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Y uiti oeasdositi cmammi Oyau eidibpani ma oxapakme-
DPU306AHI 20N106HI cucmemu MeMOPAHHO20 MPAHCHOPMY
Kanito. Byno nposedeno demanvHuili ananiz aimepamypHux
oicepen ma y3a2anbHeHHs OAHUX w000 OCHOBHUX Npeo-
cmaeHukie mpancnopmuux cucmem K* e pocauni, ix 6io-
A0eiunol poni ma ¢hizionoeiunux yHkuii y npouecax poc-
my ma po3eUmKy POCAUHHO20 OP2AHIZMY MA MeXAHI3MAax
cmitkocmi 0o abiomuunux cmpecie. Onucano npouecu
NOCAUHAHHS, MPAHCNOPMY MA Nepepo3nodiny Kariro mixc
mkanuHamu ma Ha pieHi kaimuuu. [Ipoananizoeano mo-
n0102il0 ma ocobausocmi cmpyKmypu mpancnopmHux 0in-
Ki6 3aAy4eHUx y mpancnopm Kanio ma ix poai y 6UKOHAHHI
cneyugpiunux Oionoeiynux @ynxyii. Kpumuuno ouinena
DPONb UUX MEMOPAHHUX MPAHCNOPMHUX OINKI6 6 CUCHANbHUX
npoyecax, Mexamizmax nocyxo- ma conecmiukocmi pocaut
uu deghiyumy Kaniro. 3anpononosaui nodanvuti nepcnex-
mMueHi HanpsamKu ma obaacmi 00CAIONCEHb YUX BANCAUBUX
MPAHCNOPMHUX CUCIEM.

Karouosi caosa: mpancnopm kaairo, 060noposi Kaumanu
TPK, Shaker nodioui kanaau, Kir-nodioni xananu, nece-
aexmueri kamionni kanaru NCCC, KUP/HAK/KT mpanc-
nopmepu, Trk/HKT mpancnopmepu, CPA mpancnopmepu.

Beryn. Kaniii (K*) € ogHuM i3 HaliBaXIMBIIIKUX MiHe-
paJIbHUX €JIEMEHTIB, 1110 HeOOXimHUI IJIs1 POCTYy Ta pO3-
BUTKY pocauH. Came 3acTOCyBaHHSI MiHEpaJbHUX J0-
OpuB, y TOM YMCJi KaJiliHMX, y 3eMJIepOOCTBi 3po-
OMJIO TIepIly <«3eJIeHY PEBOJIOLII0» i 3HAYHO ITiIHSLIO
BPOXANHICTh Ta MPOAYKTUBHICTb CiIbCHKOTO TIOCIIO-
napctBa. biusbko 25 MiIbHAOHIB TOH KalliliHUX TOOPUB
BUKOPHUCTOBYE CBIiTOBE CiIbChKE TOCIOJAPCTBO IOPiU-
Ho. K" € ogHUM i3 HalpO3MOBCIOMXKEHIIIINX €JIeMEHTIB
B POCIMHHMX TKaHMH i MoxXe ckimagati Big 1 mo 10 % cy-
xoi peyoBuHM (Gierth et al., 2007). ITomix BaxkiuMBOC-
Ti IBOTO €JIEMEHTY ISl POCTY Ta PO3BUTKY POCJIMH, CITO-
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JKMBaHHSI TIPOAYKTIB XapuyBaHHS i3 BUCOKHUM BMiCTOM
K* 3HMXXYye pu3MK ceple-CyIMHHUX 3aXBOPIOBaHb Ta
MO3UTHUBHO BIUIMBAa€ Ha KpoB’sHUiI Tuck. lleit eme-
MEHT Oepe ydyacTb y 0araThboX BaXKJIMBMX Ipollecax
SKUTTEISIBHOCTI POCIMH, @ caMe B OCMOPETYJISIIIT, TTif-
TPUMYBaHHI €JIeKTPUYHOT0 MEMOpPAaHHOIO MOTEHIliay,
reHepauii TypropHOro THUCKY i pO3TSTyBaHHi KJiTHH,
pyxax pOCJIMH, PO3BUTKY IWIKY, POOOTI MpPOIUXOBUX
KJIITUH, CUTHaJbHUX Ipolecax. Okpim Toro, K* Gepe
yyacTh y aKTHBallii 6araThboX (hepMEeHTIB, TPaHCIIOPTi
HITpaTiB Ta LIYKPO3M Ha BEJIMKi BiACTaHi, € BaXXJIMBUM
KOMIMOHEHTOM (dorocuHTedy (Amtamnn et al., 2008;
Ahmad et al., 2013; Sharma et al., 2013). Cnin 3a-
3HauYuTH, 1o K™ € OCHOBHUM €JI€MEHTOM CTilKOCTi
o 3acoyieHHs1 Ta mocyxu (Sharma et al, 2013). Konu
Na* € UMTOTOKCMYHMM i0HOM i 3aBOSIKM caMe HoMy
pealli3yeTbCsl iOHHMI OucOaniaHC y BUMAAKY BOIHOIO
Ta coJiboBoro crpeciB, To K* € ocmomnporekropom (Isa-
yenkov, 2012; Isayenkov et al, 2019; Llopis-Torregrosa
et al., 2016). KoHIleHTpallii IIbOrO eIeMEHTY Y IPYHTI
MOXYTb BapiloBaTW B 3aJIEXHOCTI BiJl TEOJOTIYHUX OCOO0-
JIMBOCTE! Ta IHIIMX MPUPOAHUX (PAKTOPiB, TOMY B XO-
IIi €BOJIOLIMHOIO PO3BUTKY POCAMHU HAOYJIM Pi3HUX
Ccrnoco0iB TOTJIMHAHHSI Ta TiATPUMKU BHYTPIlTHBOKIIi-
TUHHOI KoHUeHTpalii ioHiB K™ (Grabov, 2007). I1pouec
MOTJIMHAHHS Ta TPAHCIIOPTY 1LIbOTO €JIEMEHTY MOoTpedye
npoxomy K* depe3 mrasmaTuuHy MeMOpaHy 3a IIOIO-
MOTOI0 MeMOpaHHUX TPAaHCHOPTHMX OLUIKIiB YK TpaHC-
MOPTY 4Yepe3 amoriacT Mpu HOro TMOIrJMHAHHI 3 TPyH-
Ty Ta BUBLJIbHEHHS y IIPOCBIT KCWIEMM ITPOXOIKEH-
HSl yepe3 TOHOIIACT MpPU HAKOMWYEHHi abo BUTOKY
y/3 BaKyoJli, 110 3[iHCHIOETbCS OiKaMyW aKTUBHOTO i
MaCUBHOTO TPAHCIIOPTY Ta XapaKTePU3YIOThCS BUCOKOIO
Ta HU3bKOK adiHHICTIO 10 Kamito (Amtamnn et al., 2008;
Epstein et al., 1961).

Tenom Arabidopsis thaliana mictuth 61U3bKO 77 Te-
HiB, 1110 TOTEHIIiiTHO HaJIeXaTh 10 CEJICKTUBHUX 10 KaJIito
TpancnopTHuX cucteM (Demidchik, 2014). TpancnopTHi
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cuctemu K* MoxXHa po3momiivim y ciM pi3HUX pOOUH,
YOTUPU 3 IKUX € KaHaimamu (aBomopoBi kaHaimu TPK,
Shaker Ta K, -noniOHi KaHamM, HECENEKTUBHI KaTiOHHi
ka"Hanmu NCCC) i Hajiexarb 10 HU3bKO-aiHHUX 10 Ka-
JIiI0 MPEeICTaBHUKIB, a iHII BiTHOCATH OO TPAaHCIIOPTE-
piB (KUP/HAK/KT, Trk/HKT, CPA), siki, B cBOI0O 4ep-
Iy, € BUCOKO-ahiHHUMU 110 Kajiito cucreMamu (Sharma
et al., 2013; Osakabe et al., 2013). I1pouec morIMHaHHS,
TPAHCIIOPTY Ta TKAHWHHOTO TMePEPO3IOIiTy 1IOTO ele-
MEHTY BiIOYBa€ThCS 3aBASKU POOOTI IOHHUX KaHaJIiB 200
TPAHCIIOPTEPIB Y KOPEHEBUX eIMiiepMaIbHUX KITITHUHAX
Ta MOJAJBIIIOTO TPAHCIIOPTYETHCS 10 MAroHiB Ta JUCTKIB
3a JIOTIOMOTOI0 KCUJIEMHUX €JIEMEHTIB, 1110 CIIPUSIE POCTY
Ta po3BUTKY pociuH (Zhao et al., 2015).

MeTo10 1aHOTO OIJISIY € aHaJIi3 JiTepaTypHUX JIKe-
pes Ta y3arajJbHEHHsSI JAaHUX, IIOJ0 OCHOBHUX Tpe.-
CTaBHUKIB TpaHCIIOpTHUX cucteM K* B pociauni, ix
GionoriyHO1 posi Ta i3ioJgoriyHMX (PYHKIIII y mpole-
cax pOCTYy Ta PO3BUTKY POCIMHHOTO OpraHiamy Ta
MeXaHi3Max CTiKOCTi 10 abiOTUYHUX CTPECiB.

Cuctemu nacusHoro K* rpancnopry. Cucremamu na-
CUBHOTO TPaHCMIOPTY € MEMOpPaHHI KaJi€Bi KaHaIH, 1110
320€3MeuyloTh TPAHCIIOPT LIbOTO €JIEMEHTY Yepe3 MeMO-
paHy 3aBASIKM €JIeKTPOXiMiUYHOMY Ipali€eHTy 0e3 3aily-
yeHHs eHeprii (puc. 1). Okpim Toro, K* moxe mornam-
HaTUCS Ta TPAHCTIOPTYBATUCSI POCIIMHOIO 32 JIOTIOMOTOIO
aroryIaCTHOro HUISIXy 0e3 3aJlyyeHHsI CUCTeM MeMO-
paHHUX TpaHcropTHUx OinkiB (Isayenkov, 2012). 3a-
3BUYall KaJli€Bi KaHAJIN € MYJIbTUMEPHUMU OiIKaMu, Xa-
PaKTEpHOIO O3HAKOIO SIKMX € HasIBHICTb 0-CYOOTMHUIIH
(TpaHCcMeMOpaHHa CYOOAMHMUIIS), 1110 YTBOPIOIOTh ONMH
200 1Ba MopoBUX OJoMeHU. KatieBi KaHalI aKTUBYIOThCS
BUCOKMMM KOHLIeHTpalismu ioHiB K* (>0,5 MM), Tomy
1 HaJeXUTh JO BUCOKO-a(hiHHUX TPAHCIIOPTHUX CHUC-
TeM (Cheng et al., 2018). Bucoko-cejleKTUBHUMU OO
KaJlilo 11i KaHaJIM pOOUTH HasIBHUIA Y BCiX MPEACTaBHUKIB
pOOVH TPAaHCHOPTHMX KaHAIiB MOTUB, IO IPUCYTHI
y niopoBux ngomeHax GYGD (rmiumH-TUpO3UH-TILIVH)
(Lebaudy et al., 2007). Tpu poavHM 0-CyOOAMHUIIb,
sKi (OpMYIOTh CEeJEeKTHUBHI 10 KaJlilo KaHaiud, Oyau
ineHTU(hiKOBaHi y POCIUH. 0-CYOOIMHUIII KaHAJIiB pO-
muHU  Shaker-TiomiOHI CKIamaloTbcsl 3 IIECTH TpaHC-
MeMOpaHHMX CErMEHTIB Ta OJHOTIO MOPOBOTO TOMEHY,
1[0 PO3TalllOBAaHMM MiX OCTAHHBOIO MApOI0 TPAHCMEM-
OpaHHux cermMeHTiB. Y poaunu TPK oa-cybonuHuiti
MaloTh TimpodoOHe SIIpo, 10 CKIATAETHCS 3 YOTHUPHOX
TpaHCMEMOpPAHHUX CErMEHTIB Ta IBOX MOPOBUX JAOMeE-
HiB. Y mnpencraBHukiB K -ToniOHuX KaHaliB HasgBHi
IBa TpaHCMEMOpaHHI CEIMEHTHU Ta OOUH IIOPOBUM IO-
meH (Lebaudy et al., 2007; Very et al., 2003). ¥V Bcix
MpeJCTaBHUKIB KaJliEBUX KaHAJIiB HasBHA MOpOBa IET-
s, sIKa 3a0es3rneuye 3B’s13yBaHHS ioHiB K* Ta B3aemomii
i3 kucHeM KapOoninbHOI Tpynu ¢inbTpy GYGD, mo
posralioBaHuii y nmoposomMy nomeHi (Ward et al., 2009).

