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BCTYII

[TocniioBHICTB epediry craaiii Mopgo- i OHTOTEHE3Y, IHTErpallis
POCTOBOT aKTMBHOCTI OKPEMHUX OPTraHiB y IUTICHY CKOOPAMHOBAHY
cucTeMmy, 30aJlaHCyBaHHS  JIOHOPHO-aKUENTOPHUX  BiJIHOCHH,
3MIACHEHHSI PEMPOAYKIIii, 3B 30K 13 30BHIIIHIM CEPEIOBUIIEM —
yCi 11l HaJICKIIAJHI MPOIECH, sIKI 3a0e3MeUyI0Th KUTTEMISIBHICTD
pOCIIMH, BiIOYBalOThCSA MiJ KOHTPOJEM OaraTOKOMIIOHEHTHUX
pPErylITOpHUX cucTeM. BuBUEHHS ¥ 3’siICyBaHHS 3aKOHOMIPHOCTEH
(GYHKILIOHYBaHHS TaKUX CHCTEM HAJICKHTh 10 (yHIAaMEHTAIbHUX
3aBIaHb CydacHoi Oiojorii. ['opMoHanmpHa CKJIajoBa 3arajbHOT
POCTIMHHOT PETYIATOPHKH TPEACTaBICHA HHU3bKOMOJICKYISIPHUMHU
CHOJIyKaMH, KOTpl SIK TPOAYKTH METaboNli3My CHHTE3YIOThCS B
HEBEJIMKUX KUIBKOCTSIX Y IEBHUX YACTUHAX OPTaHI3MYy 1 IPOSIBIISIIOTh
(G1310/10T1YHY  aKTUBHICTh, TPAHCIOPTYIOUUCh B 1HII. BoHu
3a0e3MeuyoTh B3a€MO/III0 KIIITHH, TKAaHUH 1 OPTaHiB, € TPUrepamMH i
perymnsaropamu izionorigaaux mporpam (Xomoausri, 1939; Cabunus,
1963; Tloneso, 1982). MoXIUBICT KEpyBAaTH MPOLIECAMU POCTY
1 pernpoayKIiii pOCAHH 3a JONOMOTOI0 HEBEIMKHMX KOHIEHTpAIlii
OpraHiyYHUX CIIOJYK CIOHYKajda BEIUYe3HY yBary HayKOBIIIB 0
BUBYEHHs (iToropmoHiB. He3Baxaroun Ha ICHYBaHHsS 3HA4HOTO
(dakTHUHOrO Marepiajly 3 pPI3HUX HamNpsMKIB (PITOrOPMOHOIOTI],
IITICHOT KapTHHH (PYHKI[IOHYBaHHS TOPMOHAJIBHOI CHCTEMH JI0
IILOTO Yacy He 3arpornoHoBaHo. J[0Ci 3aMIIaloThCs He3 ICOBAaHUMH
MUTAHHSA 3B’ 3Ky MK BMICTOM (DITOTOPMOHIB 1 pEeTyIIsIIi€l0 MPOIIECiB
MOJILTY Ta PO3TATYBAHHS KITITHH, IHTCHCUBHICTIO POCTOBHX IIPOLIECIB
y POCIMHI B IIJIOMY, OCTaTOYHO HE BH3HAYEHO JIOKAJI3aIliI0
6iocuHTe3y (PITOrOPMOHIB. 3aHIIAIOTHCS OOMEKEHUMHU BiJIOMOCTI
11010 TOPMOHAJILHOT PEryJIsiliii pi3HUX TUIIB POCTY POCIIHUH.

CkiaioBUM  KOMIIOHEHTOM TOPMOHAJIBHOTO — KOMIUIEKCY €
IUTOKIHIHM — (ITOTOPMOHH, SIKI 3aisHI B PEryssiii HpoIeciB
pOCTy i PO3BUTKY OpraHiB pociuH. BOHM KOHTPOMIOIOTH MOILT
KJIITUH, CTUMYJIIOIOTh YTBOPEHHS Ta aKTUBHICTh MEPUCTEM IaroHiB,
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bopMyIOTh arparyiody CHPOMOXHICTh TKaHHWH, 3aTPUMYIOTh
MpPOLEC CTApiHHS JMCTKIB, 1HTIOYIOTh PICT Ta TalyXEHHsS KOpPEHS,
OepyTh yd4acTb Yy peryisiii MpoIllecy NpPOpOCTaHHS HACIHHS Ta
dhopmyBaHHI BiAMOBIAI Ha cTpecoBi BimBH Toio (Ha et al., 2012;
El-Showk et al., 2013; Jameson, Song, 2016; Ziircher, Miiller,
2016). [lo xmacy IMTOKIHIHIB HaJIe)KaTh MOX1/IH1 aICHIHY, CIIOTYKH
ONMU3BKI 32 CTPYKTYPOIO, ajie 3 PI3HOI O10JOTIYHOI aKTHUBHICTIO
1 HEpIBHO3HAYHUMHU (yHKIIAMU. MoneKylin ropMOHY 3 NMEBHUMHU
BapialliIMU CTPYKTypu OIYHOTO JIaHIIOra, BIPOTiAHO, METUIOIOTH
Ppi3H1 010JIOT1YHI CUTHAJIU: HA ChOTO/TH1 MTPUITYCKAIOTh y4aCTh MpPAaHC-
3€aTUHy Ta 130MEHTEHUIAJICHIHY B Iepefayl JOBrOAUCTAHIIHHUX
CUTHAJIIB B aKpo- Ta Oa3umeTaJbHOMY HamNpsSMKax BiJIIOBIIHO
(Pomanos, 2009). 3Ha4HOrO TpOrpecy JOCSATHYTO B JOCHIHKCHHI
MOJICKYJSIPHMX ~MEXaHI3MIB [1i IMTOKIHIHIB. [neHTudikoBaHo
dbepMmenTH, 3aigH1 B IXHBOMY O10CHHTE31, MEMOpPaHHI PEeLEeTTOPH,
TeHW TEPBUHHOI BIJAIMOBiJI Ta OCHOBHI EJIEMEHTH CHTHAJIBHOT
tpancaykuii (Frébort et al., 2011; Hwang et al., 2012; Kieber,
Schaller, 2014).

HesBaxxaroun Ha Benuk#ii 00CAT (DaKTUIHOTO MaTepially, MeXaHi3M
PEryasTOpHOi Jii IUTOKIHIHIB Y POCTOBUX IMpPOLECAX POCIHH Yy
HOpMI 1 TIpU CTpecax OCTATOYHO HE 3°5ICOBAHO, IO CBIAYUTH PO
HOT0o CKJIaJHICTh 1 OaraTOKOMIIOHEHTHICTh. [leBHI mpoTupivds
H pO30IKHOCTI OTPUMAHUX Y PI3HUX JIa0OpaTropisix pe3y/bTaTiB
MOSICHIOIOTBHCSI TUM, III0 YacTO SIK MPH IJIaHYBaHHI JOCTIIIB, TaKk
1 TIpy 1HTEpHpeTalii JaHuX TOCTITHUKHA HE BPaxOBYIOTh BHJIO- 1
TKaHUHOCHEIM(PIYHICTh TOPMOHAJIBHOI [Iii, a TaKOX 1CHYBaHHS
TICHHX B33a€MO3B’S3KiB MK yCiMa KOMIIOHEHTaMH TOPMOHAJIbHOI
cucteMu pociiiH. KpiM TOro, He BUKIIIOYEHO, 110 BUKOPUCTAHHS
TE€HETUYHO MOJM(IKOBAaHUX OPTraHi3MiB JUIsl BUBUEHHS MEXaHI3MIB
Iii IUTOKIHIHIB MOXE TNPHU3BOAUTU 1O (POPMYITIOBAaHHA XUOHUX
BHCHOBKIB, OCKUTBKA MYTAHTH 1HKOJIU JIEMOHCTPYIOTh HECITO/IiBaH1
¢G1310/10T14HI  MPOSIBH, SIKI  CyHepedarb 3arajbHONPUHHITUM



ysiBIIeHHsIM Tipo ¢yHKIii nutokinidiB (Werner, 2003; Riefer et al.,
2000).

B3aemoBnnus (bITOrOopMOHIB, nepexpenryBants  iXHIX
O10CMHTETHYHHUX 1 cUTHAIBHUX mIIsxiB (Munne-Bosh, Muller, 2013;
O’Brien, Benkova, 2013; Yang et al., 2014) neMOHCTpYIOTh MEBHY
HEe(1310JI0TTYHICTh JIOCHTIKEHb, Y SKUX 3aCTOCOBYIOTHCS €K30TCHHI
TOPMOHM a00 MYTaHTH 3 ACHIIUTOM UM TIMIEPCHHTE30M PI3HUX
TOPMOHIB, aJ)K€ 3MIHM BMICTYy OJHOIO TOPMOHY CHPUYHHSIOTH
MEPETBOPEHHS Y MeTa0oIi3Mi 1HIIMX, [0 B CBOIO YEPry BILIUBAE
Ha piBeHb 1 (PYHKIIIOHYBaHHS BUXITHOTO (DITOTOPMOHY, a TaKOXK
3alycKae cepiio TMOoJiid, He XapakTepHux in planta. 3aMKHyTa
KUIbIIEBA CHCTEMa KOOPAMHAIIT Ta MepeXpellyBaHHs CUTHAIBHUX 1
MeTa0OoIIYHUX IIIAX1B C(HOPMYBaIacs €BOFOIIHHO IS T ATPUMAaHHS
TOPMOHAJIBHOTO TOMEOCTa3y 1 CTaOUILHOCTI PETYISITOPUKH, TPOTE
BOHA CYTT€BO MEPEIIKO/[’KA€ BUBYCHHIO (DYHKIII OKPEMHX TOPMOHIB.

ToMy mpoBefieHHsSI KJIACMUHUX AOCTIIKEHb SKICHOTO CKIIaay Ta
KUIBKICHOTO BMICTY €HJIOT€HHHMX IIUTOKIHIHIB B OpraHax pOCJIUH Ha
PI3HUX CTaIisiX POCTY Ta PO3BUTKY, MOPIBHSAHHS LUX MOKAa3HUKIB
31 MBHUAKICTIO  CIPSAMOBAHICTIO pocTy Ta MopdodizionoriyHuMU
MOKa3HUKaMU € HalOUIbLl MPUIHATHUM 1 HaBITH 1]1€aJbHUM, Ha
nymky neskux aBTopiB (Tarkowskd et al., 2014), s 3’sicyBaHHS
opraHocneru@iyHocTi Ail muX (ITOrOPMOHIB, BHOKPEMJICHHIO
iXHBOI poil Yy (PYHKIIIOHYBaHHI TOPMOHAJIbHOI CUCTEMH Ta y4yacTi
B PETYJIALIi IPOIECIB pOCTY, PO3BUTKY W (hOpMyBaHHI MEXaHi3MiB
CTIHKOCTI pOCTIUH.

Buxonsum 3 BHIECKa3aHOTO, Y CBOIX HAMAraHHSAX y3arajlbHUTH
CyYacHI1 YSIBJICHHS PO LUTOKIHIHY SIK PEryISTOPU OHTOTEHETUYHOTO
PO3BUTKY POCIIMH aBTOpU MOHOTpadii CupaIucs rol0BHUM YHHOM
Ha pe3y/IbTaTh BUBYCHHS €HAOTCHHUX IIUTOKIHIHIB, TOPIBHIOIOUHU iX
3 yciMa HassBHUMH BiJIOMOCTSIMU 3 I[bOTO TTUTAHHSL.



IJIABA 1

3ATAJIbHA XAPAKTEPUCTHUKA IIUTOKIHIHIB, IXHIMI
BIOCHUHTE3, METABOJII3M I TPAHCIIOPT

Oprani3m poCIIHH € CKJIaIHOI0 0araTOKOMIIOHEHTHOIO CUCTEMOIO,
mo o00’eqnye  audepeHIiioBaHi 3a OyIoBOIO 1 (QYHKIISIMH
OpraHH, B3a€EMOJisl SKHX ONTHMI3y€ IMpolecHu MeTadonizmy 1
PO3BUTKY, J03BOJISIE aIAaNTyBaTUCSA 10 OTOYYIOUOTO CEpEOBHIIA
Ta caMoBiATBOproBaTtucs. IHTerpamiss (OTOCHUHTE3YIOUHX Ta
HE(OTOCUHTE3YIOUHX, BETETAaTMBHUX Ta  PENPOAYKTUBHUX
OpraHiB pPOCIUH BIJOYBAETHCS 3a JOMOMOTOK JIOKAJThHUX Ta
JOBTOIUCTAHIIMHUX CHUTHAJIBHUX CHUCTEM, Cepel SKUX YU He
HaWBaXJIMBIIIOK € TropMoHalibHA. DITOrOPMOHM — MPUPOAHI
PCUOBHHU HEBEIMKOI MOJEKYIAPHOI MacH, sIKI CHHTE3YIOThCS Yy
POCIIMHHUX TKAaHMHAX y MalluX KUIBKOCTSIX, 37aTHI B OpraHi3mi
TPAHCHOPTYBAaTUCS B 1HIII OpraHW, MAIIOYM SIK PEryisaropu 1
KOOPJIUHATOPH POCTY, PO3BUTKY i ajanTariii. 3a XiMiuHOO Oy/10BOIO
Ta (i3ioNoriyHUMU (YHKIISAMA BUIUISIOTH 5 TPYN KIACHYHHUX
¢biToropMoHIB (ayKCMHHU, UUTOKIHIHM, TiOepeniHu, abcuu3oBa
KHUCJIOTa U eTuieH). IcHye psia mpupoaHUX pedoBHH (IIOJIIaMiHHU,
OpacWHOCTEpOiaM, TOJNiaMiHH, >KaCMOHAaTH, OJITOCaxapHuiH,
MOJIIMENTUAN, CANIMIOBa KHUCIIOTA, CTPUTOJIAKTOHU Ta 1H.), 5Kl
TIIOTHh MOAIOHO (PITOrOPMOHAM 1 PO3IIAAAIOTHCS SIK (HITOTOPMOHHU.
[IpakTUYHO BCSL KUTTEASUIBHICTD POCIMHHM 3HAXOOUTHCS TiA
KOHTPOJIEM IIUX PEYOBUH, BOHH 3aMTyCKaIOTh 1 PETYIIOI0ThH BC1 06€3
BUKJTIOUYEHHS )KUTTEBI Iporpami. [CHye TicCHUI B3a€EMO3B’ 130K 1 MK
OKpeMHUMH (HITOTOPMOHAMU, BOHH J1I0Th KOMIUIEKCHO, PETY/ISTOPHI
(byHKIIT 3a51eXaTh Bl IEBHOTO OaaHCy SIK TOPMOHIB P13HUX KJIACIB,
TaK 1 CIiBB1THOIIECHHS METa0OIIYHUX (POPM TOPMOHIB OHOTO KI1acy
(El-Showk et al., 2013).

@diToropMoHaM NpUTaMaHHA MOJMI(PYHKIIOHATBHICTE. CHEKTp
i1 KOKHOTO 3 HUX, SIK MIPAaBHUJIO, Ty)K€ IIUPOKUH, ajie MOB’sI3aHUH



3 MEBHUM HAIPSIMKOM PO3BUTKY POCIMHH, IO JIa€ 3MOTY YMOBHO
PO3AUIUTH IX Ha CTUMYJISTOPH U 1HT101TOpH.

Cepen KJIacCHYHMX TOPMOHIB CTUMYJIOIOYOT [ii OCTaHHIMHU
OyJy BIIKpHUTI IUTOKIHIHU. Brepiie pedyoBrHY, sika CTUMYJTIOBaIa
NOALT KITUH y KYJIbTypl MapeHXIMHUX TKAHUH TIOTIOHY, OyJo0
BUJIUIEHO 3 aBToKJIaBoBaHuX npenapatiB JJHK crnepmu ocenenito
B 1955 p. B maboparopii ®@. Ckyra 1 K. Mimnepa (CIIA) (Miller
et al., 1955). 3marHicTh CTUMYJIIOBAaTU LMTOKIHE3 BiJOOpaXKEHO
B i1 Ha3Bl — KIHETHH, a Mi3HIIIE 1 B Ha3Bl BCI€l rpynu MOAIOHUX
PEYOBHH — MUTOKIHIHU. [lepmmii mpupoaHU IUTOKIHIH 3€aTHH Y
pocauH BuaiieHo rpymnoro M. Jlutama (ABctpanis) B 1963 p. [dns
oTpuMaHHs | Mr 3eatnny 3Hago6usocst 70 Kr HE3pUIUX 3€PHIBOK
kykypym3u (Letham et al., 1963). Iloganpine HaKOMHMYECHHS
JTOCIAHOTO Marepiay BifOyBajocs JOCUTh CTPIMKO, 1 BXKE 3a
10 pokiB #ioro Oyja0 HACTUIbKM 0araro, IO IMOYaId 3’ SIBISATHUCS
MoHorpadii, mpucesueHi came nutokidinam (Kymaera, 1973). Cring
BII3HAYMTH, 10 TEPIIl ABa ACCATUPIYYS METOAU JOCIIIKECHHS
IIUX TOPMOHIB Oa3yBanucs, TOJTOBHUM YMHOM, Ha O10TECTyBaHHI Ta
ek30reHHii 00pooItl pocnuH. ITizHime, B 80-90-x pp. XX cTopiuus
OyJs10 po3p0o0ICHO MPEIU31iHI METOAM 3 BUKOPUCTAHHSM MPUJIAJIIB
BHUCOKOTO  po3AUICHHS (piAMHHAa Xpomatorpadis BHCOKOIO
THUCKY, Ta3oBa Xxpomarorpadis, Mac-CIeKTpOMeTpis Ta 1H.), fKI
JaBajd 3HAYHO JOCTOBIPHIIIMKM pe3yabTar, ajie Oyau BEIbMHU
TPYAOMICTKUMHU 1 MOTpeOyBalM BEIUKOI KUIHKOCTI POCIMHHOIO
Marepiany st 00pooku. [IpoTe came B 11eit mepioa Oysi0 OTpUMaHO
HaWOLIBII BaroMi AaHi 00 €HAOTEHHUX ITUTOKIHIHIB Y IITUPOKOTO
KOJIa POCJIMH Pi3HOT TAKCOHOMIYHOI HAJIEKHOCTI, IXHHOI TUHAMIKH
B OHTOI€HE31, BCTAHOBJICHI KOPEJSITHBHI 3B’SI3KHM 3 UIMPOKUM
KOJIOM (D1310JIOTTYHUX MPOLECIB, OCTATOYHO BU3HAU€HI (QYHKIIi Ta
cnektp aii. [lepexis 10 HOBOTO TUCSUYOIITTS BiJJ3HAYHBCS MACOBUM
3aCTOCYBaHHSAM MOJIEKYISAPHO-010JIOTIYHUX METOMAIB 1 TEeHETHYHO
MonM(DiKOBaHUX pociuH. Byno ineHTu(ikoBaHO T'€HH, 3aisHI B
6iocuHTe31, MeTaboMi3Mi, PELeNii Ta CUTHAIIHTY LUTOKIHIHIB.
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3HauyHOTrO TIporpecy OyJa0 HOCITHYTO Y H
BUBUCHHI MEXaHI3MIB [ii LIMUX TOPMOHIB

Ha BHYTPIIIHBOKJIITUHHOMY Ta OpraHis- ‘F“-‘_\ N
MEHHOMY piBHsAX. He3Bakaroun Ha 3Ha4HI W { £ 7 \
YCHIXM 1 BENIMYE3HUH 00cAr (PaKTUYHOIrO 4 8
Marepiaiy, 3aJIMIIAETbCA e JyXe Oarato \\2 3 .
HEBUPIMICHUX MHUTaHb 1 OUIMX IUIAM Y N N
PO3YMIHHI (PYHKIIOHYBaHHS LUTOKIHIHIB, Hi
TOMY JIOCHI/DKEHHS  MICIli TOPMOHIB Puc. 1. CtpykrypHa
[MTOKiHIHOBOI TPHPOIM y 3arajbHOMy  OCHOBA IMTOKiHiHIB

KOHTEKCTI TOPMOHAJBHOI  peryssuii
POCTY ¥ PO3BUTKY POCIWH HE BTPAYAIOTh CBOET aKTyaJbHOCTI Ta
MIPOJIOBXKYIOTh IPUBEPTATH yBary (¢i310J0TiB POCIIHH.

3 TOYKM 30py XIMii IPUPOJIHI [IUTOKIHIHYU € MOXITHUMU aJ€HIHY
3 130MPCHOITHIM a00 IHMKJIIYHUM OOKOBMM JaHIoroMm y N°-
MoJIOKeHH1 (puc. 1), mpudaoMy mepiili epeBaXkarTh Y POCIUHHOMY
napctsi (Sakakibara, 2006).

3a Momudikamiero OIYHOTO JIAHIIOTA MOJEKYIH Y R -
nosiokeHH1 (puc. 1) BUPI3HIIOTh 4 OCHOBHHUX THITH 130MPEHOITHUX
IUTOKIHIHIB: 130MEHTeHUIaAeHIH (HeMoau(IKOBaHUM OITYHUI
JAHITIOT), JWTiApOo3eaThH (HACUYEHUH TONBIMHHUIA 3B’SI30K Yy
OIYHOMY JIaHIIOTY), yuc- 1 mpauc-3eaTuH (CTEepeoizoMepu 3
TIPOKCUIIBOBAaHUM O14HUM JaHItoroM). ITpu 3B’ g43yBaHHI O14HOTO
130MIEHTEHIPHOTO JIAHITIOTY 3 TIIFOKO3HUM 3aJTUIIIKOM YTBOPIOIOTHCS
O-rmroko3uiu. [{o MUTOKIHIHIB 3 apOMaTHYHUM O1YHUM JIAHIFOTOM
BIIHOCATH O€H311a/eHIH, KiHeTUH 1 TonoiiH. Kpim Toro, icHye 7
Moau}iKalii IypUHOBOIO KiIbIsd afeHiHy B R -monoxenHi (puc. 1):
OPHEIHAHHS 3aJHMIIKy prOo3u B N°-mo3wumii (pubo3uiu), MOHO-,
ni- ta Tpudocharu pubo3uaiB (pUOOHYKIECOTHAN), MPUETHAHHS
DIFOKO3HOTO 3aimuiiky B N’- ta N°-mosumii (N-miroko3uau). Ha
puc. 2 mpencTaBiIeHl XiMidHl HOPMYIH TMOMMUPEHUX MPUPOTHUX 1
CUHTETUYHUX IIUTOKIHIHIB.
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Puc. 2. Ximiuni ¢opMynan HaiOIbII MOMUPEHUX MPUPOAHUX I CHHTETHUHHX
LIUTOKIHIHIB

[{uTOKiHIHOBA AKTUBHICTh MPUTAMaHHA TAKOX PSITy CHHTETHYHUX
PEUOBUH, 30KpeMa TMOXIAHUM (DEHIIICEYOBUHH, CEpell SIKUX
HaWOUIBII BioMuUH TimxiazypoH (puc. 2) (Shudo, 1994).

KoHuenTpanis NUTOKIHIHIB y KIITHHAX 1 TKAaHWHAX 3aJIEKUTh
Bl MIBUJAKOCTI IXHBOTO O10CHMHTE3y, MeTa0oJi3My, 1HAKTHUBAIil
Ta Jerpajaarlii, Ha CIIBBIJHOIICHHS SKWX BIUTMBAIOTh BHYTPIIIHI
ta 30BHImHI (aktopu (Stirk, Van Staden, 2010). IlutokiHiHM
3HAXOMATh TakoXK y ckiaai TPHK Gararbox rpyr )KMBHX OpraHi3MiB,
P PO3KJIAJIaHHI SIKOi BOHU BUBUIBHSIOTECA. AJie y pociaud TPHK
HE € CYTTEBUM J[KEPEJIOM IMTOKiHIHIB, O10CHHTE3 IIUX TOPMOHIB
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BinOyBaeThcs iHImMM 1uisxoMm (Kamada-Nobusada, Sakakibara,
2009).

[30MpeHOiHI HUTOKIHIHU Y POCIUH CUHTE3YIOThCSI IIPUETHAHHAM
710 aJIEHIHOBOT MOJIEKYJIU, III0 YTBOPIOETHCS IIPU PO3Ma/i aIeHO3UH-
5-¢pocarie (AT®, AP it AM®) 1 TPHK, i30npenoigHoro
3aJIUIIKY, TOHOPOM SIKOTo Moxe OyTu abo nimerimaminnidocdar
(IMA®®D), abo rigpokcimerimoyreHuigudocdar (I'MBAD). V
MIEPIIOMY BUITAJIKy YTBOPIOETHCS HYKJICOTH]] 130MIEHTEHLIAICHIHY,
SAKUM TIOTIM T1APOKCHUITIOEThCS HUTOXpoM P450 mMoHOOKCHIa3010
(CYP735A) no mpanc-3eatuny (Takei et al., 2004a), y apyromy —
MPOAYKTOM CHHTE3y € Oe3nocepennbo mpanc-3eatut (Sakakibara
et al., 2005). Ilepmmii nuisx OiOCHUHTE3Y, 130MEHTEHIIACHIH-
3alIeKHUM, 1€ HA3UBAIOTh MEBAJOHATHUM IUISXOM, OCKUIBKH
JIMADD — MeTaboiT MEBAJIOHOBOI KUCIIOTH, 3a3BUYall PUCYTHIN
y LUTO30JI1 BCiX eykapioTiB. Llei muisx (QyHKLIOHYe HE TIIbKU
y POCHHH, ajie 1 y TBapuH, TpuOIB 1 OakTepii, JIOKaIi30BaHUN B
IUTOIUIa3MI W MITOXOHAPISIX 1 BIAMOBIAAIBHUN 3a O10CHHTE3
MIOTIEPETHUKIB CTEpOJIiB, NMEBHUX CECKBUTEPIEHIB Ta YOIXiIHOHY,
TOOTO TIepEeTHHAETHCS 3 OIOCHMHTE30M 1HIIUX (ITOTOPMOHIB
(ribepeniniB, ABK) (Laule et al, 2003). dpyruii nuisx —
MeTHIIepuTpiTondocdarHuil, 130MeHTeHIaIeHIH-He3aIexKHUH a00
MIPSMUM, TOKATI30BaHUN y TIFIACTUAAX, BIH 33 IISTHUHN Y IPOAYKYBaHH1
TEPIHEHOI1IB, KapOTHHOIIB, XxyjopodiniB, muactoxiHoHy (Hwang,
Sakakibara, 2006).

VY BUIIMX POCTUH FOJOBHUM IEPBUHHUM MPOAYKTOM O10CHHTERY
€ HEaKTUBHHUI HYKJIEOTH] 130MEHTEHIJIaICHIHY, YTBOPEHHS SKOTO
3 AMO® i IMA®® karanizye (pepMeHT 130IeHTeHIITpaHchepas3a
(IPT), xotpuii € kirouoBUM y O6iocuHTe31 muTOoKiHIHIB (Sakakibara
et al., 2005). ®OyHKIIOHYBaHHS CaM€ MEBAJOHATHOIO MUISIXY
BCTAHOBJICHO B apaliJorcucy, Je OINKCaHa POAWHA TEHIB, IO
konytoth IPT (AtPTI ta AtIPT3-AtIPTS), cybctparom sKoi
Moxke Oyt nuiie [IMADD, ane ne IMB® (Takei et al., 2001a).
Omnwucani Takox 1Ba (epmentu muroxpom P450 mMoHOOKCHAa3u
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Puc. 3. l'inoreTnyHa cxema 0i0CHHTE3Y IIUTOKIHIHIB (Ha ipukiani Arabidopsis
thaliana: MEP pathway — metuneputpitondocdarauii nuisx, MVA pathway —

MeBaoHaTHUH 1wAX, DMAPP — nimerinamingidochar (AMADD), IPT —

i3onenTeHiTpancdepaza, CYP735A — muroxpom P450 monookcnmasza, LOG —
mUTOKiHIH-cneungiuna docdopidorizponaza «LONELY GUY» (Kieber,

Schaller, 2014)
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1 BignmoBigHi TeHH (CYP735A4), sKi TEepeTBOPIOIOTh HYKIJICOTH]]
130TeHTeHIaIeHIHy B akTuBHUM 3earuH (Takei et al., 2004a). Pazom
3 TUM, ICHYIOTh JTOKa3d NPSAMOTO IUISAXy Ol0CMHTE3Yy LUTOKIHIHIB
B apabilorcucy: piBeHb 3€aTHHY MIiABUIIYBaBCS B MPHUCYTHOCTI
inri6itopy nuroxpomuux Qepmentis (Astot et al., 2000), miueni
MOTIEPETHUKY UTOKIHIHIB OyJIO 3HAH/IEHO B MPOAYKTaX MPSIMOTIO
nuigxy O10CHHTE3Y, 3aCTOCYBaHHS 3€JIEHOTO (hIyOopeCleHTHOTO
OUIKyY MOKa3ajo MmiIacTuaHy Jokamizamito ouikiB AtIPT1, AtIPT3 ta
AtIPTS (Kasahara et al., 2004). [lutanss, Sskuii MIJIsSX TIEPEBaKaE,
91 MOXKYTh 00MJIBa BOHH 1ICHYBATH MapajiebHO 1 SKUM YUHOM BOHU
B3a€EMOJIIOTh, AUCKYyTytoThcsl (Kamada-Nobusada, Sakakibara,
2009; Frébort et al,, 2011). HaiiBiporiguime icHyBaHHS 000X
Ol0OCHHTEeTUYHUX NUIIXIB, MpoTe (YHKIIOHATbHA PIZHUIA MK
HUMH HeBigoMma. Kpim TOro, BIAKPUTTS IUTOKIHIH-CIIEHU(pIYHOT
docdopidorigponasu «LONELY GUY» (LOG) y mMyraHTHUX
pOCIIMHAaX puUCY, fKa 30aTHa Oe3NMocepeHbO MEPETBOPIOBATH
HEaKTUBHI HYKJIEOTHJHI ()OPMU B AKTHMBHI BUIbHI Ta JIOKAJIBHO
BIUIMBATH Ha po3BUTOK Mepuctem maroHiB (Kurakawa et al.,
2007), moka3zano MOKJIUBICTh ICHYBaHHS 1HIIMX, 1€ HE OMHCAHUX
CUHTETHYHUX NUISAXIB JUIS IATOKIHIHIB.

lmoternyna cxema (puc. 3), siKa TMOEAHYE PI3HI MUISXU
OloCcHHTE3y IIUTOKIHIHIB Ta y4acTh yCiX BHINE3raaHuX ()epPMEHTIB,
Oyna nipeacranieHa HenjonaBHo (Kieber, Schaller, 2014) .

Cning Big3Hauute, mo a0 2001 p. OGiocMHTE3 NUTOKIHIHIB
JTOCTI)KYBaBCS TOJIOBHMM YHHOM Y MIKPOOpPraHi3MiB Agro-
bacterium tumifaciens 1 Dictyostelium discoideum, y axux
MpaHc-3eaTUH CHUHTE3y€ThCS B OAMH €Tal 3 BUKOPUCTAHHSIM
I'MBJI® B sxocti goHopa Oiunoro maniory (Letham, Palni,
1983). V Bumux pocnun ¢pepment IPT, sikuii karanizyBaB CUHTE3
130menTeHaaeHo3iHMoHoocdary 3  i3omeHreHutmipodocdary
Ta AMO®, ynepiie O6yno BuaiieHo B 1981 p. 3 KyabTypH KaTyCHHUX
TkanuH TOTIOHY (Chen, 1981). Ileit depment OyB myxke
HECTAaOUTbHUM, TOMY JOCHIJDKeHHA Horo mnpunubwmmca. 3 Ti-
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mnasMmian A. tumifaciens Oyno BUIUIEHO ipt-T€H, TpaHCcQopMallis
SIKUM CTIPUYHMHSJIA TIIIEPCUHTE3 IUTOKIHIHIB y POCIIWH, HAIIPUKJIIA]
Oynu OTpUMaHiI POCITWHU 3 BiuHO3eneHUMHU nuctkamu (Regier,
Morris, 1982). Y mpupozi iHi1KyBaHHS 1€ OAKTEPIEI0 TPU3BOAUTH
JI0 Ty XJIMHHOTO POCTY ¥ yTBOPEHHS rajuliB. b10CUHTE3 IIUTOKIHIHIB
OyB yCTaHOBJEHHMH Yy 0ararbox MIKpOOpraismiB puzochepu
POCIIMH, TOMY JIOCHUTH YacCTO BUCJIOBIIOBAJIUCH MPUIYIIECHHS, 110
POCIIMHU HE€ 3/aTHI NMPOAYKYBAaTW LIUTOKIHIHU, Kl € MPOAYKTOM
6akrepiii, TOOTO HE MOXKYTh BBaxkaTHcs (itoropmonamu (Holland,
1997; Prinsen et al., 1997).

Tomy BUSIBIIGHHSI POCIMHHHUX T'€HIB O10CHHTE3y IMTOKIHIHIB B
apabinoncucy (Kakimoto, 2001; Takei et al., 2001a) Oymno neBHOIO
MIpOIO PEBOJIIOIIHHNUM, OCKUIBKH 3 IIbOTO MOMEHTY ITUTOKIHIHK
MPaBOMIPHO CTajy BBa)XaTh ropMoHamu pociuH. Ha cboromni y
reHomi apabiorncucy ieHTH(IKOBaHO § TeHiB, M0 KOAyIOTh [PT.
Cepen aux equanil /P72 moxe BukoprctoByBatr TPHK stk cyOcTpar,
Bcl 1 — AM®, AJI® 1 AT®. Excnpecis renis IPT1, IPT5 1 IPTS
BiIOyBa€ThCS Y IIIACTHIAX, BCIX 1HIIKX — y nuToruia3mi (Miyawaki
et al., 2004). IIpocTopoBa nokaii3ailis TeHHOI eKCIpecii TakoxX
cnenudiuna: /PT] 3HailIeHO B KOPEHAX Y KIITHHAX-NONEepeaHIKaX
¢drioemu, TUCTKOBUX Ma3yxax, ciM’sOpyHbKaxX, HE3pLIOMY HaCiHHI
1 KoHTpOMo€eThest BoHa NO, /P73 — y TKaHWHAX JUCTKIB, IPT6 —y
HacClHHEBUX Karicynax, /[PT7—y dnoeMi, €eH10/1epMi 30H BUIOBKEHHS
KOpEHsI, TpaxoMax MOJIONUX JIMCTKIB, MWJIKOBUX TpyOkax, [PT8 —
y dmoemi, IPT4 — B eHmocriepMmi He3piaoro HaciHus, [PTS — 'y
JareparbHUX KOPEHEBHUX MPUMOPIIAX, KOPEHEBUX BOJIOCKAX, 30HAX
omajaHHs, He3pinomy HaciHHi (Murai, 2014). BusHaueHo Takox
8 (dinoreneTnuHO MoAiOHKMX TeHIB y puca (Sakamoto et al., 2006)
1 kykypyasu (Brugicre et al., 2008). IlogiOuuii po3monia reHis,
10 KOAYIOTh KJIIOYOBHN ()EPMEHT CHHTE3Y LMTOKIHIHIB, CBIAYUTH
PO MOKJIUBICTh OIOCHHTE3y IIMX TOPMOHIB Yy PI3HUX YacCTHHAX
POCIIMHHOTO opraHi3My. PaHilie BBaXkaiu, 1110 JUISTHKAMU CUHTE3Y
IUTOKIHIHIB € BUKIIOYHO KiHuuKu kopeHs (Kymaema, 1973), a
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MO>XKJIUBICTh MPOAYKYBAaHHS iX B IHIIUX OpraHax (HAaCiHHS, MOJIOAL
JUCTKU, OpYHBbKH) BUCIOBIIOBaNacs K npumnyiueHHsa (MBanoBa u
ap., 2001).

JlociimkeHHs MeTaboJ113My IUTOKIHIHIB Y POCTUHHUX TKAaHUHAX
MIPOBOAMJIOCS 3a JIeKiIbkoMa HampsiMkamu. [lo-mepiie, BUBYaIH
MEPETBOPEHHSI MIYEHUX €K30T€HHUX IMTOKIHIHIB, HAHECEHUX Ha
pI3HI OpraHM, YaCTUHU POCIHH a00 BHECEHI B KYJIBTYPY TKaHHH.
[lo-npyre, nocaimxyBaiaun (epMeHTH MeTaboi3My LMTOKIHIHIB.
[To-Tpere, aHami3yBanu IWHAMIKY €HIOT€HHUX IMOXIAHHUX 3€aTUHY
W 130meHTeHUIaieHIHy Ha (OHI pi3HUX (Pi310JOTIUHUX MPOIECIB
3 METOI0 BCTAHOBJIEHHS KOPEJSATHBHUX 3B’A3KIB MIK HHUMHU.
HapemTi, 3 BUKOpHCTaHHSAM T€HOMHHUX TpaHCcopMarlii i MyTariit
aHajizyBaiu MopdoreHnes 1 GyHKIIIOHYBaHHS POCIUH, Oe(DITUTHUX
3a r€éHaMH, 110 KOAYIOTh METa00I13M IIUTOKIHIHIB.

[lepmmii HampsIMOK IIMPOKO 3aCTOCOBYBABCS Ha IIOYATKOBHUX
eTamax BHMBUYCHHS MeTa0omi3My [HMTOKIHIHIB. YHUCICHHUMH
poboramu Oyna0 MOKa3aHO, IO MICAS OOpPOOKU EK30Tr€HHUMU
TOPMOHAMU OyIb-SIKHX YaCTUH POCIMHHM paJiOaKTUBHA MITKa
BUSIBISIETBCSL B IIUPOKOMY KOJII MOXIAHUX, SIK1 OyIH MPOTYyKTaMH
SK KOH IOoTraifii, Tak 1 Jerpajauii HaHeceHoi peuyoBUHU. CHEKTp
MeTaboIITIB 1 HANIPSIMOK MEPETBOPEHD 3aJIeKaB BiJ BUY POCIUHH,
cTaaili IXHBOrO pO3BHUTKY, THIy OpraHy 4YM TKAHMHHU, YMOB
OTOYYIOUOTO CEpPEOBHUIIA, TPUBAIOCTI METAOOIIYHUX MPOIIECIB
Ta iHmMX. Pe3ynbraTé mux MOCHIKEHBb, B AKUX OyJI0 OTPUMAHO
OCHOBHI YSIBJIEHHS MPO BJIACTUBOCTI ITUTOKIHIHOBUX METAOOJIITIB,
BucBiTIeHO B ormamax (Letham, Palni, 1983; Mok, Mok, 2001).
3aranbHUN BHCHOBOK, SIKMM BUTIKAa€ 3 aHamizy LUX poOiT, —
MeTabomi3M IMTOKIHIHIB € BHJO- Ta TKaHUHOCHEIU(DIIHUM.
Taxuii miaxia BayKKO Ha3BaTH (i310JI0TTYHUM, OCKUTBKH HAJTUIIIOK
TOPMOHY pOCIWHA CIOpHIMAe sIK CTPEC 1 HAMaraeTbCsi HOTO
HeWTpanizyBaru. IIpo 1e cBiIUWTH 3HAYHO OiNbIIAa IIBUIKICTH
MeTa0oi3My €K30T€HHUX LIUTOKIHIHIB MOPIBHSIHO 3 €HJOTCHHUMH
(Letham, Palni, 1983).
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3a ¢yHKIIOHAJIBHUM 3HAYCHHSAM IOX1AHI ITUTOKIHIHIB MOXHa
PO3AUINTH Ha TaKl TPYIH:

— akTuBHI (OpMH, SIKI 34aTHI 3B’SI3yBaTHCS 3 PELENTOPOM 1
BUKJIMKATH (1310JI0T1YHY BiAMOBIb;

— TpaHCHOpTHI (QOpMH, Yy BHINAAl SKUX UUTOKIHIHU
NEPEMILTYIOThCS IO POCIIHHI;

— 3amacHi GopMH, K1 JIETKO IEPETBOPIOIOTHCS Ha BIJIbHI aKTHBHI
B pa3i norpeodu;

— MMPOAYKTH JICaKTUBAIII1, IK1 yTBOPIOIOTHCS JJIs1 3HMXKEHHS PiBHS
€HJOr€HHUX IIUTOKIHIHIB;

— KOH IOTaTH, YTBOPEHHS SIKUX MOB’SI3aHO 3 JII€0 [IUTOKIHIHIB.

Jlo akTMBHMX (POpPM IIMTOKIHIHIB BIJHOCATH BUIbHI OCHOBU —
3eaTHH 1 130MeHTeHUTaICHIH. YIIPOJIOBK TPUBAJIOTO Yacy HalO1IbII
MOITUPEHUM 1 TOMIHAaHTHUM Yy BHIIUX POCIIMH BBa)KABCS 3€aTHH.
3Ba)karouu Ha T€, 10 KOHIICHTPAIlisl 1301ICHTeHIJIaJICHIHY B TKAHUHAX
3HAaYHO MEHIIa, 1 B 0aratb0X BUMAJKaX 3€aTHUH BHU3HAYaBCS SIK
MIHOPHHMH KOMITOHEHT LIUTOKIHIHOBOTO ITyJ1y B KBITKOBUX POCJIMHAX,
TOl SIK y HIKYMUX POCIHH, OCOOJUBO B MIKPOOPraHi3MiB, HOro
KUIBKICTh Oyia JOCUTh BUCOKOIO, BUCIIOBIIOBAJIOCS IPUITYIIICHHS,
[0 caM€ BIH € aKTMBHOIO (POPMOIO IUTOKIHIHIB Y €BOJIIOIIAHO
MeHII po3BUHYTHUX opraHi3miB (Letham, 1994). Ha croroani Taky
MO3HUIIII0 MEPenITHYTO. JloCiIKeHHST OCTaHHIX POKIB JIOBEJIH, 1110
3€aTWH Ta 130NEHTEH1IA/IeHIH BUKOHYIOTh CHELM(IYHI CUTHAJIbHI
¢byHK1I{ B pOCIMHHOMY OpraHi3mi, i 3Ha4YeHHA KO)KHOTO 3 HUX HE
MO)kHa posnisiaatu okpemo (Pomanos, 2009).

3 pPO3BUTKOM BHCOKOTOUYHHUX METOIB JOCHIKEHHS CTajo
3pO3yMUINM, IO Ui aKTUBHOCTI 3€aTUHY BaXIIUBY POJIb BIJIrpae
MPOCTOPOBa CTPYKTypa MOJEKYIU. 3eaTHuH 3yCTpI4aeTbcs Yy
dbopmi IBOX cTepeoizoMepiB — mpaHc- 1 yuc-3eatuH. Jleskuil yac
BBAXAJIOCS, IO MPAHC-3€aTHH BHUKOHYE€ OCHOBHI (Pi310J0T14HI
GbyHKI1, TOI1 K yuc-3eaTuH € JHIle ckianoBoro yactTuHoo TPHK
(Murai et al., 1980) 1 3BUIBHSIETHCS TIpH 11 po3kinananHi (Miyawaki
et al., 2006). Y Oiorectax 3 BUKOPHUCTaHHAM KaJyCiB TIOTIOHY
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aKTUBHICTh mpanc-3eatuHy Oyna B 100 pa3iB BHIIE 3a yuc-3eaTHH
(Leonard et al., 1969). B apabinonicucy mpawuc-3eatun OyB Ha
NopsAAOK e(heKTUBHILIN B 1HT10yBaHHI pOCTY IEPBUHHOTO KOPEHIO
nopiBHAHO 3 yuc-popmoro (Kudo et al., 2012); 3 pemnentopom
AHK4 pearysaB Takox mpanc-, ane He yuc-3eatut (Yamada et al.,
2001). IIpore mocmimpKeHHS OCTaHHBOTO JECATUPIUYS MOKa3aj,
10 Yuc-3€aTUH PO3MOBCIOMKEHUHN Y POCITMHHOMY LIAPCTBI IIUPOKO,
K 1 mpanc-3eaTuH. 3’sICOBAHO, IO BIH € JOMIHYIOYOK0 (OpMOIO Y
KapToIlIi, TOpoXy, KyKypyn3u, pucy (Murai, 2014). Anami3 piBHIB
000X cTepeoi3oMepiB B OHTOreHEe3l apaOifoIcHcy IOoKa3aB, IO
mpaHc-3eaTH MPEBATIOBAB Ha CTAisIX aKTUBHOTO POCTY POCIIMHH,
TOAl SIK TIepeBakKaHHS BMICTY yuc-3eaTuHy CIOCTEpiraisocs B
opra"ax 3 oOMeXeHUM POCTOM — HACiHHI Ta CTapilO4YMX JUCTKaX
(Gajdosovaetal.,2011). dyHkIiioHaTIEHE 3HAYEHHSI CITIBB1HOIICHHS
JIBOX 130M€piB IMOKH L0 HE BCTaHOBIEHO. DepMeHT, IKuii KaTaizye
130Mepu3aIlio yuc-3eaTuHa B mpanc-hopMmy (3€aTuH yuc/mpamc-
130Mepasa), onucanuii y kBacoui (Bassil et al., 1993) 1 kykypynzu
(Yonekura-Sakakibara et al., 2004). MoxnBO, IepeTBOPEHHS LIUX
PEUOBUH 3 OUIBII AKTUBHOI HA MEHII aKTUBHY (QOPMY € ILISIXOM
MEeBHOI MIBUIKOI JIeaKTUBALlIT 3€aTHUHY.

JIo BITbHMX OCHOB HAJICKUTh TAKOX JIUT1IPO3€aTHH, MOJIEKyJa
SIKOTO BIJIPI3HSAETHCS BiJ Takoi 3€aTHHY HACHYCHUM IOJBIHHUM
3B’s13koM O14uHOro nauuory. lle poOutk #oro criiikum a0 aii
(dbepMeHTy LMTOKIHIHIETIPOTiHa3u, IMI0 KaTaji3ye erpaaaliio
nutokiHiHiB (Galuszka et al., 2007). [leperBopeHHs 3eaTuHy Ha
nuriaposearud Oyino omucaHo y kBacodi (Martin et al., 1989), coi
(Gaudinova et al., 2005); ounIneHo i BUIIJIEHO 3€aTUHPEAYKTA3y —
dbepMmeHT, skuii katamizye uei mpouec (Mok et al., 1990).
Jlurigpo3eartuH y 3HaYHUX KUIBKOCTSX BU3HAYA€ThCA y HACIHHI
0006oBux (Martin et al., 1989; Vedenicheva et al., 1991). Axne
MPUIYIICHHS 100 MOro poii K 3amacHoi (GopMH ITUTOKIHIHIB
(Frébortetal., 2011), iMmoBipHO, X1OHI, OCKIJTHKH B OCHOBUX OpraHax
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MPOPOCTKIB KBACOJI1 HOTO BMICT 3pOCTaB y MEPioJl aKTUBHOTO POCTY
(Benennuena, 1990).

