thaliana xapakrepu3syBanuch
KapJIMKOBUM POCTOM, MaJldi KOPOTKI YEpelIKH, B HUX YMHOBUIHHIOBABCS IMPOIIEC
IBITIHHS Ta Bif3HaYanach HU3bKa QepTHIbHICTh. Taki )k bC-MyTaHTH 1HIIMX BHIIB,
30KpeMa JBoAoJapHHX pociaud Solanum lycopersicum, Pisum sativum i Petunia
hybrida, a Takox ogHomomsHUX pociaun Oryza sativa, Hordeum vulgare i Zea mays
XapaKTepu3yBaJIuCh aHaJoriuHuMH GeHotunoBumu o3Hakamu (Clouse, 2011; Verhoef
etal., 2013; Vriet et al., 2012).

bBC niaBumyroTh IMBUIKICTE IMPOPOCTAHHS HACIHHA Ta PICT cXojaiB. BoHu
KOHTPOJTIOIOTH TeHu o-cyOonunuii G-0inka 1 (GPA1) i1 peuenTopa 1, moB’si3aHoro 3
G-6utkom (GCR1), saxi BigmoBigaroTh 3a npopoctaHHs HaciHHs (Lapik, Kaufman,
2003; Mahesh et al.,, 2013). BC BinmirpaioTh KJIOYOBY pojib y audepeHuiamii
pociuHHUX KiiTUH. JedimutHi 3a BMicToM BC MyTaHTu pucy, B SIKMX BIJICyTHS
akTuBHICTH C-6-OKCcHIa3MW, Bi3HAYAINCH AHOMAJIBHOIO OYJIO0BOIO, BHIOBKEHHSIM
KJIITAH JIUCTKA, cTrebna Ta iHmux opraHiB (Hong et al., 2002). ¥V BC-nedinutHux
MYTaHTIB 3MEHIIYBAJIMCh PO3MIp 1 KUIBKICTh KIIITHH €MiIepMICY Ta Me30(1Ty JIUCTKIB
(Hong et al., 2002), Toxi sk y pociuH 3 rinepekcnpecieto perientopa bC BRI1 po3mipu
KJIITHH ermigepmicy Ta Me3odiny Oymu 3Hagno oinpmmmu (Caco-Delgado et al., 2004).
[Ipu 3acrocyBanni BC 3pocrana mioma Ta 6iomMaca JUCTKIB, BMICT XJOpodiTy Ta
1HTeHCUBHICTh (poTtocuHTedy (Yuan et al.,, 2012). Perymworwoun akTUBHICTb,
xjopodinazu, OpacCMHOCTEPOIAM CHPHUSAIOTH CTAaOUTI3AIil THJIAKOIMHUX MeMOpaH
(Bajguz, Hayat, 2009). Bouu ekcnpecyroTb reH Py0Oicko akThBasu, sika BIIITpae
KITFOUOBY POJIb Y (POTOCUHTE31 32 YMOB MOCYXH 1 TETIOBOTO cTpecy. B 06pobienux bC
npopoctkiB 3poctana acumimiis CO, ta kBaHToBUM Buxin Qotocuctemu II;
KapOOKCWIa3HAa Ta OKCUT€Ha3Ha aKTUBHICTh Py0icko, eKcrhpecyBaiucs TeHu
0l0CHHTE3y BEIMKHUX 1 MaluX cyOoauHuIb Py0Oicko, 10 MO3UTHUBHO BIUIMBAJIO Ha
dorocunte3 (Xia et al., 2009). BC miaTpuMyrOTh 10HHHH TOMEOCTa3 y JIMCTKaX,
KOPEHSIX Ta CMIKOTUJII, CIPUAIOTh HAJAXOKEHHIO HE3aMIHHUX HEOPTaHIYHUX 10HIB Ta
3MEHIIYIOTh HaaxomkeHHs TokcuuHux (Liu et al, 2014). 24-emibGpacunomnin
MOCWJIIOBaB a30THUN OOMIH, AKTUBHICTh HITpATpeIyKTa3W, TIyTamMiH CHHTETa3H,
rJlyTaMaT CHHTA3M 1 TIyTamaT JeriIpoTreHasu B mpopocTkax TomaTi (Shu et al., 2016).

B3aemonist bC 3 i1HIIMMU pOCIMHHMMH FOPMOHAMU € HAJ3BHUYAaHO BaXKJIMBOIO
JUTSI pETyJIALii pOCTOBHX MPOIIECiB Ta GOpMyBaHHS CTpecoCTiKOCTi. bC miaBUIIyIOTH
CTIMKICTh POCIMH A0 OIOTUYHHUX 1 abOIOTUYHUX CTPECIB MIIIXOM aKTHBAIlil
BZR1/BES1-dakropiB Ttpanckpumiii. BC perymomots npoaykyBanHs APK Ta
aKTUBYIOTh AHTUOKCHJIAHTHUW 3axXUCT. TpaHCKpUNTOMHHUH aHami3 BuaBUB, 1m0 bC

PEryIoITh aKTUBHICTE THCSY (39,829) TeHIB s MOCUJIEHHS CHCTEMH 3aXUCTY

63



pociuH (Anwar et al., 2018). 3apasiku B3aemonii 3 ABK ekcripecyoTbcst IpuyeTHI J10
dbopmyBanHs ctpecocTiiikocTi TeHu (Zhang et al., 2009). Ex3orenni bC inmykyBamu
3pOCTaHHS BMICTY €HJOTEHHUX CAIIIMIIOBOI Ta )KaCMOHOBOT KUCJIOT 1 eTuiieHy (Wu et
al., 2017) Tta mo3uTHBHO BIUMBaJM Ha HakomwdeHHs eHporeHHux bC (Yuan et al.,
2010). BC Ta aykcuHHM pO3TISAAIOTHCSA SK TOJOBHI PEryISTOPU PO3BUTKY KOPEHIB
(Wei, Li, 2015; Zhao, 2010). OO0podka BbC mnpopocTkiB apabimorncucy
IPOJIEMOHCTPYBaa, 1[0 aKTUBHICTh ayKCUHIB BU3HavYaeThcsi bC-curnaninrom (Vert et
al., 2008). [Tpu perymnsiii reHiB, 3aisTHAX Y MOIOBXKEHHI KIITHH KiHYMKa KopeHs, bC
Ta AyKCHUHM B3a€EMOMIIOTh AHTArOHICTUYHO. JIJIsi ONTHUMAbHOTO POCTY KOpEHs
HeoOXiHa 30aaHCOBaHICTh Y BMicTi ux ropmoHiB (Chaiwanon, Wang, 2015). bC
3a/1is1H1 B perysiii pocty cteda. Bonn iHIyKyrOTh 010CHUHTE3 T10€peiHIB 1 HACTYITHY
nerpanamito DELLA-niporeiniB. MojaentoBanHss Ta aHaini3 Kpoc-Toky Mixk bBC 1 I'b
nokasaiu, 1o B3aemoisa Mixk BZR1/BES1-DELL BmiuBae Ha AMHAMIKY CUTHAJTBHUX
nuixiB 1ux ropmoHiB (Allen, Ptashnyk, 2017). ITpu naamipHhiit excipecii reny CKX3,
BIJIMOBIAQIFHOTO 3a Jerpajaliio IUTOKIHIHIB, 3MeHIITyBaBcs piBeHb LK B KopeHsx,
[0 BUKJIMKAJIO TAJIbMYBAHHS IXHBOTO POCTY Ta MOCTAOJEHHS POCTY JIUCTKIB POCITHH
apabinoncucy (Werner et al., 2010).

1.8. MixropmoHanbHa B3aemogisi

PicT 1 poO3BUTOK pPOCIHMH PETYJIIOITHCS IUIIXOM CKJIagHOI 30alaHCOBaHOI
B3a€MO/IIi MIXK PI3HUMH KJIacaMH (piTOTOPMOHIB.

[Jo3piBaHHA Ta NPOPOCTaHHA HACiHHSA

["'on0BHMMU 1HTErpaTopaMu J103piBaHHS, CIIOKOIO Ta MPOPOCTAHHS HACIHHS €
ridepeninu Ta abcumzosa kucinora (KocakiBebka Ta iH., 2019a; Shu et al., 2018). I'b
aKTUBYIOTh IPOPOCTaHHS HACIHHS, B TOM yac sik ABK 3a0e3neuye iioro cniokiii. bananc
MK Tibepeninamu Ta ABK € BupimanbHUM TpW BU3HAYEHHS CTaHy HACIHHSA
(puc. 1.26).

[Tpu npopoctanui ABK npurHidye excrpecito a-aminasu B aIeipOHOBOMY IIapi
3epHIBOK 31akiB. [Ipomorop a-aminazu (GAMyb) BiamoBimae 3a aktuBaiiro I'b
3aBasku poteiny SLR1 ponuau DELLA. IngykoBani ABK-niporeinkinaza Ser/Thr ta
PKABAL inrioyrote GAMyb ta a-aminazy yepe3 DELLA (Gomez-Cadenaset al.,
2001). ¥ 3pinomy cyxomy HaciHui Bucokuii piBeHb ABK aktuye TFs, ABSCISIC
ACID INSENSITIVE 3 (ABI3) ta ABIS, sixi HeraTuBHO BIUIMBalOTh Ha piBeHb ['b. 3a
Hu3bkux piBHIB I'b-Oimok RGL2 poaumnu DELLA iHayKye 3pocTaHHS BMICTY
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engorennoi ABK depes excrpecito ABI5 — penpecopa mpopocranns (Piskurewicz et
al., 2008).

@ SUVH4/5&LDL1/2 | WRKY41 RAF10/11 \
s, \ \ 1
/) PiBeHb A A

excnpecii( iy WO WOl Wil o
reHiB
4 » Ne,
——— —— I
®iTOropmMoHu
3epHiBKH, HocTturni
WO PO3BUBAKOTLCS 3epHiBKU

Puc. 1.26. Axkymynsiiis ¢piTOTOPMOHIB Ta €KCHpecist KIIFOUOBUX T€HIB MPHU J03piBaHHI
3€pHIBOK 3JIaKkiB. 3a BHCOKOro BMicTy eHnoreHHoi ABK 1 Hu3bkoro ridepeniHiB
3€pHIBKHU MEPEXOATh Y CTaH CIIOKO, TOMA1 K 3a HuU3bkoro piBHS ABK 1 Bucokoro
ribepeniHiB IHIYKYIOThCS I03pIBAHHS i MPOPOCTaHHS 3€pHIBOK. banaHc peryimoerbes
Ha pIBHI CHMHTE3Y TFOPMOHIB 1 OajaHCy iXHIX CUTHAJbHUX KackaliB. IIpopocranHs
3epHIBOK KOHTPOJIOIOTH TeHH criokoro QTL DOGI, a Takox BiamoOBigaNbHI 32 CHHTE3
rioepeminiB reru GID1A 1 GID1C it ABK ABI3, ABI1 i ABIS, sxi KOHTpOIIOIOTH
cxoxicTh. Ilin yac mo3piBaHHSA 3€pHIBOK MPUTHIYYETHCS TPAHCKPUIIIIS 3aITHUX Y
kartabonizmi ABK reniB CYP707As ta aktuByroThest reHu 0iocunTe3y ABK — NCEDs,
mo npu3BoAuTh 10 HakonuueHHss ABK. ['enu-perynaropu crany crokoro DOGI,
DEP, ABI3, ABI4 i SPT akTuBYIOThCS 1 B3a€EMOJIIIOTH MK co0oto. Emirenernyni
perynsitopu SUVH4, SUVHS, LDL1 1 LDL2 npurniuytots Tpanckpumnitito DOG1 i
ABI3, Toni sk WRKY41 1 RAF10/11 6e3nocepenabo KOHTPOIIOI0TH ekcrpecito ABI3.
BwMict aykcuHiB 3pocTae, a piBeHb rioepeninis cnanae (Kocakiserka Ta iH., 201906).

Jlo curHaJIbHUX KOMIIOHEHTIB T10€peiHOBOI PeryJisilii MpopoCTaHHS HACIHHS
Hayiexarb aykcunu (Ogawa et al., 2003). AykcuH aKTUBY€ MPOPOCTAHHS HACIHHS 3
normomororo AUXIN RESPONSE FACTOR (ARF), toxi sik ABK mpurniuye e
nporiec uepe3 ABIs, mo Bka3ye Ha icHyBaHHs 3B 513Ky Mixk ABK Ta aykcunom (Liu et
al.,, 2013). Ilig yac mpopocTaHHS AaKTUBYETHCS TPAHCIOPT AyKCHHY JIO 30HHU
MOJOBXKEHHS 3apojkoBoi oci. ABK, mnocuiiouM CUTHaMiHT ayKCHHY B 30HI
MOJIOBJKEHHSI, TaJbMy€e po3BUTOK eMOpiony (Belin et al., 2009). Cunepriuna B3aeMoist
MK ayKCHMHaMu, TiOepelliHaMu Ta LMTOKIHIHAMHU IHAYKy€ IOYaTOK POCTY Ta
MopdoreHesy Ta ycyBae OnokyBanHs ¢asu G1/S (Muthoni et al., 2014). Canimioa
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KHCJIOTa B 3aJIe)KHOCTI BIJl KOHIIGHTpallli 3JaTHa MPUTHIYYBaTHU a00 aKTHUBYBATH
mpopocTaHHsi HaciHHSA. HeratuBHuii edeKT O0OYMOBIIOETHCS OKHCITIOBAILHUM
ctpecoM, skui iHaykye CK (Rivas-San Vincent, Plasencia, 2011). Ilix wuac
MPOPOCTaHHS HACIHHSA apaligoTICHCy CIIOCTepirajach CHHEpPridHa B3a€EMOJIS MiX
rioepeninamu Ta CK (Alonso-Rami'rez et al., 2009). BomHouac, npu mpopocTaHHi
HACIHHS SYMEHIO B3a€MOJIII MK IMMHU JBOMa TOPMOHAaMH Majia aHTaroHICTUYHUN
xapakTtep. [HriOyBaHHS MPOPOCTAHHS HACIHHS Ta PICT MPOPOCTKIB Oy 00yMOBIICHI
npurHideHHsiM ek3orenHoro CK aktuBHOCTI ctuMynboBanoi I'b a-aminaszu. Excrpecis
rioepeminamu reHy HVWRKY38 y kimiTuHax aneipoHOBOro Imapy po3TJISIa€ThCs K
KpPOC-TOK MiX 3ajissHuMH B peryisinii npopocrands HaciHas CK ta ABK (Xie et al.,
2007). Ex3orenna CK mocumoBana cunte3 AbK-perynboBanux LEA mpoTteiHiB y
pociuHax apabiocucy, 10 BKa3y€e Ha B3a€MO3B 30K MDK CUTHAJIBHUMHM IHIISXaMU
mux ropmoniB (Rajjou et al., 2006). ITokazano, mo NPRI1, kmo4oBuii nepeMuKay
curnaninry CK, Bzaemopie 3 mirazamu E3, siki 6epyTh y4yacts y cuntesi ['b. (Spoel et
al., 2009). DELLA-nipoteinu € moteHuiiiaumu interpatopamu curHaminry CK mpu
npopoctanHi Haciaas (Harberd et al., 2009; Navarro et al., 2008; (Smirnoff, Grant,
2008; Weiss, Ori, 2007) 1 3a BigcytHocTi I'b cTpumyroTs pict pociun (Achard et al.,
2006). AykcuHM Ta €THJICH TaKOX MOMIYJIOIOTH PICT POCIHMH 1 MopdoreHes 3a
JIOTIOMOT010 MeXaHi3Mmy, sikuii 3anexuth Bix DELLA-npoteini (Achard et al., 2007).
Bwmict ribepesniHiB Ta HUTOKIHIHIB 3HAYHO 3pOCTaB MPU MPOPOCTaHHI Ta MiJ] Yac pOCTy
KOPEHIB 1 pO3BUTKY KapToIUI, To/l sk aykcunu 1 ABK crpusiin nepexoay 10 crany
cnokoro (Saidi, Hajibarat, 2021).

OTxe, poCAUHHI TOPMOHHU ITUTOKIHIHU, €THUJICH, OpaCHHOCTEPOINH, )KaCMOHOBA
Ta CAJIMIOBA KUCIOTH, CTPUTOJIAKTOHH 3a1isiHI B PEryJisilii MPOLECiB MPOPOCTAHHS
HACiHHS Yepe3 iHTerpoBaHy Mepexy B3aemoii 3 ABK i ridepeninamu (puc. 1.27).
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CMoKolo npouecis 3epHiBka

Puc. 1.27. InterpoBana mepexka (ITOrOPMOHAIBHOI B3a€MOJIl MPU MPOPOCTAHHI
3€pHIBOK 3JIaKiB. 3p1JIl 3€pHIBKH XapaKTepHU3yOThCs BUCOKUM BMicTOM ABK, HU3bKHM
pIBHEM Ti0epetiHiB 1 ayKCuHIB. Y mnepiry a3y NpopocTaHHs — CTpaTudikaiii — BUX1]T
31 CTaHy CIIOKOIO PETYJIIOETHCS Ha PiBHI O10reHe3y, CUTHAIIHTY Ta B3aeMo/Iii MK ABK,
ribepeninamu i1 aykcuHamu. ABK 1 ayKCMHU BIAMOBIAAIOTH 32 CHOKIN 3€pHIBOK, MpU
[[bOMY ayKCHHHU TMO3WTHUBHO BIUIMBAIOTh Ha TpaHckpumuiro ABI3. AP2-momen, 1mo
BKJIIOYae TpaHckpunuiini paktopu ABI4, DDF1, OsAP2-39 1 CHOI, innykye cniokiit
3epHIBOK, akTuBylouun OlocuHTe3 ABK 1 mnpurniuyroun OloreHe3/HaKONMUYeHHs
ribepeniuniB. [licig BUXOAy 31 CTaHy CIOKOIO 3€pHIBKM MOYMHAIOTH MPOPOCTATH, Y
perymsiii 1bOT0 MPOIECy KIIYOBY poJib Bigirpae 6amanc mixk ABK 1 ribepeninamu.
Tpanckpuniiitnum pakropam ARFs, MYB96, ABI3, ABI4 i1 ABIS, renam CYP707A1
1 CYP707A2, a takox perynaropam curHaiinry ridepeminieB DELLA nanexutb
MpoOBiHA poJib Yy 1boMy Tporeci. Perymsamis ABIS 3miiicHIOeTbCS Ha piBHI
TpaHCcKpunili 1 noctrpanckpunilii (ABI4 miaBumiye ioro excmpecito, ¢pochornporein
BIN2 1 nporeinkinaza PKSS5 ¢ochopumors ABIS). Ha 3aknmrouHomy erami
MPOPOCTAHHS 3€PHIBOK I'OEpesiHu 1HAYKYIOTh JII3UC €HAOCIIEPMY, IO MPU3BOJIUTH 10
BUBLITbHEHHS KOpiHI (KocakiBebka Ta iH., 20190).

PicT KopeHiB

[Ticns iHILIAWii OpPOPOCTaHHS HACIHHS MOYMHAETHCA AKTUBHUN PICT KOPEHIB,
KM KOHTPOJIIOEThCS PI3HUMH Kitacamu ¢itoropmoniB (puc. 1.28). Ixepesnom
HeaudepeHINOBaHUX KIIITUH € MEPUCTEMA, PICT 1 PO3BUTOK AKOI KOHTPOIIOETHCS
3aBASKA aHTOTOHICTHUYHIN B3a€MO/IIT MK ITUTOKIHIHAMY Ta ayKCHHAMU. Y KOpPEHEBIiH
MEpPUCTEMI IUTOKIHIHM, MPUTHIYYIOUM Mepefady CUTHaNIB 1 TPAHCIOPT ayKCHHIB,
cipusitoTh nudepenmiaiii kiitud (Moubayidin et al., 2010; Perilli et al., 2010). B cBoro
4yepry, ayKCUH MiJITPUMY€ aKTUBHICTh KOPEHEBOI MEpPUCTEMH, CIPHUSIOYH MOALTY
kiitu (Dello loio et al., 2008).
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KOpeHiB

Puc. 1.28. InterpoBana cxema Mi>KTOPMOHAJIbHOI B3a€MO/II I1J] Yac peryJisiii pocTy
KOpEHEBOI  cucTeMU. I[HIomin-3-o1ToOBa  KUCIOTAa  BUCTYINAE  LIEHTPAJIbHUM
MOJLyJIATOPOM Mporecy. Pa3oM 13 muM (GpiTOrOpMOHOM PO3BUTOK KOPEHEBOI CUCTEMHU
CTUMYJIIOIOTh €THJIEH 1 OpaCMHOCTEPOIAM, TO1 SIK IIUTOKIHIHM, )KACMOHOBA KHCJIOTA,
ribepesiiy, CTPUTOJAKTOHM Ta aOClIHM30Ba KHUCJIOTAa BHUCTYNAIOTh HETaTUBHUMH
perynstopamu. CyIiJIbHI Ta MyHKTUPHI JIIHIT BKa3ylOTh, BIANOBIIHO, HA BCTAHOBJIEHY
1 MOXKJIUBY MI>KTOPMOHAJIbHY B3a€MOJI1I0. 3€JI€HUI 1 dKOBTUI KOJIBOPU MO3HAYAIOTb,

BiJITIOBiTHO, ITO3UTHBHUIA Ta HETATUBHUI XapakTep perysiii (agantoano 3a Lakehal
Bellini, 2019).

CxoopauHOBaHa Jiisl IMX JBOX TOPMOHIB BaXKJIUBA ISl MATPUMKH PO3MIPy KOPEHEBOI
MepucTeMHu Ta 3abesnedeHHsi pocTy KopeHiB (Moubayidin et al., 2009). Poauna
DELLA-mipoteiniB 1i€ AK pempecop IEHTPAIbHOTO IUIAXY PEryJsiii pocTy.
['ib6epeninu NpoTHIIIOTH HUTOKIHIHAM Y AU(EpeHIiianii KIITHH, T0I0BXKEHHI MaroHiB
1 KOpeHIB, MIATPUMII PO3BUTKY MepucteM. Bucoki piBHI TiOepeniHy B MOJIOIM
MepUCTEMI NPUTHIUYIOTh ekcrpecito ARR1, 1mo cynpoBOmXKyeThCS TallbMyBaHHSM
tpanckpumniii IAA3/SHY2. dakrop Tpanckpumiii ARRI1, o pearye Ha HUTOKIHIHH,
aktuBye reH SHY2, saxuit HeratuBHO perymtoe PIN-TeHu, 1o KoayroTh TpaHCIOpTEpU
aykcuny. Takum unnoM, I'b hopmye nanittor, skuit peryitoe 0amaHc Mi’K CATHAJIIHTOM
ayKcuHy Ta nuTokiHiHiB (Greenboim-Wainberg et al., 2005). YV pociun apabigorncucy
perynsitopauii paktop nurokiHiHiB (ARR) Bzaemonie 3 DELLA Ta 3amyuae ix 1o
KoakTHBaiii 1ikoBux reHiB (Marin-de la Rosa et al. 2015). Ha npukiani kopeHiB
KyKypya3u OyJjia poIeMOHCTPOBaHa y4yacTh ayKCUHIB y TpaHcAyKuii ABK-curnaminry
(Brady et al., 2003; Suzuki et al., 2001). AykcuH BUKJIMKA€ amiKaJbHE JOMIiHYBaHHS
MaroHiB Ta PO3BUTOK KOPEHIB, TOM1 SK T10€peIiHU PETyIIol0Th PICT KIITHH cTeba,
JUCTKIB Ta IHIIMX HAA3€MHUX YaCTWUH, BHUKIMKAIOYM TIOJOBXKEHHS KIITHH Ta
30UThIIIEHHST po3MipiB MixkBY3iiB (Bora, Sarma, 2006). Pict kopeniB y apabimoncucy
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B110yBaBcs Ha TJ1 aHoroHictuuHoi B3aemoii ABK/I'b ta cunepriunoi IOK/T'b uepes
perymoBanHs DELLA-nporeinamu (Achard et al., 2006; Fu, Harberd, 2003).
Boanouac mokazano mpurHiueHHs1 ['b-curHamizariii Ta TpaHCIOPTY ayKCHHY uepes
0araToCTynmeHeBUN TPOIEC, IO BKIIOYAE CHUTHAJIBbHI KOMIIOHEHTH ITUTOKIHIHIB
(Frigerio et al., 2006; Moubayidin et al., 2010). AykcuHM Ta IIUTOKIHIHU HPOSBJISIOTH
CHHEPTIYHY [Iif0 B PETyJIAIii pO3BUTKY IAarOHIB Ta aHTaroHicTuuHy — KopeHiB (Dello
loio et al., 2008; Swarup et al., 2002).

Po3BUTOK G1YHMX KOPEHIB PETYNIOEThCA ayKCUHaMU, IuTokiHiHaMu Ta ABK. V
ABl4-myTtanTiB apabimoricucy 3 mnopymeHHsMH Yy cuHTe3l ABK-perynpoBanoro
daktopy TpaHckpumiii goMmeHy APZ2 30iiblIyBaniach KiIBKICTh OIYHMX KOPEHIB
(Shkolnik-Inbar, Bar-Zvi, 2010). CK perymtoe 6iocuntes i Tpancnopt IOK, 3aBnsku
yoMy BIUMBae Ha OynoBy kopeHeBoi cuctemu (Pérez-Llorca et al., 2019). Busieno
B3aemoiit0 Mk BC, aykcunamu ta ABK y perymsiii pocty kopeHiB apabijgorncucy
(Rodrigues et al., 2009). B3aemogmist mixk bC 1 aykcuHamMu Majia CHHEPTiUYHUI XapakTep
MiJ] 9ac peryJssiii po3BUTKY O1YHUX KOPEHIB 1 TTOJIOBXKEHHI MITOKOTHIIS apadioncucy
(Bao etal., 2004). BC crumynroroTh akTHBHICTH TpoTeiny PIN-FORMED (PIN), sikuii
Oepe y4acThb y MOJIIPHOMY TPAHCIOPTI ayKCHHY BiJl KIHUMKA KOPEHS 0 T1MOKOTHIISA
(Li et al., 2005). ITpumyckatoth, mo BC peryiorTh nepepo3noiia ayKCUHIB, a He TXHi
eHjoreHH1 piBHi. Becranosieno, mo ¢daktop tpanckpuniii BREVIS RADIX (BRX)
3a0e3nedye 3BOPOTHHI 3B'130K MK piBHSAMU bC 1 cUrHanaMu ayKCHHIB IT1]1 Yac pOCTY
KopeHiB 3a paxyHok skcrpeccii CPD (CONSTITUTIVE PHOTOMORPHISM AND
DWARFISM) reny (Mouchel et al., 2006). )KacmoHOBa KHCJIOTa MPUTHIYYE TEPBUHHE
MIOJIOBXKEHHS KOPEHS Ta CIPUsIE yTBOPEHHIO O1YHUX KOPEHIB, €KCIPECYIOUH ayKCUHOBI
rean ASAL, YUC2, YUCS8 ta YUC9 (Cai et al., 2014).

PicT naroHiB

['b Ta UMTOKIHIHU, KOHTPOJIIOIOYM AKTUBHICTH MEPHCTEMH, aHTarOHICTHYHO
BIuMBaroTh Ha pict naroniB (Nadolska-Orczyk et al., 2017; Pacifici et al., 2015).
[{uTOKIHIHM I1FOTh HA MOYATKOBUX €Tamax iHImiaIii pocTy MpopoCcTKa, KOHTPOIIOKYH
aktuBHicTh MepucTemu (Schmulling, 2002), Toxi sik I'b — Ha mi3HIX, peryJItOrYH MO
ta po3Tar kiitud naronis (Richards et al., 2001). YV naronax, sik i B KOPEHsIX, B3a€MO/IisI
nuToKiHIHIB Ta I'b perymtoeTbcs Ha piBHI Ol0CMHTE3y 1 TpaHCAyKuli curHamiB. o
¢dakTopiB, SIKI KOHTPOJIOIOTh AKTUBHICTH MEPUCTEM Ta MPUTHIUYIOTH HAKOIMUYEHHS
ridepeninis, HanexxaTh KNOX-niporeinu (Sakamoto et al., 2001). Bonu ekcripecyroTh
GA20x, sixuit neszaktuBye I'b, Ta akTuBYlOTH reH OlocuHTe3y HUTOKIHIHIB IPT7
(Jasinski et al. 2005). Bzaemonuist mixx I'b Ta nuTokiHiHaMu BigOyBa€eThCs 3a y4acTi
SPINDLY (SPY) mpoteiny, sikuii mocuiitoe eheKTH IMTOKIHIHY Ta 1HT10y€ mnepegaqy
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rioepemiHoBOr0 curHaiy. SPY-mpoTeiH BiJirpae KIOYOBY POJIb y B3aeMOAIl
IIUTOKIHIHIB 1 Ti0epemniHiB mix yac po3sutky pocimH (Greenboim-Wainberg et al.,
2005). I'ibepeninwm, 3apasku nerpananii DELLA RGA npoteiHis, ekcripecytots ARR1-
IeHH, W0 MPHU3BOJUTH 10 MOCHJIEHHS OIOCHHTE3y IMTOKIHIHIB. B3aemMo3B 530K
IIUTOKIHIHIB 3 ayKCUHAMHU B1JI0OYBA€ETHCS MPU PETYIIOBaHHI akTUBHOCTI SHY2-TeHiB 3a
yuacti ARRI-reHiB. AyKCMHM Ta LWUTOKIHIHM AaHTOTOHICTMYHO BIUIMBAIOTh Ha
ramy’)KeHHs Ta PO3BUTOK MEPUCTEM TMaroHiB. L[UTOKIHIHU pemnpecyroTh aKTHBHICTh
ABK-uytmuBux renis (EI-Showk et al., 2013).