76

OkpiM, «KIacnuHux» MeMopaHHux KaHamiB 3 GYGD
nopoto, TpaHcmopT K* moxe Oyrm omocepenkoBaHMIA
32 TOMIOMOTOI0 HECEJEKTUBHUX KATIOHHUX KaHaliB po-
nuHu (NCCC).

Shaker-nonioni kKaniesi kanamm. Briepie kaHanm po-
nuHu Shaker-nioniOHi Oy ineHTUdiKoBaHi y Drosophila
(Papazian et al., 1987). IlpeacraBHMKIB 11i€l poavMHMU
HONUISIIOTh Ha TpU (PYHKIUIOHAJbHUX TUIIM, a CaMe,
BUIIPSIMHI KaHaJIM BUTOKY Ha 30BHi (outward-rectifying),
BUTIPSIMHI KaHaJIu TIPUTOKY BcepeauHy (inward-recti-
fying) ta cnabo BunpsimHi (weakly-rectifying), mo Bi-
NrpalTh BaXJIUBY poiib y romeoctasi K* (puc. 1)
(Gambale et al., 2006). Bimomo, 1o Shaker-momioHi
KaHaJIi BifirpailoTh OCOOJMBO BaXKJIMBY pPOJIb y 3aBaH-
TaXEHHI Ta po3BaHTaXeHHi ioHaMn K* mpoBinHUX TKa-
HuH (Britto et al., 2008). Y Arabidopsis 6y10 BUSIBJICHO
IeB’sITh TeHiB pomuHu Shaker-momioHux kaHamiB. Lli
KaHaJIi MaloTh BEJIMKE 3HAYeHHS IS OaraTbox (isio-
JIOTIYHUX TIPOLIECiB, 30KpeMa BOHM BiANOBIAAIOTH 3a
MOCTiliHe HaaxokeHHs abo BupaneHHs1 K* 3 pocauH-
Hux TKaHuH (Jeanguenin et al., 2011). BumnpsmHi xa-
Haym miputoky K™ nanexars: KATI1, KAT2, AKTI,
AKT5 i AKT6 (SPIK), 1m0 akTMBYIOTbCSI TIpU Timep-
noJysipu3allii MeMOpaH Ta OIIOCEPEIKOBYIOTb HAIXOMd-
xkeHHs ioHiB K* (puc. 2). [loTeHmiana-3anexxHi BUIIPSIM-
Hi kaHanu BuToKy SKOR (stellar K* outward rectifier),
10 OMOCePEeaKOBYE HamxomkeHHs K™ y kcuiaemHuii
cik, Ta kaHanmu GORK (Guard cell outward-rectifying
K*), mo mokami3yloTbCcsl B KIIITMHAX IPOIMXIB, aKTH-
BYIOTbCSI TIpM JIeTIOJisIipu3allii MeMOpaH Ta orocepe-
koBywTh BinTik K* (puc. 2) (Kleeff et al., 2018; Forster
et al., 2019).

llikaBum ¢QakToM € Te, IO C€JIa00 BUIPSIMHUIA
kaHas AKT2 moxe ornocepenkoByBaTH i HAIXOMKEHHS,
i Butik K* (Kleeff et al., 2018). Takoxk BBaXka€eThCs, 1110
AKT?2 Bignosigae 3a HMPKyJIsLi0 (a00 peLMpKYJISLIO)
ioHiB K" 3 MeTol0 KOHTpOJIO0 piBHSI Kamiio y droemi
Ta peryisuii mossipusanii KiaiTuHHOT MeMOpanu (Gaj-
danowicz et al., 2011). Ha monarok, KAT3 (A7tKC1) cam
no cobi He € (PYHKIIOHATbHUM KaJiEBUM KaHaJoOM, a
perymoe akTuBHicTh KaHajiB AKT1 i KATI1, yrBopioro-
yu rerepo-terpamepu (Kleeff et al., 2018). Tpancropt
K* mo ¢aoemHum eneMmeHTam 3aiiicHioeTbess AKT2/3
KaHajlaMHi, IO OIIOCEePEIKOBYIOTh i IOTJIMHAHHS, i
Bim-Tik K* (Ahmad et al., 2013). Takox BuIpsMHi Ka-
Haau nputoky Shaker-nomionikanamu KATI i KAT2
BiIMOBiNAIOTh 32 pyxu nMpoauxis (Jeanguenin et al., 2011;
Cuin et al., 2018).

Ak Bimomo, kaHaau GORK Takoxk onocepeaKoByIOTh
BUBLIbHeHHST K* 3 KJIITMH MpoauxiB Ta BidirpaloTh Baxk-
JiBY pouib y Bigroui K* 3 KitituH KopeHiB Arabidopsis, 1110
OIocepeIKOBYEThCs aernoisipusauieo kinituHu (Kleeff
et al., 2018). AktuBHicTb GORK MoXe mocuimoBaTuCh
dochopwnoBaHHsIM Ta cripusatd Biaroky K* 3 mpo-
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Puc. 1. CxeMaTUYHUI OMKUC TOJOBHUX TPAHCIOPTHUX HUISIXiB MOMIMHAHHS Ta mepeposnoainy K* B pociauHax.
PizHomaniTHi Tunu kanHaniB Ta TpaHcmopTepiB (AKT, HKT2, NSCC, HAK, CHX, TPK4, NSCC, HAK,
KIR, KUP, GmKEAS5) mMoxyTh OyTH 3ajlydeHHi B IMpOLIEC MOTJIMHAHHS Ta TPAHCIIOPTY LIOTO €JIEMEHTY uepes
mwia3MatuuHy MeMmOpany. I[lpouec kommaptmenTamidauii K* y Bakyomi omocepenkoBanuii potororo TPK ka-
HaniB, NHX 1—4 oOMiHHMKaMu Ta AESIKUMU IpeAcTaBHMKaMKM aHTunoprepiB miapoauHu CHX. Tpancmopr Ta
30epiranHst K* y rutactuaax 3adesneuytotsh crnenianizoBaHi KEA 1—2 ta 3 tpancnoprepu. KomnaprMmeHraizaltist
K* B mempanHux cucremax amapary [onbmxi, mpeBakyosisipuux komnaptMmeHTiB (PVC) omocepenkoByroThcs
poGorowo npencraBHuKiB TpHacmoprepiB KEA 4—6, antunoprepis CHX17 un PpCHXI1 3 Physcomitrella patens
ta ooMinHukiB NHX 5—6. Ha nomarok, nmesxi antunoprepiB CHX, a came CHX 16, 20, 23 ta OsCHX17 3 pucy
JIOKAJTi3yI0ThCsl HA MeMOpaHax eHjoruiazmatuyHoro petukyaiomy (EP) ta MoxXyTh moTeHLiiiHO Opatu y4acTb y
koMmmapT™meHTatizaiii K* go BHyrpintHboro momeny EP. [NMomanbeiimii TpaHCTIOpPT Ta TKAHWMHHUN MEPepO3TOIiT
K* B pocimHax omocepeaKoBYETbCSI POOOTOIO MPENCTaBHUKIB AEKUIBKOX POOMH MeMOpaHHMX TpPaHCIOPTEpiB, a
came SCOR, CHX, NSCC. Bpaxartnbcs, 1o came Shaker-rmonionuii kaHan SCOR € rosoBHMM ITocTavyalbHUKOM
Kasito 1o kcuiemu. Jeski npenctaBHuku KanieBux kaHaiiB AKT MoxyTb BianoBimaTu 3a 3arpy3ky djaoemu Ta
30araueHHs1 uioemun. Haromicte, kamieBi kKaHamu KAT mMoxyTb ornocepenkoByBatv BugaieHHs1 K* 3 ¢moemHux
€JIEMEHTIB Ta TPAHCIOPTY KJIITUHYU TKAaHWH 3 aKTUBHUM (poTocuHTe30M. Brpara K* pocnnHoo Ha piBHI KOpeHEBOI
CHCTEMHU OIIOCEPEAKOBYEThCS POOOTOIO iHILIOrO MpeiacTaBHUKA i€l poauHu kKaHaniB, a came GORK. Takox
MPUITYCKAETHCS, 1110 BUTOK IIOTO €JIEMEHTY 3 TKAHWUH KOPEHIO MOXe OYTH CIPUYMHEHUI pOOOTOM JESIKUX He-
cenexkTuBHUX KaTtioHHMX KaHatiB (NSCC). IMpumitka. AKT, Arabidopsis K* transport system (shaker inward potas-
sium channel); KAT, K*AKTlike channel (shaker inward potassium channel); HKT, High-affinity K* transporter
Type; NSCC, Nonselective cation channels; CHX, cation/H* exchanger; NHX, Na*/H* exchanger; KEA, K*
efflux antiporter; TPK, two-pore potassium channel; KUP, K* uptake permease; KIR, K*inward rectifier; HAK,
High-affinity K* uptake transporter; SCOR, stelar K* outward rectifying channel; GORK, guard cells outward
rectifying channel.
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Puc. 2. Tonogoris xanany HAK Ta Shaker-tionionoro kananry SKOR. PM mnasmarnuHa memOpana; 1—6 ta 1—
12 — tpancMmemOpaHHi nomenu; I1 — mopoBuit nomeH; GYGD — K* ceinekTuBHMII MOTUB B ITIOPOBOMY JOMEHI;
CNBD (a) — nomeH 3B’s3yBaHHS 3 muKJIiuHuMU HykiaeoTugaMu; ANK (b) — aHkipuHOBMII gfOMeH (TIpuUIycKa-
€ThCS, 10 LIeW TUII JOMEHIB BiIMOBiZa€ 3a 3B’SI3yBaHHS 3 OiIKaMU IIUTOCKEJETy YU PeryasTOPHUMU OilKaMu
(Sentenac et al., 1992); KHA (c) — kucnoTHU#l 1omMeH (BiaroBigae 3a B3aemofito 3 K¥)

nuxoBux KiituH (Forster et al., 2019). IIpunyckaerbces,
10 OCHOBHa (izionoriyHa dyHkuis kaHary GORK —
KOHTPOJIb BIIKPUTTS Ta 3aKPUTTS MPOAMXiB LUISI-
xoM BuBiIbHeHHs K* (Cuin et al., 2018; Hosy et al.,
2003). OctaHHi naHHi CcBigyaTh MpoO Te, IO BTpaTa
K* kopeHsiMU pOCIMH iHAYKOBaHA Ai€l0 Pi3HUX BUIiB
cTpeciB  onocepenkoByeThesi pobortoro came GORK
kaHautiB (Isayenkov 2012; Demidchik et al., 2018). Kanan
SKOR (puc. 2) mae rinpocdobHe simpo, MiCTUTh 6 TpaHC-
MeMOpaHHUX JTOMEHiB, Ta XapaKTepHMIA IS KaJliEBUX
kaHasiB GYGD motuB y mopogiit netti. OkpiM ToTO,
lieil KaHaJl Ma€e OMEH, 1110 BiJMOBila€e 3a 3B’s3yBaHHS
i3 LUKJIIYHUM HYKJIEOTUIOM, aHKIipUHOBUI TOMEH Ta
kuciotHuii ntomeH (Demidchik et al., 2014; Gaymard
et al., 1998). V Arabidopsis SKOR ekcrpecyeTbcsi y
€HJO0JIepPMAIbHUX KJITMHAX KOpEeHiB Ta Oepe yyacTb Y
3aBaHTaXeHi kcuinemu K*, 1o 3abesmnedye TpaHCHOPT
LIbOTO €JIEMEHTY BiJl KOPEHiB 10 BEpXHiX OpraHiB pOCIMHU
(puc. 1) (Liu et al., 2008). BigmiueHO, 110 KaHaIU
SKOR 3pnaTHi peryioBaTuch Kiabkoma (i3ioIoriyHUMKU
curHajamu, a came piBeHb pH i3 BHYTpilIHbBOI Ta 30B-
HIilIHBOI CTOPOHM MeMOpaHu Ta MO3aKJIITUHHMUIA pi-
BeHb KaJjito. | BHYTpIllIHbO- i 30BHILIHBO KJIITUHHE
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3aKucaeHHs1 npurHiuye aisuibHicTh SKOR (Johansson
et al, 2006). Bimomo, mio akrtuBaiig kaHamiB SKOR
3MiACHIOETHCS Y BiAIOBiIb Ha KOJMBAHHSI KOHLIEHTpALlil
KaJlilo y KCWieMi Ta MOro IMPOHMKHOCTI IMOTEHLIiaa-
HesanexkHuM MexaHismom (Liu et al., 2008). Bbyno
MoKa3aHo, eKCIIpecisi reHy, 1110 Koaye SKOR 'y Arabidopsis
3HAYHO MiABUILYETbCS Yy KOPEHEBOMY MEPULIMKII Ta
HapeHXiMHUX KJIITUHAX KCUJIEMU Y BiIMOBiAb HA HU3bKUIA
no3akjaiTMHHUI piBeHb K* (Zhao et al., 2015). Takum
ynHoM, SKOR € BaxjauMBUM KOMITOHEHTOM peryJsiiii
romeoctazy K* Ta peumpkyssuii 1IbOro €JeMeHTy Ta
CTIMKOCTI 10 aBiOTUYHUX CTPECIB.

