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Bueuenns mexauizmie coab08020 cmpecy pPOCAUH
Habyeae GeauKoeo0 3HAYeHHsI 6 CYYACHUX YMOBAX DPO3-
BUMKY CINbCbKO2O 20CN00APCMBA, KAIMAMUYHUX 3MiH
naanemu ma npooykmoeoi kpusu. Bionoeiov pocaun na
0it0 8UCOKUX KOHYeHmpayitl conell € CKAAOH0 ma Kom-
NAEKCHOI [ 6KAlo4ac y cebe GeauKy KIAbKiCmb pi3HUX
npouecie, wo marome Oymu 4imKo CKOOPOUHOBAHUMU.
Bnaue na pocaunu HAOMIpHUX KOHUeHmMpauiti conetl npu-
3600Uumb 00 OCMOMUYHO20 CMPECYy ma CMEOPIOE IOHHUU
ducbananc 3a60sKU HAKONUYEHHIO MOKCUYHUX [OHI6
CI~ ma ocobauso Na*. Coavoguii cmpec makoxic Heea-
MUBHO BNAUBAE HA MIHEPANbHUL eomeocma3s psdy Ho-
JcueHux maxpoenemenmis, a came Ca?* ma K*. Ilpo-
epec y MpAaHCKpUnmomiyi, 2eHoMiyi ma MoAeKYAAPHIL
bionoeii 0o360nu6 euseumu Hoei poOuHu eeHie, uo Oe-
pyms yuacme y (popmysaHni 8i0nogidi Ha coabosuil
cmpec pocauHor. Y uyvomy 024520i onucano Haubinbul
BUBYEHI Ma QYHOAMEHMAAbHI NPUHUUNU COAeCMIUKOCMI
DOCAUH, W0 00YMO8AIIOMb [OHHUIL 20Me0Cma3 POCAUH,
npogedeHo OemanvbHull aHaniz 20408HUX MeMOPAHHUX
cucmem Mpamcnopmy MOHOB8ANCHMHUX [OHI8 ma IXHbOI
poai 'y coavosomy cmpeci pocaut. Pozeaswymo nep-
cnekmueu 00caAioNceHb ma HanpsamKu O0as nooaabulo2o
0iOMexXHON02IMH020 MA 2eHeMUUH020 NOKPAUEHHS Ccone-
cmitikocmi pocauH.
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Beryn. ITonanbiiie 36uibliieHHS AehilUTy BOIU
Ta 3eMEeJIbHUX PECYpCiB 1 3a06e3MeueHHs CBIiTO-
BUX MOTpPeO y MPOAYKTAX XapuyBaHHS € OJIHI€EIO
3 HaWBaXXJIMBILIMX TMpo0seM JioacTBa. Bucokuii
MOIMMT Ha MPOAYKIIiIO CUILCHKOTO T'OCIIOJAapCTBa
3HAYHOIO Mipoio Oyjae 3pocTatu y MailOyTHHOMY.
st Toro mo6 3a0e3MeunuTy 3pocTarodi JIIOACHKI
noTpedu y IPOAyKTaxX XapyyBaHHSI, HEOOXimHe
301IbIIEHHS MPOAYKTUBHOCTI CiJIbCHKOTO IOCIO-
JapcTBa Ta BUKOPUCTAHHS 3€MEJb, 1110 10 IhO-
ro Oyn1M He TPUAATHUMU IJIT BEACHHS 3eMJIe-
pobctBa [1, 2]. Hanpuxinan, noHag 800 miuH ra
CBITOBUX TI'DYHTIB MalOThb BUCOKUI pPiBEHb COJIO-
Hocti [3]. g tepuropisa 3aiimac Oinbine 6 %
3arajibHOI 36MHOI TMOBEPXHi. 3aCOJIEHHSI TPYH-
TiB CTaJIO Ay:Ke BaXJIMBOIO MpoobaeMoro. Tokcuu-
HICTb M1 arpoKYJbTYp 3aCOJIeHUX TIPYHTIB €
roJ0BHUM (haKTOPOM, 110 OOMEXKYE MPOAYKTUB-
HicTb 3emsiepobcTBa. Maiixke 5,7 MJIH Ta Cijlb-
CbKOTOCITOJIAPCHKUX 3eMeJIb CTPaXKIatoTh Bil Hal-
MipHoro 3acoseHHs (ta6m. 1). g uudppa y
2050 p. moxe 3poctu o 17 muH ra. Maiixe
69 % cBiTOBOI MPOOYKILIl IIIEHULI 3a3HAIOTh
HEraTMBHOIO BIUIMBY 4Yepe3 3aCOJIEHHS IPYHTIB.
Bucokuii piBeHb 3acojieHHSI BIUIMBAa€E Ha pi-
BEHb IIpopocTaHHs1 HaciHHd. Ilocyxa Ta BuCOKi
KOHIIEHTpaLil COJli COPUYMHSIIOTH IyXKE CXOXi
edexTu y pociauH. Bucoka COJOHICTH IPYHTY
3aMO/il0E OCMOTUYHUI CTpeC y POCJIUH 1 Te-
PEIIKOKAE TTOMIMHAHHIO KOPEHEBOIO CHCTEMOIO
POCIVH MiHEepaJIbHUX €JeMEHTIB Ta BomM. Ta-
KMM YMHOM $IK IIiJ 4ac IIOCyxM, TaK i Ipu 3a-
COJIEHHI I'PYHTIB YHEMOXJIMBIIIOETHCS PyX BOIU
Ta MiHepaJbHUX TTOXUBHUX PEYOBUH BCEPEIUHY
pociauH. Ilpu 30iNblLIEHHI 3aCOJIEHHS I'PYHTIB
MiABUIIYETHCSA HETaTUBHUI TUCK Ha TIPOPOCTKU
pociivH. 3ae0iablioro 6aratopiuHi pOCJAMHU CTild-
Killli IO COJILOBOTO CTPECY, Hi>K OJHOJIITHI.

3acojieHHs TPyHTY B OaraTbOX BUIMaJKax Mpu-
3BOJUTh 10 TOKCUYHUX €(EeKTIB Yy pOoCiIuHax,
HEraTMBHO BILJIMBAE HAa BCTAHOBJIEHHSI POCIIM-
HOIO aleKBaTHOTO OajaHCy MOXWBHUX PEYOBUH,
110 MOTPiOHiI mJid HOpMayibHOro pocty. IcHye
Jly>Ke 4iTKa HeraTMBHa KOpEeJsLlisi MiX BUPOO-
HULTBOM CLUIbCHKOTIOCIOAAPCHKUX IMPOAYKTIB VY
CBITI Ta piBHEM 3aCOJICHHSI IPYHTIB. BilblLIicTh
CIJIbCHbKOTOCMOJAPChKUX POCIMHHUX KYJIBTYp €
miikoditamMyd, i TOMY BOHU JyXe YYTJIUBI 10
COJIOHOCTI TpyHTY. IIpOAYKTMBHICTH CUIBLCHKOTO
TOCTIONAapCTBa B YMOBAaX HAaAMipHOTO 3aCOJICH-
Hs MOXe OyTM IIOTeHLIMHO 30iIblleHa 3a pa-
XYHOK BHUPOIIYBaHHS Ta BIIPOBAIKEHHS HOBUX

ISSN 0564—3783. Lumonoeus u eenemuxa. 2012. No 5



[ | Dizioaoeiuni ma moaeKyAapHi acneKmu coab08020 CMpecy PoCAUH [ |

CUJIBCLKOTOCMIOIAPChKUX KYJIBTYP, 110 € CTiAKU-
MU J0 Aii HagMipHUX KOHLEHTpaLiii conei. Po-
3yMiHHSI IPOLIECiB MOMJIMHAHHS, Mirpallii B Mexax
pOCIVHM, TpaHCJIOKALil Ta KoMIapTMEHTasi3awlil
TOJJOBHMX TOKCHMYHUX iOHIiB (30kpema Na't Tta
Cl7) € ayxe BaXJMBUM JISI MOSICHEHHSI Mexa-
Hi3MiB TOJIEpAHTHOCTI POCJIMH JO COJIbOBOTO
CTpecy Ta Ma€ TrapHi MepCIeKTUBU ISl TTOAATb-
ILIOr0 MOKpAallleHHSI COJIECTIMKOCTI TOJIOBHUX
arpokyjabTyp. BUBUEHHSI MOJIEKYJISIPHOI MPUPO-
IM 1LMX TIPOLECiB Ta KOMIUIEKCHOI B3aEMOmil
BiIMOBIIHMX MEMOpPaHHUX TPAHCIOPTHUX MPOTEi-
HiB MOX€ 3HAYHO TOJIETILUTHA PO3BUTOK Y LILOMY
HAaIpsSIMKY.

IToHATTS 3acosieHOCTi IpPyHTY. 3acoJIeHICThb
IPYHTIB TOJiISIIOTh HA TEPBUHHY Ta BTOPUHHY
3ajJIeXXHO Bim mpupoau 3acojieHHs. [lpupomHe
HaAKOIMUYEHHS COJIel BIPOJOBX TPUBAJIOro 4acy
€ TIepBMHHUM 3aCOJICHHSIM, HaIlpUKJal, HaKo-
MWYEeHHS MOPCBHKOI COJi, 110 OyJia IpyMHEceHa
BiTpamMu UM BOJOIO, BUBIJIbHEHHS COJIeit 3aBISIKU
MPUPOJIHilA epo3ii ripcbkux nopia. BropuHHe 3a-
COJIEHHSI TPYHTIB OOYMOBJIEHE MHisIBHICTIO JIIO-
muHu. Haii0inpln mommpeHuMr MNpUKIagaMu
BTOPMHHOTO 3aCOJICHHSI IPYHTIB € 3aCTOCYBaHHSI
ipuratiii y ciJbCbKOMY rOCIOJapCTBi.

IIpu 3aconeHHi TPYHTIB BigOyBa€TbCsl Ha-
JIMIIKOBE HAKOIMMYEHHSI iOHIB BOAOPO3YMHHUX
coseit, a came Harpito (Nat), xiopy (Cl7), Kanb-
uito (Ca?*), marnito (Mg?"), cymbdartis (SO,>7)
ta 6ikap6onaris (HCO3™) y rpyHTi, 1110 BIUIUBAE
Ha pIiCT Ta PO3BUTOK pociauH [4]. ¥ Bumanky,
KOJIM piBeHb HATpil0 € AyXe BUCOKUM Ta He
30aJlaHCOBAaHUM i3 PiBHEM KaJbllil0 i MarHio,
CTPYKTypa IPYHTY MOXe OyTH TaKOX Iopyllie-
Hoto. [lo3uTUBHO 3apsiikKeHi KaTiOHWM HaTpilo
MPUETHYIOTbCSI 1O HEraTUBHO 3apsiKEHUX 4Ya-
CTMHOK TJIMHO3EeMY Y TPYHTI, 1110 NPU3BOAUTD /10
3JIMIIAHHST IPYHTOBUX YaCTMHOK 32 YMOBU BOJIO-
rOCTi Ta pOOUTH I'PYHT TBEPAMM i LLUIBHUM JUIsI
MPOHUKAHHSI KOPEHEBOI CHUCTEeMU POCIUH Tpu
cyxux ymoBax. Koy eleKTponpoBigHiCTh IPyH-
Ty nepesBuliye 4 1CM/M, BiH BBaXKa€eThCs 3aCO-
jeHuM [5].

Po3pi3HsSIIOTh TPU TOJIOBHUX TUMU 3aCOJEHUX
I'PYHTIB — 3aCOJIEHi, KUCJIi Ta KUC0-COJIOHi. Taka
Kmacudikaliist 3aJeKUTh Bifl 3arajlbHOI KiJIbKOCTI
BOJIOPO3YMHHMX COJICi, eJeKTponpoBigHocTi, pH
Ta BiICOTKY OOMiHHOrO HAaTpil0 y T'PYHTOBOMY
PO3YUHi.
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CounecriiikicTb pisHux BUIiB pociuH. PocinHHI
OpraHi3MM PO3PI3HSIOTHCST 32 CBOEIO TOJICPAHT-
HICTIO JI0 3aCOJIEHUX TPYyHTiB (Tadna. 2). Hesxi
POCIVMHM OUTBII CTiiKi 1O BUCOKMX PiBHIB 3a-
COJIEHHSI TPYHTY, TOMi K iHIII BUAM POCIWH
€ UyTJIMBUMHU a0b0O HaBiTh TiMNepUYYTIUBUMU 10
HU3bKUX PIiBHIB 3acojieHHsl. BimHocHuit mipu-
pIiCT pPOCIMHU B yMOBaX 3aCOJICHHSI Ma€ Ha3BYy
COJIECTIHKICTb.

HesBaxxaroun Ha HeraTMBHUI BIUIUB 3acO-
JIEHHSI Ha POCJMHM, 0arato BUIIB POCIUH MO-
KyTh BUKMBATU B YMOBax BUCOKOIO 3aCOJICHHS
IpyHTiB. PociauHU, 1110 pOCTYTh B YMOBax 3aco-
JICHHS, 3aCTOCOBYIOTb IIUTY HU3KY aganTalliifHUX
MexaHi3miB. Taki MexaHi3MM MpallloloTh SIK Ha
KJIITMUHHOMY PiBHi, TaK i Ha PiBHi IIJIOTO poOC-
JIMHHOTO OpraHi3my. 3a TMOKa3HUKaMU COJIeCTili-
KOCTi POCJIMHM TIOAISIIOTH Ha JABa TUMU —
rnikogitn Ta ranoditu [7]. Tanoditn MOXyTh
POCTU MPU BUCOKUX KOHILIEHTpallisix cojieit. Ha-
MpUKJaA, aBCTPaTiiCbKUI eHaeMiK Atriplex vesi-
caria € TUTIOBUM MPEACTAaBHUKOM POCJUH, IO
POCTYTh Ha 3aCOJIEHMX JIOHAX YU COJIEHMX 03€pax
Ta MOXYTb IATPUMYBATU CBOKO KUTTEMISTTBHICTD
npu koHueHtpaiii NaCl go 58 r/n [8]. THwmi
ranodit Salicornia bigelovii MoxXe BUTPUMY-
BaTW KOHLEHTpalii cojieil 6au3bko 70 r/7, 110

Tabauus 1
Po3noBciokeHHs 3aC0IEHUX IPYHTIB Y Pi3HUX
perionax caity [3]

I'pyntn
3aconeHi 13 MBI
3arajibHa TPYHTHU ;;??;2:4
Perionu TAJJTTC;LL:% HaTpifo
MJIH % MJIH %
ra ra
Adpurka 1,899 39 20 34 1.8
A3is, ABcTparis, 3,107 195 6,3 249 8,0
TuxookeaHCh-
KW perioH
€spora 2,011 7 03 73 3,6
JlatuHceka Ame- 2,039 61 3,0 51 25
puka

bmuspkuit Cxin
[TiBHiyHa AMe-
puka

1,802 92 51 14 0,8
1,924 5 02 15 0,8

Bcboro 12,781 397 3,1 434 3.4
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MaliKe yAaBiui OiIbIE COJIOHOCTI MOPCHKOI BOAM
[9]. Binbi Toro, npeacraBHUKK rajaodiTiB B oc-
HOBHOMY € CYKYyJ€HTaMM, BUKOPUCTOBYIOThL C4
MeXaHi3M (OTOCHMHTE3y i TaKMM UYMHOM 3MEH-
LIYIOTh BUTpATU BOAM Tipu TpaHcmipariii [10].
o6 YyHUKHYTH TOKCUYHMX e(eKTiB MpU POCTi
Ta PO3BUTKY POCIUH, TajoiTaM ImpUTaMaHHUN
e(eKTUBHUI OajlaHC y HAKOIMMWYCHHI COJei ISt
3MEHIIEHHSI OCMOTUYHOTO TOTEHIlialy Ta KOM-
nmapTMeHTai3allii cojieir. Jleski mnpeactaBHUKU
rajiodiTiB MalTh CHelliali3oBaHi KJIiTUHU, a
caMe COJIbOBI TJIaHAM Yy JIUCTI Ta CTeOi, SIKi BU-
JaJISTIOTh HAJIMIIIOK TOKCUYHUX iOHIB HA30BHI i
BIIMOBIAHO 3amo0iraloTb HAKOTUUYEHHIO coJjeit
BCEPENMHI POCIMHU Yy HeOe3MeuyHUX KOHIEH-
tpauisgx (puc. 1) [10]. BHacmigok J0Broro icHy-
BaHHSI B YMOBAX 3aCOJIEHHS JiesiKi raaodiTu po3-
BUHYJIM JyXe crielr@iuyHi aHaTOMiuHi Ta MOp-
(ostoriuHi amanTalifiHi MPUCTOCYBAaHHS YU Ha-
BITb Ui MeXaHi3MU 3aro0iraHHg HaKOINYeH-

HIO y TKaHMHaX TOKCUYHUX ioHiB [11, 12]. Taki
ajanTauiiHi MPUCTOCYBAHHS € YHIKAJIbHUMM 151
KOXHOTO OKPEeMOTo BUY rajioQiTiB.

