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AHHOTALIMA

B ob3ope npuBefieH aHanu3 coBpeMeHHbIX MPeACTaBNeHUA 0 MHOr006pasuM aKBamopUHOB Y MOKPLITOCEMEHHBIX PacTEHUN.
PaccMoTpeHo ux cTpoeHue, KoampoBaHWe U pasHoobpasue nyTen perynauuu. Ocoboe BHUMaHWe YAeneHo aKkBanopuHaM, oT-
BETCTBEHHbLIM 3@ TpaHCNOpT Boabl. MpuBeAeHbI faHHbIE 00 y4acTUM pasnnyHbIX M30(OpM aKBaNopWHOB B afanTauuu pacTe-
HWW K abnoTnyeckum dakTopaM, Bbi3blBaKOLLMM FMApaTaumio u gerugparaumio. [loctatouHo nofpobHO paccMOTpeHbl AaHHbIE
06 yyacTun aKBanopuHOB B MpoLieccax pocTa W pa3BUTUS pacTeHuid OT npopacTalus Ao GopMmupoBaHus cemsH. [peacTas-
neHHble B 0630pe AaHHble YKa3blBaKOT HAa OCHOBHbIE HAMPaBAeHWs UCCeA0BaHUA MO paclUMPPOBKE MEXaHU3MOB Perynsuum
paboTbl aKBamopuHOB, OCHOBHAsA (YHKLMSA KOTOPbIX 3aK/llo4aeTcs B TpaHcMeMbpaHHOM nepeHoce Boabl. OTMeyeHo ocoboe
3HaYeHMe YXKe HauaTblX UCCNEe0BaHUIA HA CUCTEMHOM TPAHCKPUMTOMHOM U NPOTEOMHOM YpOBHSIX. OHW MO3BONAT BbISBUTL
cneumdnyHoOCTb M30(OpM aKBaNOPUHOB, YHACTBYIOLIMX B Pa3BUTUM afanTaLMOHHOIO OTBETA WM Ha Pa3fIMYHbIX 3Tanax pas-
BUTUS PacTeHMI.

KnioueBble cnoBa: aKBalnopWHbl; aganTauna; CTpecc; pocT; pa3BuUtue.
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The role of water-transporting aquaporins

of the PIP and TIP subfamilies in plant development
and adaptation to stress factors

Georgii V. Daneliia, Vladislav V. Yemelyanov, Maria F. Shishova

Saint Petersburg State University, Saint Petersburg, Russia

ABSTRACT

The comparative analyses of current knowledge of the diversity of aquaporins in angiosperms are presented in the review.
Their structure, coding, and diversity of regulatory pathways are considered. Special attention is paid to aquaporins responsible
for water transport. Data on the participation of various aquaporins in plant adaptation to abiotic factors causing hydration and
dehydration are presented. The participation of aquaporins in the processes of plant growth and development from germination
to seed formation are considered in sufficient detail. The data presented in the review indicate the main directions of further
research important for elucidation of the mechanisms involved in regulation of aquaporins, mainly responsive for transmem-
brane water transport. The special significance of the studies at the omics level — transcriptomic and proteomic is noted.
They will allow identifying the specificity of aquaporin isoforms involved in the development of the adaptive response or
at different stages of plant development.
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BBENEHUE

OcHoBononaratoLee CBOWCTBO MMBbIX KIETOK COCTOMUT
B CO3[aHWM M aKTUBHOM MOLAEPXHaHWUM rPafveHTOB MOHOB
1 BOLLOPACTBOPUMBIX BMONOrMYECKN aKTUBHbLIX COELMHEHUN
MEX[Y BHYTPEHHUM COLEPMKUMbIM U OKpYXatoLLel cpeson.
Peanusaums 3Toro cBoicTBa TECHO CBA3aHa C U3bupaTenbHoi
MPOHMLLIAEMOCTBH A BONBLIOr0 YMCna COeAUHEHUIA, NOHOB
1 BOAbl, YTO 06YCNOBAEHO CBOICTBaMU BUONOTMYECKNUX MeM-
bpaH. ViccnepnoBaHne MexaHU3MOB TpaHCMopTa BoAbl UMeeT
ocoboe 3HayeHMe B CBA3M C TEM, YTO BHE- W BHYTpUKIIe-
TOYHblE Cpefbl SBASKTCA BOAHbIMU. buonornyeckne Mem-
OpaHbl NPeacTaBnAT co00i NMMNUAHLIA Bucnoi u obnapa-
0T COBCTBEHHOW NAcCMBHOM MPOHWULAEMOCTbIO ANS BOLbI.
Ncnonb3oBaHWe pasnnyHbIX MoAenei NoKasano, YTo UHTEH-
CMBHOCTb NaccusHoro notoka H,0 MoxeT MeHATbCA B inana-
30He 5-15x107% cM/c B 3aBUCMMOCTY OT JIMNUAHOMO COCTaBa
MeMOpaHbl, aCUMMETPUYHOCTH MnnaHoro bucnos u ap. [1-3].
OpHaKo Xu3HefeATenbHOCTb N060 KIETKM TECHO CBS3aHa
C M3MEHEHUAIMU UHTEHCUBHOCTW MOTOKOB BOAbI Yepe3 MeM-
BpaHbl (B TOM unCnie pe3KUM ycuneHueM), HeobxoauMbIMu
ANSi 0CMOPEryNALMUK, KOTOPbIE HEBO3MOXHO NMONHOCTbH 06b-
ACHWTb NacCUBHO NPOHMLIAEMOCTBIO IMMMAHOTO bucnos.

AxBanopuHbl — 06LUMpHOE CceMencTBO MeMBpaHHbIX
TPaHCMOPTHBIX BenKoB, QYHKLMOHMPYIOLLMX KaK CENeKTUB-
Hble KaHasbl 181 TPAHCMOpTa BOfbI, @ TAKKe HEKOTOPbIX ApY-
TUX MOJIEKYJ1, B TOM YMCTe ra3oB, Yepes KIeTouHble MeMbpa-
Hbl M0 rPaZiMEHTY KOHLEHTpaLumM B 060Mx HanpasneHusix [4].
OHM XapaKTepu3ylTCs BbICOKOM CKOPOCTbH TPaHCMopTa,
NPEeBOCXOASALLEN TAKOBYI Y MHOMMX ApYruX TPaHCMOpTepOB,
BKJIOYas MOHHbIE KaHarbl. B page cnyyaeB cKopocTb TpaHc-
nopTa MOXeT [ocTuratb bonee MuiMapaa Mosiekyn Boabl
B CEKyHAY [5]. AKBanopuHbI OTHOCAT K BbICOKOKOHCEPBATMB-
HoMmy cemenctBy MIP (major intrinsic proteins, ocHOBHble
BHYTPeHHWe benku), NpeAcTaBuTENM KOTOPOro obHapyKeHbl
Y BCEX JKMBbIX OpPraHM3MOoB, KpoMe TepMOGMIbHBIX apxen
U psana baktepunt [6].

Haubonbliee pasHoobpasue aKBanopuHOB XapaKTepHO
ons 3eneHblx pactenuii (Viridiplantae), ocobeHHo ons Bbic-
KX pacTeHun (Embryophyta). Cuutaetcs, uto Embryophyta
XapaKTepu3ylTcs HaubosnbwuM uucnoM m3ohopM akea-
MOPMHOB B pe3ynbTaTe NMpouU30LLeLIeid B X04e 3BOSHOLMK
3TOr0 TakcoHa nonuniouamsaumv [7]. 3HaueHue atoro de-
HOMeHa MOATBEPKAAETCS TeM, YTo Mo KpaliHel Mepe 35 %
CYLLECTBYHLUMX BMIOB LBETKOBbIX SBAAIOTCA HELABHUMM
nommnnongamu [8, 91. Mocnenylowee coxpaHeHue TaKoro
DoMbLIOro YnMcna reHoB, KOAMPYIOLMX 3TW TpaHCMOpPTepbl,
0bycnoBneHo HeobxoauMOoCTblo 3QhEKTUBHO perynnpoBaTth
BOAHbIV FOMEOCTa3 B U3MEHSIOLLMXCA YCIOBUAX OKPYKako-
LUl cpenbl Npy NpUKpenneHHoM obpase #u3hm [6, 10]. B re-
HoMe apabuponcuca obHapyxeHo 35 reHoB, KOAMPYHOLLMX
aKBanopuHbl, y puca — 33, y anenbcuHa — 34, y KYKypysbl
u copro — no 41, y Tomata — 47, y baHaHa — 50, y Tono-
na— 55,y comn — 66, y xnonyatimka — 71, y panca — 120
[6, 11, 12].
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B nocnepHue rofbl HaKoNIEHo BOMbLIOE YMCNO [LaHHBIX
0 (U3MONOTNYECKOM 3HAYEHUM aKBAMOPMHOB HE TOJIbKO
B X0Zie pasBMTUS, HO M B MpoLecce afanTaumm K CTPecco-
BbIM (hakTopaM [10, 13-16]. OaHaKo NpefcTaBieHUsA 0 Mexa-
HM3MaxX TaKOBOro eLle BecbMa orpaHuyeHbl. [laHHbIA 0630p
HaLeNeH Ha CPaBHUTENbHBIA aHaNM3 0CHOBHbLIX MEXaHW3MOB
BOBJIEYEHUS! aKBAMOPMHOB B NPOLIECCHI Pa3BUTMA U aflanTa-
UMM K pagy abuoTuyeckux ctpeccosbix daktopos. Ocoboe
BHUMaHWe yeNneHo CPaBHEHMIO afanTauun K AernapupoBa-
HWK0 M peann3aLmmn npoLeccoB pocTa.

UCTOPUA OTKPbITUA
U KNNACCUDOUKALINA AKBANOPUHOB

Ewe B 1953 r. ObIN0 BbIABMHYTO MPEAMOJIOKEHME, YTO
B Buonornyeckmx MembpaHax CyLLecTBYHT CheLManmsupo-
BaHHble Nopbl A5 TpaHcnopTa Bofbl [17], HO Auwb yepes
17 net paHHoe npeanonoxeHue bbio NOATBEPHAEHO 3KCMe-
PUMEHTAJTbHO € MCMOSTb30BaHNEM 3pUTPOLIMTOB Yenoseka [18].
B 1988 r. 6bin BbILENEH, O4YMLLEH W YACTUMHO OXapaKTepu30-
BaH 6efioK ¢ MoniekynapHoin Maccomn 28 klla u3 aputpounToB
¥ noyeyHbIx KaHanbLes (CHIP28, AQP1) [19]. ['eHbl aTux ben-
KOB Dbl KNOHWPOBaHBI, @ UX TpaHCNopTHas QyHKLMA bbina
[0Ka3aHa MoCcpeACTBOM FeTepoorUyHON 3KCMpeccun cooT-
BETCTBYHLUMX FeHOB B ooumTax Xenopus [20, 21]. B pacteHmsx
nepebIii npefcTaBuTesb akeanopuHoB Nodulin-26 (GmN0OD26)
Obin 0bHapyxeH B pu3obManbHbIX KIybeHbKax com [22].
C Tex nop uccnepoBaHUs pacTUTENbHBIX aKBaMOpPUHOB Mo-
3BO/MNIM [LOCTATOYHO JEeTalbHO OXapaKTepu3oBaTh OonbLuoe
UMCI0 3TUX MeMOpPaHHbIX TPAHCMOPTEPOB U CYLLLECTBEHHO pac-
LUMPWUTb NPEACTaBNEHUS O BOSHOM PEXUME.

B pacTeHusx, BKI0Yas BOAOPOC/W U BbICLUME PaCTEHUS,
B TOM YMCNe MXM, NiayHbl, ABYAOJbHbIE U OLHOAOMbHbIE,
BbILENAT 40 8 NofCeMeliCTB akBanop1HOB: beku nnasma-
TMYecKoi MeMbpaHbl (plasma membrane intrinsic proteins,
PIPs); 6enku ToHonnacTa (tonoplast intrinsic proteins, TIPs);
HOOYNMH-26-NnoA00Hble MeMbpaHHble Genkn (NOD26-like
intrinsic proteins, NIPs); Manble OCHOBHble WHTErpasbHble
benku (small basic intrinsic proteins, SIPs); HeoxapakTepu-
30BaHHble MHTErpasnbHble benku (uncharacterized X intrinsic
proteins, XIPs); 6onblumne uHTerpanbHble benku (large intrin-
sic proteins, LIPs); GlpF-nogo6Hble nHTerpantHele MeMopaH-
Hble 6enku (GlpF-like intrinsic proteins, GIPs); rubpuaHbie
MHTErpanbHble MembpaHHble 6enku (hybrid intrinsic proteins,
HIPs) [10, 23]. benku nocnegHux ABYX rpynn BCTPeYatoT-
CS TONIBKO Y NMPOKApUOTOB WM HEKOTOPbIX HU3LLMX PacTeHwil
¥ BbINW NOSHOCTBH YTPaYeHb! Y CEMEHHBIX PACTEHUIA, MPUYEM
uncno usodopM B 3TUX rpynnax HeBenmKko (1-3). Y 3eneHbix
Bogopocsen bbinu BoisBnieHbl roMonoru cemencts PIP u GIP,
0THeceHHble K nogknaccam MIP A-E [14]. Ha ocHoBaHum paH-
HbIX aHanmu3a 82 pacTeHuit (CyMMapHoe cofiepXaHue aHanm-
3upyeMbIx M30dopM akBanopuHoB cocTaBuio 5200) camon
MHOTOYMCIEHHOM N0 YKUCNy U30(OpM CuMTaeTCA noacemen-
ctBo PIPs (1807 uszodopM). banskumn no pasHoobpasuto
n3otopmM aenattca nopcemeiictea TIPs u NIPs [24].
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Puc. 1. KnetouHas nokanusaums akBanopuHos. PIP-, TIP-, NIP- 1 XIP-akBanopuHbl N0Kanu3yoTcs NPeUMMYLLECTBEHHO B M1a3MaTUYECKO
MembpaHe 1 NpUCYTCTBYIOT Ha BCeii NOBEPXHOCTU KieTKK. SIP-aksanopuHbl 1 HekoTopble NIP-aksanopuHbl bbinv 0bHapyeHbl B MeMbpaHe
3HgonnasMatuyeckon cetn (3MC). TIP-akBanopuHbl NIOKANM3yOTCA B TOHoMacTe — MeMbpaHe Bakyonu. bbino npefckasaHo, uto He-
KoTopble PIP- 1 TIP-akBanopumHb! IOKaNM3yOTC BO BHYTPEHHel MeMbpaHe X/oponiacta M MeMbpaHe TuiakouaoB. Paa npeactaButenei

TIP-akBanopuHOB BbisiBNEH B MeMOpaHax MUToxoHapuii (MTX)

Fig. 1. Cellular localization of aquaporins. PIP, TIP, NIP, and XIP aquaporins are localized primarily in the plasma membrane and are present
on the entire cell surface. SIP aquaporins and some NIP aquaporins were found in the endoplasmic reticulum (311C) membrane. TIP aquaporins
are localized in the tonoplast, the vacuole membrane. Some PIP and TIP aquaporins were predicted to be localized in the inner chloroplast
membrane and the thylakoid membrane. A number of TIP aquaporins were found in mitochondrial (MTX) membranes

06Luasn cxeMa BHYTPUKIIETOYHOW JIOKAIN3aLMM aKBanopu-
HOB Yy pacTeHuii NpeacTaBneHa Ha puc. 1. CnefyeT oTMETUTS,
4TO MPEACTaBUTENMU Pa3HbIX CEMENACTB MOTYT ObITb MOEHTM-
GuuMpoBaHbl MM NpefcKasaHa WX JIoKanu3auus B Apyrux
K/eTOuYHbIX MeMbpaHax He3aBMCMMO OT MepBUYHOW NOKaNK-
3aumun. Bonpeky cywecTBoBaBLUEN TOUKe 3peHus 06 oTcyT-
CTBWW aKBaropWHOB B COCTaBe MeMbpaH MUTOXOHAPWUIA [14],
nocnefHWe AaHHble NPOTEOMHOIO aHan3a NO3BOSUNW UAEH-
TUPULMPOBATB 3TV BENKM, NPeLNONOKUTENBHO OTHOCALLMECS
K noacemenctay TIPs [25, 26].

lpuBeaeHHas cxeMa NpeACTaBASETCA HEOKOHYATESIbHOM
eLle M B CBA3N C TeM, YTO pacrnpefesieHMe aKBanopyuHoB
B KNETOYHbIX MeMbpaHax MOXeT pasnuuaTbCsl B KNEeTKax
pa3nMyHbIX TKaHel nobera u KOpHs, a TaKxe B 3aBUCMMO-
CTW OT CTafuM pasBUTUS PacTUTENTLHOrO OpraHW3Ma W BO3-
[eNCTBMA Ha pacTeHue CTPeccoBblX daKTopoB [24, 27]. 3ToT
(eHOMEH [10CTaTOYHO XOpOLUO M3BECTEH Ha MPUMepe JoKa-
JIN3aLMM 1 BHYTPUKIIETOYHOTO NepepacnpeseneHus npeacTa-
Butenen nogcemencts PIP- u TIP-aksanopuHos.