3a3HayaeTbes, WO Shaker-momiOHI KaHaJIM TaKOX
MOXYTb peryiaioBatuch (ocdopuitoBaHHsamM Ha Ca’*-
3ayiexkHuit MaHep. [TokasaHo, 1110 B3aeMozioua 3 Kajb-
HUHEepBiH-B-nonioHuMK Ginkamu mporeinkiHaza (CBL-
interacting protein kinase (CIPK)) akTuByeThcsi cre-
HMGbIYHUMU KasibLIMHEPiH-B-nonioHumM 6inkom (Calci-
neurin B-like protein (CBL)) i peryitoe nmorivMHaHHS i
posnoain K* no pocnauni. Kommiekcn CBL1/9-CIPK23
i CBL4/CIPK6 aktuByioth Shaker-nomiOHi KaHamu
AKT1 i AKT?2 BinnosinHo (Corratgé-Faillie et al., 2017,
Held et al., 2011). OmgHak, Npu AOCIIKEHHI BILIUBY
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Puc. 3. Tononoria xkananiB TPK1 ta KCO3. TNP- tonomnact; I1 — mopoBuii nomeH; 1—4 — TpaHcMeMOpaHHi 10-
meHn; GYGD — K* cenekTuBHUIT MOTUB B ITOPOBOMY AOMeHi; 14-3-3 — caliT caiiTy 3B’s3yBaHHSI Ha aMiHO KiHIIi;
EF-hands — nomeH 3B’sa3yBaHHs 3 Ca?" Ha KapOOKCUJIBHOMY KiHIIi

CPK13 Ha mpencraBHUKIB poauHu Shaker-momioHMX
KAT1 ta KAT2 Oyno BusiBieHO, 110 iHriOyrouya nis Ha
octanHi € Ca’*-HesamexHoio (Corratgé-Faillie et al.,
2017). Excmpecist TeHiB, 110 KOAYIOTb IpEeACTaBHUKIB
Shaker-ioniOHUX KaHaJliB MOXE peryjIroBaTUCS i Ha
PiBHiI TpaHCKPHUIIII i Ha MOCT-TPaHCISALLIAHOMY pPiBHi
min BriuBoM aediuuty K abo moBrorpusaioi coabo-
Boi abo ropmoHanbHOi 00pobku (Kleeff et al., 2018;
Maathuis et al., 2003). Takum ynHom Shaker-tiomiOHi
KaJlieBi KaHaM € BaXJMBOIO JJAHKOIO TPAHCIOPTY Ka-
JIiF0 Ta MiATPUMKHU O6aratbox (izionorivHux (GyHKILiH Ta
3aXMCHUX TPOIIECiB POCIUHMU.

JIBonoposi kajieBi kanaiu. Kanamu TPK ckmanma-
IOTbCSI 3 YOTUPHOX TPAaHCMEMOpAHHUX JOMEHIB, SIKi
yTBOpOIOTh 1Bi mopu (puc. 3). KoxHa mopa MicTUTh
cenexktuBHuil 1o K* momen GYGD, a C kiHenp onnH
abo gBa nomeHu EF-hands (Isaenkov et al., 2013) (puc.
3). T'enom Arabidopsis thaliana Komye TUSITh pi3HUX
npeAcTaBHUKIB KaHaliB pomuHu TPK y Arabidopsis
(TPK1, TPK2, TPK3, TPK4 ta TPKS5) (Isaenkov et
al., 2013; Voelker et al., 2006). OgHuM i3 HaGiIABII
oxapakTepu3oBaHUX TpeacTaBHU-KiB TPK-kananis €
AtTPK1 3 Arabidopsis. Binomo, 1o perymsiist AtTPK1
MOXe BimOyBaTHCh 3a JOIOMOIOIO LIMTO30JbHOTO Ca’*,
dochopuntoBanHsa Oinkamu 14-3-3 y N-kiHIIeBOro Ta
BenuuuHu pH y uwmrosoni (Gobert et al., 2007; Tang
et al., 2020). AtTPKI1 BinnoBimae 3a K* romeocras,
BUBUIBHEHHSI 1IbOTO €JIEMEHTY IPU 3aKPUTTI MPOIUXiB
Ta MNpopocTaHHi HaciHHI. OKpiM TOro, iCHYIOTh
€KCIEPUMEHTAIbHI IaHHi. 110 BKa3ylIOTh Ha POJIb IIbOTO
KaHajay Ta #oro romooriB, a came came HvVTPKI1
3 gumeHto Ta OsTPKla 3 pucy, B ocmopery-Jsiiiii.
Ili xaHamm MOXyThb OYTM BHYTPILIHBOKJIITUHHU-MU
OCMOCEHCOpaMHM, L0 ULIBMAKO 30UIbLIYIOTb aKTHUB-
HiCTb KaHaJiB MPOTITOM TiMepCOMOTUYHOTO ILIOKY JJIsI
BUBLJIbHEHHS BakyoJisipHoro K+ (Maathuis et al., 2011;
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Isayenkov et al., 2011). Maiixe BCi 4jieHU pPOAUHU
TPK 3 Arabidopsis thaliana noxanizoBaHi y TOHOILIACTI
JitmyHux BakyodiB (puc. 1). TPK3 ekcnpecyeTbcst y
MNUJIKY Ta KOpeHeBUX KiHuukax, a TPKS y cymmHHMX
TKaHMHAX, TrigaToAax Ta KBiTKoBuX opraHax (Isaenkov
et al., 2013; Voelker et al., 2006). Ha BimMmiHy Bix
iHImMX TpeacTaBHUKIB poauHu TPK4 nokanizyeTscst y
ruia3MatuuHiii MemOpani munky (Becker, et al., 2004;
Marcel, et al., 2010). Xoua icHye MOpPUITYLLIEHHS, IO
AtTPK3 nokanizyeTbcst y MeMOpaHi TUJIAKOIMiB XJIOPO-
1acTiB, Ae BimmoBizae 3a K* romeocras, ocTaHHi maHi
BKa3yloTb Ha HOro TOHOIUIACTHY JioKamizaiiio (Car-
raretto et al., 2013; Hohner et al., 2019). Ha nona-
Tok, OsTPKIb 3 pucy nokanizyeTbcsi BUKIIOUHO Ha
MeMmOpaHax TiporeiHOBUX BakyoJiB (Isayenkov et al.,
2011; Isayenkov et al., 2011). TPK MoXyTh Takox
BilirpaBaTy BaXXJIMBY POJIb y CTIMKOCTi POCIMH 10 3a-
COJIEHHs1I Ta Tocyxu. byno mokaszaHo, 1€ eKCrpecis
reHa TPKla 3 TioTioHy 30iJ1bLIYEThCS OiJIbllIEe HixX Yy 2
pa3u 3a YMOBHU [Iii OCMOTMYHOIO ILIOKY Ta COJIbOBOTO
crpecy (Hamamoto et al., 2008). Okpim Toro, AtTPK1
3a3Ha€ ochoprmoBaHHg 3a gormomoroio Ca’*t-3amex-
Hoi npoteinkiHazu CDPK3 B ymoBax 3aconeHHs (Latz
et al., 2007) (puc. 3). PocauHu pucy 3 HameKcrnpeciero
OsTPKI1b maroTh Kpallli TOKa3HUKU CTIMKOCTI 10 3a-
COJIEHHSI Ta OCMOTHYHOTO cTpecy (Ahmad et al., 2016).
TakuM 4YMHOM TOjajibllie TIMOMHHE BUBYEHHS TPYIU
LIMX KaHaJiB Ma€ BaXKJIMBE 3HAYECHHS.

K, -nonioni kanmam. K. -mioni6ni xaHamu, 110 JIOKa-
JIi3yIOThCS Y BaKyoJIsiX, BIepilie OyJau BUSIBJICHI y T€HO-
Mi Arabidopsis (Lebaudy et al., 2007; Ward et al., 2009,
Voelker et al., 2006). K, -noni6Hi kaHamu cKJIagaloTbCs
3 IBOX TPAaHCMEMOpPaHHUX JTOMEHIB MOEAHAHUX TETIEI0
Mixx HuMu (MacKinnon, et al., 2003). BoHu € pymu-
MeHTapHUMM KajtieBuMu Kanamamu. K 1 (takox KCO3)
paniie BinHocuau no poaunu TPK (Ward et al., 2009)
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(puc. 3). OgHak igoreHeTUYHI DOCIIIKEHHS ITOKa3a-
JIM, 110 BOHM YTBOPWJIMCH BHACHIIOK IyIUTiKallil reHy
kanany TPK 3 yacTtkoBolo meseli€lo, 1110 IPU3BEIO 10
BTpaTU OJHOIO IIOPOBOrO OOMEHY. SIK HacligmoK poc-
JmuHHI K, -nogiOHi KaHaay MaloTh ABa TpaHCMeMOpaH-
HUX JOMEHU Ta OOMH IOpOoBUii Mixk HUMU (puc. 3) (Mar-
cel et al., 2010). To nuni npeacraBHuKU K. -niomioHmx
KaHajiB OyJM BUSBJICHI JUILIE Yy IPeACTaBHUKIB POLY
Arabidopsis, TOoMy BBaXa€TbCs, 1110 151 pOAMHA BUHUKIIA
HEIIoAaBHO B X0[i eBooliiiHoro npouecy (Ward et al.,
2009). 3HauHa KilbKiCTh NOCHIOHMKIB BUALIAIOTE K. -
noniOHi KaHalIu K okpemy poauny. ['enom Arabidopsis
KOJlye JIMLIE OJHOTrO MpeacTaBHuKa poannu K, -momio-
Hux kaHajuiB — ue KCO3 (Sharma et al., 2013; Ward et
al., 2009). Ekcrpeciio gaHOTO T€HYy MOXHa CIIOCTepi-
raTi y CyAMHHIM TKaAHWHi JIMCTKA, TKAHWMHAX KBIiTKM,
KOpiHHS Ta cTeOJia, a TaKOX Yy Timaromax, IO TaKOxK
BractuBe mis1 TPKS. Biporinno, mo KCO3 mpuiimae
y4acTb Yy OCMOPETYJISLIII, aIKe poCaruHA 3 HOKAyTOM TeHYy
KCO3 noka3sye 3HMXEHUI piCT B yMOBaX OCMOTUYHOTO
ctpecy (Voelker et al., 2006). OmHaxk, 1g 3MiHa (heHOTH-
Iy POCIVHU MOXKe KOMIUIEMEHTYBATH €KCIIPECi€lo My-
tanTtHoro reny KCO3 3 HeakTtuBHOIO Toporo. Ili pe-
3yJbTAaTU MOKa3yloTh, 1o (pyHkuii KCO3 B ymoBax oc-
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Puc. 4. Torosoria pooguHU HECEJIEKTUBHUX
katioHHux kaHajniB NCCC, a came riyra-
mar noaioHux peuentopiB (GLR) Ta kaHa-
JIiB 3ajJIeXKHUX Bil LUKIIYHUX HYKJICOTHUiB
(CNGC). PM — mna3zmaTuyHa MeMOpaHa;
IT — noposuii nomeH; NT — caiit 3B’s13yBaH-
HSI 3 KajbMonmyJliHOM Ha amiHokiHii; CT —
CaliT 3B’SI3yBaHHS KaJbMOAYJiHOM Ha Kap-
OOKCUIbHOMY KiHIi; IQ — i3osenuH-riara-
MiHOBUII JOMEH 3 (DYHKIi€I0 3B’SI3yBaHHS
3 kanbmonyiiHom; CNBD — caiit 3B’s13y-
BaHHS 3 UMKJIIYHUMU HyKjaeoTuaaMu; ATD —
noMeH amiHo KiHug; LBD — momen 3B’s1-
3yBaHHA 3 dirangamu, 1—4 uu 1—6 — TpaHc-
MeMOpaHHi TOMEeHU