KpiM BUIBHHX OCHOB LUTOKIHIHM MOXYTh ICHYBaTH y (opmi
koH’torariB. [lepeTBOpeHHs aJeHIHOBOTO KiJbIld Ha BIAMOBIAHI
HYKJIEO3UIU Ta HYKJIEOTHAMU BiAOyBaeThbcsl 3a ydacTi ()epPMEHTIB
3araJlbHOT0  IMypUHOBOTO  MeTadomi3My:  S'-HykieoTuaasw,
aZICHO3WHHYKJICOTHAa3H, aaeHiHdochopubosiiTpanchepasun i
aneno3uHkiHazun (Mok, Mok, 2001). HaiiGinpm nommpeHuMu
€ pubo3uau (3aMMIIOK PUOO3U TPUEAHYETHCA IO IYPHHOBOTO
KUl Y N°-miosioskeHH1). 3earuHprOO03K I, AUTiAPO3CaTHHPHOO3HU T
" 130II€HTEHJIAICHO3UH (pubo3un 130MEHTECHUIAICHIHY )
MPOSIBJIAIOTh MEHIIY, NPOTE€ BCE K TAaKH 3HAYHY aKTHUBHICTh Yy
OloTecTax, MOPIBHSIHO 3 BIAMOBIJHUMHU BUIBHUMHU OCHOBAMH, 1XHS
KOHIIEHTPAIliS Y POCIMHHUX TKAHWHAX 3HAXOJUTHCS B TAKHX CAMUX
mexax (Kymaesa, 1973), BOHU HIBUAKO MEPETBOPIOIOTHCS HA BUIbHI
dhopmu, IPoTe XapaKTepU3yrThes cTadbpHICTIO (Mypomiies u nip.,
1987). Te, mo pud03u11 4acCTO JOMIHYIOTh Y KCUJIEMHOMY COLII Ta
IPU €K30TCHHOMY HAHECCHHI Ha KOPiHHSI 3 MITKOI0 *C BUSIBIISIOTHCS
y HaJ3eMHIH YacCTHHI POCIMHU y HEMeTaOOoI30BaHOMY BUIJISI,
JO3BOJIMJIO PO3MVISIIATH iX SIK TPaHCHOPTHI ()OPMU LIUTOKIHIHIB
(Letham, Palni, 1983). I[Ipore ocraroyHo (YHKI[IOHAJIBHY POJIb
pub03uaiB He BcTaHOBIEHO. HykiieoTnau, siki yTBOPIOIOTHCS MPHU
dhocdopuntoBanH1 pubO3uU/I1B, BUABIAIOTH TyKe CIa0Ky 010JI0T14HY
aKTUBHICTh Ta, UMOBIPHO, € MPOMDKHUM MPOIYKTOM B iXHHOMY
MeTtabomizmi (Sakakibara, 2006).

KonuiineTscs mpo koH’ roroBaHi (POpMHU LIUTOKIHIHIB, PO3IISIAI0Th
3a3BUYail He puOO3UAH, a TIIOKO3UAN. Y N-TITIOKO3UIIB 3aJUIIOK
[JIFOKO3HU TIPUETHYETHCS 10 MypUHOBOTO Kibid B N°-, N7- abo B
N°-, N’- ta N°-nojiokeHHI TITIOKO3UIH MPOSIBIISIOTH JYKE HHU3BbKY
aKTUBHICTh B 0OloTecTax, HE BIUIMBAIOTh Ha PICT 1 PO3BUTOK
POCJIMH MPHU €K30reHHOMY HaHECEHHI Ta JIy’Ke CcIabKo MiJIaroThCs
METa0OJIYHUM MEPETBOPEHHSIM. TOMY € MiJICTaBU BBaXKaTH iXHE
YTBOPEHHS CIOCOOOM HE3BOPOTHHOI JI€AKTUBAIlll LUTOKIHIHIB
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(Mok, Mok, 2001). N3-r1roK03u 11 JIETKO IIEPETBOPIOOTHCS Ha BLJIBbHI
OCHOBH 3a Jonomororo B-mmoko3uaasu (Brzobohaty et al., 1993).
I3 cim’simoneit peauca Oyino BuaiieHo N-riroko3uiaTpaHcdepasy —
dbepmeHnT, 3aaisani y N-mmroko3mnroBanHi (Entch, Letham, 1979), a
B apabiorncucy 3HalUIeHO 5 TeHiB, 1110 KOAYIOTh ek ¢pepment (Hou
et al., 2004). OBepexcnpecist oquoro 3 HuXx, UGT76C2, npu3BOAUTH
70 MiABUINEHHS pPiBHSA N-TIIOKO3UIIB 1 3HIKEHHS YyTJIMBOCTI
POCJMH JI0 €K30I€HHUX LUTOKIHIHIB, TO1 SIK MOAU(]iKallii 1HIIIOTO
reny, UGT76C1, ne manu >xoqHoro ¢izionoriyHoro epexry (Wang
et al., 2013). Lle cBiqYUTH MpO TE, IO MEXAHI3M, KU MIATPUMYE
(YHKIIOHYBaHHS LWTOKIHIHIB HAa IEBHOMY pIBHI, Ma€ JOCHUTb
BUCOKY «Oy(epHy €MHICTB» 1 37aTHUN KOHTPOJIIOBATH METab0IIi3M
[IUX TOPMOHIB Ta YyTJIMBICTh 10 HUX Yepe3 EKCIPECIIO PI3HUX T'eHIB
3aJIEKHO B1Jl YMOB iXHBOTO 1CHYBaHHSI.

IppokcunboBani (OpMU LUTOKIHIHIB 3[aTHI  yTBOPIOBAaTU
O-mmoKo3uau  (3aJIMIIOK TIIFOKO3U TPUETHYETHCA 10 OIYHOTO
nauuory). et mporec karanizyersesi pepmenTamMu O-TITIOKO3MII-
TpaHcdepazoro abo O-kcunozunrpanchepazoro. Bonu maroTh
oy’)ke dYITKy cyOcTpaTHy crnenudiuyHiCTb, BHKOPHUCTOBYIOTh
B SKOCTI BYIJIEBOJAHOTO JOHOpa YypiaiHaipocharriokoly Ta
ypiainaigocdarkciinoly BiANOBIIHO, a B SKOCTI IMTOKIHIHOBOTO
cyocTpary — mpanc- abo yuc-3eaTuH, 1HKOJIM YaCTKOBO JUT1APO-
3earuH (Martin et al., 2001). I'enu, mo konyroTh 11 (EepMEHTH
(ZOG), 6yno kmoHoBaHO criodatky 3 Phaseolus lunatus L. (Dixon
et al., 1989) ta Phaseolus vulgaris L. (Turner et al., 1987), a
MOTIM 13 0ararboX 1HIIMX POCIUH. Y KyKypyA3H, /1€ JOMIHYIOUUM
IUTOKIHIHOM € yuc-3eaTHH, PyHKLIOHYE crienudidHa yuc-3eaTuH-
O-rmroko3untpancdepasa, gyriauBa juiie 10 yuc-popmu (Veach
etal.,2003). O-m1r0KO3UIII0BaHHA 3aXMIIA€ O1YHUI TAHIIOT MOJIEKYIIH
IUTOKIHIHIB BiJl PO3LIETUIEHHS (PEPMEHTOM IHMTOKIHIHOKCHUIA3010.
Xo4a 111 KOH IOTaTH € CTINKMMU Ta CTaOUTbHUMH CIIOJIyKaMH, BOHH
JIETKO PO3LICIUTIOIOTHCS [-TIIFOKO3HM1a3010 10 aKTUBHUX (opm, 1
TOMY TpPOSIBJISIIOTh BUCOKY O10JIOTIYHY aKTHBHICTH y OioTecTax,
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X04a 1 He CIIPUIMAaIOThCs perenTopamMu MUuToKiHiHIB (Spichal et al.,
2004). YpaxoByrouu 111 BTaCTUBOCTI O-TITIOKO3U/IIB, & TAKOXK IXHIO
BHYTPIIIHBOKIIITUHHY JIOKATI3aIll0 y BAaKyoJsX, X PO3MIAIAIOTH
SK 3amacHi (GopMH, SKi BIAITPalOTh CYTTEBY POJb Y MiATPUMaHHI
3arajqbHOrO OanaHcy eHporeHHuX nuTokiHiHiB (Mok, Mok, 2001).

3eaTH MOXKE TaKOX 3B’sI3yBaTUCs 3 aMiHOKUciIoTamu. Kon’torar
3eaTMHy ¥ anaHiHy, SKUI HAa3UBaIOTh JIIOMHWHOBOIO KHUCIOTOIO,
OyJ10 3HAIICHO y HACIHHI JIIONUHY, KOr0 YTBOPEHHS KaTali3yeTbCs
3eaTnH-9-amiHoKapOokcuetTunTpancdepasoro (Entsch et al., 1983).
Biporigno, BiH, sk 1 N-DIIOKO3UIU, € TPOAYKTOM J€aKTHBAIil
IIMTOKIHIHIB.

CyTTeBuil BIUIMB Ha PETYJALII0 HAJEKHOTO PIBHA BUIBHHUX
IIUTOKIHIHIB  OKpIM  BHINE3ragaHuX (EepMEHTIB  CHPUYHHSIE
akTuBHICTh  nuTOKIHIHOKcHMAazu (CKX), d¢epmenra, skwii
HE3BOPOTHBO  PO3IIEIUTIOE  OIYHUN  JIAHIIOT  130IPEHOITHUX
IIUTOKIHIHIB. Ymepile po3MICIJICHHS 130MEeHTCHUIaICHIHY 10
aZICHIHY U abJeTiy 3a MOTro I0MOMOT0I0 OyJ10 TPOJIEMOHCTPOBAHO
y TkanuHax TIoTIoHY (Paces et al., 1971). ®epmenT knacudikysanu
K OKCHJa3y, OCKUIbKM JOBTMH Yac BBaXKajocs, IO IJs HOTO
aKTUBHOCTI HEOOXIOHUM MojekylsipHuil kucenb (Hare, Van
Staden, 1994). Ili3uime 3’scyBajiocs, 110 BiH MOXE IpalfoBaTu
1 B aHaepoOHUX YMOBaX, BHKOPHUCTOBYIOUM B SIKOCTI JOHOpa
enexTpoHiB 1Hii crionyku (Galuszka et al., 2001; Frébortova et al.,
2004). Tomy HuHI 11e# (hepMEHT BIAHOCATH JI0 KJIacy JAETiAporeHas,
MpoTe€ Ha3Ba IMTOKIHIHOKCHAAa3a 30eperiacs, a BiAMOBIAHE
ckopoueHHs (CKX) € mmpoko BxuBaHuM. AkTuBHICTE CKX Oyna
3a(pikcoBaHa y BENMKOI KUTBKOCTI BHJIIB BUIIIUX POCIIHH, Y HHKUUX
opraHi3miB — MoxiB, rpu0iB (Frébort et al., 2011), 6yau BcTaHOBIIECH1
OioxiMiuHl ocobnuBocTi pobotu depmenty (Frébortova et al.,
2010). He3Baxkatoun Ha Jy>ke HU3bKY KoHLeHTpauito Oinka CKX,
rioro Oyio BuaUIeHO B KpuctaidiyHomy Burisni (Bae et al., 2008).
Hocmimkennss cyoctparHoi creuudigynocti CKX  moxkazano,
[0 HE TUIBKU 130TPEHOIIHI IUTOKIHIHK Ta iXHI pubo3umu, aje
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i N-DIIOKO3UIU Ta HYKICOTUAM €()EKTHUBHO PO3ILIEILIIOITHCS
1HAuBIAyansHUME 130¢opMamu pepmenTy (Kowalska et al., 2010).
[3ogopmu CKX BiApi3HAIOTBCA TAKOXK 1 BHYTPIIIHBOKIITHUHHOIO
nokamizamiero. B apabimoncucy Oimkm AtCKX1 1 AtCKX3
3HaiiaeHo y Bakyossix, AtCKX2, AtCKX4, AtCKXS5 ta AtCKX6 —
B amnorutacti, AtCKX7 — y nurozom (Werner et al., 2003). I'enn,
mo komytoTh CKX, imeHTH(iKOBaHO y 0araTh0X BHUIIB POCIIHH:
MIIEHUI, KyKypyI3H, pHCYy, SUMEHIO, apaliforcucy, opxiaei
(Frébort et al., 2011), a takoxx y wmiano6akrepiii (Schmiilling
et al., 2003) 1 mpokapiotnuHoi Oakrtepii Rhodococcus fascians
(Pertry et al., 2010). ¥V renomi apabinoncucy mpHCyTHS pOAHMHA
3 7 TOMOJIOTIYHHUX TE€HIB, 10 KoAyl0Th Oinok CKX, uepe3 pi3Hwmii
croci0 ekcmpecii SKUX Ha PI3HUX CTaiIX PO3BUTKY B PI3HUX
TkaHuHax pociuH 130popmu CKX ¢yHKIIOHYIOTH MO-PiI3HOMY:
AtCKX1 wHaiiOu1ble eKCIPECYETbCS Y BACKYISIPHOMY IHIIIHAPI
naTepaibHUX KopeHiB, At{CKX2 — B amekci maroniB, AtCKX3 —y
MOJIOJIUX TKaHUHAX naroHiB, At{CKX4 —y TpixoMax, IPUIMCTHUKAX,
MpoANXax, KOpeHEeBOMY 4OXIHUKY, AtCKX5 — y MUIbHUKAX, TTHIIKY,
AtCKX6 1 AtCKX7 — y TiHOeIiyMi Ha BCIX CTaJisiX PO3BHUTKY
(Werner et al., 2003).

Haiikpame pocmimkeno CKX y pucy, B TeHOMI SKOTrO
sHaiiaeHo 11 BigmoBimHux reHiB (OsCKXI-OsCKXI1I). Sk i
B apabiloncucy, BOHHM EKCHPECYIOThCA IMO-pI3HOMY B PI3HUX
opranax. Onun 3 Hux, OsCKX2, o4eBUIHO, € BIAMOBIIaTEHUM 32
BpOXKaHICTh pucy. [IpuHaiiMHi, OUTBIIT BUCOKY KITBKICTh 3€pHIBOK
Yy BHCOKOIIPOAYKTUBHOTO COPTY TIOB’SI3yIOTHh 13 BKpail HU3BKOIO
eKCIpeCi€lo oo TeHy B cyuBiTTax (Murai, 2014).

HanmzBuuaiinmii  iHTepec mocnmigHukiB A0 BuBYeHHa CKX
MOB’SI3aHUK 3 THM, IO caMe 3aBIASKA MYTAIlisiM TeHIB TPYIH
CKX crano MOXIUBUM JOCHKYBaTH (QYHKIII IMTOKIHIHIB
6e3nocepenubo B pocauHi. Oepekcnpeciss CKX mNpu3BOAUTH
70 YTBOPEHHS IUTOKIHIH-IEPIIUTHUX POCIUH 3 HE3BHUYANHUM
¢deHoTUNIOM, 3MIHM SKOTO MIATBEPIXKYIOTH MPOBITHY pPOJIb
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IIUTOKIHIHIB Y (hopMyBaHHI Ta (QyHKIIIOHYBaHHI MEPUCTEM KOPCHS
i TIaroHy, a TaKOXX y CTBOPEHHI JIOKAJIbHUX aTParyr4yux LEHTPIB
(Werner et al., 2003).

MoxnuBi MeTa0oiuHI TEPETBOPEHHS OCHOBHOTO ITUTOKIHIHY
POCIUH mpanc-3eaTuHy MpeACcTaBieHl Ha cxemi (puc. 4).

HajimeH11 BUBYEHUM € TPAHCTIOPT LUTOKIHIHIB SIK HA KIIITHHHOMY
piBHI, TaK 1 y pociuHi 3aragoMm. J[ocaipkeHHs KyJAbTYpH KJIITHH
Chenopodium rubrum (Fulleder et al., 1989) ta Arabidopsis
(Cedzich et al., 2008) mokaszaio, 1o xo4a 1u¢y3is BiAirpae BaxJInBy
poJib, BiIOYBAEThCS TAKOXK W aKTUBHE TOTIMHAHHS ITUTOKIHIHIB
KIiTHHOI. KOMIOHEHT, SIKUii MOXE BUKOHYBaTH (YHKIIIIO
aKTUBHOTO TpaHCIopTepa, — mypuHoBa nepmeasza (PUP) — Oymno
BUJIIJIEHO 3 MYTaHTHHX KJIITUH ApiXKIB (Gillissen et al., 2000)
1 BCTAHOBJIEHO 3/IaTHICTh LIbOTO O1JIKa PO3PI3HATU OKPIM IypHUHIB
TaKOX 1 HUTOKIHIHU. 3roIoM B apaliforNCUCy TMOKa3aHO MpSMUM
AKTUBHUM TPAHCTIOPT aJIeHIHY ¥ PI3HUX [IUTOKIHIHIB 32 JOTIOMOT OO
AtPUP1 1 AtPUP2 (Biirkle et al., 2003), npuyomy cnocib ekcrpecii
BianoBinHUX reHiB PUP1 1 PUP2 cBIJYUTH IPO MOXKIIUBY Y4aCTh LIUX
MePEHOCHUKIB Y JOBTOJMCTAHIIIHHOMY TPAHCIOPTI IUTOKIHIHIB.
[le onvH MOTEHLINHUI TpaHCHOPTEp, 3aISIHUNA y NEpEeMilleHHI
UTOKIHIHIB, — YPIBHOBaXYIOUMH HYKJICO3UJAHUNA TpPAHCHOPTEP
(equilibrative nucleoside transporter, ENT). B apaGimoncucy
ENT6 Oepe yuyacTh y TpaHCHOpPTI HYKJIEO3UAIB, B TOMY YHCII
puOO3UAIB 130MEHTECHIIAICHIHY W 3€aTuHy, y PHCY MepeBakHa
excripeciss OsENT2 y Tkanunax ¢moemMu Bkasye Ha ydacTb ENT
y OazumneranbHOMYy TpaHcmopTi mux 1uTokiHiHIB (Hirose et al.,
2008). ITpote, x0ua MOKIHMBI OUIKU-TIEPEHOCHUKH JJIS1 TPAHCTIOPTY
IIUTOKIHIHIB 1 BCTAHOBJICHI, iXHS CIIOPIAHEHICTH J0 ITUPOKOTO Kojia
PEUOBHUH, a TAKOX BIACYTHICTh (DEHOTUIIYHHUX 3MIH Y MYTaHTIB 3
MonupikoBaHuMHU BianoBigHUMU TeHamu (Werner, Schmiilling,
2009) cBimuaTh Mpo Te, 110 BOHU HE BIAITPAIOTh CYTTEBOI POJI B
peryisuii po3BUTKY pociauH. BiporiiHo, OCHOBHI KOMIIOHEHTH, 110
3IIACHIOIOTH TPAHCIIOPT ITUTOKIHIHIB, 111€ HE BCTAHOBJICHI.
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[{uTOKIHIHK B POCIHHI MOXYTh JISTH SK TMapaKpUHHI CUTHAJIU.
Hampuknan, nokanpHa IHIYKIS €KCIpecii ipf y JarepaibHUX
OpYHBKax TIOTIOHY CIIPHUMHSIIA PICT JIMIIE O/IHIET OPYHBKHU B MicCIIi
IHIYKIIii, ajle He BIUIMBaja Ha PICT IHIIUX CYCIIHIX OPYHBOK, SK1
He mijnaBanu HisskuM BrutrBaM (Faiss et al., 1997). JlokanbHy niro
IUTOKIHIHIB OYyJI0 MPOJIEMOHCTPOBAHO 1 B 1HIIMX E€KCIIEPUMEHTaX
(Hwang, Sakakibara, 2006). [IpoTe HasiBHICTh IOBTOJIUCTAHIIIITHOTO
TPAHCIIOPTY IMTOKIHIHIB 1 BIAMNOBIAHA iXHA (QYHKIIS SIK
JUCTATbHUX CUTHAJIB HE BHUKIMKae CyMHIBY. LlutokiHinm OyIo
3HANJIEHO Yy KCUJIEMHOMY COlll 0ararboX BUAIB POCIIHUH, J€ IXHBOIO
noMiHyo4o (opmoro OyB 3eatuHpudo3un (Kudo et al., 2010).
MideHi NIHUTOKIHIHM, HAaHECEHI Ha KOPEHI, MEPEMIIIYIOThCA IO
KCHJIeMi, TPUYIOMY O1JTbIIIa YaCTUHA PATI0aKTUBHOCTI BKITFOYAE€THCS
no 3earuHpu6Oo3uny (Sakakibara, 2006). Excmnpecis reny
CYP735A42 BinOyBaeThCsl TOJIOBHUM YMHOM Y KOpPEHSX, ajie HE B
Han3emHiN yactuHi pocnuH (Takei et al., 2004b), 110 cBiAUUTH PO
MIPOBIIHY POJIb LILOTO OpraHy B MPOAYKyBaHHI HUTOKIHIHIB. OTXke,
HMOBIpHIIIe 3a Bce, 3€aTMHPUOO3UJ, CHHTE30BAaHUI B KOPEHSX,
MEPEMIIIYEThCS MO KCUJIEMi, BUKOHYIOUU POJIb aKpOIETalbHOTO
curHany. KcuineMHuil TpaHCHOPT IUTOKIHIHIB PEryIIOE€ThCA
30BHIIIHIMUA CHUTHAJIaMH, 30KpeMa HasBHICTIO MO)KUBHUX PEUOBHH
B OTOYCHHI KOpeHiB. JlomaBaHHS HITpaTiB y CEpeIOBHUILIE IPH
BUPOILYBaHHI KYKypyI3U Yy TIJIPONOHHIA CHUCTEMI MPU3BOAMIIO
710 3pOCTaHHS PIBHIO LUTOKIHIHIB CHEpIIy B KOPEHSX, MOTIM Yy
KCWJIEMHOMY COIIl 1, HapelITi, B JIUCTKaX, MPU IIbOMY B OCTaHHIX
T1JIBUIIYBaJIacs €KCIIPECis FeH1B MEPBUHHOI BIMOBI/1 HA IUTOKIHIH
(Takei et al., 2004b). Y pociuH ToMaTy y BiANOBIIb HA TPUITUHEHHS
MOCTaYaHHs a30Ty MIBUAKE 3HIKEHHS POCTY JIUCTKIB KOPETIOBAJIO
31 3MEHILEHHSM PIBHIB 3€aTHUHY Ta 3€aTUHPUOO3UY B KCUJIEMHUX
excynarax (Rahayu et al., 2005). B apaGigoncucy y BiAMOBiIs Ha
J0JlaBaHHSl HITPATIB O KOPEHIB HAKOMUYYBAJIUCS TPAHCKPUMTH
IPT3 3 oAanbIIow aKyMYJISIIIEI0 MpaHCc-3€aTUHPUOO3UILY 1 mpaHc-
3earuHpuboTuay (Miyawaki et al., 2004; Takei et al., 2004b). ¥
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CBOIO 4Yepry, MOMIMHAHHA W acCUMUISLII0 a30Ty KOHTPOJIOIOTH
uurtokidinu (Ruffel et al., 2001; Krouk et al., 2011). Takum unHOM,
3MIHH PiBHIB HITPATIB Y KOPEHSX MPU3BOIATH 10 MOAU(DiKallii reHHO1
eKCIIpecii y JIMCTKaX, CIPUYMHEHOI TPAHCIIOPTOM ITUTOKIHIHIB, 10
MIITBEPKYE POJIb IUX TOPMOHIB SIK JJOBTOJIUCTAHIIIMHUX CUTHAIIB
M1 KOPEHSIMH 1 ITarOHOM.

[utokiHiHM mnpucyTHI Takok y d¢umoemi pociauH (Dodd,
Beveridge, 2006). Otpumano mnpsmi Joka3u (IOEMHOTO
TPAHCIIOPTY: PaJi0aKTUBHI IUTOKIHIHM, HaHECEHI Ha CiM’ A10ii
apabimoricucy, pyxaiamcs 10 KopeHeBux KiHuukiB (Bishopp et al.,
2011). Hocniau 3 ipt-MyTaHTHUMH POCIMHAMHU apaliIoNCUCy 31
3HIKEHUM pIBHEM IIUTOKIHIHIB TOKa3aiu AudepeHIiiioBaHmii
TpaHCIOPT pi3HUX PopM 1TuX ropMoHiB. [IpullenaeHHs marony Bij
JMKOT POCIIMHY Ha KOPEH1 MyTaHTHOI IPU3BOAMIIO J0 BiTHOBICHHS
HOPMAJIBHOTO PiBHS 130IE€HTEHIIA/ICHIHY, ajle HE MpaHc-3eaTUHy y
KOPEHSIX, MPUIIEIUICHHS] KOPEHIB BiJl TUKUX POCIWH HAa MYTaHTHI
MarOHW TPHU3BOAMIO JO BiTHOBICHHS PIiBHS mpaHC-3€aTHHY, aje
HE 130MeHTeHLIa/leHiHy B maroHi. Lle CBIAYUMTH TpPO HasBHICTH
JOBTOAMCTAHIIIMHOTO TPAHCIOPTY LMUTOKIHIHIB, a came, MpaHc-
3€aTHH PYXa€ThCS BIJ KOPEHIB JO MaroHiB, a 130MEHTEHIIAACHIH,
HaBIIaKW, BiJI MaroHiB /10 kopeHiB (Matsumoto-Kitano et al., 2008).

Takum YMHOM, ITUTOKIHIHK Y POCIIMHHOMY OpTraHi3Mi, OYEBHJIHO,
BIIIFPAIOTh POJIb SIK MapaKpUHHUX JIOKAJIbHUX CHUTHAJIB Yy
MEpPUCTEeMATUYHUX TKAHWHAX, TaK ¥ CHJOKPUHHUX JUCTaJTbHUX
CUTHAJIIB, 110 CMOBIIIAIOTh, HAPUKIIAI, PO HASBHICTb MOXUBHUX
pedoBuH. HepiBHOMIpHMI pO3MOALT LUTOKIHIHIB 3€aTHHOBOTO I
130TIEHTEH11a/ICHIHOBOTO TUITy B €JIEMEHTaX CYIMHHOI CHUCTEMH
nependayae yyacTh CEJICKTUBHUX TPAHCIIOPTHUX CHUCTEM, SIK1 MIOKH
110 3aJIMIIAIOTHCS HE TOCIIIKEHUMU.
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I'JIABA 2

PEIEIIIIA TA TPAHCAYKIIA
HOUTOKIHIHOBUX CUT'HAJIIB

[uTOKIHIHM Y POCIWHHOMY OpTraHi3Mi JiIOTh SK CHUTHaIbHI
MOJICKYJIH, 1110 TIepeAaroTh 1HPOpPMaILil0 CTOCOBHO PI3HOMAaHITHUX
YUHHUKIB ~ OTOYYIOUOTO CEpEeJOBHINA HAa TE€HOM KIITHUHH,
3aImyCKalovM BIAMOBIIHY PEaKINo y BUMVIAII OITKOBOTO CHHTE3Y.
Kito4oBMM MOMEHTOM B IIbOMY IPOLIEC] € B3a€MOJliE TOPMOHY 31
cnenuiYHUMHU PEIEeNTOPAMH, SIKa TPU3BOIUTE JI0 TEPETBOPECHHS
cUTHaTy y BiamoBiab. Te, mo (yHKIIO perenTopiB BUKOHYIOThH
IUTOKIHIH-3B’sI3yt0ul OUIKM, HE BUKJIMKAIO CyMHIBY. BoHu Oymiu
BUJUIEHI 3 KJIITHH BEJIMKOI KUIBKOCTI POCIWH, OMHCAHI iXHi
BJIACTUBOCTI ¥ Xapaktepuctuku (Brinegar, 1994; Brault et al., 1999;
Kaminek et al., 2003), npoTte HaibUIbIIy CKIAAHICTH CTAaHOBUIIA
AeMOHCTpaliss (YHKIIH KOMIUIEKCY LUTOKIHIH-PEenTop, IO
MiATBEpAUIO O perenTopHy Aito 1ux O1IKiB. KpiM Toro, 3HaUeHHS
KOHCTAHTH JAMCOIiaIlii IUTOKIHIH-3B’S3YIOUUX OIIKIB Oy
3aHAJITO HU3BKUMHU IS TOTO, 00 MOXXKHA OyJ0 BHU3HAUUTH iX SIK
petteritopu. [loumnatoun 3 2001 p. micis ceKBEeHYBaHHS TC€HOMY
Arabidopsis thaliana 6yno n10BeIeHO, 1110 PELIEITOPOM IIUTOKIHIHIB
€ Oinok cencopHa ricrunuukinaza (AHK), ska BigHOCHTBCS 10
OUTKIB JIBOKOMIIOHEHTHOT CHUCTEMHU Tepeaadl CUTHaIIB, ACTaIbHO
BUBYEHUX Yy OakTepiidl. Mailke OAHOYACHO B POOOTaX KIIBKOX
naboparopiii OylO0 BCTAHOBJIEHO TE€HH, M0 KOAYIOTh OUIKH-
peuentopu 1utokiHiHIB: CREI (CK response 1) (Inoue et al.,
2001), AHK?2, 3, 4 (Arabidopsis histidine kinase 2, 3, 4 (Suzuki
et al., 2001) ta Wooden Leg (WOL) (Mdhonen et al., 2000). Lli
TeHW 1JICHTHYHI, a BUAMOBIAHI OITKKM € TpaHCMEMOpPaHHUMH,
1HTerpajdbHUMH, HU3bKOMONeKymsipuuMu (~100 x/la). IlomiOHi
32 CTPYKTYPOIO PEIENTOPH IUTOKIHIHIB OyJi BUSBJICHI TaKOX Yy
kykypymsu (Yonekura-Sakakibara et al., 2004) 1 pucy (Du et al.,
2007). Pocnunu apabigorncucy, B sSIKUX OyJ0 BUKIIOYEHO OAWH 3
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Puc. 5. JlomenHa cTpyKTypa perentopa iuTokiHiHiB (Ha npukiaai CRE1/AHK4
apabimonicuca). Jlomenu 6inky: TM — tpancmeMOpannwmii; LB — miranns3s’s3y-
tounii (CHASE); HK —ricriginkinazauii; Ac — akuentopauit,; Ck — mUTOKiHIHY;
H — xoHcepBaTuBHMIA 3anMIIOK ricTininy; D — koHcepBatuBHuil acnaptar, N, C —
N- ta C-xinmi Oinky. Crpinkamu moKa3aHO caiiTh (ocopuiIroBaHHS Ta
nepeHocy BucokoeHeprerudnoro gocdary (“P) (Pomanos, 2009; Lomin et al.,
2012).

pelenTopiB, Mai>ke HE 3MIHIOBAJIM (PEHOTHI, TO1 K BUKITIOYCHHS
JBOX 1 OCOOJHMBO TPHOX PEHENTOPIB MPU3BOAMIO O YTBOPECHHS
KapJIMKOBO1 CTEPUIIbHOI CIIA00KUTTE3AATHOT POCTUHH, HEUY TIUBOI
no nutokiHiHiB (Riefler et al., 2006).

CriouaTtKy BBa)aJiocs, 10 PEUENTOPH HUTOKIHIHIB pO3TaIIOBaH1
Ha IUIa3Maiemi, Ae BiAOyBaeThCsl PO3MI3HABAHHA M 3B SA3yBaHHS
ropmony. [Ipote nociiakeHHs: OCTaHHIX POKIB MoKazaiu, mo 90%
pelenTopiB  acomiiioBani 3 MeMOpaHaMu €HAOIIA3MAaTHYHOTO
peruxynymy (Caesar et al., 2011; Lomin et al., 2011; Wulfetange
et al., 2011). Ile He BuKIIOUa€E HasIBHOCTI PELICTITOPIB Ha TTOBEPXHI
KIIITAHU, TPOTE PEUENIlis ITUTOKIHIHOBOTO CHTHATY, OYEBHIIHO,
BiJ10yBA€THCS TOJIOBHUM YMHOM YCEPEIUH1 KIITHHHU.

binku-penenTopy NUTOKIHIHIB MatOTh CKJIAJIHY JJOMEHHY OYy/JIOBY
(puc. 5) (Pomanog, 2009; Lomin et al., 2012).

Ha N-xinmi monexynu po3zramosanuiit CHASE-nomen (cyclases/
histidine kinases associated sensor extracellular), otouenuii 3 060x
OokiB nBOMa abo Ounblie TpaHCMEMOpaHHUMH TiAPOPOOHUMHU
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nomeHamu. Came CHASE-noMeH, BiamoBigaIpbHUH 32 3B’ 13yBaHHS
TOpMOHY, po3TamioBaHuii 30BHI MeMOpanu (Heyl et al., 2012).
3a OCTaHHIM TpaHCMEMOpaHHUM JOMEHOM, yCEpeIuH1 KIITUHH,
MICTHTBCS IIEHTpajbHa YacTHHA 017Ky, a00 KaTaJliTUUYHUMA JIOMEH,
SIKUW BOJIO/II€ TICTUAMHKIHA3HO0 aKTUBHICTIO. 3 KParo IbOT0 JIOMEHA
PO3TAIIOBAHUN 3aJHIIOK KOHCEPBATMBHOTO TICTUIMHY, 31aTHUI
aknentyBatu Qocdar Bigx ATD. Ha C-kinnesii dacTuHi OLIKY
3HAXOAUTHCS CIIPUIAMAIOUHIA JOMEH 13 3aJTHIITKOM KOHCEPBAaTUBHOTO
acrmapTrary, 3AaTHUI akuentyBaTH (ocdar B ¢ocdoricTuauny
(Pomanog, 2009; Lomin et al., 2012; Schaller et al., 2011).

Ak 3ragyBasnocss Buille, y apaOifoncucy BIIOMO 3 OLIKH-
perenTopy NUTOKIHIHIB. BOHM 4acTKOBO JyOIIOIOTH Ta JIOTIOBHIO-
I0Th OJIMH OJHOTO, MPOTe iXHI (YHKIIIi, O4EBUTHO, BIAPI3HAIOTHCS.
Tak, penentop AHK4 ekcripecyeTbest mepeBa)xHO y KOPEHsX 1 0epe
y4acTh y PEryisiii poCTy MEPBUHHOTO KOPEHS, KOHTPOIIOHYHU
npomidepariro it enonramito kaiTaH (Ueguchi etal., 2001). Penentop
AHK3 ekcrnpecyeTbcsi TOTOBHUM YMHOM Yy IAroHi 1 € OCHOBHUM
PEryJsiTOpOM IMTOKIHIH-IHIyKOBaHOTO (oTtoMopdorenesy Ta
3aTpUMaHHS XJI0poQ Ty MPH CTapiHHI, BAKIMKAHOMY 3aTEMHEHHSIM
(Higuchi et al., 2004). Peuentop AHK2 uacTtkoBO JOMOBHIOE
¢ynkuii AHK3, ane menmoro miporo (Hwang, Sakakibara, 2006).
BiapizusaroTecs 130¢opMH perienTopiB 1 3a JIraHA3B’ S3yIOUMMH
BractuBocTsMU: AHK3 BusiBnse Ounbll BUCOKHH  CTYMiHb
CTHOPIAHEHOCTI 10 mpaHc-3€aTUHY 1 BIAHOCHO HU3BKUH — [0
13oneHTeHuTaneHiny, Toai sk AHK2 1 AHK4 3nayHO akTuBHiIIeE
3B’s13yI0Th 130meHTeH1naAeHiH (Spichal et al., 2004; Romanov
et al., 2006). Ili maHi TONMOBHIOIOTH BUIIICHABEICHI B1JIOMOCTI PO
PO3MOAT €HJOTCHHUX IUTOKIHIHIB Y POCIWHI (MepeBaXHUM PyX
3eaTHHOBUX ()OPM MO KCHIIEMI i 130MEHTEHIIBHUX — MO (Iroemi)
1 TATBEPIXKYIOTh MOXJIMBICTh 3IIHCHEHHS 1H(POPMALIHHOTO
0OMiHY MDK PI3HMMHM YaCTHHAMH POCJIMHHU 3a PaXyHOK CHTHAJIiB
LUTOKIHIHIB P13HOI OyJIOBH.
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CrniaBiA3HAYUTH, [0 XOUA KOXKEH 3 PELICTITOPIB MOXKE MPEBATIOBATH
B 3MIMCHEHH] MEBHUX (Di310JIOTIYHUX TMOAIHN, JKOICH 3 IIMTOKIHIH-
PETYIIbOBAaHUX TMPOIECIB HE KOHTPOIIOETHCS OHUM OKPEMHUM
peuenitopoM (Heyl et al.,, 2012). dynkuioHanbHEe AOMOBHEHHS
KOMIIOHEHTIB PeIeNIii, 04eBUTHO, CIIPHUSIE M1 ABUIIEHHIO HATIMHOCTI1
pOOOTH CUTHATBHUX NUISXIB.

Peueniiiss nurokiHiHy BigOyBaeThcs Bim N-KiHIA OUIKY Yy
HanpsiMKy A0 C-kinng. [licis yTBOpeHHS KOMIUIEKCY ITUTOKIHIHY
i3 caiitom 3B’s3yBanHa B CHASE-momeni BinOyBaeTbcs
auMepizalis  ropMmoH-penentopuux — komriekciB  (Hothorn
et al, 2011). Ilpu npoMy 3BUIBHSETHCS HAJUIMILOK EHEPTii,
BiI0yBa€eThCsl aBTO(OCHOPUITIOBAaHHS KOHCEPBATHUBHOTO 3AJIHMILIKY
TICTUAMHY B JIIMEpl TICTHAMHKIHA3U. BHCOKOCHEepreTUIHMI
dbocdar BHYTPIIITHbOMOJICKYJISIPHO MEPEHOCUTHCS Ha
3aJIMIIOK KOHCEPBATHBHOTO aclapTary pPECHBEPHOTO JIOMEHA
TICTUIMHKIHA3H, a 3B1ATH — HA KOHCEPBAaTUBHUH 3JTUIITOK T'CTHANHA
HU3BKOMOJIEKYSIpHOTO OlTKa-(hochoTpaHcMiTTepa, SKUH MOCTIHHO
PYXa€eThCs MK IMTOIIIA3MOIO 1 siapoM kiituHu (Punwani et al.,
2010). B apab6igoncucy iaeHTH(}IKOBAHO POAUHY 3 5 TaKUX OLIKIB
(AHP1 — AHPS), siki TONOBHIOIOTH OJMH OJHOTO Yy TPaHCIYKIi
IUTOKIHIHOBOTO curHaiy. lle HeBenuki OUIKH, B CTPYKTYpl SIKUX
MICTUTBCS ~ 3aJMIIOK KOHCEPBATUBHOIO TICTUJWHY, 3JaTHHUM
akKLENTyBaTU aKTHMBOBaHMW Qocdar BiAg 3alMILKy achaprara
penenitopa. binku-dochorpancmiTrepu nepemiiyoThest B SO,
ne BigmaroTh 1eit gocdar peryastopam Biamosiai (Suzuki et al.,
2001; Tanaka et al., 2004a; Dortay et al., 2006). Anamniz myraiiit
TEHIB, K1 KOIYIOTh 111 O1JIKH, TIOKa3aB, 110 BC1 BOHU € MMO3UTHUBHUMHU
pErylnsaTOpaMH CUTHAJIIHTY ITUTOKIHIHIB 1 BIUTMBAIOTh HA PO3BUTOK
pociauH y 0ararboxX acmekTax, MyTaHT 3a T€HaMHu BCiX 5 OLIKiB
HarajyBaB MOTPIHHUN MyTaHT 3a reHamu penentopis (Hutchison
et al., 2006; Deng et al., 2010). Cnix BiAMITUTH iCHYBaHHS B
apaligorncucy 1e oAHoro Ounka 3 rpynu ¢pochoTpaHCMITTEPIB —
AHP6, y sikoro BiACYTHi# 3aJHMIIOK KOHCEPBATUBHOTO TiCTHIUHY,
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HEOOXITHOTO [JIsi TMepeHocy akTuBHOro docdary. Bin moxe
3B’SI3yBaTUCA K 3 PELENTOPOM, TaK 1 3 PErylsiTOpPOM BIANOBIAIL,
1HTI0yI0uM I1XHIO B3a€MOII0 31 CHPaBXKHIMH MEPEHOCHUKAMH
dbochary Ta BUKOHYIOUM (YHKII HETaTUBHOTO pETYJIsATOpY B
TpaHCIyKIIi1 IIUTOKIHIHOBUX curHaliB (Médhonen et al., 2006).

binku — perymsaropu BiamoBimi (ARR), ski akuenTyooTh
akTuBOBaHUK (Qocdar Big OUIKIB TpaHCMITEpIB Yy  sAapi,
niapo3auIsoTees Ha rpynu A, B, C 1 npesnoperynstopu (Gupta,
Rashotte, 2012). Bci BoHuM MaroTh y CBOeMy ckiaail N-KiHIIEBHMA
pecuBepHUil TOMEH, 3AaTHUN (OChOPUTIOBATUCS, MPOTE TUILKU
onna miarpyna ARR-B mae y cBoemy ckiasl 1omeH, 30aTHUN 10
caifr-cnerudiunoro 3B’ s3yBanns JIHK. Ilpomec B3aemonii OikiB
ARR-B 3 JIHK mae ckimamHuii xapaktep, BIH BiJOyBa€TbCS Mixk
CTPOro BU3HAYEHHMM JIOMEHAMH 1 MOTpelye aumepiszaiii Ouika
Ta MOro BHYTPIIIHBOMOJNEKYIsIpHOI TnepedynoBu (Ramireddy
et al., 2013; Ziircher et al., 2013). YUncneHHUMH JOCIIKEHHIMHA
JIOBEJICHO, 1[0 CaMe PErylIsITOPH BIANOBIAI B-THIy BHKOHYIOTH
¢ynkuii TpanckpumnuiiHoro ¢akropa (Lohrmann, 2001; Sakai
et al., 2001; Mason et al., 2005). B apab6inoncucy rpynma ARR-B
Hamiuye 11 OinkiB, 3 3 SKUX BIAICPAlOTh BUPIIAIBHY POIb Y
peryisiii OiIbIIOCTI TUMOBUX BiMOBiACH Ha 1uTOKiHIHK (Mason
et al., 2005; Argyros et al., 2008; Ishida et al., 2008), mpoTe cyTTeB1
3MIHM (DEHOTHITY CHOCTEpIrajucd y KOMOIHOBaHMX MYTAHTIB
3a JIeKUIbKOMa Te€HaMHM, 10 CBIAYUTH MPO B3a€MHE MEPEKPUTT
(GyHKIHN X OLIKIB.

O6poOka pOCIWH EK30r€HHUMHU I[HUTOKIHIHAMU MPU3BOAUTH
JI0 CyTTEBUX 3MIH TeHHOI ekcrpecii. HemonaBuo Oyno ckianeHo
CIUCOK TEHIB, eKCHpecis SAKUX 3HAa4HO 3MIHIOETbCA TIpH
KOPOTKOTpUBaNiii 00poOIl 1uTOKIHIHAMHU. Taki IMTOKIHIH-
pErylbOBaH1 TeHU 3a/115HI HE TUTHKU B 010CHHTE31 Ta MeTaboi3Mi
IUTOKIHIHIB, aje ¥ y (yHKIIOHYBaHHI ayKCHHIB, (OpMyBaHHI
CTIAKOCTI 10 XBOPOO, BIAMOBIASX Ha a010TUYHI CTPECH, TPAHCIIOPT
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a30Ty, CHHTE3 aHTOIliaHIB, PETYIIAILII0 peoKc-ToTeHIiany (Brenner
et al., 2012; Bhargava et al., 2013).

binku — perymsropu Binmoiai tumy A (ARR-A) Ha Biaminy
Bin ARR-B, xoua 1 3matHi npuitmatu ¢ocdar Bix OiIKiB-
TpaHcMiTTepiB, mpoTe C-kiHenb iXHbOI Mojdekynun Ha 100
aMIHOKUCJIOTHUX 3aJIMINKIB KOpPOTIIE, BOHU HE MICTITh JIOMEH,
BIJIMOBIIAJIbHAM 3a TpaHCKpUIIiHYy perynsiio (Brandstatter,
Kieber, 1998; D’Agostino et al., 2000). I'enu, mo KomayrOTh IIi
O1IKM, BITHOCSITHCS JI0 TaK 3BAaHMX T'eHIB TIEPBUHHOI BiMOBII.
Bonu ny>xe MBHUIKO 1HIYKYIOTHCS B TPUCYTHOCTI IUTOKIHIHIB (10—
15 xB), moBepTarouuch y CTAOUIBHUNA CTaH YHPOAOBXK HACTYMHOI
roguHd. AKTHBAIL[A IUX T'€HIB HE IIOB’s3aHa 13 CUHTE30M OlIKa de
novo (Ramireddy et al., 2013). Myrtantu, nedinuTHi 3a 2 1 O1IbIIe
reHamu 3 1i€i pogunu (ARR 3-9, 15), BONOMIIOTH MiJABUIICHOIO
Yy TJIMBICTIO JIO LMTOKIHIHIB, III0 BKa3ye Ha poib O01kiB ARR-A sk
HETaTUBHUX (DAKTOPIB Yy CHTHAJIHTY ITUTOKIHIHIB. Taki MyTaHTH
JEMOHCTPYIOTh TaKi cami 3MIHU y BIAMOBIASX HA LUTOKIHIHH, K
1 ARR-B, tinpku y npotuinexHomy Hanpsmky (Lee et al., 2007;
To et al., 2007). 3natHicTh OinkiB ARR-A HeraruBHO BIUTMBATH
Ha TPAHCAYKIIIO UTOKIHIHOBOTO CUTHATY MOSICHIOETHCS IXHBOIO
KOHKypeHuiero 3 Oitkamu ARR-B 3a aktuBoBanuit ¢pocdar O6inkis-
tpancmiTTepiB (Dortay et al., 2006). JlakoHiuyHa cXxeMa TpaHCAYKITii
IUTOKIHIHOBUX CUTHAIIB IIPEICTaBICHa Ha puc. 6.

