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BBEJEHHUE
[IUTOKMHUHBI IPUHUMAKOT YYaCTUE B PETYJSALMU KU3HU PACTEHUs Ha BCEX dTalax

OHTOTCHE3a OT OIUIOJOTBOPCHHS SHUIEKIETKHA M0 cTapeHus U cMepTtu. OHU ydacTBYIOT B
pEeryJsiuu  JIeNeHUs] KIETOK, WHIYIUPYIOT CTeOaeBoil MopQoreHes, akTUBUPYIOT
G PepeHTUPOBKY XJIOPOIJIACTOB U 33JCPKUBAIOT CTAPEHUE JIMCTHEB, YYacCTBYIOT B
PEryJSIIMM TPAHCIIOPTa METabONMTOB B PACTEHHMM; C UX IOMOUIbIO KOpHEBas CHCTeMa
perynupyeT GyHKIMOHAIBHYIO aKTUBHOCTh B HQJI3EMHBIX OpraHaX, B YACTHOCTH, B JINCThHSIX
(Skoog and Miller, 1957; Kynaesa, 1973, 1987; Mok and Mok, 2001).

[{UTOKMHUHBI TaK)Ke€ WrPAOT KpailHe BaXXHYIO pPOJb B KayecTBE MEIUATOPOB,
00eCITeunBaIONUX PETYJISAIUI0 POCTa HAJ3EMHBIX OPTaHOB B OTBET Ha HUTPATHOC IMUTAHUC
pacTeHuil. BausiHue HUTPATOB HA PEaKIMIO PACTCHUIM Ha IUTOKMHUH OBLIO MOKAa3aHo ellé B
1962 r. (KynaeBa, 1962). C Tex mop BBISICHEHO, YTO HUTPAThl MHIYLUPYIOT SKCIPECCHUIO
TE€HOB KIJIIOYEBBIX (EPMEHTOB OMOCHHTE3a IHUTOKMHHMHOB — H30MEHTEHWITpaHchepas
(AtIPT3) (Takei et al., 2004). Hutpatbl akTHBUPYIOT OMOCHHTE3 MUTOKMHUHOB B KOPHAX U
YCWJIMBAIOT WX TPAHCIOPT B HAJ3EMHBIC OpPraHbl, BBI3BIBAS CTHUMYJISAIIAIO POCTOBBIX
nporieccoB (Walch-Liu et al.,, 2000; Takei et al., 2001; Sakakibara et al., 2003).
[[MTOKUHUHBI BBIMOJTHSIIOT POJIb CHTHANA JALHETO JICHCTBHS, C TIOMOIIBIO KOTOPOTO
MOCTYMAOIIMH B KOPHU HUTPAT aKTUBUPYET pocT JncTheB (Rahayu et al., 2005).

MapképoM NEeHCTBUS IUTOKUHUHOB HA JIUCThS MOXKET CIYKUTh WHIYKIUS TEHOB-
perynstopoB orBeta THna A (ARR-reHbl A Tuma), KOTOpPbIE BKJIIOYAIOTCS LUTOKWUHUHOM
yepe3 MeMOpaHHbIE PEIENTOPHBIC THCTUIWHKHHA3BI U WHIYIHUPYEMbId UMH (HochaTHBIHI
kackan (Taniguchi et al., 1998; Kiba et al., 1999). I'east ARR Tumna A SIBASIOTCS T€HAMU
OpsIMOTO OTBETa Ha UUTOKWHUH, KOTOPBIM CHEHNU(PUYHO W OBICTPO HMHIYIHUPYET HX
skcnpeccuto. Jns e€ um3yuenus B yabopatopuu Kieber Oblia co3gaHa TreHETHYECKas
KOHCTPYKIIMSI, COJIeprKaias MapKEPHbIN reH OakrtepuanbHoi riatokyponunassl (GUS) non
KOHTPOJIEM LHMTOKMHHUH-3aBUCUMOrO0 IpoMoTopa ARRS5-reHa U ObUIM  MOJYYEHBI
TpaHCTeHHBIC pacTeHus Arabidopsis thaliana ¢ »Toit xoHcTpykimen (D’Agoustino et al.,
2000), koTopbIe MHPOKO UCIOIB3YIOTCS B HAyYHBIX McciieqoBanusax (Romanov et al., 2002;
Werner et al., 2003; Aloni et al., 2005). beuto mokazaHo, 4TO 3KCIPECCUs KOHCTPYKIIMH
ARR5::GUS moBbimanace 1pu obOpabotke Arabidopsis thaliana Bo3pacTaromumMu
koHneHTpauusamu OensunaaeHuHa (bA) (D’Agoustino et al., 2000; Romanov et al., 2002;

Lopez-Bucio et al., 2007), u ymeHbpIIanach Npu CHIKEHUU KOHIICHTPAIIMHM SHOTCHHBIX



IIMTOKUHUHOB B pe3yJibTare TpaHcPopMaluu pacTeHUH TEHOM OKCHIA3bl ITUTOKHMHHHA
(Werner et al., 2003).

Anammn3 aktuBHoctd GUS B Takux TpaHcpopMmaHTaxX, MPOBENEHHBIN MapaieIbHO C
MMMYHOTUCTOXUMHUYECKAM HW3YYCHHEM IHUTOKWHUHOB, IOKa3ad, 4To akTUBHOCTH GUS
OTpa)kaeT ypOBEHb aKTUBHBIX (DOPM HIUTOKMHUHOB B TKAHSIX U MOXKET MCIOJIb30BATHCS IS
OIICHKM MX pacmpenaesneHus B pacteHusx (Aloni et al.,, 2005). D10 mano0 BO3MOXXHOCTH
U3Yy4YEeHHS] U3MEHEHUH YPOBHS IIUTOKMHUHOB B XOJI€ Pa3BUTUS OTJIEIbHBIX OPraHOB U BCETO
pacTeHus, a Tak’Ke B OTBETE PACTCHUN Ha pa3jIMYHbIC BHEITHUE BO3CHCTBHUA.

K yucny BaxHbIX po06sieM KU3HU PACTEHU OTHOCUTCS MX pEaKlyds Ha CHaOXKeHue
a30TOM W YydYacTHe B OSTOM LUTOKMHUHOB. WM3BecTHO, 4YTO aMMOHUN B KauecTBe
€IMHCTBEHHOI0 HMCTOYHHMKA a30Ta yrHeTaeT poct mHorux pacreHuir (Cao et al., 1993;
[Tonecckass u nap., 2000; Walch-Liu et al., 2000), xoTopblii BOCCTAaHABIMBAETCS MO
nerictBuem HutpatroB (Rahayu et al., 2005). IIpeamnonaraercsi, 4TO IUTOKWUHUHBI BHOCST
cBOM BKIaj B 3T0 BoccrtaHoBieHue (Walch-Liu et al., 2000; Rahayu et al., 2005).