Ha BimMiHy Bif rajgodiriB, 110 POCTYTh B YMO-
Bax BHMCOKOTO 3aCOJICHHSI, OUJIBIIICTh CiTbCHKO-
TOCIIOAAPCHKUX KYJIBTYP € UYYTJMBUMM UM Tirep-
YYTJIMBUMU 0 3acojieHHs. {oCmiaKeHHs ocTaH-
HiX POKIiB ITOKAa3a/iu, 10 OUIBIIICTL TaIO(ITIB Ta
[JIiKOGiTiB BUKOPUCTOBYIOTh TOIIOHI CTparerii
BiIMoBimi Ha air0 cojiboBoro crpecy [13]. OagHiero
3 TAaKUX CTpaTeriii € HAKOMUYEeHHSI LIMTOTOKCHY -
Hux ioHiB cosneit (Nat ta Cl7) y meHTpanbHii
BaKyoJli KJITUHU 3 TIOAQIbIIMM 1X BUKOPU-
CTaHHSM SK OCMOTMYHHUX po3uuHiB [14, 135].
BiporinHo, 110 MOJEKyJsSIpHi MeXaHi3MU KOH-
TPOJIIO IOHHOTO TOMEOCTa3y Ta CUTHaJbHi Ipo-
LIECH COJILOBOTO CTPECY € MyXe MOMIOHMMU ISt
yCiX TpeACTaBHUKIB pocAMHHOro unapcrsa [13].
Xoya MexaHi3MU COJIECTIMKOCTI TMIiKOMITHUX
POCIMH Ta TaJo(iTiB € MOMIOHMMM, amanTaliiiHi

Tabnuusg 2

CoJecriiikicTb pi3HUX THNIB pocuH [6]

ConecrTiiiKicTb
i eJIeKTpoIpo-
BIHICTb,
n1CM/M

[TociBHi KynbTypH

DypaxHi KyJIbTypu

Ogoui Jepesa Ta Ky1ii

[lyke BUCOKa

20 AnTaiicbka TpaBa
Bucoxka
16 LlykpoBuii Oypsik AnTaiicbke IuKe XUTO, YuHrine, obainuxa

Thinopyrum ponticum,
Psathyrostachys juncea,
KOJIOCHSIK TiraHTChbKUIA

Bypsik, acnapa-
ryc, LIMUHAT

IMominopu, 6po-
KOJIi, KamycTa,
KyKypya3a, Kap-
TOTIS

Mopksa, 1noy,
CYHMIISI, TOPOX,
06001

I'1in omHOMAaTOYKOBHIA,
MacJIMHKa BY3bKOJIMCTA,
B’s13, OYy30K, Bepba

SniBeup, TOMONS, COCHA
JKOBTa, SIOJTyHSI, €BKAJIIIIT,
SIOJTyHSI SITiHA, aMepu-
KaHCHKUI KJIeH, KaJuHa
SlnvHa GnakuTHA, TPOSITH-
na, suiugt lyrnaca, suiv-
1141, TibicKyc, ocuka, Oe-
pe3a, MajauHa

l'opix yopHMii, KU3WUII,
JIMIIa ceplercTa, opyc-
JIMHA KpwWiarta, TaBoJjra,
MOJIpYHA

8 SuMiHb, COHSIIIHUK, JIanBeHelb, KOHIOIIMHA
JKMTO TIOCIBHE, MILIEHU- 3BMYaiiHa, JIIoLepHa,
181, IPOCO, JIIOLIEPHA  CTOKOJIOC
TTomipHa
4 OBec, ripumiis, BiBcsi-  KUTHSK, nupiii, KaHa-
HULIA, JIbOH, PiMak, PiI€EYHUK TPOCTUHHUIA
KYKYpy/13a, COpro, cost
Husbka Kinceki 606wu, Konrommna 6ina, Ko-
apabinoricuc, puc HIOIIWHA TiOpUIHA, KO-
HIOIIMHA YepBOHA
Hynposa
52
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MOXJIMBOCTI Ta CUCTEMU PETYJISILT COMECTIMKOCTI
Habararto ciad6kiiii y riikoditiB. Kpim Toro, rii-
KO(MITHI pOCIMHU 3a3BUYail MalOThb OOMEXEHY
TpaHCJIOKAallil0 i0HIB cojieli y MexXax IaroHy
(puc. 1). JochigkeHHs COJIbOBOTO CTPECY Ha MO-
JIeJIbBHOMY POCJIMHHOMY 00’€KTi — apabigoricuci
3HAUHO TTOKpAIWJIM Hallle PO3yMiHHS MeXxaHi3-
MiB TOJIEPAHTHOCTI POCJIMH /10 COJIbOBOIO CTpe-
Cy Ha KJIITHUHHOMY Ta TeHETUYHOMY PiBHSIX. Apa-
Oigomncuc — TUITOBUI MIiKOMIT, TOMY € ifeanb-
HOIO CHUCTEMOIO JUISI JOCiIXKEHHSI pOOOTU TeHiB,
3aJlydeHMX Yy TIPOLIECH BIATIOBiAI Ha COJHOBUI
crpec [16]. 3aramom rmmikoditn 3a0e3NedyroTh
CTIfIKiCTb IO COJILOBOTO CTPECY 3a JOIIOMOIOIO
TPhOX TOJOBHMX MEXaHi3MiB, IO [JiIOTh K
OKpeMO OAWH BiJ OIHOrO, Tak i y3romkeHo. Ta-
KUMU MeXaHi3MaMu € 3aro0iraHHs TOTJIMHAaHHS
TOKCUYHMX 1OHiIB, KOMITapTMeHTaJli3allisl TOK-
CUYHUX 1OHIB y MEHII BaXJMBi Ta (POTOCUHTE-
TUYHO HE aKTUBHI TKAHWHM POCJIWH (CTape Ju-
cts) (puc. 1) i miaATpMMYBaHHSI BUCOKOTO PiBHS
iOHIB KaJlilo MO BiZHOILIEHHIO IO HaTPilo.

IcHye nikaBa i BaxxMBa ekodiziosioriuHa Ba-
pialisi MiX IBOOOJNBHMMU Ta OIHOAOJIBLHUMU
pPOCJIMHAMM: HaIpUKJIAA, Y POCIUH apadimorcucy
He 3HalJIeHO YiTKOi KOpeJslii MixX piBHEM Ha-
KOIMWYEHHSI i0OHIB HATpil0 Yy TKAaHWHAX Ta coJje-
criiikicTio. Ha BigMiHy Bil JIBOIOJbHUX Oilb-
LIiCTh 3JaKOBUX POCJIUH JEMOHCTPYIOTh YiTKy
KOpEeJIsILlilo MiX piBHEM HaKOMUWYEHHSI iOHIB
HaTpil0 Ta pPiBHEM TOJEPAHTHOCTI POCIUHU 10
3acojieHHs rpyHTy [17].

Kuitunni MexaHismmu, moB’s3aHi i3 CONbOBUM
crpecoM. Bricoki KoHlIeHTpallil i0HiB coselt mpu-
3BOJISITH /IO TiMEPOCMOTUYHOIO 110Ky Ta iOHHOIO
nucbanancy. Taki eeKTr CHPUIUHSIIOTh BTOPUHHI
edexTy un HaBiTh marosorii [13, 16]. Mexanizmu
CTIMKOCTI POCJIMH JI0 COJIbOBOTO CTpECY MOMiIsI-
I0OTbCSl Ha Ti, IO MiHIMI3yIOTb OCMOTUYHUIA
cTpec Ta ioHHMIT aucOamaHc, i Ti, IO y MO-
JaJIbIIOMY TIPU3BOASTH 10 BTOPUHHUX €(EeKTiB,
cnpuuuHeHux UM ctpecom [18, 19]. BropunHi
edekTn TIoB’sI3aHi i3 Po30ajlaHCYBaHHSIM >KUB-
JIEHHSI POCJIMH Ta OKCHIATUBHUM cTpecoMm [20].
XiMiYHMI TOTEHIlial COJIbOBOTO PO3UMHY MpPU-
3BOIUTh A0 PO30aJlaHCYBaHHSI BOJHOIO TMOTEH-
miaJly MK aroruiacToM Ta CHUMILIACTOM, 11O
CMPUYMHSIE 3MEHIIEHHSI TYProOpHOro THMCKY. 3a
YMOBU iCTOTHOTO 3MEHILIEHHSI TYpropHOro TH-
CKy BiJIOyBa€TbCsl 3HAUHE YIOBIIbHEHHSI POCTY
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Puc. 1. T'onoBHI IOiISHKYM peryisilii TpaHCIIOPTY CO-
JIeit B pociuH: | — BUOipKOBE MOTJIMHAHHS COJIEH i3
IPYHTOBOTO PO34YMHY; 2 — 3aBaHTaXEHHS €JIEMEHTIB
KcuyieMH; 3 — BUAQJIEHHSI COJIi i3 KCUJIEMHU y BEPXHIX
NIJITHKaX POCJIVHU; 4 — 3aBaHTaXeHHs ¢JioemMu; 5 —
BUBEJCHHSI HAJIUILIKY COJIi 3a JOIMOMOIOI0 COJIbO-
BUX IJIaHIB YU MiXypoBUX KIITHUH. JIJIsT conecTiiikmux
pocauH, 10 poctyth ¥ 100 MM posumni NaCl, koH-
meHTtpanisa ioHiB Nat ta Cl~ y KOpeHSIX CTaHOBUTHb
omm3pko 50 MM, y kcunemi — Oimg 5 MM. Kon-
meHTpauisa ioHiB Na*t ta CI~ y crapoMmy JHUCTI Moxe
nocsirati 500 MM [111]

[19]. Konu pi3HMIIST Y BOAHOMY MOTEHLIiai K-
TUHU yX€ He MOXe KOMIICHCYBATHUCSI 3MEHILEH-
HSIM TYPropHOTrO THCKY, BiIOyBa€ThCs AerigpaTa-
wist xiitiHu [21]. CTpyKTYypy LIMTO30J10 Ta KJli-
TUHHI opraHesu i ranogiTis, i r1ikodiTiB y piBHiit
Mipi 4yTIMBI 1O UMTOTOKCMYHUX ioHiB Na't Ta
Cl~. KoMmneHcanisi o0CMOTUYHOTO TUCKY TIpU Ta-
KHX YMOBax BiIOYBa€ThCsl 3a PaxXyHOK HaKOIHU-
YEeHHSI y LMTO30J1i BiIMOBIAHMX OCMOJIMTIB YU
ocmorporekTopiB [19, 22]. [dist katioHiB Na't €
OJIHUM i3 TOJIOBHMX LIKiIJIMBUX YNHHUKIB €(DEeKTiB
3aCOJIeHHS. BiIblIicTh HAYKOBUX AOCHTIIKEHb CO-
JIOBOT'O CTPECy POCIMH MPUCBSIUYEHA caMe LIbOMY
enemeHTy. HesBaxkarouu Ha 1ie, amanraliisi poc-
JIUH 10 COJIbOBOTO CTPECY TaKOX BUMAarae 4iTKoi
perynsuii romeocrasy aHioHiB Cl™ [23, 24]. s
TaKuX POCIUH, K COsI, LIMTPYCOBi, BHUHOTPAI,
nme karioHn Na' 3meGibIIoro 3aMIIalThes Y
KOpeHi Ta ctebji, BruimB aHioHiB Cl- € Oinbli
KPUTUYHUM, TOMY 1110 1LIel iOH HAKOMUYYEThCS Y
BMCOKHX KOHIIEHTpALlisIX B TKaHWHAX MapoOCTKiB
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Ta HETaTUBHO BIUIMBAE HA TAKUW BAKJIMBUU IS
pocivH mpoiec, gk ¢ortocunTe3. Kpim Toro,
Hamuinok ioHiB Nat ta Cl™ y HaBKOJUIIHBOMY
CepeJIOBUIL 3MEHIIYE OCMOTUYHUI MMOTEHLial
IPYHTOBOTO PO3YMHY i BiMOBIIHO 3a1100irae mo-
[JIMHAHHIO MOJIEKYJT BOAU KOPEHEBOIO CUCTEMOIO
pociauH. Ockinpky ionn Nat ta ClI™ € mocuthb
e(eKTUBHMMU OCMOJIMTAMM, ajie MaloTb BUCOKY
LIMTOTOKCUYHICTb, KOMIIeHCAlliS OCMOTUYHOIO
TUCKY KJIITUHOIO BilOYBa€EThCS 32 PAXyHOK JETO-
3UTYBaHHS LIMX iOHIB y LIEHTpaJIbHY BakyoJb [14,
15]. Pyx ioHiB y BakyoJb BifOyBa€eThcs Oe3rnoce-
PeIHBbO Bi/ anoriacTty 10 TOHoIUiacty (puc. 3).
Takuit pyx 31e0i1b1I0TO 3a6€3MeUyeThCs 3a A0TO0-
MOTOI0 i1OHHOI TPaHCHOPTHOI CUCTEMM ILIa3Ma-
TUYHOI MeMOpaHu Ta TOHoIacty. Pazom 3 Tum
IJIsT TOro, 1100 3amo0irti edekram COJbOBOIO
CTpeCy, POCAUHU HAKOMWYYIOTh HAIJUIIOK LIUX
LIMTOTOKCMYHUX 10HIB y TKAaHMHAX, 110 € MEHII
BaXXKJIMBUMHU Y POCIMHHOMY MeTa001i3Mi Ta MEHIII
YYTJAMBUMU JO BIUIMBY BUCOKHX KOHILIEHTpAlliii
cojeit (puc. 1).