CTPYKTYPA U TPAHCINOPTHbIE
CBOUCTBA AKBAIOPUHOB

AKBanopuHbl, KaK U Bce NMpeAcTaBUTENM CynepceMeii-
ctea MIP, umeloT cnepytowme CTPYKTYpHble 0COBEHHOCTU
(puc. 2):

DOl https://doiorg/10.17816/ecogens37037

+ Hanuume 6 TpaHCMeMObpaHHbIX anbda-cnupanbHbIX [o-

MeHoB [6];

« nokanusaumsa N- n C-KoHLIOB B LUTO30/1€;
Ha’mume 5 neTesb, COeAMHALLMX TpaHCMeMBpaHHbIe 0-

MeHbl (A—E: npuueM, A, C, u E — obpalueHbl Hapyxy,

B 1 D — obpaLLeHbl B LMTO30/1b).

MpennonaratoT, UTo KNaccuyecKkas CTpyKTypa aKBanopu-
HOB (6 TpaHCMeMOpaHHbIX JOMEHOB) MOABUACh B pe3yibTaTe
TaHEMHON BHYTPUTEHHOM AyNjMKaLuW KoaupoBaHus benka
C TpeMsl TpaHCMeMOPaHHbLIMU LJOMEHAMM, KOTOPbINA, BO3MOX-
HO, QYHKUMOHMpOBan Kak romMoaumep [10].

YeTblpe MOHOMepa aKBanopuHoB cobupatotcs ¢ obpa-
30BaHMEM FOMO- WSIW FeTepoTeTPaMepHbIX KOMIIEKCOB [4].
Kaxuplit MOHOMep KoMnnieKca hYHKLMOHUPYET KaK He3aBu-
CUMBbI BOAHbIN KaHa, aKTMBHOCTb KOTOPOro onpefenseTcs
ero aMWHOKMCNOTHBIM COCTaBOM, B3aUMOJENCTBUEM C CO-
CeJHAMM MOHOMEepaMu, NOCTTPaHCNALMOHHOM MoaudUKaLm-
e/l 1 [eliCTBUEM Pa3/IMYHbIX CUrHanbHbIX Monekyn [10, 27].
[lBe KoHCepBaTMBHbIE NET/M (LMTONNa3MaTHYeckas netis B
W HapyxHas netns E) conepxxat B cBoeM coctase NPA-MoTuB
(Asn-Pro-Ala), upe3BblyaiiHO BaXHbIi A5 BbINOSHEHUA aK-
BanopuHamu ux GYHKUMIA. VIMeHHO OH onpegenseT npoHuLae-
MOCTb TpaHcnopTepa Anis cybcTpara, B TOM Ymncsie ANiS Bofbl [4].
Metm B m E dopmupyloT nonycnupanu, KoTopble Ha-
npaBfieHbl BHYTpb MeMOpaHbl U cbnmxkaiotca B cepe-
AnHe ¢ obpa3soBaHmeM mopbl. B Touke ux cbnmxeHus
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A C E

Ca? pH A®K

Gochopunposarme /
AedocdopunupoBatue

Puc. 2. CpykTypa aKkBaropuHa pacteHuin. TpaHcMeMbpaHHble aoMenbl (1-6), netiu (A-E), Motuebl NPA (Asn-Pro-Ala) HaxoasTcs B net-
nax B u E. MocTrpaHcnaumoHHas MoanGuKauma BO3MOXHa B pesynbTare naMeHeHns docdopunnpoaHns, 3asucut ot pH, noHos Ca®,
a TaKXKe MNpuUcyTCTBUA aKTUBHBIX (opM Kucnopona (A®K). TeMHbIM anunc — apoMaTUYecKuii/apruHuHoBeIn Gunbtp — ar/R filter
(no: [4], c u3MeHeHUAMM)

Fig. 2. The structure of plant aquaporin. Transmembrane domains (1-6), loops (A-E), NPA (Asn-Pro-Ala) motifs are located in loops B and E.
Posttranslational modification is possible as a result of changes in phosphorylation, depends on pH, Ca?* ions, and the presence of reactive

oxygen species (A®K). Dark ellipse — aromatic/arginine filter — ar/R filter (from [4], with alterations)

Ta6nuua 1. TpaHcnopTHbIe GYHKLMM NOACEMENCTB aKBaNOPUHOB NMOKPLITOCEMEHHBIX PaCcTEHUM

Table 1. Transport functions of aquaporin subfamilies in angiosperms

lofceMeiicTBO aKBanopuHoB |

TpaHcnopTHas cneumdmyrocTs no [10]

PIP (plasma membrane intrinsic proteins)

TIP (tonoplast intrinsic proteins)

TpaHcropT BofAbl, Nepex1ck BoA0PO.a, YrNEKUCIIoro rasa
(pasHble GyHKUMM Y pasHbIX NpeacTaBuTesei NoaceMencTea)

TpaHcnopt Bofbl, NepeKucu BoAopoaa,
aMMOHUSA, MOYEBUHbI

HPOHMLlaeMbI Ans bonbLuoro yucna CyﬁCTpaTOB, BKJ10YaA KaK nosiesHble,

NIP (Nodulin26-like intrinsic proteins)

TaK M TOKCUYHbIE MeTanonpl, Ho cnabo NMPOHULaeMbl Anda BoAbl

(pasHble yHKUMM Y pasHbIX NpeacTaBuTeNei NoaceMencTBa)

SIP (small basic intrinsic proteins)

XIPs (uncharacterized/X intrinsic proteins)

Cnabo npoHWLaeMbl 451 BoAbI

Cnabo npoHWUaeMbl 45is Boabl

n pacnonoxeHbl 2 NPA-MoTuBa, KoTOpble, BMecCTe C ye-
ThIpbMsl aMUHOKUCIOTHBEIMM (AK) ocTaTKaMu, pacnonoeH-
HbIMM Ha amonnactHol cTopoHe BTopoi (Phe81) u nstoii
(His210) TpaHcMeMbpaHHbIX cnupaneit u B npefenax netam E
(Thr, Arg; u3BecTHOI Kak apoMaTM4ecKWUi/apruHUHOBbIN
¢unbtp — ar/R filter), yyacteyioT B onpeseneHun cybetpat-
HoW cneuuduyHocTy nopbl [10]. Ewle onHOW XapaKTepHoi
0cobeHHOCTbI0 aKBanopuHoB sBnsTca AEF- (Ala-Glu-Phe)
unn AEFXXT- (Ala-Glu-Phe — nobas AK - niobas AK-Thr)
MOTUBbI B N-KOHLIeBOM fioMeHe [6].

lpvBEAEHHbIE [aHHblE CBUAETENbCTBYIOT O COXHOM
CTPYKTYpe KaHana, KoTopas onpegenseT ero NpoHULaeMocCTb.
HecMoTps Ha To 4TO M3HaYanbHO aKBanopuHbI bbin oxapak-
TepPU30BaHbl KaK TPaHCMopTepbl BOAbI, 3TO CBOWCTBO MPOsiB-
NSIETCS He y BCEX MPyNM pacTuUTeNbHbIX akBanopuHoB. bonee
TOro, BHYTPU OJHOTO NOZCEMEICTBA MOTYT HabntofaTbes pas-
JM4MA B NPOHMLIAEMOCTM AN PasfiNyHbIX CYOCTPaToB, KaK 3T0
bbino nokasaHo ans PIP- [10], TIP- u NIP-akBanopuHos [28]

DOl https://doiorg/10.17816/ecogens37037

n paxe pna SIP- [29] n XIP-akeanopuHos [30]. OcobeHHocTH
TPaHCMOPTHON (YHKLMM aKBaMOPUHOB MOKPLITOCEMEHHBIX
npeacTaBneHbl B Tabn. 1.

[ina onpepeneHns TpaHCMOPTHbLIX CBOMCTB aKBaNopUHOB
B OTHOLUEHUM TeX WM MHbIX CyBCTPaToB MPUMEHAT crie-
Aylwme MofenbHble cucTeMbl: (1) M30MpPOBaHHbIE TKaHW
(Hanpumep, nucToBble AMCKKM); (2) npoTonnacTbl; (3) MeM-
OpaHHble Be3uKynspHble BpaKLuK, BbIAENEHHbIE U3 KIETOK
pacTeHuii AMKOro TUNA UM TPAHCTEHHbIX PACTEHNUN C PEKOM-
OMHAHTHBIMK aKBaMopUHaMu; (4) 0oLMTbI LINOPLEBOM NATYLL-
Ku Xenopus; (5) ApoxoKeBble KNETKM; (6) MMNOCOMBI C 04U-
LLEHHbIMW M BCTPOEHHBLIMU B HUX beflKaMu-aKBanopuHamm
(NpoTeonMnocoMbl) Unn nockue aMnuaHsle oucnom [10, 311.
OpHaKo AaHHble, NONyYeHHble Ans 0AHOT0 1 Toro e benka
B pa3HblX MOAESbHBIX CUCTeMaX, MOryT pasnnyatbcs [32],
Mo3TOMy NepPeHOCUTb pe3ynbTarthl, MOAYYEHHbIE HA NpOTeo-
nMnocoMax, oouuTax UM LpoXoKax, Ha ycnosus in planta
cneayeT C OCTOPOKHOCTBH.
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KOAWPOBAHWUE AKBAINOPWHOB
Y PA3HbIX BU0B PACTEHUU

Kak yxe 6bino ckasaHo Boiwe, Viridiplantae otnnyatotcs
BOMbLINM KONMYECTBOM FEHOB, KOAMPYIOLLMX aKBaNOpUHbI.
B tabn. 2 npencraBneH pAL NpMMEpOB KOAMPOBAHWA aK-
BaropyHOB NATW OCHOBHbIX MOACEMENCTB Y pasHbIX BUAOB
BbICLUMX pacTeHui. MoXHO BUAETb, YTO YMC/IO TEHOB, KO-
OVPYIOLLMX aKBaMoOpUHbl, MOXET B 3HAYMTESIbHOW CTEMEHM
OT/M4aTLCA Aaxe Yy 6nm3kopoacTBeHHbIX BuAoB. Obpallaet
Ha cebs BHUMaHWe Hanmume 120 reHoB y panca no cpaBHe-
Huio ¢ 35 reHamu y apabuponcuca. Kak yxe 6bino ckasaHo,
npeAnonarakT, YTo TaKoe YBeNMYeHue Y1Ca reHoB ABNsSeTCA
pe3ynbTaToM NOIHOreHOMHOM AyNiMKaLmM B X0 3BOJIHOLMM
[11, 33].
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Monaratot, yto PIP-akBanopuHbl OMBEPrMpOBanM Ha [Be
BbICOKOKOHCepBaTuBHble rpynnbl (PIP1 u PIP2) ewe po Bo3-
HUKHOBEHWS Ha3eMHBIX PaCTEHMIA, W, XOTA YMCIIO Tpynn fanee
He YBENM4MBaNOCh, UMEN0 MECTO CYLLECTBEHHOE YBENMUYEHME
uncna usogopm PIP1 n PIP2-aksanopuHos [10]. TIP-akBanopuHb!
chopmmpoBanu 060cobeHHOE MOACEMEICTBO TOMBKO Y Ha-
3eMHbIX pacTeHui (npudem TIP2, TIP3 u TIP4 npeactaensiot
coboi ocHoBHble rpynnbl, Torga Kak TIPT u TIPS nosenstotcs
Y LIBETKOBbIX pacTeHui cecTpuHckumm rpynnamu K TIP3 u TIP2,
COOTBETCTBEHHO). CrieayeT oTMeTUTb, YT M nopaceMencTo NIP
OT/IMYAETCA BbICOKOI BapiabenbHOCTLI0 MpeaCcTaBuTeNei y pas-
HbIX BUAOB. ELle 0fvH MHTEpecHbIN heHOMEH CBSi3aH C Koau-
poBaHueM nopceMeiictea XIP. Ypara Bcero noacemeiicta XIP
XapaKTepHa N8 OLHOZOMbHBIX U HEKOTOPbIX ABYAO/bHbIX, Ha-
npuUMep, 4 MHOMVX BUZOB, NPUHAANEXaLLMX K Brassicaceae.

Tabnuua 2. KoagmpoBaHve aKBanopyHOB Y HEKOTOPbIX BUL0B LIBETKOBLIX PaCcTEHMI

Table 2. Coding of aquaporins in some species of angiosperms

N 3 SHNE | Timepe-
Bua pactenus ‘%§§§§§§§§§§§§§§§§§§§E§§§§Tl,,ygzljfl
g o o o o [aa] HMK*
Pe3yxoBuaka Tans
Arabidopsis thaliana (L.) 35 5813332111M21121119213000°0 [34]
Heynh.
Panc Brassica napus L. 120192643 91310 1 2354 4 6 6 5 4 2316 5110000 [
(canola)
bpoxkon Brassica oleracea L. y5 g 1593 4 7 5 1 1202 2 353 2 1182 2 40000 (35
var. italica
XnOMYATHAK DbIKHOBEHHBIA 1 15 1398147 0 2 0223 1 00 2 6 0127 0 7 1 00 1 (36
Gossypium hirsutum L.
Tononb BONOCUCTOMNOAHBIN
Populus trichocarpa Torr.& 55 510158 4 212175 1500001426510 6 [37]
A.Gray ex Hook.
Cost KynbTypHas 66 8 14229 7 4 2 123520 1 122136062002 I[38
Glycine max (L.) Merr.
[biHa Cucumis melo L. 3121012321118 120121181121001 [25]
MopkoBb noceBHas Daucus
carota subsp. sativus (Hoffm.) 47 6 8 14 4 5 2 1 2146 1 1 2 2 1 0132 2 4 2 00 2 [39]
Arcang
Puc nocesHoit Oryza satival. 33 3 8112 2 2 3 1104 2 3 1 000101120000 [40]
flumenb Hordeum vulgarel. 40 5 1419 2 3 2 3 1112 3 2 10008 1120000 [4]
Copro Sorghum bicolor ) 44 4 10142 3 3 3 2135 2 3 100012130000 4
Moench.
Kykypy3a Zea mays L. 41 4 9132 4 4 4 1153 42 1000102130000 2]

ﬂpUMel-IGHUE. HOHY)KVIprIM UJpVI¢)TOM BblAeNeHo obLiee KOMMYeCTBO MeHOB, KOAMPYIOLWMX aKBanopuHbl MK nx noAceMencTBa.
*ABTOPbI npuBefeHHbIX 34eCb CTaTeli MCMob30BajIM He TOJIbKO aMUHOKMUCIOTHbIE NOC/e0BaTeNIbHOCTY OENKOB, HO U1 VIHd)OpMaLI,VIIO ore-
HOMax W TPaHCKPUNTOMax n3ydyaeMbix paCTeHVIl7I, Nno3ToMy B Tabnuue peyb MOET UMEHHO 0 reHax, KooMpyrLmMX nojiHopasMepHbie benku.

**3BOIIOLIMOHHO MOJI0Able NOSUMNNOUABI.

Note. The total number of genes encoding aquaporins or their subfamilies is shown in bold. *The authors of references cited here used
not only the amino acid sequences of proteins, but also information about the genomes and transcriptomes of the plants studied, so the
table specifically refers to genes encoding full-length proteins. **Evolutionarily young polyploids.
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PErYNALUA PABOTbl AKBAIOPUHOB

B nocnepgHue aBa pecatunetus bbinn npoBeAeHbI MHOTO-
UMCTNEHHbIE UCCNEA0BaHNSA, B KOTOPbIX OLEHUBANOCh M3Me-
HeHWe aKTMBHOCTU PacTUTENbHBIX aKBaMoOpUHOB Ha YPOBHE
3JKCMPECCUM TEHOB U HaKOMMeHWs DenKoB B KadyecTBe ajan-
TaLWK K LENCTBUIO CTPECCOBbIX (haKTOPOB, Bbi3bIBAOLLMX 13-
MeHeHWe BoAHOro pexuma [15]. Hanbonee yacto aHanusu-
pytOT LencTeue (aKTopoB, NPUBOAALLMX K 00€3BOKMBAHMIO
(3acyxa, 3aconeHue UM BbICOKME M HU3KKME TeMrepaTypbl).
(DakTopbl, NPUBOASALLME K N3DOBITOUHOMY YBIAXKHEHUIO OKPY-
Jalowelt cpefibl Ans Ha3eMHbIX pacTeHuid (KpaTKOBpPeMeH-
Hble CTPECCOBble YCNOBUS — 3aTOMJIEHUe, UM NPOSOIKU-
TeNbHble — ANS BbICLIMX PacTEHUIA, NepeLlesinX K XU3HU
B BOAHOI Cpefe), UCCNef0BaHbl FOPa3fo Xye, C TOUKM 3pe-
HWsl BOBJIEYEHWS aKBaNOPWHOB Npy (OPMMPOBaHUM OTBETHOM
peaKumu.

lepeuncneHHble NpoLecchl COMPOBOXAAKTCS M3MeHe-
HWeM MOTOKOB BOAbI KaK Yepe3 niasManeMMy, Tak U yepes
PAA BHYTPUKIETOYHbIX MeMbpaH. 3T0 MpeAnosioxeHue co-
rnacyetcsl ¢ AaHHbIMW 06 U3MEHEHUM NaTTEPHOB 3KCMPEecCcUn
reHOB, KOAMPYIOLLMX PasfMyHble aKBaMOpUHbI, CNIEKTPOB Ha-
KOMJIEHWS COOTBETCTBYHLLMX 6EKOB, @ TaKKe MOANDUKALIMN
X QYHKLMOHANBHON aKTUBHOCTW. MHOTOUMCIIEHHDBIE LaHHbIE
CBUAETENLCTBYHT 0 (HOPMUPOBAHMM CIIOKHON CUCTEMBI pe-
YAAUAN Ha TPAHCKPUMLMOHHOM M Ha MOCTTPaHCAALMOHHOM
ypoBHsix. K MexaHu3MaM, peanusyeMbiM Ha ypoBHe 6eska,
OTHOCAT docopunmpoBaHne u aedocdopunmpoBaHue, nUs-
MeHeHWe BOCCTaHOBIEHHOCTU BesKoB (puc. 2), PYHKLMOHANb-
Hyl0 TeTpamMepu3aLWid MOHOMEPOB aKBaNOPWHOB, a TaKKe
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WHTEHCMBHOCTb BCTPauBaHWUA/3aMeHbl PasfinyHbIX M30QopM
aKBanopyUHOB B COCTaBe KIETOYHbIX MeMbpaH [4].