AykcuHU 1 OpacHHOCTEPOIAM PETYIIOIOTh MPOIECH IMOAUTY Ta BUIOBKCHHS
KITMH Ha pI3HUX eTamaX pO3BUTKY POCIHMH. IXHS B3a€MOJis MOXe MaTH SK
CHUHEPrivHi, TaK 1 aHToroHicTuuHuii xapakrep. Ha Arabidopsis thaliana nokasano, 1o
CHUHEPTi3M ayKCHUHY Ta OpaCMHOCTEPOi/IIB MPOSBISIETHCS B €KCITPECIi 3araJiIbHUX IeHIB-
MiIIIEHEH 3a JOIOMOroro ixHix ¢akropiB Tpanckpurii (Hardtke, 2007; Hardtke et al.,
2007; Mouchel et al., 2006). CK Ta aykcrHHM B3a€MOJIIIOTh Ha PiBHI TPAHCKPHITIIHHUX
dakropiB dof mporeinie OBP1, OBP2 ta OBP3, siki 3a0e3ne4ytoTh B3a€MO3B’ 130K MIXK
CUTHAJIbHUMH IIsixamu [ux ropmoniB (Kang, Singh, 2000). Ilicns oOpoOku
ex3oreHHor0 CK mpopoCTKiB MIIIEHUIII 3pOCcTaia MBUJIKICTh MOy KIITHH BHACIIOK
30imbineHHss piBHA enporennoi IOK (Shakirova et al., 2003). IlociabneHHs
aniKaJIbHOTO JIOMIHYBAaHHS B POCIMHAX apaldiJoNCUCy CIOCTEPIraioch 3a 3pOCTaHHS
piBast CK Ta 3HmkeHHs BMicTy aykcuHiB. Ex3orenna CK penpecyBana TeHH
tpancnoptepiB UX1 1 PIN7, a Takox pernentopiB TIR1 ta AFBI1, nmocna6mroBana
TpaHCayKIlito aykcuHoBoro curnaity (Wang et al., 2007).

AykcuHM 1 OpacHMHOCTEpOIAM  PEryJIOITh  TMOJAUI, BHUJIOBXKEHHS Ta
mudepeHianiio cyauHHUX KITUH. [loaspHuil TpaHCHOPT ayKCHMHY B MOEIHAHHI 3
curnatinrom bC BU3Ha4ae paiaibHUI MATIOHOK CyTMHHKX My4KiB y maronax (Ibanes
et al., 2009; Woodward, Bartel, 2005). 3akpuTTs mpoauxiB peryirOeTbes 3aBISKA

CHHEPIivHIi B3a€MOIii MIXK CaTIIMIOBOIO Ta adbcuu3oBoro kuciotamu (Melotto et al.,
2006)

LIBiTiHHA Ta pO3BUTOK NnoAiB
Ha cranii UBITIHHA ayKCMHU NPUTHIYYIOTH T10€peliHOBUN CHUTHAJIHT Ta
OiocunTe3 mux ropmowniB (Frigerio et al., 2006). AHTaroHiCTHYHO B3aEMOJIIOTH 3
ribepeniHaMu TaKOX >KaCMOHATH, TOJI K XapaKTep B3aeMo/Iii 3 OpacuHOCTEpOiTamMH,
HaBMaKW, Mae cuHepriunui xapakrtep (Bao et al., 2020). Pons ABK y peryssimii
LBITIHHS 3QJIMIIAE€THCS CynepewnBoio. [10BiIOMISIIOCH SIK TPO CTUMYJIIOIOUY, TakK 1
raibMiBHY Airo ropmony (Domagalska et al., 2010; Shu et al., 2015).
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[TokazaHo, 110 Mi3HINA PO3BUTOK TUYMHKHU apadifoncucy (MOJI0BXKEHHS HUTOK,
3HUKHEHHSI TWISKIB Ta 103piBaHHs MUJIKY ) peryitoethes ['b B koopaunarii 3 XK, Toai
SK paHHI PO3BUTOK MWJISAKIB KOHTpoiroeTbes maumme I['b (Song et al., 2013).
OmnocepenkoBanuii curHamiar ['b uepes DELLA-mporeinn mig yac UBITIHHA €
PETYJSITOPHUM LEHTPOM, SIKHMM Y3TrOKy€ TEpPEeXpEecCHU 3B'SI30K MK PI3HUMHU
TeHETUYHUMH Ta (ITOrOPMOHAIBHUMHU HUISIXaMH, IO pearyloTh Ha HABKOJUIIIHE
cepenoBuiie. [i0epeminu 3aaydeHi B JUHAMIYHY PETYJSLil0 IBITIHHS 4epes
iaTerparopu FT, SOC1 i LFY (puc. 1.29). DELLA-npoTeinn nepeBaxHO B3aEMOIIIOTh
3 ¢akTopamu TpaHckpuiiii BZR1 Ha nuisixy cuHTE3y OpacHHOCTEPOidiB, a TaKOXK
MYC2 ta MYC3 Ha nuisixy cuHTe3y )xacMoHOBOI kuciiotu (Bao et al., 2020).

/C)

FT

(ABK )
T ez

GAQOX KK —JAz1 sl MYC3
FLY

\
. | \
/

GAZOox E'runeH —>EIN3

|

BZR1/BES1T —1 Fic

Puc. 1.29. B3aemonist ¢hiTOropMOHIB TiJ] Yac IpoIiecy UBITIHHS pociauH. YopHi CTpiku
Ta JIIHI1 3 TYIUMU KIHISIMHA BKa3YIOTh, BIIIOBIJTHO, HA CTUMYJIFOIOUHIT a00 1HT10Y0UHiA
e(eKTH Ha pIBHI TPAHCKPUILIi I'eHiB a00 Ha pPIBHI CUTHAMIHTY (DITOrOPMOHIB. 3eeH1
ab0 4epBOH1 BKa3ylOTbh, BIAMOBIHO, HA CTUMYJIIOIOY1 a00 1HTI0YyI04l €()eKTH Ha PiBHI
DELLA-mporeiniB. ['enu-interparopu ¢GopMmyBaHHS KBITKM IMOJaHl B OoKcax
30JI0TUCTOTO KOJIbOPY (anantoBaHo 3a Bao et al., 2020).

Exzorenni IOK Ta eTwieH npurHidyBalyd I1HAYKIIKO UBITIHHS y POCIHHH
kopotkoro aus Pharbitis nil. Bogrouac 3actocyBanns IOK migBumyBaio 6iocunTes
etuwieny. [urioyrounii epext IOK Ha 1BiTiHHS OyB MOB’sI3aHUN 3 HOro BILUTMBOM Ha
OlocuHTe3 eTwieHy. ETuieH, B cBOwW uepry, 3arpumyBaB HBiTiHHSA dyepe3 DELLA-
nporeiny, 1Hri0yroun edext aykcuniB (Kesy et al., 2008). Etunen BmiuBae Ha
OlocunTte3 ridepeniHiB, peryitoe akTuBHICTE DELLA-npoTeiHiB, 3MEHIIY€E pIBEHb
O0loaktuBHUX TiOepeniHiB. [locunene erunenom HakonmudeHHs DELLA-mporteiHiB
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IHAYKY€ 3aTpUMKY LBITIHHS Yepe3 penpecito reHiB kBiTkoBoi mepuctemu (Achard et
al., 2007a).

[Tlim gac (opMyBaHHS TUIOJIB CIIOCTEPITAETHCS CHHEPTiYHA B3aEMOJIS MiXK
ayKCHMHaMH 1 ribepeninamu Ta antoronictuuna Mixk ABK ta I'b (Jong et al., 2009;.
Mahouachi et al.,, 2005). CmhiBBimHONIEHHS MDK ayKCHHamH, TiOepesiHaMu,
nuTokiHiHamu Ta ABK y BepxiBKOBIi, IIeHTpaibpHil Ta 0a3anpHIN YacTUHAX KOJIOCY
BIUIMBaAJIO Ha KibkicTh 3epeH (puc. 1.30) (Youssef, Hansson, 2019). Llurokininu
KOHIICHTPYIOTHCS y BEpXHIN 4acTHHI Kosoca, Toi sk IOK — y 6a3anpHiid. 3MEHIICHHS
BMicty [OK B amikanbpHI 4acTHHI KOHTPOIIOETHCS IUTOKIHIHAMH, K1 PETYJIOIOThH
€KCIIpecito reHiB, mo koayoTh 0ikn HagxomkeHHs (AUXIN RESISTANT 2; LAX?2)
i ButoBKy (PINs) IOK (Ruzicka et al., 2009; Zhang et al., 2013). Hatomicts I'b tipu
MPOPOCTaHHI Ta UBITIHHI He BiuMBalTh Ha I[K, a Hu3bka xoHueHtpauis I'b B miif
YJacTUHI Kojoca kopentoe 3 Hu3bkuM piBHeM IOK (Dorcey et al., 2009). HakonrueHHs
ABK o6epHeno kopenoBaiio 3 BMicToM ridepeniniB (Goémez-Cadenas et al., 2001). V
IEHTpaJIbHIM YacTuHi Koyioca 3HIWKeHHS BMicTy ABK perymoerscs I'b, ski
akTuByBaiM karaboinizm ABK (Liao et al., 2018).

Puc. 1.30. Cxema ropMoHaIbHOT B3a€EMO/Ii1 Y BEPXiBKOBIiH, IIEHTpalbHIN Ta 6a3abHIN
yactuHax kojocy Hordeum vulgare L. YopHa cymiibHa JIiHis 31 CTPUIKOIO BKa3ye Ha
nocujieHHs1 Ol0CHHTE3y TOPMOHY, YOpHa CYLUIbHA JIiHISA 3 TYNUM KIHIEM — Ha
npurHideHHs OiocuHTe3y. [lyHKTHpHA YopHA JIiHISA 3 TYIIUM KiHIIEM BKa3y€e Ha BTPATy
CTUMYJIIOI0YOT0/CynpecuBHOTO edeKTy Ha 6iocuHTe3 TopMoHiB. [10BiiHI KOIHOPOBI
CTPUIKM BKa3yIOTh Ha B3aeMojii MK (DITOTOPMOHAMH, IO 3aJIeKaTh BiJl IXHHOTO
Oanancy (aganroBano 3a Youssef, Hansson, 2019).

3a Bucokoro piBHs I'b Ta Hu3bk0oro ABK po3BuBaeThcs pepTuibHE CyLBITTS Ta

B LIEHTpaJbHIA yacTHHI Kojoca dopmyeThes 3epHo (Boden et al., 2014; Cao et al.,
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2000). V OazaynpHIN 4YacTUHI KOJIOCA KJIFOYOBHUM PETYISTOPOM MIKTOPMOHAIBHOL
B3aemonii Bucrtynmae I[OK. 3a Bucokoi konmentpauii [OK 3HmKyeThcs BMiCT
[UTOKIHIHIB Ta TMOCHIIOEThCS OlocuHTe3 cTpurojaktoniB (Sorefan et al., 2003).
Ocranni pasom i3 IOK perymoroTh aKTUBHICTH T'€HIB METa0OJi3My ITUTOKIHIHIB 1
npurHidyoTh 0iocuHTe3 nux ropmonis (Cai et al., 2018; Rees et al., 1989). 3aBasaku
B3aemo3’si3ky Mix IOK ta K miatpumyetbest 6a3zanbHO-amiKaabHUM TPaTi€HT UX
TOPMOHIB, 1110 Bu3Havae ¢opmyBanHs kojocy (Youssef et al., 2017; Zwirek et al.,
2019). AHTaronicTu4Ha B3a€MO/Iis Mixk ridepeninamu Ta ABK 06yMoBITIo€ BiATIOBIAHO
BHUCOKHI Ta HM3bKHH BMICT I[UX TOPMOHIB y Oa3ajbHiii yacTuHi koyoca (Youssef,
Hansson, 2019).

CrapiHHA

AOc1u130Ba, )KaCMOHOBA, CATIIMIOBA KUCIOTH Ta €TUJIEH aKTUBYIOTh CTApiHHSA,
HaTOoMIiCTh IuTOKIHIHM Ta I'b 3arpumyroTs nieit nporiec (Rivas-San Vincent, Plasencia,
2011). binburicts rexiB BusaBisioTh CK-3alie)kHy eKCIpecito i yac CTapiHHS JUCTKIB,
MEJTIOCTOK 1 CTPYUKiB. ETUIIEH ekcripecye reHu, 3a/iisH1 B MPoIecax CTapiHHS CTPYUKa
Ta TMEIIOCTOK, TOJI SK T'€HH, IMOB'S3aHI 3 O10CHHTE30M ayKCHHIB Ta IXHBOKO II€I0,
aKTUBYIOTHCS B TIENIOCTKAX, alie MpUTHIYYytoThCs B uctkax (Wagstaff et al., 2009). V
perymsiii CTapiHHS JUCTKIB KIIIOUOBAa pPOJIb HAJEKHUTh ETUJICHY, JKaCMOHOBIM Ta
abcumsoBiit kucmoram (puc. 1.31.). ETwnen, mpurHidyiodum CHHTE3 1 TPaHCIOPT
ayKCcHHYy a00 TIOCHITIOIOUH JeTpajialiito TOPMOHY, IHAYKY€E onaaanHs JucTkiB (Kim et
al., 2011). Exk3oreHHuii 6-OeH3WialeHIH, SKUH TaJbMyBaB OIOCHHTE3 ETHIICHY,
BUKJIMKAB MPU3YNUHEHHS mporiecy crapinus auctkis (Igbal et al., 2017).

®aktop TpaHckpumnuii WRKYS53 € OCHOBHUM peryisiTopoM CTapiHHS.
Excnpecis reniB WRKY53 ta ESR antaronictuuno peryioerbes CK ta XXK (Miao,
Zentgraf, 2007). CK exkcnipecye WRKY53-renu Ha mo4aTKoBi# cTaii cTapiHHS JUCTKIB
(Buchanan-Wollaston et al., 2005; Hinderhofer, Zentgraf, 2001).

KacmoHoBa, caninuioBa, abCIM30Ba KUCIOTH Ta OPaCMHOCTEPOIAH 1HAYKYIOTh
CTapiHHS KBITOK, TOJI SK IIUTOKIHIHM, T10EpETiHN ayKCHUH, HaBMaKH, TaIbMYIOTh IIEH
nporiec (Reid, Chen, 2007). KitodoBy pojib y CTapiHHI POCIHH, BKJIIOYAIOYH
7I03piBaHHs TUIOIB, CTapiHHS KBITIB 1 JTMCTKIB, OkpiM ABK, Bimirpae etunen (Abeles
etal., 1992; Trivellini et al., 2011).
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Puc. 1.31. ®itoropmMoHanbHa PETYIIALIs MPOLIECY CTApiHHS JIMCTKIB. 3€lIeHl CTPIIKU
BKa3yIOTh Ha TO3UTUBHUN €(EKT, YEPBOHI JIiHII 3 TYIIMMHU KIHISIMA — HA HETaTUBHUMU.
[To3nauenns: EIN2 — reH He4yTJIMBOCTI 10 eTHIIeHY 2; Mirl64 — rew, mos's3aHuii 3
MPOIIECOM TIEPEMHUKAHHS BiJl BET€TATHBHOTO /10 reHepaTUBHOTO po3BUTKY; OREI —
reH, MoB'si3aHuil 3 mporecom peryismii crapinag; SAG (SAGs) — acomiiioBani 3i
crapinasaM reau (amantoBano 3a Wojciechowska et al., 2018).

[IpodintoBaHHS TpaHCKPUNTOMY Tl10ICKyca IMOKa3ajo, IO CTapiHHS BHUKJIMKAJIOCh
MOCWJICHHSAM cuUTHaTIB OlocuuTe3y erwieny (Trivellini et al., 2016). Y TkanuHax
KBITKM TiJ Yac CTapiHHS mopsia i3 TpaHckpuntamu reHiB OiocuHTesy ACO 1 ACS
CIOCTepiraauch 3MiHu (akTopiB BiAmosiai Ha etuieH ERF (puc. 1.32).

Bxe moBimomisioch, IO MpOIEC CcTapiHHsA KBiTok IriS germanica He
PETYJIIOEThCA €HJIOTCHHUMH C€THJICHOM, ayKCHMHOM, TidepeiHaMH Ta IMTOKIHIHAMH,
TOJIi SIK €K30TeHHI IIUTOKIHIHK 3aTpumMyBaiu ctapinas (Van Doorn et al., 2013).

OT1xe, HITOrOPMOHU KOHTPOJTIOIOTH yC1 €Tanu OHTOreHe3y pociuH. ['ibepeninmy,
AyKCMHU Ta OpacCHHOCTEPOIIM PEryJIIOITh PICT Y HANPAMKY MO3J0BXKHBOI OCl 1
BU3HAYAIOTh PO3MIp opraHiB. ETuieH 1 IUTOKIHIHU 1HAYKYIOTh PICT KIITHH Y3JI0BXK
nonepeunux oceil. ABK mnpotuaie crumymorouuM edektam  TiOepemniHiB i
OpacunoctepoiniB. XKacMoHaTH 3adisiHI B 3aXUCTI POCIHMH BiJl MAaTOreHIB Ta OEpyTh
y4acTbh y PEryJisiii pOCTOBUX MPOIIECIB.
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Puc. 1.32. [lunamika OlOCHHTE3y €THJEHY B PI3HHX OpraHax CTapirouoi KBITKA
Hibiscus rosa-sinesis L.: B memrocTkax (poxeBa JIiHisl JiarpamMu), CTOBIUUKY-CTUTMI i
THYMHKax (S-S+S; momapaHueBa JiHIA JiarpaMu) Ta 3aB'a31 ()KOBTA JIHIS Jllarpamu).
I'enu OiocunTe3y etwiieny (ACS ta ACO) i renu ¢akTopa Bianosini Ha etuiieH (ERF)
MO-PI13HOMY €KCITPECYIOThCSI B CTapilOYMX OopraHax KBITKH. YepBOHUI Ta CHUHIN KOJIp
aOpeBiaTyp TEHIB IIO3HAYAIOTh BIATIOBITHO TOCHJICHHS 1 TOCia0JIeHHS e(EeKTIiB
perysnii (aganroBano 3a Igbal et al., 2017).

[Tomist 1 po3TSAT KIMITHH, SIKI € KJIIOYOBUMHU CKJIAIOBUMHU BCIX MPOIECIB POCTY Ta
MoOpQoreHesy, 3HaXOIATbCA MiJ KOHTPOJEM AyKCHHIB 1 LUTOKIHIHIB. ApPXITEKTypa
OpraHiB BU3HAYA€TbCAd ayKCHHAMM, ITUTOKIHIHAMM Ta ri0epeniHaMHu. AYyKCHUHH,
JIOKaJ130BaHl B MEPUCTEMI, IPUTHIUYIOTh PICT O1YHUX OPYHBOK, TOAl SIK HUTOKIHIHU
3HIMAIOTh Take JIOMIHYBaHHS 1 BUKIHKAIOTh po3raimykeHHd. [i0epeninu
MIPUCKOPIOIOTh PICT POCIHMH, aKTUBYIOUM aliKajdbHI Ta 1HTEPKAISIPHI MEPHUCTEMH.
AYKCHHM CHpUSAIOTH YTBOPEHHIO KOPEHIB 1 pPErynolTh (OTO- Ta TEOTPOII3MHU.
®opMyBaHHA (POTOCHHTETUYHOTO amapary Ta mporecu (HOTOCHMHTE3y 1 TpaHCHipari
PEryJIIOI0ThCS TOpMOHaMHU-aHTaroHicramu I1uTokiHiHaMu Ta ABK. IluTokiHinu
IHAYKYIOTh TU(EpPEHIIIOBaHHS XJIOPOIUIACTIB 1 BIAKPUTTS TpoauxiB, Tomi sk ABK
MpuUrHiuye 11 nporecu. g 6araTb0X poCIUH T10€peNiHu, [IUTOKIHIHA Ta €THIICH €
IHAYKTOpaMH IBITIHHS. 3aB'i3yBaHHS 1 PICT IUIOMAIB CTUMYJIIOIOTHCS ayKCHHAMH,
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ribepeiHaMyd Ta I[MTOKIHIHAMH, SKI CHHTE3YIOThCA B CIM'SA0NAX abo HACIHHI.
Jlo3piBaHHA Ta OMaJaHHs IUIOMAIB 1 JUCTKIB KOHTPOMIOIOThCS etuieHoM Ta ABK.
[uTokiHIHM Ta TIOEpEeTiHU PEryIIOTh TPOIECH MPOPOCTAaHHA HACIHHSA Ta
MiIBUIIYIOTh iXHIO CXOXKIicTh (puc. 1.33).

JlocnixeHHs, MpoBeACH] Ha JIMCTKAX 1 METIOCTKAX, MIITBEPIMIA BaXIUBY POJIb
(GiTOrOpMOHIB y peryJiAiii cTapiHHSA IUX opraHiB. ETuieH, )kacMOHOBa KUCJIOTa Ta
ABK crpusitoTh cTapiHHIO, TOJII SIK IIUTOKIHIHK MOTO MPUTHIYYIOTh. He3Bakarouu Ha
YUCJICHHI JOCTIHKCHHS, MOJICKYJISIpPHI MEXaH13MHU, IO JIeKaTh B OCHOBI B3aEMHUH M1k
¢dbiToropMOHaMu TiJ] 9ac CTapiHHAM, JI0 KIHIISI He 3'sICOBaHI.

3a TOMOMOT0I0 Cy4YaCHUX TeHETHYHUX 1 MOJEKYJIIPHUX JOCTIKEHHb BUSABIICH]
cnenu@iuHi JUIsi KOKHOTO TOPMOHY CUTHaibHI HUIAXU. OCOOMMBOCTI TpaHCIYKIi
CUTHAJIIB, KOMIIOHEHTH CUTHAJIBHHUX LUISAXIB 1 PELENTOPH TOPMOHIB 1I€HTU(]PIKOBaHI
nepeBaXkHo npu BuBYeHHI pociuH Arabidopsis thaliana. ITokasano, 1o MeTaboJivHi
Ta (hi310JI0TIYHI TPOILIECH PETYJIIOIOTHCS TOPMOHAMU 4YE€pe3 HE3aleKHI CUTHAIbHI
IUISIXY Ta 3aBJISIKK TIEPEXPECH1N B3aEMO/III.
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Puc. 1.33. Y4acts ¢iTOrOpMOHIB y peryJisilii pi3HUX CTa/Iiii OHTOTEHE3y Ha MPUKIa/Ii
Arabidopsis thaliana (L.) Heynh. 1 — emGpiorenes, 2 — HaciHHS y CTaHi CIIOKOIO, 3 —
MIPOPOCTaHHS HACIHHS, 4 — PICT TIMOKOTHIIO Ta KOPEHS, 5 — BEreTaTUBHUM PICT,
dbopMyBaHHS TaTepAIbHUX OpPraHiB, 6 — peNPONYKTUBHUH PICT, IIBITIHHS (aaITOBAHO
3a Depuydt, Hardtke, 2011).

CurHaiapHUN TUIAX BKJIIOYa€ METa0O0i3M TOPMOHIB, Tepeaady CUTHAIIB 1

HACTYIHY €KCIIpECito BiAMOBIAHUX reHiB (puc. 1.34).
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Etunex

Puc. 1.34. I'opmoHanibHMil Kpoc-TOK. JIiHIT 31 CTpiIKaMu BKa3ylOTh Ha TMOCHJICHHS
eKcrpecii TreHIB OlOCHHTe3y Ta IOCHaOJIeHHS eKcrpecii TeHiB 1HaKTHUBAIlli
(p1TOrOpMOHIB; JIIHII 3 TYIIMMH 3aKIHYEHHSIMH BKa3yIOTh HA 3HU)KEHHS €KCITPECii IeHIB,
110 OepyTh y4acTb y 010CHHTE31 (PITOrOPMOHIB, 200 Ha MOCUJIEHHSI €KCIIPECi] FeH1B, 110
BIJINOBIJIAlOTh 3@ 1HAKTHUBAI[IIO (DITOrOPMOHIB; JiHII 3 pOMOIYHUMH 3aKIHUEHHSIMH Ta
CTPUIKM BKa3ylOThb Ha 3MIHM B €KCHpecii TEHIB HEOJHO3HAYHOI'O XapakTepy
(amanrroBano 3a Jaillais, Chory 2010).

@DITOrOpMOHU CHPUUMAIOTHCS PI3SHOMAHITHUMHU PEIENTOPaMU, CEPel SKUX
peuenTopHI KiHa3u JIOKAJI30BaHl Ha IUIa3MaTU4HIA MeMmOpaHi (OpacMHOCTEpPOian),
TICTUAMHKIHA3M, SKI MOMIOHI M0 OakTepiaiIbHUX JBOKOMIIOHEHTHUX PELENTOPIB 1
JIOKAJI30BaHl B E€HJOIUIA3MAaTUYHOMY pETUKYyJIymi (eTuieH) albo Iia3MaTH4YHINA
MeMOpaHi (IIMTOKIHIHM), @ TAKOX PELENTOPH PI3HUX KJIACIB, IO 3HAXOASTHCS B
nuMTo30ii Ta sAApi (abcuu3oBa KHCIIOTa, TridepeniHn Ta ayKcuHHM). CurHasbHi
KOMIIOHEHTM MOXYThb IHTETPYBaTH BXIJHI JaHl BIJl KUIBKOX TOPMOHIB JUId
perymioBaHHs pocTy. AHami3 TpanckpumiiitHux edekrtiB ABK, I'b, aykcuny,
uutokiHiHiB, BC 1 KK BUsSBUB Hanpouy 1 HU3bKY KUIBKICTh 3araJIbHUX I1JIbOBUX I'€HIB.
Xoua nmerani TOYHHX MEXaHI3MIB Iepejadi CUTHAIB TUIbKH PO3KPUBAIOTHCS, Y BCIX
BUIAJKaX TOPMOHAJbHUW CHUTHAJIHT 1HAYKYE€ 3MIHM B €KCIpecii COTeHb TIEHiB,

3a[IISTHUX y METAa0OIIYHUX 1 (D1310JIOTTYHHUX TTPOIIECax.
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PO3AiN 2. BB METAIJIB HA PICT | PO3BUATOK POCJIUH

Metanu kansiiit (Ca), marnit (Mg) ta kamit (K) y pocinuHHOMYy opraHizmi
BUKOHYIOTb SIK CTPYKTYPHI, Tak 1 peryisitopsi ¢pyHkiii. [lornuuanus iX pocivHaMu Ta
BMICT y TKaHWHaX € BUCOKMMHU. LI mMeTanu BIAHOCATH O MaKpOEJIEMEHTIB. 3a
MEPEeBUILECHHS, HaBITh 0araToOKpaTHOTO, BMICTY MAaKpOEJIEMEHTIB y TIPYHTI YHu
MOKUBHOMY PO3YMHI HETaTUBHHUX €(EKTIB y POCIMH 3a3BUYAil HE CIIOCTEPIraeThes.
Cepen 1HIIMX METaliB, €Kl MalOTh BaXJIMBE 3HAUEHHS IJIsI MPOIIECIB POCTY Ta
PO3BUTKY POCIHH SIK MIKpPOEJIEMEHTH, BIIITPAIOYH 3HaYHy POJIb B OOMiHI pEeUOBUH. €
naHi, mo ioHn 17 BM MOXyTh HaAXOAWTH y pocimHH, cepen skux 3amizo (Fe),
MoutioaeH (Mo) 1 mapranens (Mn) € HaiBakIuBimmMu MikpoesnemenTamu (Luo et al.,
2016). Meramu 1muHK (Zn), miges (Cu), Hikenb (Ni) Ta kobansT (Co) Takox
G1310JI0TIYHO  BaXKJIMBI, OJHAK TMPU TIEPEBUIICHHI TI€BHOI, JOCHUTh HHU3BKOI
KOHIIEHTpAIlii, 1Ka BUKJIMKAE 1HTOKCUKAIIIIO B KJIIITHHAX, BOHU CTalOTh HEOE3MEUHUMHU
JUTSL POCITMH, aHAJIOTIYHO 1HIITUM BaXKKUM METallaM, sIK1 He BUKOHYIOTh HIIKUX (yHKIIIH
y JKUBHUX opraHizmax. J[o HUX HajexaTh BKpail HeOe3mneuHi enemeHTH pryTh (HE),
ceunenb (Pb), kagmiit (Cd), omoBo (Sn) cpidrno (Ag), ypas (U) Ta HamiBMeTaIu apceH
(As) 1 cTuOiii (Sb).

[TornvuHaHHA MIKPOENIEMEHTIB KOPEHEBOK CHCTEMOIO POCIUH  CYBOPO
PEryJIO€eThCA, OCKUIBKM BOHM HEOOXIAH1 JiMile B Mi3epHii KuibkocTi (I'oHuapyk,
3arockuna 2017; Luo et al., 2016). binbiricTe MiKpoeJIeMEHTIB, HEOOX1THUX JIJIsI POCTY
Ta PO3BUTKY POCIHH, 3/1aTHI YTBOPIOBAaTH KOMIUIEKCHI CIOJYKH, B SKHX METal,
3HAXOASYHCh Y IIEHTPI, CIIOIYYAEThCS 3 aTOMOM a00 TPYMOI0 aTOMIB, IIO HaJekKaTh
JairangaM. MeTaa mpoCTOPOBO PO3TAIIOBYEThCS MiXK OyAb-IKUMU JBOMa aTOMaMu
a30Ty, KUCHIO abo cipku. Jliranam, o0’€IHYIOUYUCH, 37aTHI (HopMyBaTH CTaOUIbHI
XeJaTHI KOMIUIeKCH. JlirangaMu MOXyTb OyTH aMIHOKMCIIOTH, OpraHiyHI KHCIIOTH,
Ounku, nentuau, nopdipuHu. [leHTpaibHUMH aTOMaMH KOMIUIEKCHUX CIOJIYK
Haifuactime € Fe, Cu, Mo, Zn, Mn, Co. [oHu MeTalliB yTBOPIOIOTH KOMILJIEKCH 3
OJIHUMH ¥ THUMHU 3K JIFaHJaMH, TOMY MOXYTh MPOSBISATH cebe SK aHTaroHiCTH.
Bnacni1ok KOMIUIEKCOTBOPEHHS 3MIHIOETHCS OKMCHO-BIJIHOBHUW MOTEHI1Aa] METAIy,
KOMIUJIEKCH CTAalOTh CHJIBHIMIMMH OKHCIIIOBaYaMHU, TOJIETIIYEThCS MPUETHAHHS a00
BIJILICTUICHHS €JIEKTPOHIB, 301IbIIyeThCs JinodinsHicTh JiranaiB (Kous, [lerepcon,
2005).