COOOH

MOTUYHOTO CTpecy He 3aJIeXXUThb Bil HOro 3IaTHOCTI
nepeHocutu ionn K* (Sharma et al., 2013).
HecenextusHi karionHi kananu (NCCC). Hecenek-
TUBHI KaTioHHi kKaHaiau pomuHu (Nonselective cation
channels, NSCCC) BxiouaioTh y cede IBi pOOIMHU Te-
HiB, a caMe MmomiOHi OO TJIyTaMaTHUX pelLenTopiB Ka-
Haau (Glutamate receptor-like channels (GLRs) Ta
peryaboBaHi HUKIIYHUMU HyKJIeoTugamu KaHamau (Cy-
clic nucleotide-gated channels, CNGC). GLR-kanamu
CKJIaJAIOThCs i3 TPhOX TpaHCMEMOpaHHUX AOMEHIB Ta
ogHoi mopu (puc. 4.) Ha Bimminy Bim GLR, CNGC
KaHaJIu MaioThb 6 TpaHCMeMOpaHHMX JOMEHIB Ta OIHY
nopy (puc. 4). I[IpumyckaeTbes, 110 Li KaHAJIU € TO-
JIOBHUMM BOpOTaMU I morjauHaHHs Nat pocauHamu
npu Iii coiaboBoro crpecy. Ilpore, 1i poauHU KaHaJiB
TaKOX JEMOHCTPYIOTh TpoBimHicTe mig K™ ta Ca?*
(Demidchik et al., 2014; Demidchik et al., 2018).
byno mpomemoncrpoBano, mo NSCC OGepyTh ydacTb
y (opMyBaHHi CTiKOCTIi pOCIMH OO a0iOTUYHUX Ta
oiotnuyHux crpeciB (puc. 1) (Demidchik et al., 2018;
Jhaetal., 2016). 3ne6inbiioro, pyHkiionyBanas NSCC
MOB’SI3yI0Th 3 TPAHCIIOPTOM Ta MOINIMHAHHSIM Na' mpu
3acoieHHi Ta Ca’' mig curHanbHux QyHkuii. Cepen
NSCC Halibinpil AeTaJbHO OXapaKTepu30oBaHa TIpyma
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CNGCkanariB. bysoponeMoHCTpOBaHO, 1110 eKCITPecist
ypizaHoi Bepcii AtCNGCI1 6e3 moMeHy 3B’SI3yBaHHS 3
kaigpmonysiiHoMm (CaM binding domain) npu3BoauTh 10
301IbIIEHHST BHYTPIllIHBOKJIITUHHOI KOHLIeHTpallil K* B
trk 1/trk2 myTtaHTax OPiXIXKIB i3 BTpAaUEHUMU CHUCTEMaMU
mommHaHHsT K* (Ali et al, 2006). AHami3 MyTaHTIiB
pOCIMH, sIKi BTpaTwin (yHKIIil AeIKUX MPeACcTaBHUKIB
CNGC kaHaJiB, IoKa3aB 3[aTHICTb A0 TPaHCIIOPTY
K* Tphox uneHiB uiei pomuuu, a came AtCNGCI,
AtCNGC3 ta AtCNGCI10. 3okpema Oyno moka3aHo,
10 MyTaHTHa JiHist Arabidopsis Atcngel, 1110 BTpaTWiIn
dyukuito AtCNGC1 Hakonuuyioth meHie Ca’" B ma-
roHax Ta IMOKa3ylTh MEHIIY YYTJIMBICTb O TOKCUYHUX
koHueHTpauiii Na* (Hampton et al., 2004; Maathuis et
al., 2006; Yuen et al., 2010). PociuHu MyTaHTHOI JIiHil
Arabidopsis Atcnge3, o Brpatwm ¢yHkuiio AtCNGC3
€ MEHII YyTJIMBMMM OO Mdil BUCOKMX KOHIIEHTpAaLlili
K*, 110 iHridyioTh picT POCIAMH, Ta aKyMYJIOIOTh ek
€JIEMEHT B CBOIX TKAaHMHAX y MEHIIUX KiJIbKOCTSIX HiX
nukuit Tun (Gobert et al., 2006). Otxe, NSCC wmo-
XyTb BilirpaBaT¥ BaxXJMBY poJib y TpaHcrnopTi K,
MiATPpUMII iI0HHOTO TOMEOCTa3y Ta CTIMKOCTi pOCIHMH IO
BIUIMBY CTpeciB pizHOl mpupoau. [loganbiine po3KpUTTS
TPAHCHOPTHUX BJIACTUBOCTEM Ta 0iOJOTiUYHUX (DYyHKIIN
i€l pooMHM KaHaJIiB HAIIacTh MOXJIMBICTh Kpallle Po-
3yMIiTU TUTAHHS PeryJjsiii TpaHCIIOPTY TOJOBHUX Ka-
TiOHIB pociuHU, a came Na*, K*ta Ca?".

Cucremn akTuBHoro K* rpancmopry. AKTUBHI cucre-
MM TPAHCTIOPTY MOALISIOTh HA YHIMIOPTepU, CUMIIOPTEpU
ta antunoptepu (Nieves-Cordones et al, 2010). Oco6-
JIMBICTIO @HTU- Ta CHUMIIOPTEPIB € Te, 110 aKTUBHICTh
UX TPAaHCIIOPTUPHUX OINKIB IIIKOM 3aJIeKUTh Bill py-
1III{HOT CUJIM MPOTOHIB UM KaTioHiB, 30kpema Na* yu K*
(Grabov, 2007). 3aBogky IMM O3HAKaM TPaHCIIOPTEPU
3naTHiI TpaHcmopTyBaTu K* mpoTw KOHLIEHTpaLiiHOro
rpamieHty (Cheng et al., 2018). Ha BinmiHy Bim ioHHMX
KaHaJliB, TPAHCIIOPTHi BJACTHUBOCTI SIKMX OOYMOBJICHI
HAasIBHICTIO eJIeKTpoxiMiyHoro rpanmieHty (Busch 2002)
TPaHCIIOPTEPU, € BUCOKO-aiHHUMM CHUCTEeMaMHU Ta
3maTHI 3abe3rneuyBatu TpaHcnopT K* 3a yMOB HU3BKOI
30BHIIIHBOI KOHIIEHTpalii 1boro eaeMeHTy (<0,2 MM)
(Cheng et al., 2018).

KauniesiTpancnoprepupomuan KUP/HAK/KT. Ponuna
tpancnioptepiB  KUP/HAK/KT (K uptake permease,
KUP; High affinity Knornmunaunst K*/ Bucoko-adinHMit
no K*/ K* TpaHcriopTep) — 1ie HailuMcenbHillla poauHa
KaJlieBUX TpaHcHopTepiB y pociauH. [IpeacTtaBHUKIB na-
HOI pOOMHU BMSIBICHO Yy 0araTboxX BMIIB POCIUH
(Cheng et al., 2018; Wang et al., 2018). Tpancrnoprepu
pomuaun KUP/HAK/KT GepyTh y4yacTb y MOIIMHAHHIL
K*, po3rsryBaHHSI KJIiTUH, POCTY KOPEHEBUX BOJIOCKIB,
po3noniji ayKcuHy Ta y (popMyBaHHI 3aXMCHOI peakiii
Ha mito ocmMotuuHoro crpecy (puc. 1) (Busch 2002).
Tpancnoprepu KUP/HAK/KT cknanatorscst 3 10—14
TpaHcMeMOpaHHuUX ToMeHiB (puc. 5.) (Wanget al., 2018).
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UneniB ponuuu KUP/HAK/KT noninsiioTe Ha 4OTH-
pu rpynu (I, II, III, IV) (ta6xa. 1, http://cytgen.com/
articles/5510075s.pdf). [1pencraBHuku rpynu I, Hanmpu-
knan HvHAKI 3 siaMeHI0, BiAIOBiZalOTh 3a BUCOKO-
adinHe mormmHaHH ioHiB K* y KopinHi. YieHnu rpymnu
II, Taki six: AtHAK2, AtKUP4, AtHAK4, OsHAKS5
OepyTh y4acThb Y pi3HOMAaHITHUX Ipoliecax poCTy Ta PO3-
BUTKY pociuHu. [IpencraBuuku rpynu I (AtHAK2,
AtKUP/KTS5, AtHAK6, AtHAK?7 Ta iHi) Bianosigaioth
3a miarpuMky K*/Na' romeocrasy. Bimomocteii mpo
GiosoriuHi yHKLIi mpeactaBHUKIB rpynu IV moku 1o
30BCIM MaJio, OJJHAK BBaXKA€ThCd, 1110 BOHM BiJIMNoOBina-
10Th 3a TpaHcnopT Na* B pociuHi (Ou et al., 2018; Li et
al., 2018; Zhang et al., 2020).

3arajioM TMpeJACTAaBHUKHW 1Ii€]l POAVHU BilirparoTh
BaXJIMBY POJIb Y Pi3HOMAHITHMX (Di3i0J0TiYHUX MpolLie-
cax pOCJIMH, a caMe IOIIMHAHHI Ta TPAHCIOPTi iOHIB
K*, perynsuii pocTy Ta pO3BUTKY, COJIECTIHKOCTI Ta
peryisauii ocMoruyHoro moteHmiany (Li et al., 2018).
Y Arabidopsis thaliana 6yno inentudikoBanol3 mpem-
craBHukiB poauHu KT/HAK/KUP (Cheng et al, 2018).
Binomo, 1110 3a morauMHaHHS iOHIB Kaltito y Arabidopsis
BinmoBimaroth AtHAKS ta AtAKT1 (Cheng et al., 2018;
Liet al., 2018; Han et al., 2016). Byj10 TakoXX BUSIBIIEHO,
mo AtKUP7 Takox 6epe y4acTb B ITpoliecax HOTJIMHAHHS
K* i Moxe 4YacTKOBO CHPHUSITA HACHUYEHHIO KCUJIEMU
im exemenToM (Han et al., 2016). ¥ puci romosioramu
AtHAKI1 Ta AtAKTS5 € OsAKT1 i OsHAKI1 BigmosigHo,
SIKi BUKOHYIOTh momiOHi ¢ynkuii (Cheng et al., 2018).
Hanpuxknan, OsHAKI1 3a6esneuye cojecTiiikicTb pe-
TYJII0I0YM TIOIJIMHAHHS Kajlilo Ta MiATPUMYIOYU OIITH-
MasbHe criBBinHomeHHs: K*/Na* (Ou et al., 2018). binbiu
TOrO, B YMOBaX IOCYXM POCIMHM 3 OBEpEeKIpeciero
OsHAK InaBanu Ha 35 % Oinblie BpoxXar HiX pOCIH-
Hu aukoro tuiy (Chen et al., 2017). I'en TpaHcnopTepy
OsHAKS5 TakoxX 4acTKOBO CIIpMSIE BMCOKO-aiHHOMY
MOTIMHAHHI KaJlito, OTHAK TIPU BUIIMX KOHIEHTpPALIisiX
K* nix OsHAKI1. Bucokuii piBeHb ekcrpecii OsHAKS
OyJ10 BiIMiYeHO y TmapeHXiMi KcwiaeMM Ta ioeMM TKa-
HUH CYIWH KOPEHIB, 0COOJMBO B yMOBAX JAe(illUTy Kalito,
mo cBimuuth mpo Te, mo OsHAKS moxe Opatu ydacTb
Y PO3MOAUI Kalilo MiX TKaHWH KOPEHIB Ta TIaroHy
(Yang et al., 2014). Ille onuH 4wieH pOAMHM BUSBICHUM
y puci OsHAK21 neMOHCTpye aKTMBHICTh KaJliEBOTO
TpaHCIIOPTePY, ajie He 3aJydyeHUi 10 MPSIMOTO TMOIJIH-
HaHH# ioHiB K*. OnHak Oyso nmokaszaHo, 1mo OsHAK21
Oepe ydyacTb y (popMyBaHHI BilllIOBili Ha Ail0 cTpeciB adi-
otuuHoi nipupoau (Cheng et al., 2018; Ou et al., 2018).