TakuM YMHOM, JBOKOMIIOHEHTHa CHCTEMa Tiepefadi IUTOKiHi-
HOBUX CHUTHAJIIB y PpOCIHH, $KAa CKIJIAJa€TbCsl 13 CEHCOPHOI
TICTUAMHKIHA3U (peUenTop) 1 peryiasTopa BiANOBIAl (TpaHCKPHUII-
midHUN QaxkTop), QyHKLUIOHYE 3a THUMU X NPUHIMIIAMHU, IO U
B IHINIMX OpraHi3miB (OakTepiil, TBapHWH): TOPMOH 3B’S3Y€THCS 3
pelenTopoM, pPO3TAlIOBaHUM Ha MeMOpaHaxX, BHACIIJOK YOro
YTBOPIOETHCS CUTHAJI y BUIVISAI aKTMBOBaHOTO (ocdara, AKuil 3a
JIOTIOMOTOI0 TPAHCIIOPTHUX OUIKIB NMEPEHOCUTHCS HA MEPBUHHY
KIITUHHY MilieHb (renu BianmoBifl). Cria BiA3HAYUTH BUCOKY
CTaOUIbHICTh 1 HAMIIMHICTh CHCTEMH TPAHCHYKIIT ITUTOKIHIHOBUX
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Puc. 6. Moznens TpaHCIyKIlil MUTOKIHIHOBUX CHUTHAIIB y pociuH. LluTokiHiH
3’s3yerbcst 3 CHASE-momenom penentopie (3 6Oinku AHK) ycepemuni
MOPOKHUH eHJoIUIa3MaTnyHoro petukyinymy (ER). V pesynbrari akTUByeTHCS
KaTaJlITHYHUN JTOMEH 1 BiIOyBaeThcsi aBTOGOCHOPHUIIOBAHHS TiCTUAMHKIHA3ZU
(H). Jdani aktuBoBanuii Gpocdar mepenaerses Ha acnaparinopuid 3anumok (D)
PECHBEpHOTO JIOMEHY, a 3BiATH — Ha TpaHCMIiTTepHI Oinku (5 Oinkie AHP),
SKi KypcyloTh MiX IHUTOIUIAa3MOI0 i siapoM. B sapi AHP-6inku mepenmarots
¢docdar Ha Oinku-peryasropu Binnosiai tunmy B (11 Oinkis type-B ARR), sxi
PETYNIOIOTE EKCIIPEecito 0ararboX reHiB-MilleHel. binku-perynstopyu Biamosimni
tuny A (10 6inkiB type-A ARR), siki Takox dochopuniororbest AHP-6inkamu
3a MPHUHIUIIOM 3BOPOTHOTO 3B’S3Ky Ta 1HTiIOYIOTh IUTOKIHIHOBUH CUTHAIIIHT.
[TceBmodochorpancmitrepunii 6imok AHP6 1 okcum azory NO Takox
HETraTUBHO PETyIoloTh nepenady curaany (Kieber, Schaller, 2014).
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CUTHaNIB, y (YHKIIOHYBaHHI sikoi 3afgisHo Oumbine 100 reHiB
(PomanoB, 2009). IcHyBanHs ii He 3aleXUTh BiJ HasSBHOCTI
IUTOKIHIHIB 1 HE PEryNIO€ThCS HUMH, TOOTO MPUCYTHICTH Ili€l
CHUCTEMH Y KJIITUHI KOHTPOJIIOEThCS 1HaKIIe (Brenner et al., 2012).

HasiHicTh (hakTOpiB HEraTMBHOI PEryisiii ctabiiizye poOoTy
CHCTEMHU Ta 3arobirae ii nepeBaHTaKEHHIO.

Hes3Bakaroun Ha Benuve3HMid 0oOcAT iH(opMali Ta OTpUMaHi
3HAYH1yCIIXHU B PO3yMIHHI MEXaH13MIB 111 IUTOKIHIHIB, 3aJIUIIAE€THCS
YUMaJIO MUTaHb, Ha SIKI TMOKW HEMAae€ BIiAMOBiAI. 30Kpema, SKUM
YUHOM BiJ0OyBa€ThCS PO3II3HABAHHS BEJIHMKOI KITBKOCTI CHUTHAIB
pI3HOI 1HTEHCHBHOCTI, B SIKMM cmocid omHl ¥ Ti cami Qopmu
IUTOKIHIHIB CHPUYHMHSAIOTH BEJIMKY KUIBKICTh PI3HOMAaHITHUX
BIJIMOBI/ICH, SIK BiOyBa€ThCS CHOMYYCHHS TOBIOAUCTAHLIMHUX 1
JIOKaJbHUX CUTHAIIB 1 Oararo 1HIIUX.
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I'JIABA 3

PO3NOBCIO’KEHHA TA EBOJIIOHIA HUTOKIHIHIB

Mornekynmu IUTOKIHIHIB Y €BOJIOIIHHOMY BiJIHOIICHHI € JIyKe
KOHCEpBAaTUBHUMU, BOHH TPHUCYTHI K y BUIbHINA dopMi, Tak 1y
ckianl TPHK y HalipizHOMaHITHIIIMX TPy OpraHi3MiB: OaKkTepii,
HIUKYMX 1 BUIIMX POCIWH, TpUOaX, HEMATo/Iax, KoMax, JIFOIUHHU.
[Tpunyckaetbes, mo nepBUHHI GyHKIIT IMX MOJIEKyI, 3adikcoBaHi
€BOJIIOIIMHO, TOJSATaNM Yy TIOKpaIlleHHI TpaHCAIli Oinka B
pubocomax, OCKUTbKH MoaudikyBamu 3'-KiHEIb AaHTHKOJOHA
cnerudiyanx TPHK (Persson et al., 1994). Myrtantu Escherichia
coli, Akl BTpa4yaloTh TaKy MOAMQIKAIIIO, XapaKTepU3yIOThCs
nectalimi3aiero  B3a€MOfii  KOAOH-aHTUKOJOH, Yy  CCaBIIiB
Take TMOPYIICHHS BUKIWKA€E paK, a T'eH, M0 BIiANOBIJAaE 3a IO
MoaHQIKAIIO Y JIFOMUHH, PO3TIISIIAETHCS SIK HETaTUBHUI PETYIISITOP
kaHeporeHesy (Spinola et al., 2005). Xoua mpu po3kiamaHHi
TPHK Moke yTBOproBartHcs jiMile He3HaYHA KUIBKICTh BUIBHHUX
IIUTOKIHIHIB (TOJOBHUM YHHOM YyuC-3€aTHH), BBaXKaIOTh, IO Ha
nmouatky eonroriii came TPHK Oyna mkepemom mux MoJekyn, a
MEePIIM KPOKOM Ha NUISXY 0 BUKOPUCTAHHS X SIK CHTHAJbHUX
MOJIEKYJI OyJii MyTallii, 1110 TPU3BENIU 10 301IbIIIEHHS YHCIa TEeHIB,
ski konytots TPHK-i30nenTenintpancdepasy (Frébort et al., 2011).
VY OGararbox BuaiB Oakrepiit (Maruyama et al., 1986), mikpo- i
MakpoBogopocteii (Chlorophyta, Phacophyta, Rhodophyta Ta iH.)
(Ordog et al., 2004; Stirk, Van Staden, 2010), nmamoporeii (Arthur
et al., 2007), rpu6iB (Dekhuijzen, 1980; Van Staden, Nicholson,
1989), moxiB (von Schwartzenberg et al., 2007), komax (Dorchin
et al., 2009) noMiHAaHTHUMU € ITUTOKIHIHYU YUC-3€aTHHOBOTO THITY,
10 CBITYUTH ITPO MOKITUBICTB CYyTTEBOTO BKIIa My nerpanaii TPHK y
IyJ IUTOKIHIHIB IIUX OpraHi3MiB. ¥ moxa Physcomitrella patens 1ie
MiATBEPKY€ETHCS pe3yabraTaMu reHeTnaHoro ananizy (Yevdakova
et al.,, 2008). YV pannboro eykapiora ciu3oBuka Dictyostelium
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discoideum, axuii Ma€ 03HAKH K POCIIHH, TaK 1 TBAPUH, BUSBICHO
JBa T€HHU, IO BIAMOBIJAIOTH 32 YTBOPEHHsI IUTOKIHIHIB 4Yepe3
posman TPHK, i omuH, mo koHTpomoe ixHiil cuHTE3 de novo
(Anjard, Loomis, 2008). Cnix 3a3Ha4uTH, IO y OIBII CTApOAABHIX
B EBOJIIOIIMHOMY BIJHOIIEHHI OpraHi3MiB (BOAOPOCTI, MOXH,
rpubn) y mMetadomi3Mi IIUTOKIHIHIB BIACYTHE abo IyxKe piAKicHeE
yTBOpeHHS N-TIIOKO3W[IB, 1 BHCOKI KOHIIEHTparii yuc-hopm
MOXXYTh BHUKOPHUCTOBYBAaTHCS JUIS IATPUMAHHS TOMEOCTa3y
[MTOKIHIHIB, 30KpeMa JJis iXHbOi neaktuBaii (Zaveskd Drabkova
etal., 2015).

Mnsxu OlocuHTE3y Ta MeTaboNi3My LUTOKIHIHIB Yy HUXKYUX
OpraHi3MiB 1 B MOKPUTOHACIHHUX CYTTEBO PI3HATHCA, 110 AA€ 3MOTY
MPOCTIAKYBaTH 1XHIO eBojomito. Cnernudika OakTepiaabHOTO
010CHHTE3y UMTOKIHIHIB IIOJIATa€ B TOMY, IO BOHU MOXYTb
BukopuctoByBati [ MBI® 1 IMADD sk cybctpar, a AMD —
JIUIIE SIK aKkienTop (Ha BiIMIHY BiJl POCIIHH, SIKI BUKOPHUCTOBYIOTh
me AHD® 1 AT®) (Kamada-Nobusada, Sakakibara, 2009).
[TopiBHSAHHS TEHOMIB PI3HUX POCIUH MOKAa3aio, M0 B MeXaHi3Max
nepefaydl IMUTOKIHIHOBUX CHTHANIB 3aJisgHI TeHHW, 1JCHTUYHI
reHam Oakrtepiid. ['enu IPT Oynu ineHTudikoBani y Pseudomonas
savastanoi, Rhodococcus fascians, Erwinia harbicola (Taylor et al.,
2003). Ile cmocTepekeHHsI JO3BOJMIO MPUITYCTUTH, IO OKpPEeMi
CKJIaI0B1 CUCTEMH O10CHHTE3y 1 MeTa0oJ13My LIUTOKIHIHIB HAOYTI,
OYEBHJIHO, PaHHIMH €yKapioTaMH Yepe3 TOPU30HTAIBHUI MepeHoc
TeHIB BiJl CTapOJIaBHIX 11aHOOAKTEPi B X041 €HI0CHUMO103y, KU
MpPU3BIB /10 YTBOPEHHS XJIOPOIUIACTIB 1 BUHUKHEHHS PyOucko
(Schmiilling et al., 2003; Anantharaman et al., 2007). [lutokiniau
BU3HAUCHI y Oararbox I[laHOOAKTepid, Takux sK Symechocystis,
Chroococcidiopsis, Anabaena, Phormidium, Oscillatoria (Hussain
et al, 2010), a pomunu romonoriunux [PT-reHiB NPHUCYTHI B
eykapiotiB (Maruyama et al., 2009). HemonaBHo B 1ianoOakTepii
Synechocystis Oyno BUIIIEHO IUTOKIHIH-3B’A3YIOUMA OUIOK 3
BHCOKOIO CITOPITHEHICTIO 10 MpaHC-3€aTHHY, 3[aTHUN aKTUBYBaTH
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TpaHCKpuMIlito Oinka B xjoporutactax suMmeHro (KympusHoBa u
ap., 2014). TakuM YMHOM, IMOBIPHICTh BHILE3IaIaHOTO TIEPEHOCY
TeHIB 3 MOJAJBIIUM YTPUMAHHAM iX B siIEPHOMY T€HOMI JIOCUTh
Benuka. Cii BiA3HAUYUTH, IO JBOKOMIIOHEHTHA CHCTEMa Tepeiadi
CUTHAJIIB, MPUCYTHS y OAakTepiil, paHHIX €yKapioTiB 1 POCIHH,
BIJICYTHS y TBapWH, Y OCTaHHIX BOHA BBAXKAETHCA TAKOIO, 1110 Oysa
BTpaueHa B xoii esomroltii (Pils, Heyl, 2009).

[cHY€e TIpUMyIIEHHS, 0 CUTHAJIBHY POJib (PITOTOPMOHU TIOYATH
BUKOHYBAaTU JIMILIE Y BOJOPOCTEH, TOAI SIK Y MEHII €BOJIIOLIHHO
PO3BUHYTHX OPraHi3MiB BOHU € TUIBKU MPOIYKTaMH METa0OIi3My
(Kenrick, Crane, 1997). ExcriepuMeHTaIbHUX HaHUX 7S TiJ-
TBEP/UKCHHS TaKOi MOMJIMBOCTI TOKH IO HEIOCTaTHbO. Xoya
IUTOKIHIHU ¥ TPUCYTHI y PI3HUX BHUAIB BOJOPOCTEH, MOBHUUI
Hallp reHiB, BIAMOBIIATBHUX 32 IXHIM MeTa0OodI3M 1 peleriio,
He Branocs inentudikysaru (Pils, Heyl, 2009; Gu et al., 2010).
Tak 4m iHaKIIe, MPOTE caMme IMepexia BiJ BOAHOTO ICHYBaHHS J0
Ha3eMHOTro OyB KJIFOUOBUM B €BOJIIOLIT pociauH. Po3mMexxyBaHHS MiX
3€JICHUMHU BOIOPOCTSIMH M Ha3eMHUMHU POCITMHAMH, SIKE B1JIOYI0CS
750 MinbiioHIB pokiB Tomy (Zimmer et al., 2007), cnpuYUHUIIO
HEOOX1/IHICTh MPHUCTOCYBAaHHS JO HOBUX YMOB JKUTTS, MOSIBY
MOP(OJOTIYHUX 3MIiH 1 HOBHX NPOTpaM pPO3BHUTKY, BHUKOHAHHS
SAKUX TOTpeOyBalo HAIBHOCTI CUTHAJIBHUX CUCTEM, IO 3HAUIILIO
B1J100paxkeHHsI Ha (1310J0TTYHOMY i MOJIEKYJIIpHOMY piBHSX. IcHY€
IyMKa, 1110 came MoTpeda MUTOKIHIHIB y OUIBIINX KITBKOCTIX, HIXK
3BUIbHIOBaJIOCS npu poskiananni TPHK, nmpussena no nusepreniii
HUIAX1B O10CUHTE3Y LIMTOKIHIHIB Yy XO/I1 €BOJIIOLIMHOIO PO3BUTKY 1
3aKpIIJICHHS CUHTE3Y de novo y KBITKOBUX POCIIMH HAa TEHETUHYHOMY
piBHi. CaMe 1151 TOIis CTajla HAWBaKJIUBIIIIMM KPOKOM Y (hOpMyBaHHI1
CUCTEMH TOPMOHAJIbHOI peryisauii B cyyacHoMmy Bunisnal (Frébort
etal., 2011).

[Ticns cexkBeHyBaHHS T€HOMIB 0araThbOX POCIMH Pi3HOI CHCTe-
MaTUYHOI HAJIEKHOCTI BiJ] OJAHOKIITHHHUX BOJOPOCTEH, MOXIB,
TUTayHIB IO BHUIMUX KBITKOBUX OyJIO 37iliCHEHO (hiToreHeTHYHHIA
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aHai3, KUl JaB 3MOTYy MPOCTIAKYBATH MOXOIKEHHS i €BOJIOIIIO
curHaiabpHO1 cuctemu 1uTokiHiHIB (Pils, Heyl, 2009; Frébort et al.,
2011; Spichal, 2012). OuyeBuaHo, 1m0 ii OKpeMi KOMIOHEHTH OyJIH
Ha0yTi POCIMHAMHU TMOCTYIOBO. Tak, OiUIKU-(DochOoTpaHCMITTEPH
MPUCYTHI y OakTepiil 1 paHHIX €yKapiOoTiB, PEryJsaToOpy BIAMOBIAL
tuny B 3’gaBunucs y 3e1eHUX BOAOPOCTEH, TOI SIK T1ICTUAMHKIHA3U
3 CHASE-nomeHoM (peuienTopu) 1 peryasTopu BIAMOBIAI TUITY A
BUHUKJIY MI3HIIIE Y HA3€MHUX POCJIHH Y BIJIIOBIIb HA HOBl YMOBH
icHyBaHHs. lle moka3aHO y MEpBUHHUX HAa3eMHUX OPTaHI3MIB —
MOXiB Physcomitrella patens 1 Selaginella moellendorfii (Pils,
Heyl, 2009; Gu et al., 2010). KinbkicTh penientopiB 3aauiianacs
OJTHAKOBOIO, TIOYMHAIOYHN BiJl MOXIB JO KBITKOBUX POCIIMH, TOJI SIK
KUIBKICTh OUIKIB IHIIMX POAWH, 33JISTHUX Yy Tepeaadl CUTHAIIB,
noctynoBo 30utbiryBanacs (Heyl et al., 2012; Spichal, 2012). 1le
MPOJAEMOHCTPOBAHO Ha MPHUKJIa/Al TeHiB uToKiHIHOKcHAa3u (CKX),
YUCJIO SKUX Y TPOIeCi €BOJIOIIT 301IbITyBaIOCS 3 BiJIMOBIIHHM
3pOoCTaHHAM (PyHKLIH, XapakTepy ekcrhpecii Ta CyOKIITHHHOI
Jokamizarii, TunoBux st Bummx pociauH (Gu et al., 2010).
Kinpkicte reniB, mo koaywoTs TPHK-IPT, HaBmaku, 3menmmiacs
B1J1 6 y MOXIB JI0 2 y BUIIMX POCIHUH, a TeHU [PT 3’ IBUIHCS JUILIE Y
HacinHeBux pociuH (Frébort et al., 2011). Bei Bumie HaBeneHi gani
(bUTOreHEeTUYHOTO aHAJI13y T€HOMIB PI3HUX POCIIHH € JTUIIIE TOYaTKOM
JIOCJT1IKEHHS IIUISIX1B €BOJTIOLIIMTHOTO PO3BUTKY CUTHAJIbHO1 CHCTEMH
IUTOKIHIHIB. YPax0OBYIOUH, 1110 JIUIIE B apabi0NCUCy KOMIIOHEHTH
i€l CUCTEMH BUBUEHO BITHOCHO JIE€TAJIbHO, a B 1HIIUX POCIUH —
TUIBKU (PparMeHTapHO, MOPIBHIIBHUI aHaNi3 eKCIpecli OKpeMUxX
TeHiB 1 (YHKIIHA BiIMOBITHUX OITKIB HEMOXIJIMBO 3IIACHUTH Y
nmoBHOMY o0cs3i. KpiM Toro, BoueBUIb OpaKye NaHMX CTOCOBHO
€BOJIIOLIIMHO HWXKYMX 1 CTapOJaBHIX OpraHi3MiB, HaIlpPUKIIa]
MEYiIHOYHHKIB 1 XBOIIIiB.

[{ikaBuM 3 TOYKH 30pY €BOJIOLINHUX OCITIIKEHD € 3’ CyBaHHS
MEXaHI3MIB BUKOPUCTAHHS IIUTOKIHIHIB OpraHi3MaMH-Mapa3uTaMu
Ta CUMOIOHTaMU. 37aTHICTh MPOAYKYBATH IUTOKIHIHU BHUSBIICHA Y
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(ditonaToreHHUX ranodopmyrounx 6akrepiit Rhodococcus fascians
1 Agrobacterium tumefaciens, Rhodococcus fascians, Erwinia
herbicola pv. gypsophilae, Pseudomonas syringae pv. Savastanoi,
Streptomyces turgidiscabies, y KOpUCHUX CUMOIOTHYHUX OaKTepiit
poniB  Rhizobium, Azospirillum, Bacillus, Pseudomonas, 'y
napasutapHux rpubiB Puccinia thlaspeos, Fusarium moniliforme,
Ustilago  maydis, Verticillium longisporum, 'y HeMmaTof
Meloidogyne spp. 1 Heterodera spp., y myx Pontania proxima,
Procecidochares utilis, Eurosta solidaginis Ta 1HIINX TMapa3uTiB,
VIIKOJDKEHHSI SIKUMH TPU3BOAUTH 110 (OpMyBaHHS NyXJIUH Ta
iHmux aedopmariiit (Stirk, Van Staden, 2010). 3aransHa cTpareris
IIUX OPraHi3MiB — 3aCTOCYBaHHS LUTOKIHIHIB JJI1 MAaHITyTIOBAaHHS
PO3BUTKOM POCIIMHHU-Xa35liHA, TPUYOMY BOHH MOXYTh HE TUIBKH
BUKOPHUCTOBYBATH CHHTE30BaHI COOOI0 TOPMOHHU, ajie i 3MIHIOBaTH
EKCTPEeCil0 TeHIB CHUHTE3y IHMTOKIHIHIB B OKYMOBAHOI POCIHHH
(Spichal, 2012). MexanizMu Takoi B3aeMoAll (PiIOTEHETUYHO
JAJEKUX OPTaHi3MiB MOKHU 1110 MaJio Jociimkeni. Ciif BiA3HAYUTH
3aXUCHY (YHKIIIO €HJOTeHHUX LUTOKIHIHIB y POCIUH MPOTH
MIKpOOHHUX Ta iHImUX 1HBa3ii (Giron et al., 2013).
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I'JIABA 4

HOUTOKIHIHU I'PUBIB

['pubu yTBOPIOIOTH OKpeMe MAapCTBO KHUBHX IiCTOT — Fungi.
3a KJIITHHHOIO OYy/I0BOIO 1 XapaKTEPOM METaOOIIYHHUX TTePETBOPEHD
BOHM MAalOTh O3HAKM SK POCIMH, TaKk 1 TBapuH. HasBHICTBH
TOPMOHAJIBHOI CHCTEMH, $IKa 3allyCKae BCl 03 BHUKIIOYCHHS
KUTTEBI MPOrpaMH ¥ yNpaBisie HUMHU BIPOJOBXK OHTOTEHE3Y,
AQHAJIOTIYHOI POCHWHHINA, y TpuUOIB TOKH M0 3aIMIIAETHCS
HEBU3HAUEHOI0. 3MIaTHICTh 7O CHMHTE3y (DITOrOPMOHIB BHSBICHA
y 0araTboX BHUIIB campoTpoPHUX, MapasUTHUX, CUMOIOTHYHUX
rpubiB pI3HMX TAKCOHOMIYHUX TpyI, MpoTe (PyHKLIOHATIbHE
3HAYCHHSI 3HANICHUX CIIOIYK TTOKH 110 He BcTaHoBleHo (Chanclud,
Morel, 2016). BuByanucsi, TOJOBHMM YHHOM, MIKPOCKOMIYHI
¢iTonaroreHH1 rpudH, K1 COPUYUHAIOTh AHOMAJIBHUN PICT TKAHUH
pOCIUHH-Xa351Ha ¥ YTBOPEHHS IMyXJUH. YCTaHOBIIEHO, 110 OJHUM
3 XapaKTEepPHUX CUMIITOMIB IPUOHOTO ypa)K€HHS € IiJIBUILEHHS B
JeK1JIbKa pa3iB PiBHS UUMTOKIHIHIB y IIMX TKAHWHAX, UMOBIpHIIIE 3a
BCE, 33 PaXyHOK CHHTE3Y IpUOOM, OCKUITBKH 3AaTHICT MPOIYKYBaTH
IIUTOKIHIHU Y BHCOKHX KUIBKOCTSX TIOKa3aHa IPH BHUPOIIYBaHHI
rpubiB y kyiasrypi (Jiang et al.,, 2013; Castillo et al., 2014).
VY rpuba Fusarium moniliforme BUSBIEHO BKJIIOYCHHS MIYEHOTO
aZIcHIHy B ITUTOKIHIHM, IO CBIAYUTH MPO CHHTE3 TOPMOHY de
novo (Van Staden, Nicholson, 1989). I'enn, siki KOAYIOTh KIIOYOBI1
dbepMenTH 610CHHTE3y LIUTOKIHIHIB, i1eHTH(KOBaHI Y 610TpOdhHUX
rpubiB Claviceps purpurea (Jiang et al., 2013; Hinsch et al., 2015)
1 Magnaporthe oryzae (Chanclud et al., 2016). BBaxxaerbcs, 110
napasuTapHi TrpubM 3aCTOCOBYIOTh IUTOKIHIHA JJSI TIPUTOKY
aCUMUIATIB POCIMHU-Xa3sdiHa 1 BHUKOPHUCTAHHA iX JJIs CBOTO
PO3BUTKY, IPYA [IbOMY BOHH MOXXYTh HE TUTbKA BHKOPHCTOBYBATH
BJIACHI CMHTE30BaHI TOPMOHH, ajie i 3MIHIOBATH EKCIPECiIO0 I'eHiB
CHUHTE3Y IMTOKIHIHIB B okyrnoBaHoi pociuaHu (Choi et al., 2011;
Spichal, 2012).
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[Ilo crocyeTbcs BUIMX Oa3uaieBUX TpuOIB, BIJOMOCTI
PO HASBHICTh y HUX IMUTOKIHIHIB Jyxke oOmexeHi. [lepim
MOBIIOMJIEHHSI TIPO JIETEKTYBaHHS LUTOKIHIHOBOI aKTHBHOCTI Yy
IJIOJIOBUX TiMax Oas3uaieBuX TrpuOIB O10TECTOBUMU METOIAMH
3’ siBumucs y 70-80-1 poku XX ctomitts. L{IUTOKIHIHOBY aKTUBHICTh
Oy70 BU3HAUYEHO y IUIOJOBHX TiNax OUIMX TpuOiB, MACIIOKIB 1
tprodeniB (Ng et al., 1982). AKTUBHICTB, IO BiJNIOBIaa 3€aTUHY
13eatuHpuO03uy, Oyna BusiBjieHa B Agaricus bisporus (J.E. Lange)
Imbach Ta Pleurotus sajor-caju (Fr.) Singer (Dua, Jandaik, 1979),
y 6 BuaiB poxy Rhizopogon ta 22 BuaiB pony Hebeloma (Crafts,
Miller, 1974). ITi3Hime HUTOKIHIHU OyJ10 BUZHAYEHO NMPEUU31IMHUMHU
MeToJaMu: 3eatuH — y Lentinus tigrinus 1 Laetiporus sulphurous
(Ozcan, 2001), mpauc-3eatus — y 18 BUIiB MaKpOMIIETiB,
30kpema y L. tigrinus, Boletus impolitus, Ptychoverpa bohemica,
Volvariella speciosa, Amanita gemmata ta iu. (Tirker et al.,
2005), ciM ITUTOKIHIHIB 36aTHHOBOTO W 130MIEHTEHIJILHOTO TUITY — Y
Amanita muscaria (Kovac, Zel, 1995). HemonaBHo 3a JOMOMOTO1O
Mac-CIeKTpoMeTpii Baanocs BUSBUTH 7 (HOpM IUTOKIHIHIB y 20
BHIIB JicoBux rpu6OiB (Morrison et al., 2015). IcHye nekinbka
MOBIJIOMJICHb TIPO B3a€MO3B’S3KU MK POCTOM 0a3u11OMIILIETIB
1 BMICTOM IUTOKIHIHIB. Hampuknana, KiHETHH NpH JOAAaBaHHI Y
KYJIBTypaJIbHE CEpeIOBUIIE CIIPUSIB TiABUIIICHHIO 010MacH 1 BMICTY
ounka y P. sajor-caju (Mukhopadhyay et al., 2005) 1 4. bisporus
(Guha, Banerjee, 1974). 3MeHIeHHs pocTy Minenito 4. muscaria
miciisgs 0OpOOKH aTFOMIHIEM KOPETIOBAJIO 31 3HMKEHHSM 3arajibHOl
KiIbKoCT1 IuToKiHIHIB (Kovac, Zel, 1995).

Takuii oOMexeHMH IHTEpeC [0 PICT-PETyIIOI0UUX PEYOBUH
y 0Oa3ualoMIIeTIB € HEBUIIPABIAaHWM, OCKUIBKH I[I OpraHi3MH
MPOAYKYIOTh HE TUIBKM BUCOKOSIKICHUM OUIKOBUW MPOAYKT, aje
1 G10JOTIYHO AKTHBHI PEUOBUHU, 3aBISKH SIKUM BOHU BOJIOMIIOTH
IHHAMUA ~MEAMYHUMHU BJIACTUBOCTAMU. MenuyHum rpubdam
nputuManHi O0mu3pko 130 TepaneBTHUHMX (QYHKIIN, B TOMY
YUCIi TMPOTUNYXJIMHHI, I1MYHOMOJYJIOIOYi, aHTHOKCHJIAHTHI,
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MPOTHUBIPYCHI Ta 1H., XO04a MEXaHI3M Takoi IXHBOI Jii BUBYCHHI
¢dbparmentapuo (Wasser, 2014). BogHnouac noBeneHO aHAlOTI4HI
TepaneBTHYHI BiIacTuBOCTI nuTokiHiHIB (Casati et al.,, 2011;
Kolyachkina et al., 2011; Molinsky et al., 2013). Ha Biaminy Bif
POCIIMH, B SKMX IIUTOKIHIHM € CTUMYJSTOpAMU MOAUTY KIITHH, Y
TBapHH Ta JIIOAWHU 11l PEYOBUHU BUKJIMKAIOTH allONTO3 1 OJIOKYIOThH
KJIITHHHUHN ITUKII ITUPOKOTO criekTpy pakoBux kmituH (Voller et al.,
2010). Bonu 3MiHI0I0TH MOP(OJIOT1IO0 Ta I€30PTraHi3y0Th AKTHHOBHMA
IIUTOCKEJET KIITUH KapLMHOMU ci4oBOro Mixypa (Castiglioni et al.,
2013), 6nokyrotrs cuaTe3 JIHK 1 migBuimmyroTh piBeHb 1HTiOITOpa
LUKJIIH-3a1eXHOo1 KiHa3u (Spinola et al., 2007) Ta IHAyKyIOTh T€HH,
3aJisHl B HETaTUBHIN peryssiii MpOTiKaHHS KIITHHHOTO LHKITY
(Colombo et al., 2009) pakoBux kmiTHH emiTemito. I[uToKiHIHK
TaKoX 1HTIOYIOTh pEIUTIKaIlilo eHTepoBipycy mtoauHu (Tararov
et al., 2015), mposBISAIOTH IUTOTOKCHYHY Ta IMyHOMOIYJIIOOTY
Tit0, CIIPHUSAIOTH Mpodtidepartii mpupoaHux KaiTuH-kitepi (Ciaglia
etal., 2013).

MenuyHi BIAaCTUBOCTI JIIKAPCBKUX T'pUOIB TOB’SA3YIOTH 13
HasBHICTIO MOJIcaxapyaiB 1 ceU@IYHUX TPUTEPICHIB, TPUIOMY
MPOTUIYXJIMHHA AaKTUBHICTh IIMX PEYOBHH 3aJICKUTh  BIJ
KOH forarfii 3 moJinenTuaaMu Ta OiikamMu. He BUKIIOUEHO, IO JI0
ckiany (hapMakoJIOTiYHO aKTHUBHUX KOMIIOHEHTIB IpHOIB BXOISATH
1 uTokiHiHK. lle mUTaHHA aKTHUBHO MOCHIKYEThCS B [HCTUTYTI
6oraniku iM. M.I. Xomomnoro HAH VYkpainu (BenenudoBa Tta
iH., 2016; Vedenicheva et al., 2016). Ilokaszano, 1o MimeniaJibHa
6iomaca 13 BuaIB 0a3UIIOMILETIB Y KYIbTYpl IPOAYKYE HIUPOKHIMA
CHEKTp 1 BUCOKI KUIBKOCTI IIUTOKIHIHIB, SIKi 3HAYHO MEPEBUIILYIOTh
TaKl y pOCJIMH IPH MepepaxyHKy Ha Macy cyxoi pedoBuHH (Tabm. 1).
Haii6Ginpil nepcnekTMBHUMU BHJAMHM BHU3HAu€HO Fomitopsis
officinalis, mram 5004 ta Morchella esculenta, mmram 1755, B axux
BHUCOKHI CyMapHHUI piBE€Hb IUTOKIHIHIB TTOEIHYETHCS 31 3HAUHUMH
KUIBKOCTSIMU 3€aTUHPUOO03UIY, OCKUIBKM BIJOMO, II0 HAaHOUIbLIY
aHTUIIPOTi(epaTUBHY ¥ LMUTOTOKCHYHY Jil0 Ha PakoBl KIITHHH
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MIPOSIBIISIIOTH caMe HyKJIeo3uaH1 Gpopmu muTokiHiHIB (Ottria et al.,
2010; Drenichev et al., 2016).

OTtxe, 3maTHICTH MilEeNsipHOT OioMacu Oa3uaieBUX TpubiB 10
MPOAYyKyBaHHS BHUCOKHX PIBHIB ITUTOKIHIHIB JIO3BOJISIE BBaXKaTH
JTOCIKEeH] BUAM MaKpOMIIIETIB MEPCIEKTUBHUMU JJIs TTOIATTBIITNX
PO3pOOOK, CIIPSIMOBAHUX HA CTBOPEHHS O10TEXHOJIOTIT OTPUMaHHS
010JIOT1YHO AaKTHBHUX MPOIYKTIB.
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I'JTABA 5

POJIb HUTOKIHIHIB B OHTOTI'EHE3I POCJIMH

5.1. IuTOKiIHIiHM CIOPOBUX POCJIUH

[{uTOKIHIHM BUSIBIICHO y TIPEJCTABHUKIB MTPAKTUYHO BCIX BB
1 KJ1aCiB POCIIMH BiJl MPOKAPIOTUYHUX OpraHi3MiB 10 BUmux. [Ipote
MeXaHi3MU iXHBOTO (DYHKI[IOHYBaHHS, POJb y PEryisiii pocTy
W PO3BUTKY BHMBYAIKCS TOJIOBHMM YWHOM Yy BUIIMX KBITKOBUX
pocauH. OcTaHHIM YacoM Bce OLIbIIe yBaru MprUBEpTa€E €BOJIOIIS
LIUTOKIHIHIB, (JOPMYyBaHHS IXHbOI CUTHAJIIHIOBOi CUCTEMHU B XOJl
ICTOpUYHOTO PO3BUTKY kuBUX opranizmiB (Frébort et al., 2011;
Spichal, 2012). Ilpore cyrTeBa HecTtaya (pakTHUYHOTO Marepiany
HE Ja€ MOXJIMBOCTI 3pOOUTH OCTAaTOYHI BHCHOBKU CTOCOBHO
CTAHOBIICHHS 1 BJIOCKOHAJIEHHSI MEXaHI3MIB PETYIATOPHOI Jii 1UX
TOPMOHIB y TpOIECI €BOMIONIi POCIMHHOTO CBITY. s O1abIn
MOBHOTO PO3YMIHHSI poii (DITOrOPMOHIB HEOOXITHHUM KPOKOM €
3’sCyBaHHSl 1XHBOT HAsABHOCTI y NPEICTABHUKIB POCIHH Pi3HOI
CUCTEeMAaTUYHOI HAJIeKHOCTI, JOCHIDKEHHS IXHbOI JUHAMIKU
BIIPOJIOBXK JKUTTEBOTO LUKIY, JIOKaji3alli y BEreTaTMBHUX 1
TeHEepaTUBHUX OpraHax, CIiBCTABJICHHS [UX JAHUX 3 BIIIOMOCTIMHU
IOAO0 IIBHAKOCTI M HANpSIMKy pPOCTOBUX IIPOLIECIB, a TaKOX
MOPIBHSJILHHUN aHai3 Takoi iH(opMaIlii CTOCOBHO POCIHH Pi3HOTO
TaKCOHOMIYHOTO MOJOKECHHS.

InTokininm MmakpoBogopocTei

V¥ 31 Buay mopcekux makpoBogopocreit (5 Buais Chlorophyta, 7
BuziB Phaeophyta ta 19 Buais Rhodophyta) Oyno inentudikoBano
19 dopMm i30mpeHOiTHUX W apoMaTHYHMX MHUTOKIHIHIB (Stirk
et al., 2003). [lIupoxuii cnexkTp LMUTOKIHIHIB OyB NPUCYTHIN Yy
11 OpasunbchbKuX BHUIIB 4epBOHUX Bomopocteit (Yokoya et al.,
2010). 3pocraHHA NHUTOKIHIHOBOiI AaKTHMBHOCTI CHOCTEpIranocs
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Pue. 7. Cezonna nuuamixa emicty wurorininie v ranosmax Cvstoseira barbata

y Oypoi ponopocti Sargassum heterophvilum 1ipu yrsopenni
penpoayKrHBHHX opratie i ramer (Mooney, Van Staden, 1984). B
OKpeMHX PODOTAX HPOCTEKYBAIACS CE30HHA JIHHAMIKA UNTOKIHIHIB
y TAJIOMAax, 30KpemMa OVII0 MOKa3aHo IMIBHILEHHI BMICT BIILHHX
(hopm y 11epio aKTHBHOTO POCTY i HAKOTIMYEHHA ITIOKO3HIIB 1111
yac nosiuibHoro pocty Ecklonia maxima (Featonby-Smith, Van
Staden. 1984), Sargassum heterophyllum (Mooney, Van Staden,
1984) 1 Macrocystis pyrifera (De Nys et al., 1990). Ihasnmenna
BMICTY IMTOKIHIHIB B OKeaHiunux mopopocreil Ulva fasciata Ta
Dictyota humifusa siadypanocs BITKY ¥ 11€PI0J aKTHBHOIO pOCTY
(Stirk et al., 2009). Pazom 13 1M, y TajioMax HOpHOMOpPCLKOT Oypoi
sogopocti Cystoseira barbata TNTOKIHIHE AKyMYTIOIOTECH B3HMKY
[11[1 44C YTBOPEHHA OPTaHiB POSMHOKEHHS, TOA1 AK VIITKY CyMapHHii
BMICT 1IMX TopMoHiB OYB y 5 pasie mkde (puc. 7) (Beaenuuonsa
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Ta 1H., 2015). Taki pe3yapraty y3romKyHOThCS 3 MPUITYLICHHSM,
mo (QyHKOIi [UX TOPMOHIB Yy ajbroQiTiB BIJIPI3HAIOTHCS Bij
TaKUX y BUIIUX POCIMH 1 HE TOB’S3aHI 3 PETYJALI€I0 POCTY,
OCKUIBKH Y BOJOpPOCTEH HE BAanocs iIeHTU(]IKyBaTH BCl T'€HHU
curHanbHUX 1UIsAxiB nuTokiHiHIB (Pils, Heyl, 2009), a metabomiuni
IUIAXH [UTOKIHIHIB Y BOJOPOCTEH 1 CYAHMHHUX POCIHMH CYTT€EBO
BiZpi3HAIOTHCS (Zizkova et al., 2017).

B ocranHi poku miABUIIMBCS IHTEPEC 10 BUBYCHHS MOPCHKHUX
MaKpOBOJIOPOCTEH y 3B’S13Ky 3 BUKOPUCTAHHAM IXHIX O10JOTTUHUX
1 eHepreTMYHHX pecypciB. Benmdesna OioMaca BOIOPOCTEH,
JOCTYMHA y TPHOEPEKHUX pailoHax, MICTUTh 3HAYHY KIIBKICTh
HE TUIBKHA ITO)KMBHHUX €JIEMCHTIB, ajlc W OIOJIOTIYHO aKTHUBHHX
pedoBuH. ToMy Ha OCHOBI BOJIOPOCTEH CTBOPIOIOTHCS MTPOMHUCIIOBI
EKCTPAKTH Ta 010CTUMYIATOPH ISl BAKOPUCTAHHS Y POCIIMHHUIITBI,
3aCTOCYBAHHS SIKUX TO3BOJISIE M1ABUIIIUTH CTIHKICTh T BPOXKANHICTB
ciabchkorocnoaapebkux Kynbryp (Craigie, 2010; Tuny et al.,
2013). Tak, oOnprCKyBaHHs POCIIMH TOMaTa KOHLIEHTPATOM 3 Oypoi
Boniopocti Ecklonia maxima minBuiyBaio BpoxaitHicts Ha 30%
(Crouch, Van Staden, 1992). CTBopeH#Hi1 Ha OCHOBI ITLOTO €KCTPAKTY
komepiiitnuii npenapar Kelpak 3nauyHO migBuUIyBaB CTIHKICTh
POCIIMH JI0 3MIHH YMOB BOJIOTIOCTA4aHHSI Ta KHCIOTHOCTI TPYHTY
(Arthuretal.,2013). bioTectyBanHs MOAIOHUX ITpenapariB MoKa3ajo
HasBHICTb Y HHMX BHUCOKOi O10JIOT1YHOI aKTUBHOCTI ITUTOKIHIHIB
(Stirk, Van Staden, 1996; Stirk et al., 2004). BuznaueHHsI BUCOKHX
KOHIIEHTpaIlld IUTOKIHIHIB y TaoMax C. barbata y 3uMoBHi1 IEpi0j]
JI03BOJISIE PEKOMEHTyBaTH 3UMOBI IITOPMOB1 BUKUIN BOJAOPOCTI K
JDKEpEeNo Ui OTPUMaHHA €(EeKTUBHUX OI10JOTIYHUX PEryssTOpiB
pocty (Benenudona Tta in, 2015).

uTOKiHiHM CYyTMHHUX CTIOPOBUX POCJIMH

3Hauuii 1HTEepeC sl BABYCHHS €BOJIIOIIT TOPMOHAIBHOI CHCTEMH
CTaHOBJISITh MPEACTABHUKHU CYIMHHUX CIIOPOBHX POCIHMH — XBOIII,
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OJTHI 3 HAWCTapOJABHINIMX POCIHH, SKI 3 SBUJIUCA Yy JICBOHI
MaJ1€030MChKOT €pH 1 AOCSIIIA PO3KBITY B KaM’ THOBYT UIbHHUM MEP10/I1.
Jlo moJaTKy Me3030MChKOI epu Maii’e BCl BOHU BUMEPIH. Y Hall
yac Biaa1a xBomenoAionux (Equisetophyta) npeacraBnenunii omTHIM
ponom XBoir (Equisetum), sikuii mictuTh 25 BuIiB. MexaHizmu
peryJsiii poCTOBUX MPOLECIB IUX POCIUH MaiiKe He JOCIIIKEHO,
X0ua BOHH, Oe€3lepeyHo, 3acilyroBYIOTb Ha YBary, OCKUIBKH
JI03BOJIMJIM BHXKMBATU XBolaM ynponoBx 300 MIH poOKiB.

VY nmiteparypi ICHYIOTH MOOIMHOKI IOBIJOMJIEHHS CTOCOBHO
BMICTY €HJOTE€HHUX IIMTOKIHIHIB Yy JESIKUX BHIIB CYIUHHUX
CTIOPOBHX, B TOMY YHCJi y XBOIMIIB, Ta MPO BIUIMB €K30T€HHUX
PEryJsTOpiB pOCTY Ha IXHIl PO3BUTOK Y KYJIBTYpi in vitro. Bniepie
XiMiuHy iaeHTU(]IKallI0 LHUTOKIHIHIB y Equisetum arvense L.
METOJIOM I'a30B0i Xpomarorpadii 3 CeIeKTUBHUM 10H-MOHITOPUHIOM
Oyno 3maiticieHo B 1983 p. Byno BusiBieHO 130TE€HTEHIIaICHO3HH
Ta 130MEHTEHIIAACHIH y CTepUIBLHUX Ta (EePTHIBHUX JHUCTKAX
(Yamane et al., 1983). [li3Himie Oyn0 BCTaHOBJICHO, 110 YTBOPECHHS
cropodiTHUX TAroHiB XBOIIIB E. arvense iHIyKyeTbCsI 0OPOOKOIO
TkanuH rametodity BAIl (Kuriyama et al., 1992). JlomaBaHHs
OeH3mIaieH1Hy Oys10 a0COJIFOTHO HEOOX11HE JIIs 1HILIaLll] pO3BUTKY
cnopoitHux maroHiB E. arvense mpu KyJabTHBYBaHHI in Vitro
(Kuriyama et al., 1993). Cnopu E. arvense, siki KyJIbTUBYBaJIH Ha
cepenoBuIll 0e3 J0oJaBaHHS LIMTOKIHIHIB, IPOPOCTAIN yepe3 2—3
JHI TicTs 3aMOYYBaHHS 1 popMyBaiu raMmeTodiT 3 HOpMaJTbHUMHU
BaKyOJIbOBAHMMHM KIIITUHAMHU, TOJA1 SK BHECEHHS B KYJbTypaJlbHE
CepelOBUIIE [IUTOKIHIHIB MPU3BOAWIIO A0 YTBOPEHHS INIOOYISPHOI
KJIITHHHOI MacH, fKa CKJIajajiacs 3 MaJCHbKHUX 1 IIUILHUX KJIITHH.
[lonanpiie KylIbTUBYBAHHS MPU3BOAWIO 10 PO3BUTKY CHOPOdITY
(Kuriyama, Maeda, 1999).

JlocnmiKeHHST QUHAMIKM IIMTOKIHIHIB E. arvense IOKa3alo,
IO Y TeHEepPaTHBHMUX 1 BEreTaTUBHMUX IMaroHax HaWBUIIUN BMICT
3eaTHHOBUX (OopM crocTepiraBcss Ha [OYATKy pO3BUTKY, B
nepio HalOUIBIIOI IHTEHCUBHOCTI POCTY, 3 MPUIUHEHHAM SIKOTO
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piBeHb ITUTOKIHIHIB 3HMXKYyBaBcsa. Crenudiuna puca E. arvense —
MIJBUIICHUN BMICT 3€aTuH-O-IIIOKO3UAY Ha paHHIX CTagisax
PO3BUTKY, a TaKOX PI3HHA THUIl PO3MOALTY TOPMOHIB Y3JOBXK
BEPTUKAIBbHOI OCl y T'€HEpaTUBHUX 1 BEreTaTMBHUX MNaroHax (y
MEPIINX CIIOCTepiranacs HasBHICTh KOHLEHTPALIMHUX TPAII€HTIB,
y JIpyTHX — HasBHICTh JOKAJbHUX 30H CHHTE3y TOpMOHIB). OTXe,
y XBOIla TOJOBOTO CHAOKpPHHHA (JajJeKOIUCTAHIlIHA) i
LUUTOKIHIHIB TOEJHYETHCA 3 MapaKpUHHOIO (JIOKAJIBHOI y MicIi
iXHBOrO O10CHHTE3y) JIMIIE Y BEreTaTUBHHUX IaroHax, TOIl SIK y
CHIOPOHOCHMX MaroHax (yHKIIOHY€E JIHIE OAWH, MEHII HaAliHU,
THUI peryismii. BiporiaHo, 1110 0CTaHHIM MOCTYNOBO 3aMiHIOBABCS
Ha OLIbII JOCKOHAIUH Yy MPOIIEC] €BOMIOLIMHOTO PO3BUTKY POCIHH
(Benenuuora, Cutnuk, 2013).