OpHako 0 CHX MOp HE MPOBOJIMIIOCH HCCIEIOBAHUMN, MO3BOJIAIONIUX YCTAaHOBHUTH
U3MEHEHHE paclpeielieHrs TUTOKUHUHOB 10 PAacTEHUIO B XOJe €ro pa3BuTus. Takxke He
OBLJIO JTaHHBIX, XapaKTEPHU3YIOIIMX STO paclpeiesieHue MPU BbIPAIIMBAHUM PACTEHUN Ha
pa3NMYHBIX HMCTOYHUKAX a30THOTO THUTAHUSA B TEUEHHE JUINTEIHHOTO CpPOKAa Pa3BUTHSL.
Anamn3 skcnpeccun GUS-reHa 1o UUMTOKMHUH-3aBUCHMBIM NIPOMOTOPOM ARRS5-reHa B
TpaHC(HOPMUPOBAHHBIX pacTeHUsIX A. thaliana nam Xopouryr0 METOAMYECKYI0 BO3ZMOKHOCTD
JUISL BBISICHEHUSI TUX BOIIPOCOB.

Ienau u 3axaum ucciaenopanus. lleab paboTel cocTosAa B TOM, YTOOBI U3yYHUTh, KaK

YPOBEHb AKTUBHBIX (POPM IUTOKMHUHOB, O KOTOpoM cyawau mno aktuBHoctd GUS B
pactenusix A. thaliana, TpanchopmupoBaHHBIX GUS-TeHOM TOJT KOHTPOJEM ITUTOKUHUH-
3aBUCHMOro Impomoropa ARRS5-reHa, KOppEeIupyeT C POCTOBBIMM IIpoliecCaMU B
TpaHcOopMaHTaX M KakK 3TU MPOIECCHl 3aBUCAT OT HUTPATHOTO U AMMOHUMHOTO MHUTAHUS
pacTeHU.
B 3agauu paboThl BXOAMIO
1. IlpoBepka peakiuu npoMoTopa ARR5-reHa Ha U3MEHEHHWE YPOBHSA

LIUTOKWHUHA B JINCThSIX TPAHCTEHHBIX pacTeHuil Arabidopsis.



2. CpaBHEHHE pOCTa JUCTHEB PACTEHUN M NIUTOKUHUH-3aBHCHUMOMN IKCIPECCUH B
HUX GUS-reHa B KauecTBE KpUTEpPHUS YpPOBHS B HHUX aKTHBHBIX (opm
[IUTOKUHUHOB.

3. N3yueHue M3MEHEHUH B JIOKAJTU3AIUHA aKTUBHBIX (JOPM ITUTOKHHHUHOB B XOJI€
pocTa paCTeHUH.

4. CpaBHeHHE O0COOEHHOCTEH pacmpenesieHrus aKTUBHBIX (OPM HUTOKMHUHOB B
JUCTBSAX M KOPHSAX PACTEHUM, BBIPAIIEHHBIX HA HUTPATHOM U aMMOHHMIHOM
HMCTOYHUKAX a30Ta.

5. U3yuenue BIMSHMS SK30T€HHOTO LIMTOKMHMHA HA MOP(HOTeHE3 U HKCIPECCUIO
ARRS5::GUS-KOHCTpYKIIMM B TPAHCT€HHBIX pacTeHusix Arabidopsis B
YCIIOBUSIX aMMOHHIMHOTO TTUTAHUSI.

HayuyHasi HOBU3HA U NIPAKTHYeCKAasl IIEHHOCTh Pado0Thl

BrnepBble oxapakTepr3oBaHa JUHAMHUKa YpPOBHSI aKTUBHBIX (DOPM LIUTOKWHHUHOB B
XOJIe OHTOTEHE3a JMCTa U YCTAHOBJICHO, YTO POCT JIMCTA KOPPEIUPYET C HAKOIUICHHEM
aKTUBHBIX ()OPM LIUTOKMHUHOB, a MPEKPAIICHUE POCTa — C PE3KUM MaJCHUEM HX YPOBHS.
YCTaHOBJIIEHO TNEPEMEIIECHUE ILCHTPOB JIOKAJIW3AMM LHATOKWHWHOB W3  HIKHUX,
3aKOHYMBIIUX POCT JIMCTHEB, B PACTYILIHE JIUCThS BEPXHUX SAPYCOB B XOJI€ POCTa PACTCHUM.
Brnepsbie ycTaHoBiieHbl ocod0eHHocTH akTuBHOCTH GUS u, cregoBarenbHo, pacnpeesieHus
aKTUBHBIX (OPM IIUTOKMHUHOB B PACTCHHSX, PACTYIIMX HAa aMMOHHUWHOM a30Te Npu
IIOJITHOM OTCYTCTBMU HUTPATOB B IHTATEIBHOW cpeae. B Takux ycClIOBHUSAX YrHETanoCh
pa3BUTHE HAJ3EMHOM YaCTU U KOPHEBOM CHCTEMBI PACTEHUH, CHWXKanach akTUBHOCTH GUS
B KOPHSX, @ TaKXX€ B rMAATOJaX JUCThEB. DTO JAET OCHOBAHMS MPEAIOJararh MoJaBIeHNUE
CUHTE3a LIUTOKMHUHOB B KOHYMKaX KOPHEW W MX TPAHCIIOPTA B HAJ3E€MHBIE OPraHbl, YTO
MOXXET ObITh MPUYMHON YTHETEHUs Pa3BUTHUSl HAI3€MHBIX OopraHoB. /[oOaBiieHue 107 MM
3eaTUHA B IUTATEIbHYIO CPEy, CONECPKALLYIO B KAUECTBE €UHCTBEHHOIO NCTOYHUKA a30Ta
2 MM xJopuza aMMOHMSI, 3aMETHO MCIIPABIISIO HapylleHuss MopdoreHe3a B HaJA3EMHBIX
OpraHax, MOJATBEpPXKIasi POJb HEJOCTATKAa LIUTOKMHWHOB B YTHETCHHHM POCTa PACTCHHM Ha
aMMOHMIHOM HMCTOYHUKE a30Ta.

[Iponenannas paboTta BHOCHUT OIIYTUMBIH BKJIAJ B MOHUMAaHUE B3aWMOJCHCTBUS
MUHEPAJIBHOIO MUTAHWS U TOPMOHAIBHOU PETryJIILIUM POCTa PACTEHMsI, YTO NMPEACTABIISET
MHTEpEeC HE TOJBKO C TOUKHU 3pEHHs (PyHIAMEHTAJIbHON HAyKH, HO U IPU PEIICHUU 3a]ad

ONTUMM3AIMHN pocTa pacTeHui. [loydyeHHble pe3ysbTaThl MOTYT ObITh MCHOJIb30BaHbI JJIs
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pa3pabOTKM  TCOPETHMYECKUX  OCHOB  YOPABICHHUS  MPOAYKTUBHOCTHIO  PACTEHUH.
[IpoBeneHHOe HamM JAeTalbHOE H3y4YeHHE B XoAe pa3Butua A. thaliana skcnpeccun
KOHCTPYKIIMH ARRS5::GUS, mHUpOKO HUCMONb3yeMO B HayudHBIX paboTax BO BCEM MHPE,
ABJIAETCA BaXHBIM MCTOYHMKOM HWHGOpPMALMM s JaJbHEHIIMX HCCIEAOBAHUNA C
IIPUMEHEHHUEM JAHHOU KOHCTPYKLUU.