VY pociauH yTBOpPEHHS KOMILJIEKCIB HAMOUIbIN JI€TAIbHO BUBUCHE ISl JIITAH]IIB
¢iToXenaTuHy Ta METaJOTIOHEIHY. 30KpeMa, BaKJIMBUMHU IXHIMH QYHKIISIMHU €
MOTJIMHAHHS Ta HAKOMMYEHHS K €CCEHIIAJIbHUX, TaK 1 HE JKUTTEBO HEOOXITHUX IS
MeTtaboinizmy pociua BM. 11 Merano3s’szyrodi OuTku (GOPMYIOTh KOMIUIEKCH, SIKi
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HAKOIMUYYIOThCSA y BaKyoOJsiIX 1 B MIJICYMKY 3MEHIIYIOTb TOKCUYHUN BIUIMB BM
(Clemens, 2001; Clemens, Ma, 2016). IloBimommusiioch, mo A0 Oi0CHHTE3Y
¢iTtoxemaruny 3amyueHi ¢itoropmonn. Tak, y Chlorella vulgaris 6pacunoctepoinu
301bIIYyBaIN 3araibHUN BMICT (DITOXETATHHY IiJl Yac CTPeCy, COPUYUHEHOTrO Ji€I0
ceuHIl (Bajguz, 2002). [IpunyckarTs, mo ABK 6epe yuacTb B perysiili akTHBHOCTI
¢iToxenarnHcuHTa3u B OynpOax kapromii (Stroinski et al., 2010).

lorn MertayiB-MIKpOEIEMEHTIB BXOJAATh JO CKJIAJy KaTaJiTHYHUX IIEHTPIB
¢depmentiB. Bonu 3matHi 3’eaHyBatH cyOcTpar 3 depMeHTOoM abo (depMeHT i3
koepmenToM. [oHM MeTaIiB TakOX 37aTHI MIATPUMYBATH TPETUHHY 1 YETBEPTHUHHY
OymoBy Oaratbox OUIKIB. 3 yCIX MIKPOEIEMEHTIB POCIMHN B HAHOUIBIIINA KUTBKOCTI
noTpeOyroTh 3ami30. Lleit MeTan 3aBAsKH 3MIHHIN BAJICHTHOCTI Ta OKMCHO-BIJITHOBHUM
BJIACTUBOCTSIM 3a0e€3Ieuy€e IMEPEHECEHHs EJIEKTPOHIB Yy Mporecax (POTOCHHTE3Y W
TUXaHHSA. AKTUBHICTB 3aj1i3a 3HAYHO 3POCTAE IMICIsl HOTO BKIIFOUEHHS B MOP(IPUHOBE
A71po, croiydeHe 31 creuudiuauM OuikoMm (pepMeHTH KaTana3a, MEepoKCuaasa).
Maprasnenp, sk kohakTop, MoTpiOeH aisi QYHKIIOHYBaHHS OaraThboX (PEPMEHTIB 1
MIATPUMKA MEMOpPaHHOI CTPYKTypu XJjoporutactiB. [ToTpeba B MomiOaeH1 y pociivH
HE3HAyHa, OJHAK IIeH €JIEMEHT BKpail BaXUIMBUM Il (PYHKI[IOHYBaHHS pPEIyKTas,
30KpeMa HITPOr€Ha3! Ta HITPaTpeayKTasH, Kl € KIIFOUOBUMH ISl a30THOTO OOMIHY. Y
HE3HAYHIN KIJIbKOCTI HEOOX1THUM MIKPOEIIEMEHTOM, OCOOIMBO i1 6000BUX POCIIHH,
€ HIKEJIb.

Mine 3amissHa y (QYHKIIOHYBaHHI MEXaHi3MiB EJEKTPOHHOTO TPAHCIIOPTY,
30KpeMa, BXOJWTh JO CKJIaaAy IUIACTOIIMAHIHY, € KPHTHYHO BaXKIHBOK IS
niaTpuMaHHs akTUBHOCTI Cu-3aliexHuX (epMEHTIB, 10 OepyTh y4acTh y OaraThbox
¢i131o50r1yHUX npouecax. [{UHKY HaleXuTh BaXIJIMBa pOjib Y METa00JI13Mi, aJIKe BIH €
komroHeHToM nonas 300 dhepmenTiB. lonu 1poro merany aktuBytoth PHK- ta JIHK-
nojiMepasu, 3a Horo AediluTy NOPYUIYyEThCs 3arajibHUM cuHTe3 OuIKiB. L{UHK, sK 1
MarHii, HeoOX1AHUM NSt cTabLmi3aIli CTpyKTypu pubocoMm. [oHU ITMHKY BXOASTH /10
ckiany (epMEHTIB MpoTeas3, aMIHOMENTHIa3 1 KapOOKCUTICTITH a3, sIKI KaTali3yloTh
PO3IICTUICHHSI OUIKIB, TAKOX MICTATHCA B aKTUBHOMY IIEHTpP1 Oaratbox JeriiporeHas,
aKTUBYIOTH 130Mepasy Ta ajib/10Ja3y. ¥ XJIOPOIUIacTaX IMHK aKTUBYE KapOOaHTiapasy,
sKa KaTalli3y€e TiApyBaHHS JIOKCUIY BYTJCII0 B OikapOOHAT, peakilisi MOXKe WTH 1 B
OPOTUIICKHOMY HamNpsSMKy Ta 3aJieHO Bi notped mocradatu pocimHi HCO3;™ abo
CO,. Kapboanrigpasza ocobmruBo BaxkiuBa s pociuH i3 C4-tumnoM (HoTOoCHHTE3Y, B
SIKUX CyOcTpaToM KapOokcuiiaz € kapOoHaT-i0H. Bim kapOoaHrizpas 3ajekKuTh
migTpumka  3amaciB CO; 1, BIANOBIAHO, €(QEKTUBHICTH  (POTOCUHTERY.
CynepokcuaaucmyTasa, 10 KaTali3ye JeTOKCHKaIlilo akTUBHOI ¢opmu kucHio Oy,
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MICTUTh 10HU ITUHKY Ta Mijai. KpiM Toro, i1 pOCIMH Ba)JIMBa y4acTh 10HIB IIMHKY B
CUHTE31 MONEepeIHNKA ayKCUHY — aMIHOKHCIIOTH TPUNITO(aHy.

TakuM YMHOM, METAJIU-MIKPOEJIIEMEHTH BIUIMBAlOTh HA HaWBaXJIMBIIII
(1310710T14HI TIPOLECH POCIUH: PICT, PO3BUTOK, PO3MHOXKEHHS, BXOJAATH J0 CKJIaay
KaTAUTITHYHUX HEHTPIB (hePMEHTIB, 3a/IIsTHUX Y (POTOCHHTE31 Ta JUXATBHOMY JIAHIIIO31,
BUKOHYIOTh CyOCTpaTHY 1 peryisiTopHy poiib. BonHnouac, Bonu Hanexats 10 BM 1, 3a
YMOB 3a0pyAHEHHS, MOXKYTh CIPUYMHSITH HaBITh 3aru0enb pociuH. BukopucroByroun
coJii MeTaliB (y TOMY YMCII BaXKHX) y SKOCTI MiHEpaJIbHUX OOpUB, Tpeba CyBOpO
JIOTPUMYBATHCh IIPaBWJI JO3YBAaHHA. IXHill MO3UTMBHMI BIUIMB HAa POCIUHM

BHABJIIETHCA JIMIIC 3d YMOBH 3a0e31eueHHS POCINMH MaKpOCICMCHTAMM.

2.1. [xepena 3abpyaHEeHHS1 B&XXKUMN MeTanamm

Meranu, SKi Ha3UBaIOTh BAKKMMHU (YMOBHO I'yCTHHA SIKHX IIOHAJ 5 T Ha CM°), y
CKJIJl PI3HUX XIMIYHHMX CIOIYK € HEB1J €EMHUMH NPUPOAHUMH CKIAJOBUMH 3€MHOI
kopu. IIpomuCIOBi, CIIBCHKOIOCIOAAPCHKI Ta MOOYTOBI BiAXOAHM 3a0pyIHIOIOTH
HaBKOJIMIITHE CEPEIOBHUIIIE, 3aBAAIOTH IKOIM POCIMHAM, 3JI0POB 10 JI0JIe 1 TBapuH. I3
TaKuX  BIJXOMIB  BHJAUIIIOTBCS  HeOpra”iuHi  3abpyaHioBaui.  Heopraniuni
3a0pyaHIOBaYi, K MPaBUIIO, € PEYOBUHAMH MIHEPAIbHOTO MOXOKEHHS, CEPel] SIKUX
BM ta ixHi comi. [{i peuoBMHU IPUCYTHI B IPUPO/I1, aJie Yepe3 BUPOOHUYY JISTIBHICTD
JIIOJIMHY BOHU 3a3HAJIM 3MiH, B11I0YBCS IHTEHCUBHMI MEPEpO3NO/ILI 1 3HAYHE JIOKAIbHE
HakomuyeHHs1 iX B ekocucrtemax (Biicker-Neto et al., 2017). BM notpamisitots y
HABKOJIMIITHE CEPEOBHUILIE MICJISI OCYLIEHHS 1AXT, CHATIOBAHHS BUKOITHOTO MAJIUBA, SIK
BIJIXOJIM METATyPriMHUX 1 XIMIYHHUX TPOIIECIB, & TAKOK OKPEMHX MPUPOJHUX SBHIIL
(puc. 2.1). Ixas TokcuuHiCTH 06yMOBJIEHA, TOIOBHUM YMHOM, YePe3 HAKOIMYEHHS B
xapuoBux JaHiorax (Kabata-Pendias, 1995; Vincevica-Gaile, Klavins, 2012; Wong,
2012).

[IBuaKU# PO3BUTOK MPOMHUCIOBOTO BUPOOHUIITBA M TPAHCIOPTY CIPUYUHUB
30UTbIIEHHSI KOHLEHTpAalili CBUHLIO, PTYTi, KaJMIIO Ta IIMHKY B MICTax, MOOJIH3Y
BUIOOYBHUX Kap’€piB ¥ BUPOOHUYUX TMOTYKHOCTEH, €JICKTPOCTAHIIM, MaricTpaien
HazeMHOro TpaHcnopty, JjeroBuil (JKoBuHckuii, Kypaea 2002). J[xepenom
HaaXxokeHHsT BM 110 HaBKOJMIIIHBOTO CEPENOBHUINA € BIIXOAU MPAKTHYHO BCIX
raixysei rocrnogapctBa. HaiGinbin Tokcuunumu € iouu Metais Pb, Cr, Mn, Hg, Cd,
Sn, Cu, Fe.
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BupoobyBaHHA LinHkoBso-

: . : YopHa Buknaown
BYrinnA i Kagmiese Ta :
o . . mMeTanyprisq, TPaHCMNOPTHUX
MeTanyprinHoi MigHO-HiKenese . . .
KOpO3iA meTanis 3acobis
CUPOBUHM BUPOBHULTBO

3abpyaHeHHA
BaXXKUMU MeTanamu

CnantoBaHHA
Bupo6HMUTBO 3acTocyBaHHA
o no6pvs, 3acobis thochopHmxX _—
’ : TiYHi BOOM
nanvea P nobpr on

3axXncTy pPOCJIMH

(Byrinna, masyT) necTuumaie

Puc. 2.1. OcHOBHI mKepena HAAXO/KEHHS BaXKUX METalIiB y HABKOJUIITHE
CEpEeIOBHUILIE.

Xou antoMiHiii (Al) He mpuitHATO BiTHOCUTH 10 BM, poTe BiH MOK€ HETaTUBHO
BIUTUBATH HAa POCIMHU. TEXHOTCeHHUM TWJ, SAKUH BUAUISIETbCS  BHACIIJIOK
(yHKL10HYBaHHS TIANPUEMCTB BaKKOI TPOMHCIIOBOCTI, B CEPETHBOMY MICTUTH 6,72%
uuHKy, 0,11% ceunmro, 0,01% kaamiro. IpyHToBa aHOMasis 3a0pyJHEHHS IIPH LILOMY
CIOCTEPITraeThCs B pajlycl 7 kM. Bukuam Bif Takux MIANPUEMCTB MOLIMPIOIOTHCS B
paniyci 10-40 km, ocinaroun Ha pOCIMHAX Ta MPOHUKAIOUU B IPYHT HA TuOuny 10-15
cM (Creuenko, Jomin, 2009). TpuanicTe nepeOyBaHHs 10HIB BM y rpyHTax 3Ha4yHO
OlbIIa, HIXK B IHIIMX YacTUHAX 01locdepH, 110, Y CBOIO YepTy, MPU3BOIUTH 10 3HAYHUX
BTpat Bpoxkaro (CitoBwii Ta iH., 2014; Biicker-Neto et al., 2017).

3a0pyaHEeHHs HABKOJIMIIIHROTO  cepefoBuia BM, mo € Bigxomamu
MPOMHUCIIOBUX MIiJIPUEMCTB, HOCHUTH JIOKaJbHUI XapakTep, TOMl SK BHUKHIH, IO
BUHUKAIOTh TP CHAIIOBAaHHI BUKOMHOTOo manmuBa (mo 95% vy Burmsami
BHCOKOJUCIIEPCHUX aepo30JiB), 3HA4YHO momuproioThes (I'oHuapyk, 3arockuna,
2017). CunpHe 3a0pydHEHHS CBHUHIIEM, IIMHKOM 1 KaaMIEM BUSBIIEHE MOOIHU3Y
apromarictpainei. [llupruHa 301 TABUIIEHOT KOHIEHTpALll LMHKY B I'PYHTI OUIs 10Pir
nocsirae 50-100 m (AnnapieBcbka, 2009). [Ipu HagXomKEHHI IIUHKY HAa TIOBEPXHIO
I'PYHTY, BIH HaKONHUYYEThCS B IPYHTOBIA TOBIII, OCOOJMBO y BEPXHIX T'YMYCOBHUX
TOPU30HTAX, 1 MOBUTLHO BHIAISETHCS 3aBISKH €po3ii, pOCIWHAM 1 BUIYTOBYBaHHIO.
[Tepuuii mepio HamiBBUAAJICHHS €JIEMEHTIB 3 I'PYHTIB (BUIAJCHHS TMOJIOBUHU Bij
MOYaTKOBOI KOHLIEHTpallli) 32 MPUPOJHUX YMOB 3HA4HO BapitoeTbes. s IUHKY,
Harnpukian, Bid ckiagae Big 70 mo 510 pokiB (AHnpieBchka, 2009). [luHk MICTUTBCS Y
MOBITP1, BOAI, IPYHTaX, 110 3HAYHOIO MIpOI0 BIUTMBAE Ha ()OPMYBAHHS Ta PO3BUTOK
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pOCIIMH, TBapuH 1 Joaei. BanoBoro nuHky (pyxoma Ta Hepyxoma (popma) B IpyHTax
VYxpainu mictuthes Big 20 1o 320 mr/kr. Y Mexax BIUIMBY BUKHIIB MPOMHCIOBUX
HIPUEMCTB YOPHOI Ta KOJILOPOBOI METATYprii MaKCUMaJIbHUM BMICT IIUHKY JIOCSITa€e
1200 mr/kr (CiToBwHii Ta iH., 2014).

Huni 3a0pyHEeHHS TPUPOJHUX €KOCUCTEM BAXKKUMHU METalaMH € BCECBITHHOIO
€KOJIOTIYHOI0 TpobIeMoro, sika 3arpoxkye arporeno3am (Recatala et al., 2006). V
KpaiHax, [0 pO3BUBAIOTHCA, I TNpoOJieMa BHHHUKJIA 3aBISKH TPUBAJIOMY
BUKOPHUCTAHHIO HEOYMILEHUX CTIYHUX BOJ JJII CHCTEM 3pOIIEHHS, IO MPHU3BEI0 J0
30uIbIIeHHsT KOHIIeHTpalii BM y rpyHrax (Arora et al., 2008; Lu et al., 2015). Lle
MEPEIIKOKAae POCIMHAM MaKCUMAIbHO PO3TOPTATH CBOIO T€HETUYHY IpOorpamy IS
pOCTY, pO3BUTKY Ta BiaATBOpeHHs. [licns notpamisiuas BM y rpyHT poCcIMHU aKTUBHO
MOTJIMHAIOTh 111 €JIEMEHTH W BBOJATH iX JO PI3HOMAHITHHX Xap4yOBUX JIAHLIOTIB,
MIIBUIIYIOYH PU3HMK OTpyeHHs Jrojae 1 TBapuH (Roy, McDonald, 2015; Vincevica-
Gaile, Klavins, 2012).

Kanmiii, cBUHElb, PTYTh 1 HaMMiBMETa apceH 3ryOHO BIUIMBAIOTH HA JOBKLULIS.
3rifHo 3 JaHUMH BcecBiTHBOI oprasizaiii OXOpPOHHW 3/0pOB'S, 10 CIIHCKY BHECEHI
JIECSATh XIMIYHUX PEUOBUH, MOMIUPEHHS SIKUX € HalOUIbI ipobiaemMHuM. [IpoHukaroun
B O10XIMIYHI UMKIIH 1 HAarpOMaKyIOUHCh Y TKaHUHAX pociuH, BM mpencraBisioTh
HeOe3neyHuil Buj 3a0pyaHEHHs, 10 He miajsirae 0iogectpykuii. BM Hanexars 10
OCHOBHMX 3a0pyJIHIOBaYiB NpPICHUX BOJOWM, OCKUIBKM I1HAYCTpladbHO PO3BHUHEHI
perioHu po3TalnioBaHi Ha Oeperax BOJOCXOBHI 1 pidok. BomHouac, y mMexax MicT
HEBEJIMKI 3aMKHEHI BOJOWMHM TaKOX 3a3HalOTh 3ryOHoro BIuimBy BM uepes
BIJIMIpAIlbOBaHl Ta3u aBTOTPAHCIOPTY, CIYTyIOTb CTIYHUMHU pe3epByapaMu s
MPUPOJHUX OMAIIB.

Takum uywmHoM, BM € omgHuMm 3 HaWTOKCHUYHIIIUX 3a0pyaHIOBAdiB
AHTPOIIOTeHHOr0 Moxo/keHHs. HeOesneka HaaxomkeHHs BM y  noBkuwis
BU3HAYAETHCS TUM, 10, Ha BIAMIHY BIJl OpraHiYHUX 3a0pyJIHIOBAYiB, BOHU HE
PYWHYIOTBCS, @ IEPEXOATh 3 OJIHI€I (POPMHU B 1HIILY, 30KpEMa BKIIOHAKOTHCSA Y CKJIa]a
KOMIUJIEKCHUX COJIEM, OKCHIB, METAJIOOPTaHIYHUX CHOJYyK 1 30epiraloTbCsi B
exocucreMi TpuBanui yac. Po3noain BM y rpyHTax 3Ha4HOIO MipOI0 BU3HAYAETHCA
JoKepenaMu 3a0pyAHEHHS. Y TEXHOTEHHOMY PO3yMiHHI PO3IJISIIAIOTH JIBa TOJOBHI
TANKX po3citoBaHHS BM: TeXHOreHHMM, BHACIIJOK BUKHUIIB MIANPUEMCTB 1
arpOTCHHMM, BHACHIJIOK BHKOPUCTAHHS MIHEPAIbHUX Ta OpraHiyHUX J00pUB
(Creuenko, Homin, 2009). Kpim 3ryOHOr0 BIUIMBY Ha NPHUPOJHI E€KOCHUCTEMH,
3a0pyIHEHHS TPYHTY 1 BOTHUX pecypciB BM mpu3BoauTh 10 3HAYHUX BTPAT BPOKAIO.
HuHi 11 nuTaHHS BUKIMKAIOTh )KBaBUM HAyKOBUM 1HTEpeC. PO3yMiHHS MOJIEKYJISIpHUX
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1 (b1310JI0TIUHMX peaKIlii POCIMH Ha BIUIMB HEMPUPOIHUX KOHIeHTpalii BM HanacTh
MOJIUBICTh TIABUIIUTH IXHIO CTPECOCTIHKICTh 1 MPOAYKTHUBHICTb.

2.2. HagxomkeHHs i po3noAin BaXKux meTarniB y pocriuHax

[pyHT — yHiKaABHUM HE3aMiHHUM IPUPOIHUI PECYPC i OCHOBA JKUTTS POCIIUH.
Habip 1 ckimag XiIMIYHUX €JEMEHTIB BU3HA4ya€ XIMIYHI BJIACTUBOCTI TIPYHTIB. Y
pe3yJIbTaTi CKIAIHUX O10XIMIYHHUX 1 T€OXIMIYHUX MPOIIECIB, IO MPOTIKAIOTh Y IPYHTI,
BiJI0YBA€THCS MEPEPO3MO/ILTT OKPEMHUX €JIEMEHTIB MIXK HOTO TOPU30HTAMU, MPU LIOMY
BJIACTUBOCTI, YCIIQJKOBaH1 IPYHTOM BiJl MAaTEPUHCHKOI MOPOAH, 30€pIiraloThCsl.

Pocnunau B IpupoJHUX yMOBaxX OTPUMYIOTh MIHEpaIbH1 PEHOBUHHU, B TOMY YUCII
BM 3 rpynty (bimanuu, 2008; ['onuapyk, 3arockuna, 2017). [leBHe BUKIIIOUECHHS
CKJIa[al0Th (DITOIJIAHKTOH Ta IJIaBaroyl Ha MOBEPXHI BoAM Makpoditu. OgHak, ciia
3a3HAYMTH, LI0 BOJOMMM MIATPUMYIOTH pIBHOBary 3a CKJIaJOM Makpo- i
MIKPOEJIEMEHTIB 3 OTOUYIOUHMM I'PyHTaMU ¥ NopoAamu. I3 IpyHTy XIMi4HI €JIEMEHTH
abcopOyIOThCSI KOPEHEBUMHU cHUcTeMaMH pociivH. KopeHeBa crucrteMa 3HaXxOJUThCs B
CKJIQIHUX O10JIOTIYHHX 1 (PI3UKO-XIMIYHHMX B3a€EMHHAX 13 IPYHTOBHMMH YaCTUHKAMM,
PO3YMHOM, MIKPOOpPTaHi3MaMH Ta Tpudamu.

[oHn MiHEpanbHHUX COJIEH MOXXYTh HAIXOAWTH B KIITHHU KOPEHEBOI CHCTEMU
POCIIMH $IK 3 TPYHTOBOTO PO3YMHY, TaK 1 B pPE3yJbTaTi KOHTAKTHOTO OOMIHY 3
I'pPyHTOBUMHM yacTuHKaMu. OOHWBA 111 MPOLIECH 3a3BHUal MOB's13aHi 3 00MiHOM i0HIB HY
Ha kationu 1 aHioHn HCOs; , OH™ Ta opraHiyHMX KHCJIOT HAa MiHEpaJIbHI aHIOHH.
binbiia yacThHa MiHEpaJbHUX PEYOBHH 3HAXOAUTHCS HE B IPYHTOBOMY pPO3YMHI, a
afcopOyeThcs Ha TPYHTOBUX YacTKax. ToMy B MIHEpPaJIbHOMY >KHUBJICHHI POCIHH
BEJIMKE 3HAYCHHS Ma€ TMpolec OOMIHHOI aacopOIlii, ska 3IINCHIOETHCS SK Ha
HEOpraHiyHiN (aTIOMOCUIIIKATH), TaK 1 OpraHiyHid (TymMyc) dYacTHHAX IpPYHTY.
371e01IbI0OT0 IPYHTH MaIOTh BJIACTUBOCTI KaTIOHOOOMIHHMKIB, XO04a B HUX MPHUCYTHI
TakoX aHioHo3B’si3ytoul Tpynu (Crenenko, [omin, 2009). Tak, HIHUHK MIITHO
ancopOoBaHuii rpyHTOBHMH Konoinamu (y popmi Zn?*, ZnOH*, ZnCI*). Y rpyarosomy
pPO3YMHI [HWHK TIEPEBAXHO 3HAXOJWTHCS B  OPraHIYHUX  KOMIUIEKCax 13
aMIHOKHCIIOTaMH, OPraHIYHUMHU KUCJIOTaMU 1 QyJIbBOKUCIOTaMU. PO3YMHHICTD LIUHKY
3anexxuTh Bl pH IpyHTY 1 € Aye HE3HAuHOIO B JIY)KHHMX IpyHTaX. IMOBipHO, IIO
POCIIMHM 3J1aTHI MOOUTI3yBaTH B IPYHTI HEOOXIAHMM iM LMHK 3a JOMNOMOTOIO
ditocumepodopis. Pocimun mornmuaroTh ioHM muHKY y Burasig Zn?t. Horo
HAJIXOJPKEHHS TOB’si3aHe 3 POOOTOI0 MPOTOHHOI MOMITHA 1 BIIOYBAETHCS 3a PaXyHOK
eneprii AT®. V Bakyomo uepe3 TOHOILIACT Zn?" HaJXOIUTh 3a JOIOMOTOKO
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crnenudiuHUX MepeHocHUKiB. I1o Kcunemi BiH mepecyBaeThes Sk Zn2t, He3B’a3aHuil 3
JTaH aMu, aHAJIOTIYHO 1HIITUM MiKpoeraemMeHTaM. HopManbHa KOHIIEHTpaIlis IUHKY B
JIUCTI POCIIMH KOJIMBaeThcs B Mexkax 20—100 mikporpam Ha OJIMH TpaM CyXoi Macu
(Komup, ITetepcon, 2005).

lonn mikpoeneMeHTiB, B ToMy 4uciai BM, mo Oyiau MOMIMHYTI KIITHHAMH
enibseMu KOpeHs, Ta MPOAYKTH iXHbOI aCUMUISAIIT y BUTIISAI XENaTiB PyXaloThCs 10
CYJIMH IIEHTPAJIbHOTO LIIIHJIpA [0 CUMIUIACTY Ta anoruiacTy. [lo anomnacty i0HU Ta
MOJIEKYJIA BOJIU MOXKYTh PYXaTHUCh JI0 €HA0IepMu. B eHnoaepmi BinOyBa€eThCs mepexia
10HIB 3 aMoOIJIACTHOTO HA CUMILIACTHUH IUIAX. J[JI1 IbOTO peYOBUHU MOBUHHI TPOUTH
Kpi3b TUIa3MajieMy KIIITHH €H0ICPMH 332 PaXyHOK aKTHBHOTO TPAHCIIOPTY. AKTUBHHM
TPAHCHIOPT, Ha BIAMIHY BiJl MACUBHOTO, MOXKE PETYIIOBATUCS POCTUHAMHU B HIUPOKHUX
Mexax. [lepeminenns BM Big KOpeHiB 710 MaroHiB 1 JIUCTKIB 3/IIMCHIOETHCS, TOJIOBHUM
YUHOM, 3 KCWJIEMHHUM TPAHCIIOPTOM [0 CYJAMHAX, IO 3a0€3Me4yeThCs aKTUBHOIO
HarHITaJIbHOO J1€I0 KOPEHEBOI CUCTEMH Ta TPAHCIIPALIEI0 Yepe3 MPOJUXOB] UIUIHHHA
(puc. 2.2). Y He3HauHINl Mipi, MOXKJIMBUN TaKOX HHU3XITHUN TPAHCIIOPT €JIEMEHTIB
MiHepasibHoro skuBiieHHs (Page, Feller, 2015). Bin 3miiiCHIOETBCS 11O CHTOBHIHUX
TpyOKax ioemu.

<+— KcunemHun TpaHcnopt
< OnoemHui TpaHcnopT

Zn Ni Mn

Puc. 2.2. TpaucnopryBanass BM mo kcunemi i duioemi iHTakTHOI pocinuHu. loHn
[UHKY, HIKEJIIO 1 MApTaHIlIo JIETKO MEPEMIITYIOThCS 10 TaroHa 3a paXyHOK KCUJIIEMHOTO
TpaHCHOpPTy. MapraHeup Maiike HepyXoMui y ¢ioemi, TOAl AK HIKeJb MIBHIKO
NepepOo3NOIUTSIETHCS 10 HAWMOJIOAIIUX YaCTHH POCIWHU, III0 AKTUBHO POCTYTh. LIUHK,
y CBOIO 4Yepry, MOBUIbHINIE HIK HIKEIb IEPEepO3NOAUIAEThCA depe3 (uoeMy 1
HAKOIMMYY€eThbCs B MepucTeMax (amantoBano 3a Page, Feller, 2015).
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Pocnunu xapakTepusyroTbesl crelu@iuHICTIO M0A0 MOMIMHAHHA 10HIB BM 3
IPYHTY 1 CTIMKICTIO 710 TXHBOT Aii, 110 JO3BOJHIIO PO3AUINTHU iX HA TPU FOJOBHI TPYyNHU
(Ceperun, MBanos, 2001; Antosiewicz, 1992; Baker, 1981). [lo nepioi BiTHOCATHCS
pocnuHH, 10 aKkyMmyioloTh BM y cBoix TkanuHax. Lle pocnuuu, siki B mpoiieci
€BOJIIONII1, ICHYIOUM Ha IPYHTaX T'€OXIMIYHMX aHOMaJii, chopMyBajii KOHCTUTYTHUBHI
MeXaHi3Mu CTiiKOCTi 10 Aii BM, 110 103BOJIsi€ M HAKOMUYYyBaTH TOKCHYHI €JIEMEHTH
B MeTa0OJIYHO I1HEPTHUX OpraHax 1 opraHenax, a0o BKIIOYATH iX Y XeEJaTH,
nepeBosun y (pizionoriyHo Oe3neyni popmu. [pyra rpymna — 11e poCIMHUA-1HIUKATOPH,
BMICT MeTajly B TKAaHMHAX SKUX BIJMOBIIa€ HOro KOHIIEHTpAIlli B IpyHTI. TpeTs rpyna
— POCTIMHH, 1110 BOJIOIIOTH 3AaTHICTIO 10 MiATPUMAHHSA HU3bKO1 KOHIIEHTpAIlii METaiB
y KJIITHHAX, HE3BAXKAal0Uu Ha BUCOKY KOHIICHTPAIIIIO0 B HABKOJIUIITHBOMY CEPEOBHIIIL.