HanamtyBaHHS LMTOMIa3MaTUYHOTO OCMO-
TUYHOTO TOMEOCTa3y NOCATAEThCS 3aBASIKMU TPO-
JOYKIIl BiOITOBiZHUX CIELU(PIYHUX KITUHHUX OC-
MOJIUTIB Ta OCMOMpOTeKTOpiB [25]. Taki ocmo-
JINTU Ta OCMOITPOTEKTOPU MaiixKe He BILIMBaIOTh
Ha BHYTPIIUHbOKJIITMHHUI pH Ta miaTpuMytoTh
HOpPMaJIbHy aKTHMBHICTb OaraThboX KIITUHHUX dep-
MEHTIB B YMOBax BIUIMBY HaJMipHMX KOHIIEH-
Tpauiii cojeit. Jesgki crneuu@idyHi OCMOJIUTH,
3okpema ionn K*, € mpoctumu ioHamm Mmine-
paJIbHUX CIIOJYK, ajie OUIbIIICTh i3 HUX 1€ Op-
raHiyHi CIOJYKM, a caMe MpocTi Hykpu (Ppyk-
TO3a Ta TJII0K03a), LIYKPOBi CIUPTU (MJIiLEPUH Ta
€TUJIbOBaHiI 1HO3UTOJM), CKJIAIHI LyKpu (Tpe-
xajo3a, @pykrtamMu Ta padiHo3a) Ta TOXiAHI
aMiHOKHUCIOT (oJieiHy, OeTaiH TIIiIuHYy, OeTaiH
npostiny Ta iH.) [22, 26]. bararo i3 opraniyHnx
OCMOJIUTIB MaloTh (DYyHKIIII0O OCMOIIPOTEKTOPIB,
10 JOIOMAaralTh BiIHOBJIEHHIO OCMOTMYHOIO
noteHuiany. Hampukian, OeTalH DIILMH IOTPU-
My€ 1IIICHICTh TIJJa3MaTUYHOI MeMOpaHu Ta
TrnakoiniB [25]. Biabin Toro, BeMKa KiJIbKiCTh
LIMX OCMOJIMTIB TaKOX BilirpaloTb poJib aHTU-
OKCUJIaHTIB Ta HEUTPai3yl0Th peakTUBHi (popmu
kucHiO (ROS), 1o € nobiyHuMU MpoayKTamu
riIepoCMOTUYHOIO Ta IOHHOTO cTpecy [22].

HakonuyeHHs LIMTOTOKCUYHUX iOHIB y Ba-
KyoJii B yMOBax BMCOKHX KOHIEHTpaliil coJsei
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€ oomexeHuM. Takuil mpouec 30epiraHHsI TOK-
CUYHUX IOHIB OyXe BaXJIMBUU WIsT (DYHKIIIO-
HYBaHHSI DIiKOMITiB MPU COJHLOBOMY cTpeci. 3a
YMOBM HEMOXJIMBOTO MOJAJbIIOr0 HAKOIU-
YeHHS iOHIB CoOJieli POCIMHHUMU BaKyOJsSIMU
BimOyBa€ThCSI IMABUIIECHHS KOHLEHTpALlil IIMX
LIMTOTOKCUYHUX i0OHiB Yy LIMTO30J1i, 1110 HETaTUBHO
BIJINBAE Ha PIi3HI aCHEKTH KUTTEMISUILHOCTI
kiituau. lonn Na't € Ge3nocepenHiMu KOHKY-
peHrtamu ioHiB K y TpaHCHOpPTHHUX cucTemax
nornuHaHHg pociauH. Cin 3a3HaYUTH, 1O I10-
[JIMHAHHS i0HiB HATPil0 POCIMHOIO B yMOBax 3a-
COJICHHSI BimOyBa€eThCsl HabaraTto e(eKTUBHIIIIE,
HixX Kamio. Pi3mKo-XiMiuHi TOmIOHOCTI MiX
ionamu Na®™ Ta K* npusBomsTh TaKoOX O0 KOH-
KypeHLii 3a KaTaJliTuuHi caiiTu, 1110 Y HOpMaJlb-
HUX YMOBaX MPUETHYIOTb HEOOXiTHUI KaTiOH
K*. IligTpuMaHHSI BHMCOKOI Ipomopuii ioHiB
K* mo Nat y nuTo30si Mmokpaiiye coyiecTiiKicTbh
pocauH [16, 24].

OKcuIaTUBHUM cTpec — IHIIMM acmekT Mii
BUCOKMX KOHIIEHTpALill COJei, 10 HacIpaBii
€ pe3yabTaToM Mii OCMOTMYHOTO Ta iOHHOTO
CTpeciB, IHAYKOBAaHUX HaAMIPHUM 3aCOJICHHSIM
[27, 28]. PocavHHI opraHi3Mu pO3BUHYJIW HU3KY
MEXaHi3MiB TOJIEPAHTHOCTI OO IIMX CTPECIB,
BOHM BKJIIOUAIOTH Y ceOe KOHTPOJIb OiOCHMHTE3y
KJIITUHHOI CTiHKM, CHUHTE3y IIPOTEIHIiB, ITOMiIY
KJIITUH Ta POCTY.

IHnyKoBaHa BMCOKOIO KOHLEHTpPALI€ CoJei
MpOAyKIlisl peakTUBHUX ¢opM kucHio (ROS) —
cynepokcuaHoro paaukainy (O,7), Nepekucy Boj-
Hio (H,0,) Ta rigpokcuibHoro papukany (OH)
HEUTpasi3yeTbCcsl pi3HOMaHITHUMU (hepMeHTaMu
Jertokcudikalii, TaKMMMU SIK CYNEpPOKCHUIl TUC-
mytaza (SOD), ackopOar mepokcupaza (APX) Ta
ryration peaykTtaza (GR). 3B’s130K MixX Ji€ro
HaAMiIpHMX KOHLIEHTpALIill coJiell Ta OKCUIATUB-
HUM CcTpecoM OyB IMOKa3aHWU B €KCIepUMEeHTaX
3 pocivHamu pucy. Ilpu TpaHcdopmMmalii pucy
reHoM Mn cynepoKcua AMCMYTa3u i3 APiKIKiB
MOKA3HUKM COJIECTIMKOCTI LIMX POCAUH 3HAYHO
nokpaiyBanucs [29].

I3 cobOBUM Ta OCMOTMYHUM CTpecaMM POC-
JIMH TICHO TIOB’si3aHO siBuile ayrtodarii. ITpo-
mec ayrodarii copsiMOBaHMII Ha Jerpamaliio
OKHMCJIEHUX MPOTETHIB MPOTITOM OKCUAATUBHOIO
crpecy [30], ane moreHuiliHa posib ayTodarii y
(hopMyBaHHiI BiAMOBiAI HAa OCMOTUYHMI CTpec
3aJIMILIAETHCS HEBiMOMOIO. BcTaHOBIIGHO, 1110 TIPO-
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Puc. 2. Perynauist romeocrazy Na®™ 3a goromororo SOS-cuctemMu. Bucoki 30BHIIIHBOKITUHHI KOHLIEHTpALLl
1OHIB iHILIIIOIOTH 30iBIIEHHS iIOHIB KaJIbIIiI0 Y LIMTO30JIi, 110 y ¢BOIO 4epry ctuMyiiroe SOS3—SOS2 nmpoTeiHKiHaz-
HUI KoMmIutekc. AkTuBoBaHM KoMiieke SOS3—SOS2 ctumysnioe aktuBHicTh Nat/H™ o6miny SOS1 Ta peryiioe
EKCIIpeCilo JesIKMX TeHiB, 1110 3aJy4eHi y (popMyBaHHS BiIITOBiIi Ha Jil0 BUCOKMX KOHLIEHTpaLiil coneil. Komrieke
SOS3—S0OS2 Moxe akTMBYBaTH YU MPUTHIYYBATH aKTUBHICTh iHIIMX TPAHCIIOPTEPIB, SIKi 3aJlydeHi y roMmeocTas
ioniB Na*. Llinkom iimoBipHO, 1m0 SOS2, okpim aktuBanii SOS1, 6epe yyacTtb B perynsiii aktuBHocTi Nat/H*
obminy tpaHcroptepa poauaun NHX ta Nat tpancnoprepa HKTI1. Biporigno, mo AT®a3u ta nipodocdaTasu,
KaJIieBi TpaHCIIOPTEPHM Ta BOAHI KaHAJIM TOHOILIACTY TAaKOX MOXYTh perymoBaTics SOS2-kiHazo1o [37]

TeIHM, MOB’sI3aHi i3 ayTodari€lo, € 3aIy4YeHUMU
y mpouec (opMyBaHHS BIAIMOBiAI POCIMHOI Ha
JIi10 COJILOBOIO Ta OCMOTUYHOTO cTpeciB [31, 32].
Xoua BigHOLIEHHS IIpolecy ayrodarii 10 dop-
MYBaHHS$ BiIIIOBii Ha [il0 COJIbOBOIO Ta OCMO-
TUYHOTO CTPECIB 1lie He 3’sicoBaHe, OyJI0 ITOKa-
3aHO, 10 POCIMHU i3 AeeKTHUM (EHOTUIOM
no ayrodarii OiIbLI YYTAMBI A0 Oii COJBOBOIO Ta
OCMOTUYHOrO cTpeciB [33].

PocnuHHI opraHi3Mu BMIilOTb AETEKTyBaTU
3MiHM y OCMOTMYHOMY Ta IOHHOMY OajaHCi.
Ilpouec perexuii Takux 3MiH € HaA3BUYANHO
BaXJIMBUM [IJIS1 TMiATPUMAHHSI KOPEKTHOIO (hyHK-
LIIOHYBaHHSI KOPEHEBOI CUCTEMU Ta IapPOCTKIB B
yMOBax JIe(iuuTy BOAM Ta BUCOKMX KOHLIEHTpa-
uiii ioniB Na't. PociuHu ayxke HIBUIKO peary-
10oTh Ha goxaBaHHsI NaCl y 30BHIILIHE cepeno-
BuUllle Ta (POPMYIOTb BiINOBiIHY peakiiio [34].
Ha xanp, MexaHi3MU TaKoi peakliil 1lie He MOB-
HICTIO 3po3yMilli. ICHY€e mpumylleHHs, 110 JeTeK-
uig nosakiitnHHOro Na't BinOyBaeThes Ha T1a3-
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MaTUYHiii MeMOpaHi, ajie CeHCOpHU, 1110 BiIMOBi-
AlOTh 3a 1Iel TIpolleC, 3avINaoThCs BCE IIe
HesinomuMmu. LIBunke 3poctaHHs BitbHOro Ca2*
Yy LIMTO30J1i 3a HASIBHOCTI BMCOKOI KOHLIEHTpalil
NaCl y no3akjiaiTUHHOMY IIPOCTOpPi CBIIYUTH
npo te, mo NaCl 3a6esneuye mpurok Ca2t y
LIMTO30JIb Yepe3 TUIa3MaTUYHy MeMOpaHy Ta TO-
Horutact (puc. 2) [35, 36]. BcranosieHo, 110
eKCIIpECisl KajJbLIMHEPiHYy B POCIMHAX YU KJIi-
TUHAX JPDKIKIB 3HAYHO IMiABUILYE TOJIEPAHT-
HICTh OCTaHHIX 10 il cojiboBoro crpecy. Ha-
BelCHI JaHi BKa3ylOThb Ha MOMIOHICTb Kallb-
muHepiny Ta SOS-uuisaxy [37, 38]. IligBuiueHHS:
KOHILIEHTpALlii BUIBHOIO KaJblLil0 Yy LIMTO30JIi MO-
JKe BIimOyBaTHUCS 3a PaxyHOK KaJIbLIIEBUX CEH-
copiB, a came SOS3-kanbuuHepiH B-noaioHoro
npoteiny. IcHye npunyueHHs, 1o 30UIbLLIEHHS
KOHLIGHTpaLil KaJblil0 y LMTO30Ji 3a0e3Iedy-
eTbcs  aumepusauiero SOS3 Ta mopasblIolo
B3aemomieo mux aumepiB i3 SOS2-KaabLUHEpiH
B-nogni6Horo mpoteinkiHazoo (CIPK24). Kowm-
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mieke SOS3/SOS2 dochopunioe Nat/H* an-
tunioprep — SOS1 (puc. 2) [39]. Xoua mie He
OyJi0 imeHTU(dIKOBAaHO XOTHOTO OCMOCEHCOpa,
npuItyckaeTbest, o SOS1 TakoxX BUKOHYE (hyHK-
1ito HartpieBoro ceHcopa [40]. IcHye npurny-
LIEHHS, 110 HELIOoAABHO imeHTHUikoBaHi Na'/
K* korpancroprepu tany HKT Moxyrh Bu-
KOHYBaTU (DYHKIIiI0 OCMOCEHCOpiB, 0O 3HAYHO
301JIbIIYIOTH TTOIJIMHAHHS 10HIB 3aJli3a B yMOBax
rinepocmocy B oouuTax Xenopus laevis (puc. 2)
[41]. JdBokomrioHeHTHa rictuauHkiHaza AtHKI,
MMOBIpHO, MOX€ TaKOX MaTh OCMOCEHCOPHi
BJIACTUBOCTi, TOMY 1110 € Bi/INOBiJaJbHOIO 3a 3a-
nyck MAP-kiHa3HOro Kackaay B yMOBax Tirnep-
ocmocy [42].

Oxpim ioniB Ca?", gKi MOXYTb IeperaBaTH
CUTHAJIM BCEPEAWHI KJIITMHM, BCTAHOBJIEHO, 110
HUKIiYHI Hykjgeotuan HTAM®P ta ul'M® Ta-
KOX OepyTb y4yacTb Y CUTHAJIbHUX ITpoliecax Ko-
pUIyBaHHS COJIBOBOIO cTpecy. Enexkrpodisiosno-
TiYHi JaHi CBigyaTh MpO Te, 10 Misl HUKITIYHUX
HYKJIEOTUIiB MOXE€ 3MEHIIyBaThU TMPUTOK iOHIB
Na' y kIiTmHM 3a JOTIOMOIOI0 3HIDKEHHS aK-
TUBHOCTI HE3aJIeXKHUX BiJ BOJIbTAXy KaTiOHHUX
KaHaimiB [43] Ta IIBUOKOTO 3pOCTAaHHS KOH-
ueHrpanii HIM® y murosomi [44]. Li pesynbratu
OTPUMAHO JIJII POCJMH apabigoricucy, 1o 3a3-
HaJII OCMOTUYHOIO Ta COJILOBOTO cTpecy [43, 44].

MexaHi3Mu BUKUBAHHS, Bi/JTHOBJIEHHS TA POCTY
B YMOBax coOJibOBOro ctpecy. OnHi€0 i3 T0J0B-
HUX CcTpaTteriii miATpUMYyBaHHS XUTTEMiSIIbHOCTI
B YMOBax COJIbOBOTO CTPeCYy € >KOPCTKHUU KOH-
TpoJib 3a npuTokoM ioHiB Na®™ ta Cl~ Ha mexi
MiXX KOPEHEBOIO CUCTEMOIO POCIUH Ta I'PYHTOM.
Tayoditu 31e61IbIIOT0 KOPUTYIOTh MOTJIMHAHHS
HEOpTraHiYHMX CIOJYK BilMOBIZHO /O POCTY Ta
BUMOT OCMOTUYHOTO romeoctasy [7]. Ha BigMiHy
BiJ rajodiriB, HaKoNMMYeHHs ioHiB Na' B TKaHu-
HaxX pOCIMH Habarato mnepeBuILyeE (iziosoriuHi
noTpedbu OinbinocTi riaikogiriB [45]. OTxe, 00-
MexeHHs1 npuToky ioHiB Nat ta Cl~ 1o TKaHuH
DIKO(MITIB MOXe MiHiIMI3yBaTU HACIIAKA YK
CUMIITOMH COJIbOBOTO cTpecy. [lutaHHs 1po Te,
Yy MalOTh POCIMHM CHeHU(PIYHYy CUCTEMY IS
nomtnHaHHg ioHiB Na* ta Cl™, 3aymMiacThses Bee
1Ie BiIKPUTUM, ajieé BXe BCTAaHOBJIEHO, 1110 i0OHU
Na't morpamisiioTh y KJITMHU KOPEHIO I1aCHUB-
HUM 1uIsxom [46, 47].