OTe, BiIITOBITHO /0 TMpOaHaJi30BaHUX JTaHUX Ka-
nieBi tpancnoprepu poauiu KUP/HAK/KT Bigirpatots
BaXXJIMBY POJIb Y TIOTIMHAHHI, TPaHCTIOPTi, TKAHUHHOMY
posnonini K*, BiAmoBimaroTh 3a roMeocTa3 LbOTo eje-
MEHTY y pOCJMHI Ta (POPMYIOTh agallTUBHI BidIIOBIii.

Tpancnoprepu poaunn Trk/HKT. Tpancnoprepu po-
nuuu Trk/HKT (High affinity K* tranporters, HKT) —
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e npencraBHuku K*/Na* TtpancmoprepiB (Nawaz et
al., 2019). lana poauHa 3abe3rneyye TPaHCIOPT iOHIB
Na* i K* (puc. 1). Hanpuknan AtHKTI1;1, TmHKT1;5
i TmHKTI1;4 omnocepenkoByloTh IOrMHAHHS Na*
KJIIITUHAMM TapeHXiMHM 3 KCWIEMHOIO COKy, Ta
HacuueHHs ¢aoemu Ha Na* (Su et al., 2015). OsHKT1;5
JIOKQTI3YEThCI Y KIITMHAX MapeHXiMH, 110 OTOYYIOTh
CyIMHU KCWJIEMM, Ta BiAmNoBifgae 3a BupasieHHS Na* 3
kcuiemu (Ren et al., 2005). Brnepiue npeactaBHUKa
miei ponunu (TaHKT2;1, Toni nasanuit HKT1) 6yno
BUSIBJIEHO Ta i30JIbOBAHO 3 KOpeHiB miueHuui (7riticum
aestivum) (Schachtman et al., 1994). Iicas yoro npen-
craHuku poauHu Trk/HKT Oynu BusiBieni y 6aratbox
iHIMX Buaax pocauH (Suet al., 2015; Zhang et al., 2019).
Ilpu inoreHeTMUHOMY aHai3i OyauM BUSIBJICHI
BiIMiHHOCTI y KJIFOYOBiii aMiHOKMCJIOTi MePIIOi IOPOBOI
netyi 6inka poguH HKT (puc. 4), 1110 CpruYMHUIIO TTOILT
i€l rpynu OiNKiB Ha ABi mimpoguHu (Tabdn. 2, http://
cytgen.com/articles/5510075s.pdf) (Huang et al., 2008).
IMpencraBauku miapoauau 1 (HKT1) MictsTh cepuH y
Mepllili MOPOBii MeTi, 110 MOCUJIIOE CIIEUUMIYHICTh 10
tpaHcnopty ioHiB Na*. Toni sk y ninponunu 2 (HKT2)
MPUCYTHIM TJIILMH, 110 € KO- ab0 YHi-TpaHCIIOPTEPOM
ioniB K* ta Na* (puc. 5) (Zhang et al., 2019; Rodruguez-
Navarro et al., 2006). Bizomo, 1110 OIHOIOJIBHI POCIIK-
HU MaroTh Oinblie npeacraBHuKiB HKT HixX 1BOmOJBHI.
Oxkpim toro, tpaHcnoprepu HKTI HasBHi sIK y omHO-
TaKk i y aBomoibHux pociauH, a HKT2 BukiwoyHo y
onHonoiabHMX (Su et al., 2015). LlikaBuM ¢akTom € Te,
110 IesIKi JOCTiIIHUKY BUOUISIOTH miapoauny 111 pongunu
Trk/HKT, 1o siKoi BOHU BiIHOCSITh TPAHCIIOPTEPH, 11O
Oy/u BUSIBJIEHI Yy MPUMITUBHUX BUILKUX POCIWH, a came
y Selaginella moellendorffii Ta Physcomitrella patens (Su
et al., 2015). HuHi BusiBJIEeHO BChOTO 8§ TpeACTaBHUKIB
ninpoaunu 111, Ta mpumyckaeThes, 1110 BOHM BUKOHYIOTh
dynxkuii K*-Na*-koTpaHcropTepiB, 0JHaK BiToMOCTeit
npo 1e majo (tabiu. 2) (Su et al., 2015).
IIpenacraBuuku miapoauHu HKT1 gBiastiors coboro
Na™ TpaHcriopTepu, BiOllOBimaloTh 3a romeocta3 Na* i
COJIECTIHKiCTh y OaraThox BuAiB pociuH (Tab. 2) (Horie
et al., 2009; Hauser et al., 2010; Mishra et al., 2016).
Bonu mepeBaxxHo BiamoBimaioTh 3a BumajieHHS Na'* 3
KCUJIEMHOTO  COKY, 110 TEPeLIKOIXKA€E MOTParISTHHIO
IIbOTO TOKCUYHOTO iOHY IO TKaHWH 3 aKTUBHUM (hO-
tocuHTe30M (Almeida et al., 2013). IMoxi6Hi GyHKILIT Ae-
MoHcTpytoTh AtHKT1:4 3 Arabidopsis, OsHKTI;5 3 pucy
ta TmHKTI1;4 i TmHKT1;5 3 mmenuni (Zhang et al.,
2018). Likaso, o EsHKTI;2 tpaHcnioprep 3 rajiodity
Eutrema salsuginea neMOHCTpY€E CeJIeKTUBHICTh no K*.
Byno nokazano, mo EsHKTI;2 nmintpumye piBenr K*
y KOpiHHi B ymoBax 3acojieHHst (Nawaz et al., 2019;
Su et al., 2015). IcHyIOTh €KCIIEpUMEHTaIbHI JaHHI, 110
BKa3ylOTh Ha MOXJIMBICTb 3MiHUM CEJIEKTUBHOCTI 1o Na*
s HKT1 y ranogitis (Isayenkov, 2012).
Tpancnoprepu HKT2 e K*-Na* korpaHcrioprepamu
(tabn. 2). HKT2 3natHi normnHaty Na* i3 30BHilLIHBO-
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TO CepeaoBuIla, 0cooMMBOo 3a yMoB Aedinnty K+ (Mishra
et al., 2016; Almeida et al., 2013, Horie et al., 2011).
HaiiGinpimn BupaxeHy cenekTuBHicTh i 1o K* i mo Na*
cepen OinkiB HKT pemonctpye OsHKT2;4 3 pucy.
Bin 3abe3neuye HaaxomkeHHs1 K* uyepe3 rurazMaTuuHy
MeMOpaHHY BCepeIrHYy KIIITUHMU, 1110 BUPI3HSIE 100 MOo-
MiX iHmmx npeactaBHukKiB HKT TpaHcmoprepiB Tumy
II (Horie et al., 2011). OsHKT2;4 excripecyeTbcs niepe-
BaXkHO y KJIITUHAX KOPEHEBUX BOJIOCKIB Ta MapeHXiMHUX
kmitnHax cynmuH (Mishra et al., 2016). Ockiibku
OsHKTZ2;1 Ta OsHKTZ2;4 excpecyloTbCsl Y KOPEHEBUX
BOJIOCKAaX Ta KJIITUHAX 30BHILIHIX MOKPUBIB KOPEHIB,
TO BBaXAETHCS, 110 BOHU 3a0e3MeUyl0Th HAIXOIKECHHS
HaTpilo M0 KopeHiB 3 IpyHTy (Mishra et al., 2016).
Excnpecis HYHKT2;1 3 sumMeHIO TiepeBakHO BinOyBa-
€ThCS B KOPEHEBOMY KOPTEKCi, a piBeHb Oro eKcrpecii
MiIBUIIYETHCS Y BiAMoBias Ha HU3bKi K* Ta BUcoki Na*
KOHILIEHTpallil y 30BHIilIHbOMY cepenoBuili (Mian et al.,
2011). Ha Bigminy Bim TaHKT2,1 3 mmenuui, HYHKT2;1
3MaTeH IaTpuMyBaTu TpaHcropT K* HaBiTh 3a BimcyT-
HocTi Na', xoua B TakuMX yMOBax piBeHb MOIJIMHAHHS
K* 3HmxkyeTbes. 1st TOBHOLIHHOTO (DYHKIIIOHYBaHHSI
Ta TpaHcnopty K* 3a momomororo TaHKT2,1 HeoOximHa
HasiBHicTb Na* (Almeida et al., 2013; Laurie et al, 2002).
VY TpaHCreHHUX POCIMH SYMEHIO 3 OBEpPEeKCIpeci€lo
HvHKT?2;1 BusiBNIeHO TinBUIlIEHY KOHIIeHTpauilo Na*
Y KCUJIEMHOMY COIli, ITiIBUILEHUI piBeHb TpaHCIOKAIIlil
Na" mo maroHiB, Ta 30iIbLIIEHHS BMICTY LILOTO €Jle-
MeHTy y Juctkax. OBepekcnpeciss HvHKTZ2;1 cnipusina
MiIBULIEHHIO COJIECTIMKOCTI BHACHIIOK TMiJICUICHHS
30aTHOCTI POCIMH 10 HakonmuueHHs1 Na* Ta MiHiMizarlii
HeraTUBHMX HACJIAKIB OCMOTMYHOTO 10Ky (Mian et al.,
2011). Ipunyckaerbcsa, mo HvHKT2;1 moxe moriau-
HaTu KopiHHsM K* mpu ioro gye HU3bKMX 30BHIIIIHIX
KoHLeHTpalisx (Almeida et al., 2013; Mian et al., 2011).
TaHKT2,1 3 mmenui Ta OsHKT2;2 3 pucy nepeBaxHo
€ TpaHcroprepamMu Na', 10 aKTUBYIOTbCS TIPU HU3b-
Kux KoHuleHTpauisx Na* (~0,1 MM) Ta 3a BigcyTHOCTI
ioniB K*. Ipu Hokayti reny TaHKT2;1 O6yno BUSIBIECHO
3HMKEHHS PiBHS moriarHaHHSA Na* KOpiHHSIM B yMOBax
ninBuieHoi cosoHocTi (Cao, et al., 2018). [TornmuHaHHs
Na*, mo omocepenkoBane OsHKT2;1 3gaTtHe crpustu
pocty pociuau B ymoBax nediuuty K+ (Horie et al.,
2011). ZmHKT2 3 kykypya3u TiepeBaxkHO KaJi€eBUi
TpaHcnopTep 3 Na* TpaHCIIOPTHOIO aKTHMBHICTIO, KOJU
KOHIIeHTpaliss Harpito (~10MM) 3Ha4YHO TIepeBUIILYE
koHueHtpaiito K* (Cao et al., 2018).

Takum unHom podota HKT TpaHcnoprepiB € Hau-
3BUYAIHOIO BaXKJIMBOIO MPU POCTi B yMOBaxX AeiluTy
KaJlilo Ta OCMOTUYHOI KOMIIEHCcAallil HaTpiEM TIPU OCMO-
TUYHOMY CTpeCi Ta 3aCOJICHHI.