Pocnunuy, ski akymymnoroTs BM y TkaHMHaX, aKTUBHO BHUKOPHCTOBYIOTH ISl
ouMINeHHS 3a0pyaHeHux Tepuropiid. Hasemui manmopoti Dennstaedtia davallioides,
Hypolepis muelleri, Nephrolepis cordifolia, Pteris vittata ycmimuo po3BuBanuch 3a
yMOB 3a0pyaHeHHs BakkuMu Mmetanamu (Kachenko et al., 2007). B ixHiX TkaHWHaX
aKyMyJIFOBaJaCh 3Ha4HA KUIBKICTh MOJIOTAHTIB, a/IcCOPOOBAaHUX 3 IPYyHTY. Makpodit
Salvinia biloba Takox AeMOHCTpPY€ BHCOKY 3JaTHICTH JO BHJIAJICHHS 3 BOJIU 10HIB
CBHHII0. AJZICOpOIIisl 10HIB CBUHIIIO JOCsraja MakKCUMaJIbHOI €(EKTUBHOCTI 3a MOro
BMmicTy y Boai — 12,62 mr/n (Loria et al., 2019). Pe3ynpTaTé 11bOT0 JOCIIIKEHHS
JEMOHCTPYIOTh, 110 S. biloba mMae 3HaYHMIA MOTEHITIA)I HAKOITMYCHHS 10HIB CBUHITIO K
MPOSIBIISIE CTIMKICTh IO BUCOKOT KOHIIEHTpAIlll IBOTO €JIeMEHTY Yy BoJi. Makpodit
aKTUBHO 3afito€ e(EeKTUBHI MeXaHI3MaMH JETOKCHKaIlll, BKIOYAOYM KIITHUHHI
AHTUOKCUJAHTHI ~MEXaHi3MH, SKi  BiAIrpaloTh TOJOBHY POJIb y  3aXHUCTI
(POTOCHHTETUYHOI CUCTEMU BiJ OKUCITIOBAIILHOTO cTpecy. KpiMm Toro, 3aBisiku Takum
0COOJIMBOCTSIM, SIK BUCOKA IIBUJKICTh HAKOMWYEHHS OloMacu B MPUPOJIHUX yMOBAX,
naropoth S. biloba € crifikum Ta HeBHOArJIMBHM BUIBHOIUIABAIOUHMM BOIHHM
Makpo(ITOM, 10 € BAXKIUBUM i (piTopemesialii 3a0pyTHEHUX CBUHIIEM BOJOWM
(Loria et al., 2019). CrilikicTh 10 CBUHIIO TaKOX JIEMOHCTpPYBajia iHIIA MANOpPOTh
Salvinia minima (Estrella-Goémez et al., 2009). V 116010 BogHOro Makpodity MexaHizm
ToJiepaHTHOCTI 710 BM moB’s3aHMil 3 BHUCOKOIO AaKTUBHICTIO (DITOXENIATUHIB Y
3aHYpPEHUX BasiX.

TakuMm YuHOM, MiHEpaJIbHI €JIEMEHTH 3 IPYHTY 3aBJSIKM MEXaHI3MaM aKTUBHOTO
TPAHCIIOPTY MOTJIMHAIOTHCA y BUTJSAL KaTioHiB (B Tomy uucii BM) Ta anioHiB.
[ToTpamistoun B KIITHHYU, €IEMEHTH OepyTh y4acTh y MeTaboi3Mi B (POpMI BUIIBHUX
10HIB, 3B'SI3YIOTHCS 3 OPTaHIYHUMHU CIIOJTyKamMu, ab0 K BKIIOYAIOTHCSA JO CKJIAAy
OpraHIYHUX MOJIEKYJI MICIs Py OKUCHO-BITHOBHUX MEPETBOPEHD.
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2.3. TOKCHMYHICTb BaXXKUX MeTaniB AnA POCsIMH: NpsimMa i HenpsaMa Ais

BM 3paTHl BUKJIMKATH YHOBUIBHEHHS POCTY 1 MPOAYKTUBHOCTI POCIIHH
(bimanwuy, 2008; 'oruapyk, 3arockuna, 2017; CeiToBuit Ta iH., 2014). 3a miaBUIIICHUX
KOHIIeHTparii BM HeratuBHO BIUIMBaIOTh Ha MOPGOIIOTio, (i3i0J0rito Ta 610XiMit0
pociun (Gangwar et al., 2010; Gautam et al., 2016; Ivanov et al., 2016; Mathur et al.,
2016; Zhang et al., 2011). BM 3HWKYIOTh HaKOIUYEHHS OlOMacu POCIUHAMHU
BHACJIIOK MIPSIMOTO BIUIMBY Ha KJIIOYOBI METaOOMIuHI MPOIECH, Taki K (poTocHHTE3
(Beyer et al., 2013; Ebbs et al., 2015; Ghavri, Singh, 2012; Zhao et al., 2012),
MiHepanbHe >kuBieHHS (Vernay et al., 2007) ta Bogauit oomin (Mukhopadhyay,
Mondal, 2015). Ilix BmiuBom BM BinOyBaeThcs 1HTIOyBaHHS aKTUBHOCTI Py
dbepMmenTiB — ¢ocdarasz, mporteas, AeriaporeHas, iHpeprtasz toulo (bensiBckas u np.,
2018; I'ypanbuyk, 1994; KocakiBcbka Ta iH., 2019B).

3a gii BM BinOyBaeThCcsi 3HaAyHa 3MiHA BOJHOrO CTaTycy pociuH. Tak, y
IPOMUCIIOBUX palioHax 0araTo pOCIMH XapaKTE€PU3YIOThCS 3HMKEHOIO OBOJIHEHICTIO
TKAaHWH 1 MEHIIOK IHTEHCHBHICTIO TpaHCHIpalli, 0 MOPYUIyE TEIUIOBUM PEXHUM
muctkiB (Ceperun, UBanos, 2001; Das et al., 1997). 3mina BOZHOTO CTaTyCy pOCIHHU
€ HACHIAKOM 3HWXEHHS €(EKTUBHOCTI OCMOPEryJslii, 3MEHIIEHHS €JaCTUYHOCTI
KJIITUHHUX CTIHOK, TOPYIICHHS 3/aTHOCTI KOPEHEBOi CUCTEMH NOTJIMHATH BOIY
(Perfus-Barbeoch et al., 2002). Ils 3maTHICTh 3HMKYETBCS BHACHIIOK 1HTIOYBaHHS
dbopMyBaHHS HOBUX O1YHUX KOPEHIB 1 KOPEHEBHUX BOJIOCKIB, YIIOBIJIbHEHHS JIHIAHOTO
pPOCTY KOpPEHS, 3HIKCHHS KOHTAKTy KOPEHEBOi CHCTEMH 3 IPYHTOM, TajbMyBaHHS
TPAHCTIOPTY ACUMUIATIB 3 TIAarOHIB Y KOpEHEBY cucteMy. Kpim 11b0ro, MpUCKOPIOETHCS
BIJIMUpAHHSI KIHYMKA KOpEHs, 3pocTae JirHidikamis 1 cyOepuHI3alis KIITHH,
30UTBIITYE€THCS] BMICT a0CIIU30BOI KMUCJIOTH, 1[0 B CBOIO UYEPry BUKJIUKAE 3aKPUBAHHS
npoauxiB (Ceperun, KoxxeBHukona, 2008; Biicker-Neto et al., 2017).

VY mpucytHocti BM 3meHIIyeThbcs TMOTJIMHAHHA MAakKpo- 1 MIKPOEJIEMEHTIB
KOPEHSIMU pPOCJIHMH, OOYMOBJIEHE KOHKYPEHLI€0 3 (i310JOTIUHO BaKJIMBUMHU
enemenTamu Baxkkux metaniB (Chaffei et al., 2004). [IpuunHoio mopyiieHHs 10HHOTO
rOMEOCTa3y CTa€ BIATIK 10HIB (30KpeMa Kajlil0) 3 KOPEHIB BHACIIIIOK 3MiHU aKTUBHOCTI
MeMOpaHHUX (epMeHTIB 1 momKomkeHass memOpan (TutoB u ap., 2014; Sharma,
Angrawal, 2005). Peakuis Ha HagMIpHHI BMICT MHOJIIOTAHTIB 3aJEXKHUTh Bl BUAY
pociuun. Tak, y kopensx Arrhenatherum sp., Trifolium sp., Zea mays L., i Brassica
oleracea L. y mpucyTHOCTI KaJIMit0 3HWKYBAJIACs aKyMYJIALIIS MiJii, TOI K Y KOPEHSIX
Oryza sativa L. Bona 30ibiyBaacs, a B kopensix Cucurbita pepo L. i Cucumis sativus
L. cyrreBo He 3mintoBanacs (Kazuuna u np., 2014).
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Kpim 6e3mocepegaboro BILIMBY Ha MeTabo0113M, BM 1110Th oniocepeikoBaHO Ha
KIITUHY, 1HAYKYIOUd HAKONMUYEeHHA akTUBHUX ¢opMm kucHio (ADK), mo
CYIPOBOJIKYETHCS OKUCIIOBAILHUM cTpecoM (Anjum et al., 2016; Nanda, Agrawal,
2016; Rui et al., 2016; Thounaojam et al., 2012; Vanhoudt et al., 2010). ITig gac
IIPOXOKEHHS MPOLIECiB TUXaHHS U poTocHHTE3y Takok BHHUKaIOTh ADK. [1i ADK,
30KpeMa Taki, fAK TIIPOKCHJ, TIEPEeKUC BOAHIO ab0 CYMEpOKCHUA MOXKYTb
MOIIKO/KYBATH 010J10T14HI MoJiekysu, Bkitodaroun jimiau, JJHK 1 6inku (Noctor,
Foyer, 1998). lIsunkicte nosisu ADK y kiniTrHax 3pocTae 3a yMOB [ii a0l0TUYHHUX Ta
O10TUYHHUX CTPECOPIB.

Mertanu, 1110 NPOSIBIAIOTH O10JIOTIYHY aKTUBHICTb, 3BAXKAIOUH Ha 1XHIO (13UKO-
X1MIYH1 BJACTUBOCTI, HOJUISIIOTHCS Ha JIBl TPYIH: OKUCIFOBAJIbHO-BITHOBHI, TaKi sk Cr,
Cu, Mn, Fe, a Tako> MeTanu, KOTP1 HE MPOSIBIISIOTH OKUCHO-BIJITHOBHUX BJIACTUBOCTEH,
3okpema Cd, Ni, Hg, Zn 1 Al. Meranu nepmioi rpynu MoOXyTh Oe3mocepeaHbo
3/I1ICHIOBATH OKUCIIOBAJbHUI BIUIMB Y POCIHMHAX, 10 NPU3BOAUTH 10 nosiBu ADK 1
OKHUCJTIOBAJILHOTO CTPECY uYepe3 MOPYIIEHHS PIBHOBATM MK KIITUHHUMH PEAKIisSIMU
okuciieHHs 1 BigHOBNEeHHs (Jozefczak et al., 2012). Ha BiamiHy Bia 1bOro, MeTamu,
KOTpl HE TPOSABIAIOTH OKHUCHO-BITHOBHUX  BJIACTHUBOCTEH, OIMOCEPEIKOBAHO
BHUCTYNAIOTh y POJIi OKUCITIOBAIBHUX CTPECOPIB 3a JOMIOMOT0I0 ACKIJIBKOX MEXaH13MiB,
30KpeMa CTBOPIOIOYM Je(PIIUT TIyTaTioHy, 3B'S3yBaHHA 3 CYJIb(TiIpHIbHUMU
rpynamMyd OUIKiB, 1HTIOyBaHHS AHTHOKCHJAHTHHUX (EpMEHTIB ab0 1HIYKyBaHHS
dbepmenTiB, mo npoaykyroTs ADK, takux sk HAJI®H-okcunaszu (Bielen et al., 2013).

Takum uymHOoM, BM HeraTuBHO Ai0OTh Ha META0OJIYHI TpOILECH 1
KUTTE3TATHICTH POCJIUH. BOHU BIIIMBAIOTh Ha pi3H1 QyHKIIOHATIBHI TPYIH O10JI0TIYHO
BaXXJIMBUX PEUOBUH, BUTICHSIOTH (P1310J0TTYHO HEOOXIAHI METalIM 3 METAJIOBMICHHUX
KOMIUJIEKCIB, @ TaKOXX T'EHEPYIOTh aKTHBHI (OPMHU KHCHIO, IO TPHU3BOIAUTH IO
BUHUKHEHHS y KJIITUHAX OKUCHOTO BUOYXY 1 3aru0esii poCivH.
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PO3Ain 3. CACTEMU 3AXUCTY POCIIUH:
FOPMOHMU 3A OIl BAXKUX METANIB

Y pocauHHOMY oprafi3mi Ha air0 BM  ¢opMyroTecs peaxiiii-BinoBifi,
JOCTI/DKEHHS SIKHX Ma€ BUpIIIabHE 3HAYCHHS JJIS MOMNIYKY MUISXIB IiABUIICHHS
CTPECOCTIMKOCTI, 301IbIIEHHS MPOAYKTHBHOCTI POCIHMH, OYHUIIECHHA 3a0pyTHEHUX
IPYHTIB 1 BOJOMM. B ocCTaHHI pOKM aKTMBHO BHUBYAETHCSA Yy4acTh (hITOrOPMOHIB
(puc. 3.1) B iHgykmii Ta I1HTerpamii 3aXWCHUX peakmiii pocauH Ha Ao BM
(KocakiBcbka Ta iH., 20198; Kosakivska et al., 2021a, b; Biicker-Neto et al., 2017;
Rajewska et al., 2016; Sah et al., 2016). Bukonytoun QyHKIIII CUTHAIBHIX MOJCKYI,
BOHH BHCTYNAIOTh TOJOBHUM 3aCO00M, 3a JOMOMOTOIO SIKOTO POCIWHHU pearyloTh Ha
abiotuyH1 Ta 6iotuuHi ctpecu (bemsisckas u ap., 2018; Chan, 2012; Colebrook et al.,
2014; Nishiyama et al., 2011).

Peryntotouu picT KopeHsa ¢ PeryniotoTb piseHb NO Ta BnnuBaoTb Ha picT KOpeHS, 3MEHLLYIOTb TOKCUYHUIA
aKTUBHICTb BiocUHTE3y aHTUOKCUAAHTIB, BMIMBAOTb eKcrnpecito TpaHcnopTepis BMAMB BaXKWUX MeTanis Ha
6inkiB-TpaHcnopTepis Ha acuminayito cipku cynbdat-ioHis, MeTaboniam doToxXiMiuHi npouecu,
3HIDKYIOTb TOKCUYHWUIA BNNvB NiACUNIOIYM TONEPaHTHICTb CipKV NiACUIIOYMN CTilKICTb NiACUNIOITL CUCTEMY
Ba)XKUX MeTanis [0 BaXKUX MeTanis 00 il BaXkux MeTanis aHTUOKCUAAHTHOTO 3aXUCTY
e ~— g _—
i s \\\\‘ — 4/’/—‘
“—»\\;\7'_/_4_%\; 7»/7’/4—-/
/ \
BAXKI METAJIA )
(Pb, Cr, Co, Ni, Zn, As, Cd, Hg, Cu Ta iH.)
=i ~ /\;\\\\
4///// ‘/// \ \\"\»\\\;;\
— — - A// \ = . Fe -
dopMye KOMNNEKCHY KoHTpontoe aKT“BHiCTb 3Hewkoaxye A®K i Bnnusae 3MiHIoe piBeHb ekcnpecii
CUrHanbHy Mepexy 3 TPaHCNOPTHUX npouecis, Ha aKTUBHICTb OKUCHUX reHis ACO T1a ACS ans
iHLWKUMK biTOropMoHamMu, BiocuHTes diToxenaTuxy, npoLecis, CTUMynioe BiocuHTE3y eTUneHy,
aKTUBHUMU chopmamu HaKonu4YeHHs nponiHy Ta aHTUOKCUAAHTHUI BNMuBae Ha POTOXIMIUHY
kucHio, NO, BnnuBae Ha B3aemopie 3 MikpoPHK noTeHUian, perynioe aKTMBHICTb it MeTaboniam

meTaboniam Cipku / | perynioroun pocToBi npoLiecu eKcnpecito TpaHcnopTepie | | aHTUOKCUAAHTIB

Puc. 3.1. YuacTtp (iTOropMOHIB pi3HMX KJIACIB y 3aXHCHUX PEAKIisIX 3a Mii BaXKKHX
metanmiB (KocakiBchbka Ta iH., 2019B).

BcranoBneno, 1110 ¢iTOropMOHH MiABUIIYIOTh IHTCHCUBHICTh 3aXHCHHUX PEAKITii
Ha miro BM (Agami, Mohamed, 2013; Al-Hakimi, 2007; EI-Monem et al., 2009;
Masood et al., 2016; Zhu et al., 2012, 2013). 3okpema, 3adikcoBaHi (iTONMPOTESKTOPHI
edextu abcimzoroi (ABK) (Pantin et al., 2013) 1 caminunoBoi kucnot (Metwally et al.,
2003). Immomin-3-onroBa KucioTa mom skmryBania aito apcerimiB (Pandey, Gupta,
2015), OpacuHOCTEpOiIM I1HAYKYBAJIM CHHTE3 METaJ03B’A3yI0UOro MPOTEiHy

¢ditoxenaruny (Bajguz, 2002); ribepeninu 1 IUTOKIHIHM TaKOX OyJIM MPUYETHI J10
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dopmyBanHs cTpecoctiiikocti (Al-Hakimi, 2007; EI-Monem, 2009; Gangwar et al.,
2010; Masood et al., 2016; Zhu et al., 2012). Baxkxki MeTanu BINTMBAIOTh Ha META00JII3M
Ou1bIIOCTI (iTOropMOHiIB. 3a 3a0pynHeHHss BM miaBuiyroThcsi piBHI aOCIIM30BOI Ta
CaATIIIIOBOI KHUCJIOT, OpacHHOCTEpPOiiB, €TUJIEHY, >KaCMOHATIB, TOJl SK BMICT
ayKCHUHIB, IIUTOKIHIHIB 1 r1OepeiHiB 3MEHITY€EThCsI. 3HXKEHHSI PiBHIB (DITOrOPMOHIB-
CTUMYJIATOPIB IPU3BOAUTH JI0 IPUTHIYEHHS POCTY, IO MOJIETIITYE PEAKIiI0 POCIMH Ha
CTpec, a TaKOXX TOTYE POCIMHY JO TOXKBaBJIEHHS POCTOBHX IIPOIECIB 3a YMOBH
3MEHIIICHHS] TOKCUYHOTO HaBaHTaxXeHHS. KOMITJIEKCHAa B3a€MOJIis MK €HJIOTCHHUMHU
¢dbiToropMOHaMH 3aIlyCKa€ 3aXHWCHI MEXaHI3MH Ta MeEXaHI3MHU BIJIOBIII POCIHUH
(Piotrowska-Niczyporuk et al., 2020; Thao et al., 2015).

3.1. diToropMoHu B perynsiuil pocTy i po3BUTKY pocrnuH 3a gii BM

3MiHM Yy BMICTI 1 po3mojuti (GITOrOpMOHIB Mmija BIUIMBOM BM 1HIYyKYIOTH
3aTPUMKY POCTYy Ta PO3BUTKY pocimH (puc. 3.2). Ilim wac crpecy B pociamHax
nocwoeTbesi  OlocuHTe3 ABK  Ta  akTMBYIOTbCS 11 CUTHajdbHI — IUISXH.
TpanckpunTomuuii ananiz pociud Oryza sativa L. BHSIBHB TinepeKCIpeciio TeHiB
0iocunTe3y ABK Ta akTuBizamiro ii curHansuux retis PYL/PYR /RCAR, PP2C i SnRK2
3a aii apceny (Huang et al., 2012) Ta Bananito (Lin et al., 2013). ABK ranbemye BiaTiK
ACUMIJISITIB Ta TOKMBHUX PEUOBUH 3 OPraHiB, J€ BOHU HAKOMMYYIOTHCS, TPUTHIYYE
TpaHcHopTyBaHHs 10HIB BM 1o ¢mnoemu, 3aBasku yomy BM HakonuuyroTbes y
JUCTKAX Ta MPU3YNHUHSIOTH iXHINA PICT. 3a MIABUILEHHS BMICTY Kaamito piBeHb ABK
CYTTEBO IiIBUIIYEThCS Y BogHUX Makpoditax Myriophyllum heterophyllum Michx. Ta
Potamogeton crispus L. Cruteck y HakonmueHHI ABK koperoBaB 31 3poCTaHHSAM PiBHS
Cd 1 nogosxennsm BiuBYy (Sivaci et al., 2009). 3pocranns BMicTy engorennoi ABK
B KopeHsx poro3y i ouepety (Fediuc et al., 2005), 6ynp6ax kaptormm (Stroinski et al.,
2010), tkanunax pucy (Kim et al., 2014) cnoctepiranu 3a aii kaamito. [loniOumii ehext
3aikcoBaHMM micisi 0OOPOOKH pO3YMHAMHU PTYTI, KaJAMIIO W MiJll Y TMPOPOCTAIOYMX
3epHiBkax mmenwuii (Munzuro et al., 2008). Ilicns crpecy, CIPUYNHEHOTO BUCOKHMMH
KOHIICHTpPAIlISIMA MiJl Ta IIUHKY, CIIOBUTHHIOBAJIOCH MMPOPOCTAHHS HACIHHSA TapOy3a i
3HayHo 3poctaB BMicT ABK (Wang et al., 2014b). CBuHenb BHUKJIMKAB IMOAIOHY
peakiniro y pociaut HyTY (Atici et al., 2005). PiBens itoropmoHy 3pocTaB y BOJASHKH
YOPHOI 3a YMOB €KCHO3UIlIi POCIMH Ha CEPEJOBUII 3 JOAaBaHHAM MiJll W HIKEIIO
(Monni et al., 2001).
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Puc. 3.2. ®itoropmoHabHa nepeadya CUTHaIIB y BIJMOBIIb HA CTPEC, 3yMOBJICHHIM
JI€I0 BAKKUX METaJiB, BKJIIOYAE€ paHHI €()EeKTH MNPUTHIYEHHS POCTOBUX MPOLECIB
€TUJICHOM, 3MEHIIECHHS PIBHS aKTUBHUX (POPM KHCHIO IUIIXOM IOCUJIEHHS CHHTE3Y
AHTUOKCUJAHTIB, a TaKOX JCTOKCHUKAIIl0 W HAaKOMWUYEHHS (3B’SI3yBaHHS) BaKKUX
MeETaJiB IUIIXOM CTUMYJISALIT O10CUHTE3Y TIIyTaTiOHy Ta (piToxenaruHy. CTplikaMu Ha
PUCYHKY TIOKa3aHO CTHUMYJIIOIYl a00 IOCHIIoYl epekTH, JHIT 3 IJIacKuM
3aKIHYEHHSIM BKa3yloThb Ha mpurHiuyroul epektu. CkopouenHsa: ABK — abcumszona
kuciota; ADK — akruBHi ¢popmu kucHio; bC — 6pacunoctepoinu; 'K — ridepeninu;
KK — sxacmonoBa kuciaota; IOK — iggomin-3-omnrosa kuciora; [1A — momamin; CK —

camimioBa kuciora,; @X — ditoxenarun; [IK — nutokininu (amanroBano 3a Nguyen
etal., 2021).

Binomo, 1o TokcuuHi KoHUEHTpalii BM nopyiytoTs BoJHUN OallaHC POCITUH
(Mukhopadhyay, Mondal, 2015; Rauser, Dumbroff, 1981; Schat et al., 1997).
Cunre3oBana 3a ctpecoBux yMoB ABK 3 KCHIEMHUM COKOM TPaHCIOPTYETHCS 10
3aMHUKAOUUX KIITHH TPOJUXIB, IHIIMIIOE TXHE 3aKPUTTS, 3aTPUMY€E BUIIAPOBYBAHHS
BOJIY 1 3HKY€E Boguui notenmian (Pantin et al., 2013; Sauter et al., 2001; Wilkinson,
Davies, 2002). ITicis oOpoOKk# po3drHAME COJIEH HIKEINO 1 IMHKY BMICT €HJIOT€HHOI
ABK y muctkax 10-1000BUX pOCHHMH KBacojdi 3pocTaB, BiAOYBaJIOCh 3HMKEHHS
BOJIHOTO TOTEHIIAy 1 3MEHIIeHHsT mpoauxoBoi TpaHcmiparii (Rauser, Dumbroff,
1981). IloBigomiisanocss nMpo MOAIOHY peakiilo Ha 3a0pyAHEHHS KaJAMIEM Y Tipyulll
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canatHoi (Salt et al., 1995). ¥V npopocTkiB kBacoJii, 00poOJeHNX KaJMiEM, 3pOCTaB
BMicT ABK, CHOBUTHHIOBAIOCS TOTJIMHAHHS BOJW Ta 3aKPUBAIUCA TPOIUXH
(Poschenrieder et al., 1989). OtpumaHni pe3ysiabTaTH A03BOJIMIM HPUITYCTUTH, IIO
1HAYKOBaHa TOPMOHOM CTIHKICTb J0 TMOCYXH MOXE TaKOX JOMOMOITH BHXKHBAHHIO
POCIHMH Ha 3a0pyAHEHUX BaXKUMHU MeTasiamu Teputopisx (Pandolfini et al., 1996).

[ToBimoMIsITOCH, MO 3a dii TOKCMYHHX KOHIIGHTpAIlid KaJMil0 Ta Mili B
pocnuHax pucy 3poctasia MAP-kiHazna aktuBHICTH (Yeh et al.,, 2003, 2004),
ingykoBana ABK (Burnett et al.,, 2000; Knetsch et al., 1996). 3 num sBumem
OB’ SI3yIOTh CTIHKICTh OKpeMUX cOpTiB pucy 1o kaamiro (Hsu, Kao, 2003). BusiBumocs,
110 TOJIEPAHTHI 0 KaIMII0 COPTH PUCY BiI3HAYAINCS BUCOKAM BMICTOM 10HIB KaJIbIIIIO
ta akTuBHUX (popm kucHIo (ADK) (Yeh et al., 2007). Ockinbku yrBopeHHss ADK moxe
3niiicHioBatuca 0e3 curHaininry ABK, mpunyckaroots, mo APK cuHTE3yloThCs 10
nouatky OiocunTe3y ABK (Galvez-Valdivieso et al., 2009). V BianoBias Ha cTpec,
cnpuunHennii BM, ABK cnoBiibHIOBana picT 1 po3BUTOK pociuH. [1oBiaoMIIsIOCH,
0 COPTH pHUCY 3 BUCOKUM BMicToM eHaoreHHoi ABK xapakrepusyBanucs
MIJIBUIICHOIO CTiMKicTIO 0 BM BHacmijiok CHOBUIBHEHOTO POCTY JMCTKIB 1
raJibMyBaHHS TPAHCTIOPTY 3allaCHUX PEYOBUH 110 KopeHiB (Moya et al.,1995).

3a il BaXKUX METIIB CIOCTEPIrajioch 3MEHILIEHHS BMICTY €HJIOT€HHUX
aykcuHiB. 3a0pyaHEHHs apceHoM 3MeHmryBano koHieHTpamii [OK, inmonin-3-
MacisiHoi (IMK) ta nadtunonrosoi (HOK) kucnor y pocnunax parncy (Srivastava et
al., 2013). KopotkoTpuBana ais kaaMiro nopyiryBasia romeocras IOK y kiHumkax
KopeHiB sumeHio (Zelinova et al., 2015) i npurHidyyBajga MOJAOBXKEHHS KOPEHIB
apabinoncucy (Besson-Bard et al., 2009). Ha xapakTep HakOonmM4YeHHS 1 JOKaII3aIli0
IOK B pocimHax apalifoncucy 3a Jii BaXXKHMX METajiB BIUIMBAIU TPAHCIOPTEPU
aykcuny — npoteinu poaunu PIN (Wang et al., 2014a). BusiBuiocs, mo 3miHu B
apXITEKTypl KOPEHEBOT CUCTEMHU 3a JI1i BaKKUX METaJIIB B1IOYBAJIMCS TT1]T 4aC B3aEMOIIT
IOK 3 inmuMu ¢Qitoropmonamu. ETuieH ekcrpecyBaB 3ailydeHl 10 O10CHHTE3Y
AyKCUHY T€HH 1 CTUMYJIIOBAB TPAHCIOPT AyKCHHY M0 30HU TIOJIOBXKEHHS KOpEHS
(Ruzicka et al., 2007). ¥V pocnunax apaGigorcucy 3a yMoB aedinuty 00py ayKCHH,
etwied Ta A®K pa3oM CHOBUIbHIOBAIM e€JOHrauilo KiiTuH kKopeHs (Camacho-
Cristobal et al., 2015). Aykcus i okcua azoty (I1), NO 3a nii TokcHuHOT KOHIIEHTpaIIii
MI1JI1 3a]Ty4ajuch A0 TPAHCAYKIII CUTHAYy, SKUH BIUIMBAB Ha MOPQOJIOTIYHY OyAOBY
KOPEHEBOI CHUCTEMHU TMPOPOCTKIB apabiloNCUCy Ta KOHTPOJIIOBAIA BHUIOBKCHHS
nepBuHHUX KopeHiB (Peto et al., 2011). 3a naii kagMmito BusiBneHo BmiMB NO Ha
aKyMYJISIIF0 ayKCUHY 1 HACTYIHE MPUTHIYEHHS POCTY KOPEHEBOI MEPUCTEMH POCIIHH
apa6igoncucy (Yuan, Huang, 2016). Bzaemomis mixk BM ta 10K € BupimanbHO0O A1

BIDKMBAHHS 1 BIATBOPEHHSI CTIAKOTO JO BHCOKMX KOHIIGHTpAIlld MiAl MOXY
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Scopelophila cataractae, y kimiTHHAX SKOro I BIUIMBOM BaXKHX METalliB
aKyMYJIIOIOTbCS 3HaUH1 KUTBKOCTI TOPMOHY, HEOOX1/IH1 [T €KCTIpeCii BIAMOBIIaTbHUX
3a picT i qudepenmianito kmitud rean (Nomura et al., 2015).