CrpiMKMi1 PO3BUTOK MOJICKY/ISIPHUX, Oi0XiMid-
HMX Ta (hi3i0JOriYHUX METOMIB JOCIIIKEHb J103BO-
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JIUB ineHTU(IKyBaTh Ta oxapakTepu3yBaTu HesiKi
BaXJIMBI I'eHU TpaHCIoprepiB mist ioHiB Na',
K* i CI™. 1li TpaHCOpPTHI NMPOTEIHKU BimirpalTh
KJIIOYOBY POJIb y IOTJIMHAHHI, TpaHCJOKALil Ta
KOMITapTMEHTaJIi3allii 3a3HaYeHux iOHiB. 3aBasi-
KU CEKBEHYBaHHIO N€HOMY apabilorcucy Ta pucy
3araJiIbHUi  CMMCOK MOTEHUIAHUX TpaHCIOPTEPIB,
mo Oepyrs ydactb y TpaHcrmopri Na®, Kt i
Cl~, 30imbIIyeETbCS i3 KOXHUM pokom. I'o-
JIOBHI KJ1acu ioHHUX TpaHcmopTepiB Na't ta K*
3/1e0UTBIION0 HajleXaThb 10 BEJIUKUX POAMH TEHiB.
OTxXe MexaHi3M COJIECTIMKOCTI pOCIMH € myXe
CKJIaHUM MPOLECOM, 110 BKJIOYAE y cede po-
0oty OaraThox reHiB. He3Baxkaioun Ha TOil (hakT,
IO COJIECTINKICTh POCIMH 3aJieXUTh Bill PiBHS
YYTJAMBOCTI TOTO UM iHIIOTO BUIY POCAUHU, BCIM
BUJaM POCJIMH MpUTaMaHHMIA BiAITOBIIHWI KOH-
TPOJIb 3a MOTJIMHAHHSIM 10HIB Ha PiBHI KOpeHe-
BOI CUCTEMMU, peryJjsilis MPUTOKY IX BCepeauHy
KJIITUHU, KOHTPOJb TPAHCIOPTY LMX iOHIB Ha
BEJIMKiI BiJCTaHi Ta KOMITapTMEHTaJi3allisl Ha
KJIITHHHOMY Ta TKaHWMHHOMY piBHSIX (puc. 1
i 3) [48, 49]. binpuiicth UMX MIPOLIECIB 3a0e3-
MEeYyETHCS MEMOPaHHUMU TPAHCTIOPTHUMMU MPO-
TeiHaMU. Xoya MeXaHi3MM TpPaHCIOPTY iOHIB B
pOCIMHAX 1lle He IMOBHICTIO BMBYEHI, yX€ Bi-
JIOMO JeKijbKa Pi3HUX POAMUH TeHiB Ta KJaciB
TpaHCIOPTEPIB, 1110 OEPYTh YYaCTh Y LILOMY ITPO-
neci. ToMy MaHIMyJIsIisi aKTMBHOCTI LIMX TpaHC-
MOPTEPIB Ta MOMAYJISALIS €KCIIpecii BimmOBiTHUX
TeHiB Ma€ BEJMYE3HUIN MOTEeHLian ISl MiATpU-
MaHHSI XUTTETISVIBHOCTI POCJIMHU B YMOBax 3a-
cojerHs [50].

CucremMu TpaHCHOpTy HaTpilo. Benmka Kinb-
KICTb JOCHIIKEeHb IIPUCBSIYCHA caMe MeXaHi3MaM
norjaMHaHHs ioHiB Nat pocinHamuy depes Iuias-
MatuuHy memOpany [13, 14, 51]. Na't € rojos-
HMM KOHKypeHTOM K' mpu nommHaHHi poc-
JuHaMu. TpaHCHOPTHI CUCTEMHU IUIa3MaTUYHOI
MeMOpaHM 3 BUCOKOIO CEJIEKTHMBHICTIO IO iOHIB
K* MoxyThb Takox mpomyckatu ionu Na't, ane
3 Habarato MeHIlow edekTuBHicTio. Hanpu-
KJ1a, IIeMKepHI KalieBi KaHaJIM Iia3MaTUYHOI
MeM6Opanu poauHu AKT (Arabidopsis K* trans-
porter) MOXYTb TaKoX 3abe3rneuyBaTv MPUTOK
iOHIB HaTpil0 BCEpeIMHY POCIUHHUX KIHTUH [52].
3acyIyroByloTh Ha yBary M MpelcTaBHUKU TpaHC-
MOPTEPiB-HOCIIB, 1110 T€X MOXYTb OpaTh y4yacTb
y moriuHaHHi ioHiB Na'. JlocaimkeHHs I10-
Kazamu, 1o TpaHckpumiis reHiB HAK/KUP
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(K* uptake permease) tTa KT (K% transporter)
MiIBUILYETCS UM PETYJIOEThCS T BILIMBOM
coiboBOro crpecy [53—55]. Ekcmpecis renis
HAK migBuIilyeThCsI B yMOBaXx BiICyTHOCTI i0HIB
K* Ta #ii coapoBoro crpecy (puc. 3) [56]. I1pu
HAasIBHOCTI BUCOKOTIO CIiBBimHOLIEHHS ioHiB Na't
no Kt xamieBi tpancmoprepu poauuu HAK/
KUP/KT moxyTtb TpaHcroptyBatu Na't i3 HU3b-
ko1o aginnicTio (puc. 3) [57]. binbi Toro, TpaHc-
MOPT KaJlito TOBHICTIO MPUTHIUYETbCS iOHaAMU
Hatpito nipu ekcrpecii renisB. HAK/KUP/KT B
MyTaHTax JpixkmxiB [58, 59].

IHma pommnHa TtpaHcnoptepiB-HociiB  HKT
(High Afinnity K% Transporter) 3a0Ge3reuye
tpancrnopt ioniB i Na', i K [60]. Tpancnop-
tepu ponvuu HKT Brepiie kji1oHOBaHO Ta oxa-
paktepusoBaHo y mmenuii [61]. HemomasHo
HKT-tpancnoprepu Oyiau onucaHi s pOCIUH
apabigoricucy [62—65]. INpumyckanocs, 1110 BOHU
TFOJIOBHUM UYMHOM BMKOHYIOTHb (DYHKIIil TpaHC-
noptry ioniB K* 3 Bucokoro adinnictio [66].
Momudikauii HKT1 i3 mueHuni mnpu3BoOgaTh
[0 mocujeHHs: TtpaHcnopty K™ Ta 3MeHIIyioTh
nputok ioHiB Na't, 10 0OYMOBIIIOE TMOJAIbIIIE
MIBUIIEHHS TOJIEPAHTHOCTI POCIWH IO COJIBO-
BOro crpecy [67]. Ane HaCTyIHI IOCITiIKEHHS
(GYHKLIN Tpynu LMX TPaHCHOPTEPiB MOKa3aiu,
1O 1Ii TPAHCIOPTHi MPOTEIHU MPALIOIOTh YU SIK
Na*: Kt cumnoprepu, un sk Nat antunoprepu
[60, 68]. IcHyIOTb €KCIIEpUMEHTAJIbHI IMiATBEp-
JkeHHs1 Toro, 1o HKT-tpancnoprepu O6epyThb
yyacThb B mnoriMHaHHi ioHiB Na't i3 rIpyHTY
(puc. 3). Ilpu cynpecii rena HKT mniueHuui
CITOCTEPITAEThCS ICTOTHE 3HIDKEHHST TIOTTIMHAHHS
Na' Ta mOCHIIOEThCSI PICT POCIMH B yMOBax BU-
cokoi cosioHocti [61]. s pocauH apabimoricucy
BizoMa Titbku omHa i3opopma — AtHKTI.
Excnpecisi rena AtHKT1 31e0i1b110r0 CriocTepi-
ra€Tbcsl y TKaHuHax KopeHs. ITpu ekcnpecii oc-
TaHHBOTO Y TETEPOJIOTIYHUX CUCTEMaX ITiIBUIIY-
€ThCs piBeHb normvHaHHs ioHiB Nat [63]. [Tpury-
ckanocst, 1o HKTI i3 apaGinoncucy Gepe ydactb
y normiHanHi Nat [69], ayme Oiabln misHi poGoTH
BKa3yioTh Ha Te, 1o AtHKTI1 3xebinbinoro 3amty-
YeHUI Y KOHTPOJIb TPAHCIIOPTY HATPIilO0 B KCHJIEMY
JUTSI TIOAAJIBIIIOTO BUIAIEHHS i3 maroHis [63, 69].

Puc Ha BinMiHy Big apabigoricucy mae 9, a
ssuMiHb 6 pizHux izopopm HKT-tpancnoprepis
[70, 71]. ®ynkuii OsHKT 2;1. BuBYeHi HANOiIbIT
netanbHo. OsHKT 2;1 — HaTpieBuii TpaHcmopTep,
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i floro yHKI1lisI € 0COOJMBO BaXJIMBOIO B yMO-
Bax gediuuty ioHiB Kamioo [64, 70]. Excmpecis
OsHKT 2;1 crioctepira€tbcsi y KOpeHEBOMY €ITi-
JIepMici, KOPTUKaJbHUX KJIITMHAX Ta CYAMHHUX
TKaHWHAax i KopeHs, i jucta [64, 70, 72]. Xa-
pakTep eKcIpecii bOro reHa B TKaHMHAX KO-
peHs y BiAIMOBilb Ha /il0 COJbOBOTO CTPECY Bill-
PI3HSIETbCS JJISI COJIECTIMKUX Ta COJICUYTIMBUX
copTiB [72]. MyTaHTHi JiHil pucy i3 BTpaueHOIO
¢ynkuiero OsHKT 2;1 1eMOHCTPYIOTb 3aTPUMKY
pocCTy B yMOBax Ae(ilMTy Kalilo Ta HAKOIMUYY-
0Tb Habarato MeHIlle HaTpil0 y CBOIX TKaHU-
Hax [64]. OBepekcripecisg IHIIOTO TIPEACTaB-
Huka HvHKT 2;1 i3 sumMeHO TpU3BOAMIIA IO
301/IbIIEHHS MOTJIMHAHHS 10HIB HATpPilO Ta HAKO-
MUYEHHS MOro y KCUJIEMHOMY COKY INPU COJIbO-
BOMY CTpeci. 3a YMOBM [Iil BUCOKMX KOHLIEHTpaLIili
coneir excripecis HvVHKT 2;1 migBUILIY€EThCS Ta
IMOCUJIIOEThCSL TpaHCIoKalis ioHiB Nat y u-
crs1 [68]. Orxe tpancmoprepu HKT 2;1 Gepythb
y4acTh y NOINNIMHAHHI MOHOBAJEHTHUX IOHIB 3
BUCOKOIO apiHHICTIO, 30KpeMa ioHiB Nat, B ymo-
Bax pediunty Kt (puc. 3). Xoua posp HKT 2;1
y MOMIMHAHHI 10HIB HATPil0 B yMOBAaX COJbOBOTO
CcTpecy € OOMEXEHOIO i IIBUAKO MPUTHIYYETHCS
JIi€X0 BUCOKMX KOHILIEHTpAllili i0HiB HATpilo, OBEp-
eKCIpeciss OCTaHHBOTO 30WIbIIYE COJIECTINKICTh
POCJMH LIJISIXOM TMOCUJIEHHS HaKOMMUYEHHS CO-
iy pPOCAMHHMX TKaHuWHax [68]. IHiumii mpen-
craBHuK 1iei poaunu OsHKT 1;1 pucy 06yB no-
Ope oxapakTepu3OBaHUI1 3a JOIMOMOIOI0 eKCIpe-
Cii OCTaHHBOIO Yy reTeposioriyHux cuctemax [70].
Bcranorneno, mo OsHKT 1;1 € TpancnoprepoM
HU3bKOI adiHHOCTI (puc. 3). 30UIblIeHHS PiBHS
oro excripecii 3a yMOBU BIUIMBY IiJBUILIEHUX
KOHILEHTpaLiil coyieil, a TaKOX TPaHCIIOPTHI Xa-
PaKTepUCTMKM 1 BUCOKHUU piBeHb eKCIpecii y
KOpEHEeBIil CHCTeMi CBig4aTh MHpO Te, WO BiH
Oepe ydactb y (hOpMyBaHHI CKJIaJOBOI CUCTEMU
nommHadnHg Nat Husbekoi adinnocri [70]. 3a
YMOBU JIil COJBOBOTO CTPeCy piBeHb €KCIpecil
iHIMX TpeAcTaBHUKIB reHiB poauHu HKT pu-
cy — OsHKT 2,3 ta OsHKT 2;4 Tex 3MiHIOETbCS
B TKaHMHax KopeHs. OueBUIHO, IO POAMHA
tpaHcnoptepiB HKT 6Gepe yyacTb y noriMHaHHi Ta
tpancnopti Na* [70]. I1punyckaerbes, 110 AesKi
i3 HKT TtpaHcnopTepiB MaiOTh OCMOCEHCOPHI
XapakTepucTuku. B ymoBax rinepocMoTMYHOrO
LLIOKY BiIOYBAa€ThCSl aKTUBALliSI LIMX TPaAHCIIOPT-
HUX TIpoTeiHiB [65].
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Puc. 3. lNnmorernuna moxaenb TpaHcnopty ioHiB Na*t, K* ta Cl~ B pociuuHoMy opranismi. [TepBruHHe MOrTMHAH-
Hs ioHiB Nat, K™ ta Cl™31iliCHIOETbCS KJIIITUHAMM KOPEHEBOTO €IliIepMiCy i3 IPYHTOBOTO pO3UMHY. 31€0i1b110r0
iOHM HaTpil0 MOTPATUISIIOTh Yy KJIITMHU KOPEHEBOI CUCTeMU 3a aornomMorot TpaHcrnoprepiB ponuHu CNGC Ta
HKT. Heski kanieBi kaHanu poaruHu AKT (AKT1) takox MoXyTb OpaTy y4yacTb y Tpoliecax MorjiMHaHHS iOHiB
Na*. OxpiMm normmHaHHS ioHiB Nat KopeHeBowo cucteMolo, TpaHcrnoptepu ponnHu HKT 3a6e3neuyroTh 3aBaH-
TaXXEHHsI KCUJIEMHOTO COKY IIMMM iOHaMU Ta 3MEHIIYIOTh MOro KOHLIEHTpallilo y aBTOTpo(HUX TKaHWHaX. [cHye
lyMKa, 1110 3aBaHTaXEHHs BaKyoJli ioHaMM HaTpilo BiJIOYBAETHCS 3a PaxyHOK pOOOTH MPOTOHHUX OOMiIHHUKIB
ponuHau NHX xnacy I, 1110 MaloTh TOHOIUIACTHY JioKaizailito. [TpoToHHI OOMiHHMKM TIJIa3MaTUYHOT MEMOpaHU
ponuHu SOSI BinnmoinawTh 32 BUAAJIEHHS HAUIMIIKY 1IbOro ioHY Ha30BHi. SOS1- ta CHX-anTumnoprepu Mo-
XKyTb OpaTH y4acTh y 3aBaHTaXXKEHHi €JIEMEHTIB KCUJIEMM LIMM LIMTOTOKCUYHUM ioHOM. ['010BHMMU MpoTeiHaMu
TpaHcropty ioHiB K y KIIITHHM KOpeHeBoi cucteMu € KamieBi KaHamu ponuHu AKT, mrelikepHi kanaimu KIR- ta
KUP-tpancnoprepu. IleiikepHi kananu ponran KOR 6epyTh yyacTb y TpaHcrmopTi ioHiB Kt Ha30BHI KITiTUH
kopeHns. Tpancnoprepu ponuan SKOR BiamoBimaioTh 3a 3aBaHTaxkeHHs Kcuiemu ioHamu K. Kaniesi TpaHc-
noptepu ponuau KAT BinmoBimaloTh 3a 3aBaHTaXKCHHS KJITUH ITApeHXIMU Ta iHIIMX TKAaHWH aKTUBHOTO (POTO-
cunTedy ioHamMu K* i3 keunmemHoro coky. Ha Binminy Bin KAT-tpaHcnioptepiB kanieBi kaHanu AKT BugansioTh
HauMIIOK ioHiB Na' i3 KITUH mapeHXiMu y diioeMHUi cik. BakyounsipHi nBormopoBi kaHamu pomuHu TPK
Ta KaTioHHi NMpoToHHiI oOMiHHMKK ponuHu NHX kiacy | GepyTh yyacTb y rporecax Ierno3uTyBaHHS iOHIiB Ka-
JIil0 B KJITMHHY BaKyoJb i TAKMM YWHOM TMoKpairytote K*/Na®™ 6anaHc pocIMHHMX KITHH. MexaHi3MM Io-
rmHaHHS ioHiB Cl™ pociuHamu 1ie Maiike HeBimomi. [Ipumnyckaerbes, 1o xjopuaHi kaHanu poamHu CLC
MOXYTb OpaTH yyacTb y TpaHcnopti ioHiB CI™ y BakyoJib, a XJIOPUI-KaTiOHHI TpaHCIIOPTEpU — Yy 3aBaHTaXEHHI
KCUJIEMU 1LITUMM iOHaMU
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JleranbHe BUBYEHHS MOABIMHMX HOKAyTiB apa-
Gimonicucy sos3-1 hktl BKa3dye Ha TIPUCYTHICTb y
POCJIMH 1€ 1 iHIIMX TUITIB CUCTEM TPAHCIIOPTY i0-
niB Nat, Binminnanx Bin HKT-tpancnoprepis [51].