AnpoOauusi  pe3yabTaToB padoTbl. OCHOBHBIE pe3ydbTaTbl pabOTHl  OBLIU

npeAcTaBiIeHbl Ha Bcepoccuiickux koHdepeHiusax: B CeikTbiBKape, 2007; Mockse, 2007,
2008; HoBocubupcke, 2008; Exarepunbypre, 2008 u na XVI Konrpecce FESPB, Tampere,
Ounanaaamsa, 2008.

Iyoaukauuu. [lo Teme auccepranuu omyOJIUKOBaHO 9 MeYaTHBIX padoT, U3 HUX 2

— B JKypHajaX, peKkoMeHJI0BaHHbIX BAK: | B IEHTpaJIbBHOM POCCHUICKOM >XypHaJe IO
¢buznonoruu pacteHui U 1 B 3apy0eXHOM KypHaJe.

Ctpykrypa u_00béM aucceprammu. JluccepranmonHass paboTa COCTOUT U3

BBEJICHUS, CIIMCKA COKpalleHUi, 0030pa JIUTepaTyphl, ONUCAHUSI MaTEpPHAIOB U METO/OB
UCCJICIOBAHUS, W3IIOKEHUSI M OOCYXIIEHUS TOJTYYEHHBIX PE3yJbTaTOB, 3aKITIOYCHHUS,
BBIBOJIOB, CIIHMCKA MCIOJIb30BAaHHOW JIMTEPATyphl M MpHIIoKeHHH. J(uccepTaiionnas padora
u3noxkeHa Ha 150 cTpaHMIax MaTMHOMUCHOTO TEKCTa, CONEPKUT 4 TaOIUIIbl, 68 PUCYHKOB,
5 npunoxxernil. ClIMCOK LUTUPOBAHHOM JINTEpATypbl cocTaBisieT 147 HaMMEHOBaHUM, U3
HuxX 140 Ha aHTJIMIICKOM SI3BIKE.

MATEPHAJIBI U METO/IbI UCCJIEJJOBAHUM

B pabore ucnonw3zoBanu pactrenuss Arabidopsis thaliana (L.) Heynh. (skotuma
Wassilewskija), TpancopmMupoBaHHbIE KOHCTPYKIIUEH, coaepKalieii OakTepuaibHbId TeH
B-rmoxyponuaasel (GUS) noa KOHTpOiIEM HUTOKWHUH-3aBUCUMOro MpoMoTopa ARRS5-reHa
(D’Agoustino, 2000). CemeHa TpaHCTEHHBIX PACTEHUH OBUIM JIOOE3HO MPEIOCTABICHBI
npodeccopom Kieber J.J. (Yauepcuter Ceepnoit Kaponunsi, CILIA).

CeMeHa CTepUIM30BaaM W 3areM HMHKyOupoBanmu npu 4°C B uamkax Iletpu Ha
arapu3oBanHou (0,7% arapa) nurarenbHOU cpeiae Mypacure u Ckyra ¢ TOJIOBUHHOM
KOHIIEHTpanue MuHepalbHbIX cojied (MC1/2) unu e€ momudukanusx B TeUeHHE TPEX
THEH I CHHXPOHU3alUU MpopacTaHus. Moaudukayu coCTOsUIA B I0OABJICHUH B CPETY
MC1/2 B xauecTBe equHCTBEHHOTO UcTOoYHUKA a30oTa KNOs, 20 wium 2 MM, wim (NH,),SO,4
10 wm 1 MM (B cpeny ¢ ammonumiiHo# comnbio gobasisum KCl, coorBerctBerHo, 10 wm 2

MM). Copepskanue caxaposbl coctaBisio 1%. Bo Bce cpeast nobasmnsiics MES-0ydep ans
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crabunuzanuu pH Ha ypoBHe 5,7—6,0. 3aTeM pacTeHHs BBIpAIIMBAI Ha YKa3aHHOU cpejie
B KJIMNMaTUYECKON Kamepe npu ocBerieHuu 120 pumolib (bOTOHOB/(MZ'C), temneparype 23°C,
MPOJIOJKUTENBHOCTH CBETOBOTO mepuona 16 4. IIpoOsr mns ananmza orOupanu 2 pasa B
HEZeIIO.

B psae onbiToB cemena npopamuBany Ha yamkax [lerpu co cpenoit MC B Teuenue
10 nHel, TMPOPOCTKH MEPEHOCHUIM B MOYBY W TNPOAODKAIM BBIpAIIMBATH B TEX K€
TEMIIEPATYPHBIX U CBETOBBIX YCIOBUAX. Po3eTounble MHCThS 2 U 3 ApycoB cpe3anu ¢ 3—7-
HEJIEJIbHBIX PACTeHHUM M MCIOJIB30BaIM JIJIS ONpeAeNieHus: XJopoduiia, coaepkaHus Oenka
u u3MepeHuit aktuBHOCTH GUS ¢i1yopeclieHTHBIM METOIOM.

B skcnepumenTax ¢ goOaBieHHeM NUTOKMHUHOB B cpeny MC1/2, comepxkairyro B
KauecTBe eQUMHCTBEHHOro ucroyHuka azora 2 MM NH,Cl, nobGasnsnu pactBop mparc-
3€aTUHA B KOHIIEHTPALHIX 101°—10° M.

AxtuBHocTh GUS onpenesnsuiv AByMs METOAAMU:

1) ®nyopomerpuueckuil aHanu3 aktuBHocth (GUS mpoBOaMICS COIIACHO
(Jefferson, 1987).

2) Brisenenune aktuBHOCTH GUS ¢ ncnonszoBannem X-Gluc (5-6pomo-4-xiopo-
3-unpomun-f-D-rmokyporua) mnpooauau cornacHo (Vitha, 1995). 3arem pacrenus
¢dbotorpadupoBanu, dororpaduu pacTeHuid, okpaimieHHbIX B pesyinbrare GUS-peakiuu B
CUHUI IBET, MEPEeBOMWIN B 4€pHO-Oenoe m3oOpakeHue (8-OMTHas 1BeTolepenaya), u
MHTEHCUBHOCTh OKPACKM KOJMYECTBEHHO OLIEHUBAJIM C TMOMOIIbI0 mporpammbl Imagel.
Pe3ynbrarel npuBeaeHsl B ycioBHbIX eaununax (0—255) no cucreme HSV komnbroTepHoit
rpaduKy, MPEACTABISAIONIMX COOOW CPEAHIOI HMHTCHCUBHOCTH OKPAacCKH Ha EIUHUILY
MPOAHAJIM3UPOBAHHON IUomaau. [lnomane JUCTBEB M CEMSAIONEHN, UIMHY YEPEIIKOB M
KOpHeW u3Mepsiii Ha poTorpadusx pacTeHHU C HCIIOJIb30BaHMUEM MporpaMmMbl Imagel.

PactBopumsbiii  6enok ompenensnu mno wmeroay (Bradford, 1976). Conepkanue
xJopoduiia u3Mepsm cornacHo (Arnon, 1949).