PaccMoTpuM bonee noapobHo coBpeMeHHble NpeacTas-
NeHna 06 3TMX MexaHu3Max, Mo3BONIAKLLMX PerynmpoBarth
MHTEHCUBHOCTb TPAHCMOPTa BOLbI Yepe3 pasfiMuyHble MeM-
OpaHbl PacTUTENIbHOMN KIIETKU.

Perynsauusa Ha TpaHCKPUNLMOHHOM YPOBHE B YCNIOBUAX
06e3B0XXMBaHUA

B uenom psme uccnefoBaHuiA BbINo NMOKa3aHo, YTo 3KC-
MPeccus reHoB, KOAMPYHLUMX aKBaMOPWHbI, TKaHEeCTeLm-
(GWYHa M CUbHO MOABEPIKEHA BIUSHWIO (HaAKTOPOB BHELL-
HeW Cpeabl, BKIIOYAA 3acyxy, 3acofieHue W BO3[elcTBUe
BbICOKUX/HU3KMX Temnepatyp. [aHHble, CYMMUPOBaHHbIE
B Tabn. 3, HarNsAQHO CBUAETENLCTBYIOT, YTO MCCNEA0BaHHbIe
reHbl, KOOMpyloLWwmMe akBanopuHbl noaceMeiicts PIP u TIP,
CNELManM3NpyIOLLMXCA Ha TpaHCnopTe BOAbI, B 3HAUUTENb-
HOM CTeneHn MeHAKT Npoduib aKcnpeccuu. [pn 3TOM MOXKHO
OTMETUTb, 4TO Hanbosee CyLLeCTBEHHLIM U3MEHEHWEM OT/IN-
YaKTCA YPOBHU HAKOM/IEHWSA TPAHCKPUMTOB FeHOB aKBanopu-
HoB ceMeiicTBa PIP.

MpuBeaeHHble B Tabn. 3 AaHHbIE 0 CTPECC-UHAYLMPYEMOM
M3MEHEHMM 3KCTPeccUM NO3BONAKOT 3aKioumTh: (1) He Bce
reHbl aKBamnopuMHOB OJHOM0 MOACEMENCTBA WU3MEHSIIOT UH-
TEHCMBHOCTb 3KCMPECCUW OHOHANPAB/IEHHO B OTBET Ha BO3-
LelicTBue cTpeccopa; (2) TpaHCKPUNLMOHHOE BO3AeHCTBUE
O[IHOTO U TOrO JKe CTPeccopa MOXET UMEeTb NPOTUBOMONOX-
Hblii 3QdEKT Ha HaKOoMIeHMe NPOLYKTOB IKCMNPeccum B 3aBU-
CMMOCTY OT UCCelyeMoro opraHa (B KOpHAX WM B JINCTbAX)
u/vnu ero Bo3pacta; (3) M3MeHeHWe 3KCMPeCCUM reHoB paaa

Tabnuua 3. Perynauns aksanop1HoB Ha TPAHCKPUMLMOHHOM YPOBHE B YC/IOBUSAX 06€3BOMMBaHMS
Table 3. Regulation of aquaporins at the transcriptional level under dessication stress

AHanuaupyeMmbi reH, Bugoas | [leicTyowmin JlutepatypHbin
Py A A ylou Kak MeHsnoch 0bunme TpaHcKpunTa paTyp
U TKaHeBast cneumduyHoCTb dakTop UCTOYHMK
Jkenpeccust FaPIP1;2 v FaTIPI;1 chusunack y 0boux aHanmau-
3acvxa pYyeMbIX FeHOTUMOB (C BbICOKOI 1 HU3KOI 3aCyX0YCTOMYMBOCTBHO),

FaPIP1-2. FaPIP2:1 v FaTIP1:1 y akcnpeccusa FaPIP2;1 cHu3unach TOMbKO Y FeHOTUNA C BbICOKOM
B MNCTLAX 3aCyX0yCTOMYMBOCTbIO
Festuca arundinacea Vill. CHuenme aKcnpeccun FaPIP1;2 y reHOTMNa C BbICOKOIA 3]

3aconeHne  coneycToMuMBOCTbLIO; 3Kcnpececus FaTlPl; 1 yBennumnach

y 06omx reHoTMnoB

Huskue no-
FpPIP1;2, FpPIP2;1 v FpTIP1;2 [——— CHWXKeHWe 3Kcnpeccun y 06omx reHoTUnoB
B nmcTbaX F. pratensis Huds. (C BbICOKOA 1 HU3KOWM X0J10[,0YCTONYMBOCTbHO)

TeMrepatypbl

TaPIP1-1, TaPIP1-4,
TaPIP2-26 TaPIP2-26 — yBenu4eHmne No CpaBHEHUH C KOHTPOSIEM HOYbHO.
B 30He YAJIMHEHUS TPeTbero TaPIP1-2 — cHWXeHWe NO CPaBHEHWIO C KOHTPOJIEM U IHEM,
HacToALLero nucTa U HOYbHO.
Triticum aestivum L.; PutTaPIP2-2 — cHWeHWe N0 CPaBHEHWIO C KOHTPOJIEM [IHEM.

3aconeHue [44]

TaPIP1-2, PutTaPIP2-2,
TaPIP2-2C3, TaPIP2-3C1,
TaPIP2-4C1, TaAQP2

B 3peJIoif 30He BTOPOro
HacToALLero fucTa

TaPIP2-3C1 — CHWXeHWe No CPaBHEHMIO C KOHTPOJIEM HOYbIO.
TaPIP2-4C1 — yBenuyeHne No CPAaBHEHNIO C KOHTPOSIEM JHEM.
TaAQP2 — cHueHMe N0 CPaBHEHWUIO C KOHTPOSIEM U [IHEM,

U HOYbH
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OxoruaHue mabsuusi 3 / Table 3 (continued)
AHanuaunpyeMmblii reH, BuaoBas | [leiicTeyioLLmin JlutepartypHbiii
U TKaHeBas cneuuduIHOCTb dakTop Hak Mensinock 0bunme TpaHckpunTa UCTOYHMK
B Haz3eMHbIX YacTax — pe3Koe CHUXeHWe akcnpeccun PIPT;5,
PIP2:2, PIP2;3 v PIP2:6.
3kcnpeccust PIP1;1 BHa4ane yBennymunack, 3aTeM nocTeneHHo
CHU3UNACh.
YposeHb akcnpeccum PIPT;2, PIP2;7 v PIP2;8 BHauane octaBancs
3acyxa Ha 0JJHOM YPOBHe, 3aTeM MOCTENEHHO CHUMJICS.
(MaHHWTON Jkenpeceus PIPT;3, PIP1;4, PIP2;1 v PIPZ;5 cunbHo yBenuuuBa-
250 MM) Nacb KaK B KOPHAX, TaK U B Ha3eMHbIX 4acTsX, a aKcnpeccus
PIP1;5, PIP2;2, v PIPZ;3 cHuxanacb KaKk B KOpHSX,
13 AtPIP rexos TaK M B HaA3eMHbIX YacTaX.
(PIPT — 5 retos, YpoBeHb Kcrpeccii PIP2:4 B KOPHSIX CHU3WNCS ropaszo
PIP2 — 8 reHoB) B Kop- CUNbHee, YeM B HafA3eMHbIX YacTax. [45]
HAX 1 Ha[3EMHbIX 4acTAX YpoBeHb aKcnpeccun PIP2;6 B KOpHsX cHU3MNCA cnabee,
Arabidopsis thaliana (L.) 4eM B Ha[3eMHbIX YacTX.
Heynh. B Hap3eMHbIx yacTax: PIP1;2, PIP1;5 — BHauane noBbilUeHue,
3aconeHne  3aTeM CHUXeHMe aKcnpeccum; PIP2;6 — cHKeHWe; ocTanbHble
(150 MM NaCl) npoTecTpoBaHHbIE FeHbl — MOBbILLEHME.
B KopHsix: PIP1;5 — cHwxeHue, ocTasbHble reHbl — MOBbILUEHME.
HUsKie Mo~ B Hap3eMHbIx yacTax — yBennyeHune akcnpeccum PIP2;5 v PIP2;6,
ONUTENbHbe  CVPKEHME SKCTPECCUY BCeX OCTabHbIX reHoB. B KopHsix — yBe-
Temneparyps nuuenme akenpeccum PIPT;4, PIP2;1, PIP2;5 v PIPZ;6, skcnpeccus
% °0) PIP2;8 cHauana yBenmn4munach, 3aTeM CHU3MUNach (B cyMme be3 us-
MEHEHWI), CHUXEHME IKCMPECCUM BCEX OCTaNlbHbIX FEHOB.
éﬁcﬁmﬁl EK;éﬁpan: PIP2.1, PIP2.5, PIP2.6 — 3aMeTHOe CHiDKeHMe
peccuu.
12 CmPIP revos B PACTBOPE g o icThax: PIPT. — 3aMeTHoe yBenuenve
(PIPT — 2 rewa, PIP2 — Xornanpa)
2:-32—5,:?: )rr?e;(: lejmx M TMCTBRX Bosgggli;i”e B kopHsx: PIP1.1, PIP1.2, PIP2.2 — 3ameTHOe YBENMYeHue,
TeMnepaTyp PIP2.1, PIP2.5, PIP2.6, PIP2.9, PIP2.10 — 3aMeTHOe CHUXeHMe.
(40 °C) B nuctbsx: PIP2.6 — 3aMeTHoe yBenuueHue
[46]
(gg c:plle:lggl B KopHsx: TIP1.1 — cnaboe yBennyeHMe aKcnpeccum,
TIP2.2, TIP4.1 — HeT BOCTOBEPHBIX OT/MYMIA OT KOHTPOSA,
8 CmTIP reros B PaCTBOPE ) o flbHbIe FeHbl — CHIDKEHMe
(TIPT — 3 rewa, TIP2 — XornaHaa)
3rena, TIP3.1, TIP4.1, TIPS.T)  Bospeitctente B kopHsx: TIP1.] — 3aMeTHOe YBeNueHMe IKCNPeccun,
B KOPHAX 1 ncTbax C. melo BbICOKUX 0CTasIbHbIE FeHbl — CHUXEHMe.
Temnepatyp B smctbax: TIP1.] — 3aMeTHoe CHUXKeHMe,
(40 °C) TIP1.3 — 3ameTHoe yBenuuenue, TIP2.1 — yBenuueHue

AcAQP2 (3 rpynnbl PIPT)
B KOPHSX, IYKOBULIAX B KopHsiX — CHYKeHMe 18 BCeX KOHLeHTpauwmi, kpome 75 MM NaCl
u nuctbax Allium cepa L.

B KopHAX BbISIBNIEHO CTAaTUCTUYECKM AOCTOBEPHOE CHUMKEHME
3aconeHue 3Kcnpeccum npu KoHuerTtpaumm 100 MM NaCl, B nyKoBuuax —
(25, 50, 75 CTaTUCTUYECKM LOCTOBEPHOE CHUMEHWE ANS BCEX KOHLIEHTpaLWi, [47]
1 100 MM NaCl) kpome 75 MM NaCl

B nucTbsax — cHMKeHMe 3Kcnpeccuu 1S KoHLeHTpaumin 50

1 100 MM NaCl, B KOpHSIX — CHUMMEHME [ BCEX KOHLIEHTpaLWI,
Ho Hambonee 3ameTHo 451 50 MM NaCl, B nykoBuMLax — CHUKe-
HWe ans KoHueHTpauui 50, 75 n 100 MM NaCl

AcAQPT (3 rpynnbl PIP2)
B KOPHsIX, IYKOBMLIAX
1 ncTbsx A. cepa

AcAQP3 w3 rpynnel TIPZ
B KOPHSAX, JIYKOBULIAX U 1K~
ctbax A. cepa

ZmPIP2;2 v ZmPIPZ;6 o
3acyxa be3 n3MeHeHui No cpaBHEHMIO C KOHTPOSIEM [48]
B KOpHAX Zea mays L.
10 PIP-reHoB (PIPT — 4 reHa,
PIP2 — 6 reHoB) B IUCTbSIX PIP1-2 — yBenn4eHMe 3KCNpeccuy NoYTk B TPM pasa no cpaBHe-
) 3aconenue [49]
Brassica oleracea L. HMIO C NIMCTbSIMU B KOHTPOJIbHOM BapuaHTe

var. italica
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MPOTECTUPOBAHHBIX aKBAMOPUHOB UMEET CIIOXKHYK AWHAMU-
Ky BO BpeMeHW. 3TW AaHHble [0Ka3blBaloT CyLLeCTBOBaHME
PerynauMu Ha TPaHCKPUMLMOHHOM YPOBHE, HO MeXaHW3Mbl
TaKOBOM €eLLe JaneKku OT CBOEro noHuMaHus. B bmmkariwee
BpeMsl, 04eBMIHO, CefyeT 0XMAAaTb HOBOMO BCMIECKA UH-
Tepeca K 3Toi (opMe perynsumm B CBA3W C pacluMppoBKOM
NPOMOTEpPHLIX 006NacTeil reHoB M UAEHTUDUKALMUM TpaHC-
KpUNUMOHHBIX (haKTopoB. B pe3ynbrate, B HacTOALWMA MO-
MEHT HEeBO3MOXHO O0XapaKTepu3oBaTb 3aKOHOMEPHOCTM
BbISIBJIEHHbIX Pa3fiNumMii U OLEHWUTb, HACKOJIbKO M3MEeHeHMe
TPAHCKPUNLMM Pa3iUYHbIX aKBaMOPUHOB CNeAyeT OTHECTU
K HecneundU4YHON UK, HAaNpOTKB, K CNeLMPUYHOI OTBETHO
peakLuu Ha BO3[eNCTBUE CTPECCOBOr0 daKTopa.

Perynsauus Ha nocTTpaHCNALMOHHOM YpOBHE B YCIOBUAX
06e3BoXKMBaHMS

PesynbTaTbl NpoBELEHHbIX WUCCNEL0BAHUIA HEOCNOPUMO
YKa3bIBaloT Ha BO3MOXHOCTb PEryNsiLlMM aKTMBHOCTU aKBa-
MOPMHOB He TOJIbKO Ha YPOBHE TEHOB, HO M Ha bBenKoBOM
ypoBHe. OOMH M3 04eBMIHBIX MEXaHWU3MOB MOCNEAHUX 3a-
K/loYaeTcs B M3MEHEHUM CMEeKTpa U30(opM aKBamopuHOB,
YTO OYeHb XOPOLUO COYETAETCS C OXapaKTepM30BaHHbIM
BblLLE M3MEHEHUEM TPAHCKPUMNLMM FEHOB, KOAMPYHOLLMX aK-
BanopuHbl. 0LHaKo BO3MOKHO CYLL,ECTBOBaHWE MEXAHU3MOB,
MPUBOAALLMX K M3MEHEHWUIO aKTMBHOCTU YKe UMeLLmXcs
aKBaropuHOB B COCTaBe TeX WM WHbIX MeMbpaH. Paccmo-
TPWM, KaKOBbl MeXaHU3Mbl, NeXallye B OCHOBE perynsuumn
paboTbl aKBaMOPMHOB Ha MOCTTPAHCAALMOHHOM YPOBHE.
MeMbpaHHble TpaHCMOPTepbl, B TOM YUCTE W aKBaMoOpUHBbI,
XapaKTepu3ylTCcs KOHPOPMALMOHHBIMUA U3MEHEHUSIMUI, YTO
ABNAETCSA OLHUM U3 MEXAHU3MOB KOHTPONS NPOHMLLGEMOCTH.
AHanu3 TpexMepHOI CTPYKTYpbI psiAa aKBaNopUHOB NO3BOSWN
CAenath BbIBOJ, YTO BOPOTHBIM MeXaHU3M HaxoauTcsa B Mo-
CTOSIHHOM AMHaMW4YeCKOM pPaBHOBECUM, KOTOpOe CABMraet-
Csl B OTBET Ha M3MEHEHWS BHELLHWUX YC0BMIA. BaxHylo ponb
B 3TOM 0TBETE UrpatoT hocdhopunmpoBaHme, NPOTOHMPOBaHMUE
W CBA3bIBaHWE BMBaNeHTHbIX KaToHoB. PochopunuposaHme
n pedochopunmpoBaHme 0CTaTKOB CEpPUHA M TPEOHWHA aK-
BaMOPUHOB KOHTPONMPYETCS LENbIM PALOM MPOTEMHKMHAS,
YTO MPUBOLAUT K U3MEHEHMIO TPETUYHOM CTPYKTYpbI U, B pe-
3ynbTate, pa3Mepa nopbl [50-53]. Ocoboe 3HauyeHne pnis
TpaHcnopTa BOAbI Yepe3 naa3MaTuyeckylo MeMbpaHy umeet
dochopunupoBaHme Ser256, no cpaBHeHMIO ¢ ochopuu-
poBaHueM Ser264 n Ser269 [54]. Ewe ogHWM MexaHWU3MOM
CHWXKEHWS| aKTMBHOCTW aKBaMOpUHOB ABNSETCS pa3pyLUeHue
AMCYNbQUAHBIX MOCTUKOB C Y4aCTUEM TAXENbIX MeTaoB
(pTyTb, CEpebpo) [55, 56]. CxopHoe nedcTBME OKasblBaloT
U aKkTMBHble popMbl kucnopoga (ADK) [57]. TeM He MeHee
BbICOKMA ypoBeHb ADK TopmosuT paboTy akBanopuHOB,
a HU3KUI — cTumynupyer [58].