Jlo CymMHHUX CHOPOBUX POCIWH HaJeXaTh ManmopoTEenoAiOH],
nepeBakHa OUIBIIICTh POOIT 3 MOCTIKEHHS MUTOKIHIHIB Y SKUX
CIpsIMOBaHA Ha BUBYEHHS BIUIMBY €K30IM€HHHX TOPMOHIB Ha PiCT
y KynbTypi. 30KpeMa BCTaHOBJICHO, IO KIHETWH HE BIUTMBAB Ha
pict npotonemu Mohria caffrorum (L.) Desv., nmpoTte 3HauHOIO
Miporo HiBemoBaB iHri0iTopHuit BrmB Ha HBOro ABK (Chia,
Raghavan, 1982). Ilutokininu Oynu HEOOX1THHUM KOMIIOHEHTOM
KyJbTypaJbHOTO CEpEelOBUIA NMPH MIKPOKIOHAILHOMY PO3MHO-
KEHHI JeKOpaTUBHOI manopoti Rumohra adiantiformis (G. Forst.)
Ching, ne Bouu noTpiOHi 17151 po3BUTKY KopeHeBuia (Chen, Read,
1983). Bognouac, OeH3unaaeHiH, KOTPUN ITOTOBKY€ )KUTTS 0ararbox
3pi3aHUX POCIHH, CKOPOYYBaB #oro y mamopoTi Lycopodium
cernuum L. (Paull, Chantrachit, 2001). CyOHaHOMOJIIpHI KOH-
nentpanii BAIl, kiHeTMHy Ta 130NEHTEHUIAJACHIHY 3MiHIOBAIH
MIBUJIKICTH POCTY, MOJLTY, PO3TATYBaHHS Ta AudepeHIialii KIiTHH
Ceratopteris richardii Brongn. (Spiro et al., 2004). Buecenns
IUTOKIHIHY Pa30oM 3 IHIIUMHU (DITOTOPMOHAMHU B KYJBTypajbHE
CepeIOBHIIE CIPUSIIO pereHepaiii copodity Asplenium nidus L.,
TOJ1 sIK raMeTo(IT PO3BUBABCA 0€3 JA0AaBaHHS PETYISITOPIB POCTY
(Menéndez et al., 2011). [Ipu xynsTHByBaHHI nanopoti Osmunda
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regalis L. mMopdomoris 1 cCeKkcyalbHUH PO3BUTOK TraMeTo(iTiB
3aJie’kaB BiJ KoHIIeHTpallii kiHeTtuny (Greer et al., 2012). V Azolla
filiculoides 3eaTH CTUMYJIOBAaB PO3BUTOK KOPEHEBOI MEPHUCTEMHU
(De Vries et al., 2016) Ha BiAMIHY BiJ TOKPUTOHACIHHUX, Y SIKHUX
il HUTOKIHIHIB € MMPOTHJICKHOIO.

EnporeHHi UMTOKIHIHM, 30KpeMa i130MEHTEH1IAICHO3UH, Oyio
BIIEpIlIE BHSABICHO Yy JUCTKaxX Dryopteris crassirhizoma Nakai
(Yamane et al., 1983). 3a nonnomororo 010TeCTy y BOAHUX AIOPOTEH
Azolla filiculoides Lam. BU3Ha4Y€HO aKTUBHICTb, sIKa BiJAIMOBigaIa
3eaTHHy, 3€aTUHPUOO3UAY, TUTIApO3CaTHHY, 130TICHTEHIIAACHIHY
Ta 130MEHTEeHIAICHO3UHY, a y Salvinia molesta D.S. Mitch. — nure
nepuM TpboM iuTokininaM (Stirk, Van Staden, 2003). Y Marsilea
drummondii A. Br. BCTaHOBJICHO BMICT 3€aTHHY, 3¢aTUHPUOO3UTY
i 13onenteninaneHiny (Pilate et al., 1989). ¥V nepioa cnoporenesy
nanopoti Psilotum nudum (L.) Beauvois cepen iHIUX IUTOKIHIHIB
y KOPEHEBMINAX Ta MaroHax MpeBaIOBAIM PUOO3UIN 3€aTUHY U
aurigposearuny (Abul et al., 2010).

JluHaMiKy BMICTy Pi3HHX (POPM IIUTOKIHIHIB Y BET€TaTUBHHUX 1
TeHepaTUBHUX OpraHax MaropoTel BIepile BUBYAIIM Ha MPUKIAAIL
PI3HOCIIOPOBOI OAHOPIYHOI BOJIHOT MAropoTi CalbBiHII MJIaBaKOYOl
(Salvinia natans (L.) All. HaiiBumuii cymapHuii BMIiCT aKTHBHUX
BUIBHUX ¢GopM 3adikCOBaHO Yy IUIaBalOYMX Basgx Ha cCTafil
IHTEHCUBHOT'O BEreTaTUBHOTO pocTy. CHeKTp 1 BMICT HUTOKIHIHIB
B Oprasax S. natans BapiloBaB 3aJ€KHO BiJl IHTEHCUBHOCTI POCTY
nanopoTi. Po3moais MUTOKIHIHIB MK TIJIABAIOUMMH 1 3aHYPEHUMH
BasiMM 3aCB1TYMB (PYHKII1OHAJIbHY HEPIBHO3HAYHICTh LIUX OPraHiB i
MEPIIOYEPTrOBY POJIb IJIABAIOYMX Ball y IPOAYKyBaHH1 (JiTOTOPMOHIB
(Benennuona, Kocakiceka, 2016).

VY BiuHO3eneHoi manopoti Polystichum aculeatum (L.) Roth.
HalBUIIMKA BMICT aKTUBHUX BUIBHUX (OpPM LMTOKIHIHIB OyB
NpUTAMaHHUM BasM Ha TMOYaTKy PO3BUTKY CHOPOdITY, KOJIH
B1J1I0yBaBcs iXHIM 1IHTEHCHUBHIN BeretaTuBHUI picT (puc. 8). Ilpu
Nepexoii A0 PENPOAYKTUBHOTO PO3BUTKY MAroOpoTi PiBEHb MpaHC-
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Puc. 8. BMmicT 1MTOKiHIHIB y Basix (@) Ta kKopeHeBUIIaX (0) marnopoti Polystichum
aculeatum Ha Pi3HHUX CTalisX PO3BUTKY crmopodira: 1 — cTajis iHTECHCHBHOTO
BETeTaTUBHOTO POCTY, 2 — cTajis (OPMyBaHHS CIOPAHTiiB, 3 — CTajis 3MMOBOT
BereTaltii, 4 — cramis 03piBaHHS CIIOp
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3eaTUHy 1 3€aTHMHpUOO03uAy 3ajUIIaBCid 3HAYHUM, 3’ sIBIIsIacs
KOH toroBaHa (popma 3eatuny. B mepioa 3uMoBoOi Bererailii y Basix
30epiraiacs JIOCTaTHbO BHUCOKA KOHLIEHTpALIS MpAaHC-3€aTHHY.
Ockinbku pocnunu P aculeatum 3anumaroTbCsl 3eJIEHUMH B3UMKY,
MOKHA MPUITYCTUTH, 10 (YHKIIS LUTOKIHIHIB y BasgX B Ied yac
MOJISITA€ B MIATPUMIL MIEBHOTO PiBHS (DOTOCHHTETUYHHX IMITMEHTIB.
Panimie 37aTHICT IIMTOKIHIHIB KOHTPOJIOBAaTH HAKOITMYCHHS
XJOpodiay 1 peryatoBaT aKTUBHICTh TEHIB, BIAMOBIJAIBHUX 3a
CTaOlIBHICT CHIBBIAHOIIEHHA XJopodiniB a/b, Oyna mokas3aHa
y mpopoctkiB pucy (Talla et al., 2016). Ilo3utuBHU BIUIHB
LIUTOKIHIHIB Ha YTPUMaHHS XJIOpO(UTy 1, IK HACIIJOK, Ha TEPMIH
3€JICHIHHS POCIWH 1 3aTPUMKY CTapiHHS BUSBICHO Yy CIOPOBHX,
30kpemMa B Moxy Bryum argenteum Hedw. (Sabovljevi¢ et al.,
2010). ITix yac no3piBaHHS CIIOP, KOJIU PICT NAOPOTI HPUITUHSBCS,
BMICT AaKTMBHMX IIMTOKIHIHIB 3HAa4HO 3HIDKYBaBCS, HATOMICTh
3pOCTaB pPiBeHb KOH 10rary (3earnH-O-III0KO3UY) Ta Yuc-3€aTUHY.
OTxe, CrekTp 1 BMICT LMTOKIHIHIB, OYEBUIHO, KOHTPOIIOIOTH
IHTEHCHUBHICTh POCTOBUX IPOILECIB OpraHiB 1 (pyHKIIOHAIHHUIA
ctad P. aculeatum.

5.2. Jloxanizanis i gyHKuil HUTOKIHIHIB Yy BereTaTHBHHUX
OopraHax KBiTKOBHX POCJIMH

Perynsuist moainy KIITUH Ta iXHBOT audepeHiianii — ogHa 3
TOJIOBHUX (DYHKIIH IUTOKIHIHIB Y POCIHH. 3AaTHICTh 1HAYKYBaTH
MITO3 y KyJIbTypl TKaHUH 06araTh0X pOCIHUH Oylia BCTAaHOBJICHA IIIE
Ha TIOYaTKy JTOCIIKEHHS IUX TOPMOH1B. BHCOKI piBH1 ITUTOKIHIHIB
MPUCYTHI B YCIX MITOTHYHO aKTUBHHUX TOYKAX POCIHMHHU, TOII K y
TKaHWHAX, J¢ TO/17 KJIITHH He Bi10yBaBCS, IUTOKIHIHU MICTHIUCS
B Jy)XE€ HH3bKHX KOHIICHTpAIliAX, a HAHECCHHS CK30TCHHUX
[MTOKIHIHIB HAa OpPraHd 3 HE3HAYHHUM BMICTOM IIUTOKIHIHIB
iHayKyBajo nutokines (Dewitte et al., 1999; Schaller etal., 2014). Y
CHUHXPOHI30BaHii KyJAbTypl TKaHUH TIOTIOHY BY-2 crniocrepiranucs
KOJIMBAHHS BMICTY 3€aTHHY HPOTATOM KIITHHHOTO IHKIIY 3 PI3KHM
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MKOM HampHKIiHIN S-¢a3u 1 mpu BXomkeHHI B MiTo3 (Redig et al.,
1996). IcHyroTh 10Ka3u, IO HUTOKIHIHU 3a/15iHI B PETYJsLii BCIX
CTaaii KITHHHOrOo IWKIy. Tak, y apalbifomncucy UUTOKIHIHH
CTUMYITIOIOTH ekcrpecito reHa CYCD3, sikuit komye O110K 13 Ki1acy
LIUKITIHIB, BIANOBIAaNbHUN 3a nepexin G1/S y KITHHHOMY LMK
(Riou-Khamlichi et al., 1999), npuuomy y pi3HUX TKaHUHaX IS dis
TOPMOHIB Majia CBOIO crerudiky. JlocaikeHHsT POCIMH TIOTIOHY,
MYTaHTHUX 3a TeHAMH UWKIiH-3JIKHUX KiHA3, KIIOYOBUX
dbepmentiB nepexony G2/M, mokazanm, MO IEH MPOIEC TAKOX
KOHTPOJIIOETHCS ITUTOKIHIHAMU, MPUUYOMY CaMe PEryJsiisi TaKoro
nepexoay Moxke OyTH KpUTHUYHOIO JUIsl MPOTIKAHHS YChOTO MITO3Y
(Francis, 2011; Shaller et al., 2014).

TakuM 4YWHOM, LMTOKIHIHM, O€3MepeyHOo, BIAIIPAOTh POJIb
peryisaTopa y KIITUHHOMY ITUKJII POCIIHMH, IPOTE TaKa PEryIIsiis
MOe OyTH SIK MO3UTHBHOIO, TaK 1 HEraTUBHOIO B PI3HUX TKAaHUHAX,
HANpPUKIAl B aliKadbHUX MEpUCTEMaxX MaroHy W KOpeHro. Y Iux
JIBOX THUIIAX MEPUCTEM ICHYIOTb PUCH MOAIOHOCTI M BIAMIHHOCTI
y IMTOKIHIHOBOMY curHamiHry. Ilepimri cTocyroThest po3mipiB
MepucteM. Hampuknan, noTpiiiHi MyTaHTH 3a pelenTopaMu
LUUTOKIHIHIB JEMOHCTPYBAIM JIErpaJoBaHl MEPUCTEMHU Yy IaroHiB
1 KOopeHiB uepe3 3MeHIeHHs kiituHHoro nonauty (Higuchi et al.,
2004). 3acTocyBaHHS €K30T€HHHMX IHMTOKIHIHIB a00 TiIBHINCHHSI
YyTIMBOCTI JO0 HHMX 32 PaxyHOK MYyTalllil CTUMYJIIOBAJO MOILI
KIITHH y KOPEHEBOMY IIHTpi, 10 mepedyBae y cmokoi (Zhang
et al., 2013), a y MyTaHTIB 3 OBEPEKCIPECI€I0 TUTOKIHIHOKCHUIa3H
1 BIAMNOBIJHO 3HWKEHHM pPIBHEM UUTOKIHIHIB 3MEHIITYBAIUCS
po3mipu BepxiBkoBoi mepucrtemu marona (Werner et al., 2001,
2003). BinpmIicTe ICHYIOYHX JaHUX CBIAYUTH TPO MPOTHUIICIKHY
I1I0 UUTOKIHIHIB y BepxiBKax naroHiB 1 kopeHiB (Kyozuka, 2007;
Skylar, Wu, 2011).

Ak BigoMO, B KyJAbTYpli TKaHWH ITUTOKIHIHM HEOOXigHI He
JUIIe JUIsl YTBOPEHHS HeAu(epeHLIMOoBaHUX KaldycCiB, aje ¥ s
MOJAJIBIIIOTO YTBOPEHHS HOBOI BEPXiBKOBOi MEPUCTEMU TAaroHy, Je
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BOHU CTHMYIIIOIOTH mposidepaliito HeaudepeHIiHoBaHNX KIITHH
1 BnacHe gopmyBaHHs camoi mepuctemu (Shaller et al., 2014). V
BEPXIBKOBUX MEPHCTEMaX IMaroHa piBeHb [IUTOKIHIHIB PETYIIOETHCS
Brucokocrnenudigaumu 6iakamu poaruan KNOX, siki BIMOBIIAIOTh
3a yTBOopeHHs mepuctemu. Excmpecis reniB KNOX 3a0e3neuye
BUCOKHUI pIBEHb IMTOKIHIHIB, a TaKOX pemnpecye OiocuHTE3
ribepesiHiB, BCTAHOBIIIOIOYM TEBHHUM OajaHC IIUX TOPMOHIB, IO
1 cripusie (HOPMYBaHHIO MEPUCTEMHU, a MITHOM PIBHS IIUTOKIHIHIB
30utbmrye  excnpecito  KNOX, yTBOpIOIOYM TakUM YHHOM
PETyIATOPHY TETII0 31 3BOPOTHUM 3B’si3koM (Shani et al., 2006).
His  tpanckpunuiinoro @aktopa SHOOT-MERISTEMLESS
(STM), saxuii iHriOye KIITUHHY AWQepeHIiamio i MmiaTpuMye
BUCOKY CHenu(IYHICTh KIITHH aliKaJlbHOI MEPUCTEMHU I1aroHa
apabiforncucy, TakoXK TICHO MOB’si3aHa 3 PIBHEM LUTOKIHIHIB 1
UTOKIHIH-3aNekHuM mukiaiHoM CYCD3 (Scofield et al., 2013).
MyTaHTU Sfm 4YaCTKOBO BIJHOBJIOIOTH (PEHOTHUII NMPU HAHECEHHI
€K30r€HHHUX IIUTOKIHIHIB 200 IpHU OBEpEeKCHpecii OIHOIO 3 IeHiB
ixaporo GiocunTesy IPT7 (Jasinski et al., 2005), a ingykiis STM
MO3UTHBHO perymioe akTuBHICTH IPT7 (Miyawaki et al., 2006).
Kpim toro, Tpanckpunuiitnuii ¢pakrop WUSCHEL (WUS), sikui
MO3UTHUBHO PETYIIOE MPOTidepalito KIITHH BEPXIBKOBOI MEPUCTEMH
MaroHa, Oe€3MocepeHbO perpecye JesdKl OUIKU-PETYIITOPH
BI/IMOB1/I1 HA ITUTOKIHIHY TUITY A, IO MBUIILY€E YyTAUBICT KIITHH
no nurokininiB (Sklyar, Wu, 2011). Bucokwuii piBeHb HUTOKIHIHIB
y BEpXIBKOBI MEpHUCTEMI IaroHa MIATPUMYETHCSA JIOKATHHOIO
EKCIIPECIEI0 OTHOTO 3 TeHIB iXHBbOro OiocuHTe3y — LOG. 30Kpema,
LOG4 excnpecyeTbcss B HEBENMKIM rpymi kmituH — mmapi L1
Mepuctemu (Chickarmane et al., 2012). [Ipu boMy yTBOPIOIOTBCS
aKTUBHI (OpPMHM IMTOKIHIHIB, aje BMICT 3€aTHUHY 3Ha4YHO
nepeBuInye BMicT i3oneHTeHutaneHiny (Sklyar, Wu, 2011). Takwii
Jy’Ke JIOKaJIbHUN CUHTE3 aKTUBHHMX (DOPM ITUTOKIHIHIB Yy TKaHHHI,
PO3BUTOK SIKO1 KOHTPOJIOETHCS ITUMH TOPMOHAMH, CBIIUWTH Ha
KOPHUCTb iIXHBOI MapaKpUHHOI (PYHKIII].
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Ha Biaminy Bij maroHiB, B amiKaJIbHUX MEpPHUCTEMaX KOPCHIB
IUTOKIHIHU BIJITPaOTh POJIb HETaTUBHOTO PETYJsTOpa POCTY.
Tak, y MyTaHTiB 31 3HI)KEHHM pIBHEM IIMUTOKIHIHIB IIBHJKICTbH
BUJIOBKCHHSI KOpEeHIB Oyja 3HAYHO BHUIINE, a KUIBKICTh OIYHUX H
aJIBEHTUBHUX KOPEHIB — OUIbLIE y MOPIBHSAHHI 13 AUKUM THUIIOM
POCIUH, 3pocTalia TAKOXK Maca KOpeHiB 1 po3mip mepuctemu (Werner
et al., 2003). IlincuieHuit picT KOPEHIB y MUTOKIHIH-AE()ITUTHUX
pociauH BinOyBaBCsA 3a paxyHOK 30UIBIICHHS KUIBKOCTI KJIITHH,
MpoTe 1XHI PO3MIpH HE 3MIHIOBAIHUCS, TOOTO KIITUHU KOPEHEBOI
MEpHUCTEMH OUIBII TPUBAIHMI Yac 3HAXOIUITUCS B MEPUCTEMATHYHIH
¢a3i, mpoxoasyu OLIbIIe MITOTUYHUX LHUKIIIB MEPI, HIK NeperTu
no BunoskeHHs (Schmiilling et al., 2005; Dello loio et al., 2007).
HaneceHHsI €K30reHHUX HUTOKIHIHIB MPU3BOAMIO 10 3MEHIICHHS
gyucia 6iunux kopeHiB (Li et al., 2006). [{luTokiHIHU CTUMYITIOBATH
HIBUJIKICTD KJIITUHHOI JAUQepeHIialii y 30H1 BUIAOBKEHHS KOPEHS
(Dello loio etal., 2007), cam mpoiiec mepeKIFOYeHHS BiJl KIIITHHHOTO
oAUty 1o audepeHiiiaii TakoXX 3ajeKUTh BIJl PIBHS €HAOTCHHUX
ruTokiHiHIB (Werner et al. 2003). Otxe, (pi31070T14HI KOHIIEHTpALIii
[UTOKIHIHIB CTPUMYIOTh PO3BUTOK KOPEHEBOI CUCTEMHU.

Crniennd14HOI0 PUCOIO KOHTPOJIIO posTidepaliii KIITHH Y KOPEHSIX
€ JyXe TICHHM 3B’S30K Mk CHUCTEMOIO CUTHAJIIHIa ITUTOKIHIHIB
i aykcuHiB. Lli 1Ba TOPMOHU JiIOTh Y MPOTUJICKHHUX HAIpPSIMKaXx,
HNIATPUMYIOYM OanaHc MK MOAUIOM 1 Ju(epeHIialier0 KIITHH Y
MepuctemMax. BiTKku-perynsatopu BIAMOBIAI HUTOKIHIHIB TUITY B —
ARRI1, ARR10 1 ARR12 — mposBiIsitOTh MaKCHMaJIbHY aKTHBHICTh
y nepexigHii cyomepuctemarnuHiii 3011 kopens (Dello loio et al.,
2008). ARR1 i ARRI12 crumymorors ekcnpecito reHa SHORT
HYPOCOTYL2 (SHY?2), sikuii € peripecopoM CUTHAIIHTY ayKCUHIB
1 3amo0irae akTUBAIlll ayKCUH-3€JIa)KHUX T'eHIB, 1 B TaKUU CHOCIO
MPUTHIYYIOTh TPAHCKPHUIILIHHY BiAMOBIAs Ha aykcuHu (Moubayidin
et al., 2010). I{luTOoKIHIHM TaKOXX PETYIIOIOTh aKTUBHICTh ayKCHHIB
y KOpEHsX, 1HriOyrouu piBEeHb OLIKIB-TPAHCIOPTEPIB AYKCHHIB
(pomuna PIN-0inkiB), crpusitoun ixHiM gerpajaiii y BakyoJsx
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(Zhang et al., 2013). Takuii MexaH13M HETaTUBHOI /i1 IUTOKIHIHIB
Mae Micue 1 npu 1HriOyBaHHI HUMHM YTBOPEHHSI NPUMOPIIIB
6iunux kopeniB (Marhavy et al., 2011). UymuBicts 10 MyTariii
IIUTOKIHIHOBOTO O10CHHTE3y ab0 CHTHANHTY 3HA4yHO Oliblna y
MOJIOJIUX MPUMOP/IIiB O1YHUX KOPEHIB, HIXK y po3BUHYTHX (Bielach
et al,, 2012). byno BHCYyHYTO NpUIYLIEHHS, IO I1HT1OYIOUYHIA
e(EeKT IUTOKIHIHIB MPOSIBISETHCA Ha CTail 1HAYKIT MPUMOpPIisL
B MEPULIMKIIL, MHICJS YOr0 PO3MOYMHAETHCS CHUHTE3 LIUX FOPMOHIB
y camomy npumopzii (Debi et al., 2006). byno Takox mokaszaHo,
10 pICT O1YHUX KOPEHIB 3aJICKHUTh BiJl IUTOKIHIHIB, CHHT€30BaHUX
y TosioBHOMY KopeHi (Bwiconkast u ap., 2007). OTxe, UUTOKIHIHA
JIIOTh Ha CAaMOMY ITOYaTKY 3aKJIaJaHHA 1 PO3BUTKY OIYHHX KOPEHIB
1 PeryiorTh TOTIK ayKCHHIB, HEOOXITHUN JJIS LBOTO IPOIECYy
(Shaller et al., 2014).

JlocoipKeHHsT OCTaHHIX POKIB IMOKa3ajH, 10, OKPiM BIUIMBY Ha
CUTHAJIIHT ayKCHHIB, IUTOKIHIHA B KOPEHI MOXYTh KOHTPOJIOBATH
audepeHLiamio KITHH OpIMUM IUIIXOM 32 PaxXyHOK YTBOPEHHS
PETYIATOPHUX LUKITIB 31 3BOPOTHUM 3B’ SI3KOM 13 TPAHCKPUIILIHHUM
dhaktopom PHABULOSA (Dello Ioio et al., 2012) ta 3 Ginkom
CCS52A1, aktuBaropoMm yOikBiTiH-TIirazu E3, mo 3abe3neuye
npoxomkeHHs anadaszu mito3y (Takahashi et al., 2013).

TakuM YMHOM, IUTOKIHIHH, O€3MEpPEYHO, BIAITPAlOTh CYTTEBY
PETYyISATOPHY poib Yy (opMyBaHHI amikajabHOI MEPUCTEMHU SIK Y
naroHax (TO3UTHMBHA PETYJALis), TaKk 1 y KOpeHsX (HeraTuBHA
perymsnis). HalicknaaHime OUTaHHSA, SKAM YWHOM OJIMH 1 TOM
caMuUil TOPMOH MO)XE€ BHUKOHYBATH NPOTHIIEKHI (YHKI[, MOKH
0 HE Mae€ OJHO3HAYHOI BiAMOBiAi. [CHye mNpumymeHHs, 10
HaIpsIMOK JIi1 ITUTOKIHIHIB 3aJIC)KUTh BiJl iXHbOI KOHIIGHTpaIlii B
TKaHWHAX POCIMH: MPU HU3BKIA KOHIICHTpAIli BOHH aKTHUBYIOThH
MITO3, a IPU BUCOKIN — 1HT10yI0Th #oro (Shaller et al., 2014). Lle
MIATBEP/KYIOTh EKCIIEPUMEHTH 13 3aCTOCYBAaHHSIM €K30T€HHUX
uuTokiHiHIB in vitro (Uzelac et al., 2012). OxHak 4iTKUX KOPEAIIiit
MIPY JIOCTIPKEHHI €HJIOTEeHHUX TOPMOHIB He BUsBIeHO. Kpim ToroO,
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TS MUTOKIHIHIB Ha KIITHUHHUNW UK y MEpUCTEMax 3aJIeKUTh
BiJl OararboxX TKaHMHOCHEUM(PIUHUX (PaKTOpiB 1 BiJ B3aEMOIIl 3
1HIIMMU TOpMOHaMU. YiTKOT KapTUHU 1HTErparii IUX KOMIIOHEHTIB
MOKH 1110 HEMA€E, HE BUKJIFOYEHO, 1110 iXHS KUIbKICTh 3HAYHO O1JIbIIA.
Jliid 3°sicyBaHHS MEXaH13MIB A1l LUTOKIHIHIB SIK (DaKTOPIB peryisiii
KIJIITUHHOTO IIUKJTY B POCIUHI HEOOX1THI TTOABIII JTOCITIIPKEHHSI.

Y KOpeHsX IIMTOKIHIHM BHUKOHYIOTh HE TUIBKH (QyHKIIT
(hOpMOTBOPUYOTO PErynsaTopa, ajie i KOHTPOIIOIOTH IXHIO 3/1aTHICTh
MOTJIMHATU TIOKUBHI PEYOBHMHHU 3 HABKOJUIIIHHOTO CEPEIOBUIINA,
OCTaHHI B CBOIO 4Yepry BIUIMBAaIOTh Ha (YHKINI IUTOKIHIHIB 1,
BIJIMOBIJTHO, HA PICT 1 po3BUTOK pociauHu (Argueso et al., 2009).
Hatikpare gocnipkeHo posib IUTOKIHIHIB B acumisii azoty (Kiba
et al., 2011). Bimomo, 110 piBeHb AOCTYITHUX HITPATiB BIUIMBAE HA
pIBEHb €HIOTEHHUX IUTOKIHIHIB: JI0JaBaHHS HITPATIB /10 KOPEHIB
apabizoncucy MPU3BOIUTH A0 3POCTaHHS B HUX KIJIBKOCTI PI3HUX
dbopm enmorennux nutokiHiHIB (Takei et al., 2001a, 2004b). ITpu
oMYy 30UTbIIy€eThCs ekcnpecis reHiB /P73 ta IPT5 y KopeHsx
(Miyawaki et al., 2004). PyitnyBanus reny /P73 3Ha4HO nocaa0ioe
HITpaT-3aJIe)KHY 1HAYKIIIIO CHHTE3Y ITMTOKIHIHIB, a J0JaBaHHS a30Ty
y (opmi amoHito aktuBye nuie red /P75 (Takei et al., 2004b). ¥V
puca HalOUIbITy 1HAYKII0 /PT-reHiB CIPUYMHSAB [IIOTaMiH, PU
1IbOMYy JOoMiHAaHTHUM TeHoM OyB /P74 (Kamada-Nobusada et al.,
2013). Orxe, MilleHb ISl PEryssmii Ol0CHMHTE3y LMUTOKIHIHIB
3aJICKUTH BiJ] TOTO, B SIKil (hOpM1 aCUMLITIOETHCS a30T.

[uTokiHIHKM BIAICPalOTh KIOYOBY pOJIb B OpraHoreHesi
a30T(HIKCYIOUUX KOPEHEBUX Oynb00uoKk y 0000BHX POCIHH.
Ex3zorenno nanecenuid BAIl He TNbKM 30UTbIIYyE KUTBKICTB
Oynb00UOK, ae i CTUMYIIOE YTBOpPeHHS iX y KopeHsax (Heckmann
et al., 2011). OOpoOka HUTOKIHIHAMU 1HAYKY€ €KCIPECIIO TEHIB,
10 KOJYIOTh TpaHCKpHUMIiiHi perynaropu MSENOD?2 Tta Homymin
ENODA40, cretudivyni mis iHimiamii ta GopmyBaHHS OylTh0090K
(Suzakietal.,2013). {luTOKIHIHY TAKOX TOKPAILYIOTh €PEKTUBHICTb
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azoTdikcallli, MIIBUIIYIOYHM AaKTUBHICTh HITpPATPEayKTa3u Ta
Hitporenasu (Frugier et al., 2008).

TakyM 4MHOM, IMTOKIHIHU € HAaWBAXIJIUBILIMMH PETYIATOPAMHU
a30THOTO MeTaboni3My B pociuH. [locradyaHHs 1HIIMX €eMEHTIB
KUBJICHHSI TakoX BIJOYBa€ThCS 3a IXHbOI ydacTi. Y PpOCIHH,
AKl BHpOUIyBajucs B yMmoBax (ochopHOro ros01yBaHHS,
3HaYHO 3MCHIITYBABCS PIBEHb CHJOTCHHHX IUTOKIHIHIB (Horgan,
Wareing, 1980). Myrantu, He 3matHi akymymntoBatu docdop,
3MIHIOBAJIM YyTIHBICTh M0 ux ropmoHiB (Lan et al., 2000).
I'enu, sxi BKIOYArOThCA TpU aedinuti Gocdopy, raabMyrThCs
uutokiHiHamu (Wang et al., 2006). [{luToKiHIHM 1HAYKYIOTh T'€HH,
0 KOAYIOTh (pepMEHTH acuMUILii Ta TpPaHCHOPTY Cyiab(aTis,
X04a iXHIM €HJOTeHHHI PIBEHb HE 3MIHIOETHCS MPH Cyab(aTHOMY
roinoayBanHi (Ohkama et al., 2002; Maruyama-Nakashita et al.,
2004). Excrpecist TeHiB, sKi BIAMOBIIal0OTh HA aCUMUTALIIIO 3aJ1i3a,
HETaTUBHO PETYNIOEThCSA NUTOKIHIHIAMH, a JOAAaBaHHA 3aji3a J10
KOPEHIB POCIIVH, 1[0 BUPOITYBATHCS 32 AeDIUTY IIHOTO EIEMEHTY,
akTuBye reHu /P73 ¥ peryisTopu BiANOBIII HA IUTOKIHIHU THITY A
(Seguela et al., 2008). 3HrKeHHS piBHS €HIOTCHHHX IIMTOKIHIHIB
B1JI0YBa€eThCs 1 MpH HecTadl Kairo. JlepiuuTHI 32 HUTOKIHIHAMU
POCIUHM OUIBII CTIHKI 710 BIACYTHOCTI IIbOTO €JIEMEHTY JKUBJICHHS,
a POCJIMHM 3 TIMEPCUHTE30M IUTOKIHIHIB — OIbII 9yTiauBi (Nam
etal., 2012).

HaBeneni maHi cBig4aTh, IO 3a JOIOMOIOI ITMTOKIHIHOBOIO
CUTHAJIIHTY HE TIIbKH MepeaaeThes 1HpopMallis Mpo JOCTYIHICTh
MOKMBHUX €JIEMEHTIB ISl KOPEHIB, ajie i BIIOYBAETHCS PETYIISALIA
IXHBOI'O 3aCBOIOBAHHS POCIMHOIO.

[utokiHiHM OEpyTh yYacThb y PETYIAIii POCTY W PO3BUTKY
JUCTKIB YIPOJOBK BCHOTO OHTOTCHE3y PpOCIMHU. BuBYCHHS
3MiH BMICTY ITUTOKIHIHIB y JINCTKaX COJIOJKOTO TEPIFO B Mpoleci
iXHBOTO PO3BUTKY ITOKa3aJ70 HAsBHICTh KOPEJALl MK IIBUIKICTIO
PO3TATYBAaHHS JINCTKA Ta BMICTOM 3€aTHHY Ta 3€aTHHPUOO3HIY
(Ulvskov et al., 1992). ¥V kBaconi crnocrepiraii HaKOTMUYCHHS
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KOHIOTaTiB IUTOKIHIHIB (3€aTHHIIIOKO3HTY) ITi]T YacC YIOBIIbHCHHS
W npunuHeHHs pocty auctka (CutHuk Ta iH., 2002). HaiiBummii
piBEHb IIMTOKIHIHIB y JIMCTKAaX M’ ATH BIJIMIYEHO Ha IOYATKY
3aIBITaHHS, HAMHWKUNN — y (a3i BigusiTanHsa (benbiHckas u ap.,
1994). JInsi mo4aTky OHTOT€HE3a IMCTKOBUX IJIACTUHOK Bryophyllum
crenatum XapaKTEPHO ITiIBUILIEHHS PiBHS €HIOTEHHUX [IUTOKIHIHIB
3 MOJAJBIINM HOro 3HWKEHHSM 3i crapinmsaM (Slaby, Sebanek,
1985). HanecenHsi €K30reHHOTO0 KIHETHMHY 3HAYHO II1JBUIILYBaJIO
KUTBKICTh Ta Twionty JucTkiB Cajanus cajan (Mukherjee, Kumar,
2007). Y TpaHCTeHHUX POCIHMH apalilomncucy, AedIUTHUX 3a
LUUTOKIHIHAMU, PO3POCTAaHHS JIUCTKOBOI MJIACTUHKU OYJIO CYTTEBO
PEIyKOBAHO 3a paxyHOK 3MEHILIEHHS KUIBKOCTI KIIITHH, IPOTE PICT
JUCTKIB MPOJOBKYBaBCs HaBiTh Micis 3anBiTanHs (Werner et al.,
2003). Ex3oreHHi IUTOKIHIHM CHPHUSINA 30UTBIICHHIO KUIBKOCTI
TPAHCKPUIITOMIB Y MOJIOJUX JIUCTKIB TOMara 1 CTHUMYIIIOBAJIU
iXHIM PO3BUTOK, AKTUBYIOUM EKCIPECII0 I[MTOKIHIH-3aJICKHUX
rediB (Shi et al., 2013). L{uTokiHIHK € HEOOXITHUM PETYIATOPOM
MEPBUHHUX TIPOIECIB yYTBOPEHHS JIUCTOBOi IUTACTMHKU 3
narepajbHUX JUISTHOK amiKaJbHOI MEPUCTEMH I[aroHa, /€ BOHU
MeauioTh  akTuBHICTE  KNOX-011KiB, BIANOBIZAJBHUX 34
MPOAYKYBaHHS MEpUCTEMATHUHUX KIiTUH. [IpoTe mo 3aBepiieHHi
da3u HeleTepMIHOBAHOTO POCTY 1 3 MEPEXOIOM /0 MEPBUHHOTO
H BTOPUHHOIO MoOp(poreHesy UIUTOKIHIHU [II0Thb HE3aJIEKHO
Bil IMX OWNKIB, a iXHe (YHKLUIOHYBaHHS W Mop¢oreHeTuyHa
AKTUBHICTh CTAIOTh BCE OUIBIN 3aJIe)KHI BiJ] ayKCHHIB, 1 3PEIITOIO
dbopma Ta po3Mip JUCTKIB BU3HAYAETHCS CITIBBIAHOMICHHSM ITUX
nBox TopMoHiB (Shany et al., 2010). HocmigkeHHS MYTaHTIB
apabimonicucy IPT7 1 CKX3 mnpoaeMOHCTpyBald 3aJIe)KHICTh
(GbopMHU JTUCTKIB 1 MO3aiUHICTh IXHIX KJIITUH B PIBHS €HJOT€HHUX
nutokiHiHiB (Li et al., 2013a).

OngnuM 3 HaiBimoMimuX €(eKTIiB NUTOKIHIHIB y JHCTKax €
3aTpUMaHHs iIXHbOTO CTAPIHHS Ta MOXKOBTIHHS. Y 3HAUHIN KIJIBKOCTI
JIOCITIAIB TOKa3aHO, IO €K30T€HHE HaHECEHHS IMTOKIHIHIB Ha
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JUCTKHU Ta MaroHu 06araThbOX BHUJIB POCIHH 3aTPUMY€E CTapiHHS K
3pi3aHMX, TAK ¥ IHTAKTHUX JIUCTKIB MIPH MEPEMIIICHHI iX Y TEMPSBY
1 aKTUBYBaHHI1 IIPH [[bOMY CHHTE3Y OlJ1Ka i TPaHCIIOPTY aCUMUISTIB.
[lo3eneHeHHsT CTapilOUMX JHCTKIB CIOCTEPIrajgocs TOJOBHUM
YUHOM Y MICIIl HAHECEHHs ek30reHHoro ropMmony (Kynaesa, 1972).
[TokazaHO KOPENATUBHY 3aJICKHICTb MIXK IOYATKOM 1 PO3BHUTKOM
CTapiHHS JIUCTKIB 1 3MEHIIICHHSIM BMICTY €HJIOT€HHUX ITUTOKIHIHIB Y
Hux (Singhetal., 1992). Y 6aratbox pocianH 3HUKEHHS HAAXOKEHHS
IUTOKIHIHIB y JINCTKA 3 KCHJIEMHHUM COKOM TaKOX IMPOBOKYBAJIO
ctapinasa (Gan, Amasino, 1996). IIpote peryssiiis cTapiHHS JIUCTKIB
B1JIOYBa€ThCSl HE JIMIIE 32 PAXyHOK TPAHCIOPTY LIUTOKIHIHIB Bij
KOpEHIB, ajie i 4epe3 3MEHIICHHS IXHbOTO JOKaJbHOTO CHHTE3Y.
TpaHCKpUNTOMHMI aHalli3 JUCTKIB apabiJoNcHucy TMoKa3aB, IO
1] Yac CTapiHHS Pi3KO 3HUKYETbCS €KCIpPECisl TeHIB 010CUHTE3Y
IUTOKIHIHIB 1 30UIBIIYETbCS AKTUBHICTh ITUTOKIHIHOKCHIA3
(Breeze et al., 2011). HecnioniBani pe3ynsratu 0yJI0 OTpUMAaHO TIPH
JTOCIKeHH] MyTaHTIB. Y POCIIUH 3 TIIEPCUHTE30M IIUTOKIHIHIB HE
BUSIBJICHO 301JIbIIEHHS TPUBAJIOCTI KHUTTS JUCTKIB, a y IIUTOKIHIH-
NeIMUTHUX POCIMH HE CIIOCTEpIrajocs MmepeadacHOTO CTapiHHS
JUCTKIB, KUIBKICTh XJIOpO(DTy 3anuianacs Takow CaMolo, SIK 1 B
muctkax pociauH aukoro Tumy (Eckardt, 2003). Lle cBiguuTh mpo
CKJIQTHUN XapaKTep B3aEMO3B’S3KIB MIXK PETYJIAIIE€0 CTapiHHS
W CHUTHAJIHIOM IMTOKIHIHIB, IXHIO OIOCEPEIKOBAHICTh 1HIIMMH
¢dakTopamu. 30KpeMa y pociuH 0araTbOX BHUJIB BUSBICHO O1IOK
crapinaa SAGI12 (Senescence Associated Genel2), sxuii €
npoMoTepoM ekcrnpecii /PT-reHiB 1 00Mexye piBE€Hb ITUTOKIHIHIB
y crapitouux suctkax (Zwack, Rashotte, 2013). Kpim Toro,
B peryisiii TpPaHCKPHUIIIIMHOI BIAMOBIAI HA IUTOKIHIHK TIPH
CTapiHHI 3aJisHI KOMIIOHEHTH CHUTHAJIIHTOBOI CHUCTEMH IIUX
ropmoHiB — peuentop AHK3, Oinok-perynstop Binmosimi ARR2
ta Tpanckpumnuiauit pakrop CRF6 (cytokinin response factor)
(Kim et al., 2006). OcTanHiil € HETaTUBHUM PETYJISITOPOM CTapIHHSA
JHUCTKIB, @ MyTaHTH crf6 Maiike MOBHICTIO BTPavyarOTh 3aTHICThH
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3aTpUMYBaTH CTapiHHS Tij BIUIMBOM ITMTOKIHIHIB (Zwack et al.,
2013). Hemonasuo BusBieHo Tpanckpuriliiiii paktopu CIN-TCP,
AHTArOHICTH IMTOKIHIHIB, SKi BIJMOBIIAIOTH 32 JIETEPMIHOBaHICTh
pocTy JHCTKIB 1 ixHe mo3piBanHs. Excrpecis reniB CIN-TCP i,
30kpeMa ofuH 3 1ux (axtopiB TCP4, Ge3nocepeaHbO 1HAYKYIOTh
HETaTUBHUI OUTOK-peryasTop Biamosiai Ha nuTokiHiHm ARRI16,
TUM CaMHM 3HKYIOYH Yy TIMBICTh JIUCTKIB 0 UTOKIHIHIB (Efroni
etal., 2013).

Crning 3ayBaKuTH, IO 3aTHICTh IUTOKIHIHIB 3aTpPUMYyBaTH
CTapiHHS JIHCTKIB TOB’s3aHa 3 PETY/AII€I0 HUMH TEepPEMIIICHHS
aCUMUIATIB. YCTAHOBJIEHO BIUIMB IIMX TOPMOHIB Ha aKTHUBHICTb
1HBEpTa3U KIIITUHHOI CTIHKH, SIKa PO3IIEILIIOE caxapo3y Ha TeKCO3Hi
MoHomepu (Balibrea Lara et al., 2004). TicHuii B3aeM03B’s30K
MK (pyHKUIOHYBaHHSIM 1poro gepmenty, IPT 1 SAG12, a takox
iXHIO POJIb Y IIUTOKIHIH-3aJIeKHOMY 3aTpUMaHHI CTapiHHS JHUCTKIB
nmokaszaHo y pociuH Tomarty (Jin et al., 2009).

OpHMM 3 OCHOBHHUX MPOSIBIB 3aTPUMKHU CTapiHHS JIMCTKIB 3a Jii
IUTOKIHIHIB € IXHE MO3EJICHIHHS, PU LIbOMY HAKOIUYYIOTHCS K
(hoTOCHMHTE3yI0Ul MITMEHTH, TaK 1 OUIKM THJIAKOITHUX MeMOpaH
xynopormactiB (Kynaesa, Kysuneros, 2002; Kulaeva et al., 2002).
XIOpOTUIaCTH € YU He HANMBaXKJIMBIIIOK MIIIEHHIO JTii IIUTOKIHIHIB
y KmiTuHl. Bimomo, 1m0 HMUTOKIHIHK OepyTh y4acTh Y KOHTPOJI
Oiorenesy xjoporiacTiB(Zavaleta-Manceraetal., 1999), aktuByroTh
mudepentiaiio xjaoporactiB 13 miactua (Longo et al., 1979),
€KCIIPEeCiio TeHiB, 0 KOAYOTh OuTkH xsoporuiacTiB (Lochmanova
et al., 2008; Zubo et al., 2008), cTuMynIOI0Th CUHTE3 XJIOpodina
1 KapOTHHOIIB, SKI HeoOXinH1 /uia GopmyBaHHs dorocuctemu Il
(Yaronskayaetal.,2006), aktuByroTb poTocunTes (Yaronskayaetal.,
2006). Xnoporutactd MICTATh pepMeHTH 010CHHTE3y LIUTOKIHIHIB,
a TaKO)X MOBHMH CIEKTP E€HJOTCHHMX LUTOKIHIHIB, BKIIOYAIOUH
BUIbHI OCHOBH Ta ixH1 pubo3umau, pubdotuam, rmoko3uan (Hirose
et al., 2008). MeTtabosi3M XJOPOMJIACTHUX IUTOKIHIHIB MEBHOIO
MipOIo He3anexXHUi BiJ Aii pepmenTis nuromiazmu (Polanska et al.,
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2007). TpanchopmoBaHi POCIWHU 3 PENPECOBAHUMH (PYHKITISIMHU
pelenTopiB UUTOKIHIHIB 1 OUIKIB-pEryisTopiB BiAMOBiAI Tuny B
MaJIi 3HIWKEHUH piBeHb XJI0podiia i HeAOPO3BUHEH] XJIOPOIUIACTH
(Riefler et al., 2006). HemnonaBHo 3Haii1IeHO 2 pOAWHM IIUTOKIHIH-
3anexHux OukiB-TpaHckpunuiiHux ¢akropiB (GNC/CGAL Tta
CRF), sixi perymoroTh PO3BHTOK XJIOPOIUIACTIB 13 MPOIUIACTHU,
ixui pict 1 momin (Okazaki et al., 2009; Kollmer et al., 2011;
Chiang et al., 2012). Excnpecis reniB GNC/CGAI ta CRF 3Ha4HO
aKTUBYETHCA 3a [1i €K30TeHHUX ITUTOKIHIHIB, a MyTallii X TeHIiB
BIJIMBAIOTh HAa KUIBKICTh O10MacH, XJIOPOILIACTIB, BMICT XJIO0pOd1Ty
Ta 1HAEKC NPOAYKTUBHOCTI pociuH pucy (Hudson et al., 2013).