OnpeneneHnue HUTPATOB B PAaCTEHUSAX MPOBOAMIN HOHOMETPHUUECKUM METOJIOM.

OOpaboTKy TMOJY4YeHHBIX JaHHBIX TMpoBoawian B mnporpamme Excel. OnbiTbl
MPOBOJAWIIM MUHUMYM B TPEX OMOJIOTMUECKUX MOBTOPHOCTSX M MOBTOpsid 2—3 paza, Ha
rpadukax TpUBENEHBI JAaHHBIE XapaKTEPHOTO ONbITa. bapel MNpeACTaBIAIOT CcOOOM

CTaH/IAPTHYIO OITHOKY.



PE3YJIBTATBI 1 UX OBCYKIEHUE

AHAJIM3 NIPMMEHMMOCTH METO1a OLICHK! YPOBHS IMTOKHHUHOB 110

akTuBHOCTH GUS B TKauax pacrenuud Arabidopsis thaliana,

TPAHCHOPMUPOBAHHBIX MAPKEPHBLIM reHoM GUS noa KOHTPoJIeM IIHTOKHHWH-

3aBuCcHUMOro npomMoropa ARRS5-rena

JIJis TPOBEPKH MPABOMEPHOCTH M3YUYCHHS YPOBHS aKTHBHBIX (DOPM IIUTOKUHHHOB B
tpanchopmanTax mo aktuBHocTH GUS mmctbs 1 sipyca, cpe3aHHbIe ¢ 3-HEICIbHBIX
pacTeHui, MHKyOHpOBaIu Ha pacTBopax bA (10'8 M—10° M) B Teuenue 24 4 B TEeMHOTE.
AxtuBHocTh GUS ompenensuin 1mo aHajau3y OKpackH JHCTheB ¢ momomipio X-Gluc B
kauecTBe cyOcTpara. [IpuBenéHHbie HA puC. 1 JaHHBIC MOKA3aad 3aBUCHMOCTh aKTHUBHOCTH
GUS or morapudma xoHmeHTpauuu bBA B pactBope. Pe3ynapTarhl TOATBEpIMIN
MPAaBOMEPHOCTh CYXKJICHHUS B HAIIUX OMBITaX 00 YPOBHE aKTHUBHBIX ()OPM IUTOKHHHHOB B

TKaHAX paCTeHHI)'I 110 MHTEHCUBHOCTHU aKkTuBHOCTH GUS.

o 80 Pucynox 1. 3aBucumocTb
E g 70 | T akTuBHocTH GUS B cpe3aHHBbIX
S | I JIMCThAX oT Jorapugma
Z g o 60 KoHUeHTpauun BA B pacrBope
g—E . 50 7 I nHKky6anuu  JucrbeB. Ilocie
§ g > 40 HHKY0AIHH ¢ [UTOKHHHUHOM

T 8B 30 T aktusHocth GUS onpenesiin ¢
% @ © 2 L ucnosans3opanueMm X-Gluc.
E 8 10
i€ [

KOHTpPOIb, -8 -7 -6
BoAa Ig [BA]

OTOT BBIBOJ OBLI MOATBEPXKIAEH B OMNBITaX MO onpeneneHuto aktuBHoctd GUS
(IIyOpECIIEHTHBIM METO/IOM B JIHCTBAX 2-3 sipyca, Cpe3aHHBIX C S-HeIelIbHBIX pPAaCTCHHUU
A. thaliana, BbIpallleHHBIX B MIOYBE, I10CJI€ MHKYOALUHU JINCTHEB B TEUEHHE 72 4 B TEMHOTE
Ha pacTBope BA B komuentpammsix 10° M—10° M. Bbuto MOKa3aHO, 4TO MHIYKIHIO
aktuBHOCTH GUS B JUCTBAX BBI3BIBAIM TAaKXKe TaKWe MPUPOJHBIE IUTOKHUHHUHBI (B
KOHUEHTpamuK 5 + 10°M), kak mpanc-3eaTHH ¥ W30TCHTCHMIIAICHNH, TOTA KaK a/CHUH,
MPOU3BOJHBIM KOTOPOTO SBJISIOTCS MPUPOAHBIE LUTOKWHUHBI, HO KOTOPBIA JUIIEH
LIUTOKMHUHOBOW aKTUBHOCTH, HE BbI3bIBAJI MHAYKIMIO akTuBHOCTH GUS B nucthsax. E€ He

MHAYLUPOBAIN TAKXKE APYrHe PEry/sITopsl pocra: abcmmsoBast kucmora (5-107° M),
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MHIOMHI-3-yKkcycHas kucaota (10° M), metmmkacmonar (5 -10° M), canumunosas kuciora
(5-10° M) u ciepmus (CIL, 5 - 10° M).

Bc€ »TO0 TOBOpHUT O BBICOKOW cnenupUYHOCTA OTBETa MpoMoTopa reHa ARRS5 Ha
UUTOKUHUHBI M TOATBEPXKJIAET BO3MOXHOCTb OLEHKH MPUCYTCTBUS AKTUBHBIX (OpPM
IUTOKMHUHOB B TKaHsAXx 1o aktuBHocthu GUS B  pacrenusix A. thaliana,
TpaHcpopMupoBaHHbIX GUS-reHoM 1o npoMotTopoM ARRS5-reHa.

CpaBHUTEJLHOE H3VUECHHE POCTA JUCTHLEB U aKTUBHOCTH B HUX GUS

B xome paboThl Oblla BbIBICHA HEOJHOPOJHOCTh HWMEIOMICHCS MOMYJISIINU
TpaHCTeHHBIX pacTeHui Arabidopsis o nposiBaeHuto akTuBHOCTH GUS 1 ObUIH TOTyUYEHBI
YUCTBbIE JIMHUM  pacTeHud  (pacTeHuid, MPOUCXONAIIMX OT OJHOrO  MpejaKa),
XapakTepusyrmuxcs Boicokoi («By») u Huzkoi («H») aktuBHocThio GUS. B manbHeiimem
pabora Benach mapayyieibHO Ha o0eux JnuHUSAX. OCHOBHBIE TIOJIYYEHHbIE HA HUX
3aKOHOMEPHOCTH B OO0IMHUX YepTax coBmaganu. [1oaToMy pe3ysbTaThl MPEACTABICHBI IS
OJHOM W3 JINHUH, C YKA3aHUEM, HAa KAKOW JINHUW OHH MOJIyYEHBI.

B kauecTtBe cpeabl, ciyKamiedl 3TaJOHOM Jisi CpaBHEHUsS M oOecredyuBarolei
HOpPMaJIbHOE pa3BUTHE pacTeHMM, ObLTa BhIOpaHa cpeda, coiepkamias 20 MM HuTparta B
KauecTBe €AMHCTBEHHOTO MCTOYHMKA a30Ta. Ha »3Toii cpene y pactenuit ¢opmMupoBaiiach
MOJHasi pO3€TKa JUCTHEB C XOPOUIO Pa3BUTHIMM dYepelikamu. PacTeHue nepexoamsio K
[IBETEHHUIO HA TPEThEU-YETBEPTOMN Hexene *Ku3Hu. [lmomane 1mMcra Moria JocTuraTh 8 MMz,
JUTMHA 4epemkoB — 4—8 mM. B Hammx ycnoBusax pacteHus skotuna Wassilewskija
3aKJIaJbIBaH 6-7 JIUCTHEB PO3ETKH (CUUTAs CeMsAO0NbHbIE) (puc. SA).