3a nii BM crnocTepiratotbcsi 3MiHM B HAKONMUYCHHI 1 JIOKaUTi3aIlii MUTOKIHIHIB.
ITokazaHo, 110 IMUTOKIHIHK TOM’SIKIIYBaJIM HETaTUBHI e€(PEKTH KaaMil0 Ha CHUHTE3
GoTrocuHTETHYHMX TIrMeHTIB 1 MemOpanHy cuctemy xioporuactie y Chlorella
vulgaris (Piotrowska-Niczyporuk et al., 2012). Anrtaronict mnurokininie PI-55 Ta
iuri0iTop nectpykuii ropmony INCYDE mokpaiyBanu picT JiKapChbKUX POCIHH
Bulbine natalensis i Rumex crispus 3a kaamieBoro ctpecy (Gemrotova et al., 2013). 3a
aii apceHy y pocimH Brassica juncea mnpurHidyBaJlach aKTHBHICTH peIenTOpa
[IUTOKIHIHY, 1110 BUKJIUKAJIO €KCIPECiio CyIb(aTHUX TpaHCcOpTepiB (Srivastava et al.,
2009). Ha pocnunax Arabidopsis thaliana TpUTHIYEHHS CUHTE3y IUTOKIHIHIB,
IHIYKOBaHE  €KCIPEeCI€l0  IMTOKIHIH  OKCHJA3W/JETiporeHasy,  1HILIIOBAJIO
HaKOIMWYEHHs (PITOXENAaTHHIB Ta CTIMKICTh 10 apceHy (Mohan et al., 2016). ITig vac
CTpeCy, BHUKIMKAHOIO BHCOKMMH KOHIICHTpPAILISIMH Miji, TaJbMyBaBCs piCT
MIEPBUHHOTO KOPEHSI Y POCIUH apadigorncucy, mo Oylo MOB'S3aHO 31 3HAYHUM
3poctaHHsiM BMmicTy uuTokiHiHIB (Lequeux et al., 2010). Kaamiii mnpoBokyBaB
OKHWCHEHHS JIMiAIB 1 30UIbIIEHHS AaKTUBHOCTI AHTHMOKCHUJAHTHHUX EH3UMIB Yy COI.
BignoBigHo cmoctepiraiyd CHOBIIBHEHHS POCTOBHX IPOIECIB HAa Tl 3HMKCHHS
KOHLIEHTpalli 3eaTuHy © 3eatuHpuOo3uny B TkanuHax (Hashem, 2014).
[ToBimomitsiocs, 1110 3¢aTUHPUOO3U/T TOM'AKIITYBaB 1HAYKOBaHE CBUHIIEM 1HT10yBaHHS
pocty kopeniB Picea abies (Vodnik et al., 1999). ¥V renernyno TpanchopMoBaHUX
POCIIMH TIOTIOHY 3 €KCIIPECOBAaHUM T'€HOM 130MEHTEeHUITpaHChepasu, sKa BiIMOBIIAE
3a aKyMYJISILIIIO IIUTOKIHIHIB, BUSBIIEHO OB BUCOKY TOJIEPAHTHICTH J10 3a0pyIHEHHS
Cu y nopiBHsAHHI 3 HeTpaHcPopmoBanumu pocimHamu (Thomas et al., 2005).

30UTbIIEHHST BMICTY €THIeHYy 3a Jii BM BIuMBano Ha MOJISIpHI TPaHCHIOPTEPH
aykcuny AUXI1 1 PIN2 ta mpusBoauio a0 mepeposnoity TopmoHy. BoaHouac 3a
HaKOIWYEHHSI KAaCMOHATIB aKTHBYBAJIUCh CUTHAJIbHI LUISIXM eTuieHy (Sun et al.,
2010). V pocmunax A. thaliana rtpanckpunmiiiai ¢aktopu EIN3 i1 EILI, sxi €
KOMIIOHEHTaMH TEPEXPECHUX CHUTHAIBPHUX MUISXIB ETHJIEHYy Ta JKacMOHATy 1
3a0€3Meuyl0Th CHHEPTeTUYHY B3a€EMOJIII0 MK ITMMHU JIBOMa TOPMOHAMHU B €KCIpecii
reHiB, KOHTPOIIOBaJIUCh eTusieHoM (Zhu et al., 2011). 3a cunepreTnyHoi B3aemo/ii
eTHJIEHY Ta >KaCMOHATy 3MEHIIYBAaBCS BMICT ayKCHHY, TaJIbMyBaBCs PICT KOPEHIB,
NPUTHIYYBaBCsl O10CUHTE3 IMTOKIHIHIB Ta iXHE MEPEMIIIEHHS BiJl KOPEHIB JI0 MaroHiB
(Kudo et al., 2010). [derpanarmis nutokiHiHiB 3a 1ii BM po3rismaerbcs Sk ojgHa 3
OCHOBHUX TMPUYHH TaJIbMYyBaHHs POCTY 1 pO3BUTKY pociuH. [IiaBHUIIIEHHS aKTHBHOCTI

IIUTOKIHIH OKCHJIa3H, SIKE CIIOCTEPIrajJoch B pocIMHaX mimeHuIi 3a Aii Cd, CopuauHsIIo
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3HMKEHHS BMICTY nUTOKIHIHIB (Veselov et al., 2003). 111 pe3yapTatu 3acBiq4mIN, 1110
CTUMYJIIOBaHHS a00 BITHOBJIEHHS IIUTOKIHIHOBOTO Ta ayKCMHOBOTO MyJiB 3a aii BM
JoroMarae pociuHaM TIOJ0JIaTH CTPeC 1 BIAHOBUTH HOPMAJbHHUH PICT 1 PO3BHTOK
(puc. 3.2).

OnTtuMizyBaTi OanaHCc €HJOT€HHUX (DPITOrOPMOHIB 1 alallTOBAHICTh POCIMH B
yMOBaxX CTpecy MOXHa 3a JIOMOMOTOI0 pICT CTUMyJoounx Oakrepiit. Taki
JOCIIKEHHSI HAa0YBarOTh BCE HIUPILIOTO PO3MOBCIOKEHHS 1 I03BOJISIIOTH HEXIMIYHUM
IIUISIXOM MOJYJIFOBAaTH YPOXKaWHICTh 1 CTikKicTh pocimH (Babenko et al., 2021;

Schikora et al., 2016).

3.2. ®iTOropMoHU y NOM’AAKLLIEHHi HacniaKiB OKUCINIOBaribHOro cTpecy

Toxcuuni piBHI BM nipoBokytoTh yTBopeHHa ADK, HamMipHUN BMICT KOTPUX
MePEBAHTAXKY€E AHTHOKCHIAHTHY CHCTEMY, CTBOPIOE OKUCITIOBaNIbHUI cTpec (puc. 3.3),
KW TIPU3BOJUTH JIO CEPHO3HMX TopymieHb y Merabomizmi pocima (Gill, Tuteja,
2010). BinOyBaeTbcst 3MIHM JUHAMIKH O10CHHTE3y M aKTUBHOCTI aHTHOKCHIAHTHUX
ensuMiB  cynepokcugaucmyTtazu  (COJl), ackopOarnepokcunazu (AIIO) Ta
rinytationpenykTasu (I'P) (Khan et al., 2015b; Montero-Palmero et al., 2014a; Mostofa
et al., 2015; Sun et al., 2010; Yuan et al., 2013). Etunen Bigirpae BaxJiuBy poiib y
dbopmyBaHHI peakiiii pociauH Ha BiuiuB BM. 3a aii Cd cnocTepiraiack B3aeMOIIsT MiX
etmneHoM i AD®K y pocmunax Solanum lycopersicum L., 3aBmsku sikiii Oy:a
ynepemxkena 3arubenp kmituH (Liu et al., 2008). Bukopucrtanus eredony
(nomepegHuKa eTUieHy), abo 2,5-HopOopHaaieHy (1IHT10ITOPY €TUIIEHY) MOCHIIIOBAJIO
HAKOMMYEHHSI TOPMOHY, 3MEHIIYBajJO OKHUCIIOBAILHUNA CTpEC, IOM’ SIKIIyBajo
HEraTUBHUN BIUIMB Ha (hoTocuHTE3 y pociuH 3a aAii BM. 3actocyBanns eredony
nocuiao aktuBHicTs ['P y 06pobaennx Cd pocnuu Brassica juncea (Masood et al.,
2012), Ttomi sax erepoH 1 2,5-HOpOOpHAIIEH CTUMYJIOBAJIM  AKTUBHICTH
antrokcuaanTHux enzumiB COJI, ATIO TaI'P y B. juncea 3a aii Ni ta Zn (Khan, Khan,
2014).

Bonnouac, OpacuHOCTEpOinu, riGepeIing, CaMIUIoBa KUCIOTa Ta IMOJiaMiHA
3MaTHI OIMOCEPEAKOBAHO CTUMYJIIOBATH AHTHOKCHUJAHTHI peakilii Ta CHpUSTH
sHemkoKkeHHI0 ADK y pocnuH, BupoiieHux 3a Ail Baxkux metaniB (Hayat et al.,
2007; Nguyen et al., 2021; Noriega et al., 2012). BpacuHocTepoinu BifirparTh
BOXJIMBY POJb y PETYJSIii aHTHOKCHIAHTHOTO 3axWcTy. BOHM mocuioBaim
aktuBHICTE KAT, CO/l, riyTaTioH NmEepoKCHIa3u, acKopOaT MEPOKCUIA3H, a TaKOXK

HaKONMUYEHHsI He(DEepMEHTHUX aHTHOKCHUIAHTIB ackopOiHOBoi kuciotu (Bitramid C),
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Tokodepony (BiTamiH E), KapoOTUHOIMIB 1 MIyTaTIOHY, 3aBISKH YOMY IiABUIIYBajach
cTiiikicTs pocius 10 BM (Xia et al., 2009). I'iGepeninu 3MEHITYIOTh IIKIAJTMBUAN BILTUB
BaXKHUX METaiB, KOHTPOJIOIOYM OKHUCIIOBAJIBHUM CTpeC 1 CTUMYJIIOIOUU
AHTHOKCUJAHTHY CUCTEMY POCIIHH.

KnimunHa
membpaHa

Kanbmopynin ~ Caniuunosa  KacmoHosa

[NopyLueHHs

kucnota Kucnota
po6oTy @
iHosiTon @ @
1,4, 5
i < NPR1 JAZ
Tpuchoccop- ‘ - ,
HOTO LLNAXY ekcnpecil @ l AxTuBauis
reHis MATI-kiHasHoro

wnsxy

ekcnpecii
reHis

Bignosigi Bignosigi
Ha CK Ha XK

LimTonnasmatiuHi - figepHi miweni
MilueHi

ﬂonymuﬁ excnpocﬂ reHi

Puc. 3.3. CurnanpHi KackaJy 3a Jii BaXXKUX MeTaliB. J{iarpama UIIOCTpy€e HETaTUBHUMA
CTPECOBHI BIUIMB BAKKUX METAIB 1 MOAAIBITY aKTUBAIIIIO PI3HUX B3a€MOMOB'I3aHUX
CUTHAJIBHUX CHUCTEM, OIOCEPEIKOBAHMX OKHUCIIOBAIBHUMHU  IOIIKOXKEHHSIMH.
30kpeMa, TMOKa3aHl KaJdbMOJIYJTIHOBHM TUIAX, TopMoHaibHI Ta MAII-KiHa3HI
CUTHAJIbHI KacKaju JUIsl peryJisiuli ekcrpecli IIbOBUX TEHIB, LIO0 MOB’S3aHl 3
BIIMOBIJIIO HA CTPEC Ta acOlIMOBaH1 13 3araJIbHOI0 PEAKIIEI0 POCIUH JJIsl ajanTarii
70 CTpPECy CIPUYUHEHOT0 BXXKUMH MeTajlaMu. EIN2 — eTuneH-HeuyTauBuil 010K 2,
ETR1 — erunenoBuii pernientop 1, ERF — dakrtop Bignomiai Ha etuineH, JAZ —
»acMoHatHu# nporeiHoBuit ZIM nomen, MYC2 ta WRKY — dakTopu TpaHCKpHMIIii,
NPR1 — peuentop Harpiitypetnunoro nentuay 1. JIiHii 3 TymuMu KiHIIMH BKa3yIOTh
Ha NpuUrHiuyiovi eQexTH (aganToBaHo 3a Dutta et al., 2018).




Y mpopoctkiB Triticum aestivum ridepeinu mom’sIKITyBald OKHCIIOBAIbHHIMA
cTpec, cnpuunHeHud Ni Ha pICT, BMICT XJIOpodily Ta aKTUBHICTh KapOoaHTiapasu
(Siddiqui et al., 2011). TI'i6epeniau ycyBanmu TokcuuHicts Cd i Pb y Vicia faba L. i
Lupinus albus L. 3aBisku OCHICHHIO aKTHBHOCTI KaTalla3H, MPOTeas3y 1 IepoKCcHIa3
(Sharaf et al., 2009). YV Arabidopsis thaliana riGepeninu mom’siKIlyBajiy HETraTHBHI
edeKkTn BaXXKUX MeTalliB, mpurHidytouu noriuHaHHsS Cd 1 mepekucHe OKHCICHHS
mmiaie  (Zhu et al., 2012). 3acrocyBaHHS €K30T€HHUX TiOepesiHIB Ta
TPAaHCKPUNITOMHHUM  aHami3 BusBwind  migBuimieHHs GASTI1,  tpanckpunry,
CTUMYJIbOBAHOTO T10EpeiHOM, 1110 Oepe ydacTh y peryisuii HakonmnueHHs ADK (Sun
etal., 2013).

3a yMOB OKHCIIOBAJIbHOTO CTpPECYy aKTHBATOPOM AHTHOKCHUIAHTHOTO 3aXHCTY
BHUCTyMnae caminuiona kuciora (Ghanta et al., 2014). 'opmMoH cTumyoBaB 610CUHTE3
[JIyTaTIOHY, MIJBUILYBaB aHTHOKCHUIAHTHY CIIPOMOXKHICTH Ta CTiKicTh 0 BM y
pocaun Triticum aestivum, Oryza sativa, Pisum sativum L. ta Brassica napus L. (Guo
et al., 2009; Khademi et al., 2014; Kovacs et al., 2014; Srivastava, Dwivedi, 1998).
Xacmonaru, HaBnaku, crumyiroBaiu npoaykyBanas ADK y Arabidopsis thaliana 3a
ymoB 3a0pyaHenHs Cu ta Cd (Maksimiec, Krupa, 2006). Ha nmpotuBary 1isomy, yepes
’KACMOHATHUIN CUTHAJIHI EKCIPECYIOTbCSI TE€HU OlOCHHTE3y TJIyTaTIOHy Ta

OM’SIKITYIOThCSI HeraTuBHI epexTu iHaykoBaHux kacMonatamu A®K (Mhamdi et al.,
2010; Xiang, Oliver, 1998).

3.3. diToropmoHu B perynsuii Hakonn4eHHa BM pocnnHamu

XenaTyBaHHS BIJITpae BUPIIAIBbHY pojib y cekBectpalii BM 1 momanbiiomy
OCQDKEHHIO iX Yy BakKyoJsIX POCAMHHUX KITHH. OOHUM 3 HAWMONIUPEHIIIHMX
IPUPOAHUX XEIATOPIB € XJIOPOPII 3 JIIraHJOM y HOTO CTPYKTYPI, SIKUM 3B’ A3y€ MarHii.
JIo 1HIIMX OpraHIYHUX CHOJIYK 13 BJIACTUBOCTSMHU XEJIATOPIB HAJIEkKaTh OpraHivHI
KHCJIOTH, aMIHOKHCIIOTH, (iTHH, METAJIOTIOHEIHM Ta TMOJIMENTHIN, Cepell SKUX
riyTartioH, pitoxenatuHu Ta Tioneinu (Rauser, 1999, Palacios et al., 2011). HasiHicTb
cnennivyHMX JIiraHIiB 00YMOBIIIOE CTIHKICTB pocnuH Deschampsia cespitosa go mii
BM, Toxai sk MexaHI3MH, Kl 3MIHIOIOTh BMICT XE€JIaTOPiB, JO3BOJISIIOTH POCIMHAM
npucTocyBatucs 10 HaaMmipHoro BBy BM (Nguyen et al., 2018).

[Ipo akTtuBamio xenatopiB BM MOXyTh CBIZUMTH 3MIHM y KOHIEHTpAILlii
¢itoropmonis. Hanpuknan, y Deschampsia cespitosa (L.) P. Beauv crnoctepiraBes
crieck y BMicTi ABK 3 HACTymHUM 3HMKEHHSIM PIBHSI IMTOKIHIHIB Ta IMiABUIIIEHHSIM

KOHIIeHTpali (QiToxemaruHiB y BiamoBigs Ha BrumB Cd. [likaBo, mo ex30oreHHa
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00po6ka ABK KOHTpOJIbHUX POC/IMHAX BUKJIMKAJIa 3MiHU Yy BMICTI (DiTOXEIATHUHIB 1
IIMTOKIHIHIB, O10H1 10 00pobku Cd (Hayward et al., 2013).

BinburicTe q0CHIKEHD 11010 BILIMBY (DITOTOPMOHIB Ha XeJlaTyBaHHS METalliB
30CepeKeHa Ha OJIiroMepax TIyTaTioHy. biocuHTes ¢iToxenaTuHiB O0e3mocepeHbO
MOB’S3aHUNM 3 MPOAYKILIEK TIYTAaTIOHy 1 JAOCTYIHICTIO ILHUCTEIHY Ta 1HIIMX
cipkoBMicanx crosyk (Cobbett, 2000; Inouhe, 2005). ABK, erunen, ribepeminu,
»acMoHat Ta CK mo3uTHBHO BIUTMBAIOTh Ha O10CHHTE3 (DITOXETATHHIB, TOA1 K MIXK
[MTOKIHIHAMH, TIOJiaMiHAMH Ta (iToXeJaTHHAMU BHSIBJICHA AHTArOHICTHYHA
B3aemofiia (puc. 3.4). 3a ONTUMAJIbHUX YMOB POCTY i OIOCMHTE3y €TWJIEHY Ta
rirytaTiony notpiben nuctein (Igbal et al., 2013). Bumuii piBeHs ekcmpecii reHiB
0l0CHMHTE3y IIyTaTIOHY cIocTepiraBcs y TpancreHHuX pociaua Nnicotiana tabacum iz
TIIEPEKCIIPECIEI0 ETUIIEH-UYTIAMBOTO (pakTopy 1, iK1 3r010M IMOKa3a1H BUILLY CTIHKICTb
no Cd. Ili pe3ynbTaTél MiATBEPIKYIOTh PETYJISTOPHY POJIb €THICHY B O10CHHTE31
riryTaTioHy miJ BimuBoM BM (Guan et al., 2015).

.——’ AcuMinsiList cipku ey

Myrpecuun ——@ FnyTtamar

/ l (TnyTartioH) (diToxenaTuHy ;)
Lmcrein — yGlu-Cys — yGlu-Cys-Gly ——> (yGlu-Cys),-Gly

R

IniumH

lo—Cuc—e|
ylnytaminyucTeix [nyTaTioH ditoxenatuH
CUHTETa3a CUHTETa3a CUHTETa3a

| ABK«—XKK
® <
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Puc. 3.4. biocunte3 ¢ditoxenaTHHIB 3 aMiHOKHCIOT-TIONEPETHUKIB: TIyTaMiHY,
LHMCTEIHY Ta TCIiuuMHy. MaTeMaTu4yHl CHMBOJM IUTIOC Ta MIHYC BKa3ylOTh Ha
MO3UTUBHUM 1 HETraTUBHUM PEryisaTOpHI e(PeKTH Ha KIITHHHUA MeTadoJi3Mm,

aKTUBHICTH (pepMEHTIB ab0 K eKCIpeciio TeHiB BiAnoBiaHO (aganToBaHo 3a Cobbett,
2000; Inouhe, 2005).

3poctanns  BMicty ABK migBumiye criiikicth 10 BM, mocumorouun

nponykyBanHs (ditoxemaruniB (Biicker-Neto et al.,, 2017). ¥V pocmurax D.

Deschampsia cespitosa 3a aii Cd crmieck y HakonuueHHi ABK cymnpoBomkyBaBcs

cunaTe3oM (itoxenaruniB (Hayward et al., 2013). V pociunax Phragmites australis ta

Typha latifolia L. 3a nii Cd ABK migBumiyBana aktuBHICTh O-anetuiicepuH (Tion)
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miasu, (GepMeHTy, sSKui KOoHTpoitoe OiocuHTe3 mucreiny (Fediuc et al., 2005).
[Tocunenns curnaniary ABK Ta excmpecii reHiB 6iocuHTe3y (DiTOXEIATHHY, a TAKOX
BMICTY GiToxenatuny crocrepiranu mig BiumBoM Cd y Oyne0ax Solanum tuberosum
L. TlomiOHuM dYmHOM 3MIHIOBajach JWHAMIKA OlOCHHTE3y (iTOXETATHHY IMMiCIs
00pob6ku ABK (Stroinski et al., 2010). ABK no-pi3HomMy BIUIMBaia Ha aKTUBHICTb
TIIyTaTioOH peayKTa3u y Pi3HUX 3a cTpecocTiikicTio reHotumnax Zea mays L. (Kellds et
al., 2008). O6po0Oka >k TayTaTioHOM MocuiaoBana HakonuueHHd ABK, mo cBiauuth
1po iCHyBaHHS KpOC-TOKY Mix Iumu qBoma crioaykamu (Cheng et al., 2015).

['i6epenian cnpusitoTh 010CHHTE3y (PITOXENATUHIB, MOCHIIOIOYA ACUMUISIIIO
cynb(haTiB, a CIpKOBMICHI METa0OITH BiIITPalOTh KIIOYOBY POJIb Y CHCTEMI 3aXUCTY
pociuH Bix BM. 3a y4acTi ridepeniniB y pocnunax Arabidosis thaliana min gac crpecy
BimOyBanach  ekcmpecis  ameHo3uH-50-pocdocynbpdarpenykrasu,  KIHOYOBOTO
depmenty acuminsamii  cynsdary, (Koprivova et al., 2008). Ilicis o006pobku
ribepenmiHaMu Ta Cipkor y pociamHax Brassica juncea 3a yMoBH KaJMi€BOTO
3a0pyIHEHHSI MMOCWIIOBAjIach (POTOCHHTETUYHA AKTUBHICTH 1 MPUTHIYYBABCS CUHTE3
etuneny (Masood, Khan, 2013).

VY Hu3111 poOIT NOBIAOMIISIIIOCH PO MO3UTUBHUM 3B’ SI30K MK )KACMOHATaMH Ta
IIIyTaTIOHOM, TIpOoTe Oe3mocepeaHsl y4acTh KaCMOHATy B CHUHTE31 (DITOXEJIaTUHY HE
Oyna miarBepmkeHa (Xiang, Oliver, 1998; Cobbett, 2000). JomxaBaHHs >kacMOHATY
MOCHJTIOBAJIO TIPOAYKYBaHHs IiIyTaTioHy B pocimuax Arabidosis thaliana B ymoBax
3abpyaaenHns Cu (Xiang, Oliver, 1998). 3a ymoB 3a6pynneras Cd micis oOpoOku
METHII-)KaCMOHATOM CYTTEBO 30UIBIINBCS BMICT TIyTaTioHy B pociauHax Orisa sativa
(Singh, Shah, 2014). BusBumoch, mo TIyTaTiOH € HEOOXITHUM IS aKTHBAIlii
OlocuHTE3Y KacMoHaTy Ta Horo curdanpHoro nuixy (Cheng et al., 2015; Han et al.,
2013).

BcTranoBnenuii 3axucHui epext cammnuioBoi kucioTu 3a aii BM. O6pooka CK
JoroMaraia pociauHam Zea mays BIOpaTHCs 31 CTPECOM IUISIXOM 1HIYKIT CHHTE3Y
¢itoxenatuniB (Szalai et al., 2013). IligBumenus piBast CK B KOpeHsIX MpOpOCTKiB
Triticum aestivum iHIyKyBajo CHHTE3 TJyTaTIOHY, aKTHBYBaJO aHTHOKCHUIAHTHY
CUCTEMY Ta CHUHTe3 (piToxenaTtuHiB, mo miasummio crikicte 10 Cd (Kovacs et al.,
2014). Monekynu ¢diToXenaTHHIB MOA0BXKYBAIUCS 3aBISIKU 3017IbIIICHHIO TTOBTOPIB (Y-
Glu-Cys) micns o6pooku CK 3a nmii Cd. Bmict ditoxenmatuHiB 3pocTaB y pociIuHax
Orisa sativa 3a zii xpomy (Cr) i 06pooku CK (Huda et al., 2016).

AHTaroHICTUYHHUMA XapakTep B3a€MOJil MIXK LIMTOKIHIHAMU Ta (iToXeraTUHAMU
Oyno BusiBieHo y Bojaopoctsx (Piotrowska-Niczyporuk et al., 2020), i nume y
JEKUTbKOX MyOJiKamisiX MOBIAOMIISIIOCh MPO YYacTh IMUTOKIHIHIB Y Ol0CHHTE31
¢ditoxenatuHiB y Bummx pociuHax (Cassina et al., 2012; Mohan et al. in., 2016).
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Pocimuu Orisa sativa i Nicotinia tabacum 3 mopymieHHs MU y 610CHHTE31 IUTOKIHIHIB
J€MOHCTPYBAJIH MIBUIIEHY CTIUKICTB 0 As, 10 Oy10 00YMOBJIEHO EKCIPECIEIO TeHIB
O0locunte3y QitoxenaTuHiB Ta miyTaTioHy (Mohan et al., 2016). OG6poOka
eK30TeHHUMH TUTOKiHiHAaMu pocimH Alyssum murale  Waldst, sxi 3matHi 110
rimepakymyJismii Ni, He Tmpu3Beja 0 ICTOTHUX 3MIH Yy HakomudeHHl Ni, -
Ty TaMIIITUCTEIHY, TIyTaTioOHy 1 (iToOXeIaTuHIB, Xxo4a GiomMaca pOCIvH 1 MBUAKICTH
TpaHcmipaii 3HayHo 3pociu (Cassina et al., 2012).

['myTaTioH Ta iHII TIOJOBI CIIONYKH, SIKI OEPYTh YUacTh Y TPAHCIOPTI ayKCHHY,
HaJIeXaTh JI0 BAXJIUBUX peryiaropiB pocty kopeHiB (Eckardt, 2010; Koprivova et al.,
2010). ITpumyckaioTh, 1110 B KOPEHAX TPOAYKYIOTbCA (PITOXENATHHH Ta IITyTaTIOH, 5K
HEOOX1/IH1 JJIs IeToKcHKarlii mija gac pocty (Begum et al., 2016; de Benedictis et al.,
2018; Eckardt, 2010; Koprivova et al., 2010). [IpsiMmoro 3B’ 513Ky Mi HAKOIMTUYEHHSIM
TIIyTaTiOHY, (PITOXENATUHIB Ta ayKCUHIB Y POCIUHAX, 1110 MepedyBalid B CTaH1 CTpecy
BAXKMX MeTalliB, He crnocrepiranock (Sofo et al., 2013). Onnak 3a BiACYTHOCTI Y
KopeHsix MytanTiB Orisa sativa aykcHHIB CHOCTEpIrajioch 3HaYHE 3HUKCHHS BMICTY
LUCTEIHY, TIyTaTioHy Ta piToxenatuniB (Begum et al., 2016). Bognouac, 6;10KyBaHHS
cUHTE3y (ITOXENATUHIB TPHU3BOAWIO /10 3HUKEHHS PIBHS AyKCHHIB Yy MyTaHTax
Arabidosis thaliana (de Benedictis et al., 2018). B3aem03B’s130k Mik roMeoCTa3oM
ayKCcHHIB Ta (iziojoriunumu peakitismu pociud A. thaliana na 3abpyanenns Cd, Zn
ta Cu He BusiBneHuit (Sofo et al., 2013). He Oyyio BCTaHOBIEHO TaK0X KOPEJALIT MK
HAKOMWYEHHSIM OpacHMHOCTEpOINiB Ta cHUHTE30M (QiToxenaTuHiB. bpacunocrepoinu
MO3WTHBHO BILTMBAJIM HAa aKyMYJISIIIIIO TIyTaTioOHy B pocirHax Raphanus sativus L. 3a
aii Cu (Choudhary et al., 2010). [Ipote, mocaimkeHnas Ha pociunax A. thaliana 3a it
Cd noka3zanu, mo cuHTe3 (DITOXENaTHHIB HE 3anexaB BiJ OpacuHoctepoini (Villiers
etal., 2012).

OTxe, 3a 11i BaXXKKUX METaliB (PITOTOPMOHM AKTHUBHO BIUIMBAIOTh Ha pOOOTY
CUCTEMaM 3aXHUCTy POCIIHH, PETYJIIOIOTh PICT 1 MeTa00I1i3M. 3aBIsSKH TaKiid B3aeMO/Iii
BIJI0YBaIOTHCSI aHATOMI4HI Ta MOP(OJIOT1YH1 3MIHU HA PIBHI KJIITUH Ta OPTaHiB POCIINH;
oM’ sIKITyeThest HeratuBHUM BB A®DK 3aBasku cTUMymsiii aHTHOKCHUAAHTHOI
CHUCTEMHU; IOCWIIIOETHCS MPOAYKYBaHHS JIIraH 1B 400 OpraHiuHUX XeIaTopiB, TAKUX SIK
rIyTaTioH 1 (iToxenaTuHH, sKi 3B's3yioTh BM 1 MOJenorTh TpaHCIIOKaIiio
TOKCHUYHUX CIIOYK MK KOPEHSIMHU, TTarOHAMH Ta JTUCTKAMH.
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PO3[111 4. EOEKTU MPANMYBAHHSA TA ®OJIIAPHOI OEPOBKMU
EK3OFrEHHUMM TOPMOHAMMU 3A [l BAXKUX METAJIB

[lepcriekTHBHUM O10TE€XHOJOTTYHUM MiJXOJOM MIJABHUIIEHHS CTIHKOCTI A0
HETaTUBHOTO BIUIMBY BaXXKMX METAJiB € MEpEANociBHE TpaiiMyBaHHS Ta (osiapHa
00poOka pociuH ex3oreHHuM (itoropmonamu (Kosakivska et al., 2021a, b). Tak,
npaiiMyBaHHS (TepeanociBHa oOpooOka) 3ade3neduye ONTUMaIbHI YMOBH JIJIS 3aITyCKY
MeTa0OJIIYHUX TPOIECIB MPOPOCTAHHS, JOMOMAara€ MiHIMI3yBaTH BUHUKHEHHS Ta
IposiB  MpoOJIeM, IOB’SI3aHMX 13 SKICTIO Ta CTPYKTYpOIO HAciHHS, 3a0e3rneuye
piBHOMIpHI cuibHI cxoau (Muhie, 2018). Lleit mpocTHii, eKOHOMIYHO e(pEeKTUBHUH,
MiAXiJ TOM’SIKITye HETaTUBHUN BIUIMB JAC(IIUTY BOJOTH, 3aCOJCHHS TPaHTY,
temrepaTtypuux Qaykryamid (Al et al., 2013; Kaya et al, 2010), iHgykye
antuokcuaanTHi cucremu (Eisvand et al., 2010), nomimnmrye npopocTaHHsl HACIHHA 32
cTpecoBux ymoB (Atici et al., 2003; Gratdo et al., 2005; Hu et al., 2013; Jisha et al.,
2013; Masood et al., 2012).