Takum  4yuHOM,  TEpUIOPSAHA  POJb  IUTOKIHIHIB Y
perymsamii  GopmyBaHHA ¥ (QYyHKI[IOHYBaHHS XJIOPOIUIACTIB 1
(OTOCHHTE3YIOUHX MITMEHTIB HE BUKJIMKAE CyMHIBY. [IpoTe nuisixu
CUTHAJIIHTY IIUTOKIHIHIB y XJIOPOIUIacTaX, iXHii 3B’S30K 3 IHIITUMH
KOMIIApTMEHTAaMU LHUTOIUIa3MU 1 sIApOM HeBinomi. HasBHICTE y
XJIOpOIUIacTaxX IUTOKIHIH-3B’A3yIOUMX OLIKIB 3 TPAHCKPHUIMILIITHOO
aKTUBHICTIO BKa3ye Ha MOXJHUBICTh ICHYBaHHS BIJHOCHO
ABTOHOMHOI CUCTEMH PeIeTIlii TOpMOHIB y X opraHenax (Brovko
et al., 2010).

PerynsaTopHi ¢yHKLII HUTOKIHIHIB Y JMCTKAaX HE OOMEXYIOThCS
KOHTPOJIEM IXHBOTO POCTY Ta PO3BUTKY. L{i rOpMOHM MOXKYTb TaKOX
BIJIMBAaTH Ha TPAHCHIPALII0 POCIUHU, CTUMYIIOIOUYH BiJIKPUBAHHS
nponuxiB. EK30reHHI LWTOKIHIHM 1HAYKYIOTH Il TmpoIiec,
BUCTyMaiouu npu 1poMy anrtaronictamu ABK 1 cunepricramu
aykcuHiB (Acharya, Assmann, 2009). MexaHni3m Takoi Ail MOKH
He BigoMuil. BcTaHOBIEHO IwIe, MO0 HUTOKIHIHK 1HTIOYIOTH
iHaykoBaHe ABK 3akpuTTs NpoauxiB, MOIYJIIOOYM O1OCHHTE3
etuneny (Tanaka et al., 2006), 3HUKYIOTh PIBEHb MEPEKUCY BOTHIO
(Song et al., 2006) Ta okcuny azoty (She et al., 2006).

Crony4eHHsI MK OKPEMUMHU OpraHaMy POCIHHH BiJOYyBa€THCS
TOJIOBHUM YMHOM 4Y€pe3 CYAMHHI My4KH. [{UTOKIHIHY BUSBISAIOTHCA
K B KCWJIEMHOMY, Tak 1 y (oemHomy comi (Jackson, 1993).
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Byno BcTaHOBIEHO TmepeBakaHHS MmpaHC-3€aTUHY B KCHIIEMI
Ta 130meHTeHInaAeHIHy y duoemi. IlokazaHa 3HaTHICTH ILHX
dbopM mepenaBaTH IOBrOJMCTAHIIIMHI CUTHAJIA BiJMIOBITHO B
aKporneTasbHOMY 1 Oa3uIeTraJbHOMY HANpsIMKax, MPH LbOMY
Bapiailii CTPYKTypd OOKOBOTO JIAHI[IOTa MOJIEKYJIM TOPMOHY,
BIPOTiIHO, MEAMIOIOTH pi3HI Oionoriuni curHamu (Hirose et al.,
2008; Pomanog, 2009).

Hes3Baxkaroun Ha CyTTE€BI JOCATHEHHS B TI3HAHHI MEXaHI3MIB
y4acTi HIUTOKIHIHIB y Mepeaaydi CUTHaJB Yepe3 CYAUHHY CHUCTEMY,
pOJb IIUX TOPMOHIB Yy peryisuii pocTy camoro crebia maio
JTOCHiKeHa. Y TMPOPOCTKIB KBACOJI CIIOCTEpIranocs: 301IbIICHHS
BMICTy IIMTOKIHIHIB Yy TIMOKOTWJII TIPH TEPEeXOMdi JI0 POCTYy
po3tsaryBanHsaM (Vedenicheva et al., 1990), Toxai sik y mpopoCTKiB
KyKypYyI3H Iei TpOIEeC CyNpOBOKYBABCS 3MEHIICHHSM BMICTY
nuToKiHiHIB (Mockanesa, 1990). Y nopociux pocivH HUTOKIHIHH
cTebia BHUBUYAJIUCS Y 3B’S3KYy 3 IHTEpKAIApHUM pocToM. byro
BCTAHOBJICHO ICHYBaHHS KOHIICHTPAIIMHOTO TPAIIEHTy MPAHC-
3eaTUHY 1 mpaHc-3eaTHHPUOO3Uay B CTeONi KyKypya3u (BMICT
TOPMOHIB 3HUKYBABCSl B 0a3UIETAIILHOMY HAIPSIMKY), a TaKOXK Y
cepenuni koxxHoro MixkBy37s (Hansen et al., 1984). [{uTokiniHK
HEOOXiTH1 17151 (OpMyBaHHS CyIMH KCHJIEMH Ta ¢uoemu credia
(Aloni, 1995), BoHM CTUMYITIOIOTH AU(EPEHITIAII0 MPOTOKCHUIEMH
1 po3BUTOK BacKyisipHoro kamo6ito (Dettmer et al., 2009). Jlediuut
[UTOKIHIHIB TPU3BOAWB JO 3HAYHOTO 3HIDKEHHS aKTUBHOCTI
KaMOlaJIbHUX KJIITHH 1, SIK HACIII 0K, 10 3MEHIIIEHHS K1JIbKOCTI KJIIITUH
cynuHHux nydkiB (Werner et al., 2003). ¥ kopeHsIX MyTaHTIB 3a
perenTtopaMu UUTOKIHIHIB CYIWHHI IMyYKH CKJIaJaJiCs BUKIIOYHO
3 TMPOTOKCWJIEMH 1 HE YTBOPIOBAIM (PIOEMH Ta METaKCUIEMHU
(Méhonen et al., 2006). [ToniOHuit penoTun crnocrepiraiu U npu
IHIIMX MYyTaIisfX CUTHAJIBbHOI cucTeMu IUTOKiHIHIB (Yokoyama
et al., 2007). IluTokiHIHM BiAIrparOTh POJb MO3UTUBHOTO
peryisaTopa po3BUTKY BaCKYJISIPHOTO KaMOio, 110 PO3TaIlIOBaHUMN
MIDX KcriieMoto Ta ¢uioeMoro cynuH. [lopyiieHHs reHiB 610CuHTE3y
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IIUTOKIHIHIB TPHU3BOAUTH JO TOBHOI BTPAaTH I[LOTO KaMOIl0 SK
B cTe0ii, Tak 1 B KOPEHI, a HAHECEHHS €K30TC€HHUX ITUTOKIHIHIB
Bunpasisie nei nedexr (Matsumoto-Kitano et al., 2008). Otxe,
OKpIM MEPEeMIIICHHS MO CTEOTy 3 KCUJIEMHUM 1 (PIIOEMHHUM TTOTOKOM
1 BUKOHAHHS CUTHaJIbHOI (PyHKLII MK KOPEHSIMH 1 IaroHOM,
IUTOKIHIHU OepyTh yd4acTb y peryssmii (GopMyBaHHS 1 pocTy
camoro creoa.

5.3. PeryJsiniisi penpoayKTHBHOIO PO3BUTKY
POCJMH HUTOKIHIHAMU

BaxxnmuBuM MOMEHTOM B OHTOT€HE31 POCIMH € MepexiJ Bif
BEreTaTUBHOTO CTaHy B PENpoAyKTuBHUU. HeszamexHo Bin TOrO,
YU 1HIYKYETHCS IBITIHHSA TPUBAJIICTIO CBITJIOBOTO Ta TEMHOBOTO
nepiofy BOPOAOBXK A00M (siBUIE (OoTONEpiogu3Ma) 4 3aJekKHUTh
BiJl BIKOBUX 3MiH, Y KBITKOBUX POCIIMH BOHO 3HAXOJIUTHCS i
KOHTPOJIEM TOPMOHAJIBHUX PEYOBHUH, SIKI YTBOPIOIOTHCS B JIUCTKAX
1 TOTIM NEpeMilllyIOTbCS B amikajibHl CTEOJIOBI MEpPUCTEMH,
ne BinOyBaeTbcs 3MiHa MopgoreHely 3 BEreTaTUBHOTO Ha
penponyktuBHu (I'ycakoBckas, biunmos, 2006).

BxtoueHHs IIUTOKIHIHIB Y KOHTPOJIb HBITIHHS JOCIIKYBaJIOCS
TOJIOBHUM YHHOM Yy (DOTONEPIOTUYHO 3aJICKHUX POCIUH. Y TipUHili
Sinapis alba MBITIHHSA CTUMYJIOETCS OHHUM JIMIIE IOBTUM JTHEM,
MPU UbOMY PIBEHb HUTOKIHIHIB CYTTEBO MIJBUIIYBABCS y JUCTKAX
Ta IXHbOMY (PJIOEMHOMY COIIi, IO 30iranocs 3 pyxoMm ¢GIIopasbHOTO
ctumyny (Bernier et al, 1981). IlomibHe cmoctepiramocs U y
pocaun apabigomncucy (Corbesier et al., 2003) ta Chenopodium
(Machackova et al., 1993). ¥V nopaipmomy BMICT ITUTOKIHIHIB
3pOCTaB B amiKajlbHIM MEpHCTeMi TaroHa Ha CTajii paHHBOI
aKTHUBaIlli mMiToTMuHOoro moauny kmituH (Jacqmard et al., 2002).
HaneceHHs eK30reHHUX [IUTOKIHIHIB Ha BET€TAaTUBHI OPraHu POCINH
TIpYHIll, 1[0 BUPOIITYBAIKNCH Y CBITJIOBUIN TEPioj AHS, 1HAYKYBAJIO
B alliKaJIbHIM MEpUCTEMI MMaroHiB KJIITUHHI Ta MOJIEKYIISIPHI 3MI1HH,
XapakTepHi s mepexony no 1BiTiHHS (Bernier et al, 2002).
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Hanecennst po3unny BAII Ha kopeHi pociuH apabiforncucy npu
BUPOILYBaHHI y TIAPONOHHIN KyJIbTypl CTUMYJIIOBAJO LBITIHHA
HaBITh y CBITIOBHH mepiof aHA. Lle cBiquuTh mpo Te, MO MpH
1HIIIaIi1 IBITIHHS MUTOKIHIHA MOXKYTb JISITH SIK TOBIOAMCTAHIIIHHI
curHanu (D’Aloia et al.,, 2011). Pociuaum apabimomncucy 3
MiBUIIIEHUM BMICTOM IMTOKIHIHIB JEMOHCTPYBAJIUA OLIBIIHIA
po3Mip ¢uopanbHOi MepucTeMu 1 cyiBith (Bartrina et al., 2011),
a nediuuTHI 32 MUTOKIHIHAMU MYTAHTH 3aTPUMYBAJIA I[BITIHHS HA
3 micsami (Werner et al., 2003). 3a ocTaHHIMH JTaHHUMH, MIIIEHHIO
OCHOBHOI1 [ii ITUTOKIHIHIB Y CTHUMYJIAIII I[BITIHHS € TaK 3BaHHI
«OpratizamiiHui HEHTP» armiKaabHOI MEPUCTEMHU, IO CKJIAIA€ThCS
3 HEBEJHMKOI KUIBKOCTI KJITHH, SKI B MOAAIBIIOMY MPOAYKYIOTH
(dbnopansHy MepucTeMy. L [MTOKIHIHM aKTUBYIOTh MITO3U IIUX KIIITHH
Ta OepyTh y4acTh Y BUCXIHINA PETYIISIT KIIFOYOBOTO IeHa I[BITIHHS
SOC1 y nux (Bernier, 2013). Cnin 3ayBa)KuTH, 110 JIii CAaMUX JIUIIIE
[UTOKIHIHIB HE JOCTATHBHO ISl 1HAYKIIT (IopadbHUX IPUMOPIIIB,
HEIIOAABHO BHUABJIEHO JEKUIbKAa TPAHCKPUILIMHUX (aKTOpiB, SKi
pa3oM 13 IUTOKIHIHAMM 3a/1isH1 B ripoueci GopMyBaHHA (praopaibHOI
Mepuctemu (Han et al., 2014).

Jlani 100 ywacTl UMTOKIHIHIB y PpEryiasuii LBITIHHSA Yy
HEUTpaJIbHHUX /10 CBITIOBOTO MEPIOAY AHS POCIUH CyNepeusInBi i
HeYHMCIIeHH1. EK30reHH1 TUTOKIHIHU CTUMYJTIOBAJIH IIBITIHHS y PI3HUX
BU/JIIB TAKUX POCJIMH y CIPUATIMBUX JJs UBITIHHA yMoBax (Kinet
et al., 1993). Ilpore y ¢oronepiogMyHO HEUTPATBLHUX TIOTIOHIB
HaIIPUKIHIII BETE€TAaTHBHOTO POCTY 1 MPHU MEPEXOAl 10 PErpOayKIIil
MOKa3aHO pI3Ke 3HIKEHHS BMICTy LMTOKIHIHIB (Dewitte et al.,
1999). I1i3HO KBiTY4i MyTaHTH TOMATIB IPUCKOPIOBAIIH 3alIBITAHHS
MIPH 10/IaTKOBOMY TIOCTa4yaHH1 eK30TeHHUMU IuToKiHIHaMu (Dielen
etal., 2001), a pocaunu canary Ta ropoxy, 30aradeHi [IUTOKIHIHAMHU
32 paxyHOK OBEpEKCIIpecii TeHIB IXHhOTO CHUHTE3Y, 3aTPUMYBAIH
uBiTiHHa (McCabe et al., 2001). Ili dakTtu miaATBEPIKYIOTH
npunyueHHs bepube (Bernier, 1981), mo i UOUTOKIKIHIB Yy
PENPOAYKIIITHOMY TIPOILIECi € CTPOTO 3alIeKHOK BiJ TEBHOT
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Puc. 9. Bumict nutokiHiHiB B opranax Phaseolus vulgaris y nepion OyTtonizarii
(a), Ha movatky uBiTiHHA (b), y nepiof] 3aNUIICHHS KBITOK i TOYATKY 3aKJIagaHHs
wioniB (¢): I — Tpiiyactuii aucTok 6ins cyusiTTs; 11 — MIKBY31S OLIst CYIBITTS;
III — 6yToHu; IV — KxopiHb

KOHIIEHTpaIlli, a Oyab-Ki BIAXWJICHHS Ta CyNepONTHUMAJIbHI J03H
CHPABJISAIOTH 1HT1OITOPHUH €EKT.

Pesynbrati aHamizy 3MiH MPOCTOPOBO-YaCOBOTO PO3TOALTY
IUTOKIHIHIB B opraHax Phaseolus vulgaris L. Bka3yloThb Ha Te,
0 TPOIEC PENpPOAYKIlii KOHTPONIOETHCS I[MMH TOPMOHAMH
K CKJIQJOBHMH TOPMOHAJIBHOI CHCTEMH, S5IKa aKTHUBYETHCS B
PEeNpOIYKTUBHUX OpraHax y Mepioj] 3aluICHHS KBITOK 1 pAHHbOI'O
emOpiorenesy (Benenuudosa, 2007). B nepion yrBopeHHsI OyTOHIB
BMICT 3€aTUHy ¥ 3eaTHHpuO03uay OyB HAWBHUIIMM y JUCTKax 1
KopeHsix (puc. 9, a). Ha mouaTky UBITIHHS CIIOCTEPIranocs HE3HAYHE
3HMKEHHS PIBHIB BUIbHUX IIUTOKIHIHIB Y JINCTKAX 1 KOPEHSX, TPOXH
1 ABUIIYBaBCs IXHIN BMICT y KBiTKax (puc. 9, b).

KonteHnTtpaltlis IUTOKiIHIHIB BOPraHax CyTTEBO 3MIHIOBAJIACS MTICIs
3aMuJIeHHS KBITOK 1 MOYATKy 3aKjiafaHHs mioaiB. [1pu oMy BMIiCT
yCiX IUTOKIHIHIB 3HAYHO 3HIDKYBABCS Y JIMCTKAX 1 MiBUIIYBaBCS
y KOpPEHSX, Yy MDKBY3JSIX 3pOCTaB pIBEHb 3€aTUHPUOO3UY.
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Tabnuys 2. BMicT UMTOKiHiIHIB B opraHax Zea mays y penpogyKTHBHUM
nepiox po3BUTKY, HI/T MacH CMPOI Pe4OBHHH

I{uToKiHiH
Opran ZR | Z | Z0G
Cranist popMyBaHHS KBITOK 1 PO3TOpPTaHHS 5-TO JINCTKA
Bonotb 21+3 14+£2 0
Jluctox 6inst BOTIOTI 306+ 14 225+9 242 + 8
Kayan 58£6 0 426 £ 10
Jluctok 61y KauaHa 106 + 5 122+ 12 174+ 5
Kopinb 330+ 11 461 + 16 502+ 17
Cranist hopMyBaHHS MWISKIB 1 pO3TOPTAaHHS 7-TO JINCTKA
Bonotb 28+ 6 59+£3 39+3
Jluctok 6inst BoJoTI 81+3 150+ 5 68 +3
Mi>xBy3as1 Oinst BosoTi (5-¢) 29+7 69+ 1 0
Kagan 138 +£9 85+3 48 £3
Jluctok 6inst kauaHa 69 +4 112+ 6 52+3
MixBy3ist Oinst kauana (7-¢) 10+ 1 25+4 5+1
Kopinb 115+ 6 290 £ 11 0
Cranis Buxony BoJIOTi i po3ropranHs 11-ro auctka
Bonots 86+£5 147+ 7 58+4
Jluctok 6inst BoOTI 44 +3 76 £5 30+3
MixBy3ist Ois1st BosioTi (11-e) 11+2 88+ 6 0
Kavan 352+7 402 £ 14 0
JIucTok OIS KayaHa 18 +3 20+ 2 CIIan
MixBy3s 0inst kagana (7-¢) 0 312 0
Kopinb 133+ 8 191+9 0

Haii6inpima KinbKicTh 3€aTHHPUOO03UY Ta 3¢aTUHY CIIOCTepiranacs
B PENPOAYKTUBHUX Opranax (puc. 9, c).

Pict pocnun Zea mays L. Ta popMyBaHHS TeHEpaTUBHUX OpPTraHiB
TaKOX CYIPOBOIKYBAJIHCS CYTTEBUMHU 3MIHAMH Y BMICTI $IK
BUTBHUX, TAK 13B’I3aHUX IIUTOKIHIHIB B OKPEMHX YaCTUHAX POCITHHU
(Tabmn. 2). BeretaTuBHUM opraHam (JJUCTKH, KOPEH1, MIKBY3J1s1) OyJ10
pUTaMaHHe MOCTYIIOBE 3HIKEHHS pi1BHS UTOKIHIHIB. [Tapanensno
B110yBaocsi HOro 30UTbIICHHS Y TeHEPAaTUBHUX (KavaHi 1 BOJIOT1).
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BoueBuab, y KyKypya3u 3akiajlaHHS T€HEpaTMBHUX OpraHiB He
noTpedye BENMKOI KITBKOCTI IUTOKIHIHIB, TOMl K MPHU MEPEXOAl
70 UBITIHHS PETYISTOpPHA POJb IIMX TOPMOHIB 3pocTae. BwmicT
3eaTMHY B MDKBY3JSX Y JIEKIIbKa pa3iB IEPEBUINYBaB BMICT
3eaTUHpUOO3Kay, W0 BKa3y€ Ha 3AaTHICTh I1HTEPKAJISIPHUX
MepucTeM cTtelsia KyKypya3u CHHTE3yBaTu LUTOKiHIHK (Jameson,
Song, 2016). 30inblIeHHS] BMICTY HHMTOKIHIHIB Y T€HEPaTHBHHUX
opraHax He CYMpOBOJXKYBaJIOCS MOTO MiABUIIECHHSIM y KOPEHIX. Y
MDKBY3JISIX, SIKI 3HAXOAMIIUCS MOPYY, BiH Aenio 30inbiryBascs. Lle
CBITYUTH MPO T€, IO Y KYKYPYA3U PENPOTYKTUBHI OpraHU MOXKYThb
3a0e3neuyBatu ceOe LUTOKIHIHAMM 332 PaxXyHOK CHHTE3Y in Situ 1
YaCTKOBO OTPUMYBATH iX BiJI IHTEPKAJISIPHUX MEPUCTEM.

Otxe, B 1polieci penpoAyKTUBHOTO PO3BUTKY OJHO- Ta
IBOJOJILHUX POCIWH BiAOYBAa€TbCs CYTTEBUN MEPEPO3MOALT IUX
TOPMOHIB MK OpraHaMH, a TaKOX CIIOCTEpIraroTbCsl 3MIHH Yy
CIIBBITHONIICHHSAX aKTUBHUX 1 3B’s3aHuXx (opm (Begenudora,
Mycarenko, 2008).

KinpkicTh IMTOKIHIHIB BIUIMBAE HA (POPMYBaHHS KBITOK Ta iXHE
3anujaeHHs. Y MYTaHTHHUX POCIHH PHUCY 3 MiJABUIIEHUM BMICTOM
LUUTOKIHIHIB 3aKJa/Jajiocsi 3Ha4HO OuIblle KBITOK y MOpPIBHSAHHI
3 gukuM TunoM (Ashikari et al., 2005). KBiTku 1uTOKIHIH-
neIMUTHUX POCIUH HE BIAPI3HSIMCH 30BHI BiJl HOPMaIbHUX, ajie
CKJIQJIaJIUCh 31 3HAYHO MEHIIOT KUIBKOCT1 KJIITHH, K1 Oynu Ha 80%
OlTbIIIE 32 PO3MipaMH.

[Teprni KBITKM HE MPOAYKYBaIH MUJIOK, a Mi3HIII — yTBOPIOBAIN
Iy>Ke HeBeJHKY Horo kiibkicTb (Werneretal., 2003). YV apabinoncucy
dnopansauii romeornunuii red APETALAI (API), BinnoBinaabHUMA
3a (hopMyBaHHS YAIIOJIMCTHKIB 1 TIETIOCTKIB KBITOK, KOJIy€E O1710K
AP1, sxuit 6e3nocepeIHbO NMPUTHIUYE reH 010CHHTE3a LIUTOKIHIHIB
LONELY GUY]1 i aktuBye res nutokininokcuaazu CKX (Han et al.,
2014), mo cBiIYMTh NPO ICHYBAaHHSA MEXaHI3My ONTHUMI3alliil PiBHSI
LUTOKIHIHIB IM1Jl YaC PO3BUTKY KBITOK.
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BaxxnmBy ponb  BiAIrparOTh IUTOKIHIHM TIpU  3aKjagaHHI
HAaCIHHEBUX 3auaTkiB. PociMHM 3 peayKoBaHUM  BMICTOM
IUTOKIHIHIB 200 MOPYUICHHSIMH KOMIIOHEHTIB iXHHOTO CUTHAJIIHTY
XapaKTEPU3yBaJIUCS 3HAYHO MEHIIOK KUIBKICTIO CiM’IOpYHBOK
1 3HWKeHow kiHo4yowo ¢eptunpHicTiO (Kinoshita-Tsujimura,
Kakimoto, 2011). IlinBumienHs BMICTy IUTOKIHIHIB Y MYyTaHTIB
CKX KOPENIOBaJIO 31 3pOCTaHHSAM uucia ciM’ sa0pyHpok (Bartrina
et al., 2011). erpagariisi penenTopiB UUTOKIHIHIB y MyTaHTIB ahk
NPU3BOAMIA SO NMPUMHHEHHS PO3BUTKY JKIHOYOTO ramMeToQiTy B
apa6imonicucy (Cheng et al., 2013) abo cyTTeBoi Horo nedopmarrii
(Bencivenga et al., 2012). HopmanpHuii pO3BUTOK Meracrnopu
3alle)kaB BiJ] MOCTA4aHHS IUTOKIHIHIB BiJI OTOYYIOUMX TKAHHWH
(Cheng et al., 2013). He3amnumneHi cim’IOpyHbKH HE HaKOMTUYyBaIH
uutokiHiHiB (Rijavec et al., 2011). [Ipore HaAMUIIOK LUTOKIHIHIB
MOX€E TPOBOKYBaTH PO3BUTOK MAPTEHOKAPIIYHUX IUIONIB 3
MEHIIIUMH po3Mipamu (Ariizumi et al., 2013).

[Iponiecu po3BUTKY Ta AO3piBAHHS HACIHHS, B SAKUX 3aJICKHUTh
MPOAYKTUBHICTH Ta PO3MHOKEHHS POCIUH, TAKOK KOHTPOJIOIOTHCS
nuTokiHiHaMu. Lli TopMOHHM BiITParOTh CYTTEBY POJIb B YTBOPEHHI
3apojika, MOYMHAIOYM 3 MOMEHTY 3aIUlJIHEHHS SHLEKITITHHH
(I'ycakoBckas, baunmos, 2004). PoGoramu O6araTbox aBTOpIB
BCTAHOBJICHO, III0 B HACIHHI 3 paHHIX CTagiii eMOpioreHe3y
MPUCYTHI 3HaYH1 KIJIbKOCTI HUTOKIHIHIB (Van Staden, 1983; Morris,
1997; Rijavec, Dermastia, 2010), mpu 11bOMy MakCUMyM iXHBOTO
BMICTY MpHIMazae Ha MOMEHT 3amujieHHs i monmaneiii 6—12 nHiB
(Emery et al., 2000; Mariotti et al., 2011). ¥ Haciani ToMaTy pi3Hi
(dbopMH IUTOKIHIHIB TOKa3yBaJH Pi3HY AMHAMIKY IICIIS 3alIUICHHS:
3pOCTaB BMICT mpaHc-3€aTHHY, TOJII SK BMICT 130TICHTEHIIAACHIHY
1 pubo3uaiB 3umKyBaBcs (Matsuo et al., 2012). Ilik nigBuiieHHS
piBHA UWTOKIHIHIB, $K TPaBWIO, CIIBMaJaB 3 TEPiOJIOM
HaWOIIBII aKTUBHOTO KmiTHHHOTO moaury (Saha et al.,, 1986;
Morris, 1997). PiBeHb IUTOKIHIHIB y HACIHHI, III0 PO3BUBAETHCH,
KOHTPOJIIOETHCST  aKTHBHICTIO IUTOKIHIHOKCHAa3u. Ekcmpeciro

69



rediB CKX BCTaHOBJIGHO B 3apojKax M eHJIOoCHepMi KyKypya3u
(Bilyeu et al., 2003; Vyroubalova et al., 2009), piBeHb ekcrpecii
CKX2 BruvBaB Ha PicT 1 PO3BUTOK €HAOCIIEPMY 1, BIAMOBIAHO, HA
po3Mipu HaciHHs apabimoncucy (Li et al., 2013b). 3 mo3piBaHHSIM
HAClHHS BMICT LIUTOKIHIHIB 3HAYHO 3HUXKY€ETbCs. Tak, y JIONUHY
Ha cTajii ¢i3i070TiYHOTO M03piBaHHS BiH ckianaB nuiie 1% Bix
MaKCHMaJbHOTO PIBHS Ha IOYaTKy po3BUTKY HaciHHs (Emery et al.,
2000). 3miHIO€TBCSA 1 MeTabO0II3M LUTOKIHIHIB Y OIK YTBOPEHHS
koH toroBaHux (opm (rroko3uAi) (Van Staden, Davey, 1979).

TpuBanuii yac TUCKyTyBaJOCs MUTAHHSA, YA CUHTE3y€ HACIHHS,
0 PO3BUBAETHCS, MHUTOKIHIHU de novo, 4 OTPUMYE iX Bif
MatepuHchkoi pociman (Van Staden, 1983; Emery, Atkins, 2006).
JlocTiKeHHs] OCTaHHBOTO IECATUPIYYS TOKA3alK €KCIIPECIIO T'eHIB
010CHHTE3y UUTOKIHIHIB y 3apO/IKax Ta €HJOCHEpMI KYyKypyl3H
(Brugiére et al., 2008; Vyroubalova et al., 2009; Rijavec et al.,
2011). Y naciHHI TOMaTa eKCIPECis IUX TeHIB 1 KOHIIEHTpAaIlisl iXHIX
TPAHCKPHUNTIB CIiBHajana 3 HAKOMMYECHHSIM IUTOKIHIHIB TICTs
3alWJICHHS W KOpeJoBajia 3 MITOTUYHUM iHaekcoM (Matsuo et al.,
2012). Ili maHi OCTAaTOYHO MIATBEP/KYIOTh 3aTHICTh HACIHHS
CHUHTE3YBaTU IIUTOKIHIHM IIiJl 4ac eMOpioreHesy, ajie He BUKIIOYAE
MOKJIMBOCTI HAJXO/DKCHHS YaCTUHU MYy €HJIOTEeHHUX TOPMOHIB 3
KCUJIEMHUM TMOTOKOM. BUBUEHHS KOHILIEHTpAIiHHUX TPaJI€HTIB Y
Pi3HHMX YacTUHAX HACIHHA KyKypYy/JI3H H OTOYYIOUUX HOTO TKAHWHAX
(Rijavec et al., 2011) Ta mepemilmeHHsI MiY€HUX IUTOKIHIHIB IO
pocauni (Davey, Van Staden, 1981) noBoauth Taky MOKJIMBICTb.
IMoBIpHIiIIE 32 BCe, MalOTh MicClle OOMIBA MPOIECU, MPOTE iXHE
CHIBBIJHOIICHHS 3aJHMIIAETbCA HEBIAOMUM. MOXKHA NMPHUITYCTUTH,
110 BOHO 3MIHIOETHCS B XO/1 eMOpioreHesy, i 3 HaOyTTsIM HACIHHIM
ABTOHOMHOCTI ITOYMHAE TIEPEBAKATH CHHTE3 de novo.

PiBeHp €HIOr€HHHMX IUTOKIHIHIB BIUIMBA€ HA HAKOIIMYECHHS
Olomacu HaCiHHS Ta TUIOAIB. Tak, 017161 MACHBHI 3¢pHIBKH IMIIICHHUIII
MicTuiaM Ounbiie uuTokiHiHiB (Gabali et al., 1986). In’exuis BAII
y POCIMHH KBacoji CIpHsiia 30UIBIIEHHI0O MaCH CyXOi pEYOBUHU
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Haciags (Cliffordetal., 1987). O6poOka eKk30reHHUMH ITUTOKIHIHAMH
JT03BOJIMIIA TIABUIIUTH BpoxkaHICTh pucy (Ray, Choudhuri, 1981),
kykypymsu (Dietrich et al., 1995), sumento (Mishra,Gaur, 1985).
[{uTOKIHIHM BIUIMBAIOTH TAKOXK HA PO3BUTOK OIJIOJHS B COKOBUTHUX
wiogax (Kojima, 2005), nigBUIIylOTh ypOXKailHICTh TOMATIB
(Srivastava, Handa, 2005). 3nauHe 3pocTaHHs BMICTY €HAOT€HHUX
IIUTOKIHIHIB CIOCTEpiraiocs mpu GopMyBaHHI1 i T03piBaHHI MIOIIB
BuHorpanay (Bottcher et al., 2013) ta kiBi (Pilkington et al., 2013).
Mamnimynsuii 3 reHaMu 010CHHTE3Y 1 MeTaboi3My IUTOKIHIHIB, SKi
MPU3BOJUIN 70 MiAHOMY PiBHIB IIUX TOPMOHIB, TaKOX CIPHSIIN
30UIBIIEHHIO BpOXaiHOCTI pociuH. Tak, 3MEHIIEHHs eKcrpecii
reHiB CKX miaBHILyBaslo MPOAYKTUBHICTH pucy (Ashikari et al.,
2005), sumento (Zalewski et al., 2010), a oBepekcnpecis reny IPT
cripusiia 30UIBIIEHHIO KUTBKOCTI M Bard miojiB TomariB (Albacete
etal.,2014). Takuii epeKTIIUTOKIHIHIB Ha BPOXKAHHICTh TOSICHIOETHCS
HE TUIbKM iXHIM TO3WTUBHUM BIUIMBOM Ha 3arajbHHUI CTaH
pPOCHNHY (3aTpUMKa CTap1HHS, TTO3€JIEHIHHS, 301IbIIICHHS KIJTLKOCTI
CYLBITH TOIIO), aje i Ji€l0 SK arparyro4oro (axkropa B HaCiHHI,
10 PO3BUBAETHCS, 3aTHICTIO MPUTATYBATH aCHUMIIATH, HEOOX1TH1
uTst cuHTeTHYHUX nporeciB (Van Staden, 1983; Peleg et al., 2011).
Binmomo, 110 NUTOKIHIHUA PETYIIOITHh TPAHCIOPT 1 HAAXOHKCHHS
OpraHiuyHUX MPOAYKTiB a0 opraHiB (Ronzhina, Mokronosov, 1994).
BracTuBicTh LMTOKIHIHIB KOHTPOJIIOBATH JOHOPHO-AKILIENITOPHI
BITHOCHHU 1 TIEPEPO3NO/LT MOKUBHUX PEUYOBHH BCTAHOBJIICHA IS
Oararpbox pocauH (Kuiper, 1993; Roitsch, Ehnel3, 2000). Jlokanbaa
excrpecist reHy /PT y TIOTIOHY BUKIIMKaJla IIBHUJKY MOOLII3aIi0
KUBHJIBHHX €JIEMEHTIB /10 BifmoBigHoro michs (Guivarc’h et al.,
2002). JlediuuTHi 3a MATOKIHIHAMU POCIMHHU TaKOX 3MIHIOBAIH
MOTIK acCUMUIATIB y maroHax 1 kopensx (Werner et al., 2008). L
JaHl CBiAYaTh PO BUCOKY arparyiouy e(eKTUBHICTh HUTOKIHIHIB.
OueBHIHO, BUCOKI PiBHI IIMX TOPMOHIB y J03PiBalOuOMY HACIHHI
HEOOX1/1H1 /JIs1 CTBOPEHHS CUJIIbHUX (1310J0TTYHUX TPAAIE€HTIB, K1
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MiITPUMYIOTh 3[aTHICTh HACIHHS KOHKYPYBAaTH 3 THIITUMHU OpraHaMH
POCIIMHH 3a MOKUBH1 PEYOBUHH.

HecnoniBani pesynasratu Oyl OTpUMaHi IPH  JTOCIHIIKEHHI
HACIHHEBOT PEMpOAYKI[li T€HETUYHO TPAHCPOPMOBAHUX POCIHUH.
Ax gedinuTHI 3a HUTOKIHIHAMHM, TaK 1 MYyTaHTHI 3a T€HaMU
pelenTopiB HUTOKIHIHIB (a/k) pociyuHu apabiIonCcUCy YTBOPIOBAIU
HaciHHS yABIYl OUTBIN 3a po3MipaMH, HIXK POCIUHH JTUKOTO
tuny (Eckardt, 2003; Riefler et al., 2006), npu 1bOMY KITBKICTh
HaciHHs 3MeHIIyBanacs. Lle BigOyBanocs 3a paxyHOK 301IbIICHHS
SK KUTBKOCTI, TaK 1 po3MipiB KIITHH. Take SBHINE TMOKH IO HE
3HAMIIO NOSCHEHHS, ajie MOKe OyTH KOPUCHUM JJIs1 3aCTOCYBAaHHS
B arporpOMHUCIIOBOCTI.

[{utokiHiHK O€pyTh YUaCTh y PEryIsIlii BUXOAY HACIHHS 31 CTaHy
CIOKOI0 1 mpopocTanHsi. OOpoOka eK30reHHUMH IIUTOKIHIHAMH Ta
iXHIMU aHAJIOTaMH CTUMYJTIOBAJIa IIEPEPUBAHHS TIIMOOKOTO CIIOKOIO
Ta CHpUsJia MPOPOCTAHHIO HACiHHSA 0ararbOX BHUIIB POCIUH
(Farrant et al., 1993; Kucera et al., 2005; Pedroza-Manrique et al.,
2005; Niedzwiedz-Siegien, Buklaha, 2006; Patil et al., 2012).
Byna orpumana 3HauHa KiTIBKICTh JAHUX MPO T€, IO B ABOJOIBHUX
UUTOKIHIHKM OepyTh ydyacThb B MOOLTI3alli 3amacHUX MOKUBHUX
peuoBuH (Benennuena, Mycarenko, 1990; Vedenichevaetal., 1991).
3/1aTHICTh OCHOBUX OPraHiB MPOPOCTKIB CHHTE3yBaTH ITUTOKIHIHU
BKE B IepIry 100y MpopoCTaHHs Oyiia BCTAHOBIIEHA 33 JOMTOMOT OO
miuenux nonepenuukis (*C-ameniny) y monuny (Nandi et al.,
1988) ta kykypym3u (Hoccart, Letham, 1990). BusBnena takox
MOKJIMBICTh TPAHCHOPTY CHUHTE30BaHHUX Yy 3apOAKOBIM oOci
uToKiHiHIB B eHaocrepm (Hutton, Van Staden, 1982; Hoccart et al.,
1990). YV pobotax ocTaHHIX POKIB ITOKa3aHO, 1110 T€HU 010CUHTE3Y
W Jerpajanii HIUTOKIHIHIB y KOJEONTWISX 1 MEPBUHHOMY KOPIHIIL
JIBOAOOOBHUX TPOPOCTKIB KYKYpYIA3UW EKCHPECYIOThCS BKpaii
HE3HAYHO, MPOTE ICHYE MOXKJIUBICTH TPAHCHOPTY LUTOKIHIHIB Yy
(dbopmi DIIOKO3U/IIB 3 €HAOCIEPMY B OChOBI OpraHu, A€ B IIeH Yac
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CIIOCTEPITa€eThCsl IHTCHCUBHA €KCITPECisl TeHIB B-TITIOKO3M1a3H, KA
nepeTBoproe ix Ha akTuBHI hopmu (Vyroubalova et al., 2009).

Bcio BUIOBY CYKyNHICTh HAaciHHS B 3aJIeKHOCTI BiJ] TOTO,
3HEBOAHIOETHCS BOHO Ha 3aKIIOYHUX CTaJIIX PO3BUTKY UM Hi,
YMOBHO MOKHA PO3JUIMTH Ha /1Bl rpynu. buteuiicts BUAiB hopmye
HACiHHS OPTOIOKCAJIILHOTO THITY, SIKE 37aTHE 3HEBOIHIOBATHCS 10
MOBITPSIHO-CYXOTO CTaHy 0e3 BTpaTH >KUTTE3JATHOCTI 3apojka
(Harrington, 1972). BogHouac HaciHHS 1HIIMX BUIIB MICTUTBH Bif
40 mo 60% Boau (pexanwpiutparauit Tum) (Chin et al., 1984) 1 mpu
BUCYIITYBaHHI BTpavae KUTTe3AaTHICTh. HaBiTh mpu 30epiranHi y
BOJIOTHX MICIISIX JKUTTE3AATHICTh TAKUX HACIHUH JIOCUTHh KOPOTKA
Ta He nepeBuIlye Kitbkox MicsauiB (Berjak et al., 1990). Bunu 3
pPEKaJbIUTPATHUM THUIIOM HACIHHS TOIIMPEHI B 30HI BOJOTHUX
TPOMIKIB, NPOTE TPAIUIAIOTHCS TAKOXK 1 B IMOMIPHOMY KJIIMATI.
[lepeBaXxHO 11€ PaHHBOKBITYYl JEPEBHI POCIWHH, HACIHHA SIKUX
JI03piBa€ BXKE B CEPeUHI TPABHS 1 3a CIIPUSTIMBUX YMOB IIBHJIKO
npopoctae, GOpMyrOUd A0 OCEHI HEeBENUKi pociuHu. HaciHHs
OPTOOKCAIILHOTO THUITY PO3MOAUISIIOTh Ha TPYIHU 3 BUMYIICHUM Ta
opraniuauM criokoeM (Bewley, 1997). Ilepmie 3matHe mpopocTaTi
ofpazy K TICIs MAO3piBaHHS, TPOT€ YMOBH HABKOJHUIIHBOTO
cepefoBUIla (HHU3bKa TeMIleparypa, HEIOCTaTHS BOJIOTICTH abo
OCBITJICHHS, TOILI0) CTPUMYIOTH 11eil nporiec. Crokiid apyroi rpynu
HAclHHS 3yMOBJIIEHMH a00 NPUCYTHICTIO MOPCTKOi OOOJOHKH,
SKa MEXaHIYHO IEPEIIKO/PKAaE MPOPOCTaHHIO, a00 HASBHICTIO Y
3apOJIKY CKJIAHOTO METa0O0JIIYHOTO «OJI0OKay, SIKMH 1HT10ye€ 3amycK
O10XIMIYHMX peakIiii, HeoOXiMHUX [UIsi mpopocTaHHs. Hacinug
3 opraHiyHuM (Horo 1mie Ha3uBarOTh (Hi310JOTIYHIUM) CIIOKOEM
nmoTpedye MPOXOMKEHHS CTaIll MCII30upaTbHOTO A03piBaHHSA a00
cTparudikarlii, kojau Bi10yBarOThCS MEPETBOPEHHS, 1110 TPU3BOIATH
710 pyiiHYBaHHS 000JIOHKH a00 3HATT ,,0/10Ka”.

[IpoBomuny MOPIBHSUIBHUIN aHalli3 JUHAMIKWA IUTOKIHIHIB MPHU
(GbopMyBaHHI HACIHHS JEPEBHUX BUMAIB POCIHUH 3 PI3HUM THUIIOM
CTIOKOIO: KaIlTaHy KiHCbKOTO (Aesculus hippocastanum L.), sxe
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Tabnuys 3. Bmict ¢iToropmoniB y nmpoueci po3BUTKY HacinHsa Aesculus
hippocastanum, HT/T MacH CHPOi pe4OBHHHI

Yac micis uBiTiHHS, 100a
. 40 90 140
@rroropmon IntakTHe | 3apoakoBa 3apoakoBa
. P Jl CiM’ o P )1 CiM’ssmonmi
HACIHHS BiCb BICh
4 230+ 11 105+5 92+4 48 £ 2 84 +4
ZR 462 £23 168+ 7 156 +7 62+3 105+5
ABK 203 +13 112+ 10 91 +£8 88 +7 138+ 15
Z/ABK 1,13 0,94 1,01 0,55 0,61

XapaKTepU3yBaloCcs BUMYIICHUM CIOKOEM, KJ€Ha TaTapChKOTO
(Acer tataricum L.), sxoMy npUTaMaHHUI OPraHiuHUN TUII CIIOKOIO,
a TAKOX PEKAJIBIIUTPATHOTO HACIHHS KJIEHA CPiOsCTOrO, B SIKOTO
CIIOKI# BIACYTHIN (Acer saccharinum L.).

MakcumanbHUN BMICT IIUTOKIHIHIB Y HaciHHI A. hippocastanum
OyB MPUCYTHIN Ha MOYaTKy popMyBaHHS 3apoaka (Tabm. 3). Ha mei
4yac piBeHb 3€aTUHPUOO03UY yABIUl MMEPEBUIIYBAaB BMICT 3€aTHHY.
Ha craznii 1HTEHCMBHOIO POCTY B 3apOJKOBHX OCSAX MICTHIIOCH
Jemio Oibllle MUTOKIHIHIB, HIXK y CIM’SI0JSMX, TO1 SIK HAPUKIHII
JO3pIBaHHs II€ CITIBBIJHOIICHHS 3MIHIOBAJIOCS Ha MPOTHIICKHE.
Crnocrepiranacss TEHIEHLIS 10 3MEHILEHHS KOHLEHTpalii 000X
¢bopM LMTOKIHIHIB y HACiHHI B INpPOLECI PO3BHUTKY, NPU LHOMY
3eaTHHPUOO03H]I TIepeBakaB Ha BCIX eTamax AOCHiKeHHs. MoxHa
MIPUITYCTUTH, 1110 HA CTa 111 IHTEHCUBHOT'O POCTY HACIHHS LIMTOKIHIHU
KOHTPOJIIOIOTH PICT 3apOJIKOBOI OCi, aKTUBYIOUM KIITUHHUI MO,
a Ha CTajAll HAKOMHUYEHHS MOXMBHUX PEUYOBUH BUCTYMNAIOTh SK
arparyrouuil Qgakrop y ciMm’sgonsx. Hampukinui emOpiorenesy
3apOJIKM MICTSITh JIOCUTh 3HAYHY KUIBKICTh LUTOKIHIHIB, TPH
IBbOMY YJIBTPACTPYKTypa KIITHH XapaKT€pPU3ye€TbCS HAaSBHICTIO
MOBHICTIO C()OPMOBAHUX s/I€p, OPraHesl 1 MEMOpPAaHHUX CTPYKTYD,
a TaKoXK BUCOKMM BMiCTOM BiIbHUX 1 3B’s13aHux ¢opm IOK ta ABK
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BwMoT UMTOKIHIHIE, HOT MAcH

BMICT UHTOKIHIHIE,
HI/T MACH CHp 0f P EYOBHHA
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E Puc. 10. BMicT UIMTOKiHIHIB y 3apoKax
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(Musatenko et al., 2003). [TopiBHSHHSI CHiBBIJHOIICHHS BMICTY
3earnny ¥ ABK Ha pi3HHX CcTafisiXx pO3BUTKY HACIHHS BUSBHIIO
3MEHIIIEHHSI I[hOTO TOKa3Huka yaBiui Big 40-i mo 140-1 mobwm
no3piBanHs (Tabm. 3).

3apoaku HACIHHS Acer tataricum 3 OPraHIYHUM THUIIOM CIIOKOIO
MICTHJIM BUCOKI KOHIIGHTpAIlil IUTOKIHIHIB Ha MMOYaTKy PO3BUTKY.
ITo mipi mo3piBaHHS 1 3HEBOJHIOBAHHS HACIHHS PIBEHb ITUTOKIHIHIB
y 3apOJIKYy 3HUKYBaBCS J10 MiHIMaIbHUX 3Ha4eHb (puc. 10). Hacinus
A. tataricum MoxHa OyJI0 BUBECTH 13 CTaHy IIIMOOKOTO CITOKOIO 32
JIOTIOMOT'OI0 XOJIOJTHOT BOJIOTO1 CTpaTH(iKailii BIPOJOBXK 3 MICSIIIB.
3a crarycoM HUTOKIHIHIB (puc. 11) HaciHHA y cTaHl DIMOKOTO
CIIOKOIO, SIKE HE IMPOpOCTae, 1 Take, M0 Oyno crparudikoBaHe i
3[IaTHE MPOPOCTATH, BIAPIZHAIOCS JIUIIE 32 KUTbKICTIO 36aTHHOBUX
TOPMOHIB Y CIM’SI0MSIX.