IcHye Besuka BipoOTiAHICTb TOTO, 1O TpPaHC-
noptepu poauHu LCT Takox OepyThb ydyacTb y
TpaHCHopTi ioHiB Hatpito. Brnepiue reH LCT1 O6yB
KJIOHOBaHM i3 miueHuli. Excrpecisi ocTaHHbO-
ro y KJIiTMHAaX JAPiXI>KOBUX MYTaHTIB IoKa3aja,
mo LCT1 € HeceleKTMBHUM HOCIEM KaTiOHIB i
Moxe TpaHcrnoptyBatu ioHu K*t, Rb*, Nat ta
Ca" [73, 74]. Xoya MeMOpaHHa JIOKaTi3aLlisl [IbO-
ro TpaHCHOPTHOro OiJika Ta (iziosoriyHa poJib
LCT1 3ajmmarmThCd HEBIIOMHUMH, IIell Ka-
TioHHui TpaHcnopTep LCT1 Takox moxe OyTu
3amisHUil y Tpadcrnopti Nat depe3 rurazmMaTmyHy
MeMOpaHy [52]. IHWII JOCHiIXEeHHS MoKa3aiu,
o npu exkcnpecii LCT1 y reTeposoTiuHuX CU-
creMax JAPiKIKOBUX MYTAHTIB 3pOCTa€ 3arajib-
Huii BMicT Nat 1a coeuymmBicTb ApiXIxKiB [75].
TakuM YMHOM, €KCHEepUMEHTaJbHi JaHi CBif-
yaThb MO Te, IO el TpaHCIoOpTep MOXe OpaTu
y4acTh y HOMIMHAHHI ioHiB Na™.

HewonaBHo Oysa onucaHa HOBa TPaHCITOPT-
Ha cucrtema ioHiB Na', 10 HaJeXuTb 10 pPO-
nuHu NSCC (Non-selective cation channels) Ta
€ YyTINBOIO 10 BIUIUBY ioHiB Ca?t [76]. Bcra-
HOBJIEHO, 1110 ioHM Ca?' iHri6yIoTh MOMIMHAHHA
Ta 3arajJbHUi MOTIK pamioakTBHOro Na' uepes
HecenekTuBHi ioHHI KaHanu (NSCCs). Cnupa-
IOUMCh Ha 1Ii 1aHi MOXHa MPUITYCTUTH, 1O TaKi
KaHaJu BiJlirpaloTh BaxKJIMBY pOJib Y MOTJIMHAHHI
HaTpil0 KOpeHeBow cuctemolo pociauH [50, 51,
77]. OmHak oOTpUMaHi ITOKa3HUKU € JOCUTH
3MiHHMMM, i TOUHA TMPOIOPLLiSI MixX piBHEM IO-
[JIMHAHHS Ta MOTOKY ioHiB Na' 11e He BCTaHOB-
seHa. NSCC-kaHalu BiArpatoTh iCTOTHY pOJb
y 3araJibHOMy HakornudeHHi Na® B cosjedyriu-
BUX copTax pucy [78]. 3a xapakTepoM CBOiX
nociaigoBHocTet NSCC-KaHalu MOAiISIOTHCS Ha
IIBi TOJIOBHI POAMHU: INIyTaMaT-IIOAiOHI peler-
topu (GLRs) Ta kaHamm, 3ajexHi Bim IIUK-
munux HykineoTuniB CNGC (Cyclic nucleotide-
gated channels). AHayli3 TpaHCKPUNTIB POCIUH
apabimomcucy, 1O 3a3HajJd il  COJbOBOTO
cTpecy, IoKa3aB 3HauyHe IiJBUILIEHHS eKCrpe-
cii reHiB m’satu pizHux i3opopm CNGC-kaHa-
JiB [79]. I3 HU3KU JiTepaTypHUX IXepes Ta-
kox Bimomo, mo CNGC3 apabigorcucy Oepe
y4acTh Y KOPOTKOTPMBAJIOMY ITOIVIMHAHHI iOHIB
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HaTpil0 KOPEHEBOIO CUCTEMOIO, a aKTHMBHA pPO-
0oTa 1MX KaHaliB MOCia0JII0E COJIECTINKICTh
pocaun [80]. JlesKi mpeacTaBHUKUA POIAUHU
CNGC, a came CNGCI10 i3 apabigorcucy, 0e-
pPYTh y4acTh y MONIMHAHHI Ta TPaHCIIOPTi iOHIB
HaTpil0 Ha BEJMKIi BiACTaHi, 11O CBITYUTHL IIPO
MMOBIpHY y4yacTb LIMX KaHaJliB B PeryJisuii co-
npoBoro crpecy (puc. 3) [81].

Perynsuis KoHuneHnrpauii ioHiB HaTpil0 y muro-
30Ji. OTHUM i3 TOJOBHUX MEXaHi3MiB, 110 pe-
TYJI0I0Tb KOHILIEHTpAIlil0 i0OHIB HATPil0 Y LIUTO-
30711, € poboTa MeMOpaHHUX MPOTOHHUX MOMIT —
H*-AT®a3 ta H*-nipodocdaras (puc. 2) [49,
82], saka € HeoOXigHOIO IJisI CTBOPEHHS €JIeK-
TpoXiMiuHOro TpamieHTy. Takuil eaeKTpoXiMiu-
HUU TpaJiEHT CTBOPIOE CIPUSTIMBI YMOBU IS
pobotu Nat/H*t-antunoprepiB, 110 BUKOPHUCTO-
BYIOTb €HEpril0 MOTOKY IPOTOHIB IO TPali€HTY
BCEpENUHY KJITUHU JUISI BUIAJEHHS MOHOBA-
JICHTHMX IOHIB HATPil0 HA30BHI UM y BaKyoOJIb.
AKTHUBHUMIA TpaHCIOPT MPOTOHIB Y BaKyoJb 3a-
6esmeuyioth HT-AT®a3u V-tuny (puc. 2), 1o
BUKOPHUCTOBYIOTh eHeprito AT® nis 3aBaHTa-
JKeHHSI BaKyOJISIPHOTO COKY MpoToHamu. Takoxk
BaXJIMBE 3HAUYEHHSI B TPAHCHOPTI MPOTOHIB Yy
BaKyoJIb Ta CTBOPEHHI €JIeKTPOXiMiuHOTO Tpai-
eHty MaioTb H'-mipodocdarasu, 1o Ha BiaMiHy
Bim AT®a3 BUKOPUCTOBYIOTb €HEPTilO TiIpOIIi3y
nipogocdary [83, 84]. EnexkrpoxiMiuHMii mpo-
TOHHMI TpaJieHT Ha IJIa3MaTUYHiK MeMOpaHi
3a0e3meuyerbcs podororo HY-ATdasu P-turmy,
110 BUKAuy€E MPOTOHM HA30BHI KJIITMHMW Ta Ta-
KOX BHUKOpHcTOBYE cHepriio AT®D [85]. IIpo-
TOHHI TOMIIM 3a0e3IeuyrTh poOOTy pPi3HUX
Na*/H"-anTunoprepiB Ta CUMIIOPTEPIB 3aBOSKU
CTBOPEHHIO €JIEKTPOXiMiUYHOTO TPami€eHTy i € Iy-
K€ BaXJMBUMU JUISE BiIMOBIIHOT KOMIapTMEH-
Tamizauii TOKCMYHUX ioHiB. TakuM 4YumHOM, IIi
MPOTeIHU MalOTh BeJIMKEe 3HAUEHHSI Y MeXaHiZMax
3aXMCTY POCJIVHM Bijl BIUIMBY HAUIMILIKOBUX KOH-
LICHTpALIill COJIeil.

Na'/H*-antunoprepu ommcani miss 0araTbox
BuniB pocivH [49]. Ilpouec KoMmmapTMeHTaTi3aLii
iOHiB HaTpilO Y BaKyoJib BiIOYBa€ThCS B yCiX THU-
rnax poCcJMHHUX TKaHWH. BakyosspHe n1eno3uTy-
BaHHSI 1IbOTO iOHY € JyXK€ BaXKJIMBUM MEXaHi3MOM
peryJsiii ocMocy Ta JaeTokcudikalii HaTpito y
uuTo3oi [86]. Brepiie mpoTOHHO-HATPiEBMIA
antunoprep ScNHXI1 OyB BiakpuTuii 3aBIsSIKU
aHaJli3y TeHOMY IpiXIxXiB in silico [87]. SCNHX1
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i3 apixmxiB € nomionum 1o NHE Ttpancmopre-
piB ccaBuiB [88]. JlpixmkoBi MyTaHTu nhxl
ayXe 4yTauBi 1o BrumBy ioHiB Na'. Bcranos-
JeHo, o NHXI i3 apixaxiB 3a0e3neuye Baky-
OJIIpHY KOMIIapTMeHTasi3auiio ioHiB Na't [89].
VY nopanbiiioMy aHTUIOPTEPU HATPitO OYJIU ONU-
caHi g 6araTbox BUAiIB pocauH [90—93].

NHX TpaHcnopTepu AeTajibHO OXapaKTepu-
30BaHi Juisi OaraTbox BUMIIB pocauH [94—98]
(puc. 3). AtNHXI1 apabGinoncucy € oaHuMm i3
TOJIOBHUX JIETEPMiHAHTIB CTIAKOCTI POCIWH J0
cosnboBoro crpecy [99]. JlinHii TomaTiB 3 minBu-
1ieHot ekcnpeciero reHa AtNHX] i3 apaGigon-
cuCy 3maTHi (opMyBaTu IUIOAM 3a HASIBHOCTI
TakKuMX BUCOKMX KOHLEHTpaliii cojii, 1o MNpu-
3BOAATH JI0 3aru0esi poCauH IUKOro Tuity [96].
IlikaBuM pakTOM € Te, 110 MPU MiABUIIEHHI
ekcnpecii reHa OsNHX1 i3 pucy TakoxX 3Ha4YHO
MOKPAalIyIOThCsl MOKA3HUKM COJIECTIMKOCTI, ajie
NpU 1IbOMY BiIOYBA€TLCS 3MEHILEHHSI MPUPOCTY
O0iomacu y KoHTposibHMX ymoBax [100, 101]. 3
HaBeJIeHWX JaHUX BUIHO, 1110 MiJABUILEHHS €KC-
npecii NHXI B poCIMHHUX cucTeMax 31e0iib-
1LI0OT0 TIPU3BOAUTL A0 3HAYHOTO MiABUILIEHHS TO-
JIEPaHTHOCTI POCJIMH JI0 COJIbOBOTO cTpecy. Ok-
pim AtNHXI, reHOM apalioNCcUCy MIiCTUTH Il
II’SITh TOJATKOBMX TeHiB 1€l ponuHu — AtNHX2—6.
AKTUBHUI TpaHcropT ioHiB Na' y Bakyosi OyB
npoaemoHcTpoBanuii w1t AtNHX2 ta AtNHXS
apabinoncucy [102]. AtNHX2 Bigirpae rojoBHy
pOJIb Y BaKyOJISIPDHIM KOMITAapTMEHTaJli3allili iOHiB
Hatpito [102]. Excrnpecisi reHiB AtNHXI Tta
AtNHX2 nigBUILYEThCS Y BIiAMNOBiAb Ha Jil0 adc-
1IM30BOI KUCJIOTH, ajie 3aJIUIIAETHCS HE3MiHHOIO
npu Aii miaBuieHux KoHueHTtpauiit NaCl. Pa-
30M 3 TMM IiABUILIEHHST eKcrpecii reHa AtNHX5
BiZIOYBA€ThCS TUTbKU 32 YMOBM Jiii BUCOKMX KOH-
LIEHTpalliii cojeid i He 3aJIeXXuTh Bif aii adcuu-
3uHiB yn OinkiB cuctemu SOS [102]. Yci mpo-
TOHHO-HaTpieBi oOMiHHMKKU poauHu NHX mnogmi-
JISIIOThCsl Ha aBa kjacu. Ilpoteinu xiacy I jo-
KaJli30BaHi y TOHOIJIACTI LEHTPaJIbHOI JITUYHOL
Bakyosi, NHX tpancnoprepu kiacy Il maiotb
BiIMiHHY Bi/l BaKyOJIIpHOI KJIITUHHY JOKali3allito
i MICTITBCS UM Yy NPEeBaKyOJSIPHUX KOMIAPTMEH-
Tax, 1wo Oyao mokazaHo misgs LeNHX2 [103],
Yyd Yy iHIIMX €HAOCOMaJIbHUX KOMITApTMEHTax
kiitiH [104]. ExcnepuMeHTalIbHI JaHi CBilyaTh
npo Te, 10 aHTUIIOPTepU kjacy | € HacrnpaBai
K*/H"-o6minnukamu (puc. 3) [104].
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ITpu BuBueHHi yHkuii INNHX2 3 Ipomoema
nil BCTAaHOBJIEHO, 1110 1€l aHTUIIOPTEP 3a0e3reuye
JyxkHy pH y BakyoJspHOMY COKy Ta Oepe ydacTb
B TpaHcnopri ioHiB Na't ta Kty Bakyomi [105].
3a yMOBHU [lii COJILOBOTO CTPECY €KCITpecisl 1IbOro
reHa OyJia BUILOIO Yy JIMCTi, CTeOJi Ta KOpEHsX
[105]. Dyskuis NHX mnpoteiHiB momdrae y
MiATPUMII KOMIIapTMeHTasi3allii i0OHiB HaTpilo y
BaKyoJIi Y1 MOXJIMBO iHILII MeMOpaHHi opraHeau
Ta MiOTPUMYBAaHHI BHYTPILIHBOKJIITMHHOro K%
rOMEeOCTasy.