4.1. EK30reHHi hiToropMoHN MOAYNATOPU CTiINKOCTI
pPOCNVH JO BaXKUX MeTaniB

Ex3zorenna ABK npu3Boamia 10 3MiH y TpaHCIIOPTYBaHH1 10HIB KaJIMI0, HIKEITIO
Ta 30LIBIIEHHIO iXHBOT KOHLEHTpallli B KopeHsax pucy (Rubio et al., 1994), a Takox
nopylIIyBajia epeMilieHHsT KaJaMIlo Bl KOpeHs A0 crebia B apabimoncucy (Perfus-
Barbeoch et al., 2002). ITepemkomxanns nepeMimenHio BM 3a 06po0ku €K30TreHHOI0
ABK Mo’ke 3HaYHO 3MEHIIYBaTH iXHE HAKOIMYEHHS B IUIOJAaX 1 HACIHHI POCIUH 3a
YMOBH BUPOIIyBaHHs Ha 3a0pyaHeHux rpyHTax (Rubio et al., 1994). BuBuenns ABK-
OIocepeIKoBaHoi cTikocTi 1o BM BusABMIIO, 1110 32 [1ii cBUHIO y pociuH Atractylodes
macrocephala edextn ex3oreHHOi 00poOKM TOpMOHOM OyiM TOB's3aHi 31
30UTBIIEHHSIM aKTUBHOCT1 aHTHOKCUAAHTHUX €H3UMIB 1 3HUKEHHSIM OKHCITIOBAIBHOTO
ctpecy (Wang et al., 2013a). ¥V Tonosi cipirodoi 3a IMHKOBOTO cTpecy ek3orenHa ABK
CTUMYJIIOBaja aKyMyJISIiI0 €HJOTEHHUX Ti0epelniHiB, aOCIU30BOi 1 CaiIUIOBO]
KHUCIIOT, @ TaKOX CIpHsia 3HKEHHIO KOHIICHTpAIii WHKY y TKaHWHAX MUITXOM
BILJTMBY Ha T'€HU, 3aJTy4eH1 10 TpaHcmopTHUX MexaHi3miB (Shi et al., 2015). Omxke, ABK
€ HaWBaXJIMBILIIUM PETyJSITOPOM BIANOBIAl Yy POCIMH HAa 3ryOHUN BIUIMB PI3HUX
KoHIIeHTpalliit BM 1 Bimirpae Ba)xiuBy poJjib B CIIOBUTLHEHHI TPAHCTIOPTHHUX 1 POCTOBUX
IpOLIECIB Y BIAMOBIAL Ha cTpec, cipuunHeHnid BM Ta 6e3nocepeHbo MOB’sI3aHUM 3
apanTartiero no i BM. O6poOka HaciHHS COi 32 CBUHIIEBOTO CTPECY Ta TOJIyOMHOTO
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ropoxy 3a KaaMmieBoro crpecy po3unHamu ABK cripusiia mpopocTaHHIO Ta CXOXKOCTI
HACIHHSA 1 CYTTEBO BIUTMBAJIa HA aKTUBHICTh AHTHOKCUIAHTHHUX (PEPMEHTIB KaTaaa3u Ta
nepokcunaszu (Sneideris et al., 2015). Exzorenna ABK 3MmeHIyBaia TOKCHYHY JTit0
KaaMio Ta cBUHIIO Ha pociuHu pucy (Hsu, Kao, 2003). B ymoBax IIMHKOBOTO
HaBaHTakeHHs ek3oreHHa ABK iHmykyBana 3meHiieHHs BMicTy eHnoreHHoi ABK y
kopeHsx Populus canescens, ske crocrepirajioch 3a 30UIBIICHHS TPHUBAJIOCTI
ekcno3ullii, Ta 3poctanns piBHsA ABK y muctkax. Konnenrtpaiii eagorenanx CK, IOK
i ['K3 takox 3anexxanu Bin TpuBaiocti o0pooku mumakoM Ta ABK (Shi et al., 2015).
[ToM’sikIIEHHS HETaTUBHUX €(PEKTIB BaXKKMX MeTalliB ek3oreHHoro ABK BinOyBaeTbcs
3a paxyHOK 3aJy4eHHs TOPMOHY JI0 3aXMCHUX CUTHAJIBHUX KAacKaiB, EKCTIpecii reHis,
KOTpl OepyTh ywacTh y aerokcukarlii BM (Stroinski et al., 2010), Ta miaBuiieHHs
aKTUBHOCTI aHTUOKCcHJIaHTHUX (epmeHTiB (Wang et al., 2013a).

Exzorenna IOK 3MeHIyBaja HaKONMMYEHHS AJTIOMIHIIO Y BEPXIBIl KOpPEHs
MIICHUIIl Ta MiJABUIYBajda KHUCIOTHICT, puzochepu (Wang et al., 2013b).
[ToBimomutsiocsi, mo ek3oreHHa oOpoOka [OK BigHOBIIOBaNa €HIOTCHHHUM BMICT
FOPMOHY Ta NOCHJIIOBaJa HAKOMMYEHHsS OlOMacu KOPEHIB 1 cTeOesl COHSIIHHKA,
BUPOIIIEHUX Ha 3a0pynHenomy cBuHiieM rpyHTi (Liphadzi et al., 2006). O6pooka IOK
TAaKOX MOJIMNIIyBaa piCT pamncy 3a yMOB BIUIMBY apceHy (Srivastava et al., 2013).
O06pobOka po3unHOM L-Tpuntodany (momepenHuka y CHHTE31 ayKCHUHY) KOPEHIB
MIPOPOCTKIB PUCY 32 YMOBH 3a0pyJHEHHsS IPYHTY KaJMIEM, MOCUIIOBAJIa PICT 1
BpokaitHicTh pociuH (Farooq et al., 2015). B3zaemonis mix BM 1 aykcuHamu mosxe
BUKOPHCTOBYBATHCS K 3aXUCT MPHU BUPOIIYBAaHHI POCIMH HA 3a0pyAHEHHUX IPYHTaX, a
TaKOX JJIsl JETOKCHKAIl 3a0pyaHEHHX mojtoranTamMu teputopil. Exzorenni 10K,
IMK 1 HOK ctumynioBanu O4MILEHHS 3a0pyJHEHOT BOJY, aKTHUBYIOYHM MOTJIUHAHHS
BM BogHo-00n0THUMHU Ta cyxoninpHUMU Bumgamu pociauH (Tandon et al., 2015).
Cywmicue Bukopuctanus [OK 1 ceneny Ouibln eheKTUBHO 3MEHIITYBAJIO JIIF0 apCEHy Ha
POCIIMHU PUCY MOPIBHSHO 3 po3/IIbHOI0 00poOKkoto (Pandey, Gupta, 2015). Kon’torat
ayKCHHY MO3UTHUBHO BIUIMBAB HA KaTalla3Hy i MEPOKCUIA3HY aKTHBHICTh, 3SMEHIIIYBaB
BMICT TIEPOKCHIY BOJIHIO B pOCIMHAX Topoxy 3a il kaamito (Ostrowski et al., 2016).
[Ticnsa 0O6pobku cymimmto, mo Mmictuna ceuHenb Ta IOK abo HOK, BinOyBanocs
3HIDKCHHSI PIBHS JIe30praHizaiiii MeMOpaHHUX CTPYKTYD 1, IK HACJ1I0K, 3MEHIITyBaIach
tokcuuHa i BM (Hac-Wydro et al., 2016). Ilicis obpobku kaamiem 1 HOK
MOCHUJTIOBABCSI CHHTE3 T'eMILEeINI0NI03H, 3a1isH01 y (ikcauii BM, 3poctana yrpumyroua
3IaTHICTh BOJIM KOPEHIB apabiIoNCUcy, 110 Cpusio aeTokcukaiii (Zhu et al., 2013).
B3aemomis mixxk BM Ta IOK € BupimanbHOO 1151 BUKUBAHHS 1 BIATBOPEHHS CTIHKOTO
710 BUCOKHX KOHIICHTpaIiii miai moxy Scopelophila cataractae, y kimituHax sikoro mij
BIUIMBOM BM akyMyIioOThCSl 3HaYH1 KUIBKOCTI TOPMOHY, HEOOXIAHI AJis eKcrhpecii
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BIIMOBIAQIBHUX 3a PIicT 1 AudepeHmiarnito kiiTud reau (Nomura et al., 2015). Takum
YUHOM, MOXHa 3pPOOMTH BUCHOBOK, IO AYKCHHU € BAXKIWBHM KOMIIOHEHTOM Y
dbopMyBaHHI peakIlii-BiAMOBI/II Ta aganTaiii pociauH 10 aii BM.

Ex3orensi ribepeninu uepes 3HMKEHHS piBHA okcuay a3oTy (NO) 3MeHryBaim
ekcpecito |IRT1 1 TakuM YMHOM TOM’SKIITYBaJdM HACTIIKH KaJIMIEBOTO CTpeCy y
pociaun Arabidopsis thaliana (Zhu et al., 2012). IToBimomtsiocs, o 3a Jii HIKEJO
raJbMyBaBCsl PICT MPOPOCTKIB TMIICHUIl, 3MEHIIyBaJIHCS BMICT XJjopodiry Ta
aKTUBHICTh KapOoanriapasu. [Ipote, micis 1HKyOalii 3epHIBOK y pO34HHI, 1110 MICTHUB
rioepeiHy 1 KaJbIlii, BHACIIIOK IMOCUJICHHS] aHTHOKCHIAHTHOTO 3aXUCTY 111 €PEeKTH
3Ha4YHOI0 Miporo mocnadmoBanucs (Siddiqui et al., 2011). I'iGepenian 3MeHITYBaIH
TOKCHUYHY [0 XpPOMY Ha PICT 1 3aCBOEHHsS a30Ty, IIJCUIIIOIOYN aKTHUBHICTD
AHTUOKCUJAHTHOI CUCTEMU Yy MPOPOCTKIB ropoxy (Gangwar et al., 2011). ['i6epeninu
MOM'SIKIITYBaJIM 1HAYKOBaHE KaJIMIEM TajJbMyBaHHS MPOIECY MPOPOCTaHHS HACIHHA 1
pict mpopoctkiB Brassica Nnapus UUIIXOM — peryJIOBaHHS  IHTEHCHBHOCTI
OKHUCJIIOBAJILHOTO CTpPECY Ta 3MEHIICHHS IMOIIKO/JKEHb, HAHECEHUX aKTUBHUMU
dbopmamu kucHio (Meng et al.,, 2009). HeratuBHi edexTu KaaMmil0 Ta CBHHIIO
OM’SIKITYBaJIMCST  3aBASKM 1HAYKIi TiOeperaiHaMy MpOTEa3Hoi, KaTalxa3zHoi 1
MEPOKCUAA3HOT aKTUBHOCTI y POCIIMH KBAaCOJIl Ta JIIONUHY. Y poOOTI BIAMIYEHO, 1110 32
nii BM akTuBHICTH 1IuX (epMEHTIB CYTTEBO 3HMXKYyeThcs. OOpoOka ['Ks 3HauHOMO
MIPOIO BIIHOBJIIOBajIa IXHIO aKTHBHICTb, 0 CIIpHsLIO (opMyBaHHIO cTikikocTi (Sharaf
etal., 2009). Y pociauH coi, iHokyapoBanux Penicillium funiculosum, 3a nii TokcuaHmX
KOHLIEHTpaLli MiJll CIIOCTEPIraloCh HAKOMUYEHHSI O10Macu, 0OyMOBJIEHE CEKPELIEI0
ribepeniniB enaoditom i 3umwkenHsM piBHa ABK (Khan, Lee, 2013). ITpu nocaimkenHi
e(DEeKTUBHOCTI 3aXUCTy POCIWH TOMAaTy BIJ HAJIMIIKY AJIOMIHIIO BUSBICHO
aHanoriuny nito engogity P. janthinellum Tta ex3orennoi ridepenosoi kuciotu ['Ks
(Khan et al., 2015a). Ha pociiuuaax Arabidopsis thaliana 6y:so nmponeMoncTpoBaHo, 1o
AKTUBHICTh KIIFOUOBOTO €H3MMY acuMULALii cyibdary ageHo3uH-5'-pochocynbdar-
peayKTa3u 301IblIyBajIacs 3aBAsSKHU Iri0epeIiHOBOMY CUTHAJIIHTY, 10 BKa3y€ HA y4acTb
TOPMOHY B ONTUMI3AIliT METa0O0i3My CIPKU 32 CTPECOBUX YMOB, OCKUIBKHU BIJIOMO, 110
BM iHakTUBYIOTH pi3HiI (DEPMEHTH LUIIXOM MPHUETHAHHA 10 IXHIX CIPKOBMICHUX TPy
(Koprivova et al., 2008). OTxe, ribepeninu 3a aii BM BIMBaroTh Ha OKHCHIOBAJIbHI
IPOIIECH, CHIPUSIOTH 3MEHIICHHIO PIBHSA aKTUBHHX (OPM KHCHIO, EKCIPECYIOTh
TPAHCTIOPTEPH METANIB, a TAKOXK PETYJIOI0Th METa0O0I3M CipKH. 3BEACHI BiJIOMOCTI
II0JI0 BUKOPHCTAHHS CK30I€HHUX (ITOTOPMOHIB JJIs TIOM SIKIIEHHS TOKCHYHUX

e(eKTIB BaXXKMX METAIB HaBeaeHi B Ta0. 4.1.
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Tabmuns 4.1. BuxopucTaHHs €K30IeHHUX (DITOTOPMOHIB IS TOM SIKIIEHHS
TOKCHUYHUX €(EKTIB BAXKKUX METaIIB

Pocauna Baxkwuii DiToropmMoH Edexr H:xepesio
MeTaJl
Vitis vinifera L. ZnS0Oy, ABK, 10 uM | 3meHmeHHs HakonmueHHs Zn, | Song et al.,
0.765 uM- eKcIpecis reis, 1Mo’ s3aHux 3 | 2019
10 yM M JIETOKCHKAIII€0, IIOCUJIEHHS

CTIMKOCTI 10 Zn

Lactuca sativa L. Cd, ABK, 3a 00pooku ABK 0,5 pM/n Tang et al.,
100 uM 1, 5,20 uM/n | 3pocia 6iomaca HaI3eMHOT 2019
gactuHH. 3a 00pooku ABK 20
UM/ 3pocna Giomaca
KopeHiB. 3a 06podku ABK 0,5
UM/IT 3MEHIITIIIOCH
Hakonunuenus Cd

Populus Zn, ABK, [TigBuIeHHS PiBHIB Shi et al.,
canescens 2 uM 10 uM ennoreaanx ABK, CKiT'K. 2015
Excnpecis reHiB npoteiny
CTIHKOCTI JT0 Ka/IMitO

Arabidopsis Cd, ABK, [Tpurnivenns nornuaands Cd | Fan et al.,
thaliana L. 10 uM 0.1-0.5 uM | KOpiHHSM, TTiIBUIIECHHS 2014
criiikocti 1o Cd

Vigna radiata L. CdCly, ABK, [TixButennst Bmicty denosis, | Lietal.,
1,3,5,7, 10 uM aKTUBHOCTI aHTHOKcHganTHuX | 2014
9 uM (dbepmMeHTIB
Atractylodes Pb, ABK, [MokparenHs pocry, Wang et al.,
macrocephala 300 uM 25,5,10 301IbIIICHHST BMICTY 2012
Mr/1 PO34YMHHUX IYKpIB 1 OUJIKIB.

IligBuIIEHHS aKTUBHOCTI

AQHTUOKCHJIaHTHUX (DepMEHTIB

Brassica napus L. Cd, 10, 50, ABK, 3MEHIIIEHHS CUMIITOMIB Meng et al.,
100, 200, 400 10 uM tokcuuHocTi Cd. 30inpmenns | 2009
uM 0ioMacu KOpPEHIB 1 [TaroHiB,

3HIKEHHS piBHI M/JIA Ta
AQHTHOKCHIaHTHUX

dbepmenTiB, HakortmueHHs Cd

Oryza sativa L. Pb, ABK, Oomexenns Tpancmokarii Pb | Zhao et al.,
025 MM 0.1 mr/am™ | Bix KOPEHIB JI0 MaroHiB. 2009
I1igBUIIEHHS aKTUBHOCTI
ITOJ1 1 KAT Ta 3HMXCHHS
aktuBHOCTI CO/]
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Pocanna Baxkwuii DiToropMoH Edexr H:xepesio
MeTal
Oryza sativa L. Cd, ABK, 3menmenss noravaanas Cd, | Hsu, Kao,
05,1,15 1-10 uM 3pOCTaHHS MIBUIKOCTI 2003
uM TpaHcHiparii
Triticum Zn, ABK, ITom’sikmmiacek Tokcnuna mis | Kosakivska
aestivum L. 228 mr/n 10°M LIUHKY Ha TIPOPOCTaHHS etal., 2019
HACIHHS, CTUMYJIFOBAaBCS PiCT
KOpPEHIB
Atractylodesma Pb, ABK, [MokparuBes picr, Wang et al.,
crocephala Koidz 3.5 uM 2,5 mr/n 30i1bIIMBCS BMiCT po3unHHuX | 2013a
IIyKpiB, OUIKIB Ta aKTUBHICTb
CO/J, xaranasmu,
ackopOarmnepokcuia3u Ta
HEPOKCHIA3U
Spinacia Cd, IOK, 3pociu 6iomaca i cyxa mMaca Rizwan et
oleracea L. 40 mr/kr 103 M ta itoexcrpaxiis Cd al., 2017
IpyHTY
Trigonella Cd, 10K, [TinBUIIEHHSA aKTUBHOCTI Bashri,
foenumg-raecum 3 Ta 9 Mr/kr 10 Ta aHTHOKCUAAaHTHUX (epmenTiB | Prasad,
IPYHTY 100 uM COJ, nepoxcunasmu, 2016
KaTaJla3u, 3HIKEHHS PiBHS
ADK
Oryza sativa L. NaAsO., IOK, [TokparieHHs pOCTOBUX Pandey,
150 uM 3 uM MTOKAa3HUKIB, 30UTbIIEHHS Gupta,
Na>SeOg, BMicTy OinkiB, xsopodimy ta | 2015
20 uM MJIA, nigBuIeHHs piBHS
LUCTEIHY Ta NPOJIIHY
Arabidopsis Cd, a-HOK, 3MeHIIIeHHS CHMITOMIB Zhuetal.,
thaliana L. 50 uM 0.05 uM XJ10po3y, mokpauenHs pocry | 2013
MaroHiB, 3MEHIICHHSI PiBHS
OKcuay a3oTy, yrpumanus Cd
B KOPEHSX
Oryza sativa L. Cd, IOK, IMonosxenus mepBuHHoro ta | Zhao et al.,
0.1 uM /n 10°, 10, J0JJATKOBUX KOPEHIB 2013
107" M/n
Raphanus 3abpynneni | IBK, 10 mr/n | ®iropemeniaris 3a0pynnennx | Vamerali et
sativus L. As-Zn-Cu- ¢domiapHa | MeTamamu cyOCTpaTiB, al., 2011
Co-Pb 00pooOka, MOKPAIIIEHHS POCTY KOPEHIB 1
BIIXOIHU 0.1 Ta 1 mr/n | marosis
HipuUTy BHECEHHS J10

cybctpara
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Pocanna Baxkwuii DiToropMoH Edexr H:xepesio
MeTaj
Helianthus Pb, 2.5 uM IOK, IMokparenns pocty kopenis, | Fassler et
annuus L. Zn, 15 uM 10712 101, | 36inbmenns CyXoi Bary, al., 2010
10, 10° M | noexunu, 06 ’eMy Ta IO
MOBEPXHI KOPEHIB. 3HaYHE
3HIKCHHS TIOTJIMHAHHS
MeTaty
Helianthus Pb, AyKcuH, PerymoBanHs poaAnX0OBOi Tassi et al.,
annuus L. 440 mr/kr, 70 mr/n MPOBiAHOCTI, iHAYKIis moaury | 2008
Zn, KJIITHH 1 POCTY MaroHiB
128 mr/kr
Helianthus Cu, 80 uM IOK, [TooBxeHHS KOPEHIB 1 Ouzounido
annuus L. 100 uM (hopMyBaHHS KOPEHEBUX u, llias,
BOJIOCKIB, TijBuIeHHs BMicTy | 2005
xJ0poisry Ta KApOTUHOIIB,
e(peKTHBHIIIEC BUKOPHCTAHHS
BOJIH
Triticum AlL50 uM | IOK, 25 mxM | 3menmyerbest Hakonmdenns | Wang et al.,
aestivum L. Ta iHTri0iTOpN | Al Y BEepXiBIIi KOpeHS, 2013b
aHIOHHUX | KHCIIOTHICTH pu3ochepH,
kananiB NIF | akrusnicts TP AT®
abo A9C, 5 | mnazmMaTuyHOi MeMOpaHu
MKM abo
IOK
1Hr101TOpYU
TPAHCIIOPTY
TIBA ab6o
NPA, 5 MM
Triticum NI, 'Kz 10° M + | 3MeHIIMBCS HEraTHBHUIA Siddiqui et
aestivum L 50 mM Ca?*40 mM | BB 3a paxyHok aktusanii | al., 2010
AQHTUOKCHUIAHTHOT CUCTEMH Ta
HaKOIUWYEHHS MPOJIHY
Hordeum Mo, I'Ks3, 3pocTaHHs HAKOTIMYCHHS Amri et al.,
vulgare L. 100 uM 0,5 uM LYKPY Ta aMiHOKHCIIOT B 2016
Cd, 150 uM eHi0cepMi
Arabidopsis Cd, I'Ks3, 3HU3HUBCS PIBEHb OKCHTY Zhu et al.,
thaliana L. 50 uM 0,1-5uM | azory (NO), 3MeHIIHIACH 2012

excrpecis IRT1
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Pocauna

Bakknii
MeTaJ

DiToropMoH

Edexr

H:xepesio

Oryza sativa L.

Cd, 0.1 mM
Ni, 0.5 mM

I'Ks,
14 uM

[Tokpammuiuchk picr,
MOOLTi3aLis 3amaciB
BYTJICBO/IIB Y HACIHHI,
M1IBUILMBCS BMICT IIyKPY B
KOPEHSX Ta JINCTKAX,
3MIHUBCSI PO3IOILT
BYTJICBO/IIB

Moya et al.,
1995

Pisum sativum L.

Cd,
25 Ta 50uM

Kinerun,
10120 mM

[TigBuiryBaBcs BMiCT
MPOJTiHY, BUTBHUX
aAMIHOKHCIIOT 1 PO3YMHHUX

IyKpiB

Al-Hakimi,
2007

Solanum
melongena L.

Cd,

3 ta 9 MI/Kr

I'PYHTY

Kinerun,
10 mM

[TigBuIyBaNach aKTUBHICTH
(hOTOCHHTETHYHUX Ta

AQHTUOKCUIAaHTHHUX (PEPMEHTIB

Singh,
Prasad,
2014

Zeamays L.

Pb,
7,5 mM/n

XK, 1.0
mM/m,
CK, 1.0
mM/m,
MPOJTiH,
7.5 mM/n

[Moxpammmuce pict pociuH i
010CUHTE3 IIrMEHTIB,
3MCHIIIUBCS BUTOK
€JICKTPOJIITiB, HAKOTUICHHS
MJIA Tta xonneHtpariis Pb,
3pOCII0 HAKOTTMYEHHS
PO3YMHHHX IYKPIB,
TIIyTaTiony, aCKopOiHOBOT
KHCIIOTH, (heHOIy,
301JIBIINIIACH AKTUBHICTh

CO/l, karanasu, mepokcuiasn

Sofy et al.,
2020

Oryza sativa L

Cd, 50 mM

MeXK,5uM

[Tom’sikimnuce epextu
OKHCHOTO CTPECY BHACIIJIOK
aKTHBAIlii aHTHOKCHUIAHTHUX
(hepMeHTIB, 301IHIIUBCS
61ocunTe3 KK

Singh,
Shah, 2014

Triticum
aestivum L.

Co,
50, 150, 250,
350 mM

CK,
0.5 mM

3HIKYBAJIOCH TIOTJIMHAHHS Ta
HakonmueHnHs Co. 3pociau
cupa Ta cyxa 6iomaca, BUCOTa
IMaroHiB, BMICT BOJH Ta
3arajbHO1 KUTBKOCTI

(hOTOCUHTETUYHHX TITMEHTIB.

Mohamed,
Hassan,
2019

Hordeum
vulgare L.

Cd, 25 uM

CK,
0.5 mM

[Ipurnivysanaces Cd-
1HIYKOBaHya aKTHBI3aLlis
aKTUBHOCTI

AHTUOKCHAAHTHOTO

(bepmeHTy.

Metwally et
al., 2003
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Pocanna Baxkwuii DiToropMoH Edexr H:xepesio
MeTaj
Hordéum Cd, 25 uM CK, [IpurniuyBanacek iHmykoBana | Tamas et
vulgare L. 0.5 mM Cd aykcun-omocepenkosana | al., 2015
npoaykiist AOK
Zeamays L. Cd, CK, 3pociia akKTUBHICTb Krantev et
10, 15, 25 500 mM AHTHOKCHUIAHTHUX al., 2008
mM (epMeHTIB, 3HITa TOKCUYHA
nist Cd Ha aktuBHICTh Pybicko
Zea mays L. Mn, 24-EBJI, ITigBUIIIUBCSA BMICT Wang et al.,
550 mr/kr 0.1 mr/n ¢dorocunTeTMyHMX mirmenTis, | 2009
IPYHTY IHTEHCUBHICTH (DOTOCHHTE3Y
Ta HAKOIIMYEHHS CyXOi MacH,
3HM3uBCA piBeHb H202,
3pociia akTUBHICTh
AHTUOKCHIAaHTHUX (DepMEHTIB
Oryza sativa L. Cr, 24-EBJI, 3MEHIINUIIOCH HAKOTTUYCHHS Sharma et
1,0mM 0,1mM, MeTally B TKAHUHAX, al., 2013
0.01mM, MMOCUJIMBCST AHTHOKCUIaHTHHUI
0.1 nM 3aXUCT
Zea mays L. Ni, 28-'BJ1, [TigBUIIMINCE aKTHBHICTH Bhardwaj et
0,5,1,0,1,5i | 10* 10, 10" | anTiokcnmanTaux dpepmentis | al., 2007
2,0 mM & mM (xpim COJ) 1 BmicT Oinka,
3MEHIIUJIOCH TIEPEKUCHE
OKHCJIEHHS JIMIIB
Raphanus Cr,05,1.0, 28-T'bJI [TigBuImmBCs BMICT Sharma et
sativus L. 1.5 mM. 107,10°,10! | anTHOKCHIAHTHIX al., 2016
M (hepMeHTIB, MOKpAIIKBCS PICT,
3pic BMICT xJiopodiny, Oika,
MIPOJIHY.
Triticum Cd, CK 500 ta 10 | ITokparmuBcs picT pociuH, Agami,
aestivum L. 500 ta 1000 uM 3pOCTaJIM BMICT HIrMEHTIB Mohamed,
M10 uM IOK 500 (dotocuHTe3y Ta oBOsHEHICTh | 2013
tal0 uM, JIUCTKIB, aKTUBHICTh
AQHTHOKCHIa3HUX (PEPMEHTIB.
Zeamays L. Cd, CK 500 mM | TTokpamtuscst pOTOCHHTES, Krantev et
10, 15 Ta 25 smirmmck pieHi H2O2 Ta al., 2008
mM MIPOJIiHY, 3MEHIIMINCH

IHTEHCHUBHICTh TIEPEKUCHOTO
OKHCJICHHS JIITiAIB, BUTOK
€JIEKTPOJIITIB, 3pociia
AKTHBHICTh aHTUOKCHUJIAHTHUX

(dhepMeHTIB
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Pocanna Baxkwuii DiToropMoH Edexr H:xepesio
MeTaj
Oryza sativa L. Cd, CK, 1,12, IMocunauBcs 3aXUCTy Bix Panda,
100 uM 11,21 112 | okucHOTO CTpecy Patra, 2007
Mr/1
Hordeum Cd, 150 uM | CK, 10 uM | TTokpaiuiaruch picT poCIuH, Yotsova et
vulgares L. (oToXiMIYHA AaKTUBHICTD al., 2018
000x (hoTocucTem, MOTIK
eNeKTpoHiB Big QA 110
IUTACTOXIHOHY, EHEPTeTUUHUI
PO3MOIL MK TIITMEHTHO-
O1IKOBUMH KOMIUICKCAMH Ta
KIHETHYHI TapaMeTPH KHCHIO
Hordeum Cd, 250 ta CK, Binoysanocs inrioysanus Cd- | Tamas et
vulgares L. 500 uM 1,68 mr/n | ingykoBanoro IOK- al., 2015
OTIOCEPEIKOBAHOTO
reHepyBaHHs ADK

Ex3orennuii kinetuH y koHnentpaix 10 i1 20 MkM miABUIILyBaB BMICT MPOJTiHY,
BUIBHUX aMIHOKHCIJIOT 1 PO3YMHHHUX IIYKpIB, IPOTUIIIOYM HETaTUBHOMY BIUIMBY BM
(Al-Hakimi, 2007). YV mnpopoctkiB Solanum melongena ex3oreHHuii KiHETHH
I1JBUIIYBAaB AKTUBHICTh AHTUOKCUAAHTHUX (PEPMEHTIB 3a KaaMieBOro crpecy (Singh,
Prasad, 2014). [lns 3MeHIIIEHHS BUTPAT 1 MiJABUIICHHS PEHTA0CIBHOCTI €K30MCHHOTO
3aCTOCYBaHHSA TOPMOHIB B OCTaHHI POKH MPONOHYETHCS BUKOPUCTAHHS E€KCTPAKTIB
POCIIMHHOTO TOXOJ/KEHHSI 3 BHCOKMM BMICTOM HLUTOKIHIHIB (Bajwa et al., 2018;
Bakhtavar et al., 2015).