B ™omnogom nucre aktuBHOocTh GUS He oOHapyuBajach WM Oblla HHU3KOM
(puc. 2.I'1). TlIo mepe pocTta JucTa OHA MOSABIIAJIACH B COCYAHUCTON CHCTEME 4YEpellKa U B
obmactu anmkaneHOU THAaToAsl (puc. 2.A1, B1, I'l). Haubonee Bricokas aktuBHOCTE GUS
HaOmMroganack B odaacTax cocyauctor cuctemsl (puc. 2.B1). Kak mokassiBaeT puc. 2, pocT
JMCTa COBIMAJAI C MEepHooM yBenuueHust aktuBHOCTH GUS, uTo yka3biBallo Ha yBEITUUCHHE
YPOBHS aKTHUBHBIX (JOPM IIMTOKMHUHOB B JiucTe. [louTu cpasy mocnie JOCTHKEHHUS JTUCTOM
MaKCUMaJbHOTO pa3Mepa MPOUCXOJUJI0 3HAaYuTeNIbHOE CHIbKeHHe akTuBHOCTH GUS B
miactuske (puc. 2.B1, I'1). OTo noka3biBaeT, 4To MpeKpalieHUe pocTa JUCTa IPOUCXOIUT B
YCIIOBUSX CHW)KCHHSI COJICPYKAHUS B HUX AKTUBHBIX (POPM ITUTOKMHUHOB, YTO CBSI3aHO,
BO3MOXHO, C OTTOKOM WJIM C I[epepacrpeiesieHneM IUTOKUHUHOB, MOCTYMAIOIIUX U3
KOpHEH, OT 3aKOHYMBILETO POCT JIMCTa B pacTylIUe JHUCThs. J(oibllle BCEro akTUBHOCTH
GUS coxpansnace B 0a3ajbHBIX 00JIACTSAX JIMCTAa, B COCYJIMCTOM CHUCTEME Yepelika U B

rugatonax (puc. 2.B1,T'1).
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Pucynok 2. Xapakrepucruka pocra u akruBHoctu GUS B Jmcre mepBoro sipyca u
cemsinoasix Arabidopsis thaliana, BbIpanieHHbIX HA cpeje, cogep:xameid 20 MM HuTpar
KaJIUsl B KayecTBe €JIMHCTBEHHOr0 McTOYHHMKA a3ota. Jlunua H. 1. Jlucr 1-ro sipyca.
2. Cemsinosm. Ilnomans aucra (Al) u cemsgonu (A2), nauna yepemka jgucra (bl),
aktuBHoCcTh GUS B cocyaucroit cucreme jgucra (Bl) m cemsgoaun (B2), akTuBHOCTH

GUS B muactunke jucra (I'l) u cemsimosm (I'2).

10



Jlunus B ornuvanacek BeicOKOW akTUBHOCTRI0O GUS B Me3o(duiuie JUCThEB, MOATOMY
u3Mmenenne aktuBHocTd GUS B Me3oduiuie Ha Hell mpociexkuBaiiock Oosee otyéTiuBo. Ha
pactenusix iuHuu H cunbHee nposiBisuioch npeoOnananue aktuBHoctd GUS B cocyaucToit
CUCTEME M MPUYPOUYEHHOCTh €€ K 00JIaCTAM T'MAATOM, YTO YKa3bIBajlO Ha MOCTYIUIEHHE
LUTOKMHUHOB B JINCThS 10 COCYAUCTON CUCTEME C MTACOKOM.

Cxo/lHblE 3aKOHOMEPHOCTH OBLIM MOJIy4€Hbl Ha ceMsagoisix (puc.2.2) (naHHbIE
npuBeAeHsl A tuHun H). MeHee pe3ko Obuia BbIpake€Ha CTausl YCUJICHUS aKTUBHOCTH
GUS Ha panHux 3tamnax pocra cemsaoieil. Ilockonpky ceMsaoan SBISIOTCS 3alacaroluM
OpraHoOM pacTeHHsl, TO Bbicokasi akTUBHOCTh GUS Ha HauanbHBIX CTAAMUSIX POCTa CeMsI0IEeH
Morja ObITh CBsI3aHa C MPUCYTCTBUEM B HUX 3alaCHBIX IUTOKMHUHOB, KOTOPBIE MEPEXOAST
B aKTUBHYIO (opMy.

B uenom paHHble, NOJIy4YEeHHbIE Ha [BYX JIMHUAX, YKa3blBaJud HA OJIMHAKOBBIE
3akoHOMepHOoCcTH: 1) yBenuuenue aktuBHOCTH GUS B Xoze pocta nucta, 2) e€ CHIKECHHE
noclie MpeKpalieHust pocTta Jmcra, 3) npeobnananue aktuBHoctd GUS B mpoBopsimieit
CUCTEME.

JIOTIONMHUTENbHBIE SKCIIEPUMEHTHI, MPOBEIEHHBIE HA PACTCHMSIX, BBIPALICHHBIX B
NIOYBE, MOKA3aJM, YTO B XOJE pocTa JINCTheB akTMBHOCTH GUS cHMKamach ¢ BO3pacToM
3HAYUTENBHO OBICTpEE, YeM MpOSBISUIOCH MaJieHue cojepxaHus xiopoduia. Takum
0o0pa3oM, HUTOKMHUH-3aBUcUMas akTuBHOCTh GUS B TpaHCreHHBIX pacTeHusX A. thaliana

Jy4dme XapaKTepru3oBajia BO3PpACTHBIC K3BMCHCHUSA JINCTA, YEM COACPIKAHUC xnopo@mma.
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Pucynok 3. Pazeutne aktuBHoctH GUS B ceMsizoiX M PO3eTOYHBIX JHCThAX
NepBOr0 M BTOPOr0 SIPYCOB pacTeHHil, BbIPALIEHHBIX Ha cpeje, coAep:Kailieil B
KadecTBe eJMHCTBEHHOT0 MCTOYHUKA a30Ta 20 MM nutpat kaausa. JIuaus H.

JNuunamuka aktuBHOCTA GUS B ceMsAONBHBIX JUCThSIX (pUC. 2.2) U JUCTHAX MEPBOTO

N BTOPOro sApycoB COBIIagajla ¢ JaHHBIMU IJId JIUCTHEB IIEPBOTO sApyca. Puc. 3 mo3Boser
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yBUJIETh, YTO cHUkeHue aktuBHoctu GUS, a, ciemoBaTenbHO, U COJAEPKaHUSI aKTUBHBIX
(GhOopM IIUTOKMHUHOB B HMKEPACIIOJIOKEHHBIX OpraHax COOTBETCTBOBAJIO IO BPEMEHHU POCTY
akTuBHOCTH GUS B BBIIIEPACTIONOKEHHBIX PAa3BUBAIOIINXCS JIUCThSIX. JTO YKa3bIBA€T HA
nepepacripe/iejieHue LUTOKMHUHOB B PAacTeHHUSIX B MOJb3y 0o0Jjiee MOJOIBIX, PaCTyLIUX
OpraHoB.