Panime Oyrio BCTaHOBJIEHO, MO0 ITUTOKIHIHM OEpyTh Y4YacTh
y MoOWmi3almii TOXUBHUX PEYOBHH Yy 3allacarouMx oOpraHax
IpU TPOPOCTaHHI HACIHHA 0araTbOX BH[IIB, AKTUBYIOTb y HHUX
rizponitTuyHi i nporeonituuHi pepmentu (Mufioz et al., 1990).
Ou4eBUIHO, BIICYTHICTh aKTUBHHUX ()OPM IUTOKIHIHIB Y CIM’ SIIOTAX
A. tataricum BIITUBA€E HA JOCTYMHICTh CHEPTETUYHUX 1 TUTACTUYHHUX
pecypciB, HEOOX1THUX I TPOPOCTAHHS, 1 B TAKUH CMIOCIO BU3HAYAE
MUOMHY Crokor HaciHHA. Kpim Toro, y 3apoakax A. tataricum
17 Yac Ao3piBaHHs piBeHb BUIbHOI (opmu ABK 3poctaB yTpuui,
BIJIMTOBITHO cIiBBiHOMIEHHS BMicTy 3eatuH/ABK 30imbiyBanocs y
JIeK1JIbKa pa31B Ha KOPUCTh MUTOKIHIHY. [Ticis crpatudikariii 3Ha4HO
3MEHIITyBaBcsl piBeHb eHnoreHHoi ABK, Toni sik criBBiAHOIICHHS
3eatn/ABK 3pocrano y monan 30 pasis (Tabm. 3).

VY 3apoakax 103piBarOduoOro HaciHHA Acer saccharinum, ske
BIIHOCUTBCSA IO PEKAJBIMUTPATHOTO THITY, OYJIO BHUSBICHO
3eaTUHPUOO3H/I 1 TUT1IpO3eaTHH, IePIIHid, K 1 y OTepeIHIX BUIIB
KJICHIB, OyB TOMiHyt04UM (puc. 12). BMICT HUTOKIHIHIB OCTYIIOBO
3pOCTaB 3 PO3BUTKOM HaCiHHS 1 JocsraB MakcumMymy Ha 30-i1 1eHb
MICNIs 3alWJICHHS, KOJIM 3apOA0K HaOyBaB HaWOUIBLIMX JIIHIKHUX
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B 3eatnHpuO03u 1

JTIIpO3eaTUH

]

R

AR

BMicT nUTOKIHIHIB, HT/T MacH cUpOI pedyOBUHHI

14 20 30 37 42

JloOw 1micyst 3anucHHS

Puc. 12. BmicT UUTOKIHIHIB Y 3apoAKax HaciHHS Acer saccharinum Ha pi3HHX
CTaisIX PO3BUTKY

po3mipiB. Jlo3piBaHHS HACiHHS CYHPOBOKYBAJIOCA 3HUKECHHIM
BMICTy 3€aTHHpUOO3UAY Ta AWTiApo3earnHy. HaiOimpmmii BMIiCT
ennorenHoi ABK mpunanas na 20-if AeHb Micis 3alWICHHA, a B
J03pUIOT0 HACiHHSA BiH OyB MiHIManbHUM. OTXe, peKalbLIUTpaTHE
HACIHHSI KJIEHA CPI0JISICTOrO, SIKE 3[aTHE IPOPOCTATH OPA3Y K MICIIS
J03piBaHHS, XapaKTEePU3yBaJlIOCs HEBUCOKUM BMICTOM IIUTOKIHIHIB
Ha ¢oni miHiManbsHOro BMicTy ABK (Musatenko et al., 1995).
Po3paxyHku CIiBBIIHOIIEHHS! BMICTy BIJIBHHX aKTHBHHUX (hopMm
UTOKIHIHIB 1 BMicTy ABK B HaciHHI JOCTIKEHUX ACPEBHUX BHUIIB
MOKa3alio, 10 BOHO Oyio Maixke ogHakoBuM (~ 0,5) y 3apoKoBUX
opraHax HaciHHs Acer hippocastanum 1 A. saccharinum, sxe 0yno
3aTHE TPOpOCTaTH Ticis ao3piBaHHs (Tabn. 4). B mospinomy
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Tafitnys 4. Cunispignowenns smicry siasaux Qopm divoropmonis y
JAPONKOBHX OPrasax HACIHHA AePeBHHY BUAIB pociun

Haciuns
Acer ; ; j .
; A. tataricum | A tataricum nicna | A saccharinum
aigpacustanim micns aospisanus | crparmdikanil | miesas aospiBmiig
MICAA ADPIBAHHA pIne P TR
Z/IABK ZIABK Z/ABK DHZ/ABK
0,55 0,04 1.46 0,57

Hacinul A. tataricum y cTanl ubHOKOTO CIIOKOI0 LEH NOKa3HuK OyB
HA TTOPANOK HHKYHIL, a 1cas XounoaHol crparudyirauii 3pocTas y
nonas 30 pasis.

Takum 4uHOM, HACIHUA JOCILKEHHX BHAIB ASPEBHHX KYJIbTYP
3 PI3HOIO 1TIHOMHOKO CHIOKOD XapaKTePH3YeTCH BUCOKUMH PIBHAMM
LATOKIHIHIB HA [OYATKOBHX €TAIAX PO3BHTKY 1 TEHACHLIEI) 10
3HMKEHHA IXHBOIO BMICTY 110 Mipl (opMyBanHs H A03piBaHus.
Moskia cTBepUKYBATH, 1O IHTEHCHBHUI PICT 3apOJAKOBHX OpraHin

100 - ;
E\q J
-4 ."f
E 75 - /
B .ff
= 50
f,
{ " —s— DGpobra FHK
= 2] / ~m— Crparmidiscartia
A
.,-'-""_HF'-FFI-_
0 = T T
0 30 60 o0
Jni

Puc. 13. llpopocranms sapoakie Acer fataricum, 110 NOKOITECH, B TEMPAERI IPI
+22 °C micas nonepeaibol odpobkn KacMoH0B0I0 KHcaoTolo (500 mr/a) i mcis
XOAOAHOT CTparuikailii BIPOIORK PI3HOID Yacy
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[B]

100 ~

BMIicT HHTOKIHIHIB, HT/T MacH CHpoOi PeUYOBHHH

0 12 24 36 48 60 72 34 96

Yac oGpobki, Tog

Puc. 14. BmicT nuTOKiHIHIB y 3apoKax HaciHHS Acer tataricum micis 0OpoOKu
KACMOHOBOIO KuciI0Tor0 (500 Mr/m): 1 — 3eatuHpu603un, 2 — 3eaTHH

Ha TOYaTKy eMOpioreHe3y 3aJIeKUTh BiJ BUCOKHX KOHIICHTpAIii
3€aTUHOBUX TOPMOHIB 1 PEryaloe€Tbcs HUMH. 3iCTaBJICHHA
OTPpUMAHUX JaHWX 3 pe3ylbTaramu JociijxkeHHs Bmicty ABK
MOKa3alo, 110 MIMOWHA CIIOKO HACIHHSA, BOYEBUb, BUBHAYAETHCS
HE CTUIBKH aOCOIIOTHUMH KIJBKOCTSAMHU IIMTOKIHIHIB, CKUIBKH
CHiBBIIHOIICHHSIM BMICTY 1uToKiHiHU/ABK.

[IpopocTtanns 103pia0ro HACIHHS A. tataricum 6e3 cTpatudikamii
MOXXHa JIOCSITTH JIBOAOOOBOIO 0OPOOKOIO KACMOHOBOIO KHCJIOTOIO
y koHnentparii 500 mr/a (puc. 13).

XKacmonosa kucnora (JKK) yacto po3misiiaeTbes OJHO3HAYHO SIK
1Hri161iTOp NMpopoctanHs HaciHHs (Wasternack, Hause, 2013), xoua
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1€ TBEP/KEHHS CIpaBeIJIMBE JIMIIE JJIS HACIHHS 3 BUMYIICHUM
crnokoeM. OOpoOka HaciHHS 3 IMOOKUM (P1310JIOTTYHUM CIIOKOEM
po3zuuHoM KK npu3Boauiia 10 nepepuBaHHs CIOKOIO 1 TPOPOCTaHHS
HaciHHs ([lanmenkas, 3emOanep, 1989; Berestetsky et al., 1991;
Yildiz et al., 2008). BcTtanoBneHo, 110 [1isl IbOTO PETYISITOPA POCTY
3alleKUTh Bil THIy 3anacHuUX pedoBuH (Jlamerkas, 3emOmHep,
1989; Babenko et al., 1997). V kieHa tarapchbKOoro OCHOBHOIO
3aMacHOI0 PEUYOBUHOIO € JIMiAN, 00poOKa KAaCMOHATOM BUKJIMKaIa
iXHIN po3maj, BUXi/I 3 TUOOKOTO MOKOFO H 1HIIAIiI0 TPOPOCTAHHS
(Babenko et al., 2015).

Jlns 3’sicyBaHHS MEXaHi3My [iii IbOTO PeryisiTtopa pocTy Oyio
OCII/DKEHO MOro BIUIMB HAa BMICT €HIOTEHHUX [ATOKIHIHIB
(puc. 14).

[Tokazano, 1o Brpoaosx 96 rox miciast 0OpoOKU BMICT 3€aTUHY 1
3eaTHHPUO03H Ty Y HACIHHI MTOCTYIIOBO 3POCTAB 1 IOCATaB BEJIMYMH,
K1 3HaYHO TEPEBUIIYBaJd MOKA3HUKH, OTPUMaHI MPU BUBYCHHI
IUTOKIHIHIB HAaCIHHS A. tataricum micnus ctparudikamii (puc. 14).
OTxe, xonoaHa crparudikaris i 00podka KacCMOHOBOIO KUCIOTOIO
MO-pi3HOMY BIUIMBAIOTh HAa CTAaTyC IMTOKIHIHIB y HACIHHI KJ€Ha
tarapcbkoro. Bpaxosytoun, mo XK akTuBye reHu, siki KOAYHOTh
penentopu ABK (Wasternack, Hause, 2013), MmoxHa MpUITyCTUTH,
1110 i poJIb B 1HIITIAIIT TPOPOCTAHHS MOJIATAE B IOPYIICHH] OanaHcy
€HJI0T€HHOI0 BMICTY i CUTHAJIIHTy IMTOKIHIHIB i1 ABK.

Bucoka mBUAKICTh POCTY HA MOYATKOBHX €Tarax MpOpOCTaHHS
POCIIMH TMOB’s3aHa 3 IHTEHCHMBHUM TMOIIJIOM 1 PO3TATYBaHHIM
KIITUH. Y KYKypyA3U BCTAHOBJIEHA KOPEJSIS MK MITOTHYHUM
iH7eKCOM 1 piBHSAMU 1UTOKiHIHIB (Mockanesa, 1990), mik BMicTY
aKTUBHUX (OpM IIUTOKIHIHIB y 7-1000BHX MPOPOCTKIB IIi€l
POCIIMHH 301raBcs 3 MAKCUMYMOM MEPUCTEMATHUYHOT aKTUBHOCTI Ta
BunoBkeHHs (Vyroubalova et al., 2009). [Toni6GHi pe3ynasratu Oyio
OTPUMaHO Ha 6-1000BUX MpopocTKax ropoxy (Stirk et al., 2008). YV
7-neHHUX IPOPOCTKaX KBACOJI1 IOMIHYBaJIU HYKJIEOTH/IHI HEAKTUBHI
dbopmu mwmrokiHiHiB (Hammerton et al., 1996). 306inbiieHns
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Puc. 15. BmicT nuTOKIHIHIB Y HAaciHHI Acer saccharinum TpU IPOPOCTaHHI

BMICTY UIUTOKIHIHIB CIIOCTEPIrajiocs B TIMNOKOTUJII MPOPOCTKIB
KBacoJll PU TEPEXoli A0 POCTY PO3TATYBAaHHSIM, a B KOPEHSX
Ml 4Yac 1HTEHCHBHOTO TOJIIY KJIITHH PIBeHb IWTIJIPO3€aTHHY
OyB HeBucokuM (Benenumuena, 1990). Ilicns nexamitauii 6amanc
IUTOKIHIHIB ¥ 7-A€HHUX MPOPOCTKAX TOPOXY 3HAYHO 3MIHIOBABCS
(KoroBa u ap., 2004).

[IpopocTtanHs HaciHHS ¥ (OpMyBaHHS MPOPOCTKIB JBOJIOJIBHUX
(4. saccharinum) Ta OXHOMONBHUX (Z. mays) CyHnpOBOIKYETbCS
3pOCTaHHSAM BMICTY aKTUBHHUX ()OpM ITUTOKIHIHIB (pHcC. 15, Tadm. 5),
110, OYEBUJIHO, MOB’A3aHO 3 YYacCTIO LIMX TOPMOHIB Yy peryJsiii
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Tabnuys 5. Bmict uuToKiHiHIB B opraHax mpopocTkiB Zea mays (copt
JHinpoBcbka 247) npu NpopoCTaHHi, HI/T CHPOI pe40OBHHU

Opran Bik npopocTkis, To1 Lnroxisin
MIPOPOCTKIB ’ Z ZR 720G
48 17248 105+5 0
Bpynbpka 72 289+13 173+8 773
96 344+15 195+9 112+6
48 76+3 3542 29+1
Me30K0THIIb 72 82+4 44+2 69+3
96 72+3 37+2 5142
48 258+12 19649 5442
Kopiub 72 314+15 252+12 112+6
96 338+15 263£12 92+4

MPOLIECIB aKTUBHOTO POCTY 3apPOJKOBHUX OPraHiB BHACIAOK MOMALTY
Ta PO3TATyBaHHS KJIITHH.

V nacigHi A. saccharinum 010CHHTE3 1 META00JI13M IIUTOKIHIHIB
PO3MOYMHAETHCS B Tepii § rojx mpopocTaHHs. Pi3ke 3pocTaHHS
iXHBOTO BMICTYy Ha 72-W TOA TPOPOCTAaHHS CBIAYUTH MPO SKICHI
3MIHM Yy CHUCTEMI CUTHAJIIHTY LIMX TOPMOHIB came B el mepion
(puc. 15).

VY mpopocTtkiB Z. mays GHopMyBaHHS 30H POCTY 1 301IbIICHHS
KUJIBKOCTI KJIITHH, K1 IepeOyBaJid y CTaH1 MOJLIY 1 pO3TATyBaHHS,
MPUCKOPHEHHSI POCTY OPTaHiB CYMPOBOMIKYBAJIOCS 301IbIICHHIM
piBHS aKTMBHUX (OPM ITUTOKIHIHIB 1 MOSBOIO 3B’s13aHOI popMu —
3eatnH-O-TmoKo3uy. MOXHA TPUITYCTUTH, MO0 HAJIAIIOK
[UTOKIHIHIB, SIKMH YTBOPIOETHCS TPU aKTUBI3alli Oil0CHHTE3Y
TOPMOHIB de novo, 3anacascs y Gopmi O-IIIOKO3U Y, 31aTHOTO JIETKO
PO3ILIEIUTIOBATHCSA /10 BUIBHOIO CTaHy B pa3i norpedu (Mok, Mok,
2001), cTBOPIOIOYM TaKUM YMHOM MOOUTHHHI pe3epB. JlokanbHwMiA
CHUHTE3 IMTOKIHIHIB B aleKkcax MaroHy Ta KOPEeHS MiATBEPIKYE
(YHKIIOHYBaHHS LIUX TOPMOHIB SIK €HJOKPUHHUX CUTHAJIIB BXKE Ha
MOYATKOBUX CTaisIX PO3BUTKY HOBOTO OpPTraHi3My.
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Takum YHWHOM, ITUTOKIHIHM OepyTh y4yacTh y (OpMyBaHHI Ta
(YHKIIOHYBaHHI SK BEreTaTUBHUX, TaK 1 T€HEPAaTUBHUX OpPTraHiB
POCIIMH Ha BCIX CTaJisiX OHTOreHe3y. BakJIMBUM MOMEHTOM INpHU
IBOMY € 3JaTHICTb IMX TFOPMOHIB MO-PI3HOMY CIpPSMOBYBaTH
PO3BUTOK PI3HUX TKAHUH (BEPX1BKOBUX MEPUCTEM MATOHY i KOPEHIO)
Ta 31MCHIOBATH OOMIH 1H(POPMAITIEIO MIXK IT1I3€MHOIO 1 HaJI36MHOIO
YacTUHAMHU POCIMHM 32 JIONOMOTOK  JIOBIOJMCTAaHIIMHOIO
TPAHCHOPTY Pi13HUX (HOPM LIUTOKIHIHIB (0a3UIeTaTIbHUN TPAHCIOPT
130MEHTEHIa/ICHIHY Ta aKpONEeTAIbHUN — 36aTHHPUOO3UTY ).
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I'JIABA 6

YUYACTH IUTOKIHIHIB Y ®OPMYBAHHI A TAIITAIIII
POCJIMH JIO AIi CTPECOBUX UNHHUKIB

Pocnunu BOpoOgOBX YyChOTO KHUTTSA MIANAKOTBCA il PI3HO-
MaHITHUX BIUIMBIB OTOYYIOYOro cepeaoBuina. Ilpu mocraTtHbo
BHCOKIM 1HTEHCHUBHOCTI W TPHUBAJOCTI TakKoi JAii y POCIMHHOMY
OpraHi3mMi BUHHUKAE psAl crenuiyaux 1 HecmenudiuHUX O3HaK,
AK1 IHTETPYIOThCS B €MHUI MPOLIEC, 0 HA3UBAETHCA CTPECOBOIO
peakiiero abo mpocto crpecoM (KocakiBebka, 2003). EBomroriiino
y pocinuH cdopmyBanacs ckiaaHa AudepeHiiiioBaHa CUCTEMa
CHUTHAIHTY, CIPsIMOBaHA HAa CHPUNHATTS 30BHINIHIX YWHHUKIB 1
MOJAJIBITY TPUCTOCYBAJIbBHY J0 HUX Moaudikaiio pocty. Y mii
CHUCTEMI KJTFOUOBY pOJIb BIAITPatoTh hiToropmoHu. OiaykTyaliicTpec-
3aJIeKHUX TOPMOHIB BITHOCATHCS IO HAWIMHAMIYHIIINAX 3MiH, 10
BiJI0YBalOThCS Y POCIIMHHOMY OpPTaHi3Mi IPU CTpecax, 3aBAsSKA HUM
CKOOPAMHOBAHO PETYJIIOIThCS aganTaiiiai nepedynosu. CydacHi
JOCTIKEHHS TIEPEKOHIINBO IEMOHCTPYIOTh TICHY B3a€MOJIII0 MiXk
pisHuMH (diToropMoHaMH y (OpMyBaHHI CTIHKOCTI POCIWH [0
ctpecib (Kohli et al., 2013). Tum He MeHII1, KOXKEH 3 HUX, BOUECBH/Ib,
3aliMa€ TIeBHE MiCIle Y KacKaJHIi CUCTeMI TPaHCAYKIIii 30BHIMIHIX
CUTHAIB 1 BUKOHYe cTporo cnenudiuni ¢pynkuii (Eyidogan et al.,
2012). Hait6inpIn D0CHiIKEHUM «CTpecoBUM» ropMoHOM € ABK,
MiABUIIEHHS BMICTY SKOTO Oyn0 3a(iKCOBaHO MPAKTUYHO B YCiX
BHIAIKaX, KOJW POCIWHU ITIJIaBaIH Aii TUX YW 1HIIMX CTPECOBUX
yuHHUKIB. AHTaro"ictoM ABK y perynsmii 611bIocTi mporeciB
BHUCTynae 3earuH abo iHmi 1utokiHiau (Kymaesa, ITpokomiiena,
2004). AGiotnuHi cTpecu (TimepTepMis, MOCyXa, OXOJOKCHHS,
3aCOJICHHS ) CIIPUYHHSAIOTH 3MIHU y BMICTI pi3HUX (DOPM ITUTOKIHIHIB
(Wahid et al., 2007; Javid et al., 2011), mIBUIIMTH CTIHKICTH
POCJIHMH JIO CTPECIB MOXHA 3a JOTIOMOT0I0 0OpPOOKH €K30T€HHUMU
nutokidinamu (Liu, Huang, 2002; Mycienko Ta iH., 2014) a6o
TeHHUMH MOJUQIKAIIsIMU, IO MPU3BOAATH 10 3MiH Y OiOCHHTE31
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Ta Metabomi3Mmi 1uTokiHiHIB (Peleg et al., 2011; Mackova et al.,
2013; Reguera et al., 2013). YBara 10 BUBUEHHSI POJIl IIUTOKIHIHIB
Yy BHUHUKHEHHI NPHUCTOCYBAJBHUX pEAKI OpraHiaMy Ha Jiio
HeCTIpUITINBUX (akTopiB AOBKULIA 3pocTtae (Tutos, TamaHoBa,
2009; Argueso et al., 2009; Ha et al., 2012). [Ipote 3anuimiaerbcs
nie 6arato He 3’SCOBAHMX MUTAHb MO0 (QYHKIIH OKpeMHux Gopm
IUTOKIHIHIB 3a J1i pI3HOMAHITHUX CTPECOBUX YHHHUKIB, 3HAUCHHS
KOH’Ioraiili NMUTOKIHIHIB B aJanTaliiiHu{ Tepion, JoKamizaril
IUTOKIHIHIB B OpraHax pOCJIMH Ta iXHE CIiBBIJHOLICHHS, y4acTi
IIUTOKIHIHIB Y (POPMYBaHH1 CTIMHKOCTI IO CTPECIB TOIIIO.

BucoxoremneparypHuii crpec

Haii6imbny KiTbKICTh TAHUX MO0 JMHAMIKHU ITATOKIHIHIB B yMOBax
HeratuBHUX (pakTopiB OyJI0 OTPUMAHO MPH JOCIIKEHH] BIUTUBY Ha
POCIIMHU ITiIBUIIICHOT TeMIieparypu. BucokoremrieparypHuii cTpec,
SIK TIPABUJIO, BUKJIMKAE 3MEHIIICHHS PIBHIB €HIOTEHHUX ITUTOKIHIHIB
(Dobré et al., 2015). Tak, 3HWKEHHS IMUTOKIHIHOBOI aKTHUBHOCTI
Oyno 3adikcoBaHo B npopoctkax mnirenuili (Kocorora, 1986) 1 BiBca
(UyiikoBa, JIuxonar, 1988), Akmio HaCciHHS mepes MPOPOITyBaHHIM
MiJ/1aBaiy Jii TPUBAJIOTO TEIUIOBOTO IIOKY. B MpOpPOCTKIB STUMEHIO
TEIUIOBUM IIIOK BUKIIMKAB CYTTEBE 3HW)KCHHS BMICTY 3€aTHHY M
searuapudo3uay (Edpemos u ap., 1992). ¥ npopocTkax miineHHI
Opy  TABUINEHHI TEMIIEpaTypyd 3HIDKYyBaldacs KOHIEHTpALlis
CyMapHOI1 KUIbKOCTI IIUTOKIHIHIB i okpeMux ropmoHiB (Farkhutdinov
et al., 1997) Ta cmocrepirasocs HAKOMUYECHHS KOH IOTOBAaHUX
nuTokiHiHiB (Mitrichenko et al., 1996) 3 momganbIMM BiTHOBICHHIM
70 BUXIZHOTO PIBHS MPU HOpMaJlizalii TEeMIEpaTypHOrO PEKUMY
(BecenoB m np., 1998; Veselov et al., 1998). Anamiz posmnomity
IUTOKIHIHIB MK TAarOHOM 1 KOpEHEM IpH i1 rineprepmii Ha poCIUHA
MIIIEHUI[ TOKa3aB, 10 HarpiBaHHS CyTTEBO HE IMO3HAYAETHCS Ha
Oananci cuHTE3y 1 PO3KIJIaZJaHHI TOPMOHY B IPOPOCTKAX Y IIOMY, a,
MO>KJIMBO, JIMIIIE BIOYBaJIOCS 1HT10yBaHHS MOTO BITOKY Bijl KOPEHIB
(dapxytauHoB u ap., 2003). IlikaBo, 110 TEMJIOBHM IOK IMiICUITIOE
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Tabnuys 6. Bmict diroropmonis y mnpopoctkax Zea mays 3a Jii
BHCOKOTEMIIEPATYPHOIO CTpecy, HI/T MacH CHPOI pe4OBHHH

@1TOropMoH
. ZR 720G ABK
Bapiant
Hanzemua . |HagzemHua . |Han3zemua )
Kopeni Kopeni Kopeni
YacTHHA YacTHHA YacTHUHA

I'iopun Turan 220 CB
Kontponp | 270+ 11 | 356 £8 1144+3 [184+9| 21010 [160+9
Jocnin 126 +5 |216+10 36 £2 24+1 | 28015 2709
I'iopun Henrryn CB
KonTpons | cmign 40+£2 12 £0,5 | 88£2 301 20«1
Hocain CIIi N 211 72 £3 |216+4| 114+9 |100=+4

MPOSIB TUTIOBUX PEakKilii Ha €K30TeHHI IUTOKIHIHY (ITO3eICHIHHS
JUCTKIB Ta 3aTPUMKY CTapiHHS), 1110 CBIAYUTH PO MOKIIUBHI BIUTHUB
TeMIiepaTypHoro ¢pakTopa Ha CACTEMY METa0O0JI13My IUTOKIHIHIB Ta/
abo cucrtemy pernentiii mux ropmoiB (Burhanova et al., 2001). [aHi,
SIK1 MIATBEP/HKYIOTh, 1[0 COPSIMOBAHICTh META00I13My ITUTOKIHIHIB
MpU TEIUIOBOMY IIIOIl 3YMOBJIEHA T€HETHYHO, OyIu OTpUMaHi
Ha TPOPOCTKAX TIOTIOHY: SIKIIO MPHPOAHA PEakilis POCIUH Ha
TEIUIOBUN CTPEC TMOJIATaNa B aKTHUBAIlll MPOIIECiB, CIIPSIMOBAHUX HA
3MEHIIICHHS KOHIIEHTpAIlll IMTOKIHIHIB, TO Y TPAHCTEHHUX POCIHH
BOoHa Oyna npotuiiexHoro (Becenos u ap., 1995).

[NOpuan Kykypya3u 3 KOHTPACTHOIO >kapocTiiikictio (Tutan
220 CB — critikuit Ta Hentyn CB — cnaGoCTidKui 10 BIUIUBY
BHCOKHX TEMIIEpPATyp) BiIPI3HSIUCS 32 XapaKTEPOM HAKOTTUYCHHS
Ta pO3MOJILTY IIUTOKIHIHIB SIK B HOPMI, Tak 1 pH cTpeci (Tab. 6). 3a
HOPMaJIbHUX YMOB IIpopocTKH riopuay Tutan 220 CB BiapizHsuncs
3HAYHO OUTBIIMM BMICTOM IIUTOKIHIHIB BiTHOCHO TiOpuay Henryn
CB. 3a xii BucokotemmneparypHoro crpecy (+42 °C) 10CHTh HIBUIKO
3MIHIOETBCS] BMICT IIUTOKIHIHIB. Y cTilikimoro riopuay Turan 220
CB BinOyBanocs 3HIKEHHS BMICTY SIK aKTHBHOI (DOPMU ITUTOKIHIHIB
(3eatmHpUOO3UTY), TaK 1 KOH FOroBaHoi (3eatuH-O-rioko3uy). Y
MEHIII CTIMKOTO, HaBIaKH, 3HAYHO IT1JIBUIIYBaBCS BMICT KOH IOTary.
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GyIefoTrEaMH

Puc. 16. BB rinmeprepmii Ha BMICT UUTOKIHIHIB y 35-m1000BHUX POCIHH
Glycine max copty KuBiH, inHokynsoBanux Bradyrhizobium japonicum 6346

OcranHiil ¢akT MOXKHA PO3MNISIIATU K 1HAKTUBAIII0O TOPMOHY, 110
CBIYUTH PO Pi3HUHN XapaKkTep MeTad0Ii3My IIUTOKIHIHIB y T10pU/IiB
KYKYPYA3H 3 PI3HOIO CTIUKICTIO.

MoxHa NpUIyCTUTH, 110 OUIbII BUCOKUH PIBEHD (PITOTOPMOHIB Y
KOHTpOJIbHUX pocinH T10puay Turan 220 CB Bigirpae 3axucHy poib
1 TIOB’s13aHUM 3 MIABUIIEHHSIM HOTO CTIHKOCTI 10 Ail TimepTepMii,
a crioci® nepeTBopeHb (itoropMoHiB y riopuay Turan 220 CB €
OUIBII aanTaliifHO AOUIIBLHUM, HiX y riopuny Hentyn CB .

VY pocnun Glycine max (L.) Merr. mocyxocriiikoro copty KuBiH,
1HOKY/IbOBaHUX  Oy/bOOUKOBUMH  Oaktepisimu  Bradyrhizobium
Jjaponicum 6430, y a3y aktuBHOI azotdikcamii (35 mi6) micis
KOPOTKOTPUBAJIOTO TEIIJIOBOTO CTPECY IyJI IUTOKIHIHIB y HAA3EMHI I
YaCTUHI CYTT€BO 30OUIBIIMBCS TEPEBAXKHO 3a PAXYHOK MPAHC-
3eaTHHY Ta 130TMeHTeHUIaeHO3uHY (puc. 16). HatoMicTh y KopeHsix
MyJ IUTOKIHIHIB 3MEHIIMBCS, OyB BIJICYTHIH yuc-3e€aTHH, BMICT
3eaTuHPUOO03Kly 3HU3UBCS B 6 pa3iB Ha Tl 3pOCTAHHS KUIBKOCTI
MpaHc-3eaTUHY.
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OyIB0OEEAME

Puc. 17. BB rineprepmii Ha BMICT IIMTOKIHIHIB y 35-1000BuX pociuH Glycine
max copty Iloninbceka 416, iHOKYIIbOBaHUX Bradyrhizobium japonicum 6346

VY kopeHsix, Akl He Manu OylTbOOYOK, TAKOXK 3MEHIITYBABCS BMICT
3eaTHHPHUOO03H 1Y, a KITbKICTh mpanc-3eaTHHY 3pocTaa, mpoTe Oyimu
BIJICYTHI yuc-3€aTHH, 130NEHTEHUIAJIEHIH 1 130MEHTeHIaICHO31H.
[lopiBHAHHS BMICTY Ta CHEKTPYy LWTOKIHIHIB y KOpEHSIX 3
OynmpOoukamMu 1 0€3 HHUX BHSBHIO YYacTh a30TQIKCYHOUUX
MIKpOOpraHi3MiB y HpPOAYKYBaHHI 130MEHTEHIIaJCHIHY M 130-
MIEHTEH1JIaICHO3UHY 32 YMOB TillepTepMii y pOCIHHI-TOCTIOAAPI.

VY pociaun Glycine max xonopocriiikoro copty Iloainbcbka 416
MICAsT KOPOTKOTPUBAJIOTO TEIUIOBOIO CTpPECy IyJl LUTOKIHIHIB y
Ha/I3€MHII yacTHHI 3017bIIMBCA B 2,7 pa3u NEPEeBaXHO 33 PaXyHOK
mMpanc-3eaTUHY Ta 130MEHTEHUIAJACHO3UHY, TOMAlI K y KOPEHsSX
3 Oynp0OYKaMU CHOCTEpIraioch 3MEHUIEHHS IyJly LHUTOKIHIHIB
y 2 pa3u. Y KopeHsiX, fKi He Manu OynbOO4YOK, Takox He OyIo
3HAWJIEHO 3€aTUHPUOO3Uy, KUIBKICTh mpaHc-3€aTHHYy 3pocTala,
a yuc-3eaTvHy, HaBMAKW, JENI0 3MEHIIyBajlach, OylM BIJICYTHI
130TMeHTeHIaIeHIH 1 130neHTeHinaneno3ut (puc. 17). Sk 1 B pasi
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Puc. 18. BrumB KOpOTKOTPUBAINX TEMIIEPATyPHHIX CTPECiB Ha BMICT IIUTOKiHIHIB
y 7-mo0oBuX mpopocTkax Triticum aestivum copty Stpans 60

nocaiaiB i3 coprom KuBiH, mpoaeMoHCTpoBaHO MO3UTUBHUMN BILUTHB
a30T(IKCYOUnx Oylhb00YOK Ha KOpPEHEBIM CHCTEM1 COi Ha BMICT
(bITOrOpMOHIB IUTOKIHIHOBOI TPHUPOIU Y POCIUHU-TOCTIONAPS.
OTxe, micasi KOPOTKOTPUBAJIOTO TEIIOBOTO CTPECY B 000X COPTIB
BiOys10Cs 301bIICHHS BMICTY HIMTOKIHIHIB Y KOPEHSIX 1 3SMEHIIICHHS
y HaazemHi dactuni. Coemudiuni 3MiHM Yy CKJIaai 1 BMICTI
IUTOKIHIHIB 3aJie)Kajlu BiJ COPTY, OpraHy POCIMHHU 1 HasIBHOCTI
Oynp0040K 13 azoTdikcyrounmu Mikpoopranizmamu (KocakiBchka
Ta iH., 2016).

AHTHCTPECOBY Jil0 TpH TinmepTepMii MarOTh MpemnapaTu
UTOKiHIHOBOI mpupomu (MopryH Tta iH., 2002). Tak, oOpoOxa
KapTOIIHOM-2 CIIPHsUIA 3HIKEHHIO TOIIKOKYIOUO]1 [1i TETIOBOTO
IIOKY Ha TMPOPOCTKH SUMEHIO, NpU I[bOMY CHOCTEpIranocs
MOPYUICHHS CHIBBIJHOIICHHS EHJIOTeHHHX HUTOKiHIHIB 1 ABK
(EdpemoB u np., 1992). JlomaBaHHs KapTOJiH-2 MiJABHUIIYBAJIO
TaKOX CTIAKICTh MPOPOCTKIB MIIEHUIII 10 TeTI0BOro oKy (Capar
u 1p., 1993). O6npuckysanns BAII cipusio 30epexeHHI0 i OUTBII
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Puc. 19. BrumB KOpOTKOTPUBAINX TEMIIEPATyPHHIX CTPECiB Ha BMICT IIUTOKiHIHIB
y 14-n060Bux npopoctkax Triticum aestivum copty Stpanb 60

IIBUJIKOMY BIJIHOBJICHHIO (DOTOCHHTETMYHOIO amapary JIUCTKIB
nieHull npu rineprepmii (Mycienko Ta iH., 2014). MexaHi3m Takoi
i1 HUTOKIHIHIB ITOKHU 10 He BimoMui. HeromaBHO BCTaHOBJIEHO,
mo oOpobOka 3eaTMHpUOO3WJIOM HE BIUIMBajia Ha AaKTHUBHICTh
AHTUOKCHJIAHTHUX (DEpMEHTIB MITIIHIN TOB3YyYOi MPU TETUIOBOMY
ctpeci (Wang et al., 2012).

XoJsi010BH cTpeEc

TemneparypHuil cTpec MNPOTUIICKHOIO HANpPAMKY J1i —
OXOJIO/DKEHHSI TPHU3BOAMB JIO 3HIDKEHHS BMICTY IIUTOKIHIHIB
y pocnuH Euphorbia pulcherrima (Hanny, Dorfling, 1991). V
MaroHax MPOPOCTKIB MUICHUII TaKOX CHOCTepIraiocs mayxke
IIBUJIKE 3MEHIICHHS BMICTYy LMTOKIHIHIB K TNPH TOBUILHOMY
(Kudoyarova et al., 1998), Tak 1 mBunkomy (Becemnos u ap., 2002)
OXOJIOJDKEHH1 KOPEHEBOI CUCTEeMU. B OCTaHHbOMY BUTIAAKY aBTOPH
MU BUCHOBKY, II0O TOPMOHM HE O€pyTh ydacTi B PETYJISIii
rajJlbMyBaHHS POCTY JINCTKA, OCKUIBKH BOHO BiJJOYyBaJIOCSI MUTTEBO
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MiCIIs 3HIKEeHHS Temneparypu. O0poOka poCcuH oripka Ta MIIeHHIT
€K30T€HHUM ITUTOKIHIHOM CIIPHsiIa MIABUILIEHHIO CTIMKOCTI POCINH
710 OXOJIOMKEHHS, IPU IIbOMY 3aCTOCYBAaHHS 1HT101TOPIB TO3BOIMIIO
3pOOUTH BUCHOBOK, IO [ IMTOKIHIHY TOB’s3aHa 13 CHUHTE30M
oinka (Kpurenko, TutoB, 1990). JlocmikeHHS OCTaHHIX POKIB
MOKa3aJl, 110 XOJOJOBHI CTpeC MIBUIKO MPUCKOPIOBAB EKCIIPECIIO
TCHIB-PETYJISITOPIB BIJIMOBIAI HA IUTOKIHIHK TUIY A, TIPH 1IbOMY
peuentopu AHP2, 3 1 5 Takoxx Oynu BKIIFOUEHI B 1€ mporiec (Jeon
et al., 2010). OBepekcrpecisi UX T€HIB MiABUIIYyBaja CTIHKICThH
MPOPOCTKiIB apalbimornicucy no Bumep3anHs (Shi et al., 2012),
a POCIMHU 3 PENpPECOBAaHUMH T€HAMU CHUTHAJIIHTY [HUTOKIHIHIB
JEeMOHCTpYyBaJIu TinepuymuBicTh 10 ABK Ha xomomi, 1o Takox
MIJIBUIIYBAJIO IXHIO X0I0A0CTIHKICTh (Jeon, Kim, 2013).

[Ticast KOPOTKOTPMBAIOTO XOJOAOBOTO CTpPECYy B KOPEHSX
7-1000BUX MPOPOCTKIB Triticum aestivum L. )apOoCTIHKOTO COPTY
Atpans 60 cymapHuUii BMICT IUTOKIHIHIB 3MEHIIYBaBCs, 3€aTHH,
130MEHTEHUIA/ICHIH W 130MEHTEHIIaJCHO3MH HEe Oyau BUSBIICHI,
BOJIHOYAC CIIOCTEpIragocsi 30UIbIICHHS BMICTY 3€aTHHPUOO3HILY
i 3earuH-O-mmoko3uay (puc. 18). Ilicns KOpOTKOTpPHBAIOro
TEIJIOBOTO CTPECY CKJIaJ EHJIOT€HHUX LMTOKIHIHIB Y KOPEHSX
30epiraBcsi, MPOTe 3MEHIIYBaBCs BMICT OKpeMHUX 130(opM, a came
KUIBKICTh 3€aTHHPUOO03uAy 1 3eaTuH-O-TIIOKO3UIY, 3’ SBISBCS
130TeHTeHIaIeHIH. BusiBnieH1 3MiHM y BMICTI 1 CKJIa/1 IUTOKIHIHIB
micis 11l TeMIepaTrypHuX CTpeciB OyinM CIpsIMOBaH1 MPOTUIICKHO
mo BimHomieHHIO A0 3MiH y HakonuueHHI ABK (KocakiBcbka
Ta 1H., 2014) ¥ omocepeaKOBaHO BKa3yKOTh Ha AHTArOHI3M MIXK
UMH (ITOTOPMOHAMH 32 CTPECOPHHUX TEMIIEpaTypHUX BIUIMBIB.
VY 14-1060BUX TPOPOCTKIB y TOPIBHSAHHI 3 7-T000BUMH MICIIS
TEIJIOBOTO CTPECY BMICT LIMTOKIHIHIB 3¢ THHOBOTO TUITY 3MEHIITyBaB-
sl BABIYI B KOPEHSX, TOAl K Y HaJ3eMHIN YaCTHHI IPAKTUYHO HE
3miHIoBaBcs (puc. 19). BogHouac B KopeHsX 1 HaA3eMHIN YacTHHI
HaKOMUYYBAJIUCh 3HAYHI KUIBKOCTI 130meHTeHInafaeHiny. Ilicms
XOJIOIOBOTO CTPECY KUTBKICTh IMTOKIHIHIB 3€aTHHOBOTO THUITY

91



g

2]
[=}
(=]

[y
=]
(=]

BmicT nETOKIHIEIB, HI/T MacH CHpoi peY0BHHE
w
=}
=1

o
|

Koutpons 'Ten:m}mﬁ crpec| Xononoeuit Koutpons i’l‘mnosnﬁ cIpec|

Kopius

Xonogoemit
cIpec

‘ cIpec

Hapzemua 9acTusa

Puc. 20. BruinB KOpOTKOTPUBAINX TEMIIEPATyPHHIX CTPECiB Ha BMICT IIUTOKiHIHIB
y 7-moboBux mpopocTkax Triticum aestivum copty Bomomapka

BmicT pHTOKIHIHIE, HI/T MAaCH CHpPOi PeY0BHHH

700

600 -

500 -

400

300

200 -

100

Konutpoms | Tennorn
cTpec

Kopius

Bt-Z Bc-Z BZR RAZ0G *IP 8JPA

it |Xomogoeu#i | Kontpoms | Tennoemit | Xomomormi
cTpec cTpec cIpec

Hagzenma sactura

Puc. 21. BB KOpOTKOTpHUBATIMX TEMIIEPATypHHUX CTPECIiB HA BMICT IUTOKIHIHIB Y
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B KOpPEHSX 3MEHIIWIAch yTPHUUl, a B HAJ3€MHIM YacTHHI 3pocia.
HaiiGinpiii 3MiHM BMICTY LMTOKIHIHIB Oyiau 3adikcoBaHi Micis
KOMOIHOBAHOTO CTpecy (XoJomoBwif+TeruioBuit). B HamgzeMHii
YACTHHI CIIOCTEPIrajJoCch 3HAYHE MiJIBUILEHHS KIJIBKOCTI 3€aTHHY,
3eaTuHpuO3uay M 3earnH-O-DIIOKO3UAYy 1 3MEHIIEHHS BMICTY
IIUTOKIHIHIB 130NIEHTEHIIBHOTO THUITY, TO/1 SIK B KOPEHSX, HABIIAKH,
KUTBKICTh IIUTOKIHIHIB 36aTHHOBOTO TUITY 3MEHIITYBaJIach, a PIBEHb
KUIBKOCT1 130MEHTEHUIAICHIHY ¥ 130MEHTEHIaICHO3UHY CYTTEBO
3poctaB (KocakiBcbka Ta iH., 2015).

[Ticnst KOPOTKOTPUBAJIOTO XOJOAOBOTO cTpecy Yy 7-m000BUX
MPOPOCTKIB  MOPO30OCTIMKOTO COPTY O3MMOi IIIEHHIl COpPTY
Bononapka cymapHuil BMICT IHMTOKIHIHIB Y KOPEHSIX 3pOCTaB y
1, 5 pa3u, HatOLIBIT BUpa3Hi 3MIHU 3a)iKCOBaHI TSl yuCc-3€aTUHY
W 130omeHTeHUIaneHiHy. [licias KOpOTKOTPUBAJIOTO TEIIOBOTO
CTpecy BMICT EHJOI€HHUX IIMTOKIHIHIB Yy KOpPEHSX 3pOCTaB,
MpU [IbOMY HAWOUIbIIE B 3€aTUHPUOO3UIY, MPAaHC-3€aTHHY |
13onenTeHuaneno3uny (puc. 20). YV HaazemHId YacTHHI MICHs
XOJIOIOBOTO CTPECY CIIOCTEPIraJoCh 3MEHIIIEHHS! BMICTY ITUTOKIHi-
HIB, MPH IIbOMY OYJIM BiJICYTHI 3€aTMHPUOO3H]I 1 130MEHTEH1Ia Ie-
Ho3uH. [licns TemyoBoro crpecy BigOyJIOCh 3pOCTaHHS CyMap-
HOTO BMICTYy IIMTOKIHIHIB, OCOOJIMBO 301JbIIyBaBCS pPIiBEHb
3eaTHHpHOO03uay. Y KOpeHsX 14-1000BUX MIPOPOCTKIB Y MOPIBHIHHI
3 7-71000BUMU TICJIS TEIUIOBOIO CTPECY KUIBKICTh €HJOT€HHUX
IUTOKIHIHIB y KOPEHSX 3pocTajia BABIYI 32 PaXyHOK CYTTEBOTO
30UIBIICHHS] PiBHS yuc-3€aTUHY 1 TIOSBU 130TIEHTEHLJIAICHO3HHY,
130TMEHTEHUIAICHIHY 1 130meHTeH1IaeH03uny (puc. 20).

HaromicTh y Hajn3eMHI YacTHHI CyMapHHUN BMICT IIMTOKIHIHIB
3MEHIIyBaBcsl Maiixke BaBiui. [liciis X01040BOTr0O CTpeCcy B KOPEHSIX
CyMapHHil BMICT LIUTOKIHIHIB 3MeHITyBaBcs (puc. 21), nmpore Oynu
MIPUCYTHI BCl, 32 BUKJIIOYCHHSAM 130TIE€HTEH1IaICHO3HUHY, 130(OpMH
TOPMOHY. Y HaJ3€MHIM YacTHHI, SK 1 MICIS TEIJOBOTO CTpeEcCy,
CIOCTEpIranoch 3MEHILIEHHS BMICTY IIUTOKIHIHIB, IPU LIbOMY Ha
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BIIMIHY BiJ KopeHiB OyB NpucyTHIN mpanc-3eatnH (Kosakivska
et al., 2015).

OTXe, KOPOTKOTpUBAJl TEMIIEPATYypHI CTPECH BHUKJIUKAIU
crietiiiyHl 3MIHM B XapakTepl HAKOMMMYCHHS Ta CIEKTPi 130hopm
K y npopocTkax 03uMOi MIIEHHUIII, KOTPI 3aJ]€Kalu BiJl BIKy Ta
OpraHy MpOpPOCTKY, COPTY, @ TAKOXK BUIY CTPECY.