[lns aKkBamopuHOB BbISBNIEH eLLe psf cnocobos peryns-
LM Ha ypoBHe benka. MprMepoM oaHOro M3 Takux cnocobos
MOXET C/yXWUTb U3MEHEHWe CKOPOCTM TPaHCMOpTa aKgano-
puHOB 0T MecTa cuHTe3a B JMC K COOTBETCTBYIOLMM MEM-
bpaHaM [59, 60]. 3TM MOXHO, NO-BUAMMOMY, 0OBACHUTL
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BbIIBIEHHOE B pAfe paboT HeCOOTBETCTBME MEeXAy CTpecc-
WHOYLUMPOBAHHbIM M3MEHEHWEM HAKOMMeHUs NpOAYKTOB
TPAHCKPUMLMM 1 NYNIOM KoampyeMbix 6enkoB [61]. MexaHus-
Mbl [JAHHOTO MpoLiecca OKOHYaTenbHO HesAcHbl. B kauectse
rMnoTesbl paccMaTpyUBalOT BO3MOXKHOCTb Y4acTus ABYKMUC-
NOTHBIX MOTMBOB B aMUHOKMCIOTHbIX MOC/EA0BaTeNIbHO-
ctax PIP-akBanopuHOB, KOTOpble, BEPOSITHO, 3afenCTBO-
BaHbl B MexaHu3Me Bbixoga u3 3MC. [ipyron BO3MOXHBIN
cnocob — 3a cyet perynsaumm SNARE-6enkoB ceMeinctsa
CMHTaKCMHOB, y4acTBYIOLMX B CIMSHAM MeMbpaH npu Be3u-
KynspHoM TpaHcriopTe. 06a cnocoba MoryT obycnosnnearth
BbISIBJIEHHYIO [J11 aKBaMOPUHOB MOCTOSIHHYIO «peLuKiIn3a-
LMIO» MeXay MeMbpaHamu, CKOpOCTb KOTOPOW MOXET Me-
HaTbcA. [ToMUMO mepepacnpefeneHns Mexay KIeTo4HbIMY
MeMOpaHaM¥, aKBamnopuHbl MoryT ObiTb BbICTPO yoaneHsbl
U3 COCTaBa COOTBETCTBYIOLIMX MeMOpaH Mpu 0CMOTUYECKOM
W CONEeBOM CTpecce, YTO BMOCNEACTBUM COKpALLaeT MeM-
BpaHHylo npoHMuaeMocTb Ans Bogbl. [lonaratoT, uto Habnto-
[aeMbIi BbICTPbI OTBET YaCTUYHO OMpefenseTcs CTeneHbH
dochopunupoBanma C-KoHueBoro aoMeHa [4, 10]. Takum
06pa3oM, croXHas cMcTeMa U3MEHeHUs Nyna aKBanopuHOB
B COCTaBe MeMbpaH, B TOM YKCIie Naa3ManeMmbl U TOHoMa-
CTa, OnocpesyeT AMHaMUYECKOe PaBHOBECWE UX MpPOHMLaA-
eMOCTU [15 BOAbl KaK B HOPMasbHbIX YCNOBUAX, TaK U Npu
AeicTBum cTpeccopos [27].

PaccMoTpeHHble B 3TOM pasfene npuMepbl HEOCTOPUMO
YKa3sbIBalOT HAa MHOXECTBEHHOCTb MyTeW perynauum yqactus
aKBaMopMHOB B X0[1€ Pa3BUTUA afanTaLMOHHbIX MEXaHU3MOB
pacTUTeNIbHOrO opraHmamMa. OHW peanu3ylTca Ha YpOBHE KaK
TPaHCKPUNTOB, TaK U benka. [puyeM BbISBNEHHbIE M3Me-
HEHWUA Pa3NMYaAOTCA MO CBOEW HANPaBIEHHOCTU M CKOPOCTH
B 3aBMCMMOCTM He TOMIbKO OT TMMa CTPeccopa, Ho M OT pac-
cMaTpuBaeMoro akeanopuHa. K HactosieMy BpeMeHW Hau-
Donee M3y4eHHLIMK ABNAOTCA aKBaNOpWUHbI ceMelicTBa PIP,
yTo, No-BMAMMOMY, 00ycnoBfneHo 60MbLIMM WMHTEpECOM
uccnefoBateneii K faHHOM rpynne 3a CYeT BaXHOCTU Mpo-
HWL,@eMoCT nnasManeMMbl Ans Bogbl. B To e Bpems 3tu
[aHHble CBULETENbCTBYHOT U 0 HE0OXOAMMOCTY NPOACIIKEHNUS
W PacLUMpPEHUs UCCNeL0BaHWMN, HaNPaBNeHHbIX Ha LanbHel-
L€ BbISIBIEHNE MHOXECTBEHHOCTM NYTEN PErynsaLmm aKTmB-
HOCTW aKBaMOPMHOB Ha Pa3HbIX YPOBHSAX OpraHv3auun 1 npu
Aencteun o0be3soxuBaHmua. LlenecoobpasHo panbHeiiwee
MOBbILLEHME TOYHOCTW UAEHTUGUKALMK BIN3KOPOACTBEHHBIX
TEHOB, KOAMPYIOLLMX aKBamopuHbl, U M30(OPM 3TUX TpaHC-
nopTepoB. bonbluoe 3HaueHMe MOXET UMeTb COMoOCTaBle-
HWe CKOpOCTM U HanpaB/iEHHOCTW TPaHCMOpPTa aKBanopuHOB
B KJIETKE CO CKOPOCTBH WUX CUHTE3a/Aerpasaumm.

Ponb akBanopuHOB npu 3aTonneHUn U y BOAHbIX
BbICLUMX pacTeHUH

bonbLioe yncno [aHHbIX YKa3blBaeT Ha USMEHEHUe CreK-
TPa akBanopuHOB U UX aKTUBHOCTU NMPU BO3HUKHOBEHUN PUCKA
00e3B0XKMBaHNSA (3aconeHV|e, 3acyxa, BbICOKME N HU3KNE TEM-
nepaTypbl). O,D,HaKO 04YeHb Maslo U3BECTHO O TOM, KaKUM 00-
Pa3oM aKBanopuHbl Y4aCTBYHOT B Pa3BUTUN adanTauNOHHOIO
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0TBETa NpY LeNCTBUM PaKTOPOB, KOTOPLIE, OXKMUAAEMO, MOT-
v 6bl BbI3BaTb yCUNeHWe MOTOKA BOAbI B KieTku. K Tako-
BbIM MO}HO OTHECTM 3aTOMeHNe (KpaTKOBPEMEHHBIN OTBET)
1 mpouspacTaHue B BOAHOW Cpeie BTOPUYHOBOLHBIX BbICLLIMX
pacTeHWn (anuTenbHas aganTaums).

CnenyeT 3aMeTUTb, YTO WUCCNIE0BAHUSA MO BbISBNEHMIO
PO/ aKBaMOpMHOB MPM 3aTOMJIEHUM BELYTCS HE OAHO fe-
CATUNETUE, HO MX (OKYC MPeUMyLLECTBEHHO HamnpaBneH
Ha pacLMdpOBKY AECTBUA Ha TPAHCMOPT BOAbI HeA0CTaTKa
KUCnopoda, passuBatoLLerocs npu 3atonieHun. CHuxeHune
rMOpaBINYeCcKON NPOBOAMMOCTM MPEACTaBNSETCA OLHUM
13 nepBbIX 3QHEKTOB, perncTpupyeMbix Npy 3aTonneHuu [62].
TaKoi 3ddeKT MOXKHO 00BACHUTL ObICTPLIM CHUMXEHWEM NMPO-
HWLL@eEMOCTH aKBamNopuHOB. B KauecTBe perynaTopHbIx Mexa-
HW3MOB MOXXHO paccMaTpuBaTb 00YCNOBNEHHOE FUMOKCHEN
BbicTpoe cHWKeHWe pH W nocnegylollee NpOTOHMPOBaHWE
ocTaTka ructugmHa [63]. Ewle oavH MexaHM3M MOXKET bbiTb
obycnosneH Hakornnenmem AQK, paccMaTpuBaeMbix B Ka-
YecTBe PEryNiATOpoB aKTMBHOCTM akBanopuHoB [57]. OpHa-
KO HaKOM/eHHble [aHHble He MO3BOMSKT YETKO pasfenuTb
LeiCTBMe He[OCTaTKa KUCNOpoAa UM COBCTBEHHO U3bbITKA
BoAbl. YacTuuHo ata npobnema Morna bbl BbITh peLleHa uc-
CNefl0BaHNEM M3MEHEHUS! aKTUBHOCTW aKBaMOpUHOB B YC-
NIOBUSAX XOpOLUO aspupyemoii ruaponoHukn. K coxanenuto,
HaM He y[anocb HaWTK Takne UCCef0BaHs, HO HEKOTOPYH
MHbOpMaLMIo MOXKHO MONy4UTb M3 CTaTei, B KOTOPbIX NpH-
BeAEHbl [aHHbIe 0 KOHTPOJbHBIX PACcTEHUSX, BbIPALLEHHbIX
B ruaponoHuke. [puBeseM HECKOSbKO NpUMEpOB.

PaHee 6bli10 NOKa3aHo, UTO CHUKEHWE IKCMPECCUM TEHOB,
Koaupytowmx akBanopuHbl HVPIP2;1, HvPIP2;2 n HvPIP2;5,
COMPOBOXJAETCA CHUXEHUEM MOTTIOLLEHNS BOAbI KOPHAMM
A4MeHst [64]. OgHaKo CpaBHUTENbHBIA aHaNU3 aKBanopUHOB
nofcemenctea PIP B cocTaBe KOpPHEBLIX BOSIOCKOB MPOPOCT-
KOB SiYMEHS AMKOr0 TWMA W MyTaHTOB brb, XapaKTepusyto-
LUMXCS MOJHBIM OTCYTCTBMEM BOJIOCKOB, BbIpaLLEHHBIX B YC-
NOBUSX TMAPONOHUKN, HE BbISIBUNIO HUKAKMX pasiuumi [65].
B pesynbTate 6bin caenaH BbiBog, 06 0TCYTCTBMM CreumMduy-
HbIX 191 KOPHEBLIX BOJIOCKOB M30()OpPM aKBaMopyHOB, yya-
CTBYHLUMX B NOTTIOLLEHWM BOADI.
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B kayectBe BTOpOro npuMMepa MOXKHO MPUBECTU eLLe
0[JHO MCCnefoBaHWe, B KOTOPOM CPaBHMBANM KOPHU Mpo-
POCTKOB COM, MPOM3PACcTalOLLMX B YCIOBUSX TMAPOMOHUKH
(aapupyeMbIx 1 runoKcuyeckmx). [okasaHo, YTo Kcnpeccus
YeTbIpex TeCTUPYEMbIX TEHOB, KOAMPYHOLLMX aKBanOpUHbI
PIP2, B KOHTpONe CyLLECTBEHHO MEHANACh, HO, MO MHEHMIO
aBTOPOB, COOTBETCTBEHHO CYTOYHbIM pUTMaM [66]. TeM ca-
MbIM B HacToslLLiee BPeMsi HEBO3MOXKHO CLeNaTb 3aK/UeHNe
0 CyLLEeCTBOBaHUM 3 (eKTa 3aTOMNEHUS Ha aKTUBHOCTb aK-
BaMopy1HOB B OTCYTCTBME He0CTaTKa KUCOPoAa Npy KpaTKo-
BPEMEHHOM BO3[Ee/CTBUU.

B oTmume oT BbICLUMX pacTeHuiA, NPOM3paCcTatoLLMX Ha CyLLe,
BTOPUYHOBOAHbIE BbICLUME PacTeHUs MOMMOLLA0T PacTBOpUMbIE
BELLECTBA MPEMMYLLIECTBEHHO YePe3 JIUCTbS, a He Yepe3 Kop-
Hu [67]. MonyyeHHble AaHHblE YKA3bIBAKOT Ha TO, YTO B reHOMe
Zostera marina L. 6bn0 uaeHTMULMPOBAHO BCEro 25 reHoB aK-
Banop1HOB, B TOM YKCHE JLLb 4 reHa PIP — ropa3no MeHbLLe,
4eM Y HaseMHbIX MOKpbIToceMeHHbIX. MOXHO NMLLIb Npeanono-
¥WTb, YTO 3TOT EHOMEH CBSi3aH C MeHbLLEeN HeobX0aMMOCTbH
B Denikax, 0TBeYaloLLMX 3a MOTJIOLLEHNe BOLLI M MUHEPaNbHbIX
3/IEMEHTOB, NPY XWU3HW B BOAHOW cpege [67].

N3yyeHne TKaHEBOW NOKaNM3aLMM M aKTMBHOCTU aKBa-
MOPUHOB Y TaKWUX PacTeHWiA B HACTOALLEE BPEMSA TOSIBKO Ha-
unMHaetcs. MHTepnpetaumns LaHHbIX, NOMYYEHHBIX HA OAHO-
LO0MbHbIX MOKPBLITOCEMEHHbIX U3 pofoB Zostera v Posidonia,
OCJOKHSAETCA TEM, 4TO 3TW pacTeHns NpoM3pacTaloT B MopsiX,
1 HeobxoaMMOCTb NpeAoTBpaLLaTh Ype3MepHoe 06BOHEHME
TKaHEeN Y HUX coYeTaeTcs C HeobXoAMMOCTbIO CMpaBMATLCA
C 3aco/ieHneM (B OT/IUME OT FIMKODUTHBIX MOKPLITOCEMEH-
HbiX). TeM He MeHee [laHHble, NpUBEAEHHbIE B Tabn. 4, cBU-
LETeNbCTBYHOT 0 B0/bLLIEM HAKOMNEHUW TPAHCKPUINTOB FEHOB,
Koaumpyrowmx npeactasutenen PIP akBanopuHoB, B noberax
B KJIETKaX anuKasbHbIX MEpUCTEM W 3MUAEPMUCE, B TO BpEMA
KaK TpaHcKpunTbl reHoB TIP 6enKoB oTMeyeHbl mpyu ycune-
HuM 3ddeKTa 3aconeHns U yBeaMUeHUM pasMepa BaKyonu.
[laHHble Tabn. 4 cBULETENBCTBYIOT O BaXKHOCTU MPOLOJIKE-
HWA UCcCNelOBaHMIA, MOCBALLEHHBIX BO3MOXHOMY U3MEHEHMIO
PO/ aKBaMoPWHOB M MEXAHU3MOB WX PEryNALMA Y BOAHBIX
pacTeHui.