[Tepuoa akTUBHOTO pocTa ceMsiioe U IUCTheB Y A. thaliana cOBNagaeT ¢ BHICOKUM
YPOBHEM B HUX (PU3HOJIOTHUECKH AaKTHUBHBIX (DOPM IIMTOKMHHUHOB, a MpEKpalieHHue pocTa
MPOUCXOJIUT Ha (poHE pe3Koi yObUIM 3THX (PUTOTOPMOHOB U HApacCTaHUS UX COJIEPKAHUS B
BBILIEPACIIOJIOKEHHBIX, AaKTUBHO PACTYIIMX JHUCThAX. Takas JIWHAMHKa SHIOTEHHOIO
COJIEp)KaHMUS AKTHBHBIX ()OpPM ITMTOKUHUHOB B XOJIE POCTa JINCTA TIOKa3aHa BIIEPBBIC.
[lepepacmipeniennienue HaKOMJIEHUsT AaKTUBHBIX (OPM LUTOKMHMHA B PACTEHUSIX OT
NPEKPATUBIIUX POCT OpPraHoB B 0ojiee MOJIOAbIE NPOUCXOJUT 33400 10 MOSBICHUS
BHEIIHUX MPU3HAKOB CTapeHus JucTa. Boicokas aktuBHOCTh GUS B mpoBoAsIIed cucreme
Yyepelika U JIMCTHEB U B 00JIACTSAX TUIATOT SIBJISIETCS €II¢ OJHUM CBUJIETEIHCTBOM B TOJIB3Y
MOCTYTUICHHS] IMTOKWHUHOB B JINCThS U3 KOPHEW B COCTABE MACOKH.

BiiMsiHMEe HUTPATHOIO M AMMOHHUIHOI0 230TA B IMTATEJIbLHOI cpe/ie HA POCT M

INUTOKHHUH-3aBUCHUMYI0 aKTHBHOCTL GUS B pacrenusx Arabidopsis

Jlis Toro 4toObl MPOBEPUTH, OYAYT JM HAOMIOAATHCS M3MEHEHMSI N0 aKTUBHOCTH
GUS B pacreHusix B 3aBUCUMOCTH OT MX CHAOXEHHMS HUTPATOM, PACTCHHs MOJBEprayiv
a30THOMY TOJIOJIAHUIO B TE€UEHHUE HEJIEIH, a 3aTEM IIEPEHOCHUIIM Ha COJIU a30Ta.

Tpanchopmantsl Arabidopsis BbipamuBanu Ha cpene XoryiaHjaa. 3aTeM pacTeHHs
MEepEeHOCUIN Ha cpeay Xorimanna Oe3 aszorcomepkammx coieid. s storo Ca(NOj),
3ameman Ha 3 MM KCl+1 MM CaCl, Ha 8 quelt u u3Mepsiin B HUX COJiep>KaHue HUTpaTa U
aktuBHOCTh GUS. 3areM nenble pacTeHUs WIM CPE3aHHbIE C HUX IOJHOCTBIO Pa3BUTHIE
JIUCThSl 2—3 SIPyCOB MEPEHOCUIIA HA PacTBOPHI cojiel 5 MM Hutpara win 5 MM aMMOHWUS.
Yepe3 3 CyTOK B JHUCThSIX MHTAaKTHBIX PACTEHUH M B CPE3aHHBIX JIUCTBAX H3MEPSIIH
akTuBHOCTH GUS QuryopeciieHTHBIM METOA0M.

CHuKeHue coAepKaHusl HUTPATOB B PACTEHUAX COMPOBOXKIAJIOCHh PE3KUM MAJEHUEM
aktuBHOcTH GUS B mucthsx (puc. 4A). [Ipu nepeHoce ronoJaronMx HHTAKTHBIX pacTeHUN
Ha HUTpaT akTUBHOCTE GUS B NHCTBAX ycwiuBajach B TeueHue TpEX cyTok (puc. 4b).
OTOro He MPOUCXOAWIO B CPE3AHHBIX JHUCTHSIX, YTO YKa3bIBAET HA MHAYKIUIO HUTPATOM

CUHTC3a HUTOKMHHUHOB B KOPHAX C UX INOCICAYIOIIUM TPAHCIIOPTOM B JIUCTBA. AMMOHUMHAS
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COJIb MPAKTUYECKU He yBenumuuBaia akTuBHOCTh GUS mocne romogaHusi. 3T0 TOBOPUT O

TOM, 4TO aMMOHUM HE HHAYLHUPOBAJI CUHTC3 HIUTOKMHUHOB B PaCTCHUAX.

~ 5000 —+— Cpepa Xornaraa 6es NO3 Pucynok 4A. AKTHMBHOCTH GU§
X --~-0--- Cpega XornaHga ¢ NO3 INpH roJIOAAHHH IO a30TY PAaCTCHUH
A. thaliana.
Pucynoxk 4b. AxkruBHocts GUS
IpH I[epeHoce ToJIOAAKIIUX TI0
azory pacrenuii A. thaliana na
a3orcoJep:Kaliye pacTBOPbl HA TPH
0 4 8 1o AHAL (I) KonrpoJbHbie pactenus (8
CYyTOK Ha  OOBIYHOM cpene
Xoraanaa u 3atem 3 Aus Ha S MM
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nutpara). (II) Pacrenuss mocje 8-a1HeBHOro rojioganusi Ha cpeae Xoryuanga 0e3

HuTpara. O6o3nauenus pacreopos: NO; — 3 MM KNO; + 1 MM Ca(NO;),, NHy —
5mM NH,CL

45§ 4000 |
o~ 8 I
2 ¥ 2 3000 -
c i3
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B
é ; e 1000 -
. 1 [ ]
() () NO3 NH4 NO3 NH4
BapMaHTbI Cpe3aHHbIe JINCTb4A MHTaKTHbIe paCTeHVIFI

YToOBI MMPpOBCPUTH, KaK IIOJIHOC OTCYTCTBUC HHUTPATA BJIHACT HA COACPKAHUC

AKTHUBHBIX (1)OpM OUTOKHMHUHOB B PACTCHHNH, MbI UCCJICAOBAJIN B PACTCHUAX, BbIPAIICHHBIX

Ha aMMOHHWHN, TUTOKNHUH-3aBUCHUMYIO dKTUBHOCTDH GUS.