I'pyna CPA tpancnoprepis. HagpoauHa katioH-mpo-
ToH aHtunoprepiB (Cation /Proton antiporter, CPA)
00’eqHye B coOi rpymu OiJIKiB, IO BiAINOBigalOTh 3a
00MiH KaTiOHiB y BCiX XMBUX opraHizMax. OCHOBHUMU
(GYHKIISIMU LIMX TPAHCTIOPTHUX TPOTEIHIB € KOHTPOJIb
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Puc. 5. Tonosorisi TpaHcmopTepiB
ponunu HKT. PM — nnaszmatuuna
membOpana; Il — moposi netni; 1—
8 — TpaHcMeMOpaHHi TOMEHU

NH;

piBHs pH Ta karioHHoro romeoctasy. HasiBHicTh KOH-
cepBaruBHoro Na*/H* oOMiHHOro JOMEHY € XapKTep-
Hoto os3Hakoto HampomuHu CPA (Jia, et al., 2017).
JlokanizyoThcsl 1i OiIKM y BakKyoJisiXx Ta MeMOpaHax
opraHes (Sharma, et al., 2020). 3rigHo 3 Knacudikallieo
Saier (Saier, 2000) maHy HagpPOAWHY PO3MIISIOTH Ha JBi
dyukuionansHi rpyru: CPAI, no sikoi Hanexxatb NHE —
tpaHcnioprepy abo NHX — Na*/H* oOMiHHuUKM Ta
NhaP a6o SOS; ta CPA2, 1m0 BKJIIoYa€ pOAMHU aHTU-
noprepu KEA Tta ooMinHuku CHX (Sharma, et al., 2020).
Tpancnoprepu NHX/NHE. Tpancrnoprepu ponvuHu
NHX/NHE (Na*/H* exchanger) (puc. 6) orocepen-
KOBYIOTh OOMiH KaTiOHiB Ha TIPOTOHM 3a pPaXyHOK
eJIeKTpoxiMiuHuX rpamieHTiB (Ayadi et al., 2019). NHX
TPaHCIIOPTEPU JIOKAJi3YIOThCSI Ha BHYTPIILIHIX MeMO-
paHax KJITMH Ta 3/[aTHi peryiroBaTh KITUHHUI pH,
picT Ta PO3BUTOK POCIWHU, IATPUMYBATH KaJli€eBUI
rOMeocTa3 Ta IMPOLEeCU TOJEPAHTHOCTI 10 OCMOTUYHO-
ro crpecy (puc.l) (Dong et al., 2018). Pociunni NHX
SIBJISIIOTH CO0OI0 IIMPOKO PO3IMOBCIOMKEHHI MeMOpaHHi
Na*/H* anTumnoprepu, 110 BiAINOBigalOTh 32 OOMiH i0-
HiB Na® uu K* na H* uyepe3 BakyossipHy abo eHmO-
COMHY MeMOpaHy TiATPUMYIOUM IOHHUI ToMeocTas
(puc. 6) (Bassil et al., 2012). 3arajom cepes BimoMux
npenactaBHukiB NHX BUIiISIOTH BaKyoJISIpHI Ta €HI0-
coMasibHi (puc. 1) (Bassil et al., 2019).
AtNHXI1—nepiunii pocIMHHUI TIPEeICTaBHUK, SIKUIA
OyB imeHTH(iIKOBaHUIT Yy ToHOIIACTI Arabidopsis, Oyno
rokaszaHo, 110 BiH mposiBiisie Na*/H*™ oOMiHHY akTHB-
HIiCTh y Bakyossx pociauHu (Apse et al., 1999). Bin-
MiueHo, 1110 Tipu oBepekcriepecii Af/NHX1 BinOyBanoch
MIBUIIEHHSI PiBHS TKaHMHHOro Na* y TpaHCreHHUX
ToMartiB Ta Arabidopsis (Apse et al., 1999). OpHak,
MOJaIbII JOCHIIXKEHHST cBiqyaTh npo Te, mo AtNHX]1
omnocepenkoBye ooMiH i Na* i K* na H* B ToHOoMIacTi
TpaHCTeHHUX ToMmartiB. [Ipu CTBOpeHHi HOKayTy reHy
AtNHX1 3 Arabidopsis Oyno BiaAMiueHO TOpYILIEHHS
Na*/H* ta K*/H* 0o0MiHy B BaKyoJisIX JIMCTKiB, 3MiHU
Yy PO3BUTKY JIMCTKA Ta aKTHUBAaIil BMCOKOA(MIHHUX IO
K* rtpancnoprepiB (Jegadeeson et al., 2019). 3ara-
oM y Arabidopsis BUSIBIEHO 6 TIPEACTaBHUKIB POIUHU
NHE/NHX, 4 3 gaxux J0KaJli3yloTbcsl Ha BaKyOJSIpHiit
meMOpaHi (AtNHXI1-4), 2 B eHgocomax (AtNHXS i
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AtNHX6) (Dragwidge et al., 2019). YV Arabidopsis naii-
Oinbi posnoBcromkeHnMu € AtNHXI1 ta AtNHX?2, 1o
Oy/iu BUSIBJIEHI y KOpPiHHI, MaroHi ta HaciHHi. LlikaBum
dakTom € te, mo AtNHXI1 ta AtNHX2 akTuByroThCS Y
BIZIITOBIb HA COJILOBUIA CTPEC Ta TINePOCMOTUYHUIA 110K Y
HaciHHi, a aktuBauiss AtNHXS BifOyBaeTbCs BUKITIOUYHO
y BianoBiabs Ha conboBuil cTtpec (RodrHguez-Rosales et
al., 2009). Ockinbku nipeacraBHuku ponuHu NHX Ta-
KoX 3maTHi TpaHcrnoptyBatu K*. Ilpu oBepekcrpecii
AtNHX1 abo AtNHX2 cnoctepira€TbCsl MiIBUILIEHHS
BMIiCTy BHyTpillHbOKJIiTUHHOTO K* Ta Na* 3a mpucyr-
Hocti NaCl (Yokoi 2002). OcTtaHHi HOCTIKEHHS CBiJI-
yath Ipo Te, mo mBuaime 3a BceAtNHX1 i AtNHX?2
BIiMOBiNaOTh 3a MiATPUMKY romeocrady K* Ta piBHIO
pH y Bakyonsx. LlikaBum daktom € Te, mo AtNHX3
MiITPpUMY€E IOHHUII TOMEOCTa3 3a paxXyHOK BUIAJICHHS
K* 3 pocniuum (Ayadi et al., 2019). AtNHX4 Ttakox
Oepe yJacTb y peaklilii Ha COJTbOBMIA CTPEC Ta MiATPUMYE
Na* romeocrad y kiituHi (Ayadi et al, 2019). IIpore,
KOHCTUTYTUBHa ekcripecist AtINHX5 ta LeNHX2 cnipusie
MiIBUIIEHHIO BMICTy BHYTpPIilIHbOKJiTUHHOTO K*, ane
3Hmxye BMicT Na* (Yokoi 2002; Huerta et al., 2013).
AtNHXS5 i AtNHX6 nokaizoBaHi y Mepexi TpaHC-
Tonpmxi, Ta BimirparoTh BaXKJIUMBY poOJb Y iOHHOMY
TpaHCIIOPTi Yy Mepexi TpaHc-Tonbaxi, omgHak Mexa-
Hi3MU pOOOTM TAKOTO TPAHCIIOPTY 3aJIMILIAKThCS He-
BuBYeHUMU. [Ipunyckaerbes, 1110 akTUBHICTH AtNHXS
i AtNHX6 crpsiMoBaHa Ha TIATPUMKY HOPMAaJIbHOTO
¢ynkuionyBaHHs1 anapaty lonpmxi (Dragwidge et al.,
2019). Okpim Toro, Oysi0 MoKa3aHo, 1O COJECTINKICTh
woBkoBulli (Morus notabilis) oOymMoBJieHa pPoOOTOIO
eHpocoMaabHoro MnNHX6 [93].

T'enom muieHuili komye 3 BimOMMX TIpeACTaBHUKA
NHX (TaNHX1, TaNHX2, i TaNHX3). bysio nokasaHo,
mwo excnpecis TaNHXI i TaNHX3 y TpaHCreHHOMY
TIOTIOHI CITPUsIIA ITiIBUILIEHHIO COJIECTIMKOCTI Y pOCIIHH,
a TaNHX2 cnipusiia TpaHciokalii Na* 3 IMTO30J110 10
BakyoJli Ta (OpMyBaHHIO CTiiKOCTI J0 3acOJICHHS
(Mushke et al., 2019). ¥ puci ineHtudikoBaHo 4 Baky-
ossipHux 6inka (OsNHX1—4) ta onuH eHa0CcOMaTbHUI
(OsNHX35). Byno npogemMoHCTpoBaHO, 1110 BCi 11i TpaHC-
noprepu 3ajydyeHi y mpouecu (opMyBaHHS COJIECTiii-
kocrti (Isayenkov, 2012; Ayadi et al., 2019; Tester et al.,
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Puc. 6. Tonosnorist TpancnoprepiB NHX ta CHX. TNP — ToHomnact; PM — mna3smatuyHa memOpaHa; EM —
MeMmOpaHu eHaocoM; 1—12 — 1ie TpaHCcMeMOpaHHi TOMEHU

2003). Xoua pobory NHX-TpaHcmopTepiB moB’SI3yIOTh
3 BaKyOJISIPHOIO YM €HIOCOMAJIbHOIO yTrim3anieio Na*,
OCTaHHi eKCIIepMMEHTAaJbHI JaHHi CBimYaTh MPO BaX-
JIMBY POJIb LIMX TPAHCIIOPTHUX OUIKIB y TPaHCIIOPTi Ta
30epirandi K"y Bakyonsix ym enmocomax (Yamaguchi
et al., 2013).

Antunoprepu KEA. Antunoperpu poauau KEA ¢i-
JIOTEHETUYHO IIOXOMSTh Bil TPAHCIOPTEPIB BUTOKY
K*EcKefB ta EcKefCy E. coli (Zhu et al, 2018; Chan-
roj et al., 2012) IIpeacTaBHUKM DaHOI POAMHMU SIBISIIOTH
cobotro K*/H* antunoprepu (Aranda-Sicilia et al., 2016).
3a ¢inoreHeTnaHnM aHani3oM poauHy KEA po3ninsaioTs
Ha aBi miarpynu: KEA1—3 (moai6Hi Mix co6oro Ha 21,9—
30,0 %) ra KEA4—6 (mmonioni Ha 75,0—83,4 %) (puc. 7,
Tabn. 3, http://cytgen.com/articles/5510075s.pdf) (Zhu
et al., 2018). Excmpecis reniB KEA akTuByIoTbCS Y Bim-
MOBigb HA BIUIMB Pi3HUX CTPECOBUX (DAKTOPiB HaB-
KOJIUIITHBOTO cepenoBuinia Hanpukinan, ekcripecist KEAI,
KEA3 ta KEA4 migBUIIYEThCS y BIAIIOBiOL Ha CTpeC
npu HU3bKUX KoHueHtpauisx K* y Arabidopsis. T1po-
Te, IpU OOCIIIXEHHSX in vitro, aktuBHiCTE KEA2 Ta
KEAS5 minBuiiyBagach B IpUCYTHOCTI copOiToiry (ocMo-
TUYHMUI CcTpec) Y abCIM30BOI KMCIOTU. TaknuM YMHOM
MPUITYCKAETLCS, 10 BHYTPIIIHHOKIITUHHI TPaHCIIOP-
tepu KEA 2—35 Bigirparots BaxiuBy poib y K" romeoc-

84

Ta3i Ta OCMOTUYHIN perynsauii pocauH (Zhu et al., 2018;
Zheng et al., 2013).

Tpancnoprepu KEA1-3 maiorh xjoporuiacty cre-
wmianizauito (puc. 1). byno mokaszano, mo KEAI Ta
KEA2 nmokani3yloTbCsl Ha MIKpOZOMEHaX BHYTPIIIHBOI
000I0HKM Oilist 000X BEepXiBOK XJIOPOILIACTY Ha JIiHil
MOILUTy OpTaHeIN, e BOHU CIIPUSIOTH MOMLTY IIACTUIIB
Ta OioreHe3dy TuiakoimHoi memOpanum (Aranda-Sicilia
et al., 2016). ITpore KEA3 (puc. 1) mokami3yeTbcs Ha
TUJIAKOIAHIN MeMOpaHi Ta MiHiMi3ye pH-3anexny BTpa-
Ty €Heprii B yMoBaxX HEMOCTIAHOIO CBiTJIa, 110 HEOOXiTHO
1711 (POTOCUHTETMYHOI aKTUBHOCTI Ta 3acBoeHH0 CO,
(Zhu et al., 2018; Wang et al., 2017). Takoxx KEAI-3
BimirpaloTh BaXXJIUBY POJIb Y PO3BUTKY XJIOPOILIACTIB, iX
LUTICHOCTI Ta POTOCMHTE3I 32 paXyHOK MeXaHi3MiB KOH-
Tpoiio romeocrasy K ta pisug pH (Dana et al., 2016).