Ta6nuua 4. Aksanoputbl PIP 1 TIP y MOpCKMX NOKPLITOCEMEHHBIX PacTeHUM

Table 4. PIP and TIP aquaporins in marine angiosperms

B . o JlutepatypHbii
Wz, pacTeHus 3JKcnpeccupyeMblii reH, HakanMBaeMblii 6enok
UCTOYHMK
B oTnnume oT HazeMHbIX pacTeHui, aKcnpeccus reHoB PIP B noberax bbina Bbilue, YeM 67
7 na L B KopHsx. Cneumduueckas akcnpeccus reHoB TIPT u TIPS Habnioganack B MyCKUX LiBETKaX [67]
ostera maring L. MokasaHa ponb PIP 6enkoB B perynsuum 0BOLHEHHOCTU B X04€ POCTa, MNP NpopacTaHum 48
CEMSH 1 BO BPEMS NPUIMBHO-0TIMBHOTO LMK [68]
TpaHckpunTbl PoPIP1;1 BbisiBNeHbl B MepUCTeMaTUYECKUX 061aCcTAX anuKanbHbIX Mepu-
cTeM nobera ¥ KOpHS, anuLepManbHbIX U Cy63nuaepManbHbIX KNeTKax JIMCTbEB U CO-
CYAMCTbIX TKaHAX. TpaHcKpunTel PoTIP1; 1 BbIIBNEHbI B TKAHAX, KNETKW KOTOPbIX UMEKT [69]

Posidonia oceanica (L.)
Delile

XOPOLLO BbIpaXKeHHYH BaKyosb. [Ipy BO3LENCTBIM NOBBILIEHHOW CONEHOCTU KCMpeccus
PoTIPT;1 cunbHo yBenuuunack no cpasHenuto ¢ PoPIP1;1

WmmyHonokanusaums 6enka PoPIP1;1 Ha nonepeyHoM cpese NUCTLEB BbISIBUNA €r0
HannuWe B ANUIEPMICE W B MEHBLLEI CTENEHU B COCYAMCTLIX MyYKax U B Me3oduine; [70]
npy BO3AENCTBIUW MOBbILIEHHOW CONIEHOCTY HAKOMJIEHWe AaHHOr0 BesiKa yCuMBanock.
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[EHETVHECKIE OCHOBEI
3BOMOLAM IHOCKCTEM

POJ1Ib AKBATIOPUHOB B XOJ1E
PA3BUTUA PACTUTEJIbHOIO
OPTAHU3MA

Jlobas apanTaums K HebnaronpuaATHbIM (aKTopaM
BHELUHel cpefibl BO3HWKAET Ha base reHeTUYecKu aeTepMu-
HWPOBaHHbLIX NporpaMM, obecrneunBaloWmUX WHAMBMAYANb-
HOE pa3BUTME KMBOrO OpraHM3Ma B HOPMaJlbHbIX YC/OBUSIX.
B oHTOreHese LiBETKOBbIX PacTeHUit eCTb 3Tambl, CXOXUE
¢ 06e3B0OXKMBaHMEM UMW YCUIEHHBIM 0BOAHeHWeM. [lpume-
POM MOXET MOCAYXWUTb OYeHb XOPOLLO M3BECTHbIA MpoLece
Aermapatauum B xoge GopMUPOBaHUA CEMSH, NO3BOJIAOLLNIA
YBENMUMTb BpeMsi MoKos. CTosb 3e XOpOoLUIO U3BECTHbI U MPO-
LLecChl, B X0Zie KOTOPbIX MPOMCXOAUT UHTEHCUBHaAs rapaTa-
LMs, NPUBOJALLASA K PE3KOMY YBENMYEHUHD 00bEMA KNETKM:
MPOpacTaH1e CeMSH; YHUKabHBIA NS PacTUTESbHbIX KNETOK
POCT pacTsiXKeHWEeM; anuKanbHbI POCT MblNbLIEBOKH TPYOKH
11 KOPHEBOr0 BOJIOCKa; M30MaMETPUYECKUIA POCT KNETOK, Ha-
bniofaeMblid, HanpuMep, NP1 pasBUTUM IUCTLEB. 3T NpoLiec-
Cbl MOZIpa3yMeBaloT YCUNEHME TPAHCMOPTHbIX NMOTOKOB BOAR
W PacTBOPEHHbIX B Hell COeAMHEHW Yepe3 MyasManemMmy
1 ToHonnacT. OfHaKo MpefcTaBNeHHbIe B UTepaType AaH-
Hble 0 ponin PIP- n TIP-6enKkoB B nepeuncneHHbIX npoeccax
eLLe 40CTaTo4HO (parMeHTapHbl. PaccMoTpuM psa npuMepoB
WX Y4aCTUA Ha pasfiNyHbIX 3Tanax pa3BuUTUS, 0 KOTOPOM CBU-
AETeNbCTBYIOT U3MEHEHUS TPAHCKPUMLMOHHBIX U 6eNKoBbIX
npoduneii akBanopuHoB.

AkBanopuHbl Npy NpopacTaHUM CeMSH

[epBUYHbLIM 3TanoM pa3BUTUS NOKPLITOCEMEHHbIX pacTe-
HWI NpepcTaBnsieTca HabyxaHue CeMsH, npeanonaratllee
rmapataumio 3H40CNepMa W 3apofpbiLLa, ConpoBOXAAOLLYHCA
aKTuBaumen MeTabonnsma, B TOM uncne opMMPOBaHUEM JIN-
TMYecKux Bakyonew [16]. Ha npuMepe ceMsaH apabuponcuca
Bbino nokasaHo, yTo cofepxaHue Boabl Bo3pactaeT ¢ 11 %
B cyxux ceMeHax Ao 82 % yepe3 24 4 nocne Havana npopac-
TaHus [71]. OTMeyaloT, 4TO B XOAA€ MPOPAcTaHus NOTOK BOAbI
YCWIIMBAETCA U PErMCTPUPYETCA POCT PaCTSIKEHUEM KIETOK
MPOPOCTKA, CONPOBOXAAIOLLMIACA BaKyonm3aumen [72, 73].

Ha npuMepe cemsaH apabuponcuca nokasaHo, 4to no-
Cne MpOK/eBbIBAHNA HAUMHAETCA aKTUBHAA 3Kcnpeccus
reHOB aKBamMoOPWHOB, OTHOCALLMXCA K noaceMerictaM PIP1
(PIPI;1, PIP1;2, PIP1;4) v PIP2 (PIP2;1, PIP2;2, PIPZ;6,
PIP2;7), a TaKe reHOB TOHOMIACTHbIX aKBaMNOPWHOB
(TIP1;1, TIP1;2, TIP2;1). CXoaHoe ycuneHue HaKoMeHus
TPaHCKpuNTOB reHoB akeanopuHoB PIP u TIP BbisBneHo
y puca, 6060B 1 KOHCKOrO KallTaHa. YdyacTue aKBanopuHoB
B WHTEHCUdUKALMM MOrNOLLEHUS BOAbl MOATBEPXKAAETCA
MHTMOUTOPHBIM aHanM30M (MOHbI PTYTH), @ TaKKe ucche-
A0BaHWAMM, NPOBELEHHBIMA HAa TPAHCTEHHbIX PACTEHUAX
W MyTaHTax puca, apabupgoncuca v Tabaka. Hanpumep, Ho-
KayTHble MyTaHTbl No reHy OsPIP1;3 xapaKTepu3oBanucb
PE3KUM CHUXEHWEM CKOPOCTW MPOpacTaHus W, HanpoTuB,
MOBBbILIEHWE 3KCMPECCUW 3TOT0 TeHa YCUIMBano npouece
npopactanus [74]. C ucnonb3oBaHWEM MyTaHTOB MO reHam
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akBanopuHoB TIP3 bbina MpogeMOHCTPUpOBaHa pofib 3TUX
BesnKoB B perynsumy npopactaHus 1 NeKKOCTU CeMSH apa-
buponcuca [75]. TeM caMbiM YETKO MPOCNEXMBAETCA WH-
TeHCUdUKaLMA TpaHCNopTa BoAbl KaK Yepes MiasManeMmy,
TaK 1 Yepe3 TOHOMJIACT.

Mocne HakneBbIBaHWsA NPOMCXOAMT (hOpMUpOBaHWe MNpo-
POCTKOB, WX IOBEHWNbHBIX OPraHoOB, KNETKM KOTOPbIX pacTyT
MPenUMYLLECTBEHHO 3a CYET pocTa pacTsKeHUeM, onpesens-
I0LLLero NoAAPHOCTb OPMMPYIOLLIEroCA pacTUTENIbHOIO Opra-
HWM3Ma. 3TOT HaYasNbHbIA 3Tan pasBUTMSA NepexoauT B dasy
BereTaTMBHOr0 pocTa. PaccMoTpuM, Kak npu 3TOM MeHseTcs
poJib aKBaMOPUHOB.

AkBanopuHbl U pocT oceBbiX OpraHoB

AxBanopuHbl KOpHS

lepBuyHbIe KOPHM 06pa3yOTCA U3 3apObILLIEBBIX KOpELL-
KOB B ceMeHax. /IMetoTca cBULEeTeNbCTBA B NMOJIb3Y TOrO, YTO
akeanopuHbl PIP u TIP Ba)HbI Ans pocTa KNeToK NepBUYHbIX
KopHen [72]. Ecnn akBanopuHbl PIP onpepenstoT MHTEHCHB-
HOCTb MOCTyMNieHus Boabl U3BHe, To 6enku TIPT u TIP2 yya-
CTBYHOT B buoreHe3e MpoBaKyomnen M pasBUTUM JIUTUHECKUX
BaKyo/eli, obecneumBass nepeHoC BOAbl BHYTPb BaKyoeil
B TEYEHWe POCTa KIETOK KOpHA. 3Ta runoTesa NOATBEpPXK-
LaeTca ycunenueM skcnpeccun reHos VFTIPZ;1 w VfTIPZ;2
BO BpeEMS pocTa KOpHEN Mociie NpopacTaHns Y KOHCKUX 60-
6os [76].

[laHHble o ponu aksanopuHoB PIP u TIP B xone manb-
HelLLero pa3BuUTUs KOPHSA MpeAcTaBieHbl B Tabn. 5. Hanpu-
Mep, 04eHb NopobHO OHa bbina oxapaKkTepu3oBaHa Ha npo-
pocTKax KyKypy3bl [77]. [ToKa3aHo, 4To CreKTp TPAHCKPUMLIMK
reHoB ZmPIP1;1, ZmPIP1:5, ZmPIP2;1 w ZmPIPZ;5 v npeg-
CTaB/EHHOCTb KOAMPYEMBIX U30OPM UMEET OMpeaeneHHY
30HaNbHOCTb NpU ABMMEHUM OT KOHYMKA TNTaBHOTO KOPHS
K 30He nosiBneHns GokoBbix KopHeil. C ucnonb3oBaHMeM
in situ rMbpuaMsaummn, a TaKKe WMMMYHOLMTOXUMUYECKNX
noaxofoB M30(hopMbl aKBaMOpUHOB ObiM NOKANM30BaHbI
B Pa3fiMyHbIX 30Hax (HanpuMep, Kope, ANMAEepMUCe) U B 3a-
BMCMMOCTM OT CTaJuu pa3suTUs KopHsA. Haubonee nonHble
UCCNe0BaHUA Ha aHHbI MOMEHT NpeACcTaBneHbl Ans puca,
BuHorpaga (Vitis vinifera L.), Kykypy3bl, apabuaoncuca u au-
MeHs. B KopHe KyKypysbl Habmioganoch M3MeHeHMe 3KC-
npeccumn reHoB ZmPIP1;1, ZmPIP1;5, ZmPIP2;1 w ZmPIPZ;5
MpU ABUMKEHUM OT KOHYMKA [NAaBHOTO KOPHS K 30HEe Mo-
ABNeHUsA OOKOBbIX KopHen (tabn. 5) [77]. CneunduyHocTb
pacnpezeneHus M30hopM aKBanopuHOB bbinia MokasaHa
W ONS 30H KOpHA NpopocTKoB puca [78]. AeTopbl npeamno-
NOXWUAK, YTO cneundUYHOCTL pacnpefeneHns pasinyHbIX
npencTaBUTENlEN aKBaMOPWHOB CBA3aHa C Pa3fMuusMu
B MEXaHW3Max MEXK/ETOYHOr0 TPaHCMopTa BOLbI, @ TaKKe
C pasBMTMEM a3PEHXMMbI, CBOWCTBEHHOW [ TMAPOGMTOB.
[ins KopHen BMHOrpaja bbINO MOKa3aHo, YTO 3KCMpeccus
reHoB W ypoBeHb benkoB VVPIP1s u VVPIP2s paBHoMep-
HO pacnpefefieHbl B KOpPe U COCYAMCTON TKaHU B KOHUMKE
KOPHS, HO MX KOJIMYECTBO CHUMEHO B KIIETKAX KOpbl 3pefbiX
30H KopHs [79].
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Ta6nuua 5. AKBaNOpuHbI B KOPHSX

Table 5. Root aquaporins

JKONOrMYECKAn reHeTNKa

Ecological genetics

06bekT 3KcnpeccupyeMblii reH, HakanMBaeMblii 6enok Pactenue Tiureparypheii
UCTOYHMK
HanbonbLunii BkNag, B akcnpeccuto BHocsT ZmPIPT; 1, ZmPIPZ;1
KopeHb 7-8-cyTouHbIX
u ZmPIPZ;6 (3kcnpeccus nociefHero Bo BCEX 30HaX KOPHS
MPOpPOCTKOB 6 6 TmPIP2:6 Zea mays L. [771
(05 MM OT KOHUMKa) cTabunbHO HeBbICOKas, 0AHaK0 MMeHHo benok ZmPIP2;6 xopoLuo
LeTeKTUpyeTcs)
lpeobnanaet akcnpeccus ZmPIPI; 1, ZmPIP2;1, ZmPIP2;5;
KopeHb 7—8-cyTouHbIX
M0 CPABHEHMIO C KOHYMKOM ycunmBaeTcs aKcnpeccus ZmPIP1:5.
MPOpOCTKOB ns6 7mPIP2:1/2:2 5 Z. mays [771
(5-10 MM OT KOHUVIKa) 3 benkoB petexTupytotcs ZmPIP2;1/2;2 v B HebonbLuoM
Konnyectee — ZmPIP1;2 u ZmPIP2;6
Mpeobnapaet akcnpeccua ZmPIPI; 1, ZmPIP1;2 v ZmPIP2;5,
KopeHb 7—8-cyTouHbIx
0 g OCTHOB yT uyTb MeHbLUe BKnag ZmPIP1;5. [locturaet nepeoro Makcumyma 7 mavs 7]
(1P0_PZU MM OT KOHUMKa) Hakonnenwe benka ZmPIP1;2, Takxke obHapyxwuBatoTcs benku - may
ZmPIP2;1/2;2, ZmPIP2;5, ZmPIP2;6
KopeHb 7—8-cyTouHbIX Mpeobnapaet akcnpeccus ZmPIP1;5, ZmPIPZ;1 v ZmPIP2;5
MPOPOCTKOB 1 HakonneHune 6enka ZmPIP2;5; 6enok ZmPIP1;2 npucytcteyet Z. mays [77]
(30-40 MM OT KOHUYMKA) B MEHbLLEM KOJIMYECTBE, YeM B NMpeblayLLeli 30He
KopeHb 7-8-cyTouHbIX lpeobnagaet akcnpeccus ZmPIP1;5 v ZmPIPZ;5 v Hakonnenue
NpOpPOCTKOB 6enkoB ZmPIP1;2 (BTopoit Makcumym), ZmPIP2;1/2;2, ZmPIP2;5 Z. mays n
(50—60 MM oT KoHuMKa) 1 ZmPIP2;6
KopeHb 7—8-cyTouHbIX
NPOPOCTKOB Mpeobnapaet akcnpeccus ZmPIP1;5 v ZmPIPZ;5 v Hakonnenue 7 mavs 77
(100-110 MM 6enko ZmPIP1;2 (Topoii Makcumym), ZmPIP2;1/2;2 u ZmPIP2;5 - may
0T KOHYMKa)
Kopetb 38-CyTouHbIX g opip1s 0spIp2;1, OsPIP2;3 1 OsPIP2;5 u OsTIP2; 1 Gbinw nokanm- .
pacTeHui, 30Ha 4 MM Oryza sativa L. [78]
OT HOHUMKa KOPHS 30BaHbl NPEMMYLLECTBEHHO B 3HA0[lEPMe KOHUMKA KOPHA
Hoperb 38-cyrokbix Benky bbinu pacnpesieneHbl MeXAy TKaHAMU [0BOJSILHO paBHOMEp-
pacTeHui, 30Ha 35 MM pacnipea Ay TG a P P 0. sativa [78]
OT HOHUMKA KOpHS HO, HO MX BCTPeYaeMocTb Oblia HU3KOM
AxtvBHas akcnpeccust RsPIPT, RsPIP2 v RsTIP B cocypax
KopeHb 5-aHeBHOro npo- M .
¥ 3HAoLepMe, Crliabee — B MEpULMKIIE M KCUIEMHOW napeHxuMe;  Raphanus sativus L. [80]
pocTKa (BbiLLe 30H pocTa)
B anuaepmuce akcnpeccupyetcs RsTIP
KoHuMK KopHs BMHO- VVPIP1s u VVPIP2s pacnpeseneHbl paBHOMEpHO, HO YPOBEHb 3KC- Vitis vinifera L. [79]
rpaga npeccun B 100-1000 pa3 6onbLue B MEPUCTEME W 30HE 3MIOHTALMM
Jkcnpeccuio VWPIPT-1 npeuMyLLecTBEHHO Habnlofanm B nepu-
3penble 30HbI KOpHS nepMe; Hakonnenue VwPIP2 66110 0THOCUTENIBHO paBHOMEPHBLIM V. vinifera [79]
B pasHbIX TKaHSAX KOPHA
PACTVLLE 30HbI KODHS MHTeHcUBHOE HaKonneHue TpaHcKpunToB reHoB HYPIPT;2, Hordeum vulaare L 81]
yu P HVPIP2;2, HyPIP2;5, HVTIP1;1 w HvTIP2;3 gare L.
Moyt Bce 13 n3yyeHHbIX PIP-akBanopnHOB NoKasbiBany CaMbilii
KopHu npopocTkoB BbICOKMIA YPOBEHb 3KCMPECCUM B 30HaX ObICTPOro YAIMHEHUS KOp- Z. mays [12]
Hel y 4-AHEeBHbIX MPOPOCTKOB, B OT/INUME OT 7-[HEBHbIX
KopHeBble Bonocku Arabidopsis
Jkcnpeceus PIPZ;2 He BbisiBNEHa thaliana (L.) [82]
(B BOAHOM pacTBope)
Heynh.
He BbisiBNeHo pasnuumii B akcnpeccuu (MpoTecTUpOBaHbI TPaHC-
KODHEBbIE BONOCKN KpunTbl reHoB HvPIP1;1-4, HVPIP2;1-2, HvPIP2:4-5, HVTIP1;1-2,
P . . HVTIP2;3) Mexpy pacTeHUsMU IUKOr0 TUMa U MyTaHTaMu, B 3M-
pacTeHui B r1APOMNOHHON H. vulgare [65]

KynbType

nepmuce KOpHEVI KOTOpPbIX HET KOPHEBLIX BOJIOCKOB; HE BblABJIEHO
reHoB aKBanopwuHOB, KOTOpbIe ool cneuwcbuqecr(m JKCnpeccunposa-
JINCb B KOPHEBbIX BOJIOCKAX

DOl https://doiorg/10.17816/ecogens37037
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CpaBHeHWe 30HaNbHOCTW JKCMPECCUM FeHOB, KOAWpYIo-
LMX 130OpMbI aKBaMOPMHOB, B KOPHAX BUHOTPaja C WX ro-
MoJioramu y apabuponcumca no3Boamio 3aKumThb, YTo 6osb-
LUMHCTBO M30(OPM aKBaNopWHOB pacnpefensnmcb CX04HbIM
06pa3oM y 3TUX ABYX BMAOB. JKCMPeCccUs TEHOB aKBanopy-
HoB PIP 6bina ropasno Bbille B KOHUYMKE KOPHS MO CpaB-
HeHuto ¢ bonee 3penbiMM 06MacTAMU BLOSb N1ABHOW OCH
KopHs [79].