Pucynok 5. Pacrenusi, Bbipamennbie Ha MC1/2, coaepxkaieii B KadecTBe
€¢JUHCTBEHHOI0 MCTOYHHKA a3ora A) 20 MM Hurtpara kaaus, b) 20 MM cyasdara
ammonus. bap — 1 mm. Jlunus B. Bo3pacr pacrenusi: A) 20 gueii, b) 23 qus.
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B mnammx ompiTax B mHTarenbHylo cpeay noOaBmsiin MES-Oydep, koTopbrii
obecrieunBan pH 5,7—6,0, Haumbonee 4YacTO UCHONB3YIOIIMKCA B JUTEpaType MpuU
BelpamiuBanun Arabidopsis. Takoe 3HaueHne pH He onTHUMambHO [JIsI AMMOHUHHOTO
MUTaHUS, KOTOPOE HYXKJIAeTcsi B MOJUIeNadyuBaHuu cpeabl. OJHAKO OHO TO3BOJISLIIO
MIPOBOJIUTH OTBITHI C HUTPATHBIM U @MMOHUIHBIM TUTAHUEM B OJJUHAKOBBIX yCIIOBUSIX.

OtcyTcTBHE HUTpaTa M HAJIUYUME aMMOHHUSI B MUTATENbHOW Cpefe MPUBOAMIN K
cepbE3HBIM MOP(HOIOTMYECKUM U3MEHEHUSIM HaI36MHOM YacTh y 00erX M3YUYEHHBIX JIMHHIMA:
CKY4YEHHOW pO3ETKE JIMCThEB, CHM)KEHHMIO OOIIEH IUIOIIAIM JIMCThEB NPUMEPHO B 6 pas,
OTCYTCTBHUIO BBIPKEHHBIX YEPEUIKOB, HAPYIICHUSIM (POPMUPOBAHUS COCYTUCTON CHCTEMBI,
npexaeBpeMeHHoN rudenu pactenus (puc. 5b). OnHako ciexyer NOMHHUTh, YTO YCJIOBUS
AaMMOHHMITHOTO TMWTaHUs B HAIIMX ONbITAX MOMNIM OBITh HE ONTUMAJIBHBIMU MpU
BbIOpanHOM pH. Otnuuus B Mop¢osioruu cemsiiosiell ObUIM MEHee BbIPaXKEeHBI.

AxTtuBHOCTh GUS B nHcTE MepBOro spyca y pacTeHUH, NOJyYaBIIMX aMMOHUIHBIN
UCTOYHUK a30Ta, pazfiuyaiach Ui ABYX HCcleAyeMbIX JMHuUW. B wme3zodumie nucthe
nepBoro sipyca pactreHuit juaun H aktuBHocth GUS He obnapyxkuBamack (puc. 6.1).
AxtuBHocTh GUS Habmoanach TOJIBKO B YepelIKe, EHTPATbHOM KUIIKe, )KUITKaX BTOPOTO
nopsika v e€ 3HaueHus1 ObUIM HUOKE, YeM Il HUTpATHBIX pacteHul (puc. 6.b1, B1).

B wme3odpumne um cocynucToil cucreme JMCTheB 1 sdpyca pacTeHuid JuHUM B,
MOJTyYaBIIMX aMMOHUIHBIN a30T, HabyI01anack JOBOJIBHO BbIcOoKas akTUBHOCTH GUS. Oto
YKa3bIBa€T Ha BBICOKHI YpPOBEHb B HUX AaKTHBHBIX (POPM IUTOKUHUHOB, KOTOPBIA MOMKET
OBITH pe3yIbTATOM 33JCPKKU TPAHCIOPTA IMTOKUHUHOB BBUY MOJABICHUS POCTA JINCTHEB
crenyromux mopsiakoB. [Ipu sTom Obuta cnabee BbIpakeHa pa3HHIIA OKPACKH COCYAWCTOU
cucTembl U Me3oduiia. Y nuctbeB 2 sApyca pactenuil tuHun B nagenue aktusHoctu GUS
HAOMIOAIOCh emé B MPOIECCe pPOCTa JIMCTA, YTO CBA3aHO, BHIUMO, C CEPHE3HBIMU
HapyLIEHUSIMU IIPOLIECCOB POCTA YK€ HA paHHUX 3Talax pa3BUTHUS JTHUCcTa. B TpéxHeneapsHOM
BO3pacTe pacTeHHs OHTOM JUHUM ObUIM 3HAYUTEIBHO OOEIHEHBl ITUTOKWHUHAMH IO
CpPaBHEHMIO C HUTPATHBIMH PACTEHHUSIMHU TOTO ke Bo3pacta (puc. 5b).

B cemsmonsax pacteHudd 00euX JWHUM, BBIPAIICHHBIX Ha aMMOHHMIHOM a30Te,
aktuBHOCTE GUS Obima moBonbHO BbicOka (6.b2). EE€ 3HadeHwss Morim mnpeBbImaTh
aktuBHOCTH GUS B ceMsA10/1X pacTeHUM, OMyYaBIINX HUTPATHBINA a30T.

XapakTepHOil 0COOEHHOCTHIO JIMCTHEB U CEMsSIIONEH aMMOHUWHBIX pacTeHUH OBLIO

OTCYTCTBHUE BblpakeHHOHM akTHBHOCTU GUS B 001acTsSIX rujaTo]] o CpaBHEHUIO C APYTUMU
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ydyacTkamu Jucta (puc. 6.52), 4ro 4Y€TKO MpOCIEKUBAJIOCHh y PACTEHUN, MOIYYaBLINX
HUTpaThl (puc. 6.B2). Bo3M0OXkHO, 3TO OTpakaeT CHUKEHHOE NOCTYIJICHHE INTOKUHUHOB U3

KOpPHEH C NTaCOKOM B IUTACTUHKY JINCTA PACTEHUA HA aMMOHUMHOM a30Te.
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Pucynok 6. Poct u aktuBHocTh GUS B smmcrhax 1 sipyca (1) u cemsgonsix (2)
pacTenus, BbIpameHHoro Ha cpeae MC1/2, conepskamieii B kKauecTBe HCTOYHHKA a30Ta
20 MM cyabdara ammoHus. [l cpaBHeHMsI NpUBEACHbI JaHHBIE JJIS PACTCHMH,
BbIPAIllEHHBIX Ha cpele, cojep:kalleii B KayecTBe MCTOYHHKA a3oTra 20 MM HuTpaTa
kagus. Jlunusa H. [lnomaas gucrses (Al) u cemsigosiein (A2). AktuBHocth GUS B
aucre 1 sipyca (bl1) u cemsgose (b2) y pacrenmii, moaydyaBmux 20 MM cyabgar
amMoHusi. AktuBHocTh GUS B sucre 1 sipyca pacrenusi, BpipameHHoro Ha 20 mM
Hurpare kajaus (B1) u B cemsagosix atux pacrennii (B2).
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B nucThSX aMMOHUHHBIX pacTeHU HAONIONANHMCh YacThle AaHOMAJIWU B Pa3BUTHH
COCYIMCTOM CHCTEMBI: Ci1ab0oe pa3BUTHE KHWIOK 3 TMOpsAJIKa, Pa3ABOCHHUE TJIABHOM KUIIKH,
OTCYTCTBHUE allUKAJIbHOM METIIA, OTCYTCTBUE BHIPAXKEHHON HEPAPXUU B CUCTEME JKHIIOK.