Bonnuii nedinur

[{utokiHiHK OEpyTh y4aCcTh Y PEryIsIlii MOCYXOCTIMKOCT1 pOCIHH.
3HMKECHHA DPIBHS €HAOTCHHUX IUTOKIHIHIB CIOCTEPIranocs MpH
BUCYIIIyBaHHI KOpiHHS MpopocTKiB pucy (Bano et al., 1993). o
TaKOT0 K HACI1JIKY IPUBOAMJIIA 11 OCMOTHYHOTO IIIOKY HA TPOPOCTKHU
nrenuti (Becenos u ip., 2002). BucyuryBanHs KOpiHHS BUKITHKAIIO
3HWKEHHS PIBHS 3€aTUHY 1 MOro MOXiTHUX Y KCHJIEMHOMY COIIl 1
nuctkax TomariB (Kudoyarova et al., 2007) 1 kykypyasu (Alvarez
et al., 2008). ¥V mocmimax 6arathox aBTOpiB OyJIO MOKa3aHO, IO
00poOKa pOCIIMH IIUTOKIHIHAMU CIPUSE TTOM’ SIKIIYBAaHHIO BIUIUBY
nocyxu. Tak, y poCiauH JIOLEPHU MIicJIsi 0OPOOKH MONTICTUMYIIHOM
kiHeTmHOM Ta BAII minBumryBamacst iHTEHCUBHICTE (POTOCUHTE3Y
32 yMOB HEIOCTaTHbOrO Bomo3abe3nedeHHs (MuxankiB Ta
iH., 2002). HoctpecoBa 00poOKa CHHTCTUYHHUMHU aHaJOTaMH
IIUTOKIHIHIB TPUCKOPIOBajia POCTOBI MPOIECH B HAI3EMHIA Ta
MiJ3eMHIM YaCTUHAX POCIUH MIIEHUI[l Y BITHOBHUMN MEPIOJ MiCIs
nocyxu (OKyk Ta 1H., 2001). ¥V xBacomni 06pooka BAII 3arpumyBana
CTapiHHS, BUKJIMKaHE BOAHUM JA€(IIMTOM, MPUIOMY E€K30TCHHHMA
[UTOKIHIH CHPUSB OUIBII IIBUJKOMY BIJIHOBJICHHIO PIBHA
engorenHux ropmoHiB (Rulkova, PospiSilova, 2001). Ananoriusi
JIaHl OTpUMaHO Ha pociauHax sumeHto (TBopyc u ap., 1987) i
kaptoruti (I'puroprok ta in., 2001). [IpoTe icHYIOTh TOBIAOMIICHHS,
110 BIUIMB €K30T€HHOTO OEH3WIa/IeHIHYy Ha POCIMHH B YMOBax
BOIHOTO Aedimuty OyB BUAOCHENU(pIYHUM: y KBacoli oO0poOka
Crpusila TOKpAIIeHHI0 (OTOCHHTE3y 1 MiJBHUINYBaia 3/1aTHICTb
POCIHUH J10 TIOJ0JIaHHS CTpecy, ¥ Oypska edekt OyB He3HAUHHM, a
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B KyKypYy/I3U HETaTHUBHI HACIIJIKH CTPECY HaBITh IiJICHUIIOBAINUCH
3a m1i nutokininy (PospiSilova, Batkova, 2004). MexaHi3m y4acTi
IMUTOKIHIHIB Y PEryJslii BOJHOTO PEXHUMY pPOCIHH, WMOBIPHO,
OB’ sI3aHUM 3 IXHBOIO Y4acTIO B Ipolieci TpaHcmipallii. Bussiena
30ATHICTh €K30T€HHHMX I[[MTOKIHIHIB BIUIMBAaTH Ha IIBUIKICTH
noTOKy Boau uepe3 kopinHs (JIsuun, Jlykssaosa, 1993). ITokasano,
0 LWTOKIHIH € aHTaroHictoM ABK-iHayKoBaHOTO 3aKpUTTS
npoauxiB (Incoll, Jewer, 1987). lonaBanusa BAII y po3uun s
BHUPOIIYBaHHSl €KCIUIAHTIB KapTOIUIl Ta TIOTIOHY CTUMYJIOBAJIO
BIIKpHUTTS TIpoauxiB Ta TpaHcmipaiito (Pospisilova et al., 1993).
VY UWTOKIHIH-AE(QIUUTHUX POCIMH 32 YMOB BOJHOIO Ae(ILUTY
HE CIOCTEpirajiocs 3MEHIICHHS Hi TPOAMXOBHX IIUIMH, Hi
ixupoi minepHOCTI (Ha et al., 2012), a y pociuH 3 TIHEPCUHTE30M
LIUTOKIHIHIB MMOKpAaIlyBajacs MpOBIIHICTh IPOAUXIB, TPAHCHIpaLlis
Ta e(eKTUBHICTH poTocHHTE3y 3a Aii mocyxu (Qin et al., 2011). 3a
OCTaHHIMH JaHWUMH, [IUTOKIHIHUA MOKPAIIYIOTh HE TIILKU BOJTHHI
pEeXHM, aje i aCUMUISLIIO a30Ty 1 3arajJbHUN MeTa0o013M POCIUH
npu BogHoMy nedinuTi (Reguera et al., 2013).

BignoBines pocnun Phaseolus vulgaris Ha BomgHuN aedirut
BapiloBaja B 3aJIeXKHOCTI B1JI CTaI1i iXHbOTO pO3BUTKY (Benenuuona,
Mycarenko, 2006). Skimio BonHuii 1ediuT CTBOPIOBAIA HA CTaIil
MaKCHUMaIbHOT MITOTUYHOI aKTUBHOCTI KJIITUH IIEPBUHHUX JIUCTKIB,
BiIOyBajOCs CyTTEBE TalbMyBaHHS POCTY JINCTOBUX IIACTHHOK,
3017bITyBasiacsl TOBIIMHA JUCTKIB 1 IMUIBHICTh NPOAUXiB. Y
JUCTKAX, Kl MiAJaBaiud Jii BOTHOTO Je(]IIIUTy, BMICT 3€aTHHY
3MEHIITYBaBCs OUTBIN, HIXK Yy 6 pa3iB, 3eaTUHpUO03UIy — y 2,2 pasu,
a 3eatuH-O-rmoko3uny — B 1,3 pasu (tabn. 7). Ilicns nBox mi6
BOJIHOTO JIe(ILUTY MMOJTUB POCIHH BITHOBIIOBANIN, Ha 17-y 100y Bif
MOYaTKy MPOPOCTAHHS Y 3PITUX JUCTKAX POCIIHH, SIKI HE 3a3HAJH
MOCYXH, PIBEHb 3€aTUHY 3HU3UBCA y 4,5 pa3u, 3¢aTHHPUO03UIY — y
7,5 paziB, 3eaTuH-O-ITIOKO3UAY — Y 3 pa3u. Y pOCIHH MiCJI MOCYXH
BMICT 3€aTHHY 1 3¢aTUHpUO03u 1y OyB 111e HUxKIUM (Tabid. 7).
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Tabnuys 7. Bmict muTOKiHiHIB y JucTkax Phaseolus vulgaris Ha cranii
MAaKCHMAJbHOI MITOTHYHOI AKTMBHOCTI KJIITHH 32 YMOB BOTHOIO0 Ae(inuTy,
HI/T MacH CyXoi pe4oBUHH

ITicna 2-x ni6 BogHoro | Ilo 3aBepiieHHi poc
Kontpons o A P pocty

T'opmon HouaTKOBM nedimuTy JINCTKA
KOHTPOJIb IOCJIN KOHTPOJIb IIOCHIN
Z 2665+ 64 | 4688112 | 740+£23 |1057+34| 786 +29

ZR 2225+47 |4297+£109 | 2006+83 | 566 +23 | 357+12
720G 2813 +75 | 4828+ 158 | 3704+ 127 | 1623 +59| 1643 +59

Tabnuysa 8. Bmict diToropMoHiB y nepBUHHUX JucTkax Phaseolus vulgaris
3a YMOB IIOCYXH, HI/T MacH CHPOi pe4OBHHH

Bapiant ditoropmoH

JOCTTY Z ZR 70G ABK
KoHTponb | 600 £ 11 | 555+8 | 618+ 11| 120+4
nocyxa 120+4 | 325+6 [ 600+ 11| 207 +8
KOHTpOJb | 5243 |270+11| 240+6 | 132+ 12
mocyxa Cnign 30+4 132+5 | 280+ 13
KOHTpoib | 23+4 Caimm | 110+6 | 125+6
mocyxa Cnign Cmign |420+10| 158+ 8

Cranist poCTy JHCTKA

Mepucremaruuna

Po3TsryBanHs KINITHH

3aBepIlIeHHS POCTY

[TopiBHIOIOYM BMICT IIMTOKIHIHIB 32 YMOB IOCYXM Ha DPi3HHX
CTaJisIX PO3BUTKY JIMCTKA, MOXXHA KOHCTAaTyBaTH, 110 HaWOLIbII
YyTIMBOIO JI0 CTPECY TOpPMOHajbHa CHCTEMa JIMCTKIB KBacoJi
Oyna Ha cTaaii pOCTy 3a paxyHOK pO3TATYBaHHA KJIITHH, IIPO
0 CBIIYUTh MAaKCHUMaJIbHE 3HIDKEHHS BMICTY IHUTOKIHIHIB 1
HaiO1bIIe 3poctanHs BMicTy ABK BiiHOCHO KOHTpoIto (Tabm. §).
VY nepion HaWOLIBII aKTUBHOTO MEPUCTEMAaTHYHOTO POCTY PiBEHb
UTOKIHIHIB i ABK 3HM)KyBaBCSl MEHIII CYyTTEBO 13aJIUIIIABCS JOBOJII
3HAYHUM, OCOOJIMBO 1€ CTOCY€ThCs 3eaTuH-O-rmoko3uay. MoxHa
NPUITYCTUTH, IO B I HAMOLIbII BaXKIMBHHA A1 (HOpMyBaHHS
aApXITEKTOHIKM POCIMHHM TIepioa 3a JAii HEraTUBHOTO YWHHHUKA
(mocyxu) cHopalboOBYyE 3aXHWCHUNW MeXaHI3M, SKHI 3amnolirae
IHTeHCUBHOMY PO3KJIaJIaHHIO MOJIEKYJ IUTOKIHIHIB, YacTHHA 3
HUX 3aIlacaeThbCsl y BUIVIAI KOH FOTariB. BiamoBigHO, 1 3pOCTaHHS
BMicTy iHrioiTopa (ABK) Ha 1iii cTaaii Oyno He3HaYHHUM.
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Otxe, yMOBH BOIHOTO Je(dIIUTYy CIOPUUMHSIOTH JudepeH-
[IMOBaHWI BIJIMB Ha PIBEHb BUIBHUX 1 3B’S3aHUX IIUTOKIHIHIB
y TNEpPBUHHHUX JIMCTKaX KBACOJI, SIKHH 30€piraeThCsi BIPOJOBK
yChOTO MEPioy PO3BUTKY. 3arajbHOI0 TEH/CHIIIEI0 € 3MEHIICHHS
CYMapHOT0 BMICTY IIUTOKIHIHIB B yMOBaX MOCYXH Ha CTAJIIX POCTY
MOJUIOM 1 pO3TATyBaHHAM KIITHH. [IpumyckaeTbcsi, MO 3MiHH
KOHIIEHTpaIlli IMTOKIHIHIB, sKiI 30aJaHCOBaHI 3MIHAMHU PIiBHIB
ABK y nmpoTtunexHoMy HanpsiMKy, Oe3MocepeiHbO BIUIMBAIOTh Ha
POCTOBI NMOKAa3HUKH JIUCTKIB.

OcTaHHIM YacoM OOTOBOPIOIOTHCS CIMOCOOW  IiJBHINCHHS
MOCYXOCTIMKOCTI POCIMH HUIAXOoM Monudikaiii OiocuHTe3dy abo
MeTaboi3My HUTOKiHIHIB. TolepaHTHICTH 10 JAe(IIUTY BOJOTH
Oyna XapakTEepHOIO AJisi TPAHCT€HHUX DPOCIUH 3 BUKIIOYEHUMHU
peuentopamu 1uTokiHiHIB (Tran et al., 2010), nns MyTaHTiB 3
rinepcunTe3oM 1uTokiHiHIB (Merewitz et al., 2012; Kuppu et al.,
2013). KoHCTUTYTUBHE 3HWKCHHS PIBHS IIMTOKIHIHIB 32 PaxXyHOK
oBepekcnpecii reHiB CKX a0o iHakTuBaii reHiB /P7T npu3BOaUIIO
10 (hopMyBaHHS POCIIWH 3 TiIBUIIICHOIO MOocyXocTiikicTio (Werner
et al., 2010; Nishiyama et al., 2011; Mackova et al., 2013). Pazom 3
THUM, CTUMYJIALIS ekcripecii reHiB /PT cneuniuyHuM IpOMOTOPOM
SARK, 110 peryitoe nmocyxoCTiiKICTh 1 CTapiHHS, Ta MiBUIICHHS
CHUHTE3Y IIUTOKIHIHIB TaKOXX CIIPHUSIN 3POCTAHHIO TOJIEPAHTHOCTI
no BoaHoro aediuuty pociauH TIOTioHY (Rivero et al., 2007),
apaxicy (Qin etal., 2011) ta pucy (Peleg et al., 2011). Ananoriuyauii
pe3yabTaT CIPUYMHSIE PENpPEeCcyBaHHS TEHIB, IO KOAYIOTh OUIKH,
3aJliH1 y peuenuii MUToKiHiHIB B apadigoncucy (Tran et al., 2007).
[Tpumnyckanocs, 10 MexaHi3M Aii HUTOKIHIHIB HA TOCYXOCTIMKICTb
MOB’s3aHUN 31 3MEHIICHHSIM CTPEC-1HAYKOBAHOTO 1HTIOyBaHHS
(OTOCMHTETUYHOI AKTMBHOCTI ¥ cTabuIi3aimiero (QOTOCUHTE3Y
(Rivero et al.,, 2009), mo moKpalmye TOCTa4YaHHS EHEPTii.
OO6roBoproBasiacsi TaKOXX 37aTHICTh €K30T€HHUX IIMTOKIHIHIB
HNIATPUMYBATH MPOJUXHU Y BIAKPUTOMY CTaH1, IPOTUIIIOUYH IXHBOMY
3akpuBanHIio i BrmBoM ABK (PospiSilova et al., 2000; Becenosa
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u ap., 2006;). IIpore ocTtaToyHa pojb IUTOKIHIHIB y (OpMYBaHHI
peakIiii pociIrH Ha MOCYXY MOKH 1110 HE BiJoMa.

CoaboBuii crpec. IlopylieHHS BOJHOIO pEeXUMY PpPOCIUH
YHACIIJJOK OCMOTHYHOTO CTPECY € CKJIAJJOBOIO YACTHHOIO 1 TAKOTO
HETaTUBHOTO YWHHUKA JJISI POCTY POCIHH SIK 3acoiieHHs. [pyroro
CKJIQJIOBOI0 € TOKCHYHA il HAQ/JIUIIKY 10HIB COJICH, OCOOIHBO
Na'. I'anbMyBaHHSI POCTOBHUX MPOLIECIB y MOJOJUX POCIHH abo
nepenyacHe CTapiHHSA y JOpOCIMX 3a [1i cojieil, SIK MHpaBuIIo,
MOB’5I3aHO 31 3MEHIIIEHHAM KibKocTi nuTokiHiHiB (Hussein et al.,
2006; Javid et al., 2011), nmpoTte piBeHb pi3HUX (HOPM 3MIHIOBABCS
no-pizHomMy. Tak, y kopeHsx Kykypya3u 3a aii  NaCl Bwmict
3€aTHHPUOO03H Ty 3HAYHO MiABUIIYBABCS, a 3€aTUHY — 3HIKYBaBCS
(Kamunauna u ap., 2001). ¥ nuctkax Tomata Ha (OHI CyMapHOTO
3HIDKCHHS ~ KOHIIGHTpAIlll [MUTOKIHIHIB  HaWOUIbII  CYTTEBO
3HWXKYBaBcs piBeHb 3eaTnHpubo3uay (Albacete et al.,, 2008), y
ropoxa 3pocTaB BMICT 130MeHTeHUTbHUX (popMm (Atanasova et al.,
1996). B apaOizoncucy conbOBHl CTpeC MPU3BOAUB A0 perpecii
reHiB ponunu /PT 1, BIAMOBIIHO, 10 3HMKEHHS BMICTY €HJIOTEHHUX
ropmoHiB (Nishiyama et al., 2011). [Ipu 11boMy piBeHb ITUTOKIHIHIB
Maii’e He 3MIHIOBAaBCS IIPU COJIBOBOMY CTpecl Y (paKyIbTaTUBHOTO
ranodira Mesembryanthemum crystallinum (Thomas et al., 1992).
ConboBHuii Ta OCMOTUYHHI CTPECH pPenpecyBaiu T'eHH, 10 KOAYIOTh
peuenrtopu uutokiHiHiB AHK?2 1 AHK4, Toxi sik ren AHK 3, HaBnaku,
akTuByBaBcs3aixHboiaii(Kieber,Schaller,2014).3ainmmMu ranuMu
(Tran et al., 2007), posib MO3UTHUBHOTO PETYIATOpPA CHUTHAJIIHTY
OCMOTHUYHOTO cTpecy B apabimoncucy Bukonye peuenrtop AHKI,
npuHaiMHi oBepekcnpecis reny AHK I mpu3BOANTS /10 MMiIBULIICHHS
COJIECTIMKOCTI, a MyTallist ahkl — 10 3pOCTaHHS Yy TJIIMBOCTI POCITHH
1o aii coneit. IcHye moBimoOMJIEHHS Mpo akTuBailito reHiB /PT Ta
penpecito reHiB CKX y mpopOoCTKiB KYKYpYA3U TP OCMOTHYHOMY
CTpecCi, HACIIIKOM 4YOro OyJ0 MiABUIIEHHS BMICTY €HJIOTCHHUX
uutokiHiHiB (Vyroubalova et al., 2009). [lopymieHns cucremu
UTOKIHIHOBOTO CUTHAJIIHTY CHOPUYHUHSE 3MIHH Y [OCTa4yaHHI
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Na' npu conp0BOMY CTpeci: HEUYTIWBI 10 LIIUTOKIHIHIB MyTaHTH
(ahk, ahp 1 arr Tuny B) HakonmuuyrooTh MEHIIE 10HIB y JINCTKAX,
a rinepuymiusi (arr tuny A) — Oinbme (Mason et al., 2010).
3acTOoCyBaHHSI €K30T€HHUX IIUTOKIHIHIB 200 OBEPEKCIpeCis TeHIB
IPT y xopeHsX TOMAaTiB MPU3BOAUIN JI0 MiJIBUIICHHS aKTUBHOCTI
(dbepMeHTIB, 10 KaTali3ylOTh CHHTE3 I[yKpiB, 1, BIAMOBIAHO, 10
3pOCTaHHS BpOXKaHOCTI 3a Jii conboBoro crpecy (Albacete et al.,
2014). Ilaronn TomariB, NPHUBUTI Ha KOPIHHSA BIJ MYTaHTIB 3
iHAyKOBaHUMU reHamu /PT, 3a yMOB 3aCOJICHHSI HOPMaJIbHO POCIH
1 JaBaju MOBHOIIHHUM Bpoxkait (Ghanem et al., 2011).

[TopiBHSIHHS peakiii pOCIHMH INIKO- Ta TaJo(QITHOTO TUIY Ha
rinepcaniHi3aliio cepeJOBHUILA CTAHOBUTH 1HTEPEC IS PO3KPUTTS
MEXaHI3MIB COJIECTIMKOCTI. PocCnWHM BHpOIIyBanM y BOAHIN
KyJBTYpi, COIbOBUI CTPEC CTBOPIOBAIM OJHOPA30BUM BHECEHHSIM
NaCl y noxuBHe cepeioBHUIIE. 3aCOJICHHS CIIPUYNHSIIO 3HIKEHHS
MMOKa3HUKIB 010MacH Ta JIIHIMHUX po3MipiB 14-1000BUX IPOPOCTKIB
rmodity Phaseolus vulgaris, a Takox nudepeHiiioBaHUN BIUIHB
Ha BMICT IUTOKIHIHIB (puc. 22). Ilo-pi3HOMY 3MiHIOBAIOCS
CIIBBIJHOIICHHS €HIOTEHHUX ITUTOKIHIHIB Y KOPEHSX 1 JIMCTKaX.
3a koH1eHTpaii comai 50 MM poCTOBI MOKa3HUKU POCITUH KBACOJ1
MOT1PIIYBAJIMCS HE3HAYHO, NP LIBOMY ITyJl KOPEHEBUX UTOKIHIHIB
BITHOCHO KOHTPOJIS 3pOCTaB, TOA1 SIK JINCTKOBUX — 3MEHIIIYBaBCS.
[Ipu 611b111 3HaUHOMY conboBOoMY cTpect (100 MM), sikuii BITUYTHO
MO3Ha4YaBCsl Ha POCTI POCIMH, ICTOTHIIIE 3MIHIOBaBCS BMICT
IIUTOKIHIHIB y JIUCTKAX MOPiBHIHO 13 kopeHsamu. 3a aii 50 MM NaCl
piBeHb 3eaTUHPUOO03UTy 1 130MIEHTEHUIAJICHIHY B KOPEHSIX 3pOCTaB,
a B JIMCTKax — 3MeHmryBaBcs, a 3a aii 100 MM NaCl — 3minu
BMICTY IIMX ITUTOKIHIHIB Y KOPEHSAX Oyl MPOTHJICKHI, TOAl K B
JUCTKaX IXHIM piBeHb Maiike He 3MiHIOBaBcs. OCKUIbKY L1 PopMHU
TOPMOHY PO3IVISIAIOTHCS SIK CUTHAIbHI MOJIEKYJIH, 332 JOIMOMOTOIO
SKUX BigOyBaeTbcs 1H(OpMAaIiifHE CIOTYYEHHS MK KOPEHEBOO
CHUCTEMOIO 1 HAJ3€MHOI0 YaCTHHOIO POCIWHH, BIPOTIIHO, Came
¢uykTyarii iXHROTO BMICTY BIJI3EPKAIIOIOTh PEAKIII0 POCIHH
100
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Yac excriosumii #a 400 MM NaCl

Puc. 23. Bwmict nurokiHiHiB y nuctkax Mesembryanthemum crystallinum L.
MIPH 3aCOJICHHI

Ha 3acoyieHHs. MoxnuBo, nudepeHIliiioBaHa BIAMOBIIb HA Pi3HI
KOHIIEHTpAIlli COJi CBIAYMTH MPO PI3HHM XapaKTep CHUTHAIY, IO
MepeaaeThCs BiJl KOPEHIB JI0 JIMCTKIB.

BupouryBanHns Ha cepenoBuli 3 Bucokoro konneHrpaiieto NaCl
(400 MM) iCTOTHO HE MO3HAYATIOCS HA POCTOBUX XapaKTEPUCTHKAX
ranodity Mesembryanthemum crystallinum, npoTe BUKIUKAIO
CyTTeBI TmepebynoBu y OamaHci NHTOKIHIHIB. 3aCOJICHHS
BIPOJIOBXK 6 TON NPU3BOAWIO JO HE3HAYHOro (MPUOIM3HO B
1,5 pa3u) miBUILEHHS BMICTY 3€aTHHY. Pi3Ko, B JecsATKH pa3iB,
3HWKYBaBCS PIBEHb 130MEHTEHIIAZCHO3UHY, a 3€aTHHPUOO3UIY i
130MEHTCHUTAICHIHY — TaK CaMO PI3KO MiJBHIINYyBaBcs (puc. 23).
[loganpme  BUTPUMYBAaHHS  DPOCIMH HA  TIMEPCOIHOBOMY
PO3YMHI BUKIMKAJIO TMOCTYNOBE HAKONMWYEHHSA 3€aTHHPHUOO3HUILY,
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130MCHTCHUTaICHIHY ¥ 130MEHTEHUIaICHO3MHY B  TKaHWHAX
mucTKiB. BmicT 3eatnn-O-mtoko3uay OyB HE3HAYHHMI B JIMCTKAx
KOHTPOJIbHUX POCIWH, 1 3a Jii 3acOJeHHS BiH 3MCHIIYBaBCS B
nepiry 100y, a MOTIM 3HOB TTOBEPTABCS HAa BUXIIHUM PIBCHb.

Cnemudiunoro pucoro M. crystallinum OyB HU3BKHII BMICT
ABK y nucTkax, a TakoX HE3Ha4HI 3a aOCOJIOTHOIO BEIIMYHHOIO,
ajie CyTTEBI MOPIBHSAHO 3 KOHTpoJeM (UIyKTyallii I[bOro TOPMOHY
3a ymoB BiuBy NaCl, Toai sik A DKO(DITIB XapaKTepHO OLIbII
3HayHe miauieHHs piBas ABK y Binmosias Ha cTpec (Vedenicheva
etal., 2011).

Otxe, NOPIBHSUIBHUM aHaji3 BIUIMBY TilepcaliHi3alii Ha
TOPMOHAJIBHY CHUCTEMY POCIUH 3 KOHTPACTHOIO COJECTIHKICTIO
MOKa3aB, 1110 B a/IaNTaIlii pOCIHH SK ITIIKO(ITHOTO, TaK 1 raao¢iTHOTO
THUITY J10 3aCOJIEHHS PETYJIATOPHY (PYHKIIIIO BUKOHYIOTh KOHKPETHI
(dbopMHU IUTOKIHIHIB, PO IO CBIMYUTH MU epeHItiioBaHa BiAMOBI b
OKpeMHX pedyoBHUH. [OJOBHOIO XapaKTEpHOI PHUCOI0 TanodiTy
M. crystallinum Oyno 3HayHE KOHIIEHTpALlIHE MepeBaKaHHs
uToKiHIHIB Haa ABK y koHTpomi, sike 30epiraeTbes 1 3a CTPECOBUX
ymoB (Benennuesa u ap., 2010).

Sk 1 y BUNIQAKy 3 BOJAHHM CTPECOM, MOCHIIUTH TOJEPAHTHICTH
POCIUH /IO COJBOBOTO Ta OCMOTHUYHOTO CTPECY MOXIIUBO
3a JOTMOMOIOK MyTallii TeHIB, BIAMOBIJAIBLHUX 3a IMepeaady
IUTOKIHIHOBUX cUTHaJiIB 1 Olocunte3 nurtokiHiHiB (Peleg et al.,
2011; Ha et al., 2012; Wang et al., 2015; Zwack, Rashotte, 2015), a
Takok 00poOKoro perymsatopamu pocty (Ilamnagina ta i1., 2001) 1
¢itoropmonamu (Chakrabarti, Mukherji, 2003; Javid et al., 2011).
Panime npumyckanu, IO TOJIOBHY pOJib Y MEXaHi3Mi aJanTarii
pOCIIMH 710 3acojeHHs Moxke HanexxkaTu ABK, ska BkitoyaeTbes B
PEaxIlito Opra"isaMy Ha MOCYXY, II0 BUHUKAE TPHU IIbOMY: TOPMOH
3 TpaHCHipalifHUM MOTOKOM HAJIXOAWTH B JIMCTKH, J€ BUKJIMKAE
3aKpUBAHHS MPOJUXIB, 3MEHIIYIOYM TAKUM YMHOM BTPATy BOJIOTH
(Munns et al., 2006). IIpore mexaHi3M peryismii aJanTUBHUX
NEPETBOPEHb POCIMH MPU 3aCOJIEHHI Ma€ CKJIAJHUN XapakTep i,
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OYEBUIHO, B HbOMY 3aJlISHUA YBECh KOMIUIEKC TOPMOHAJIbHUX
peuoBuH. Ha >kanp, JaHWX Mpo 3MiHU TOPMOHAIBHOTO OalaHCy 3a
BIUIMBY COJIEH BKpail Majo, i BOHM 4acTO MAalOTh CyNepEeuIHBHMA
xapaktep (Shakirova et al., 2003; Fricke et al., 2004; Sairam, Aruna,
2004; AxusipoBa u ap., 2005; Javid et al., 2011;

Takum ymHOM, 3a Aii PI3HOMAHITHUX HETaTUBHUX YWHHUKIB,
TaKHX, sIK T1Iep- Ta rinoTepmis, ocyxa, 3aCOJIeHHs TOIO 3arajibHO0
CTpATETI€I0 POCIHH € 3aTPUMKA POCTY W PO3BUTKY, IO CITiBIIAA€
31 3MEHIICHHSIM YNy €HIOT€HHUX LUTOKIHIHIB B opraHax. Cruia
3a3HAYUTH, 10 Y BUMIAJKAX CIA0KOT0 UM Ay»e HETPUBAJIOIO CTPECY
CIIOCTEpITaeThCsl MiABUINEHHA BMIicTy 1HTOKIHIHIB (Havlova
et al., 2008). 3MeHIIeHHA HOTO 3a paxyHOK aKTHMBaLlii Jerpaaaii
IIUTOKIHIHIB YW 1HAKTUBAIl OIOCHHTE3Yy, a TaKOX TMOPYIICHHS
CHUCTEMH IMTOKIHIHOBOTO CHUTHAJIHTY MiJABUIIYIOTh CTIAKICTH 0
ctpeciB. OueBHHO, BMICT IUTOKIHIHIB MIATPUMY€ETHCS Y TKAHUHAX
TaKUM YMHOM, 00 peryioBaTh ONTUMAaJbHUN OanaHCc MK
HEraTuBHUM €(DEKTOM rOPMOHY Ha CTIHKICTh 1 HO3UTUBHUM €()EKTOM
Ha picT 1 po3BUTOK. I[IpoTe ex3oreHHa 00poOKa HUTOKIHIHAMH
TEX TO3UTUBHO BIUIMBAE HA CTPEC-TOJICPAHTHICTh POCIUH,
OCKIJIbKH CIIPHSIE 3aTPUMII CTApIHHSA, MIATPUMYE (DOTOCUHTETUUHY
aKTUBHICTb, MIJICWIIOE€ HAIXOKEHHSI B HUX MOXHUBHUX PEYOBHH.
OcTaToyHO MeXaHI3M PEryasaTOpPHOi Aii IUTOKIHIHIB MPHU CTpecax
He 3’sicoBaHo. [IpoTwpiudsi B OTpUMaHUX pe3yjbTarax CBiTd4aTh
PO HOTO CKIIATHICTh 1 6araTOKOMIIOHEHTHICTh. [CHYOUI BiIOMOCTI
JaloTh 0araTo IMiJCTaB BBa)XXaTH MAaHIMYJIIOBAHHSA PIBHAMHU
IUTOKIHIHIB Ta IIUTOKIHIHOBUMHU CHUTHAJIaMH IHCTPYMEHTOM JJIsi
VOPaBIiHHS CTPEC-TOJEPAHTHICTIO, a OTXE MPOIYKTHUBHICTIO
POCHMH 32 J1i HeCIPHUATIUBUX (PaKTOPIB.

Mikporpasitanis. OnHUM 3 0CHOBHHX (paKTOPiB, 10 BIUIUBAIOTh
Ha PICT 1 PO3BUTOK POCIMH MiJ Yac KOCMIYHOTO TOJBOTY, €
3MEHIICHHS! CUJIM 3€MHOT0 TsDKIHHS. Peakiliss pocivH Ha Jir0
ILOTO YMHHHKA IpUBEpTajia yBary 0ararbox JOCIHIJHHKIB, IIPOTE

103



BUBYEHHS I'PABITPOMI3MY, MEXaH13My HOT0 BUHUKHEHHS 1 peTysiii
MIPOBOMIIOCS TOJIOBHUM YHHOM ITPH 3MiHAX CIIPSIMOBAHOCTi BEKTOPY
rpasitanii. Bonnouac, icHye Hebarato po0iT, B IKUX pO3IIISIAETHCS
pict 1 (i3ionoris pocIUH B YMOBaxX 3HAYHOTO 3MEHILICHHS ii
caMoro BekTopy (MikporpasiTaiii). dITOropMOHU € KIOYOBOIO
JAHKOIO Yy TreoTporiyHiil Teopii XojoaHoro-Benra (Xonomnui,
1939). CyvacHi momisay Ha CIPUMHATTS 1 TIepeady rpaBiTaiiHux
CUTHAJIIB PO3MISAAIOTh OCHOBHUMH (DaKTOpaMH IIMX MPOIECIB
Monu(ikallii eIeMEHTIB IIUTOCKENEeTy ¢ aKTHUBAII0 WOHHUX
KaHAJIIB, 10 PETYIIOIOTHCS MOTOKAMHU ayKCHHIB 1 iIXHIMU OLTKaMU-
nepeHocHukamu (PIN) (Baldwin et al., 2013). BpaxoByrouu TicHi
B3a€MO3B’SI3KM MK CHUTHAJIIHTOM ayKCHHIB 1 IUTOKIHIHIB (Jones
etal., 2010), a Takox BiJOMOCTI1 IIPO PETyISATOPHY POJIb IIMTOKIHIHIB
y peoprasizariiii akTuHoBUX MikpogdinamenTis (bitom u np., 2012),
MOYKHA ITPOTHO3YBATH, 110 Y KOHTPOJIIOBAHHI T'€OTPOIIYHOI peaKIii
O0epyTh ydacThb ¥ iHIIII KOMIIOHEHTH TOPMOHAJILHOTO KOMILIEKCY, B
TOMY YHKCII1 ¥ UTOKIHIHU.

JlocnipKyBaiy BIUTMB MIKpOTrpaBiTallii Ha PiCT POCIHH 1 BMICT
CHJOTeHHUX IMTOKIHIHIB y HaJA3eMHIA 4YacTHHI Ta KOPEHSIX
Phaseolus vulgaris L. copty binozepna. YMoBu Mikporpasitaiiii
MOJICJIIOBAIIU 30 JOTIOMOTOI0 TOPH30HTAJIBHOTO KIIIHOCTATY, SKHIM
obeptaBcst B pexxumi 2 00/xB. SIk BiioMO, MpU KIIHOCTaTyBaHHI
00’€KT TOCTIMHO JE€30pIEHTYETHCS Yy MOJI 3€MHOTO TSKIHHA, B
pe3yabTaTi YOTO YTBOPIOETHCS OJIMH 3 HACIHIJIKIB HEBaroMOCTi —
BIJICYTHICTh J1i BEKTOpY TpaBiTallii, III0 OPIEHTYE OpraHi3M Yy
npoctopi (CeiTHUK u 1p., 1984). KniHocTaTyBaHHS NMPU3BOAMIIO
710 CYTTEBOTO 3HIKEHHSI pO3MIpiB HA[36MHOT YaCTUHH POCIHH (Ha
54%) 1 He3HaYHOTO 301JIbIIIEHHS IOBKUHH KOpeHiB (Ha 9% ) BITHOCHO
koHTpo:to. [Tpu iboMy Giomaca pociavH 3MEHITyBanacs HE3HAYHO —
Ha 5% nHamzemHoi wactunu ta 14% xopeniB (Benenuuesa u np.,
2002). IToni6Hi MopdooTiuHi 3MIHH CIIOCTEPITaIKUCI TaKOX MPH
kiiHocTtaryBanHi pocnuH coi (Hilaire et al., 1996) 1 koHOMMHA
(Gallegos et al., 1995). byno BcTaHOBIEHO, 110 KIITHHU KOPEHIB
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Tabnuys 9. Bmict nuToKiHiHiB y npopoctkax Phaseolus vulgaris B ymoBax
KJIIHOCTATyBaHHsl, HI/T MacH CHPOI pe4OBUHH

Iutokinin Hanzemua ‘IaCTI/IHa. Kopeni :
Kontpons Hocnin Kontpons Hocnin

Z 257+ 12 99 + 4 325+ 15 64 +£3
ZR 235+ 11 314+ 14 358 +17 227+ 11
70G 260+ 13 337+ 15 278+ 10 280+ 13

IIPOPOCTKIB KBACOJI 32 YMOB TPUBAJIOTO KJITHOCTATYBaHHS BTpayajiu
MOJIIPHICTh, 3MIHIOBAIMCS IXHIM po3Mip 1 (opma, 3MEHIIyBaBCs
BMICT KpPOXMAaJI0, YIIKOJpKyBaimucs craronutu (Aronne et al.,
2003).

Y  KOHTPOJBHMX YMOBaxX HalIMX EKCIEPUMEHTIB KOpeHi
MPOPOCTKIB XapaKTepU3yBaIUCs BUCOKUM (Ha 25% OinbIne, HIXK y
HAJ[3€MHIi YacTHH1) piBHEM IUTOKIHIHIB (Tabm. 9). KininocTtaryBan-
H$1 TPU3BOAMIIO HE TUTHKH JI0 3M1H Oa1aHCy HUTOKIHIHIB Y IPOPOCTKIB
KBacoJli, ajle W A0 IXHBOTO MEPEepO3MOALTY MK KOPEHEBOIO i
HAQ/I3€MHOI0 4YacTUHaMHM pociauHu (Ttadn. 9). Bmict 3eartuny y
HaJ3eMHIA 4YaCTHHI POCIMH KBACOJl TICISA KIIHOCTaTyBaHHS
3MEHIIIYBaBCsl OUTBII, HIXK yABIYi, a 3eaTuHpuO03uIy 1 3eaTrH-O-
IJIIOKO3UY — 30UIbIIyBaBcs y cepeaqHboMy Ha 25%. Y kopeHsx
CYTTE€BO TaJlaB pIBeHb 3eaTuHy (Maixke y 5 pas3iB) 1 Jemo
3HIDKYBaacsl KUTbKICTh 3eaTuHpuOo3uay (mpubmmsHo Ha 40%),
BMICT 3eaTuH-O-IIII0KO3U1y HE 3MIHIOBABCS.

Posrnsigatoun y 1[UJIOMy pEakilild TOPMOHAJIBHOI CHCTEMH
pPOCITMH HAa YMOBH, SIKi YTBOPIOIOTBCS TPU KIIHOCTATyBaHHI,
MOXKHA BIIMITUTH 3HUKEHHSI BMICTY aKTUBHUX (POpM TOpPMOHIB
CTUMYJIIOIOYOI 1T Ta MBUIIEHHS PIBHS IXHIX KOH IOTaTiB, a TAKOXK
301IbIIEHHST BMICTY TOPMOHIB iHTiOiTOpHOTO THIy (BemennueBa
u ap., 2002). Taka peakiiss € Hecrnenu(iyHOW 1 BiAMOBIAAE
3MiHaM, 5Kl BiJI0OYBalOTbCSI B POCIMHAaxX 3a pI3HUX CTPECIB.
[le MOXHAa TMOSICHUTH THM, IIO KIIHOCTAaTyBaHHS, O€3yMOBHO,
CTBOPIOE CTPECOBY CHUTYaILlIIO JUIsl POCINH, TOJOBHOIO CKJIaJI0OBOIO
SIKO1, OYEBHUJIHO, € 3MiHA CUJIM 3€MHOTO TsKIHHSA. OCKUIBKH CHJja
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OCTaHHBOTO BIPOJIOBXK €BOJIOLII POCIMHHOTO CBITY HIKOJIU HE
3MIHIOBaJacs, y pOCIMH HE MII cpOpMyBaTUCS MPHUCTOCYBAIbHUM
MEXaHi3M JI0 3MiH I[bOTO YNHHHUKA, [0 TOSCHIOE HECTICTIU(IUHICTD
peakIiii ropMOHaIBHOT CUCTEMHU.

Panime y pocnun apaGigoncucy Oyia0 BCTaHOBJICHO 3HUKHEHHS
TEOTPOIIYHOI peakKiii 3a /il YepBOHOTO CBITJIA, SIKA BITHOBIIIOETHCS
HAHECEHHSAM €K30T€HHMX IMTOKIHIHIB, IO CBIAYUTH TPO IXHIO
y4acTh y GOpMyBaHHI Yy TIUBOCT1 POCIIHH JIO CUITU 3€MHOTO TSDKIHHS
(Golan et al., 1996). Tomy MoXHa IPUITYCTUTH, 1110 3HI>KEHHS PIBHS
3eaTHHY NpH KIIHOCTAaTyBaHHI € HACJIJKOM BiJICyTHOCTI BEKTOPY
rpaBiTariii.

[cHy€e nmpuIyIIeHHs, 0 KJIIOYOBY POJIb y TPaBITPOIi3Mi BiIIrpae
KJIITHHHA OpTraHi3ailis, 1 BIH Ma€ HEOJHAKOBY I'€HETUYHY OCHOBY
B pi3HMX opraHax pociauHu (Ranjeva et al., 1999). V namomy
eKCIIEpUMEHT1 OyJ0 BCTAHOBIEHO, IO HaJ3€MHA 1 KOpEHEBa
yactuHu Phaseolus vulgaris pearyroTh Ha YMOBH MIKporpaBiTamii
MO-pI3HOMY, 110 HiATBEPIKYETHCS SIK HA MOP(OJIOTIYHOMY piBHI
(3MIHU CHIBBITHOIICHHS TATiH/KOPiHb 3a JIOBKHUHOK 1 610Macoro),
TaK 1 Ha PiBHI PEryasATOPHUX CUCTEeM (KUIbKICHHM TMepepo3IoaiI
KOMIIOHEHTIB TOPMOHAJIBHOTO KOMIUIEKCY). Y KOPEHSIX POCIHH
Brassica rapa L. 3a 5 MHIB KIIIHOCTaTyBaHHs He OYyJI0 BUSBICHO 3MiH
y BMICTI 3eaTHHY, TOJII SIK Yepe3 25 AHIB BiH 3pocTaB, a piBeHb [OK
i ABK miaBuiyBaBcst BIPOIOBXK YChOTo eKcriepuMeHTy (Aarrouf
et al., 1999). Orxe, B 1OCIIKEHHIX MEXaH13MIB IPaBI4yTIUBOCTI
pOCIMH HEOOX1THO BPAaxOBYBaTH HE TUIbKH TKaHECHENU(IUHICTH
Iii TOPMOHIB, ajie ¥ TPUBATICTh BIUIMBY MIKpoOTrpaBiTallii Ta ¢azy
PO3BUTKY POCIIHH.

Crnin BiA3HAYMTH, 10 JaH1, OTpUMaH1 0€3MocepeHb0 B YMOBaX
KOCMIYHOTI'O MOJIbOTY 1 MPH KITHOCTaTyBaHHI Ba)KKO MOPIBHIOBATH,
OCKUTbKM OIHHMM 13 CYTT€BUX (PAaKTOpiB, sKi BIUIMBAIOTh Ha
pOCIMHU Ha OOPTY KOCMIYHOTO KopaOisl, € Timokcisa. OcTaHHs, SK
B1JIOMO, CIPUYUHSE CYTT€EBI 3MIHU Y MOP(OJIOTIi POCIHUH Ta BMICTI
¢itoropmoniB (Yemelyanov, Shishova, 2012), 30kpeMa IIUTOKIHIHIB
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(Neuman et al., 1990). Onnak, KJaiHOCTaTyBaHHS 32 YMOB HecCTadl
KHUCHIO JIOC1 HE MPOBOAMIIOCS Yepe3 TEXHIYHY CKIIATHICTh MOII0HUX
TOCTIIKEHb.

I'paBiTpomism, sIKMii BHUBYAEThCA Ha 3eMil, 1 peakiis Ha
HEBaroMicTh, MOXKYTh MaTH pI3HI M€XaHi3MHU. Tak, yCTaHOBIIEHO,
10 eKCIpecis TeHiB, sIK1 IHAYKYIOThCS HECTa4yero KUCHIO Ha 3eMIi,
HE 1IeHTHYHa Takii y kocMoci (Paul et al., 2001). MoxxnuBo, came
3 i€l TPUYMHU CKJIAJHO MOPIBHIOBATH JaHl, OTPMMaHi 32 YMOB
MiKporpasiTauii ab0 HEBaroMocCTi Ta MpH 3MiHaX TPaBITPOMIUHOI
peakIiii pociuH MpH HE3MIHHIM cuml TsokiHHA. Jjis Toro, mo0
BIJITOBICTY HAa MUTAHHS, Y4 MAE TPaBITPOITI3M CBOIO BIACHY CUCTEMY
perenuii ¥ TpaHCAYKLIi y TMOPIBHSAHHI 3 IHIIMMH (DI3SUUHUMHU
Ta XIMIYHEUMH (aKTopaMu, HEOOXiTHE MPOBEACHHS IeTalbHUX
EKCIEPUMEHTIB B YMOBaX KOCMIYHOTO MOJIBOTY.
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I'JIABA 7

HOUTOKIHIHU B OPTAHAX POCJIMH 3A
PI3BHUX YMOB 3POCTAHHA

3ane)kHiCTh POCIIUH Bil HABKOJIMIITHHOTO CEPEIOBHUIIA SIK HACIITOK
BIJICYyTHOCTI MOOIJILHOCTI 3yMOBIIIOE€ BUCOKY TUIACTUYHICTh IXHBOTO
PO3BHUTKY 1 ITUPOKHUH Jiana3oH MPUCTOCYBATBLHUX PEAKIIiH 10 3MiHU
(haKTOpiB OTOYYIOUOTO CEPEIOBHIINA, OCHOBOIO YOTO € MOnudikaIlis
HUIAXIB COPUMHATTA ¥ TpaHCAYKLIi 30BHIIIHIX cUTrHAIIB. OTHUM
13 TpOSBIB ajanTallii 0 TPUBajJuX Bapialii yMOB OTOYYHOYOTO
cepeloBUIa € (PEHOTHMIYHA IJIACTUYHICTh OpPraHi3MiB, TOOTO
3ATHICTh TEHOTHUITY peati3yBaTHCS B pI3HUX (EHOTUIAX Yy
BIJIMOBI, HA pi3HOMaHITHI 30BHimHI BBy (Kopmrom, 2012).
3miHu MopdosoriuHux Ta (Pi31070ro-010XIMIYHUX O3HAK, 5Kl
CKJIaJIalOTh TPOSIBH (PEHOTHITIYHOI MIACTUYHOCTI, € PEe3yIBTaTOM
3MIHEHOI TeHHOiI ekcrhpecii. 3apa3 He BUKIUKAE CYMHIBY Yy4acTb
(hITOrOpMOHIB, y TOMY YHCIII ¥ IUTOKIHIHIB, Y TPAHCAYKIIIi CHTHAJIIB
HABKOJIMIIIHBOTO CEpPEOBUIA Ta PEryismii TeHHOI eKcmpecii
(Arguesoetal.,2009; Haetal.,2012; Hwangetal.,2012). binburicts
JAQHUX IIO0AO0 y4YacTl HMUTOKIHIHIB Y MPHUCTOCYBAIBHUX PEaKIIIAX
oTpuMaHa B po0OTax 13 CUICHKOTOCIOAAPCHKUMH KYJIbTYPHUMHU
POCIIMHAMH, 5IKi 32 CBOIMHU aJaITUBHUMU BJIACTHBOCTSIMH HAJICKATh
70 €KCIUICPEHTIB, TOOTO € POCIMHAMH, IO 3POCTAIOTh 3a YMOB
HU3bKOI KOHKYPEHIIii, HECTifKi 10 CTPECiB 1 BUTpAyalOTh 3HAYHY
JOTI0 TPOAYKTIB (OTOCHHTE3y Ha po3BUTOK HaciHHsA. [l{omo
MPEACTAaBHUKIB JUKOPOCIIOT (PJIOPH 3 IHIIMMH TUITAMH €KOJIOTTYHUX
CTpareriii, OTPUMAaHO JIUIIIE BIJIOMOCTI MPO OUIbII BUCOKUN BMICT
LIUTOKIHIHIB Yy MI3€MHIA YacTUHI POCIMH PYyAEPAIBHOTO THUITY
(bop3enkosa u ap., 2001). BuBdeHHs HiTOrOPMOHATBHOTO CTATyCy
JUKOPOCIIHX POCINH 3 BUCOKOIO (PEHOTHITIYHOIO TUIACTHYHICTIO, SIKi
3[IaTHI TPUBAIMM Yac POCTH 1 POZMHOXKYBATHUCS Y HECTIPUSTINBUX
yMOBax, (OpPMYIOUM pi3HI EKOTHUIIM BCEPEAWHI OJHOTO BUY,
MPAKTUYHO HE MMPOBOAUIOCH.
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Puc. 24. BmicT UMTOKIHIHIB y CyUBITTAX (a) 1 AucTkax (b) pi3HUX EKOTOIIB
Alisma plantago aquatica: 1 — CyXOnONbHUM, 2 — IPOMIXHUH, 3 — BOTHHIA
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OnepatuBHa ajanTamiss (OIPUCTOCYBAaHHS JO KOHKPETHHUX
YMOB ICHYBaHHS) Ma€ Ha MeTl 30€peKeHHs PENpOTyKTUBHOTO
noreHmiany. Bona BigOyBaeThcst Ha (HYOHI IPUCKOPEHHST PO3BUTKY,
TOOTO POCIMHA Y HECHPUATIMBUX YMOBAaX BXOJIUTh Y F€HEPATUBHY
dazy 1 3akiHuye 11 (TUIOAOHOCHTH) HabaraTto IMIBHAIIE, HIK Y
cnpusTIuBUX. [IpUCKOpEeHHST PO3BUTKY y MeXaX OJHOTO 1 TOTO
TEHOTUITy MEepIl 3a BCE MPU3BOAUTH 0O PI3KOIO 3MEHIICHHS
PO3MIpIB POCIIHH, TOOTO BiJI0OYBa€ThCS MPUTHIYEHHS POCTY, L0 €
pesynbraroM (penorumniyHoi iactuyHocTi (Lortie, Aarssen, 1996).
Ha migcraBi ysBiaeHb mpo Te, 10 (PEHOTHUIMIYHA TUTACTHYHICTh €
OIHVM 3 BUPA3HUX MPOSBIB OMEPATUBHOI aJanTaIlii MPUITYCKAETHCS,
o (QEeHOTHIIYHA IJIACTUYHICTh 3/IHCHIOETHCS B MEXKaxX HOPMH
peakiiii Ha 0CHOB1 MeTa0O0IIYHOT Ta TOPMOHAJIBHOT peryJisiiii r’eHHO1
excrpecii (Koparom, 2012). V 3B’13Ky 3 IIUM IHTEpEC CTAHOBIATH
JTOCTKEHHST (PITOTOPMOHAIIBHOTO CTaTyCy POCIHMH 31 3HAYHUM
aZanTaliiHUM TIOTCHIIaJIOM 1 BHUCOKHMM piBHEM (PEHOTHIIYHOL
MJIACTUYHOCTI.