OcraHHi jaHi cBigyath mnpo Te, mwo NHX
TpaHcnopTepu Kjacy I BimirpatoTb BaXJIUBY pojib y
MeTaboJ1i3Mi POCIMHHUX KJIITUH. 32 HOPMaJIbHUX
YMOB POCTY POCJIIMH BOHU OepyThb ydyacTb B IIO-
[JIMHAHHI iOHIB KaJlilo y BaKyoJib JUISl TeHepallii
typropy, peryisuii pH Ta 36epiranua K. B ymo-
BaXx COJIbOBOTO Ta OcMOTMYHOro crpecy NHX
TpaHcrnopTepu kjiacy | BUKOHYIOTb BaXXJIMBY 3a-
XUCHY (yHKIi0. BoHM MiHIMI3yIOTh TOKCUYHi
edeKkTu CoJIbOBOTO CTpecy Ta OCMOTMYHOTO IIOKY
LUIIXOM TpaHcnopty ioHiB K* Ta, B mesIKUX BU-
nagkax, ioHiB Na' y Bakyojb i TakuM YMHOM
MiATPUMYIOTh BiIMOBIAHWM OajlaHC iOHIB KaJlito
BiIHOCHO i0HiB HaTpit0 B LIuT030J1i (puc. 3) [104].

Poab kajieBux KaHajiB y TPaHCHOPTi HATPi0 Ta
peryisuii comboBoro crpecy. KanieBi kaHanu Bifi-
IpaloTh BaXKJIMBY pOJIb Y TOMEOCTAa3i KaJlito Ta ITifd-
TPUMaHHI ONTUMAJbHUX Iponopuiii ioHis Kt
BimHOCHO ioHiB Na™ BcepenuHi kiituHu. Nat €
rOJIOBHUM KOHKypeHToM K* y MeTaGosiuHux mpo-
Lecax KITMHM, TOMY BHUCOKMiII BMICT ioHiB K' B
POCIMHHUX KJIITMHAX 3HAYHO MiJABUILYE ToOJe-
PaHTHICTh POCIMH IO BIUIMBY IIBUILIEHUX KOH-
ueHTpauii ioHiB Na® i TuM camum 306inblIye
COJIECTINKICTb. POCIMHM MaloTb ABa TOJOBHUX
TUIU CIelliali30BaHUX KaHaJiB [JIsl TPaHCIOPTY
KaJjlifo, IIeWKepHi KaHajM, IBOIIOPOBI KaJli€Bi
kaHanu poauH TPK (Two-pore K* channels)
ta KCO (K* outward reclifying channel) [106,
107]. Kananu poaun TPK ta KCO 3a€6i1b110r0
MaloTh BaKyoOJISIpDHY JioKajli3allito Ta 3abesrmne-
4yyloThb TpaHcropT ioHiB K uepe3 ToHOILIACT
pi3Hux TuMmiB Bakyojeir (puc. 3) [108]. TPK-
KaHaIu miaTpumyioTh romeoctas Kt y pocim-
HaX, BiJirpaloTh BaXJWBY POJib Yy MPOPOCTaHHI
HaciHHsI Ta pyci npoauxiB [106]. BoHu Takox
BiJlirpaloTh MEBHY POJIb y CTIHKOCTI POCIVH A0 CO-
JIbOBOTO CTpecy, 00 3a0e3IeuyioTh BiAIIOBIIHMWIA
GanaHc ioniB K* Bcepemnuni kinitunu [107].
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Kamiesi kanaau pomuuum SKOR (stelar K*
outward rectifier) BigirpatoTb BaxkKJIWMBY pOJb Yy
MiATpUMYBaHHI TOMeocTa3y Kajiito. MytaHTu skor
JIEMOHCTPYIOTh 3MEHILIEHHSI HAKOIIMYEHHS 10HiB
KaJlilo y maroHi, aje KoHueHTpauis K y kopeHi
3aJIMILIAETHCS HE3MIHHOIO, 1110 BKa3y€ Ha y4acTb
LIMX KaHaJliB y 3aBaHTaXXEHHi KCWJIeMU ioHamu
K*. Xoua kmiTMHHA JOKami3alisg LUX KaHaJiB
1lIe He IMOBHICTIO 3’SCOBaHa, BipOrigHO, IO BO-
HU MICTSITbCS Ha TUla3MaTU4HilA MeMOpaHi Ta
TaKOX MOXYTb BiJlirpaBaTh BaXJUBY pOJib Y
TOJIEPAHTHOCTI POCJIUH 10 BIUIMBY HaAMipHUX
KOHUEHTpauiit coui (puc. 3) [109].

Ieiikepni kananu, a came KATI1 ta AKTI,
po3TalloBaHi Ha rla3MaTUYHiA MeMOpaHi. BoHu
3abe3neuyoTh TpaHcnopT ioHiB K Bcepemuny
K1ituHU (puc. 3). MytanTtu apabinoncucy aktl-1
JIEMOHCTPYIOTh CXOXY i3 pOCAWUHAMU JUKOTO
TUIY YYTJIMBICTh /IO BIUIMBY HAIMipHUX KOHLIEH-
Tpalliii cosieid, 10 BKa3ye IMPO BiICYTHICTb (DyHK-
wuii TpaHcopty ioHiB Nat s nboro kaHamy [49].
Pazom 3 TUM pociuHM apabimoricucy, TpaHC-
¢dopmoBaHi reHom PutAKT] i3 ranodity Pucci-
nellia tenuiflora, 3HaUHO 3MEHILYIOTb HAKOTHU-
yeHHsI i0HiB Na' Ta 30i1bLUyr0Th BMICT ioHiB K i
MpU COJBOBOTO cTpeci, i B KoHTpoui [110]. Taki
pe3yabTaT cBigyaTh Ipo Te, 1o PutAKT1 Gepe
y4yacTh normuHaHHi ioHiB K* i mpu cojboBoMy
crpeci [110]. 3pebinbiioro myuM KaHajlaM Bia-
crtuBa Bucoka K*: Na' cenekTuBHICTb, i BBaXa-
JIOCh, 1110 BOHM HE BiAirpaimTh iCTOTHOI poJi y
tpaHcmopTi ioniB Na' [51, 111]. IIpote ocTraHHi
poOOTH 3acBimuylOTh, IO I BHOIPKOBICTH €
Habarato CKJAIHIlIOW i TparjstoTbhes eKodi-
3iojioriyHi Bapiallii y (pyHKIIIOHYBaHHI LIUX Ka-
HaniB. Hanpuknan, AKT1 ranodiry Suaeda mari-
tima Moxe TpaHcroptyBatu ioHM Na' i3 Hu3b-
kot adinnictio [112]. B poborti [78] BcTaHOB-
JIEHO, IO KaJliEBi KaHalIuM MOXYTh 3abe3me-
YUTU JOCUTh ICTOTHE NOMIMHAHHS ioHiB Na't
y cosiedyTauBUX copTax pucy. Ilporte Takuii
eeKT BiJICYTHili Y COPTiB pUCY, 1110 € TOJEPAHT-
HUMHU 10 COJbOBOro crpecy [78]. B obox Bu-
najakax IOCHiTHUKA BUKOPUCTOBYBaIu (hapma-
KOJIOTiyHi OJI0KaTopyd Ta iHTIOITOpM KaHaliB, 1110
MOXYTh TakoX MaTu HecrieuudiuHy aito. He-
3BaXXaruu Ha 1ei (akT, OTpMMaHi JaHi BKa-
3yl0OTh Ha Te, 110 MeMOpaHHi KaHaau TpaHC-
nopry K* MoXyTb TiIBKM y MEBHi Mipi OyTu
sanyyeHuMu y TpaHcrnopT ioHiB Na't. AKTI
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€ BHCOKOCEJIEKTUBHUM KaHajJoM 1 TOJIOBHUM
YUHOM TPaAHCIIOPTYE iOHM KaJlilo, ajie 32 YMOBU
Bucokoro 3acojieHHss AKT1 Moxe TpaHCTOpTy-
Batu ioHm Hatpito (puc. 3) [113]. KATI1 Takox
Ma€ BeJIMKe 3HaUeHHS TSI COJIECTIHKOCTI pOCIMH
(puc. 3). BcranomneHo, mo exkcrpecis OsKAT/
i3 pUCYy 3HAYHO MOKpalllyBajia COJECTIHKICTb B
KJTIITUHAX APiKIXKIB Ta pucy [114].

AktuBamis SOS (Salt Overlay Sensitive) cur-
HAJBHOTO HUISAXY. 3aBASIKM T€HETUYHOMY CKpU-
HiHTYy MyTaHTiB apabigoricucy ineHTHU(hiKoOBaHO
Nat/H" antunoprep AtSOSI [115] ta nBa iH-
LIMX TeHEeTUYHO ITOB’s3aHMX JIoKycu (AtSOS2,
AtS0OS3) [115]. Bci Tpu n0KycHM € KOMIIOHEH-
TaMW CUTHAJIbHOTO IILISIXY COJIbOBOTO CTpecy
Ta OepyTb ydyacTb Y KOHTPOJi iOHHOIO roMeo-
crazy i cosecriiikocti pociaun [16, 115, 116].
Tpanckpurnuist reHa SOS/ 3HaYHO 30LTBLIYETHCS
B ymMoBax [ii cojiboBoro crpecy [117]. Anani3
TPAHCMOPTHUX BJIACTUBOCTENM I1IOTO TPOTEIHY
nokasye, mo SOSI 3maTeH BuUKadyBaTH iOHU
Nat ta K* i3 k1ituH B 0OMiH Ha IPUTOK IPO-
TOHIB BcepeauHy KJiTuH (puc. 2) [117]. Pocau-
HU apabigorcucy, 110 HECYyTh MYTAallil0 Y IIbOMY
TeHi, JEMOHCTPYIOTb BMCOKY Till€pUyTIMBICTb A0
nii compoBoro crpecy. BinmosimHo, SOS1 Bimirpae
aKTUBHY pOJIb Yy TMiATPUMaHHiI TOJEPaHTHOCTI
POCJIMH JI0 il TMIBUILEHUX KOHLIEHTpALiii cosei
[118]. Tlomamplmi HOCTITKEHHS (DYHKIIOHAILHOI
XapaKTepUCTUKU 1IbOTO TPaHCIOPTEPY MOKa3aJH,
1o akTuBHICTL SOS1 perysoeThecs 3a 10MOMO-
roto nNpoaykTiB reHiB SOS2 ta SOS3. IloaioHa
cxema peryJsslii mpuTaMaHHa TakKoX pUCY, 11O
CBiIUUTL TIPO KOHCEPBAaTUBHICTb 1ILOTO MeXa-
Hizmy y pocauH [119]. Exkcnpecis SOS!I cnoc-
TepiraeThCcsl B arnekci KOpeHiB Ta HaBKOJO Cy-
JIUHHOI TKaHWHU, aje MPaKTUYHO 30BCiM Bil-
CYTHS B iHIIMX TKaHWHaxX KOPEHEBOI CUCTeMU
(puc. 2 ta 3). Ortox, Toii pakT, mo SOS1 —
rOJIOBHUI TPAaHCIOPTHMII IpoTeidn ioHiB Nat y
anoIuIacT, € MaJioBiporimHuM. MOXJIMBO, 110 B
enifepMaibHUX Ta KOPTUKAJIbHUX KJIITUHAX KO-
peHs iCHYIOTH iHIII HOMATKOBI CHCTEMU BUBE-
JIeHHs ioHiB Na',

HelonaBHO BCTaHOBJIEHO, 11O OJOKYBaHHS
¢ynkuii AtHKTI iHridoye cojeuytiauBuii eHo-
tan sos3-1 myranTiB apab6imorcucy [69]. Taxi
JlaHi BKa3yloTb Ha Te, 1110 SOS CUTHaIbHUI 1LLISIX
MPUTHIYy€Ee pOOOTY 1€l TPaHCHOPTHOI CUCTEMU
y IIoriMHaHHiI HaTpito. BiporigHo, mo SOS cur-
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HAJIbHUN LLIIX Oepe yyacTb Yy HEraTMBHOMY
KOHTpOJi ekcrpecii reHiB At VNHX] ta € onHUM 3
TOJIOBHUX €JIEMEHTIB y (DOpMyBaHHI BiAIIOBiAi Ha
conboBuii crpec [120]. TakuM 4YMHOM, CUTHAJIbHA
cuctema SOS Gepe yyacTb He TiJIbKM B peryJisiiii
Nat/H* antunoprepHoi aktusHocti SOS1, a i B
peryJisitiii aKTUBHOCTI 1HIIMX TPAHCIIOPTHUX CH-
cTeM, 11O 3adisgHi y TpaHcnopTi ioHiB Nat.

MIiKTKAHMHHA PEeTPAHCJIOKalisl ioHiB HATpilo.
OKpiM KIITUHHUX TPAHCIOPTHUX CUCTEM, iOHU
HATPil0 MOXYTb TpPaHCIIOPTYBaTHMCS Ha JOCHUTh
BEJIMKi BIICTaHI BCepeleHi POCIAMHHOIO oOpra-
Hi3My, 110 € OJHUM i3 TOJIOBHUX MEXaHi3MiB 3a-
XUCTYy POCIAWH BiA Oii TOKCUYHUX iOHiB. 30e-
piraHHsI Ta HAKONWYEHHSI LIUTOTOKCUYHUX iOHIB y
TKaHWHAX POCJIMH, 0 MEHII BaXJIWBi IS pOC-
JIMHHOTO MeTaboJji3My Ta He OepyTb yyacTi y
aKTMBHOMY (POTOCHHTE3i, € OJHOIO i3 TOJOBHUX
cTpaTeriii BIDKMBaHHS B YMOBaX HaIMipHOTO 3a-
coJieHHs1. bulbliicTh rajgogiTiB HAKOMWYYIOTh iOHI
y CBOIX TKaHMHAX PIBHOMIpHO. ICHYIOTb IeKiib-
Ka TpaHCHOPTHUX IIPOTEIHiB, 10 3adisHi Y
TpaHcnokanii Nat Mik KOpEHEBOI CHCTEMOIO
ta maroHoM. CyKyjeHTHi rajoditu 30epiraloTh
HAUTMILIOK COJIell Y BEJIMKUX BaKyoJIsIX MeE30-
(UIBbHUX KJIITUH.

Ha BinMiHy Big MexaHi3MiB, 1110 3aCTOCOBYIOTb
OiNbIIICTh rao(iTiB IJ19 3MEHILEHHSI TOKCUYHUX
e(exTiB CONLOBOTO cTpecy, MIiKO(ITHI POCAUHU
BUKOPUCTOBYIOTh MEXaHi3MHU 3aIo0iraHHs TOK-
CUYHUX iOHIB y aBTOTpOHMX TKaHUHax [121].
CoJleuyTauBi pOCIMH AEMOHCTPYIOTH BUCOKY BU-
GipkoBicTh m0 ioHiB K* BimHocHO Nat. OmHuM
i3 BIpOTriIHMX MEXaHi3MiB TaKOi TpaHCJIOKallii
IOHIB coOJieil € HAaKOMUYEHHS Ta Iepeaapecalis
TPAHCIIOPTY B CYyAMHU KOpeHeBoi cuctemu [122,
123]. 3aBagKu TakKMM MeXaHi3MaM peTpaHCIIO-
kauii ioHiB Na' Ta iHIIMX TOKCUYHUX IOHIB
pOC/IMHA Ma€ MOXJIUBICTb YTPUMYBAaTU HU3b-
KM piBeHb COJICil y MaroHax Ta y MeTabOJiyHO
BaXKJIMBUX TKAHMHAX, 1€ aKTUBHO BiIOyBa€TbCS
¢oTOCHMHTE3 Ta iHINI COJICYYTJIMBiI IIpolecu
(puc. 11 3).