Tpancnoprepu KEA1-3 Marots xapakrepHuii TrkA-
N (KTN) (K* transport, nucleotide binding — TpaHc-
nopt K*, 3B’s13yBaHHS HYKJI€OTUAIB) foMeH Ha C-KiHIIi.
MinimanbHa ¢ysHkuionanbHa ommHunsl TrkA-N (puc.
7) — 1e muMepHa MOJIeKyJa, IO 3’€QHaHa THYYKOIO
LIApHiIpHOIO OiIsTHKO. Pyx 1ux mrapHipiB 00’eqHaHMA
3 TpPAaHCMEMOPAHHUMM TIETJISIMU IS KOHTPOJTIO TIOTOKY
K*, mo 3abe3neuye MexaHi3M BiIKPUTTS IIOpHM KaHay.
Ha simminy Bim KEAI1-3, y KEA 4—6 nmomen TrkA-N
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Puc. 7. Tononorist TpancnoprepiB ponuHu KEA. IEPM — BHyTpilliHil 1ap ruiacTuaHoi MemMOpaHu (inner envelope
of plastid membrane); EM — meMm0panu enaocom; 1—12 — ne tpancmMeMbpaHHi noMeHu; A — TrkA-N gomeH Ha
KapOOKCWIbHOMY KiJiblLli (IOMEH 3B’SI3yBaHHS 3 HyKJieoTuaaMu Ta peryisiiii TpaHcnopty K); CP — curHanbHuUii

MenTUJ Ha aMiHO KiHIIi

BincyTHi# (puc. 7). [Ipunyckatorbest, 110 QiIOTeHETUYHO
OCTaHHSI IpyIla IMOXOAUTh Bill HAIIAAKIB IIMaHOOAKTE il
(Chanroj et al., 2012). Ilpu aHami3i TpaHCKPUITILIMHIX
npodiniB rexis, mo konywTh KEA-TpaHcnioprepu 0yJio
BUSIBJICHO, 1110 HAaWBUILMK piBeHb ekcrpecii mass KEAI
CTIOCTEPIra€eThCsl y JUCTKAX po3eTku, a mnsg KEA2 Tta
KEA3 y nuctkax Ha cepefHix piBHSIX pociauHu. byio
MoKa3aHo, 110 HAaWBUINMI piBeHb ekcrpecii muasa KEA2
Mae y crapirounx Juctkax. [1pote ekcrpecisi rena KEA3
CIIOCTEPIra€Thbcsl y TKAHMHAX JIMCTKIB OyIb-SIKOIO BiKYy
(Dana et al., 2016).

Tpancmoprepu AtKEA 4—6 Oyiu BUSIBIIEH] Y arnapari
Tlonbmxi, y Mepexi TpaHc-Tonbmxki, y mpeBaKyoIsIpHUX
KOMITAPTMEHTaX Ta y MYJIbTUBE3UKYJISIPHUX TUTBLISIX.
Byno mokazano, mo AtKEA 4—6 € 4ymiMBuUMH 110
Husbkoro piBHgd K* Ta Bucokoro piBHsi Na* Tta Li*
(Zhu et al., 2018). LikaBuM € Toit ¢axrt, mo AtKEA
4—6 TpaHCIIOPTYIOTh Ta HAKOMUYYIOTh y €HIO0COMax
Oinblry KibKicTh Na* Ta MeHIiy KijbKicTh K* B yMoBax
coboBoro cTpecy (Zhu et al., 2018). Takum unmHOM 1151
rpyma AtKEA 4—6 TpaHcrmopTepiB MoOXe BimirpaBaTu
BaXXJIMBY pOJb MeXaHi3MaX TKAHMHHOI COJIeCTilKOCTI
Ta eHJoMeMOpaHHOI yTWIi3alii HUTOTOKCMYHOTrO Na‘t.
Excnpecito KEA4ta KEAS5 6yy0 BUSIBICHO B OTOUYIOUMX
CYIMHU KJIITUHAX MEPBMHHUX Ta BTOPUHHUX KOPEHIB, a
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ekcripecisi KEA6 Gyna BigMmidueHa y BCiX THUIAX KIITUH
kopeHiB (Zhu et al., 2018). [Ipumnyckaerbcs, 1110 Mpe-
craBuukn KEAS5 3 coi MOXyTb JIOKami3yBaTHUCSI Ha
MJ1a3MaTU4Hiii MeMOpaHi Ta BiINMOBiIaTH 3a TPAHCIOPT
kanio (puc. 1) (Isayenkov 2020).

IIpsiMux mokasiB TpaHCIOPTHOI aKTMBHOCTI TpaHC-
noptepiB ponunu KEA ayxe mano (Dana et al. 2016).
KEA1-6 GiybIn ceJIeKTUBHI 10 KaJIiio HiX 10 HATPIiIO, 1110
MOX€ CBITYMTH MPO T€, L0 Ii TPAHCIIOPTEPU 3ATyUYEHi
mo ¢opMyBaHHSI TpaHCMEMOpPaHHOrO ITOTEHIialy
mitoxonapiii (Tsujiietal.,2019). AHaniz pyHKIIOHATbHUX
pnactuBocteit KEA1-6 He BUSBUB aHTUIIOPTEPHOI
aKTUBHOCTI Ta TIATBEpAMB iX HaJEXHICTh mo came K*
TpaHcrnoptHux cucteM (Tsujii et al., 2019). Bimomo, 1o
tpaucroprepu KEA4-6 Gepyrh ydacth y hopMyBaHHI
CTIHKOCTi 10 3aCOJIEHHS Ta pearyloTb Ha IMOpPYIIEHHSs
KaJlieBOr0 ToMeocTasy, TOMY TpaHcyokalis ioHiB K*
omocepeakoBaHa KEA4-6 Moxe CBiTYUTH TIPO 30aTHICTh
OCTaHHIX 3aXullaTh OpraHead Bil OCMOTUYHOIO IIOKY
(Zhu et al., 2018; Tsujii et al., 2019). IIpumnyckaerbes,
mwo TpaHcrioprepu AtKEA 3aaTHi  MiATpUMYBaTU
KaJlieBUI TOMeOCTa3 3a paxyHoK BinToky K* 3 opranern,
B SIKMX BOHM JoKai3ytoThcsl (Zheng et al., 2013). Otxe
oinku KEA BimirpaloTh BaXJMBY pojib Y (OpMyBaHHI
Ta (YHKIIOHYBaHHI XJIOpOIUIacTiB, miaTpumui K+ ta H*
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roMeocTasy B XJIOpoIutacTax Ta (popMyBaHHI CTilIKOCTI
1o HagMmipHoTro 3acosieHHs (Dana et al. 2016).

Tpancnoprepu CHX. OnHa 3 HaltuMCeNbHILIMX TPaHC-
HOPTHUX POAMH, 10 BiAnoBimae 3a TpaHcmopt K* vy
pocaun — ne CHX (Cation H* exchangers). CHX —
AHTUIIOPTEpU TIOMiIOHI H0 OakTepiasbHUX KaTioH/H™*
OOMiHHUKIB Ta 6epyTh ydyacTb y mormmHaHHi K*, TpaH-
cnopti Na*, K*, ta H* uyepe3 engomemopanu (Mot-
taleb et al., 2013) (puc.6) 3a3HaueHi (QyHKLIIOHAIbHI
xapakrepuctuku CHX e nonionumu no ¢pynkuiii KEA,
NHX ta HAK. Byno mokaszaHo, 1110 y POCIUH i3 Be-
Ko KinbKicTio reHiB CHX criocrepiraerbcst MeHila
Kinpkicte reHiB HAK, nanpuknan y Arabidopsis Bu-
siBJieHO 28 Ta 13 mpencTaBHUKIB BiANOBIIHO, a0 HaB-
naku, sk Hanpukian y puci 17 renis CHX Tta 27 HAK
(Chanroj et al., 2012). Binpiicte TpaHCIOpTEpiB po-
muau CHX  jokanisyloTbcsd y MeMOpaHax amapary
Tonbmxi, IpeBaKyoJIsIpHilt eHmoMeMOpaHi abo y eHI0-
rutasmMatuuHoMy peTukymatoMi (puc. 1) (Nieves-Cordones
et al.,, 2016). PpCHXI1 3 moxy Physcomitrella patens
Mae Jiokaiizaiiero y amapati [onpmki (Mottaleb et al.,
2013). byno nmokaszaHo, mo ¢yskiito PpCHX1 mox-
Ha 3aMiHUTHU iHIIMM TPAHCIIOPTEPOM, MPU YOMY PiCT i
PO3BUTOK POCIMHU MpU LIbOMY He 3MiHIOEThCs (Mot-
taleb et al., 2013). Hampuxkmnan, PpHAK3, mo Tta-
KOX po3aTalroBaHuii y amapati [ombmxki i BimmoBimae
3a K*/H* anTumopr moxe @QyHKIIIOHYBaTH 3aMiCTb
PpCHX. Xoua 6inburicte CPX TpaHCmopTepiB Mae
eHAoOMeMOpaHHy JOKali3allilo, JesdKi MPeIcTaBHUKM, a
came AtCHX13, AtCHX21 ta PpCHX2 nokanizyroTs-
cs y madmatuuHiii memopani (Chanroj et al., 2012;
Mottaleb et al., 2013). HellogaBHi AOCIiIXEHHSI BU-
asunu, mo CHXI13 copusite HapxomkenHio K*' ugepes
ruila3MaTUyHy MeMOpaHy KIiTUH KopeHiB, a CHXI14
OMOCEPENKOBYE BUIOAJEHHS Ta Iepepo3nonii K* y
KopeHeBux cyauHax (Zhao et al., 2015). ITompu Te,
mo CHXI3 ta CHXI14 Mmalore pi3Hi (yHKIiI TreHu
000X TpaHCITOPTEPiB aKTUBHO EKCIPECYIOThCS i 4ac
PO3BUTKY TIWJIKY, OJHAK HE BIUIMBAlOTh Ha MOTO 10-
3piBaHHs. OkpiM Toro, CHX13 eKCripecy€eTbcsl y KOpPiH-
Hi maroHiB, a CHX14 noxani3yeTbcs y KOpPEeHEBUX Ta
JINCTKOBUX CYIMHHMX TKaHMHAX Ta Y MICLSX TEpPexXomy
KopeHiB y narouu (Zhao et al., 2015).