3a ymoBu 3a0pyaHeHHsi 1pyHTY w™muil sikom MeXK mokpamryBaB pict i
BPOXKANHICTh PHUCY 3aBASKH TOM SKIICHHIO OKHCIIOBAJILHOTO CTpPeCy, aKTHUBAIll
(dbepMEHTIB aHTHOKCHIAHTHOTO 3aXHCTy Ta ackopOaT TJIIOTaTIOHOBOTO IIHKIY,
3pocTaHHI0 BMicTy xjopodiny Ta enaoreHHoi JKK. MeXXK npurniuyBaB ekcrpecito
reHiB OLTKIB-TPAHCIIOPTEPIB 3ajli3a Ta MUII SIKY B KIITHHAX KOPEHS, 110 3MEHIIIYBaJIO
HaKOIMWYEHHS BaXXKHUX METAJIB 1 CIIPUSIIO MEPEMIILICHHIO 3alli3a B HAJA3EMHY YacCTUHY
(Mousavi et al., 2020). 3a ymoBu 3a0pyaHeHHs Mu1’ sskoM ek3oreHanii MeXXK BruinBaB
Ha curHamiHr KK, mornuHaHHS, TpaHCIOKAIIO Ta JETOKCHKAIII0 Ba)KKOIO METaly B
pocimuax pucy (Verma et al., 2020). domiapHa o6podka pociun pucy MeXKK
NOCHJIIOBaJa aKTUBHICTh aHTUOKCUJIAHTHUX (DEPMEHTIB 1 JIMOKCUTE€HA3H, 1HAYKYyBaJa
cunte3 KK, 3aBasku yomy 3MeHIITyBaBCs TOKCMUHUN BIUIMB Kaamito (Singh, Shah,
2014). KK Ta 11 moXiJiHi 3 y4acTIO CUTHAIBHUX ITOCEPEIHUKIB 1 y B3a€EMOIIi 3 IHIIIMMHU

KOMIIOHEHTaMH T'OPMOHAJIBHOT CHCTEMH 3/aTHA 1HAYKYBaTH SK yHIBEepCaslbHI, TaK 1
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nocuTh crienrdiuHi Pi310J0T14HI peakiiii, HeoOXiIH1 JJI BUKUBAHHS 1 30€peKeHHS
MPOAYKTUBHOCTI 371aKiB B €KCTPEMaIbHUX YMOBaX.

CK Bigirpae BaXJIMBY pOJIb Y 3aXHCTI POCIHH BiJ BaXKKuX MeTaiiB (Sharma et al.,
2020). 'opmon 6e3nmocepeIHHO BIUTMBAB HA MOTJIWHAHHS Ta HAKOMMWYEHHS KOOAIBTY
npopoctkamu mmenuii (Mohamed, Hassan, 2019), kagmiio pociiMHaMu KyKypyI3H
(Pal etal., 2002) i samento (Metwally et al., 2003); pa3om 3 OKCHIOM a30Ty ITOCHITIOBAB
CTIMKICTB PUCY JI0 KaJiMit0, 3B’ s13ytoun ADK Ta akTHBYIOUM aHTHOKCUIAHTHUHN 3aXHUCT
(Mostofa et al., 2019); iHaykyBaB CTIHKICTh SYMECHIO JO KaJMIil0, B3a€EMOIIIOYH 3
aykcuHamu Ta HedTpamizyroun ADK (Tamas et al., 2015). domiapua oo6podka CK
HiBEJIOBaJIa TOKCUYHHI BIUTUB CBUHINIO 1 pTyTi Ha pociunu pucy (Mishra, Choudhuri,
1999). Ilicns mnpaiiMyBaHHS HAaClHHS KYyKypyJ3d IIOCHJIIOBAJIAch aKTHUBHICTh
AHTHOKCUIAHTHHUX ()EPMEHTIB, 3HIMAJIACh TOKCUYHA Jisl Kaamiro Ha Pyoicko (Krantev
et al., 2008). JlocnimkeHHo poib curnanpHoro nuiixy CK B peryniii cTiiikocTi 10
KaJIMIIO 32 TIONEPEHBOr0 MpaliMyBaHHs HACIHHS, (poriapHOi 0OpOOKH Ta T'IPONOHHOI
excriosuiii. Huspki piBHi CK mom’sikiryBanu HeratuBHy naito Cd, Toll SK BHCOKI,
HaBMaKW, MocuiItoBaiM oro TokcuuHicTh. CK cmpusina 3miHl piBHIB ADK, ski
pEryJoBalid aJanTUBHI PEaKIlii, 0 MPOABIUIACA B PEMOAYJISIT OyJOBU KIITUHHOL
CTIHKM, perymamii nornuHadnHa Cd Ta IHIIMX 10HIB, AaKTUBAILll CHUCTEM
AHTUOKCHJIAHTHOTO 3aXMCTy, 1HTEHCHBHOCTI (hoTrocuHTe3y Ta crtapinHi (Guo et al.,
2019).

[Ticns Bukopucranusa bC 3MeHITyBaauch Ta 4aCTKOBO OOMEKYBAIUCh TOKCUYHI
e(eKTH BaXKUX MeTaliB. 3a BUCOKOI KOHUEHTpAIlll MapraHiuip y IpyHTI ¢oiiapHa
00poOKka pocimH KykKypya3u po3zunHoM 24-EBJI iHmykyBama 3pocTaHHS BMICTY
(GOTOCMHTETUYHUX  TITMEHTIB,  30UIbIICHHS  IHTEHCHUBHOCTI  (DOTOCHHTE3Y,
HaKOMHUYEHHS Ccyxoi Olomacu, 3HWkKeHHS BMicTy HpO; Ta migBUINEHHS aKTHUBHOCTI
antrokcunanTHux pepmentis (Wang et al., 2009). [ToniOHi edhekTn BUSBICHI TiCIs
00poOku pociauH Kykypya3u 28-I'BJI B ymoBax 3a0pyauenns Hikeaem (Bhardwaj et
al., 2007). [paiimyBanHus HaciHHs pucy 24-EBJI 3MeHImiIo HeraTuBHUH BILIMB XPOMY,
3HU3UJIO0 KOHIICHTPALIII0 METaTy B TKAHWHAX, MOCUJIMIIO CUCTEMH 3aXUCTY 33 PAXyHOK
MiBUIICHHS aKTHMBHOCTI aHTHOKCHAAHTHUX ¢epmentiB (Sharma et al., 2016).
[IpatimyBanns HaciHHi Ta (QomiapHa 00pobka pocaua bC  3abesmeuyioTh
IPOJIOHIOBaHy aKTHBalll0 HecnenudiuHoi criiikocti. bionmpenapatu «Bitazumy»
(«Plant Designs», CIIIA), «Emin», «Ema I[lmocy (IHctutyT GioopraHidyHOI XiMii,
benapycn), «V-AGRO» (TOB HBII "5-uii enement", VYkpaiHa) cTBOpeHi 3
BUKOPUCTAHHSM OpacCHHOCTEPOI/iB, MIIOTh Y HU3BKUX KOHIICHTPAIlISX, ITiJIBUIYIOThH
YPOXKANHICTD 1 KICTh MPOJYKIIii, IPUCKOPIOIOTH MPOPOCTAHHS HACIHHS, CKOPOUYIOTh
TPUBATICTh  JIO3pIBaHHS, 30UIBIIYIOTH CTIWKICTH JO CTPECOPIB, CIPUSIOTH
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03710poBJIcHHIO  TpyHTYy. Ilicma  ¢Qomiapuoi  oOpoOku  mpemapatamMmu 3
OpacuHOCTEpOiJaMu 3aJIMIIKA NMECTHLHUIIB y POCIMHaX 3MeHuryBanuch Ha 30—70%

(Zhou et al., 2015).

4.2. BnnuB eK30reHHol abcLumn3oBOI KUCNOTU Ha NPOPOCTaHHA 3epPHIBOK i
PiCT NPOPOCTKiB O3UMOI NWeHULi 3a LMHKOBOIO CTpecy

[TosiBa cxomiB, ¢GOpMyBaHHS KOPEHEBOi CHCTEMH, KYIIIHHS pPOCIUH €
BUPIIIAILHUMU €TalaMi OHTOTEHE3y, AKi BIUTMBAIOTh HA MPOAYKTHBHICTH MOCIBIB 1
Bpokait mmenuri. [IpopoctanHss 3epHIBOK BiOYBA€ThCA B YMOBaX 3a0€3MEUYCHOCTI
BOJIOTOIO 1 KHCHEM, BIJIMOBIIHOTO TEMIIEPATYPHOIO Ta CBITIOBOro pexxumiB (Cardoso
etal., 2015), nasBHOCTI MikpoenemeHnTiB (Khan et al., 2009; Mirshekari et al., 2012) ta
perynoeThes piToropmonansHoro cuctemMoro (KocakiBerka Ta iH., 20196; Han, Yang,
2015; Vishal, Kumar, 2018).

BrmB 1MHKY Ha CXOXICTh HACiHHS 3ajie’KaB Bl KOHIIEHTpallll MeTany Ta
CTIMKOCTI 10 HbOTO pociuH. Tak, UHK HE BIUIMBAB Ha CXOXICTh HACIHHS KYKYpYI3U
(Mahmood et al., 2005) i1 mrouepuu mnociBHoi (Peralta et al., 2001). Husbki
KOHIIEHTpalll LMHKY IOKpallyBajdl HPOPOCTAaHHS HACIHHSA TOMaTy, 301JIbLIyBan
BMICT Oi7JKa B NPOPOCTKAX, KApOTUHOINIB 1 XJOpodiay B CIM'SAONAX POCIHUH
(Kosesakal, Unal, 2012). ¥V Toii e 4ac HajgMipHa KiJbKICTh IIMHKY HETaTUBHO
BIIMBANA Ha IpopocTaHHs HacinHs Tomary (Kosesakal, Unal, 2012) i romy6unoro
ropoxy (Madhava, Sresty, 2000). [IpoBeaeHi HaMu TOCHTIPKEHHS MOKa3ald, 10 3a
1HKyOaii Ha po34uHi, IO MICTUTh 57 Mr/a uuHKy (0,87 MM), KIIBKICTh IPOPOCTUX
3€pHIBOK 03MMOI MIIEHUI] Ha 6% MepeBuIllyBajga KOHTPOJIb. 3a KOHIEHTpAIIl [IMHKY
114 mr/n (1,74 MM) npopocTaHHs 3€pHIBOK OyJ0 Ha piBHI KOHTPOJIIO, a 3a 228 Mr/i
(3,48 MM) — na 17% wmenme (puc. 4.1). BusBieHe HamMu NPUTHIYCHHS MPOIECY
MIPOPOCTAHHS 3€PHIBOK MIIEHUIl HAa PO3YMHI LUUHKY HAIJUIIKOBOI KOHLIEHTpaIli
MO>KHA TIOSICHUTH aJalTUBHOIO CTPATETI€I0 HACIHHS, CIPSIMOBAHOIO Ha 3amoOiraHHs
MpOpOCTaHHS B yMoBax cTpecy 1 3axuct npopoctkiB (Gill et al., 2003). Hamu Oymno
BCTaHOBJIEHO, 110 edekTn ek3orennoi ABK y konnentpauii 10° M Gynu nabmmkeni
70 KOHTPOJIIO, IO Jajo MiJCTaBy pPO3MIISIIaTH TaKy KOHIEHTPAIlil0 TOPMOHY SK
izionoriuny (Kocakiscbka Ta iH., 2019a). 3a ymoBu iHky6anii Ha po3unni ABK 10°M
KUIBKICTh TPOPOCIIUX 3€PHIBOK 03UMOi mineHull Oyna Ha 4,3% MeH1Ie 3a KOHTPOb, 1
Ha 13,5% Oisbiie 3a HAAMIPHY KOHIICHTpaIlif0 HUHKY (puc. 4.1).
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Puc. 4.1. BruiuB uuaky 1 ABK Ha mpopocTaHHsl 3€pHIBOK O3UMOI MIIEHMII COPTY
[Tononsinka (24 rox): 1 — koHTpoOJIb, BONA; 2 — Zn (57 mr/n); 3 —Zn (114 mr/n); 4 — Zn
(228 mr/n); 5 — ABK 10°M; 6 — Zn (228 mr/n) + ABK 10°M.

Bigomo, o B mepiuri 36 roauH HaOyxaHHs HaciHHSI BiIOYBAa€ThbCsS AErpajiallis
eHJI0CTIepMY TIepEeBaXHO 3a paxyHOK Boau 3a yuacTi ABK (Nambara et al., 2010; Tooro
et al., 2000). IToBizoMisIOCs TaKOXK, IO 1HKYOallisl HACIHHS KUTANChKOI KallyCTH Ha
’KUBUIILHOMY CepeloBHILi, o Mictuth 10°°M ABK, npuckoprosaia, a mpu 36i1bIeHH]
KOHIIEHTpaLii ropmony 10 10*M crosinbHIOBaNa npoec npopocranns (Ren, Bewley,
1999). 3'sacyBanocs, mo iHrioyrova aisi ABK Ha nmpopoctanHs HaciHHS 00yMOBJIEHA
YIOBUIBHEHHSIM pOCTYy nepBUHHOTO KopeHs (Graeber et al., 2010). 3a komOG1HOBaHOI
nii muaky Ta ABK Mu cnioctepiranu 3011bIIeHHS KIJTBKOCTI IPOPOCIUX 3€PHIBOK Ha
13,5% mopiBHSAHO 3 iHKYOalli€l0 Ha HAJAMIPHOI KOHIIEHTpalii 1uHKY (puc. 4.1).
Bigomo, mo ABK Hanexuts 10 T0JIOBHUX (DAKTOPIB 3aXUCTy HACIHHSA BIJ
OCMOTUYHOTO CTpecy B mepiof HaOyxanHs (Xiong, Zhu, 2003). ¥V Toit ke uac
HAJTMIIKOB1 KOHIIEHTpAIIil IMHKY BUKIWKAIOTh OKHCIIOBAIBHUIN CTPEC MPUTHIUYIOUH
poboty anTHokcuaaHTHUX ¢epmenTiB (Bielen et al., 2013). Takum unHOM,
npucytHictb ABK B iHKyOamiiHiii cymimn MOOM'SKIIyBajia TajdbMIBHY IO
HAJJIAIIKOBOI KOHIIEHTpAI[iil [IMHKY Ha MIPOPOCTAHHS 3€PHIBOK O3UMOI MIIEHUIII, 1110
CBIJTYUTH IIPO y4acTb TOPMOHY Yy (POpMYBaHHI 3aXMCHOI peakilii Ha [0 MeTaly.

MopdomerpudHi mapaMeTpu poCTOBUX MPOIIECIB 3a JIii CTpecoBUX (HaKTOPIB €
IHTeTpaJIbHUMU TMOKa3HUKaMH (Hi310JIOTIYHOTO CTaHy POCIHMH. Y TEpIIUi JIeHb
MPOPOCTAHHS 3EPHIBOK IMIIEHUIIl aKTUBI3YIOTHCS €H3UMH, 3POCTA€ 1HTEHCUBHICTDH
TUXaHHS, B1IOYBAETHCS T1JIPOJII3 3alaCHUX PEUOBHUH, SIKI 3apOJIOK BUKOPUCTOBYE JIS
npopoctanHs. Ha 2-3-1i0 100y 3’SBISIOTHCS 3apOAKOBI KOPIHII, SIKI 3a0€3Me4yI0Th
HAJIXOKCHHS BOAM | MiHEpAJIbHUX PEUOBHH JI0 TPOPOCTKA. 32 CHPHUATIMBUX YMOB IPH
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IPOpPOCTaHH1 y IpyHTI Ha 3—4-Ty 100y MPOPOCTOK BUXOJUTH HAa MOBEPXHIO. Y IIeH
nepiof] BinOyBaeThCs Mepexij Bil TeTepoTpo(HOro 10 aBTOTPOTPO(GHOTO >KUBICHHS.
VY cTBOpEHilt HaMU MOJIENl BCl BUKOPUCTaHI PO3YMHU TaIbMYBAJIM PICT MPOPOCTKIB.
Ex3orenna ABK ymoBinbHIOBaJia picT maroHa, a cyiab(daT HUHKY — PICT KOPEHs
(puc. 4.2).

./
.
- e L0 4 4L 2N

S5cm

Kontpoas, Boga Zn ABK (10°M) Zn+ABK (10°M)

Puc. 4.2. Tpuno6oBi npopoctku mimeHurri Triticum aestivum copty IlogossiHka 3a
YMOB BHpPOIIyBaHHA Ha po3unHax ABK Ta nuHky.

CyMmicHe BukopuctanHs po3unHiB ABK Ta 1uHKY mOM’SKIIyBaio
1HAUBITyaJIbHUM 1HT1OYIOYHMI BIUIMB UX PEYOBHH, IPOTE POCTOBI MOKA3HUKHU MEHIIII
3a KOHTpOoJb. CITiJ1 3a3HaYUTH, 1110 32 MMOKa3HUKaMU O10MacH MmepeBakaiu MPOPOCTKH,
BUPOILIEHI Ha PO3YMHI CyJb(aTy HIMHKY. AHaNi3 010Macu OKpEMHUX OpraHiB IPOPOCTKIB
MOKa3aB, 10 11 301LIbIIEHHS BiIOyBanocs 3a paxyHOK maroHiB. Ilpu imkyOarii Ha
cymimi ABK-+uHk 6ioMaca mpopocTKiB OyJia MeHIa 3a KOHTPoJIb (Ta0:. 4.2).

Tabmuus 4.2. MopdoMeTpudHi XapaKTEpUCTHUKU TPUIOO0BUX TPOPOCTKiB Triticum
aestivum copry IlomonsHka 3a yMOB BILTUBY ITMHKY Ta ABK

Mapaverpn KounTtpoJs, ABK, Zn, Zn, 228 mr/n +
BOJA 10 M 228 mr/a ABK, 105 M

Bucora narona, Mmm 36,3£1,8 7,5+0,3 24,1+1,2 7,9+0,3
Biomaca marona, mMr 38+1,9 5+0,3 23+1,2 4+0,2

JloBKrHa KOpEHs, MM 63,4+3,2 27,9+1,4 18,0+0,8 24, 1+1,2
biomaca xopensi, mr 27+1.4 19+1,0 13+0,7 18+0,9

biomaca nmpopoctka, Mr 145,273 90,4+4,5 104,1+5,2 98,4+4.9
Cyxa maca npopoctka, % 30,3+1,5 43,522 37,8+1,9 45,7+2.4
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Panime moBigomisuiocs, 10 B Mepiii TOAWHU 1HKyOallii HaciHHSA Ha PO3YMHAX
ABK ropmoH He ranbMmye CUHTE3Y Tiposa3 1 He BIUTMBA€E HA PO3LICIUICHHS 3alaCHUX
pPEYOBHH, 3aAisiHUX Yy 3amycky poctoBux mpoiieciB (Leung, Girandat, 1998). Tomy
MoskHa nipurtycTuTH, 1o ABK BiamosigHo ¢izionoriuniit GyHKINT raTpMyBaia paHHIi
PO3BUTOK HAJ3€MHX OpPTraHiB TPUI000BUX MPOPOCTKIB O3UMOI MIIIEHUI[l. BIuB iuHKy
Ta ek3oreHHoi ABK Ha picT mmeHuIll crnocTepirain Ha APYTY, TPETIO 1 CbOMYy JT00HU
Beretanii. [{uHk y koHUeHTpatisx 57 mr/n 1 228 mr/in npurHivyBaB picT pociud. Ciin
BiJI3HAYUTH, 1110 Ha JAPYTY 1 TpeTio 1o0u iHKyOarii Ha po3unHi uuHKy (114 mr/m) pict
HaroHiB He MpurHiuyBascs (puc. 4.3).

a4 —
4
» ” .' 1;0 Q @ .p ‘V
I 5cm
, Zn
KontpoJb, BoAA 57 mr 114 mr 228 mr

Puc. 4.3. Ilpopoctku o3umoi miieHuIl copty [lomonsiHka BUpOIEHI Ha pO3YyMHAX
uHKy (72 Tox).

YyTauBilIMMU 10 Aii LHMHKY BHUSBWIMCS KOPEHI, JOBXHHA SKUX 1CTOTHO
3MEHIIWIACh. [HriOyBaHHS POCTY MPOPOCTKIB IMMiJICUIIOBANIOCH 31 30UIBIICHHIM
KOHIIeHTpallii Metaiay g0 228 mr/a (tabn. 4.2). [TokasaHo, 1110 3MiHM B apXiTeKTypi
KOpeHeBOi cucTeMu capkaHiiB cocHu (Pinus sylvestris L.) i raneMyBaHHS IXHBOTO
pOCTY € HAOUTbII BUPA3HUMHU HaciAKaMHu TOKCUYHO1 aii nuHKyY (Ivanov et al., 2016).
Ha gpyry Ta Tpetro noby Bereranii ma posumni ABK 10°M wmum cmocrepiramu
MPUTHIYEHHS POCTOBHUX NpoueciB. Bucora naroniB Oyma MeHmow (y 2 1 4 pasu
BIJIMTOBITHO) 32 KOHTPOJIb 1 3HAYHO BiJICTaBaja BiJl MOKA3HUKIB, AKi Oy OTpUMaH1 pu
BUPOIIYBaHHI Ha pO3YMHAX LIMHKY. 3a()iKCOBAHO TAKOXK CYTTEBE CIIOBLILHEHHS POCTY
kopeHiB. Ha cboMy no0y Bereramii (piTOrOpMOH TOCHITIOBAaB POCTOBI MPOIIECH
KOpEHEeBOi cucteMu (Tadi. 4.2).

[Tpu inkyOamii mpopoctkiB Ha cywmimn ABK 1 nuHKy HeraTuBH1 edekTu Oyiu
MEHIII BUPa3HUMHU, MPOTE MOP(HOIOTIUHI TOKa3HUKU HE MIEPEBUIIYBaTN KOHTPOJIbHUX.
Ha cbomy 100y 3adikcoBano ctumysrorouy Aito ABK Ha picT KOpeHiB y mMpUCyTHOCTI

IUHKY (puc. 4.4), skMil HETaTUBHO BIUIMBAB Ha HAKOMHMYEHHS O10MacH MPOPOCTKAMHU
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nieHuii. HalOiaen BUpa3HUM HEraTUBHHUM e€(EeKT crocTepirajiud 3a KOHIEHTpallii
Metany 228 Mr/n Ha IpyTy U TpeTo 100y Beretaiii. [TonionuM ynHOM exk3orenna ABK
BIUIMBaJa Ha akymyJsimito Oiomacu. TiTbku Ha choMmy A00y Bererarii TOpMOH
1HAYKYyBaB 1CTOTHE 301IbIIIEHHS] 610Macu MPOPOCTKIB, 00YMOBJICHE AKTUBHUM POCTOM
KopeHeBoi cuctemu (puc. 4.4., taoi. 4.3).

Tabmumg 4.3. Brmue ex3orenHoi ABK 1 1MHKY Ha pOCTOBI MOKa3HUKHU MPOPOCTKIB
o3uMoi timenutli copty [logonsaka

IToxasHuku
BapianTu nociiny Bucora JoBxuHa Biomaca Cyxa maca
naroHa, Mm KOpEeHsl, MM NMPOPOCTKA, MI' | MpopocTKa, %
Jpyra no6a
KonTposb, Bona 12,9+0,6 32,1+£1,6 98,2+4,9 41,0+£2,1
Zn 57 mr/n 12,6+0,6 18,7+0,9* 98,3+4,9 44,342 3%
Zn 114 mr/n 14,5+0,7* 21,4+1,1%* 93,9+4,7* 42,1+£2,1%*
Zn 228 mr/n 12,0+0,6 12,6+0,6* 85,2+4,3* 45,3+2,3%*
10°M ABK 5,5+0,3* 13,3+0,6* 89,4+4,5%* 45,7+2,4%
Zn 228 mr/n +10°M
peeea 6,+0,3* 13,0£0,6* 88, 1::4,4* 45,8+2.4*
ABK
Tpers 106a
KonTpo:nb, Boga 36,3+1,8 63,4+3,2 145,2+7,3 30,3+1,5
Zn 57 mr/n 32,2+1,6* 42,0+£2,1%* 130,8+6,6* 28,2+1,4%*
36,5+1,8
Zn 114 mr/n 40,5+£2,1%* 137,7+6,9* 30,1+£1,5
Zn 228 mr/n 24,1+1,2% 18,0+0,8* 104,1+5,2* 37,8+1,9%*
10°M ABK 7,5+0,3%* 27,9+1,4%* 90,4+4,5* 43,5+2,2%
Zn 228 mr/n +10°M
neso M 7,9+0,3% 24,141 2% 08,44,0* 45,7424
ABK
Cnoma n00a
Koutpons, Boga 133,3+6,7 70,5+3,5 182,1+9,1 23,7£1,2
Zn 57 mr/n 91,4+4,6* 39,4+2,0%* 140,7+7,1* 26,4+1,3%*
Zn 114 mr/n 124,3+6,2* 76,2+3,8%* 150,3+£7,5* 24,5+1,2%*
Zn 228 mr/n 65,2+3,3* 21,0£1,1* 141,4+7,1* 29,8+1,5%
10°M ABK 60,8+3,1* 66,3+3,3* 152,7+7,5* 31,6+1,6*
Zn 228 mr/n +10°M
T 51,742,6* 46,9+2,5* 150,6:6,6* 42,7£2,1*

[IpumiTka: 31poyKamMH I[O3HAYEHl JOCTOBIPHI BIAMIHHOCTI MIDXX TOKa3HUKamMu B

KOHTPOJIbHIN Ta ekcniepuMenTanbHii rpynax (P <0.05, n = 10).
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Cyxa mMaca npopoCTKiB MIIIEHUIII B MPOIIECi BereTallii 3MeHITyBajgacs. Y poCivH,
BUPOIIEHUX Ha PO3YMHAX LUHKY 1 (ITOTOPMOHY, Il MOKa3HUK OyB BHILE 3a
KOHTpoJib. Haiibinbmioro Oyna cyxa maca y HpOPOCTKIB IIICHMII, BUPOIIEHUX Ha
CyMiIlI PO3YMHIB TOPMOHY Ta Ba)XKOTO MeTanmy (Tadi. 4.3). BMicT cyxoi pedoBHHH
PO3TISAAAETHCSA SIK 1HAUKATOP CTpaTerii BUKOPUCTAHHS POCIMHAMHU CBOiX BHYTPIITHIX
pecypciB, CIpsIMOBAaHUX Ha JOCSITHEHHS KOMIIPOMICY MK IIBHIAKOI aCHUMUIAINEIO 1
pocToM, 3 OFHOTO OOKy, Ta €(pEeKTUBHUM 30EpEeKEHHSM 3allacHUX PEYOBHHU B
TKaHWHAaX 1 opra"ax — 3 Apyroro (Vaieretti et al., 2007; Wilson et al., 1999). Otpumani
HaMH pe3yJbTaTH CBi4aTh MPO TE, IO 3a CTPECOBUX yMOB CTpAaTeris amanTarii
MIPOPOCTKIB MIIIEHUII Oyia CrpsIMOBaHA Ha 30€peKEHHS 3alIaCHUX PEUOBHH.

Kontpous, Boxa Zn ABK(10°M) Zn+ABK(10-°M)

Puc. 4.4. Pocnunu o3umoi mmenutti copty [logonsHka, BUpOIEHI HA pO3UYHWHAX IUHKY
(228 mr/m), ABK (10°M) i cymimi Zn+ABK (csoma 106a).

[{MHK € BaXKJIMUBUM MIKPOEIEMEHTOM JIJIsl POCIIMH 1 TOCTYIIHICTh HOTO B IPYHTI
Ma€e BEJMKE 3HA4YeHHS ns 0araTbox KyJbTyp. Lle oO0ymMoBieHO WHoro ¢izuko-
XIMIYHUMU BIIACTUBOCTSIMHU SIK IBOBAJICHTHOTO KaTiOHY. barato eH3uMiB MICTATh ITUHK
AK  Ko(akTop, 30KpeMa,  alKOTOJbJCTiApOreHasa,  CyNepOKCHUIANCMYTa3a,
kapOoanrinpaza ta PHK-momimepasa. 3a gedinuty IUHKY MPUTHIYYETHCS CHUHTE3
IPOTEiHIB, BIH MOTPIOCH TAKOX IJISi CUHTE3Y TPUNITOGaHy — KIFOUYOBOT aMIHOKUCIOTH
y 6iocunTesi IOK (Brown et al., 1993; Castillo-Gonzales et al., 2018). [{lunk 3agisauii
y CHHTe31 (PepMEeHTIB BYIJIEBOAHOTO OOMIHY — ¢pykTo30-1,6-qudocdarazu i
anpaona3u (Hafeez et al.,, 2013). IlokazaHo, 1o 3MEHIICHHS 1HTEHCHBHOCTI
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dboTOCHHTE3Y 3a HAJUTMIIKY LIMHKY Y POCIMH O3UMOI MILIEHHUIII MTOB'A3aHO 31 3MIHAMH Y
BMICTI MITMEHTIB 1 3HIKEHHSAM KBaHTOBOI eextuBHocTi OC I, TOa1 Ik mpu HecTaul
MeTajly — 31 3MIHOK aKTHBHOCTI (PEpPMEHTIB, 1110 OEPYTh Y4acTh B TEMHOBHUX PEAKIIISIX
¢orocunrtesy (Kaznina, Titov, 2017).

Mu Bu3Ha4YWIH, 110 HA ChOMY 100y BereTarlii mpu nepexoi 3 rerepoTpoPpHOro
Ha aBTOTpo(HE >XKMBIEHHS iHKyOaris Ha cymimi ABK 1 muHKY HaamIumkoBoi
KOHIIEHTpAIlli TajllbMyBaJla PO3BUTOK MPOPOCTKIB, OJHAK MPUCYTHICTh TOPMOHY
noM'sIKITyBaja iHrioyrounil eekT MeTary Ha picT KopeHiB (Tabi. 4.3). Ha cbomy 100y
1HKyOaI1ii Ha po3ynHax IMHKY B KOHIEHTpaIlisax 57 mr/m 1 114 Mr/n mioia aucToBoi
MJIACTUHKY MIICHUIN Aemo 3MeHmmiacs. [Ipu Bererarii Ha cymimmi iuaKy 228 Mr/m i
ABK cnocrepiranocsi 3MEHIIIEHHS I[bOTO TMOKa3HMKA BJIBiYl, 110 OYyJI0O BUKIMKAHO
MOPYIICHHSIM BOJIHOTO OanaHcy. Bigomo, 110 BakKi MeTaau B TOKCUYHIM KOHIICHTpAIIii
noripiryroTh Boauuit 6ananc pociaud (Mukhopadhyay, Mondal, 2015). 3a iaky0artii
MIPOPOCTKIB HA CyMIIIl TOPMOHY 1 METay IUIOIIA JIMCTOBOI MJIACTUHKY 30UIbIIMIACS,
1110 MOSICHIOETHCS 3HMKEHHSM 1HTEHCHBHOCTI TpaHCMHipalii, BUKIUKAHOI €K30I€HHOIO
ABK (puc. 4.5).