Sk 3a3Hayvaocs paHilie, 6araTo poCIMH-IJIKO-
GiTiB MICTATh Ha ILIa3MaTUYHIK MeMOpaHi aHTH-
noprep SOS1. Beranosneno, mo SOS1 ekcrpe-
CYEThCS Y IapeHXiMi KOpeHs 1 BiAIOBiZa€E 3a Ha-
BaHTaXXCHHS HaUIMIIKOBOI KiJibKOCTi ioHiB Na't
y KCWJIEMHHUH CiK pOCJIMHM B YMOBaX IIOMipHOIO
cojboBoro crpecy [117]. ITompu Bce GyHKIsS
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SOS1 3anexuTh Bif piBHS IPOSIBY COJILOBOTO CTPe-
cy. 3a yMOBMU [il BUCOKMX KOHIIEHTpaliil coJieit
Ha pocinHy SOS1 Moxe OpaTh y4acTb TaKOX iy
BupaneHHi Hammky Na't i3 kcuiemn (puc. 3).

Oxkpim cuctemu SOS y peTpaHCIOKallil Ta BU-
npaneHHi Nat, GUIBIIICTS BUIIMX POCIMH aKTUBHO
BUKopucToBytoTh cuctemy HKT TpaHcnoptepis.
Tpancnoprepu poauHun HKT Ttakox OepyTb
yyacTb Yy PpeAMCTpuO’IoLil iOHIB HaTpilo cepen
Pi3HUX TUIMIB POCIMHHMUX TKaHWH. MyTaHTU apa-
Oimonicucy hktl HaKONMUYYIOTh y MaroHax BMCOKi
KOHIIeHTpaLil ioHiB Na' i Bimpi3HSIOTbCSI BUCO-
KOIO YYTJIMBICTIO 10 mii comeit [124—126]. Ananis
ekcrpecii reHa HKTI moka3aB, 110 HaWBUILWI
piBeHb HAKOIMWYEHHS TPAHCKPUITIB 1IbOTO TIeHa
crocrepiraerbcsl y ¢aoemi ymcta. Orke, HKTI1
MOXe OpaTM yd4yacTh Yy 3aBaHTaXXEHHi ioHaMu
Na't ¢aoemn maronis. PasoMm 3 TMM gesiki ekc-
MepuMeHTalbHi POOOTU BKa3ylOThb Ha Te, IO
HKT1 Takox Moxe OpaTu ydyacTb Y BMIAJE€HHI
ioniB Na' i3 (¢oeMHOro Coky KOpeHs i Takum
YMHOM 3a0e3MedvyBaTy peTpaHciokaiiro Na' i3
3€JICHUX YaCTUH POCAWH y KOPEHEBY CUCTEMY
[125]. IlomiOHi cucTeMu peTpaHCIOKAaLll Xapak-
TEPHi A1 6araTboX iHILIMX BMIIB pociuH. Bimo-
Mo, mo HKT-tpancmoprepu 3 pucy, a came
OsHKT1;5, simmosimarorh 3a BumajgeHHsS Nat
i3 kcuiaemMHoro coky [127]. Excrpecisi reHa
OsHKTI;5 noMiTHO 30iJbIIYETHCS B yMOBax ii
MMIBUIIEHUX KOHLEHTpauiin comi [54], ToOTO
poboTa 1BOro TpaHCHOPTEPY MPU3BOAUTL 10
3MEHIIEHHS HakKonmu4yeHHs ioHiB Na® y Tka-
HUHaX MaroHy i BiAMOBIAHO 3HAYHO 30iJIbIIYE
CMiBBIIHOILIEHHS KaJlilo 10 HaTpilo y JUCTI
(puc. 3) [127]. HikaBuM (akToM € Te, 10 iHILIUNI
npencraBHUK poauHu HKT pucy — OsHKT2;4,
OKpiM TpaHCIOPTY MOHOBAJIEHTHUX iOHIB HATpitO
Ta KaJlilo, TaKOX Ma€ 3[AaTHICTb TPaHCIIOPTYBaTU
ionn Ca?*. MoX/IMBO LIl TpaHCIIOPTEP POIUHUI
HKT Binirpae nesHy poJib y CUTHAJIbHUX MpoLiecax
pociunu [128]. Oxpim HKT-TpaHcniopTepiB pucy
Ta apabiloICcuCy, HEelIOoJaBHO OXapaKTepu30BaHi
tpancnioprepu NAX1 ta NAX2 i3 mmuenui [129,
130]. NAX1 ta NAX2 mnoniono no OsHKTI:S,
Bugaisiiorh Nat i3 kemtemu [129] (puc. 3). Kpim
nroro, NAX1 € BigImoBimaJbHUM 3a OOMEKEHHS
JIOCTYITy iOHIB HATpilO A0 YepelKa JUCTS.

IHII ponMHM iIOHHUX TPaHCHOPTEPiB, a caMe
KaTiOHHO-TIPOTOHHMUX oOMiHHUKIB CHX, Takox
MOXYTh OpaTh ydyacTb Yy PEeAMCTPUO’IOLil iOHIB
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HaTpito. ['eHOM apabimoricucy HapaxoBye 28 re-
HiB, 10 KoayloTh pizHOMaHiTHi CHX-i30hopmu,
a TeHOM PUCY MICTUTb TiUIbKM 17 TeHiB i€l po-
muau [131]. YucneHHi aHaki3uM TPaHCKPUIITOMY
apabimoricucy Mokasaiu, 110 piBeHb eKCIpecii
reHiB ponuHu CHX € ayke HM3bKUM. 3MeH-
LLIEHHS PiBHS €KCITPECii MPpH JIii COJIbOBOIO CTpecy
3a3HAYEHO TiJIbKWM I8 JBOX MPEICTAaBHUKIB
miei pomman — AtCHXI0 ta AtCHXI5 [132].
Jluie tpu i3opopmu CHX i3 apabimorncucy —
AtCHX17, AtCHX21 ta AtCHX23 — nocnimkeHo
3a JOMOMOIOI0 FeHeTUUHUX miaxonis [133, 134].
BuBueHHs1 MyTaHTiB apabimoricucy i3 BTpaue-
Holo QyHKuiero AtCHX2] moka3ano, 110 piBeHb
1OHIB HATPil0 Y KCUJIEMHOMY COKY € 3HIDKCHUM,
rpore KoHueHTpalis Nat y dimoeMi 3aiuiiaerscst
He3MmiHHOMO [135]. Binbin Toro, myrantu Afchx21
MaloThb CKJIaAHUI (PeHOTUIT Ta YITOBIIbHEHUM PicT
KOPEHiB 3a YMOBU BUCOKHUX KoHLeHTpaliit NaCl
[135]. TIpu pmochimkeHHi xapakTepy ekcrpecii
1IOTO T€Ha CIOCTepirajocs IMiABUILIEHHS PiBHS
HAKOMWYEHHSI TPAHCKPUIITIB B eIigepMici Ko-
pensi. Okpim AtCHX21 apabinornicucy, (yHKIil
TpancnoprepiB poauHn CHX mociimkyBanucs y
pocimuHax pucy. Inmmii ooMmiHHUK — AtCHX23 —
Mae€ XJIOPOILJIACTHY JIOKAJTi3allilo Ta Bimirpae Bax-
JIUBY PoJib Y (DOPMYBaHHi Ta PO3BUTKY XJIOPO-
riacTiB [134]. PociuHM i3 MPUTHIYEHOI €KC-
npeciero reHa AtCHX23 MaioTh JIUCTSI MEHILMX
po3MipiB Ta xyopo3u. JlocmimkeHHsS (QYHKIIIO-
HaibHuX Xapaktepuctuk AtCHX23 Bka3yloTh Ha
T€, 110 UMOBIpHUMHU CyOCTpaTaMu AJI LILOTO IIPO-
TEiHy € i0HM KaJjllo Ta HaTpito. MyTaHTH POCIMH
chx23 neMOHCTPYIOTb OUTbIIY UYYTJIMBICTb O il
NaCl [134]. Vci 3ragaHi OOCHiIXKeHHS BKa3ylOTh
Ha Te, o ¢yHkuiero AtCHX23 € antumopr ioHiB
K*(Na*t)/H". Pazom 3 TuM iHOyKLis ekcrpecii
OsCHXI11 pucy crnocrepira€rbcsi 3a yMOBM il
BHCOKMX KOHIeHTpaliii coseir [136]. Bcranogme-
HO Takox, 1o piBeHb ekcripecii OsCHXI1 ko-
peoe 3i CTyneHeM COJIECTIMKOCTI COpTYy pucy
[136]. Taka pi3HUIg y eKCIpecii MiX copTamu
pUcy cBiguuTh Mpo MoxJMBy posb OsCHXI11 y
pemuctpu6’tonii ioniB Nat i K* Mix pisunmu
TKaHMHAMU POCJIMHU Ta KOPEJIOE i3 BUCOKUM
cmiBBigHomeHHsM K* 1o Na't y Tonepantaux no
3acojieHHs coprtax. HaBemeni gaHi cBimuath Ha
kopuctb MoxuBoi yyacti CHX11 y tpaHcnopri
ioniB Na™ ta, iiMoBipHO, ioHiB Kt Mix pizHUMU
opraHamMy pOCJIMHHOTO opraHi3my (puc. 3).
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Poab anionHux TpaHcmoptepiB y (opmyBaHHi
€0JIb0BOro0 crpecy pociuH. Kpim ioHiB Hatpito,
BaKyoJIsipHa KOMITapTMEHTali3allisi aHiOHIB XJIO-
Py € TaKOX JyXXe BaXJIMBUM €JIEMEHTOM MeXxa-
Hi3my coJecTiiikocTi pocauH. lonu Cl~ € ronos-
HUMMU CKJIQJIOBUMU BaKyoJIsSIpHOTO COKy. KoHIieH-
Tpauisg ioHiB Cl~ y Bakyojasax MoOXe 3HAYHO
301IbIIIYBAaTUCST 32 YMOBHU [ii COJIbOBOIO CTPECY.
Anionu Cl~ BifirpatoTb BaXJIMBY pPOJib Yy Iifl-
TpUMaHHI Typropy ta ocmoperysiii [137]. Ha
BiZMiHY Bim ioHiB Na®™ y OiabIIOCTi BHMIAAKiB
nornmvuHaHHA aHioHiB Cl™ pOCIMHOIO € €HEepro-
3ajexxHuM mipouecom. IlinBuiieHuit pisenb Cl™
Yy LIUTO30J1i KJIITUHU MOXe OyTH IIKiJIMBUM ISt
OaraTboX KJITUHHUX TpoueciB. IIKinausicTh
BUCOKMX KOHUeHTpauil ioHiB Cl~ y murosoui
MPOJEMOHCTPOBaHA [JIsI POCJIWH POAMHU LIM-
TpycoBux [138]. IleHTpasibHa BakyojJb Mae€
Oibll TTO3UTUBHUM 3apsii y MOPIBHSIHHI i3 LIU-
TOIUIa3MO10, TOMY Jeno3uTyBaHHs1 ioHiB CI™ y
BaKyoJIb MOX€ 4YacTKOBO BifiOyBaTHCh 3a J0OTMO-
MOTOI0 iI0OHHMX KaHaJiB ToHoruiacTy [139]. Ichaye
JIOCUTh BEJIMKUI 0OCSAT JaHMX TMPO TPaHCIOPT
Nat i K*y pocinnHax, ajge myxe Majo BiZoOMO
PO MOJIEKYJIIPHI MeXaHi3MU TPaHCHOPTY iOHIB
CI~ B ymMoBax coyiboBoro crpecy [48]. ekinbka
HOBUX BaKYOJISIPHUX aHiIOHHUX KaHaJliB pPOXWHU
CLC (Chloride channels) Oyau ineHTUdiKOBaHi
y Pi3HOMaHITHUX BUAax pociuH. IlpumyckaeTbes,
1O i KaHajau OepyThb y4yacTb B PEryJisiiii Typ-
ropy, KJIiTUHHOMY pyCi MpoauXy Ta TPaHCHOPTi
Garatbox aHioHiB, a came NO,;~ [140]. Hewo-
naBHO BctaHoBiieHo, 1o CLCa i3 apabGimomicucy
Mae (GYHKII0 MPOTOHHOTO aHTUIIOPTEpY, KWt
3a0e3Meuyy€e BaKyoJSIpHY aKyMYJISILiI0 HiTpaTHUX
aHioHiB [138]. IHIIMI NpencTaBHUK L€ poOaAU-
Hu y apa6inoncuci — CLCc, wBuaiie 3a Bce,
TexX Oepe yyacTh B migrpumanHi NO;~ romeo-
cra3y, HixX B mocradaHHi aHioHiB Cl™ y Baky-
oib. IIpote icHye OaraTo mOCHimIKEHb, 110 CBiM-
yaTth Ipo 30inbiieHHsT ekcrpecii reHiB CLC y
BiIMOBiAb Ha Ait0 cojiboBoro crtpecy. Hampu-
KJaa, OyJio TPOAEMOHCTPOBAHO, 1110 E€KCIpecis
reHa OsCLCa pucy MiIBULLYETbCSI B COJEUYT-
JIMBUX COpTax y BIiANOBiAb Ha Mdil0 BHUCOKMUX
koHueHTpauii coneir. I'en OsCLCc excrpecy-
€ThCSl Yy JIMCTI Ta KOPEHi i JIEeMOHCTPYE 3MEH-
IIeHHsS HAaKOMWYEHHS TPAaHCKPUIITIB OCTaHHBO-
ro y KJiTMHax cojieuytiauBoro copty IR29, 1o
TakoxX Hakomnuuye Oarato aHioHiB Cl~ y cBoix
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TKaHuHax. Ha BigMiHY Bil COJIEUyTIMBOIO CO-
pty pucy IR29, migBuileHHsS ekchpecii reHa
OsCLCc crioctepiranocst y COJECTIMKOMY COpTi
pucy Pokkali. IlikaBuM € Te, 11O LIE COPT
He Hakonuuye aHioHu Cl~ y CBOiX TKaHMHaxX
[141]. Linkom itMoBipHO, 1m0 OsCLCc Oepe
y4yacTh y KOOpAMHALl perysiii aHiOHHOIo Ta
KaTiOHHOIO TOMEOCTa3y B pMUCi Ta MiATpUMaHHI
OCMOTHUYHOI'O TOMEOCTa3y B YMOBax COJIbOBOTO
crpecy [142]. IIpu TpaHchopmaliil JpiKIKOBUX
MyTaHTiB gefl i3 BimcytHiMm CLC-kaHaniom re-
HaMu CLC pOCIMH CIOCTEPIira€TbCs 4YacTKOBE
BiTHOBJIEHHS (D€HOTUILY, IPUTAMAHHOTO JUKOMY
TUMY, 1O CBiTYMThH MPO MOXKJIUBY POJb IIMX Ka-
HatiB y TpaHcnopTi ioHiB Cl™ y Bakyousb (puc. 3)
[143]. Xoua piBeHb TpaHckpumii geskux CLC-
KaHaJliB 3HMXKYETHCSI B YMOBaxX COJIbOBOTO CTPECy
[144], yyacTh LIMX KaHAaJiB y MOIJIMHAHHI i0HIB
XJIOpY € MayioBiporigHolo. ITo-nepiie, pocJIuHHI
CLC-kaHanmM 3HaiIEeHO TiIbKM Ha THUX EHIO-
MeMOpaHax, 110 He 3aJy4eHi 10 MpoLecy MOTIu-
HaHHsA ioHiB xyopy. Ilo-apyre, TepMoaMHaMiYHi
pO3paxyHKW TMOIJIMHAHHS XJIOpY BKa3yloThb Ha
HEMOXKJIMBICTh BUKOPUCTAHHS MACHBHUX 10HHUX
KaHaJliB y LIbOMY IIPOLIECi.