Y AuMeHs Bbina npoTecTMpoOBaHa TKaHeBas NoKanu3aums
HaKoM/eHNs: TPaHCKPUNTOB eHOB LIECTU M30(OpM aKBano-
puHoB (HVPIPZ;2; HvPIPZ;5, HvPIPZ;7, HvPIPI;2, HvTIPI;1,
HvTIPZ2;3) [81]. B uenom oTMeYeHO MHTEHCMBHOE HaKOM/IEHME
MPOAYKTOB 3KCMPECCHUW TeHOB aKBaMOpWHOB B 3MuepMuUce
W NpOTOKCKUNEeMe. 3KCnpeccus B 3HA0epMe 1 cTebne Habnto-
Aanacb B NepBylo 04Yepefib B MeHee 3pefiblX MpUAATOYHbIX
KOPHAX, YTO NMOAYEPKUBAET BO3MOXKHYK POSib aKBaNopyUHOB
B PerynsuMm paguansHoro TpaHcnopta BoAbl. M3 Bcex npo-
TeCTMPOBaHHbBIX FEHOB aKBanopuHoB Y suMeHs HVTIP1; 1 3kc-
MpeccupoBarcs MPaKTUYecKW NOBCEMECTHO, B TO BpeMsl Kak
HVPIP2;5 — npenMyLLEeCTBEHHO B KOpe.

TeM caMbIM, HEO[LHOKpaTHO bbina NpoLeMOHCTPUpOBa-
Ha aKTMBHOCTb 3JKCMPECCUM U HaKOMNeHUs OEeNKOB aKBa-
MOpPMHOB B Haubonee MOMOAbIX 30HaX KOPHS, 3a4acTyio
NPUMbIKAOLWMX K MepucteMaM. OTMETUM, 4TO KNETKU 3TUX
30H XapaKTepu3yloTCA POCTOM PaCcTSIKEHUEM, MPUBOAALLIMM
K Pe3KOMy YBENIMYEHWI0 AJIMHbI KNETKW BLOb ee BepTu-
KanbHoM ocu. MHTepecHbIM MpeAcTaBiseTcs, YTo MpU MHOM
TUMe KIETOYHOr0 pocTa — BepXyLIeYHOM, HabnwaaeMoM
npu 0bpa3oBaHUM KOPHEBOrO BOJIOCKA, TaKOM NpAMOiA 3a-
BMCMMOCTU OT HalM4Ms aKBaMOPUHOB BbISIBNIEHO He ObiNo
(Tabn. 5).

B xone nanbHenwuero pa3euTua pacTeHus U, B TOM YCTe,
KOpHA Bce bonblue NposiBASETCA HE0BX0AMMOCTb YCUEHMS
MOrNOLLEHUS BOAbI M BOAHBIX PAacTBOPOB, @ TaKiKe UX TpaHc-
nopTa B HaA3eMHble opraHbl. [JaHHble MHIMBUTOPHOrO aHa-
/132 CBUAETENLCTBYIOT O TOM, YTO BK/1aJ, aKBaNOpPWHOB B M-
ApaB/IMYECKY0 NPOBOAMMOCTbL KOPHEW cocTaBnsieT Ao 64 %
y apabuponcuca, 70-80 % — y nwenuubl, 60-70 % —
Y KyKypy3bl, 57 % — y ToMata, bonee 90 % — y suMeHs
[16]. Mpw 3TOM MyTaHTBI C HapyLLEHNAMW KOAMPOBaHMA pAaaa
reHoB PIP1 u PIP2 xapaktepu3soBanuck 20-30 % cHuxeHnem
npoHuuaeMocTu. TeM He MeHee MOMaralT, YTo BKIaj aKBa-
MOPVYHOB B OMpejeneHne NPOHULIAEMOCTU MOXKET MEHSTHCS
B X0[ie pa3BuTus. Tak, Ans KOpHel BUHorpaza bbino nokasa-
HO, 4TO B MEPUCTEMATMYECKON 30HE U 30HE PaCcTSHEHUS OHa
noytn B 1000 pa3 bonbLue, 4eM B 30He CHOPMMPOBAHHOIO
KOPHS.

lpuBeaeHHbIe faHHbIe NO3BOASIOT CAeNaTb BbIBOA, YTO
posb akBanopuHoB nopacemeiicts PIP1 u PIP2 cywectBeHHo
MeHsieTCs B X0fe pa3suTus KopHs. Hambonbluee mx pasHo-
obpasvie BbISBNAETCS B CaMbiX MOOAbIX PACTYLUMX 30HaX.
TeM He MeHee Ha [aHHOM 3Tane TPYAHO MPeANOSIOXMUTD,
UTO MMEHHO OMNpefensieT BbiABNAEMYI0 TKaHEBYIO U BULOBYIO
CneuMdUYHOCTb TPAHCKPUMLMOHHBIX U 6eNKoBbIX Npodunen
aKBaropu1HOB.

Tom 22, N2 4, 2024
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JKONOrYeCKasn reqeTKa
Ecological genetics

AkBanopuHbl nobera

NHTeHCMBHBIE NpoLiecchl pocTa XapaKTepHbl U Afs pa3su-
TS nobera. OHW HauMHaloTCA elle Ha aTane hopMUpoBaHKA
NpopocTKa (Takue HOBEHWNbHbIE OpraHbl, Kak rMnoKoTUnb/
3MUKOTWIb W KOMEONTUSb) M MPOAOITKAITCA NMPU Pa3BUTUK
cTebns v nuctbeB. PocT M pa3suTUe CTeBNS, TaK e Kak
W B C/ly4ae KOpHA, NPeLnonaratoT U3MEHEHNE UHTEHCMBHOCTY
TpaHcnopTa BOAbI, NMPUYEM U Ha YPOBHE OTAENbHBIX KNETOK,
1 Ha ypoBHe Bcero nobera. K coxaneHuio, AaHHbIX 0 Ou-
HaMVKe MpeACTaBNeHHOCT M30(OpM aKBanmopUHOB B XOfe
pa3BuUTUs CTebNs 3HaUMTENbHO MeHbLLE M0 CPAaBHEHMIO C Ta-
KOBbIMW B KOpHe.

AKBanopuHbI TUNOKOTUNEN U cTebnen

MvnokoTunb npepacTaBnsieT coboit YacTb 3apoplla,
KOTOpas MpW MpopacTaHUM aHaTOMUYECKU 3aHMMaeT Mpo-
MEXYTOUHOE MOJIOKEHUE MEXAY 3apOLblLLeBbIMA KOPHEM
1 cTebneM. 3T0T OBEHUNBHBIA OpraH UCMOJIb3YeTCA B Kade-
CTBe MOLeNbHOro Mpu MccrefoBaHUW pspa ¢uanonoruye-
CKMX MPOLLECCOB, B TOM YMCIe Perynsumm pocta ¢ y4acTueMm
akeanopuHoB. Ewwe B KoHue 1990-X rogoB c MOMOLLbIO UH-
rMOUTOPHOro aHann3a bblaM nosyyeHbl faHHble 06 yyacTuu
aKBanopuHOB B 0becreyeHny NOrnoLLEeHNsS BOALI B XOA€ po-
CTa KNETOK FMNOKOTUNEN NOACOHeYHMKa [83]. MpuuyeM B He-
PacTyLLMX TKAHSAX MUMOKOTUNEN AeicTBUE MHIMOUTOPOB Bblio
3HaumMTeNbHO cnabee, YTO YKa3biBano Ha M3MEHEHME BKIIaAa
aKBanopuHoB. [locnefytolee u3yyeHre pocTa runoKoTUNel
TaKWUX pacTeHuH, KaK apabugoncuc, peanc NoCEBHOM, KIeLLe-
BMHA M [p., BbIIBUNO yyacTWe pa3fnyHbIX NpeacTaBuTenel
nopcemeiicTs PIP v TIP akBanopuHoB. OcHOBHbIe pe3ynbTaThl
3TUX UCCNeA0BaHW NpuBeeHbl B Tabn. 6.

[InddepeHumancHoe HaKoneHWe pasnnyHbIX U30$opM
akBanopuHoB cemeiictea PIP u TIP npounntoctpupoBaHo
¥ Ha npuMepe peguca [84, 85]. B runokotmnax HanbonbLmm
HakonnieHneM otindanuce MPHK RsPIPT-2 v cooTBeTCTBYyHO-
wuit benok. A ans 6osbLUMHCTBA NPOTECTUPOBAHHBIX FEHOB
U KoampyeMbix benkos rpynn RsPIP1, RsPIP2 n RsTIP2 Hako-
nnexue bbiNo 3HauMTENBHO Cnabee. B To e BpeMs Hakone-
Hue TpaHcKpunToB 1 6eska TIP2 bbino nokasaHo Ha npumepe
runoKoTunen apabuponcuca [86, 87].

[locTatouHo AeTanbHoe uccnegoBaHue 6bin0 NpoBefe-
HO Ha pacTywmx runoKoTunAx KiewlesuHbl [88]. B cnyvae
3TMO/NMPOBAHHOMO Pa3BUTUA B Nepuof 6—8 cyT HakonneHue
akBanopuHa RcPIP2-1 cooTBETCTBOBANO MHTEHCUBHOCTY YUi-
JIMHEHUS! TUMOKOTUNEN. TopMOXeHue pocTa (mpu AeincTBum
OCBELLEHNS), HanpoTUB, TOPMO3WIO HaKOMIEHWE AaHHOW
n3odopMbl. BbisiBNEHHas 3aBUCMMOCTb He Bbina xapaKTepHa
ONS 0CTalbHbIX MPOTECTUPOBaHHbLIX akBanopuHoB (RcTIP1-1
u RcPIP1-1).

AxBanopuHbl yKaszaHHbIX CeMEMCTB MPUHMMAKT yyacTue
B PeryfisiLmm pocta cTebneii 1 Ha bonee No3LHNUX CPOKax pas-
BMTUSA pacTeHuid. Ha npumepe NpopocTKoB ropoxa NoceBHOro
MOKa3aHo, YTO 3Kcnpeccus reHoB aksanopuHos PIP1, PIP2
1 TIP2 onpepensnack B rynoKoTMAAX 1 Aanee npofonxanacs
ye B Monofblx ctebnax [89]. NaHHblin 3ddeKT bbin cBOM-
CTBEHEH M Ha Oonee MO3JHWX 3Tanax PasBUTMS PacTEHWIA,
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Tabnuua 6. AkBanopuHbl B TUNOKOTUAAX U CTEBNAX
Table 6. Aquaporins in hypocotyls and stems

JKONOrMYECKAn reHeTNKa

Ecological genetics

06bekT JKcnpeccupyeMblid reH, HakanMBaeMbli benok Pactenue ﬂ”;iggzmbm
[MnoKoTUM 6-IHEBHbIX
Hanuune RcPIP2-1 koppenupoBano ¢ MHTEHCUBHOCTBIO pocTa. . .
MPOPOCTKOB KIeLLEBMHbI Ricinus communis L. [88]
. Copepxanue RcPIP1-1 u RcTIP1-1 He MeHsnoch
00bIKHOBEHHOM
MHTEeHCUBHOE HaKOMNeHWe NPOAYKTOB TPAHCKPUNLIMK
[MNOKOTWAM 4-[HEBHBIX W CMHTE3 KOAMpPYeMbIX benkoB akBamnopuHoB RsPIP1;2, .
NPOPOCTHOB RsPIP1;1, RsPIP1:3 n RsTIPT:1, Torpa Kak RsPIP2;1, RspIp2;3  rephanus sativus L. [84, 85]
n RsTIP2;1 — cnabee
[MNOKOTMAK 6-LHEBHBIX Arabidopsis
MHTeHcnBHO Hakannmsaetca TIP2 (5-TIP) thaliana (L.) [87]
NPOpPOCTKOB Heynh,
MMnokoTunmM 2-aHeBHbIX  AKTMBHas akcnpeccus AtTIPT (y-TIP) B 30He pocTa; Yepes CyTKu A thaliana [86]
MPOpPOCTKOB ucyesaet )
unokotunn v CTeOMM g, oo PSPIPT:1, PsPIP2:1 n PSTIPT:1 Habionany see . )
3TMONIMPOBAHHbIX MPo- N Pisum sativum L. [89]
. 7 BHeit; akcnpeceus PsPIPZ;1 nocteneHHo ycunmBaetcs
poctkos (0-7 nHen)
Monopble cTebnm Jkcnpeceus SvPIPZ;1 SetalglaB\;/glg\lls (L) [90]
Oryza sativa L. var.
Brictpopactywme Yeunennue akcnpeccuu 0sTIP1;1, OsTIP2;2, OsPIPI; 1, o )
MEXTOY3MA 0sPIP2;1, OsPIP2:2 ’”gg‘;’“g’;ysgg" o1
Crebm 3JKcnpeccus reHoB, Koaupylowmx aksanoputsl PIP1-3, PIP1-4, Linum [92]
PIP1-5, PIP2-1 u PIP2-2, PIP2-4, PIP2-5, PIP2-11 usitatissimum L.
JKcnpeccus reHoB, KOAMpYOLWMX akBanopuibl PIP1-1, PIP1-3, Gossypium
Monopeie crebnu PIP1-6, PIP2-1  PIP2-9, a Tatoke TIP1-8, TIP1-11, TIP2-3 hirsutum L. [3¢]

cTebNM KOTOPBIX COXPaHSOT/NMOALEPIKMBAIOT BO3MOXHOCTb
nHTeHcuBHoro pocta. Ocobo cneayeT 0TMETUTb, YTO HaKo-
nneHne TpaHcKpuntoB PsPIPZ;1 nocteneHHO yCMnMBanoch
C YAJMHeHMeM cTebns. IKcnpeccus reHoB, KOAUPYHOLLMX pas-
NMYHble M30opMbl aKkBanopuHoB noaceMeiicts PIP1, PIP2
1 TIP2, BbisiBNieHa B CTeOAAX ABYX BUAOB 3/1aKOB (LLETUHHMK
3e/1eHbIi 1 FyDOKOBOAHBIN PUC) U NbHA, XapaKTepU3yHoLLWX-
CAl POCTOM MeXaoy3nui (Tabn. 6).

Pan AaHHbIX, NOMYYeHHbIX Ha PasnMuYHbIX BUAAX pac-
TEHMIA, NOKa3as, YTO U3MEHEHME (YCUNEHWE W CHUKEHWE)
3JKCrpeccun reHoB akeanopuHoB mofcemelicts PIP1, PIP2
1 TIP2 npuBOAMT K COOTBETCTBYHOLLEMY U3MEHEHWUIO UHTEH-
CMBHOCTM pPOCTa MMMOKOTUIEN 1 CTebriel, a TakKe OTHOLLIeHUS
ctebenb/KopeHb [16].