Maowa, cm?

o
[%a]
1

& & ©

0,3 T T T T T T
0 1 2 3 4 5 6 7

BapianTu aocnigy

Puc. 4.5. BonuB ex3oreHHoi ABK 1 IuHKY Ha IOy JUMCTOBOI IJIACTUHKU POCIIHH
o3uMmoi nienuti copty Ilononsaka. 1 — KoHTpOb, Boaa, 2 — Zn (57 mr/n), 3 — Zn (114
mr/n), 4 — Zn (228 mr/n), 5 — ABK 10°M, 6 — Zn (228 mr/m)+ABK 10°M.

Hakonuuenns engorenHoi ABK 1 mojanpliiie ranbMyBaHHSI pOCTY PO3TIISIIA€THCS
K aJalnTUBHA pEakKIlis, IO CIpUs€ 30EPEKEHHIO >KUTTE3IATHOCTI POCIHHHU 3a
HECHPUATIUBUX YMOB 1 MOJANbIIOMY BIAHOBJICHHIO MICJS MPUIMHEHHS CTPECOBOIO
BBy (Biicker-Neto et al.,, 2017). ¥V Toii ke 4Yac MNOBIAOMIISIOCS, IIO IUIOIIA
JIMCTKOBOI ITUIACTUHKHU MIIEHULI, SSYMEHIO 1 BiBCa MPHU HAJUIMIIKY LMHKY 3aIMIIANacs
06e3 3miH, mo aBtopu (Kaznina et al., 2005) mosiCHIOIOTH 3AAaTHICTIO 3JIAKIB J0
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30€peKEeHHS PO3MIPY aCUMUIALINHOT ToBepxHI. TakuM 4rHOM, 1HKyOaIlisl Ha PO34MHI
3 HAJITTUIIIKOBOIO KOHIICHTPAIII€I0 IUHKY BUKIIMKaJa raJlbMyBaHHS POCTOBUX MPOIIECIB,
3MEHIIICHHS] BHUCOTH TMAroHy, JOBXHHM KOPEHIB 1 IUIONI JIMCTKOBOI MOBEPXHI
MPOPOCTKIB 03UMO1 mieHUIli. Hu3bKi KOHIIEHTpaIlii HMHKY HE MPUTHIYYBaJIU CXO0XKOCTI
3€pHIBOK 1 CTUMYJIFOBAJIA PICT MaroHiB 03uMoi nieHuli copty Ilogonsaka. HeratusHi
edeKTr MeTany 4acTKOBO HiBeltoBasucs 3a qoaaBants ABK, 110 cBiT4uTh mpo y4yactb
TOPMOHY B 1HAYKIIT 3aXMCHOTO MEXaHI3My BiJl TOKCHYHOCTI METaIYy.

4.3. lopMOHanbLHUN KOMMNEKC 03MMOI NWeHULi 3a Ail ULMHKY Ta
abcun3oBOi KUCNOTHU

Bnnue umHky i ABK Ha akymynsuito IOK

AyKCHHM 3aJlisiHI B PETyJiAlii MpOLECiB MPOPOCTAaHHS HACIHHSA, MOALLY,
po3TsAryBaHHS Ta AudepeHIiami KITHH, (OoTo- Ta TpaBITpOMi3Max, amiKaIbHOMY
JIOMIHYBaHHI, eMOpio-, OpraHo- Ta Mop(oreHesi, po3BUTKOBI KOPEHEBOI CHCTEMH
(Cheng, Zhao, 2007; Ludwig-Muller, 2011; Mano, Nemoto, 2012; Teale et al., 2006).
3a nii BM romeocras aykcHHY NOpPYUIYEThCS, II0 HEraTMBHO BIUIMBA€ HA PICT 1
po3Butok pociud (Hu et al.,, 2013). [uuk Oepe yuacth y mertabomnizmi IOK, a
HaJIJTUIIIOK METaJly BIUIMBA€E Ha MOKa3HUK BMICTy TopMoHy (Yamaji et al., 2013). Tax,
3a HaJIMIIKOBOI KOHIIEHTpallii IMHKY 1 00poO1i ex3oreHHot0 ABK croctepiramocs
smeHmeHHs konneHnTpamii IOK y kopensix i muctkax Populus anescanscens (Shi et al.,
2015). Boanouac, 3a TMHKOBOTO CTpecy BUsiBiIeHO miaBuiiieHHs BMicTy [OK y nuctkax
Quercus suber (Disante et al., 2014), Tozi sik y kopensix i maronax Arabidopsis thaliana
KOHIIEHTpAIlis TOPMOHY He He 3MiHtoBazacs (Sofo et al., 2013). Hamu 6ymo nokasano,
1o 1HKyOamis Ha po3unHax ABK 1 cynb(aTy HUHKY BUKJIMKaIa 3MEHIIEHHS BMICTY
engorenHoi IOK y Tpumpo6oBux mpopocTKax MINEHUIN YABIYl Ta TpUUl BiIMOBIIHO,
TOAl SIK MICJIS BUKOPUCTaHHA cymimil ¢itoropmony 1 BM — y 2,6 paza. Orxe,

JO0JaBaHHS TOPMOHY JEII0 oM SIKIITYBaj0 HETaTHBHUI BIUTMB LIMHKY HA aKyMYJIALIO
IOK (puc. 4.6a).

Bnnue umHky Ta ABK Ha akymynsuito ABK
AOciu30Ba KHCJIOTa BIAIrpae KIIOYOBY poyib Yy (OpMyBaHHI 3aXHUCHUX
MmexaHi3MiB pociiuH (Bomtenko, KocakiBcbka, 2016; Vishwakarma et al.,, 2017),
perymsiii mporeciB no3piBaHHs 1 nmpopoctanHi HaciHHS (Finkelstein et al., 2008),
BIUIMBAE Ha apXITeKTypy kopeHeBoi cuctemu (Harris, 2015). Bcranosieno, 1mio 3a aii
BM BMicT ropMony y TkaHuHaX siuMeHs cyTteBo 3poctaB (Hollenbach et al., 1997), a
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ex3oreHHa ABK, 3mennytoun piBeHb TpaHcmipallii, 0OMexyBaJia HaJIXOP)KeHHS [IMHKY
70 HAJI3EMHHUX OpraHiB mnpopoctkiB pucy (Zhao et al., 2009). Hammumkosi
KOHIICHTpAIIil IIMHKY CIOBLIBHIOBAIN IIPOPOCTAHHS HACIHHS OTipKa, HYTa, KBAcoJi Ta
TIPU3BOIMIIH JI0 301IbIIeHHs BMicTy eHporenHoi ABK (Atici et al., 2005; Wang et al.,
2014 b; Zengin, 2006). Panirire moBigoMIsLIOCh, IO IIUHK HE BIUIMBaB a00 3MCHIIYBaB
BMICT TOPMOHY B IipopocTka apabigorcucy(Sofo et al., 2013). 30inbieHHs TPUBAIOCTI
IIUHKOBOTO HABaHTA)XCHHS 32 YMOB CKCHO3WII mpopocTkiB Ha ABK crpuunHsiio
3MECHIIICHHS BMICTY TOPMOHY B KOpEHSX 1 30UIbIICHHS B JucTKax tomoji (Shi et al.,
2015). YV mamomy JociiKeHHI OyJi0 MOKa3aHo, IO MPH BUPOIIYBaHHI HAa PO3YMHI
ABK Bwmict ennorennoi ABK y Tpuno60oBux mpopocTkax 03uMOi MIIEHMIII 3pOCTaB y
10,5 pa3za. 3a naii IIMHKY — 3aJMIIaBCd Ha PIBHI KOHTPOIO, TOJMI SK CyMICHE
BuKkopucTanHs ABK 1 IUHKY BUKJIMKAJIO 3pOCTaHHS BMICTY TOPMOHY Mailke B 4 pa3u
(puc. 4.60).

Bnnue umHky Ta ABK Ha akymynsuito IKs

['i0bepeninu € akTUBAaTOpaMH NPOLECIB, K1 BIIOYBAIOTHCS MPHU MPOPOCTAHHI
3€pHIBOK, BOHM CTUMYJIIOIOThH JIIHIMHUIA PICT OCLOBUX OPTaHiB 1 301JIbIIIEHHS TOBEPXHI
muctka (Gantait et al., 2015). Bimomo, mo npu mpopoctanHi HaciHHS BMICT ['K3
3poctae (Atict et al., 2003; Debeaujon, Koornneef, 2000). Bwmict ribepeniHiB y
TKaHWHAX POCIUH 3HAYHOIO MipOIO 3aJIC)KUTh BiJl yMOB HABKOJMIITHBOTO CEPEIOBHUIIIA.
Tak, BHCOKa KOHIIGHTpaIlid IIMHKY BHUKIMKajga 3MeHIIeHHs Bwmicty [Ksz vy
npopocTtatoyoMmy HaciHHl HyTy (Atici et al.,, 2005), xopensx apabimorcucy, 00
BimOyBanocs depes rinepcuHTe3 DELLA-OUIKIB — penpecopiB CUTHAIBHOTO MIISAXY
ropmony (Khan et al., 2015a; Sofo et al., 2013). Hammumiok IMHKY BUKIUKaB
3HIKEeHHS KoHIeHTpailil ['K3 y KopeHsx 1 IMcTKax TOmou He3aJIeKHO Bil TPUBAIIOCTI
excniosmmii (Shi et al., 2015). BogHouac, HU3bKI KOHIIEHTpAIl IIMHKY IHIIIFOBAIH
akyMmysiiito eaaoreHHoi ['Ks, Toai ik BUCOKI Jisiin sIK cTpecoBuii ¢haktop (Atici et al.,
2005). Hamu Oyno nmokasaHo, 10 3a 1HKyOalli 3epHIBOK MIIEHUIl HA PO3YHHI LIUHKY
BiIOyBasiocss 30UIbIIeHHST BMICTy eHforenHoi ['Ks, Toal sk 3a BUpPOLIyBaHHS Ha
pozunHax ABK Tta cymimi ABK # cynbdaTy UUHKY KUIBKICTH TlOepeniny
3MeHITyBajlacs Maibke B 4 pasu (puc. 4.6B). llMHK MO3UTHBHO BIUIMBAaB Ha
HAKOIMMYEHHSI Ti0epeliiHy, OJHAK 30UIbLIEHHS pPO3MIpIB HAA3€MHOI YAaCTUHHU Y

TPUIOOOBUX MPOPOCTKIB MIICHHUIII PU ILOMY HE CIIOCTEPITaocs..
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Bnnue umHky Ta ABK Ha akymynsauito LMTOKIHIHIB

[{IUTOKIHIHM KOHTPOJIOIOTH TMOJT KIITHH, CTUMYJIOIOTH YTBOPEHHS Ta
aKTUBHICTh MEPHUCTEM IAroHiB, (OPMYIOTh aTparyiodyy CIPOMOXKHICTh TKaHHH,
3aTPUMYIOTh IIPOIEC CTAPIHHS JIMCTKIB, 1HT1OYIOThH PICT 1 radyXeHHsS KOpeHs, OepyTh
y4acTh y PEryJdiii Mpolecy IpOpOCTaHHS HaciHHSA, (GopMyBaHHI BIIANOBIAI Ha
ctpecoBi BruBH Tomo (Begennvona, KocakiBebka, 2016; 2017; Veselov et al., 2017;
Wybouw, De Rybel, 2019). I1ig yac npopocTaHHs HACIHHS HYTY 33 IMHKOBOTO CTPECY
BUSBIICHO TIOCTYNOBE 3POCTaHHS BMICTY 3€aTHHY Ta 3MEHIICHHS 3€aTHHPUOO3HIY.
[IpunyckaroTh, 0 3€aTUH BIAIrPae JOMIHYIOUY POJb MPU MOJI0JAHHI TAKOTO CTPECY
Ta MOKe cuHTe3yBatucs de novo (Atici et al., 2005). YV HamoMy JoCiiKeHHI 0YII0
BCTAHOBJIEHO, 10 Y TPUA0OOBUX MPOPOCTKAX O3UMOI MIICHUII IUTOKIHIHU mpanc-31,
mpanc-3P ta ill 3Haxomunuca y CHiOBUX KuUlbKOCTAX (MeHmie 0,5 Hr/r cupoi
pPEYOBUHM). Y JOCTOBIPHUX KUIBKOCTSX Oynu BU3HAYeHl Jwmimie mparc-3 Ta illA.
Ex3orenna ABK Bukiukana 30UIbLIEHHS BMICTY mpawnc-3 yTpudl, TOHAl SIK LIUHK
YaCTKOBO MPUTHIYYBaB aKyMYyJISIiI0 TOPMOHY, a TIpH cyMicHIi nii ek3orenHoi ABK 1
BM 3adikcoBannii HalHMXK4HI piBeHb mpanc-3. Xapaktep HakonuyeHHs 1lIA maB
OPOTHIIEKHY CHpPSIMOBaHICTh, a came 3a jaii ek3oreHHoi ABK BwmicT ropMoHy
3MEHIIIYBAaBCH, a 3a i HMHKY — 3011blryBaBcs. BuponryBanns Ha cymimn ABK 1 BM
npurHivyBaso akymyssiito il1A (puc. 4.6r).
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HI /T cMpoi peyoBUHK
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12 F N [ 3eaTiH HiMNA 12
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o
—
o]

HF /T CMpPOi peyoBMHU

0 = -
KoHTpoab ABK Zn Zn+ABK

KoHTpoNb ABK zn Zn+ABK

Puc. 4.6. BwmicT eHzoreHHHX (iTOrOpMOHIB y TpHIO00BHX MpOpoCTKax Triticum
aestivum L. copry ITomonsuka npu BupoiyBaHnHi Ha po3urHax ABK ta muHKy (HO/T
cupoi peuoBuHM). [Toznauenns: a — IOK, 6 — ABK, B — I'K3, r — uuTOoKiHIHH.
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Bnnue unHky Ta ABK Ha akymynsuito CK

CaniuunoBa KHUCJIOTa BIJITpae KIOYOBY pOJb y (OpPMYyBaHHI CTIMKOCTI
MIPOPOCTAIOYOT0 HACIHHA Ta JOPOCIMX POCIWH 3a Jii pi3HOMAHITHUX O10THYHHUX
ctpecopiB (Vicente, Plasencia, 2011), 3aBAsku YoMy TOPMOH PO3TJISJIAETHCS SK
edexTuBHUM 3aci0 3axucty (Dempsey, Klessig, 2017). IToigomisocs, mo 3a nii BM
ex3orerHa CK mocwiroe aHTHOKCHIAHTHHM 3aXHCT, CIHOBUIBHIOE TIEPEKHUCHE
OKHCIICHHS JimiaiB, miaBuirye ¢orocuHTeTHuHy aktuBHicTh (Noriega et al., 2012;
Sytar et al., 2019). 36inbmenns Bmicty engorenHoi CK 3adikcoBaHo y jmcTKax
Thlaspi praecox 3a rinepakymyisimii BM (Lugany et al., 2013). Binmideno nmocunenss
oiocunte3y CK 3a mii BM y kopensx i aucti Tormom (Shi et al., 2015). Hamu 6yio
MIOKa3aHo, 10 3a 1HKyOalli Ha po34MHi cylb(paTy LHUHKY Y TPUI0OOBHX IMPOPOCTKAX
nmenutli Bmict CK 3poctaB yaBivi, Toai sik 3a nii ek3orenHoi ABK — y cim pa3sis.
[TinBumenns Bmicty CK y 10 pa3iB cmocrtepirajoch 3a CyMICHOI Al pO3YMHIB
cyabdary nusky i ABK (puc. 4.7).

KoHuTtpons;
1,4
Zn+ABK; 11,6 ABK: 9.9
Zn;
29

Puc. 4.7. BmicT cainmioBoi KUCIOTH Y TPHI000BHUX MpopocTkax Triticum aestivum L.
copty IlogonsHka mpu BupouryBaHHl Ha po3unHax ABK Ta umsHkKy (Hr/r cupoi
PEYOBUHM).

Bnnue umHky Ta ABK Ha 6anaHc eHaoreHHUX ¢piToropmoHiB
3a KOHTPOJBHUX YMOB BHPOIIYBAaHHS y TPHIOOOBHX IPOPOCTKAX TIICHHMIII
nominyBanma enmorenHa I[OK, Bwmict sikoi csraB 92 HI/T cupoi pEUOBUHHU.
CmiBBIIHOIIEHHS] CyMapHOro BMicTy ¢itoropmoHiB ctumynaropiB IOK, I'Kz Ta
IIMUTOKIHIHIB 13 cymapHuM BMicToM cTpecoBux ropmoHiB ABK 1 CK 3a xoHTpoapHUX
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yMoB gopiBHoBano 9 : 1, 3a nii ABK—-0,3: 1, quaky — 4,8 : 1, uuaky + ABK—-1,3:1
(puc. 4.8).

XapakTep 3MiH y BMICTI €HJOTN€HHHUX (DITOTOPMOHIB 3aCBITYMB, IO IHUHK 1
ex3oreHHa ABK nisimm sik abiotudHi ctpecopu. 3adikcoBaHi y HAIOMY JOCTIKEHHI
3MiHE MOP(OMETPHYHUX MapaMeTpiB OMOCEPEIKOBAHO BKA3yIOTh Ha MPUYETHICTH
ropmoHiB-ctumyiaTopiB 1OK, 3eatun, illA ta I'Ks g0 perymsmii pocTy maroHis
OPOPOCTKIB MINeHUIN 3a aii nuHky. 30unsmeHHst BMicty CK 3adikcoBaHo y Beix
JAOCTIIHUX BapiaHTax, IIO0 CBITYUTH MPO BKIIOYEHHS TOPMOHY 10 (POpMyBaHHS
3aXHCHUX MEXaHI3MiB.

IOK+IK3
ax  KOHTpOAnb ABK Zn Zn+ABK

L
=

Puc. 4.8. CniBBigHomeHHs cymapHoro BMicty pitoropmoniB [OK + I'K3 + nurokiniau
3 ABK + CK y BifcoTkax 3a KOHTpOJIbHUX yMOB Ta 3a 11i ABK 1 Zn y Tpuno6oBux
npopoctkax Triticum aestivum L. copry ITononsnka

57%

Takum 4MHOM, Ha FOBEHUIBHIN cTail pO3BUTKY B MpopocTKax Triticum aestivum
L. copry llomonsiHka 3a BHCOKHMX KOHIIEHTpallid LHUHKY Ta ek3oreHHoi ABK
BiIOYBAIOTbCS 3MIHM B aKyMyJsiii 1 OajaHCl TOPMOHIB-CTUMYJIATOPIB POCTOBHUX
MPOLIECIB 1 TOPMOHIB, 3aAisiHUX Y (OpMyBaHHI 3aXMCHMX MexaH13MiB. [{uHK Yy
KOHIIEHTpaIli 228 MI/11 raJbMyBaB picT KOPEHEBOI CUCTEMHU TPUI000BUX MPOPOCTKIB
MIIEHUII, SIKa NePIIOr0 MiANnagana mija 3ryOHui BIUTMB HAIMIPHOT KOHLIEHTpAIlll 10H1B
BM. 3a mux ymoB BigMiueHo 3MeHIeHHs: BMicTy engorennux IOK, 3eatuny Ta ABK 1
30utbeHHs ['Ks, iITA Ta CK. InkyOaris npopocTkiB Ha po3unHi ABK KoHIeHTpali€ro
10® M ingykyBama picT KopeHeBOi cucTeMu. IIpu CyMicCHIM il TOPMOHY Ta LIMHKY
CIOCTEPIrajoch HIBEJIIOBAaHHS raibMiBHOTO edekTy BM, a BMiCcT cTpecoBUX TOPMOHIB
CK ta ABK 3pocTtas. Hami pe3ynbraty, y3roKyroThCs 3 JaHUMU HIIUX JOCI1THUKIB
o0 yuacti ABK y 3anmycky curnansHux kackasiB CK ta IOK, 3n1aTHuX 3MeHIITyBaTH
tokcuuny Aito BM (Noriega et al., 2012; Trinh et al., 2014). Otxe, cTparteris aganrtarii
MPOPOCTKIB MIIEHUIIl JO IIMHKOBOTO HaBaHTaXeHHs 3a J1i ex3oreHHoi ABK
CIPSIMOBYBAJIaCh Ha TAIbMYBaHHS POCTY IMAaroHIB 1 aKTUBAIIIO POCTY KOPEHIB. 3MiHH B
OamaHci (ITOrOPMOHIB 37aTHI 1HILIIOBATH 3aXUCHI MEXaHI3MU Ta MOJAJIbIITY
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aJlanTalliio poCIvH JI0 BIUIMBY HaIMIpHOI KOHIIeHTpallii BM, a mpaiiMmyBaHHs 36pHIBOK
ex3oreHHo0 ABK mMoke OyTu BUKOpUCTAaHUM JJIs MABUILIEHHS CTPECOCTIMKOCTI.

Takum 4UHOM, TIABUIICHHS €(DEKTUBHOCTI BUKOPUCTAHHS 3€MEJIBHUX PECYPCIB
1 TIOJIIMIIEHHS SKOCTI MPOAYKIIII € KIOYOBUMHU MPOOJIEeMaMH Cy4aCHOTO CUIBCHKOTO
rocrnojapcTBa. 3a0pyJHEHHST Ha3eMHUX 1 BOJHHUX ekocucteM BM cnonykae 0
MONIYKY W pO3pOOKM HOBUX E€KOJIOTIYHO OE3MEYHHMX TEXHOJIOTIH, CIpsSIMOBAaHUX Ha
MOM'SIKIIEHHS HETATUBHOTO BIUIMBY HAa HABKOJIMIIIHE CEPEIOBHUINE, a AOCHIHKCHHS B
I[i{ Tamy3i CyTTEBO MOTIUOIOITH PO3YMIHHS MEXaHI3MiB MOTJIMHAHHS, TPAHCHIOPTY
Ta getokcukaiii BM. @1ToropMoHH € IHTErpyIOYOI0 JIJAHKOIO CUTHAJILHUX CUCTEM, L0
PETYIIOITh PEAKIN0 POCIMH Ha CTPECOpU. BiamoBigpr POCIMHHOTO OpraHizMy Ha
CTpeC, CIPUUYMHEHUN BUCOKHM piBHEM BM, MposBIsSIEThCS y MIBUIKINA 3MiHI PIBHIB
¢itoropmoniB. TonepantHicTh pociuH A0 Aii BM ¢opmyeTbes B pe3ynbTari NpsMoi
a0o0 orocepeKoBaHoi /i (ITOrOPMOHIB.
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MiacyMkun i nepcnektMeu

[IpomucnoBa misIBHICT Ta 1HTEHCHU(IKalis CUIBCBKOTO TOCIOJIapCTBA
HaJeXaTh J0 TOJOBHUX AHTPOIOTCHHHX JKEPeN 3a0pyAHEHHS MOBKIJUIS BaKKUMH
MeTtasiaMd. BM 1HAYKYIOTh OKHCIIOBJIBHHN CTpeC, IOCHIIOIOTh TMOTJIWHAHHS
MIHEpaJIiB  KOPEHEBOI  CHCTEMOIO,  IMONIKO/KYIOTh  KIITHHH, 3MIHIOIOTH
(epMEeHTaTUBHY aKTHBHICTb, TaJdbMyIOTh po00TY (OTOCUHTETUYHOTO arapary,
BUKIIMKAIOTh XJIOPO3, 3HIKYIOTh 610Macy Ta BpOXKaiHICTh (PUCYHOK).

) 4

MornuHaKHa BM , Yxrpamm%pesnmmmlmﬁpam]

KNiTUH KOpeHst
o R
R TpaucnopTyBaHHn ioHiB BM 3 kniTuH 3a
;Sa?aaygamm ioHiB BM “‘ AO]'lOMOrO plamnx m 6
Tiorpynamu 6inkie, nopyLueHHs , . e
CTPYKTYpH i (pyHKuiit Ginkie,
OKUCHE MOLLIKOKEHHA
HyKNeiHoBMX kucnor,
iHriGysaHs pennikauii AHK,
. eKcnpecii rexis i noainy KNiTuH
r 2 1 BiocuHTE3 it HaKoMMYEHHs!
b MararoLuanepoHis, xenaropis,
HecrabinbHicTb reHomy —
AKTVBAList AHTUOKCUAAHTHUX
(hepMEHTIB 1t HaKOMMYEHHS

p—

T

e
CnoBinbHEHHA pocTy

Ta PO3BUTKY,
3HVKEHHSA

BPOXaAHOCT

Pucynoxk. Cxema, o UTIOCTpYE pi3HI JKepena HaaxomkeHHss BM y cepenoBuiie ta
3yMOBJIEH1 3a0py/THEHHSM BIATIOBI1 POCIIHH.

KynbTypHi pociuHU BiIIrparOTh BaXJIUBY POJIb Y 3aJ0BOJICHHI TJIOOATBHUX
moTpeO JIFOICTBA B MPOAYKTaX XapuyBaHHS. 31 3pOCTaHHSIM HACEJICHHS Ha 3eMHIN Ky
CTaJie BUPOOHUIITBO arpapHUX KyJbTyp BHUMaraTUMe YJOCKOHAJCHHS iCHYIOUMX Ta
CTBOPEHHSI HOBUX arpOTEXHOJIOT1i, OTPUMaHHS CTPECOCTIMNKIX BUCOKOIIPOIYKTUBHUX

COPTIB, ONTUMI3aIlil MOCIBHUX ILJIOII, OYUCTKHU Ta MOJINIIEHHS IPpYHTIB. [liaBUIIIEHHS
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€(DEeKTUBHOCTI BUKOPUCTAHHS 3€MEIbHUX PECYPCIB 1 MOIMIIEHHS SKOCTI MPOAYKIIi €
KIFOYOBUMH THUTAHHSIMH, 110 CTOATH MEpe] CYyYaCHUM CLIbCBKUM TOCIOAApCTBOM.
3a0pynHEHHs] Ha3eMHUX 1 BOJHUX ekocrcteM BM crnioHykae 10 MOMIIyKy 1 po3poOKu
HOBUX €KOJIOTIYHO O€3MeYHUX TEXHOJOriH, CHOpPSIMOBAaHMX Ha TMOM'AKIICHHS
HEraTMBHOTO BIUIMBY Ha HABKOJUIIHE CEPEJOBHINE, a JOCIIKEHHS B I Tamy3i
CYTT€BO NOTJIHOJIATH PO3YMIHHS MEXaH13MiB IOTJIMHAHHS, TPAHCIIOPTY U IETOKCUKAITIT
BM. ®iToropMoHU € IHTETPYIOUOIO JIAHKOIO CUTHAJIIBHUX CHUCTEM, IO PETyJIOI0Th
pEaKIiio POCIMH Ha CTpecopd. BiAmoBiAb pPOCIMHHOTO Opra”Hi3aMy Ha CTpec,
CIIPUYMHEHUM BHUCOKUM piBHeM BM, mnposBiseTscs y IMBUAKINA 3MiHI PIBHIB
¢iToropmoniB. TonepanTHicTh pociuH A0 Aii BM ¢popmyeTscst B pe3ynbrati npaMoi
a0o0 orocepeKoBaHoi /i (ITOrOPMOHIB.

O6poOka ¢iToropMOHaMH HE MOKE MOBHICTIO MOJI0JaTH HEraTUBHUX HACIIIJIKIB
aii BM Ha TpaHCHOPT MOXUBHUX PEYOBHUH y POCJIHMHAX, aje Taka oOpoOKa MOxe
e(EeKTUBHO NPUTHIYYBAaTU MOIVIMHAHHS 10HIB Ba)XXKUX METAIB, HANpHUKIad MpU
3aKpUTTI MPOAUXIB, 3yMOBIIEHOTO a0CIIM30BOIO KHCIIOTOIO, 1110, B KIHIIEBOMY PaxyHKY,
3HIKYE HAAXOXKEHHSI Ta MEPEMIIIEHHS TOKCHYHUX METaNIB BiJl KOPEHIB JI0 MAaroHiB 1
mucTs. llepcreKTUBHOIO TAaKOXK € MOJKJIMBICTH BUKOPUCTAHHSA (DITOTOPMOHIB IS
npaiiMyBaHHs HaCc1HH Ta (hoaiapHOi 0OpOOKH 3 METOIO 1HAYKYBaHHS CTIHKOCTI 10 BM.

V peaxiiii Ha 3pocTaHHs KoHIeHTpallii BM (yHKIlIOHy€ AeKiTbKa MepexXpecHux
nuisaxiB curnamzanii. AbBK Bigirpae kimouoBy posib y (GOpMyBaHHI BIJNOBiAI Ha
iHToKcuKarito BM. BpaxoByroun BaxiIuBICTh (HITOTOPMOHIB Y (QopMyBaHHI
CTPECOCTIMKOCTI, MOAANbIII JTOCTIIKEHH CHPUATHUMYTh PO3YMIHHIO OCOOJIMBOCTEN
METa0OJIYHUX TPOILECIB y MIKIMBUX MJIs POCIMH yMoBax. [IpoBeneHi Bxke
JOCJTIKEHHS MATBEPKYIOTh BXKJIMBICTh POCIMHHUX TOPMOHIB B 1oJ10/1aHH1 i1 BM,
a TaKOX 1HIIHUX a0l0THIHUX CTPECIB.

[TincymoByroUH, CITiJT 3a3HAYUTH, 110 MAJIOIOCITIKCHIM 3aJTUIIA€THCS TUTAHHS
MDKTOPMOHAJIBHOI B3aemojiii mpu GopmyBaHHI cTiiikocTi 70 BM. AkTyanbHum €
MOTJIMOJICHHST JOCIIKEHb, CIIPSIMOBAHUX HA BUBYEHHS MOJIEKYJISIPHHX MEXaHI3MIB,
perynboBaHux (¢iTOropMoHaMu 3a cTpecy, 3ymoBieHoro BM. Kpim Toro,
NorMOJICHHSI HAIIUX 3HaHb MPO METa00JII3M TOPMOHIB y POCIUH BaXJIUBE JIs
po3po0KH eheKTUBHUX (D1310I0TTUHHX, O10XIMIYHHUX 1 610TEXHOJIOTTYHHUX MiAXOIB IS
NOM'SIKILIEHHS LIJIOTO CHEKTPY ablOTUYHUX CTPECIB, KI MU MOXKEMO CIIOCTEpIraTtu B
Cy4aCHUX yMOBaX.
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