Okpim TpaHcnioptepiB poauHu CLC, aHio-
HU XJIOPY MOXYTb TPaHCIIOPTYBATUCS 3a IIOIO-
Mororo CCC-korpaHcnioptepiB (Cation Chlo-
ride Cotransporters) (puc. 3). Ilpo dyHkuii
CCC-KoTpaHCHOPTEPiB Y POCIMHAX BiIOMO Iy-
XKe Majio. g reHomy apaligorCHUCy BimoMUiA
qume oauH reH, wo kKomye CCC-korpaHc-
noptep. IIpu cekBeHyBaHHI I'€HOMY PHUCY BHU-
gpineHo yxe nBa reHn CCC-KoTpaHCHOpTepiB.
BuBueHHs ekcrpecii LIMX TE€HiB y pocJuHaXxX IMo-
Kazajio, 1110 HAKOMWYEHHS TPaHCKPUIITIB TeHa
AtCCC i3 apabigoricucy BigOyBa€eTbcd i B KO-
peHi, i B maroHi pociauHu. MyTaHTH apadimoIi-
cucy i3 BTpaueHoro ¢yHkuiero AtCCC MaioTh
BiIMiHHE Bil IMKOro TUMY CIIiBBiIHOILICHHS
ioniB ClI~ y KopeHi Ta maroHi. PazomM 3 TuM Taki
MYTaHTU AEMOHCTPYIOTb 3HAyHE 30LIbIICHHS
nornMHaHHg ioHiB Cl™ numu pociuHamu [142].
IcHye npumnyleHHs, IO 3a CBOEI (PYHKIIIEIO
CCC tpancnoprepu € 2Cl~ : Kt : Nat-korpaHc-
noptepamu [136].

OTXe, MeXaHi3MU Ta TPAHCIIOPTHI CUCTEMU
MOIIMHAHHS pocinHoK ioHiB Cl- Ta iHIIMX
AHIOHIB 3aJMILIAIOTBCS MajJO0 BHUBYEHUMM YU
30BCIM HEBITOMUMM.
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IlepcnekTiBY MOJANBUIMX AOCTIKeHb. [3 1IBII-
KHUM PO3BUTKOM T'€HOMIKM Ta TPAHCKPUNTOMIKHU
ineHTU(diKOBaHO BeJIWKY KUIbKICTb TE€HiB, 1110
MOXYTh OyTM 3ajlydyeHi y BiAIOBib Ha COJIbO-
Buii ctpec. IIporpec y HOCHIIKXEHHSIX KJIHOYO-
BUX T€HIB COJbOBOTO CTpPECy A03BOJIUB PO3KPU-
TM TOTEHIUIMHI TaKTW4YHI HampsIMKU OiOTeXHO-
JIOTi1 1J1s TOAAQJbIIOrO0 BUKOPUCTAHHSI Y CTBO-
PEHHI COJIECTIMKMX POCAMH Ta IIOKpalleHHS
BPOXXaMHOCTI B yMOBax 3aCOJIEHHS TIPYHTIB.
[To-miepiie, 1e maTpMMKa roMeocTady Kailo y
KJIITMHAX 3a JIOTIOMOTOI POOOTH KalliEBUX Ka-
HamiB kit (TPK, SKOR, AKT Ta iH.)
[145]. BcraHoBieHoO, 1O POCIMHU i3 BUCOKHMM
Bmictom K*t HaGarato kpaine mnepeHOCSThH CO-
JwoBuii ctpec. Ilo-apyre, 3acayroBylOTh Ha yBary
CUCTEMM BaKYyOJSIPHOTO JEMO3UTYBAHHS Ta MiX-
TKAHMHHOI TpaHciokauii ioniB Na'. 3okpema,
BaKyoOJISIpHI TTPOTOHHO-HATPiEBI OOMiHHUKU PO-
nruHu NHX maroTh rapHy nepcrieKTuBy ISl 3a-
CTOCYBaHHS 'y MOKpalleHHi COJIbOBOro OajlaHCcy
pocauHu. OBepekcripecisi reHiB NHX npusBo-
IUTh OO MiHiMi3alil HAKONWYEHHS TOKCUYHUX
ioniB Na®* y uurososi Ta 30iIbIy€E AEMO3UTY-
BaHHS 1ILOTO 10HY Y BaKyoJi, 1110 B CBOIO Yepry
3HAYHO IIiABUILYE COJIECTIMKICTL pociuH [94,
101]. THwoO POAMHOIO TEHiB, 1110 3aCIYrOBYE
Ha ysary, € HKT-Tpancnoprepu, (pyHKIis SIKUX
MoJISITa€ 'y TIOTJIMHAHHI Ta MIXTKaHWHHINA pe-
TpaHcaokalii ioHiB Na*t. Maninyssiist ekcripe-
Ci€10 3a3HAYEHUX I'€HiB JEMOHCTPYE 3MiHU y Ba-
KyOJISIPHOMY HaKOMWYEHHi, TpaHCJIOKallil, To-
rmHaHHi ioHiB Na' pocnuHoro. Llintkom iimo-
BIpHO, 110 PEryJjsiiss NPUTOKY iOHIB HaTpito
yepes ria3MaTuyHy MeMOpaHy Mae€ IMiIBUIILYyBaTH
COJIECTIMKICTb POCJIMH, TOMY KOHTPOJIb MPUTO-
Ky ioHiB Na' depe3 mIa3smMaTMyHy MeMOpaHy
MOXHa 3AiMCHUTU 3a JOMOMOIOI0 30iJIbIIEHHS
ekcrpecii reHiB, siki komyroTb SOSI-momnu Ta
HKT-tpancnioprepu. Li1koM MOXIHUBO, 1110 MO-
IyJIsIist eKCIpecii M iHIMX TpaHCIOPTHUX ITPO-
TeiHIB HaTpilo MiABUILYE cosecTilikicTb. Ciin
3ayBaXXUTH IIPO Te, LIO TpaHCIopT ioHiB Nat,
K* T1a Cl~ myxke 4acTto € B3a€EMOITOB’SI3aHUM,
TOMY 3MEHILIEHHS MOTJIMHAHHS LIMX 1OHIiB coJiei
KOpPEHEBOIO CHUCTEMOI0 MOXe OyTH YCHilIHUM
TIIBKM TOMI, KOJM MOMIMHAHHA i ioHiB Nat, i
ioHiB CI~ Oynme mnpurHideHe. OmHouyacHe M-
BUILIEHHSI €KCIIpecil TeHiB, 10 KOIyIOTh Ba-
KyoJisipHi oM, SOS1 Ta NpoTOHHO-HATpPiEBI

ISSN 0564—3783. Hlumonoeus u eenemurka. 2012. Ne 5



[ | Dizioaoeiuni ma moaeKyAapHi acneKmu coab08020 CMpecy PoCAUH [ |

obmiHHMKM pomuHM NHX i mpurHiueHHsT po0o-
TU CUCTEeM TNPUTOKY HaTpito, 30kpeMa CNGS-
kaHaniB ta HKT-TpaHcnioprepiB, Moxe Haii-
Oinbll  e(eKTUBHO IMiABUILIUTU TOJEPAHTHICTD
POCIIMH 10 COJboBOro crpecy [146]. Ane cmin
nmam’siTaT, 10 PeryJsiilis 3a JTOMOMOIOl TeHe-
TAYHOI TpaHcopMallii BeJIMKOI KiJIbKOCTI AeTep-
MiHAHTIB COJIECTIMKOCTI € JOCUTh JOPOTMM Ta BUT-
paTHUM MpoiuiecoM. KpiM Toro, BIpPOIOBX €BOJIIO-
LIITHOTO TIpOoLIeCy MPUPOIa CTBOPUJIA Pi3HOMAHITHI
KOMITEHCAaTOPHI MEXaHi3MM, 1110 MOXKYTb MiHiMi3y-
BaTU TaKi epeKTH COJECTIMKOCTI POCIMH.

OKpiM MiHEepaJIbHOTO TPaHCIIOPTY Ta iOHHO-
ro roMeocTasy, iOHHi TpaHCIOPTEePU BilirparoTh
BaXJIMBY POJib i B iHIIMX (Di3i0JOTiUHUX TIPO-
lecax OciMHU. BoHuM OepyTb aKTMBHY Yy4acTb
y TpaHCIOpTi BE3WKYyJ, BiAIOBiAI Ha Hil0 Tma-
TOT€HiB, MiATPUMYBaHHI XUTTEAISIbHOCTI Oara-
ThOX KJIITUHHMX OpraHes (XJOpOIUIACTiB, MiTO-
XOHIpiii, BakyoJjeil). Ilomanplimii mporpec y
CeKBEHYBaHHi T'€HOMiB Pi3HUX POCJIMUH i CTBO-
PeHHi KOJIeKLiii MyTaHTiB JOMOMOXEe Yy Maki-
OyTHHLOMY BiIHAWTU HOBiI Ta TEPCHEKTHUBHI re-
HU TPaHCMOPTHUX IPOTEiHIB, 110 MOXYTh OYy-
TU BUKOPUCTAHUMM [UJIs1 TIOKpAIllEHHS CcoJie-
CTIMKOCTi POCIMH Ta iHIIMX BaXXJIMBUX arpo-
HOMIYHUMX XapaKTEepUCTUK.

binbil Toro, mporpec y MoJeKyJIsIpHiiA Gio-
JIOTIi Ta TEHOMIILi 3HAYHO IIOJICTLIMB IIPOLIEC
BiIKpUTTS HOBUX TeHiB [147, 148], o nae re-
HETUYHIl iHXeHepil Ta MOJEKYIIpHii reHeTuLi
HOBi MOXJIMBOCTI [IJIsI CTBOPEHHSI TepCHeKTHUB-
HUX CTpaTeTiii MOKpalleHHsI COJIeCTIMKOCTI poc-
JIMH 3a JIOIIOMOIOI0 BMKOPUCTAaHHSI (PYHKIIiO-
HaJIbHUX Ta PEryJsTOPHUX TeHIiB aKTUBalii 4u
MPUTHIYEHHS Ccheuu@iuHUX POCIMHHUX MeXaHi3-
MiB, sIKi OepyThb yyacTb Y (POpMyBaHHi TOJIEpaHT-
HOCTI pOCAMH OO0 IIocyxud Ta 3acojieHHsT [149].
IIporpec y BUKOpUCTaHHI PEryISITOPHUX Ta CUT-
HaJbHUX TEHETMYHUX JeTePMiHAHTIB IS TO-
JIaJIbILIOTO TTOKPAIEHHST TTOCYXO- Ta COJIECTIKOC-
Ti POCAWH AOCUTHb 3HAYHMU. TpaHCKpUMLiAHI
dakropu (TFs) € roJloBHUMM pEryISITOPaMU €KC-
mpecii reHiB, OB’ sI3aHUX 31 CTIMKICTIO 10 Pi3HO-
MaHIiTHUX abioTmuHuX ctpeciB. Tomy cenekiis
Ta OiloiHXXEeHepiss TpPaHCKPUILIKNHUX (aKTopiB,
MOB’SI3aHUX 13 CUTHAJIBHUMMU 1 PEUENTOPHUMU
LIJIIXaMU Pi3HOMAHITHUX CTPECiB, € TaKOX OJI-
HUM i3 MEePCHEeKTUBHUX HAMpsSIMKiB Cy4acHoi 0io-
TEXHOJIOTii Ta MOJIEKYJSIPHOI TeHETUKM.
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Po3yMiHHSI TOJIOBHMX MeEXaHi3MiB COJIECTili-
KOCTi POCJIMH Ta TOJaJblle 3aCTOCYBaHHSI OCTaH-
HiX y TOKpallleHHi TOJIEpaHTHOCTI arpoKyJbTyp
JI0 BIUIMBY HaJJIMILKOBUX KOHLEHTpaliil coseit
JIOTIOMOX€e 30UTBLINUTU TTPOAYKTUBHICTh CLIBCHKO-
ro rocriojapcTBa Ta 3MEHIIUTb HeOe3IeKy Xap-
yoBoro AediuuTy HaceseHHs maHeTu [150, 151].

S.V. Isayenkov

PHYSIOLOGICAL AND MOLECULAR
PRINCIPLES OF PLANT SALINITY STRESS

Due to the rising problem of salinity in modern agri-
culture, climate changes and global food crisis, the study
of salinity stress is gaining the primary importance. The
mechanism of plant response to salinity includes various
processes that have to be coordinated. The high salinity
leads to large accumulation of toxic ions (Na*, CI7) in
plant tissues, ion disequilibrium and hyperosmolarity. Sa-
linity stress has a negative impact on plant nutrition and
mineral homeostasis, particularly for Ca2* and K*. The
recent progress in trascriptomics, genomics and molecu-
lar biology has facilitated discoveries of new salt stress-re-
lated gene families. In this review the major fundamental
principles of plant salt tolerance are described. Detailed
analysis of main ion transport systems and their potential
role in salinity stress is presented. The future perspective
gene determinants, biotechnological and genetic strate-
gies for enhancing salt tolerance in plants are discussed.

C.B. Ucaenkos

®U3NOJIOTMYECKUE U MOJIEKVJISIPHBIE
ACIIEKTbI COJIEBOI'O CTPECCA PACTEHUU

W3yyeHre MexaHM3MOB COJIEBOTO CTpecca pacTe-
HUIi UMEET OIPOMHOE 3HAYEHHE B COBPEMEHHBIX YC-
JIOBUSIX Pa3BUTHUS CEJILCKOTO XO35IMCTBA, KIIMMaTUYEC-
KMX M3MEHEHUI IUIAaHEThl U IPOJYKTOBOTO KpHU3HCA.
MonexynsipHble MeXaHM3MBI OTBeTa pacTeHMid Ha
JIEMICTBME BBICOKMX KOHLEHTpPALMI COJIell OTIMYaIoT-
Cs1 CIOXHOCTbIO, KOMILUIEKCHOCTbIO M BKJIIOYAIOT B
ce0sT YeTKyl0 KOOPIMHAIIWIO OOJIBIIOTO KOJHMYEeCTBA
pPa3HOOOpPAa3HBIX ITporeccoB. JlelicTBIEe BBICOKMX KOH-
LEeHTpaluii cojieil TPUBOAUT K HAKOIUIEHUIO TOK-
CUYHBIX MOHOB XJIOpa U HATpUsl B TKAHSIX PACTCHUIA,
MOHHOMY IMCOajaHCy U OoCMOTHYecKoMy IIOKy. Co-
JIEBOII CTpecC TakKKe€ HEraTMBHO BJIMSIET HA MUWHE-
paJbHBIE TOMeocTa3 pacTeHus. B Hacrosiem aurte-
paTypHOM 0030pe OoIMcaHbl HambOosee oOie M (yH-
JIaMEHTaJIbHbIE TMPUHLIMITBI COJICYCTOMUMBOCTU pacTe-
Huii. [IpoBeaeH AeTaabHBI aHAIM3 TJIABHBIX CUCTEM
TpaHCIIOPTa MOHOB M HMX POJU B COJIEBOM CTpecce
pacteHuii. PaccMoTpeHBI ITepCcrieKTUBHEIE HallpaBiie-
HUS MCCJIENOBAaHUN 11T JaJbHEMIero OMOTeXHOJIOTH-
YeCKOro M TEHETUYECKOIO YJIYYIIEHUSI COJICYCTONUM-
BOCTU PAaCTEHUM.
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