TeM caMbIM, Ha TPaHCKPUMLMOHHOM U DeNiKoBOM ypoB-
HAX MPOJLEMOHCTPMPOBAHO BOBJIEYEHME aKBaMOPUHOB MOJ-
cemeiictB PIP1, PIP2 n TIP2 B peanu3aumto pocta noberos
KaK Ha 3Tane HBEHUNBHOMO Pa3BUTUSA, TaK U Ha 3Tane Bere-
TaTUBHOrO pocTa.

AKBanopuHbl KONeoNnTUASA U JIUCTA

Heotbemnemas uyactb nobera — nuctbs. Ousnonoru-
YeCcKoe pasBUTUE 3TUX OpraHoB MOXHO YCIOBHO pa3fenuTb
Ha pgBa npouecca: (1) cobcTBeHHO pocT U (opMUpOBaHUe
JIUCTOBOM MNACTUHKM U (2) obecneyeHmre npouecca GoTOCUH-
Te3a. 06a npouecca 3aBUCAT 0T AOCTYMHOCTM BOAbI W paaa
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LpYruX COeAMHEHWN, KOTOPble MOryT TpaHCMOpTUPOBaTb-
A akBanopuHamu. Mel coKycupyeMcs NpeuMMyLLeCcTBEHHO
Ha mpoLieccax pocTa.

Ha caMbix paHHMX 3Tanax pasBuTUS MPOPOCTKa LBET-
KOBOFO pacTeHns u3 ceMsponv (nepBbid 3apofbiLUeBbild
nmucT) GopMupyloTCa NepBble 3MOPUOHANBHBIE JIUCTbSA, KO-
TOpble 3aTeM 3aMELLAlTCA HACTOAWMMU AUcTbaAMU. OHU
BbIMOJHAKT KaK (QYHKLMIO NUTaHWUSA, OCYLLECTBNIAA MpoLecc
(oTOCKHTE3a, TaK W 3alUMTHYID GYHKUMIO Npu npopacTa-
HWM Yepe3 coi NoYBbl (0CODEHHO 3Ta yHKLMSA BbIpaXeHa
y Koneontuned — 3apofbllleBblX OPraHoB psAa OAHO-
OOMbHBIX PacTeHW, BULOM3MEHEHHBIX U3 BTOPOrO JMCTA).
KneTkn cemsponeii xapakTepusylTcs 04YeHb MHTEHCHB-
HbIM POCTOM, B peaiu3aLuW KOTOpOro MOryT MpUHUMaTb
yyacTe aKBamopuHbI, YTO, K COXaseHWI, MOATBEpXae-
HO JMLIb OrPaHUYEHHBbIM YMCIOM [aHHbIX. Hanpumep, npu
pocTe YepeLIKoB CeMSALONEN M B CaMUX CEeMSLONsAX apa-
buponcuca uaeHtuduumpoBaHa akcnpeccus reHa AtTIPI
(y-TIP; Tabn. 7) [86].

WNHTEHCMBHBIN pOCT XapaKTepeH W [N TaKOro H0BEHMWIb-
HOrO OpraHa, Kak Koneontuib. [N napeHXMMHBbIX K1eToK
KONeonTuns — BU0M3MEHEHHOr0 JINCTA 3M1aK0B €O creuma-
NIM3MPOBaHHON QYHKLUMEN 3aLUmMTbl — XapaKTepeH pocT pac-
TAeHWeM. MccnepoBanus, NpoBeAeHHbIE HA KONMEONTUSX
KYKYpy3bl, HEOCMOPUMO YKa3blBalT Ha POJib aKBaNopPWHOB
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Tabnuua 7. AKBanopuHbI B INCTBAX M KONEONTUNAX

Table 7. Aquaporins in leaves and coleoptiles

06bekT JKcnpeccupyeMblid reH, HakanMBaeMbli benok Pactenue JiureparypHsi
UCTOYHMK
PacTylLume cemAnonM AtTIPT (y-TIP) 3aKcnpeccupyeTcs B YepeLLKax CeMsALOSeN U B CaMuX Arabidopsis
CeMsALoNAX; 3aTeM B COCYAUCTLIX NMyyKax W cnabee B Me3odunne; ;
3-5-AHeBHbIX NpopocT- ¥ thaliana (L.) [86]
Ha 5-1 ieHb 3KCNpeccus NpeKpaLLaeTcs, CHavana B COCYAMUCTbIX
KOB Heynh.
nyyKax
g"é”f’IOn“J:;e”H”aps"f(‘;fM":B 3cnpeccus: PIP1-1, PIP1-2, PIP1-3, PIP1-5, PIP2-1, PIP2-2, 2es mavs L 12
y PIP2-3, PIP2-4, PIP2-5, PIP2-6, TIP1-1, TIP1-2 ys L
CeMeHw)
YepeLuok nmcTa 3kenpeceust RsPIP1, RsPIP2 n RsTIP Bo Bcex TKaHsX, 0c0beHHo Raphanus (80]
5-[IHEBHOrO MPOPOCTKA  WHTEHCMBHO — B TKAHAX COCYAMUCTHIX MY4KOB sativus L.
M . HvTIP1 ocobeHHO MHTEHCUBHO 3KCMPECCHUPYETCA B 30HE pacTse-
ePBUYHBIA INCT Hordeum
HWs, B MOJIHOCTbIO PACTAHYBLUMXCA KIETKax — HeT (KaK B AMKOM [95]
5-[HEBHOr0 NPOPOCTKa vulgare L.
TUMe, TaK U B MyTaHTe)
Jluctba npopocTkoB Jkcnpeccus HYPIP1;6 B pacTyLueii 30He nucTa cocTaBnseT o 85 %
. H. vulgare [96]
Ha cTagum 3-ro nucta ot cyMMapHoi PIP1. Cornacyetcs ¢ HakonneHueM benkoB
Z/Ionop,om JmcT AtTIP2 WHTEHCHMBHO 3KCMPECCUPYETCA B CEMSLONAX U MOJIOALIX A thaliana [87]
-[HEBHOTO MPOPOCTKA  JIUCTbAX
Monopble nucTba 3Jkcnpeceus reHoB HYPIP1;1, HYPIP1;5, HvPIP2;2, HVPIP2:5,
14-16- pHeBHbIX HvTIP1;1, HvTIPZ;3 B 30Hax pocTa; HVPIP2;5 cneunduyHo akcnpec- H. vulgare [93]
MPOpPOCTKOB cupyetcs B Mesodunne, a HvPIPT;1 w HvPIPZ;2 — B anuaepmuce
Jluct (Bo3ne nmuctoBoro  MHTeHcuBHas akcnpeccus ZmTIPT B cocynmucToM nyyke —
. ’ Z mays 1971
BRaranuLia) B MapeHx1Me Mexay Kcunemon 1 ¢hnoamoin
Monogple nucTbs Jkcnpeceus BnTIPT v BnPIP1 B Me3odunne 1 0bknaake nyyka, Brassica (98]
2-HepenbHbIX pacTeHMd  cnabas — B AMGdEpEHLMPYIOLLMXCA KIETKaX MyyKa napus L.
Jkcnpeccus AtTIPT B pacTyLwimx NpUAUCTHUKAX U COCYANUCTbIX
Po3eTouHoe pacTeHue My4YKax YepeLUKOB, a TaKKe B MOJIOALIX JIUCTbSX; He ObINo 3KC- A. thaliana [86]
npeccuu B anekce cTebns 1 3ayaTkax IUCTbeB
3Kcnpeccus reHoB, KoAMpYoLWMX akeanopuHbl PIP1-1, PIP1-6, Gossypium
3penble IUCTbA PIP2-1 u PIP2-9, a Take TIP2-3; HakonneH1e TpaHCKpUNTOB hirqut/LlJ)m L [36]

yBeJIN4MBaETCA No CpaBHEHUO C MONOAbIMA NINCTbAMU

ceMenctea PIP (tabn. 7) [12]. MNokasaHo Hakonnexne MPHK
resoB PIPI-1, PIP1-2, PIP1-3, PIP1-5, PIP2-1, PIP2-2,
PIP2-3, PIP2-5, PIP2-6, TIP1-1, TIP1-2. OTMe4eHo, 0[HaKo,
YTO MHTEHCMBHOCTb HAKOMJ/IEHWUA! DONbLUMHCTBA MPOAYKTOB
TPaHCKpUNUMKM Bblna 3HauUTENIbHO Ccnabee, YeM B Me30KO-
TUNAX, APYIUX KOBEHUNBHBIX OpraHax — 4acTax 3apofblLue-
Boro cTe6na (tabn. 7) [12]. K ucknioueHusaM MoXKHO OTHeCTU
PIP2-3, PIP2-6, TIP1-1 n TIPI-2.

MonyyeHbl AaHHble O POSIM AKBAMOPMHOB YKa3aHHbIX
OBYX MOACEMENCTB U B MOCeAYOLLEM Pa3BUTUM JIMCTOBOM
nnacTuHKK (Tabn. 7). B pspe paboT npoBedeHo AeTabHOe
“ccneioBaHKUe KCNpeccUn reHoB akBanopyUHOB B X0[e pas-
BUTMSA ncTbeB. OHO U3 TaKMX MCCNe0BaHMI Oblo npoBe-
AEHO Ha pacTywumx nmcTbsx sumens [93]. U3 23 npoananu-
3MpOBaHHbIX reHoB 17 OTIMYaNMUCh HAKOMIEHEM MPOAYKTOB
TPAHCKPUMNLMM Yy MONOABIX PacTyLUMX TKAHEN U B XOPOLLIO
Pa3BUTbIX POTOCMHTE3UPYIOLLMX 30HaX. TeM He MeHee Obina
BbisiB/IeHa TKaHeBas W BO3pacTHas cneumanusaums. CeMb
M3 NPOTECTUPOBAHHBLIX FEHOB MPEUMYLLECTBEHHO 3KCMpec-
CMpOBaNuCh B 30Hax pocTa (tabn. 7). HVPIPZ;5 cneunduyHo
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3KcnpeccupoBanca B Mesodunne, a HvPIPI;1 v HVPIPZ;2 —
B 3nuaepmuce. B 30He yIIMHEHNS IMCTBEB AYMEHS TPAHCKpUI-
ol HVPIPI; 1 w HvPIPZ;5 coctaBnsinu 90 % ot obLuero uncna
TpaHcKkpunTtoB reHoB PIPT u PIP2. Vx banxaiiume romonoru
Y KyKypy3bl — ZmPIP1;1 n ZmPIP2;1 — TaK e cocTaBnsnm
BonbLuyto yacTb Bcex TpaHckpunTos reHoB PIPT u PIPZ B 30He
YOJMHEHWA NUCTbEB KyKypy3bl (BMecTe ¢ ZmPIP2;2) [94].
lonyyeHHble AaHHble 0 posu akeanopuHoB PIP He wuc-
KNYalT 3HayeHue npepctasutenen nopceMencrea TIP.
B Tabn. 7 npuBeseHbl pe3ynbTarthl, Moay4eHHble Ha apabu-
LOncuce, AUMeHe, KyKypy3e U pance. Ycunenue akcnpec-
CUM reHoB aKBanopuHoB TIP yKasbiBaeT Ha MX 3HaueHue
B BaKy0/M3aLMW KIETOK JICTa.

B 3pesnibIx MCTBAX XI0MYaTHUKA TaKKe O0TMEYEHO HaKO-
nneHue TpaHckpunTos reHoB PIP1-1, PIP1-6, PIP2-1w PIP2-9,
a TakKe TIP2-3, npuyeM OHO yCuIMBanoch C BO3pacToM Jin-
cTa [36]. MoxHO NpeanonoXuTh, YTO KOAMPYEMbIEe 3TUMM re-
HaMmu BenKu NpUMHUMAIT yyacTue B obecrneyeHnn cHabxeHus
NUCTa BOZOW U MUTATENbHBIMM BELLECTBaMU, He0OX0AMMbIMM
LNs MeTaboMYECKUX NPOLLECCOB.
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3HayeHue akBanopuHos noacemeicts PIP1, PIP2 n TIP1,
TIP2 6b1510 NPOLEMOHCTPMPOBAHO M C UCMO/Ib30BAHMEM TpaHC-
TeHHbIX pacTeHW. VIHAyLUMpoBaHHOe B 3TUX MOAENSAX, B TOM
uucne reTeponornyeckux, YBEIMYEHNe HAKOMIEHUs TpaHC-
KPUNTOB FEHOB NEpEeYMCIIEHHbIX MOJCEMENCTB aKBanopuHOB
NPUBOAMNO K MHTEHCMMKaUMK pocta nuctbeB [16]. Takum
06pa3oM, HaKoMMeHbl AaHHble 00 YCUNEHUM TPAHCKPUNLMK
reHoB akeanopuHoB nopcemencts PIP1, PIP2 u TIP B xope
pa3BuTMA NIUCTa. B TO e BpeMs HEeT YeTKOoro npeacTaBne-
HWSA 0 cneumdUUHOCTM HaKOMNEHUs TPAHCKPUNTOB 3TUX re-
HOB B 3aBMUCKMMOCTU OT BO3pacTa — Ha 3Tare 0BEHUNbHOrO
pa3BUTMS M Ha 3Tamne 3Pesioro JMCTa, a TaKKe O TKaHeBOW
cneunuyHoCTM.

Ponb akBanopuHoB npu ¢opMUMpOBaHUM penpoayK-
TUBHbIX OpPraHoB

PenponyKTMBHBIA NpoLiecc Y NOKPLITOCEMEHHBIX pacTe-
HWI MOXKHO YCNOBHO Pa3AeNuTb Ha HECKONBKO 3TanoB: ¢op-
MWUpOBaHWe LBETOYHOW MOYKM, pasBUTUE LIBETKA, npouece
0NN0J0TBOPEHUs, (OPMUPOBaHWE 3apofbllla, PasBuTME
ceMsiH 1 nnofoB. O4YeBMAHO, YTO Kaw[blii U3 3TanoB 3aBU-
CUT OT MOCTYN/EHUS BOAbI U NUTaTENbHbIX BellecTs. Cnefo-
BaTe/NbHO, JIOTUYHO MPEAMNONOXUTL Y4acTUe aKBamnopuHOB
B peanu3aLumn nepeuncieHHbIx npoueccoB. K coxanenuio,
UNCNO MCCeoBaHWMA MO AaHHOW TeMaTWKe OrpaHWyeHo.
Bonbluas ux YacTb MOCBALLEHA POSIM aKBaMoOpUHOB B dop-
MWUPOBaHWM MN0A0B M ceMsH. VIMeHHO 3TOT acneKT bbin Hau-
Bbonee MHTEpeceH Npu NoAroToBKe JaHHoOro 0b3opa.

TeM He MeHee NpuBeJEM pAL AaHHbIX, KOTOPbIE PacKpbl-
BalOT y4acTMe aKBamnopvHOB B XOAe Apyrux 3tanos. Hanpu-
Mep, NoKa3aHo yBennyeHne TpaHckpunuuu PoTIPT w PpPIP2
NPV pasB1TUM LIBETOYHBIX MOYEK Y NMEPCUKOBLIX AepeBbeB [99].
WHTepecHo, yto akBanopuHbl PIP2;2 yyacTByloT B peryns-
LMW 0BpaTUMOro OTKPbIBAHWSA JIENECTKOB TIOfbMaHoB U ro-
peyaBku LepoxoBaton [100, 101]. 3kcnpeccuss NtPIP2;1,
Ho He NtPIP1;1, npooeMOHCTpMpOBaHa B pacTeHusx Taba-
Ka Npu mpopacTaHuu Nbijiblbl HA pbiiblie nectuka [102].
B nbinbue apabuponcuca npu dopMmupoBaHUM KM nocnesy-
IOLLIEM MpopacTaHWK BbisiBNeHa 3Kcnpeccusa reHos AtTIP1;3
un AtTIPS5; 1 [103, 104].

AxBanopuHbl nnojoB

Poct n passute nnopos npoucxoaut bnaropaps aene-
HUIO KNETOK U, ocobeHHo, Bnarofaps pacTsKEeHWI KIETOK.
lMocnegHee B 3HAUMTENLHOM CTEMEHM 3aBUCUT OT OMOCPeSo-
BaHHOT0 aKBanopUHaMy TpaHCMopTa BOAbI Yepes niasManem-
My 1 TOHOMIACT C NOCNEAYILMM HaKOMIEHUEM B BaKyosu.
[IBVxKyLLLEN CMNOM 3TOTO NOTOKA BOLLI ABNSAETCS BbICOKOE 0C-
MOTMYECKOE AaBJIEHNE, CO3[1aBaEMOE HaKanI1BaeMbIMU Me-
TabonmTamu, B nepByto o4epenb caxapamu. B Tabn. 8 npeg-
CTaBJieHbl flaHHbIe 06 M3MEHEHWM YPOBHS IKCMPECCUM FEHOB,
KOAMPYIOLLMX aKBaMOpWHbI, B X0[e Pa3BUTUS U CO3peEBaHMS
M0A0B PasfMyYHbIX BULOB PacTeHUIA.