T'enoM Arabidopsis thaliana xonye 28 pisHUX TIpe.-
craBHUKiB ponuHu CHX, 1110 1ToAiOHi 32 CBOIM PO3MipOM.
N-kinui y 28 npencraBHukiB AtCHX 3 Arabidopsis ta
y 16 npeacraBHukiB OsCHX 3 pucy maiothb Big 10 mo
12 tpaHcMeMOpaHHUX AiISHOK (Tipubau3Ho 430 ami-
HOKHCJIOTHUX 3aJMIIKiB) Ta TiapodooHuii C-KiHelb
(He 6imbure 360 3amumkiB) (Sze, et al., 2004). OcranHi
dimoreHeTnyHi nocaimkeHHs CHX TpaHcroprepiB BKa-
3yI0Th Ha iCHYBaHHS 7 Pi3HUX KJadiB, MPeACTaBHUKIB
tpaHcnioprepiB CHX 3 Arabidopsis Hanexatb 10 I1’SITU
pizaux rpyn (Isayenkov 2020; Jia et al., 2017; Jia et al.,
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2018). I'pyma IV Hait6inbia i Hajivye 8 mpeacTaBHUKIB:
AtCHX15-21 ta AtCHX23, cepen sikmx AtCHX16-20
yCci HajexaTb [0 €eHIOMEMOpaHHMX TpaHCHOPTEpPiB
(Jia et al., 2017; Chanroj et al., 2011). AtCHX 16—19
PO3IUISIIOTh Ta TMepeKpuBaloTh (YHKIII OIWH OIHO-
ro y Impolecax PO3MHOXEHHSI Ta PO3BUTKY HACiHHSI.
AtCHX17 eKcIipecy€eThCsl TIepeBaXHO Y KOPEHSIX B YMO-
Bax CTpecy (TaKoro SIK 3aCOJIeHHS, HU3bKUI TPYHTOBUI
pH, Hu3bki KoHueHtpauii K* y rpyHri), Ta crpuse
nintpuMmii K* romeocrasy Ta perymoe pH min Bru-
BoM coJiboBoro cTpecy (Chanroj et al., 2011). AtCHX20
Oepe ydacTb y mpollecaXx OCMOPEIYJISLil Ta pyci Ipo-
NUXOBUX KJIITUH 32 PaxyHOK KOHTPOJIIO PyXy iOHIB
K* ta pH (Nieves-Cordones et al., 2016). AtCHX21
MMOBIpHO BimmoBimae 3a perymsuito Oamancy Na' y
KCUJIeMi Ta Moro HakonmmueHHIO y jucTtkax. AtCHX23
perymoe pH uurosono (Sze et al., 2004; Chanroj et
al., 2011). Takox ArCHX21 i AtCHX23 excrpecyloTbcst
y OUIKY, O¢ IMOBIpHO 3ajJy4yeHi y IpoLecH Mpuiiomy
abo mepemadi KiHOYMX CUTHAJIB, $Ki HaIliTIOIOTh
MUIKOBY TPyOKy Ha cim’si3auatok (Nieves-Cordones et
al., 2016). Y pocnun coi (Glycine max) Gyi0 BUSBIEHO
34 renu tpaHcnoprtepiB CHX, xapakTepHOIO 03HAKOIO
y IKuX € HasiBHicTb N-kiHueBoro Na*/H* obmiHHOrO
nomeHy. GsCHX19.3 Binnosinae 3a noriauHaHHst K* ta
¢opMyBaHHS aJIanTUBHOI BiAMOBIAI Ha Mil0 COJLOBOIO
Ta Jy>kHOro cTpecy y pocaunu (Jia et al., 2017). Ilpu
TMOCIIIKEHHSIX in Vitro OyJIO0 BUSIBJIGHO BMCOKHWI1 PiBEHb
ekcrpecii AtCHX16-19 (rpyma IV) y nmctkax, KBiTKax
Ta KopeHsx, a GsCHX19.3 y aucTkax Ta KBiTKax, 11O
MOXe€ CBiIYUTH IIPO iX POJIb Y PO3BUTKY PEIIPOMYKTUB-
Hux opradiB (Jia et al., 2017; 2018). Takox Oyyo 1o-
Ka3aHo, IO iHKyOAaIlis poCIMH Ha BUCOKMX KOHIICH-
TpalisgX CcoJiell CIHpMsUla IABUILEHHIO eKCIpecii
GsCHX19.3, a excripecis AaHOTO reHa B TPAaHCT€HHUX
pocnuHax Arabidopsis 3Ha4HO TMiABUIIYBaja iX coJje-
criiikictb (Jia et al., 2017). IcHye npuryiieHHs, 110
npoliec 3HMXKeHHsT Na®™ y TpaHcreHHoro Arabidopsis €
Haciigkom aktuBHOcTi GSCHX19.3 i BinOyBaeThcsi 3a
anajorieto 3 podororo SOSI mommu (Jia et al., 2018;
Gierth et al., 2007; Zhou et al., 2015).

Barato 6inkiB CHX icHyIOTH $IK Tapu OJM3BKHUX
romoJoriB, K Hampukiang AtCHX13 i AtCHXI14,
AtCHX21 i AtCHX23, 1o Moxe CBiTuMTHA PO HEII0-
JaBHi mporecu myrutikaiii reHiB. AfCHX21 ta AtCHX13
po3TallloBaHi y APYTiiAi XpOMOCOMi i HAWOIMIKUYMMU 1X
romonioramu € AtCHX23 ta AtCHX14 BinnoBinHoO, BOHU
B CBOIO Uepry po3TallloBaHi Ha Iepliiil xpomocoMmi. [1o-
nioHa cutyarist y reHiB AtfCHXS i AtCHX7, 1o po3ra-
LIOBaHI MOPYY Ha ApYriii XpoMocoMi, a iX HanoImxKui
romosioru AtCHX6a i AtCHXS5 posrallloBaHi Tak caMo
nopyd Ha mepiiii xpomocoMi (Evans et al., 2011). Xoua
ponnHa CHX BBaXa€Tbcs OMHOIO 3 HANYMCENBHILIMX
cepel KaTiOHHMX TpaHCITOPTepiB, (PYHKIIIT 1i OilbiIOCTI
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I MpeICTaBHUKIB 3aJIUIIAIOTLCS AOCI HEBITOMUMMU i T10-
TpeOyIoTh MOAAIBIIOTO AeTaJbHOTO BMBUEHHS Ta Xa-
PaKTEePUCTUKU.

3akioyenHsa. TpaHCIIOPTHI CUCTEMU Kalilo € Bax-
JIMBUMM €JI€MEHTaMU XUTTEIISUIBHOCTI pOCIMH, a caMe
3aXMCHUX peakliii, (pepMEHTaTUBHUX TPOIIECIiB Ta pe-
ryasauii - ¢diziomorivHux HajamtyBaHb. Ha momaTok,
OCTaHHi poOOTH CBiTYaTh Ha KOPUCTH TOTO, IO OKpPiM
3a3HayeHux (yHkiiin, K* Moxe BUCTynaTu BaXKJIMBOIO
CUTHAJIBHOIO MOJIEKYJIOIO B TIpoliecax BilMOBili pOCIUH
Ha gito pizHux TumiB crpeciB (Wu et al., 2018). Orxe,
OKpIM «KJIaCMYHUX» (Pi3ionoriyHux (yHKIIH, cucTeMu
TPAHCIIOPTY KaJlil0 € BaXJIMBOI JIAHKOK CHUTHAJIbHUX
MPOLIECiB pOCAMHU Ta (hOPMYBAHHS afanTUBHUX BilIo-
BiZieil Ha Iit0 Pi3HMX CTPECiB a0iOTUYHOI MPUPOAN. AleK-
BaTHa Ta CKOOPJMHOBaHa poOOTa MeMOpaHHUX TpaHC-
MopTepiB Ta KaHAaJiB, 110 BiINOBiZalOTh 3a MeMOpaH-
HUI TPaHCHOPT LILOTO €JEMEHTY, € KJIIOUYOBOIO YMO-
BOIO IIIATPUMKHN iOHHOTO TOMEOCTa3y, PO3BUTKY 3ampo-
rpamMoBaHOi 3aru0esti KJITUH, MEXaHi3MiB CTilKOCTi Ta
ajganTalii 10 CTpecoBUX (haKTOPiB, PO3MHOXKEHHSI, POCTY
Ta PO3BUTKY POCIIMH.

[Iporpec y mOCHiIKEHHSIX TOJOBHUX TPAHCIIOPTHUX
6inkiB K*, mo3BoiuB 3’sICyBaTu TOJOBHI ILIISIXU I10-
TparuIsTHHSI, PO3MOITY Ta YTUJi3allil IIbOro eJIeMEHTY.
OkpiM TOro OyJ0 3’SICOBaHO T'OJIOBHI MeXaHi3MU pery-
JISiii OOMiHY JUTSI 1IbOTO €JIEMEHTY Ta iHIIMX CYITyTHIX
MiHepauiB. IlinTpuMka romeocrasy Kallilo B pOCIMHAaX
BimOyBa€ThCS 3a IOIMOMOI0I0 POOOTH KaliEBUX KaHAJIiB,
a came TPK, SKOR, AKT, NSCC i cucteM aKTMBHOTO
tpaHcrioptry CPA, HKTra KUP/HAK/KT. 3okpema
OyJI0 TIOKa3aHo, 10 POCIUHU i3 BUCOKMM BMicToM K*
Habarato Kkpaile IMepeKocsTb COJIbOBUII CTpec Ta Je-
¢iuut Boau. Okpim 3arajibHOBITOMUX (haKTiB, 3aCTOCY-
BaHHs KaHamiB ponruH SKOR Ta AKT st mokpaiieHHst
K* romeocrasy, cone- Ta mocyxocTiiikocTi, Oysio 6 Bap-
TO 3BEpHYTH yBary Ha (pyHKIIiOHAJIbHY XapaKTepPUCTHUKY
kaHanmiB ponuHu TPK. OcraHHi maHHI cBimyaTh Ipo
aKTHMBHY Y4YacTh TpEACTABHUKIB IIMX KaHaJiB y Mexa-
Hi3Max cTiliKocTi A0 Tocyxu Ta 3acoyieHHs (Isayenkov,
2012). I1porte meTanbHUII MeXaHi3M yJacTi LIMX KaHaJiB
B PETYJIALIT LIMX CTPECIB 3AIUIIAETHCS, 1I€ HE BIIOMUM.
IIpouec KonoOHi3allil CyX0moJdy POCIMHAMM, HamOaHHS
KJIITUHAMU 1IEHTPAJIbHUX BAaKYOJIiB Ta TIOTY>KHUI €BO-
JIIOUIAHWI TOWTOBX U1 PO3BUTKY KBITKOBUX POCIWH
NpU3BIB IO 3HAYHOIO 30UIBIICHHS Ta CTPYKTYPHOTIO
ycKIaaHeHHs1 TpaHcnoprepiB cynepoauHu CPA. 3o-
Kpema BakyoJssapHa creuianizawiss NHX1-4 Oyna Helo-
JIaBHO HaOyTa B XOJi €BOJIOLIHOTO PO3BUTKY. 3HAUHE
30iJblIeHHS ynciaa wieHiB nigpoauuu CHX TicHo mo-
B’s13aHe 3 PO3BUTKOM KBITKOBUX POCIMH Ta 3abe3re-
YeHHSIM (DYHKIIIOHYBaHHSI KBITKM Ta PO3BUTKY TMUJIKY
(Jia et al., 2018). Ha namry gyMKy, BasKJIMBUM HaIlpsiM-
KOM JUISI TIOAQJIBLIMX JTOCTIIKEHb MEMOpPAHHUX CUCTEM
TpaHCHOPTY KaJlilo € iHTeHCHuiKallisg Ta NOrauOJeHHs
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MOCTIIKEeHb CUCTEM aKTUBHOTO TpaHcropTy K*, a ca-
me KEA ta CHX TtpaHcnoprepiB. Ha xanb, OiblIicTh
(YHKIIOHAJTBHUX XapaKTepUCTUK Ta 010JI0TIYHUX (YyHK-
Liif HUX TPAHCIIOPTEPiB 3AINIIAETLCS HeBimoMUMU. 3’5~
CyBaHHSI OCOOJIMBOCTEI TpPAHCIIOPTY LIMX TPaHCIIOP-
TepiB Ta OiOJIOTIYHOI POJIi WICHIB Li€l MiAPOIVMHY HamI-
JaCTh MOXJIMBICTh HE TiJIbKM MOMIMOUTHM Hallli 3HAHHSI
BITHOCHO peryJisiiii Ta mpolieciB (hOpMyBaHHSI KBITKU
Ta TWIKY, XUTTEIISUILHOCTI XJIOPOIUIACTIB Ta iHILMX
KJIITUHHUX OpraHes, a i 3’scyBaTv iX poJib B MeXaHi3-
Max ajanTamii mo mii abioTMYHUX CTpeciB Ta MOmalb-
1IOTO 3aCTOCYBAHHS iX y Pi3HMX HampsiIMKax O0iOTexXHO-
JIOTi1 pOCIIMH, MOJIEKYJISIPHOI CeJIEKIIii Ta BITPOBaIKEHHS
CyYaCHUX TEXHiK BEICHHS CiIbCbKOTO TOCITOapCTBa.

Ila cmammsa O6yra Hanucama 3a ¢hinancogoi nid-
MPUMKU Yinb080I KOMNAEKCHOI MidcOUucyunainapHoi npo-
epamu Haykosux docnioxucens HAH Ykpainu <«lenomni,
MONEKYAAPHI ma KAIMUHHI OCHO8U PO3BUMKY IHHOBAYIUHUX
biomexnonoeitty  (epocasnuti  peecmpauiiiHuil  Homep:
0120U103337)
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ROLE IN STRESS RESPONSE, PLANT GROWTH
AND DEVELOPMENT
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Kyiv, Ukraine
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In this reviewer the K* transport systems were selected
and characterized. Detailed literature analysis and data
summarising regarding main members of K* transport
systems, their biological roles in plant growth and
developments, mechanisms of abiotic stress tolerance
were conducted. The processes of K* uptake, transport
tissue and cellular distribution were described. Structure
characteristic and topology of K* transport proteins,
their role in function specificity were analysed. The
role of these membrane transport proteins in signaling,
drought and salt tolerance or K%' deficiency were
critically evaluated. The new perspective directions for
further research of K* transport proteins were suggested.
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