JAudepenuiiioBanuii BoqHuii pesxum. Bucokoro eHOTUTIIYHOIO
IUIACTUYHICTIO XapaKTEPU3YIOThCSl IOBITPSHO-BOJAHI  POCIHMHU
yacTyxa NOAOpPOKHUKOBa Alisma plantago aquatica L. Ta Bex
MUPOKOMUCTHUN Sium latifolium L., sxi pocTyTh, HOPMaJbHO
PO3BUBAIOTHCS 1 PO3MHOXKYIOTBCS SIK Y BOJII, TaK 1 Ha CyXOJOJi.
[Ipy tbOMy OCOOMHM PI3HATHCS MK COOOIO JIHIIE PO3MIPOM
BEreTaTUBHUX OpraHiB: BHUCOTAa NeEpIIMX CTaHoOBWiIa 1,5 M,
apyrux — 30 cm. IlopiBHSIHHS IMTOKIHIHOBOIO CTaTycCy POCIHH
PI3HHUX €KOTHIIB IMOKa3aio, 10 CyXoaoiibHa opMa BiAPIZHAETHCS
OUTBIII HU3BKUMHM PIBHSAMH 3€aTHHY Ta 3€aTMHPUOO3UIY B OpraHax
BIJIHOCHO BOAHOI i MpoMixkHOI GopM (puc. 24). CymapHHil BMICT
UTOKIHIHIB Y JIUCTKAX 1 CYLBITTSIX BOHOI opmu OyB y 2,3 pasis
OUTBIIIe, HDK y CYXOAOJbHOI. 3MEHIIICHHS PO3MIpPIB 1 TPUBAIOCTI
OHTOTreHe3y cyxomoibHux ¢Gopm A. plantago aquatica cBigYaTh
PO Te, U0 BOHU 3POCTAIOTh Y HECIIPUATIMBUX YMOBaX MOPIBHSHO
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Tabauys 10. Bmict nurokininiB it ABK B opranax pocnun Sium latifolium
YIPOIOBXK BEreTaliiiHOro Ce30HY, HI/T CyX0i pe4OBUHH

Pocnunnuii Mmarepian iroropwon
p Z [ 2G| ABK
Crasiis akTHBHOTO BETETATHBHOTO POCTY
JIuctkn: Bomna popma 1524 + 131 0 786 + 31
CyxomonbHa dpopma| 1010 + 185 0 899 + 39
Craziis akTHBHOTO POCTY CYLBITTSI
Jluctkn:  Bomua dopma 870 = 74 0 795 £ 30
CyxononbHa dopma 398 +£45 0 1135 +48
Cyuittst: Bogna ¢popma 1428 +£ 132 0 1047 £ 51
CyxononbHa popma| 783 + 69 0 1240 £ 63
Cramis nBiTIHHSA
Jluctku: BomHa popma 689 £ 58 213 £25 875+ 29
CyxonomnbHa popma 326 +41 274+ 32 1063 + 45
Cyugittst: Bogna ¢popma 1379 + 117 147 + 81 1246 + 57
CyxononbHa opma| 848 + 78 150 £ 92 1436 + 68
Cragist popmyBaHHS HACIHHS
Hacinns: Boana gopma 1336 + 111 211 +£25 445 £ 21
CyxononbHa opma| 949 + 89 218 £23 605 +26

3 BOMHUMU. 3HI)KEHHS BMICTY IIUTOKIHIHIB BiIMIYaioCs paHilie y
POCIIMH B yMOBaX HECHPUSTIUBOro BonHOTo pexxumy (Pospisilova
etal.,2000). Pi3au1s y BMiCTi IUTOKIHIHIB PI3HUX EKOTHUIIIB YaCTYXH
MOJIOPOKHUKOBOI, OYEBUIHO, CIYTY€E OAHUM 3 (PAKTOPIB PeryJisiii
PO3MIpIB POCIIUH, 1 MIATPUMY€ETHCS BIPOJIOBXK BEreTallii, CIpusoun
MPUCTOCYBAaHHIO 7O YyMOB 3HI)KEHOI Timparamii. Y JHCTKax
CYXO/I0JIbHOI (hOpMHU POCTOBI TpPOLIECH TalbMyBajucs Ha (oOHI
noMinyBaHHsi ABK, Tozil sik y nucTKax BOoAHOI (hopMH MepeBaxanu
UTOKiHIHOBI TopMoHU (Benenudea u nip., 1995). Otxke, aganraiis
pociuH A. plantago aquatica 1o OBl TOCYNUITMBUX YMOB
3pOCTaHHS, OUEBUIHO, KOHTPOIIOETHCSA OAIIAHCOM CITiBB1THOIICHHS
BMicTy ruTokininu/ABK.
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[TopiBHsSIHHS ABOX eKojoriyHuX GopM Sium latifolium moxazano,
10 JIUCTKH, CYIBITTA W HACIHHS BOAHUX POCIHMH MICTWIH B 1,5-2
pas3u Oiyblie 3eaTHHY, HXK CyXOAOJbHUX, TOJ K BMICT 3eaTHH-O-
ITIOKO3UAY B HUX OyB Maibke omHakoBuMm (Ta6m. 10). B opranax
cyxononbHOi dopmu S. latifolium miaTpuUMyBaBCs IiIBUIICHUI
BMicT ABK Ha ¢oHi 3HMWKEHOro piBHS 3€aTWHy MOPIBHSHO 3
BOJHHUM €KOTHUIIOM. Taka 3aKOHOMIpHICTh 30epiranacsi BIPOIOBK
YChOTO BEreTalifHOro nepioy, MOYMHAKOYM BiJ CTaJlii aKTUBHOTO
BEreTaTUBHOTO POCTY 1 10 cTafil 103piBaHHS IJIOMIB.

OTxe, JOCHDKeHHS €HJOTeHHHMX IMTOKIHIHIB Yy PI3HUX
€KOTHUIIIB MOBITPSHO-BOJAHUX POCIUH [0Ka3auo, IO MOCTIHHE
3pOCTaHHA B YMOBaX IOMIPHOTO BOAHOTO JEQIIUTY, MOB’sI3aHE
31 3HAQYHUM 3MEHIICHHSIM pO3MIPIB POCIUH, CYIPOBOIKYETHCS
BIJIHOCHO HU3bKHUM BMICTOM 3€aTMHOBUX (DOpPM TrOpMOHIB Ha (OHI
nigsuieHoro piBas ABK.

VY CyXOIIOJIbHUX POCIIMH CIIOCTEPIra€ThCS AHATIOTTYHUHN PO3ITOJILIT
LUUTOKIHIHIB Yy BEreTaTMBHUX 1 TE€HEpPaTUBHUX OpraHax, fK 1
s BOOHUX (OpM, L0 JO03BOJSIE MIATPUMYBATH IHTEHCUBHICTD
PENpOayKIIii JBOX EKOTHIIIB Ha OJHAKOBOMY piBHI. Pociunu 3
BHCOKUM TIOTEHI[IaJIoM (DEHOTUITIYHOI MJIACTUYHOCTI, 1110 37aTHI B
Me)KaxX OJJHOTO TeHOTHITY CTBOPIOBATH Pi3HI (PEHOTHUIH 3aJI€KHO Bij
YMOB iICHYBaHHS, MATPUMYIOTh TPUBIHM Yac O6anaHc iTOrOPMOHIB
BI/IMOBIIHO /10 YMOB OTOUYIOYOTO CepenoBHINA. BiH, BIPOTiJIHO,
MOKe OyTH PETYISTOPHOIO OCHOBOIO MU(DEpeHITiHOBaHOT eKcTpecii
TeHIB y POCIMH pi3HUX ekoTutiB (Bexenuvona ta iH., 2004).

I'epmoo6’em. YV mnpupogHux ymoBax oOOMEXeHe NOCTadyaHHS
KHUCHIO JIJIS1 BC1€1 POCIIMHU 3YCTPIYAETHCS P1IKO, 32 BUKIIOYCHHSIM
BUCOKOTIp 5. [[poTe B yMOBaX 3aMKHEHOTO IIPOCTOPY MPH INTYYHOMY
BHPOILIYBaHHI 115 pobemMa cTae i He HaUToJI0BHI1I010. Oco0IMBO
BOHA aKTyajbHa Ul POCIMH, 110 POCTYTh Ha OOPTY OpOITaIbHUX
CTaHLIM Ta KOCMIYHUX KopaOmiB. [Tpu 1iboMy TiNOKCisl, BUKIIMKaHA
HECTa4Yer0 ra3000MiHy, MOXXe OyTH JIMITyI0OunM (aKTOPOM POCTY
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HE MEHIIIe, Hi’K HEeBaroMiCTb. YMOBHU KOCMIYHOTO IMOJIbOTY Maixke
3aBX/JIM HETaTUBHO BIUIMBAIOTh Ha PO3BHTOK pociuH (Mepkwuc,
1990). Hanpuknaa, maca cupoi pedOBHHU MPOPOCTKIB IMIIEHHII
3MeHInyBanach Ha 25% micnst 10-mo6oBoro moiaboty Ha OOpTy
kocMiuHoro kopadist «Discovery» (Tripathy etal., 1996). 3umxenns
BMICTY KHCHIO B OTOYYIOUOMY cepenoBulli 10 2,5% Npu3BOIUTH
JI0 3HAYHOTO 3MEHIICHHS PO3MIpIB pOCHMH apabimorcucy Ta
MiJBUIICHHS HiibHOCTI mpoauxiB (Ramonell, Musgrave, 1998).
[anpMyBaHHST PO3BUTKY POCIMH Yy 3aMKHEHOMY MPOCTOPi
MOXK€ B1JI0yBaTHCS TaKOX 3a PaxXyHOK HAKOIHUYEHHS ETHUJICHY.
ExcniepumenTanpHo 1€ Oyl0 MOKa3aHO Ha POCIMHAX MIICHHII,
gkl pociu Ha Oopty craHmii «Mup» (Campbell et al., 1998).
Takox BCTaHOBJIEHO, LIO TIMOKCIS HETaTUBHO BIUIMBA€E HA CHUHTE3
opaccunoniaiB (Ramonell, Musgrave, 1998), a ue, Ge3nepeuno,
MOYKe MPU3BECTHU JI0 3arajbHOTO MOPYIICHHs OaJlaHCy TOPMOHIB, 1,
SIK HACJIJI0K, 10 MOP(OJIOTTYHUX 3MiH.

OpnuM 13 3ac001B MOJICNIFOBAHHS YMOB OOMEXEHOTO MPOCTOPY
€ BHUPOIIYBaHHS POCIMH y TEPMETHYHO 3aMKHEHHX KaMepax
MPOTSATOM TpuBajoro yacy. Lleii crnoci6 yTpruMaHHs pOCIIMH BiTOMHIA
mie 3 XIX cropiuus. OcTaHHIM YacoM BiH NPUBEPTAE MiJIBUILEHY
yBary, OCKUIbKH JIO3BOJISIE 3 OJAHOTO OOKY, BU3HAYUTU POCIUHU
3 TIJBHINCHOI CTIMKICTIO IO YMOB OOMEXEHOTO MPOCTOpY, a 3
1HIIOTO, — BCTAHOBUTU PEAKLIIO0 PI3HUX POCIMH HA Il YMOBHU Ha
¢izionorivHoMy Ta OloximMiuHOMY piBHAX. [lpu mocaimkeHHi
PI3HUX BUIIB OpXigHUX OyJI0 MOKa3aHo, 110 TpUBaJie mepeOyBaHHs
B TEpMETUYHIN Kamepl MNPU3BOAMIO JI0 30UIBIIEHHS BMICTY
(OTOCHHTETUYHHMX TMITMEHTIB, MiJABUIICHHS AKTUBHOCTI OKHUCHO-
BIJIHOBHHX (DEPMEHTIB Ta 3MEHIIICHHS KUIBKOCTI JIAOUTHHUX ITYKPIB
(3aimenko, Yepesuenko, 1999). Pocnunu Singonium auritum (L.)
Schott 3a 9 MicA11iB 3pOCTaHHs B TEPMETUYHO 3aMKHEHUX KaMepax
BUSIBJSUTM  HE3Ha4H1 MOp(OJIOriuHi BiAXUJIEHHS (30UIbIICHHS
TOBIIMHU JIUCTKOBOI IJIACTUHKH 338 PAXyHOK KYTHKYTH BEPXHBOI
eMiIepMHU Ta MOPYIIEHHS CTPYKTYPHO-(PYHKIIOHAIBHOT OpraHizarii
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Tabnuys 11. Bmict uutokininiB it ABK y pocaun Singonium auritum B
YMOBaX repMeTHYHOI KaMepH, HI/T MACH CHPOi pe4OBHHH

Pocaunnmit ditoropMon
Marepiai ZR | Z | G | ABK
KonTpons
Kopeni 480,0 16,1 | 680,093 |3583+7,1| 36,0+4,1
Hanzemua yactuHa Crnigu 270,0+5,9 [175,1+4,4| 36,0+3,8
Jocnin
Kopeni 204,0+ 3,7 1262 +£5,1 |203,4+74 0
Hanzemua gactuHa Crnigu 30,4+1,2 | 453+1,4 | 20,0+2,1

dboTocunTeTnyHOTO anapary) (Uepesuenko ta iH., 2003). Y pociaun
3 TEPMETUYHOI KaMepH BMICT yCiX IIUTOKIHIHIB OyB 3HAYHO MEHIIIE,
HDK y KOHTpoJbHUX. CyTTeBO 3MeHITyBaBcs piBeHb ABK (Tat6m. 11),
a OTKe 1 CMIBBIAHOMLIEHHS BMIicTy nuTOKiHIHUW/ABK — Bim 8,6 mis
HAJ36€MHOI YaCTHMHHM B KOHTPOJILHUX yMOBax 10 2,4 B yMOBax
repMeTHuHOiI kamepu (Benenudona ta iH., 2003).

3HWKEHHS pIBHS LUTOKIHIHIB Yy PI3HUX BHJIB POCIUH
cnoctepiraetbess 3a nii rimokcii (Neuman et al.,, 1990), npwu
dbochopHomMy Ta KamiiHOMY TojoxayBaHHI (Argueso et al., 2009).
3MEHIIIEHU BMICT 3€aTHHY, 3€aTHHpPUOOo3uay Ta 3eaTuH-O-
DIIOKO3UJY Y CHHIOHIyMa B yMOBax repMoo0’eMmy, BOYEBHUIb, €
pEe3yJIBTaTOM BIJCYTHOCTI ONTHMAJIbHOI KUIBKOCTI KHCHIO a0o0
MOXUBHUX PEYOBHMH y cepemoBuimii. OTxe, ajgamrtaiis pOCIHH
CHHIOHIyMa JIO TPHUBAJOTO 3POCTAHHA y 3aMKHYTOMY MPOCTOPi
Ha PETyASATOPHOMY PiBHI MPOSBISAETHCS y 3MiHI CIIBBIIHOIICHHS
OKpPEMHMX KOMIIOHEHTIB TOPMOHAJILHOTO KOMIUIEKCY. BiporinHo,
Taka nepedyaoBa J03BOJISIE POCIHHI MIATPUMYBATH BIJHOCHO
HOPMAaJIBHHUH PICT 1 pPO3BUTOK Y HE3BUYHOMY CEPEIOBHIII ICHYBaHHS.

CosioHyaku. 3acolieHHsS TPYHTIB € OJHUM 13 TOJOBHHUX
EKOJIOTTYHHMX (DaKTOpIB, SKUH JIMITYE PICT 1 TPOAYKTHUBHICTH
pociMH. Apanraiiss A0 3acOJIeHHA BiIOyBAa€TbCd Ha PI3HUX
lEpapXIYHUX PIBHAX Bl MOJEKYISPHOTO [0 TOMYJIALIHHOTO
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Tabnuys 12. Bmict uutokininiB y imcrkax Euphorbia paralias Ta Polygonum
maritimum, HT/T MaCH CHPOI pe4OBHHH

LuToKiHIH
2 | ez | zZR | zoc | Pa | P | ¥
Euphorbia paraliast
81,5+3,9250,3+12,01 | 2193+108 | 163,4+7,6 | 25.4x1,2 | 23.4=1,1 [7633
Polygonum maritinum
372¢1,7| 332415 | 129,3+6,4 [280,6£143] 124,4+6,2]330,0416,3 [ 943,7

(Munns, Tester, 2008). I'aoditT — rereporeHHa rpymna pociuH,
gKa 00’€/IHy€ MPEACTaBHUKIB PI3HUX TAKCOHIB, KUTTEBUX (POpM
Ta EKOJOTIYHHMX THITB. AJanTarlisi 10 ICHyBaHHS Ha 3aCOJICHUX
IpyHTax BiI0OYBa€ThCS 3aBIsAKH peaizallii pi3HUX METaO0OIIYHUX
Ta (i3i0m0r1yHUX crparerii. Tak, eyranopiTi HaKOMUYYIOTh COJ1
BCEpEIUHI POCIMHH, KPIHOTaJo(iTH, HABIAKHU, BUBOAATH CUIb 3
POCIMHYU HA30BHI, TOA1 K MIIKOTAIO()ITH HEMPOHUKHI JJIST COJIEH.
ConecTiiiKiCTb  POCIMH ~ KOHTPOJIOETHCS  (DITOrOPMOHAMH,
30KpeMa LUTOKiHIHAMH. X04Ya piBE€Hb IIUX FOPMOHIB y IIIKO(DITIB
3a mii comed 3a3Buyail 3HWKyeThes (Munns, Tester, 2008;
Ghanem et al., 2011; Javid et al., 2011), moka3aHo, 10 CTIMKI 10
3aCOJIEHHs COPTH alb(abda XapakTepu3yBaaucs OUIbIIT BUCOKHM
KOHCTUTYTHBHUM pIBHEM C€HJOTCHHUX IUTOKIHIHIB (y 1,5-2
pasu), HiXK cmabocriiiki (Ben Salah et al., 2013). [linBumenus
CHUHTE3y LMTOKIHIHIB Yy KOPEHSX TOMATIiB 3HAUYHO IMOKPAIIyBaJO
COJIECTIMKICTh ~ POCIWH, TalbMyBaJl0  CTapiHHSA  JIMCTKIB,
MIATPUMYBAJIO BEr€TallMHUN PICT 1 MPOTYKTUBHICTB IIPH 3aCOJICHHI
(Albacete et al., 2010). Ilo3utus-uuii epexr o6podku ABK Ha
coJiecTiikicte  Mesembryanthemum  crystallinum TOB’s13aHUI
3 MIATPUMaHHSAM NEBHOTO pIBHS LMTOKIHIHIB (Stetsenko et al.,
2015), saKi, SIK BiJOMO, BOJIOAIIOTH aTParyruol0 3/aTHICTIO MO0
acuMuIATIB. Came TopMOHaIbHA PETYIISIIS ACUMUISAIIMHUX MTOTOKIB
M1 9aC OCMOTUYHOI (He3anexxHo1 B Aii cnenudiuaux 10H1B) dha3u
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peaxiiii Ha 3aCOJIeHHS BILUTMBAE HA 3AaTHICTh POCIHUH MIATPUMYBaTH
pICT 1 BU>KMBATHU Npu conboBoMy cTpeci (Perez-Alfocea et al., 2010;
Albacete et al., 2014). CniBBignomenHs Bmicty ABK it aktuBHHX
dbopM LMTOKIHIHIB y JHUCTKaX M. crystallinum mnpu 3acoieHHI
3HauHO 3MiHIO€TCsA (Stetsenko et al., 2015).

I'mikoranogit Polygonum maritimum L. Ta eyranodit Euphorbia
paralias L., mo 3pocTaqd B MNPUPOJAHUX YMOBaxX Ha JIIOHAX
[Tomopiiicekoro o3epa (bonrapis), Bucoka conoHicts (60-80%)
BOJIU SKOTO CIHpHUsJIa YTBOPEHHIO YHIKAJbHOTO EKOJOTIYHOTO
Cepe/lOBUIIA, CYTTEBO BIJIPI3HAJIUCSA 32 BMICTOM E€HJOTE€HHUX
IUTOKIHIHIB (Tabi. 12).

VY nuctkax E. paralias, HEIPOHUKHOTO JUISL COJIEH, TOMIHYBaJIU
3eaTHHOB1 ()OpPMH, TPUIOMY PIBEHb HEAKTUBHMX ITUTOKIHIHIB (yuc-
3eaTtuHy ¥ 3eaTuH-O-10Ko3uay) OyB 3HAUYHO BHILE, HIXK AaKTUBHUX
(mpanc-3earuny 1 3eatuHpudo3uny). Jluctku P. maritimum, 30aTHi
HaKONUYYyBaTH Ciib, MICTWUJIM 3HAYHI KIJBKOCTI 130TMEHTEHIIbHUX
dbopM — 130MEHTEHIIAACHO3MHY W 130MEHTCHUIAJCHIHY, 10 HE
XapakTepHO JUIsl BUIIUX POCIWH 332 HOPMAJIBbHUX YMOB, a Cepel
3eaTnHOBUX (opMm mnepeBakaB O-mroko3un 3eatuny. Kpim toro,
BHCOKa CyMapHa KOHIICHTpAIliSl IIUTOKIHIHIB Ta IXHIX aKTHUBHUX
dbopMm y muctkax P. maritinum 36iraeThCs 3 O17IBIIT BUCOKUM BMiCTOM
MIrMeHTIB y mopiBHsHHI 3 E. paralias (Kosakivska et al., 2017).
SIK BIIOMO, LIMTOKIHIHM BIAITParOTh CYTTEBY POJib y 30€pexkeHH1
CTPYKTYpU ¥ (PyHKI[IOHYBaHHI (POTOCHHTETHYHOTO amapary 3a
ctpecoBux ymoB (UepHsanbe, 2009). OOpoOka IUTOKIHIHAMH
MIATPUMYBaJia BUCOKHM TPACKPUILIIMHUIA piBEHb T'€HIB, 3B’ I3aHUX
3 ¢orocucremoro II, ta cmiBBigHOImEHHA XJopodiniB a/b, 1m0
CIpUSIO CTaOLTBHOCTI (POTOCHHTETUYHUX TIrMeHTIB y pucy (Talla
et al., 2016). Takum ynHOM, BUIOCTICHU(PIYHICTH IUTOKIHIHOBOTO
CTaTrycy JAOCHIDKeHUX TainodiTiB Moke OyTH TMOB’si3aHa 3
TUTIOM TXHBOT 3arajibHO1 CTpaTerii 00 BMXKMBAHHA B yMOBax
M1 ABUIIIEHHOTO 3aCOJICHHS TPYHTY.
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I'JIABA 8

B3AEMO/IA IITOKIHIHIB 3 IHHIMMH ®ITOI'OPMOHAMMUA
ABO MHOKMHHA I'OPMOHAJIBHA PEI'YJIALIA

VY Xxomi nmochikeHb, MPOBEACHUX 3a OUIbIIE, HIK TIBBIKY 3
MOYaTKy BIJIKPUTTS MHUTOKIHIHIB 1 O HUHI, 30CEPEKCHUX Ha
3’sCyBaHHI IXHIX (PyHKII Ta MexaHi3My Jii, HaKonu4uiIocs 6araro
JAHUX, SIKI CB1YaTh MPO ICHYBAHHS TICHOTO B3a€EMO3B’SI3KY MiXK
IUTOKIHIHAMU i iHIIUMU (piToropmMoHamMu. B octanHe necaTupivyus
oCTarouyHo cdopMyBaiacs KOHIEMIiS MHOKUHHOT TOPMOHAIBHOI
perymsIii OHTOT€HE3y POCIHUH, 3T1IHO /10 SIKO1 CUTHAIBHI IIIAXU
OKpPEeMHX TOPMOHIB HE TMPOCTO TEPETHHAIOTHCS, & YTBOPIOIOTH
€IMHY IHTETPATUBHY CHUCTEMY, B AKil (PITOTOPMOHHU 3IHCHIOIOTH
yOpaBIiHHA SK TporpaMaMyd BHYTPIIIHBOTO PO3BHUTKY, TakK 1
PETYIIOOTH Bi/IMOBI/II HA 30BHIIIHI BILTUBA KOMITICKCHO, IIISTXOM
cuHepriunoi abo antaronicrmunoi mii (El-Showk et al., 2013;
Munné-Bosh, Miiller, 2013; O’Brien, Benkova, 2013; Yang et al.,
2014).

[Ile B mepimux moHepHUX poOOTaX 3 BUBYCHHSI IMTOKIHIHIB OYJI0
MOKa3aHo, 10 OPTaHOTE€HE3 in Vitro KOHTPOIIOETHCS KUIbKICHUM
CHIBBIIHOIIIEHHSM ILMTOKIHIHY W ayKCHHY B KYyJIbTYpaJbHOMY
CEPEIOBUIIII: MepeBaKaHHs ayKCHHY MPHU3BOAUIIO J0 pereHepartii
KOP1HHS, TOA1 SIK MPHU OUTBII BUCOKUX KOHIICHTPAIISX IUTOKIHIHY
yTBOproBaBcs marin (Skoog, Miller, 1957). ¥V nmonmansimomy Oyito
BCTAHOBJICHO, 10 OallaHC IUX TOPMOHIB BiJIrpae KIOYOBY POJb y
dhopmyBanHi1 i pyHKITIOHYBaHHI 1TicHOT pociauHu (Coenen, Lomax,
1997; Rashotte et al., 2005). Taki ¢yHIaMeHTaIbHI MPOIECH,
sk emOpiorene3 (Miiller, Sheen, 2008), po3BUTOK 1 MiATPUMKA
Mepuctemu (Moubayidin et al., 2009), ranyxenns narony (Muller,
Leyser, 2011; Young et al., 2014), inimiamist Ta pO3BUTOK OiYHUX
kopeHiB (Aloni et al., 2006; Osmont et al., 2007) KOHTPOIFOIOTHCS
CIIBBITHOIICHHSM IUTOKIHIHIB W ayKCHHIB, TIPH LIbOMY IXHS Jis
JIUIIIE B JISIKUX BHUITAJIKAX € CHHEPT1YHOIO.
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Haiikparie aHTaroHism ayKCHHIB 1 IIUTOKIHIHIB MPOSBISETHCS B
SIBUII aliKaJbHOTO JOMIHYBAaHHS, SIKE MIATPUMYETHCS ayKCUHOM
1 3HIMaeThbCA IUTOKIHIHAMK. HaHeCeHHsA NUTOKIHIHIB Ha OI14HI1
OpyHBKH 3alycKae iXHIH pICT HaBITh MPU HASBHOCTI POCTYYOTO
arnekcy marony abo HaHeCEeHOro 3aMiCTh Hhoro aykcuny (Faiss et al.,
1997). ¥ cermenrtax crebna apabifoncucy, Ha SKUX 3ajuIlaiacs
ofHa OpyHbKa, 0a3aJbHO HAHECEHUW IUTOKIHIH CHPUYHHSB il
pICT y HpHUCYTHOCTI amikanbHO HaHeceHoro aykcuHy (Chatfield
et al., 2000). ¥V 6006iB micns aekamitamnii pociuH CHOCTEpiragocs
30UIBIICHHS] BMICTY IMTOKIHIHIB y KCHJIEMHOMY COIll, SIKOTO
MO)KHa OyJ10 3armo0IrTH HAHECEHHSIM ayKCUHY Ha MICIIe AeKariTaril
(Bangerth et al., 2000). L{i nani cBiguuiIm npo MOKJIUBICTH TOTO, 1110
HaJIXO/KCHHSI IIMTOKIHIHIB BiJ] KOPEHIB PETYITIOE Tally>KeHHS cTeOI1a,
raabMoBaHe ayKCMHOM. [li3Himie Oyjg0 BCTaHOBJIEHO, IO AyKCHH
iHri0ye Ol0CHHTE3 IUTOKIHIHIB 1 B TaKUil CHOCIO TEPENIKoIKae
IXHBOMY HAJXO/HKEHHIO J10 aKCWIIIPHUX OPYHBOK, TAJIbMYIOUYH PICT
octanHix (Nordstrom et al., 2004). B3aemHui1 BIUIMB ayKCHUHIB 1
IUTOKIHIHIB Ha OlOCHHTE3 IMPOAEMOHCTPOBAHO HA TPAHCT€HHUX
pociuHax TOTIOHY: oBepnpoaykuiss [OK 3menmryBanma myn
LIUTOKIHIHIB 1, HABMAaKU, OBEPIPOAYKIliS IUTOKIHIHIB 3HUXKYyBaja
piBenb IOK (EkISf et al., 1997; Eklof et al., 2000). Kpim Toro,
Oysi0 3’COBaHO, IO ayKCHH pPEINpecye 1 JIOKAIbHUN O10CHHTE3
IUTOKIHIHIB Y CTeON]i: B 130JIbOBAHMX CETMEHTaX cTebia Topoxy
excrpecis rediB /PT npununsinacs micns nogaBanas IOK (Tanaka
et al., 2006b). Cxig BiA3HAYUTH, IO B3aEMOBILIMB ITUTOKIHIHIB 1
ayKCUHIB HE PIBHO3HAUHUM: ]l ayKCUHY Ha O10CUHTE3 HUTOKIHIHIB
OyJa MIBUIKOIO, & OTKE MOTEHIIIHO MOTJIa BIUIMBATH HA KOHTPOJIb
32 PO3BUTKOM POCJIHMHH, TOAl K €(PEeKT IUTOKIHIHIB Ha O10CHHTE3
aykcuHy OyB BiJajJieHU# y 4aci, TOOTO, IMOBIpHIIIE 3a BCE, BiH
OyB omocepenkoBanuil iHmwmMu pedoBuHamu (Nordstrom et al.,
2004). TloBigoMisaaocs TaKoX MPO MO3UTUBHUHN BIUIUB OOPOOKH
UUTOKIHIHAMU HAa O10CHHTE3 ayKCHHY B MOJIOUX LIBUIKOPOCTYYHUX
JacTHHaX apabiIoNCUCy, a TAKOXK HA 3HUKEHHS BMICTY TPAHCKPHITIB
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reHiB 010CHMHTE3y ayKCHHY NpH 3MEHIICHHI PIBHS ITUTOKIHIHIB 3a
paxyHok oBepekcnpecii CKX abo penpecii /PT (Jones et al., 2010).

[IpoTunexHa i UMTOKIHIHIB M ayKCHHIB CIIOCTEpIraeThecs
y MEpUCTEeMaTHYHHUX TKaHWHAX. Y KOPEHEBUX MepucTeMax
ayKCUH 1HIYKY€ TOAUI KJITUH, TOAl SIK IUTOKIHIHM CIPHUSIOTH
iXHBOMY TMEpexoAy 3 MEpPUCTEeMaTHYHOro y AudepeHIiiioBaHuit
cTaH. Y MepHucTeMax MaroHy, HaBMNAaKW, IIUTOKIHIHM aKTHUBYIOTb
nposideparrito KITHH cTebsa Ta 1HT10yI0Th iXHIO AudepeHIialliio,
B TOW yac, sIK ayKCHH IHIIIIOE 3aKjaJaHHs MPUMOPIIiB OpraHiB
(Moubayidin et al., 2009; Su et al., 2011). AHTaroH13m HUTOKIHIHIB
W ayKCHHIB TIPOSIBIIIETHCS TaKOXK ITiJ] 9ac PO3BUTKY KOPEHEBOI
CHCTEMHU: ayKCHH CTUMYJTIO€ yTBOPEHHS JIaT€PAIbHUX 1a/IBEHTUBHUX
KOPEHIB, TOAl SIK HAHECCHHS IUTOKIHIHIB Yy (i3ionoriynux
KOHIIGHTpalIAX 1HT10ye YTBOPEHHS KOPEHIB Ta 3HIMAae e(exT
aykcuny (Aloni et al., 2006). Y kopeHsix 6a3uneTaabHUN TPAHCTIOPT
IIUTOKIHIHIB KOHTPOJIIOE TOJISIPHUM TPAHCIIOPT ayKCHUHY 1 Y TaKHi
cnocid miarpumye QopmyBaHHs cyauHHOI cuctemu (Bishopp
et al., 2011a); a aykcuH aKTUBY€ 1HT1OITOP CUTHAJIIHTY IIUTOKIHIHIB
AHP6 (Bishopp et al., 2011), TakuM YMHOM YTBOPIOETHCSI MEXaH13M
32 MPUHIMIIOM METIi 31 3BOPOTHUM 3B S3KOM, SKUH MIATPUMYE
ONITUMAJIbHY ISl POCTY KOHIICHTPAIIIO IBOX TOPMOHIB.

JlociimkeHHs Ha MOJICKYJISIPHOMY PiBHI BUSIBIJIN BIUTMB ayKCUHIB
Ha T€HU He TUIbKU O10CHHTE3Y, ajie 1 MeTaboni3My Ta CUTHAIIHTY
IUTOKIHIHIB. AyKCHH cnabko mpurHiuyBaB reaun CKX2, CKX4
1 CKX7 Ta aktuByBaB Taki CKX/ 1 CKX6 (Werner et al., 2000).
[TokazaHo, 110 B eMOpIOHANBHUX TKAHMHAX apallfoNCcucy ayKCHH
IPSIMO aKTUBYE T€HU, 1110 KOIYIOTh JIBa OLIKH-PETyIsTOPU BiIMOBI
Ha UTOKIHIHU TNy A, ARR7 1 ARRI5, TakuM 4YWHOM 1HT10yI0YH
nepenady uTokiHiHOBUX curHamB (Miiller, Sheen, 2008). 3a
IHIIMMU JaHWMH, Y BEpXIBKOBI MepUCTEM] MaroHa ayKCHH,
HaBMaKH, PEIPECYE 11l TeHU, TOOTO Jl€ CHHEPTIYHO 3 ITUTOKIHIHAMH
(Zhao et al., 2010).
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[IuTOKIHIHM TakKoXX KOHTPOJIOITh CHUTHAIIHT  ayKCHHIB.
JlocnmipkeHHsT B LbOMY HampsIMKy OyiM  30Cepe/KeHl Ha
BHBYCHHI BIUIMBY ITUTOKIHIHIB Ha MOJSPHUN TPAHCHIOPT ayKCHHIB.
Tak, 3MEHIIICHHS BIATOKY ayKCHHIB 3a /il ITUTOKIHIHIB OyJ0
MPOAEMOHCTPOBAHO Ha KylnbTypli KIITUH TIOTIOHY (Rizicka
et al., 2009). PenpecyBanHsi HMTOKiHIHAMH TeHiB poauHu PIN,
SKI KOAYIOTh OUIKH-TPAHCIOPTEPU AyKCHHIB, CIPUYUHSIIO
raJibMyBaHH$ 1HIL1alii MpUMOP/IiB JarepanbHuX kopeHiB (Laplaze
et al., 2007) Ta 3MiHIOBaJIO HAMIPSIMOK OPTaHOTEHE3Y B KYJIBTYpIi in
vitro (Pernisovaetal., 2009). Y kopeHeBiit Mepuctemi apabdimorncucy
LUUTOKIHIHM 3MEHIIyBaju ekcrpecito juuie re’iB PINI ta PIN3,
Tofi sik ekcnpecist reny PIN7 3poctana (Ruzicka et al., 2009). B
aKCWISIPHUX OpYHbKAaX TrOpoXy IUTOKIHIHM MO3UTHUBHO BIUIMBAIU
Ha ekcrpecito reny PINI, a TakoX 3MIHIOBAJIM KOTO JIOKATI3aLlio
Ha kiitTuHHOMY piBHI (Kalousek et al., 2010). Bcranosneno, mo
3a BIUITMBY MUTOKIHIHIB OUTKK PIN mepeminnyroThcs 3 miiaMaTuyHol
MeMOpaHu y Bakyoll, fe pyhHHytoTbes (Marhavy et al, 2011).

OTxe, B3a€EMO3B’SI3KM MK ITUTOKIHIHAMU ¥ ayKCMHAMU HOCSTh
31e01IBIIIOT0 aHTArOHICTUYHHUIN XapakTep. Perymroroun 6i0cHHTE3
Ta CUTHAJIHT OJJHE OTHOTO, I1i IBa TOPMOHH YTBOPIOIOTH CKJIaIHUI
rOMEOCTAaTUYHUI MEXaHi3M, IO JayKe€ TOHKO 30alaHCOBYE iXHE
CIIBBITHOIICHHS 1 BU3HAYA€ apXiTEKTOHIKY I[IJIICHOT POCIMHH.

B3aemoniss muTOKiIHIHIB 1 TiOepeniHIB Mallo JaociimxkeHa. B
niteparypi 70-80-x pokiB XX cTOpiudst I1i TOPMOHHU PO3IIISAATUCS
K CHUHEpPTriCTH, 30KpeMa, B TaKuX IMpolecax, K MPOPOCTaHHS
HACiHHS, 3aTPUMKa TIOKOBTIHHA JIUCTKIB, CTHUMYJISIIS POCTY
13ompoBanux cim’sinoneit (Kymaesa, 1973; MypowmrieB u jap., 1987).
[TpotunexxHoro Oyna ixHs a1 Ha AudepeHIalio cTaTi y poCiIuH:
LIUTOKIHIH CIIPSIMOBYBaB ii B 01K OpMyBaHHS >KIHOYMX KBITOK, a
ribepenin — vonoBiunx (Yaitnaxsu, Xpsaun, 1982). 3a iHmmMu
JTAHUMH, SIK IUTOKIHIHH, TaK 1 T10epeNliHi CTUMYITIOBAIA PO3BUTOK
YOJIOBIYMX OpraHiB y apabigorncucy i TroTiony (Huang et al., 2003).
[TyGmikamii OCTaHHBOTO AECATHPIYUS CBIIYATh MPO AHTAroHI3M
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UTOKIHIHIB 1 ri6epeniniB (Weiss, Ori, 2007). 30kpema, ITUTOKIHIHA
aKTUBYBAJIU €KCIIPECIIO T€HIB, 3a/IISIHUX Y KaTabo113M1 T10epeliHiB,
HiATPUMYIOYM HU3bKHUI PIBEHb OCTAHHIX y BEPXIBKOBIH MEpUCTEMI
naroHa. MeiatopoM IbOTO MPOIIECY CIYTryBaB BHUCOKOCHEU(pIY-
HUM OuoK-peryasitop pocty uiei mMepuctemu KNOX, saxuit €
iHaykTOpoM cuHTe3y IHTOKiHIHIB (Jasinski et al., 2005). Kpim
TOTO, Jisl €K30T€HHUX IMTOKIHIHIB MPU3BOAMWIA 10 1HT1OyBaHHS
reHiB 010CHHTE3Y Ta CTUMYJIIOBaHHS I€H1B-penpecopiB ridepeiHiB
(Brenner et al., 2005). Cnermudiynuii iHTiOiTOp BIAMOBINI Ha
rioepenian SPINDLY (SPY) nisiB sk TO3WTHUBHHUH PETYISATOP
CUTHaNIHTY UUTOKIHIHIB (Greenboim-Wainberg et al., 2005).
Y MyTaHTHUX POCIHH apaliJONCUCy TaJlbMyBaHHS CHUTHAJIHTY
ribepesiHiB aKTUBYBAJO0 CUTHAJIIHT ITUTOKIHIHIB OMOCEPEIKOBAHO
yepe3 SPY (Putarjunan et al., 2014). ¥ pociaun Tomara ridGepeniHu
iHTiOyBaiM BCi BIJMOBIZI HA IUTOKIHIHM Ta 1HIYKYyBaJIM TCHH
MIEPBUHHOI BIJAMOBI/I HA IIUTOKIHIHU TUIY A, a IUTOKIHIHUA B CBOIO
yepry iHrioyBanu Bianosiai Ha rioepeninu (Fleishon et al., 2011).

TakyuM YHMHOM, 3TITHO [0 CYYacCHHUX YABICHb, IMTOKIHIHU
Ta Ti0epeNiHu MiF0Th SK aHTaroHICTH B Mpollecax perysii
pOCTy 1 PO3BUTKY POCIHWH, MPUUOMY IISI B3a€MOJIisl, OUEBUIHO,
OTOCEPEKOBaHA OUIKOBUMH PETYISATOPaMH, CHEIU(PIYHUMU IS
MEBHUX MPOIECIB a00 TKaHUH.

OpHi€ro 3 XapakTepHUX PUC QYHKIIIOHYBaHHS (PITOrOPMOHAIBHOT
CUCTEMH € MPOTUJICKHA JIisl IIUTOKIHIHIB M abCIM30BOI KHUCIOTH
Ha pi3HI (i310JIOTIYHI MPOIECH, TaKi SIK MPOJUXOBI PYXH, CTaH
CIOKOIO OPYHBOK 1 HACIHHS, CTapiHHS JIMCTKIB, PEAKIIs HA CTPECH
tomo (Chow, McCourt, 2004; Pospisilova et al., 2005). TIpote
JTOCTIKeHb, SKI O JEMOHCTPYBIM MEXaHI3MH B3a€EMO3B’S3KY
IIUX JBOX TOPMOHIB, HeOararo. byno mokazaHo, 110 IUTOKIHIHK
rajJbMyBaJIi IHyKOBaHE a0CIIN30BOI0 KUCIIOTOIO 3aKPUTTS IPOIUXIB
(Tanaka et al., 2006b), HiBemtoBanu Bukinkane ABK iHriOyBaHHsS
MIPOPOCTaHHS HACIHHA Ta pOCTy i nmo3eneHiHHs rinokotuia (Guan
etal.,2014). Exzorenna o06po6ka ABK Bukinkana 3SHHKEHHS BMICTY

121



IUTOKIHIHIB y TIpopocTkax Kykypym3u (Temmosa u ap., 1990) Ta
ropoxy (Vaseva et al., 2008). Hakonuuenuss ABK npu ctpecax
aKTUBYBAJIO JICAKTHUBAILIIO 1 Aerpaaaiiro uTokiHiHiB (Kynosposa u
ap., 1999). Bussneno penpecito reniB /P7T 3a aii ABK (Nishiyama
et al., 2011). Pa3zom 3 nmm, y AEKIIBKOX poOOTax MOKa3aHO, IIO
ABK pemnpecye rean CKX (Werner et al., 2006; Vaseva et al., 2008;
Nishiyama et al., 2011), mo mano 6 mpuBECTH IO HAKOMIWYEHHS
LUTOKIHIHIB, IPOTE IILOTO HE B1AOyBaIOCH.

B3aemo3B’5130k MK CHCTEMaMH CHTHAJIHTY IUTOKIHIHIB ¥
ABK BcTtanoBieHo B poOotax octranHboro 4acy (Tran et al.,
2010; Maruyama et al., 2014). Tloka3zaHo, 0 OUTKH-pELIENITOPH
IUTOKIHIHIB BHUKOHYIOTh (YHKIIi HETraTHBHOTO peryastopa
curHaniara ABK (Tran et al., 2007). MyTtanTu 3a pernentopamu
UUTOKIHIHIB (ahk2, ahk3, ahk4) nposBIsA TINEPUyTIUBICTH 10
ABK, 1110 3HaYHO M1 IBUIITY BAJIO iXHIO CTIHKICTH 10 cTpeciB (Jeonetal.,
2010). IluTokiHIHM 1HAYKYBAJIM JETpajaililo TPaHCKPHIIIHHOTO
dakropy ABIS, sikuii perymtoe curnamnar ABK (Guan et al., 2014).
binku-perynaropu Bianosiai Ha nuTokiHiHU