OpHUM M3 MepBbIX NPUMeEp CBA3M MEX[Y POCTOM pasBU-
BalOLLMXCA MNOJ0B M 3KCMPECCHel TeHOB aKBaNopuHOB To-
HonnacTa bbin nonyyeH Ha nnojax apabuponcuca. Mpuyem
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HaKoMNeHWe NPOAYKTOB TPAHCKPUMLMM PErUCTPUPOBANK YIKe
Ha CaMbIX paHHMX 3Tanax pasBWUTUS MN0AA, B TO BpeMS KaK
B CaMOM 3apOofbILLEe OHO He bbino BhisiBneHo [86]. B nanbHein-
LeM 3Kcnpeccus reHoB akBanopuHoB TIPT bbina npofeMoH-
CTPMPOBaHa Ha ropoxe M bbiia MaKCUMaIbHOM TaKKe B CaMOM
Havane ¢opmupoanua cemsaH [106]. Ponb TIP1 6bina npo-
LEMOHCTPMPOBaHa M Npu pa3BUTUW ArOL BUHOrPaAa, MpUYEM
YPOBEHb 3KCMpeccun Bo3pactan B Xxoae co3pesaHus [108].
Mpn dhopmupoBaHMM nnoaos orypua bbina BbisBeHa creuy-
(uuHas akcnpeccus reHos CsTIPI;1, CsTIP2;1 [114].

Ewie bosblue AaHHBIX YKa3biBaeT Ha PoJib aKBaNopuHOB
cemeinctBa PIP B xofie passutus nnofoB (tabn. 8). OHa bbina
NMPOAEMOHCTPUPOBaHA 1A pacTeHuin daconu, BUHOTpaja,
TOMaTa, fbnoka u ap. penMyLLECTBEHHO OTMEeYanu ycune-
HWE aKKYMyNALUWW NPOAYKTOB TPAHCKPUMLMM FEHOB rpynmbi
PIP1. YcTaHoBNEHO, YTO 3TO HAKOMMIEHWE B 3HAYUTESIbHOM
cTereHu 3aByceno 0T Gasbl Co3peBaHuMs MI0A0B, NpK 3aBep-
LUEeHMM co3peBaHmMs oHo cHuxanock [109, 113, 114]. B 1o xe
BpeMms, Npodunb reHoB, KOAMPYIOLMX pasHble U30(OopMbl
axkeanopuHoB PIP1, B 3HauuTesbHOM CTeneHW pasnnyancs.
Y psana u3yyeHHbIX pacTeHun Npu GOpMUpOBaHUK MIOL0B
M MX CO3peBaHMM Bbina NPOLEMOHCTPUPOBaHA 3KCMpeccus
reHos rpynnsl PIP2 [108, 110].

TeM caMbIM, Ha npuMepe opMMpOBaHMS NOAOB MO-
Ka3aHa ponb aksanopuHoB ceMeiicTB PIP u TIP. Hanbonee
yacTo B MccrefoBaHMAX Obina oTMeyeHa crneumduyeckas
aKcnpeccus reHoB akeanopuHoB PIP1 u TIP1, KoTopas 3a-
Bucesnia 0T (asbl CO3PEBAHNUA U OT MHTEHCMBHOCTU BaKyo/U-
3auum nnoja.

Ponb akBanopuHoB npu ¢opMUpOBaHUK CeMSH

3aBepLUaOLLMM 3TanOM KM3HEHHOTO LMKNA BbICLUMX
PacTeHWUd MOXHO cuuTaTh GOPMMpOBaHUE ceMeHU. Ha paH-
HWX 3Tanax pa3BUTMS CEMSAH B Pa3fIMUHbIX TKAHAX 0TMeYeHa
MHTEHCWBHAs 3KCMPECCUS TeHOB, KOAMPYIOLLMX aKBanopuHbI
rpynn PIP1 1 PIP2. B cepum pabot Havana 2000-x rogoB ans
pa3HbIX pacTeHWn Haubonee yacTo yNOMMHaNOCh Hakomnme-
Hue TpaHckpunToB akeanopuHoB PIP1;1, PIP1;2 n PIP2;1,
PIP2;2, a takxe TIP2;1 n TIP2;2. B u1cno 3tmx pacteHui
BoLM apabuponcuc, cos, ToMat, puc 1 ap. [115]. Yeenanye-
HMe YMCNa 3KCMPeCCUpYEMbIX FEHOB aKBaNopWUHOB W MOBbI-
LLIEHWE UHTEHCMBHOCTM MX TPAHCKPUMLIMK CBA3LIBAKOT C 0be-
cneyeHneM npouecca $GOTOCMHTE3a, a TaKXke TpaHcnopTa
BOJHOr0 pacTBopa caxapo3bl, YTO CMocobCTBYET pa3BUTMIO
cemsH. Ewe oamH akBanopuH — TIP3 — paccmartpusatot
B KayecTBe MapKepa 3pesibix ceMsH [12]. OH 6bin BbisiBNEH
B MeMbpaHax beniKoBbIx Ten, bepyLumx cBoe Hayarno U3 BaKy-
ONSIPHOM CUCTEMBI, B KINETKaX CO3peBaloLLMX CeMsiH daconu
[116, 117]. Mo3xe 3TOT aKBaNOpUH ObIN BLISB/EH W Y CEMSH
LLenoro psafa pacTeHuid, B TOM Yncie apabuponcuca, ropoxa,
KYKYpY3bl, KOHCKOro KawTaHa u ap. [115]. OgHako npouecc
Hakonnenus TIP3 B MembpaHax GenKoBbIX Ten XapaKTepeH
LN BbICbIXaKLLMX OPTOAOKCANbHBIX CEMSH, B TO BPeMS KaK
B peKanbLMTPaHTHbIX CeMeHax (HeyCToMuMBbLIX K Lernapa-
TauuW, Kak y Ayba M KOHCKOrO KallTaHa), OH COXpaHancs
B ToHonnacte [13]. B To e BpeMa Obl10 NoKasaHo, yTo
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3Ikcenpeceus AtTIPT (y-TIP) npu npeBpaLleHnn 3aBsi3u B NoL,; Arabidopsis

Pactywumit ctpyyok no3AHee — B CTBOPKAX CTPYYKOB; 3apOAbILLM CEMSIH He IKCnpec- thaliana (L.) [86]
cupyroT Heynh.

CeMeHHas Koxypa ]

pACTYLMX PvPIPZ;3 B 30He pa3rpy3ku (o3Mbl y4acTBYeT B NOCTYMIEHUN Phaseolus vulgaris L. [105]
BOAbI 13 (HN03MbI

6obos

Mepukapn pacTyLmx X

60608 (10 5 aHel noce MaKleMaJ'IbHaFI akcnpeceus PsTIPT (y-TIP) y nnopos Habntoaaetcs Pisum sativum L. [106]
Ha 4-1 neHb

LiBETEHMA)

Mepukapn pacTyLumx 3JKcnpeccus reHoB akeanopuHoB AQ1 u AQ2 cooTBeTcTBOBana Vitis vinifera L. [07]

Arop, nepuogam ObicTporo pocta

Co3DeBaHMe S0 3kcnpeceus reqos WTIP1;2, WTIP1,3, WPIPZ;3 V. vinifera [108]

P A n WPIP2;5 yBennumsanack npu co3pesaHum '
PacTyluve nnogsl Tomata  Jkcnpeccus LePIPT;1, LePIPT;4 v LePIP1;5 Lycopersicon [109]

Pactywwme nnogpl

. OueHb cunbHas akcnpeceus ScPIP2a
(15 pHeii nocne ugeTeHus)

3penble nnoapl
(40 pHei nocne LBeTeHMs)

BonokHo Ha kopobouke

XNon4yaTHUKa MaKCUManbHOro yAaJIMHeHUA BOJIOKHA

Pactywme nnogpl 5610k

Koxypa 1 MaKoTb

Co3peBaloLLmnX 60K
p - A00K

MMnoppl
JI0Ab! Orypua AN NNof0B

Moytn otcytcTBYET 3Kcnpeccus ScPIP2a

["'eHbl akBanopuHoB TIP aKkcnpeccupyloTcs B Nepuoa

3kcnpeccus reHos MdPIPTa v MdPIPTb

Ikenpeceus CsTIPT; 1, CsTIP2;1 v CsPIP1;3 bbina cneuuduyHoi

esculentum Mill.

Solanum

chacoense Bitter (10

S. chacoense [110]

Gossypium

hirsutum L. [

Malus domestica

Baumg. [112]

3kcnpeceyst reHoB MdAQP 3MeHANach Ha KMMaKTepryeckoi
CTaiMW B 3aBUCMMOCTY OT TKaHEBOI NPUHAANEKHOCTM M OT CopTa

M. domestica [113]

Cucumis sativus L. [114]

TIP3 MoxeT ObITb JIOKanM30BaH UM B nnasManeMMe. bbino
BbICKa3aHO MPeAMnooXeHne, YT, NpU PE3KOM CHUXKEHWUM
copepxanua axkanopuHoB PIP1 u PIP2 npu co3peBaHuu,
TIP3 y4acTM4HO KOMMEHCWMPYET TPaHCMOPTHble MPOLECCH
Ha nna3Manemme [118].

Ha 6onee no3aHux aTanax co3peBaHuMs CeMsH, 0COBEHHO
OpTOAOKCanbHbIX, AQP urpatoT ponb B BbICTPOM OTTOKE BOAbI
npu BbicbixaHuu cemsH [71, 75]. B cyxux ceMeHax apabugon-
cuca HangeHo 11 nsohopm PIP-akBanopyHOB, Npy NpaKkTuye-
CKV MOJTHOM OTCYTCTBUM HaKOM/IEHUs TPAHCKPUMTOB COOTBET-
CTBYHLLMX FeHOB. B cyxux ceMeHax puca 0TMeYeHa aKTMBHas
3Kcnpeccus TonbKo reHa PIPZ;7, Torpa Kak ans reHos PIPT; 1,
PIP1;2 v PIPZ;1 akcnpeccus bbina 04eHb HU3KOW [74].

MonyyeHHble AaHHbIE YKa3bIBAKOT Ha TO, YTO QYHKLMO-
HWPOBaHWe pasnyHbIX M30(OpPM aKBaNOPWMHOB Ha PasHbIX
CTaflUsIX PasBUTUA CEMSH NMPUBOAMT CHauYana K yBEUYEHUIO
pa3MepoB CEMEHM 1 HAKOMJIEHMIO B HEM MUTATeNbHbIX Be-
LLEeCTB, @ B Aa/bHEMLLEM K €r0 BbICbIXaHWI W Pa3BUTHIO CO-
CTOSHWA MOKOSA. TeM caMbIM NPOUCXOAUT UHWLMALMA pa3Ho-
HanpaBJieHHbIX MOTOKOB BOJbI Yepe3 pas/iuyHbIe KIETOUHbIE
MembpaHbl. MexaHW3M 3TOM WHMUMALMM Ha CErofHALLIHUIA
LEHb HEsICEH.
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3AKJTIOYEHUE

MoaBogs uTor 0630py NUTEpaTypHbIX AaHHbIX, Cleayet
OTMETWTb, YTO aKBanopWHbI MPeAcTaBAsloT cobon pocra-
TOYHO 0BLWMpHYK rpynny MeMbpaHHbIX OEnKoB, 0TBeYat-
LUMX 33 MPOHMLIAEMOCTb MNIa3ManeMMbl U BHYTPUKIETOUHbIX
MeMOpaH Ans Bofbl M psaa ApYrux coeamHeHuid. HakonneHa
06LLMpHas 3KcnepuMeHTabHas 6asa LaHHbIX, N03B0AAOLLANA
CYAUTb 0 pa3Hoobpa3nu MexaHU3MOB Perynsuun UxX aKTme-
HOCTW (OT TPAHCKPUMUMOHHOTO [0 MOCTTPAHCNSALMOHHONO).
Ocobblii MHTEpeC NpeaCTaBNSAIOT faHHbIE 0 GU3MOSIOrUYHECKO
PO/M aKBaMopUHOB — Y4acTUK B peain3aLmm pocTa 1 paseu-
TUA pacTuTeNbHOro opraHusMa. OfuH 13 6a3oBbIX MPOLLECCOB,
NeXallmnx B OCHOBE 3TUX ABMEHMIA, 3aK/I04aAeTCA B POCTE pac-
TAXEHMEM. He BbI3bIBAET COMHEHUS Y4acTVe B 3TOM NpoLiecce
H*-AT®as3, nokan13oBaHHbIX Ha NiasManemMme 1 TOHoMacTe
[119, 120]. MpeacTaBneHHble B HacTosileM 0630pe faHHbIe
O0[JHO3HAQYHO CBMAETENbCTBYIOT 06 aKTMBHOM BOBEYEHUM
W npeAcTaBuTenen akeamopuHoB nogcemeiicts PIP u TIP,
JIOKanM30BaHHbIX Ha Njas3ManeMMe W TOHOMacTe, B peanu-
3aUMi0 3TOro TMMa pocTa. 3T aKBanopuHbI Haubonee KoH-
cepBaTVBHbI B X0A€ 3Bosoumu [23]. IMeHHO oHM npenMyLe-
CTBEHHO Y4acTBYIOT B PEry/sLMM UHTEHCUBHOCTW POCTa CaMblX
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pa3Ho0bpa3sHbIX OpraHoB PacTeHWi, HaYMHaA C HBEHWIbHBIX
(tabn. 5-8). KpoMe TOro, cumtaetcs, YTO MHTEHCMBHOCTb
TpaHcnopTa oAbl nocpeAcTBoM TIP B 3HauMTENbHOW CTENEHN
MpeBoCcXxoauT Takosyto Y PIP. 3T0T daKT XopoLuo cornacyetcs
C posibio aKBaNOPMHOB Nna3ManeMMbl M ToHonnacTa. lepebie
0TBEYAIOT 3a NOCTYMN/IEHMe BObI B KIETKY U3BHE, a BTOpble —
3a DbICTpYto TPAHCMOPTMPOBKY BOAbI B BaKyoslb BO U3beXaHue
MOBPEXAEHNA KNETKU. TaKoe COOTHOLLEHME QYHKLMNA O4YeHb
3(deKTMBHO 0becneunBaeT peanu3auumio NpoLeccoB pocTa
B Xof4e pa3sBuTus. MHTepecHo, UTo aKBanopuHbI TeX e noj-
CeMelCTB y4acTBYHT M B 06paTHOM npouecce — Aeruapara-
umm npu GopMUpoBaHUM ceMsH. [puyeM ee MHTEHCMBHOCTb
onpeensieT JIEXKOCTb QOPMUPYIOLLMXCA CEMSH.

Mo}HO nNpeanonoXwuTb, YTO OTOBpaHHbIA MexaHW3M
B [la/IbHEMLLIEM MCMONb3YeTCA pacTeEHUAMM U NPU afanTaLlum
K HebnaronpusTHLIM YCIIOBUSAM, B MEPBYI0 04epesb CBA3aHHbIM
C HeJO0CTaTKOM BOJbl: 3aCOJIEHMEM, 3aCYXOM, MOHWUMEHHBIMM
Temnepatypamu. B Tabn. 3 npuBeaeHbl faHHbIe 0 posv akBano-
puHoB PIP1 1 PIP2 B perynsiumy1 NoTOKOB BOAbI Yepe3 niasmMa-
neMMy B 3TUX ycnoBusix. «06paTHbIii» CTpeccoBblid hakTop —
3aTonseHue, NPUBOAALLMA K U3OBITKY BOAbl, — MO-BUAVUMOMY,
TaK e TpebyeT aKTUBHOr0 BOBNEYeHUs akBanopuHoB TIP, oa-
HaKo AaHHble C/IMLIKOM OrpaHMYeHHbl. bonbluas yacTb npu-
BeZieHHbIX B 0630pe AaHHbIX NOSly4eHa Ha TPAHCKPUMLIMOHHOM
YPOBHe, B psifie Cly4aeB M3MEHeHWe 3KCMPeCccum NoLTBEpKe-
HO Ha ypoBHe benka. TpebyeTcs AeTanbHbIii aHaNM3 BeNKoBbIX
npodunei nnasmaneMMbl U TOHOMMACTA, TaK Kak He BCerfa
YUMTLIBAKOTCA pa3Hoobpasve M30dopM aKBaMopPMHOB U MHO-
JKECTBEHHOCTb MEXaHU3MOB MOCTTPAHCTIALMOHHON PErynsLyu.
B LenoM, HakonneHHble K HacToSALLEMY BPEMEHU AaHHbIE eLle
CITMLLKOM (parMeHTapHbl 418 TOro, YToObl 0XapaKTepn30BaTh
Po/ib 3TUX aKBaMoOpWHOB B HOpPME M MpU AENCTBUW CTPECCO-
BbIX (aKTopoB, 06/1afaloLLMX CNOCOBHOCTBI0 CTUMYMPOBATL
W e, HaNpoTWB, MHMMBMPOBaTb POCT, @ TaKXkKe onpefensTb
MHTEHCUBHOCTb afanTaLMOHHBIX MPOLIECCOB.
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