Takum 00pa3oM, ypOBEHb AKTHUBHBIX (POPM LUTOKMHUHOB, MOKAa3aTejIeM KOTOPOTO
aBisieTcst akTUBHOCTh GUS, ObUT 3HAUUTENBHO CHUKEH B PACTEHUSX, BBIPOCUIMX Ha CPEIE,
coJiepKalllel aMMOHUN B KaueCTBE €JMHCTBEHHOIO MCTOYHMKA a30Ta. DTO COIJIACYETCs C
JUTEpaTypHBIMU TAaHHBIMU O CHUYKEHHUH COJIEPKaHUSI INTOKMHUHOB B IMIACOKE PACTEHUN MPHU
Hegocratke HutpaTta (Walch-Lju et al., 2000).

N3yuenue pocta pacreHudd u aktuBHOCTH GUS B TKaHAX HAJA3EMHBIX OPraHOB IpPHU
CHWKEHUU KOHUEHTpALlMU COJIed aMMOHMS B muTtarenbHou cpene ¢ 20 MM go 2 MM, Tak
e, KaK U CpaBHEHHE BIIMAHUS XJIOPUAHOM M Cyib(haTHOUN coieil aMMOHUS, 3HAYUTENIbHbIX
OTJINYMH B TuHaAMUKe pocTa u akTuBHOCTH GUS He 0OHapy XuJIo.

CrnenoBarenbHO, OOHApYKEHHOE B OIbBITAX YTHETEHUE POCTa HA/I3EMHBIX OPraHOB
3aBUCEJI0 HE CTOJbKO OT BBHIOPAHHON KOHLIEHTpAaIlMM aMMOHMS, CKOJBKO OT 3aMEHbl UM
HUTpAaTa B IIUTATEIBLHOM CpeXe.

Takum o00pa3oM, Mpu 3SAUMHUHAIMK COJIEH HUTpaTa M3 MHUTATEIbHOM Cpelbl, B
pacTeHUsAX Ha aMMOHUITHOM a30T€ CHUKAETCSI HE TOJIBKO POCT, HO U 3kcnpeccuss GUS-rena
MO/ KOHTPOJIEM LUTOKMHUH-3aBUCHUMOIO IMPOMOTOPA, YTO TOBOPUT O CHUKEHUM B HUX
YPOBHS aKTUBHBIX (OpM HUTOKUHUHOB. OTcyTcTBHEe akTUBHOCTH GUS B 0051acTAX THAATON
YKa3bIBaJIO HA CHUYKEHUE MOCTYIJICHUS] aKTUBHBIX (POPM HUTOKUHUHOB B JIMCThSI U3 KOPHE,
YTO MOATBEPKIATIOCH OTCYTCTBHEM aKTUBHBIX (DOPM HUTOKUHUHOB B Me30(uIlIE JIMCTHEB
muann H. OOHapykeHHOe Ha pacteHusx JuHuUU B moBbeimenne aktuBHOocTH GUS B
Me3zopuiie emE KIET CBOEro OOBsICHEHUS, Haubojiee BEPOSTHO, YTO OHO CBS3aHO C
ocJ1a0JIEeHHEM OTTOKA LIMTOKUHHUHOB.

Mopdogornueckue napaMerpbl M aKTHBHOCTL GUS B KOpHSAX pacTeHWH

Arabidopsis thaliana, BLIPDAIIEHHLIX HA CPEAAX ¢ PAJIHYHLIMYA HCTOYHHKAMH 230TA

boun m3ywensl aktuBHOCcTh GUS B KOpHSAX pacTeHHl W uX Mopdonoruueckue
XapaKTepUCTUKHM Ha pa3HbIX HMCTOYHMKAX Aa30THOTO NHUTaHUA. JlaHHBIE NPUBEACHBI IS
pacTeHuil JTuHUM B, BBIpAIICHHBIX Ha Cpelax, COJAEpKAIMX B KadyeCTBE E€IUHCTBEHHOIO
UCTOYHMKA a30Ta 2 MM HuTpara kanus win 2 MM cyibdaTa (WK XJI0pHuaa) aMMOHUS WIN

20 MM cynbdara aMmmMoHUS.
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Pucynok 7. IlapamMeTpbl pocTa KOPHEeBO#l CHCTeMbl pacTeHMii, BbIpalleHHbIX Ha cpeae MC1/2, coaep:kameidi B KadecTBe
€[IMHCTBEHHOI0 HCTOYHMKA a30Ta 2 MM HuTpaTa kajaus (A, I'), 2 MM cyaspat ammonus (b, 1), niu 20 MM cyasdat ammonus (B,

E). JIunusa B.



r

Pucynok 8. AxtuBHocth GUS B KopHSX.
Bospacr pacrenusi: A, b, B— tpoe cyTok;
A — 17 cyrok; I'y, E — 1pm Hemenn; K —
24 nusa. Pacrenusi pociam Ha cpexe MC1/2,
coJep:kalieii B KadecTBe eJIMHCTBEHHOIO
HCTOYHMKA a30oTa: A, I' — 2 MM HuTpara
kamusi; b, I, E, /K — 2 MM ammonus
(cyabpar mam xaopua), B — 20 MM
cyabdara ammonus. bap: 0.1 mm. Uépubie
CTpPeJIKM — TJIABHBIII KOpeHb, 4YépHbIe
HAKOHEYHHUKH CTPEJIOK — THUINOKOTHJb,
0esible CTPeJ KM — OOKOBOIi KOpPeHb, Oejible
HAKOHEYHHMKH CTPEJIOK — OYaru 3aKJIaJKu
O0OKOBBIX KOPHEH.

Kak mnoxasbiBaeT puCyHOK 7, 3aM€Ha B NHTATEJIIBHOW Cpele HUTPATHOIO a30Ta Ha

aMMOHUWHBIA CYIIECTBEHHO CHI)Kajla pOCT KOpHEBOM cuctembl. [Ipu s3ToM Habmromamoch

3HAYUTCIIPHOC CHHMXXCHHEC AJIMHBI KOpHeBOﬁ CHUCTCMBI Y paCTeHHfI, BBIPpOCHINX HA aMMOHHWH
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(puc. 7b). NarubupoBanre pocra KOpHEH MO OCHOBHBIM HM3YyYECHHBIM IapamMeTpaMm ObLIO
0COOEHHO SAPKUM IPHU UCHOIB30BaHUN aMMOHUS B KoHIeHTpauuu 20 MM (puc. 7B).

Onpenenenue aktuBHOCTH GUS B KOpHAX pAacTeHHMH HA HUTPATHOM M aMMOHUHHOM
MCTOYHMKAX a30Ta OOHApYyKWUJIO CepbE3HBIE pPa3NMuusi MO €€ MposBiIeHHIO. B kophe
IPOPOCTKOB Ha MUTATENBHOW cpene ¢ HUTpaToM akTuBHOCTh GUS Oblna BBICOKOH. Yike
yepe3 TpU JHSA OT Hayajlla NpOpacTaHus CEeMsSH Ha AMMOHUKWHOM a30T€ MPOUCXOJUIIO0
cyliecTBeHHOe cHukeHue akTuBHOCTH GUS B KOHUMKE KOpHS W MO JJIMHE COCYIUCTON
cuctemsl KopHs (puc. 8A, b, B), oco6eHHO pe3ko 3To NposiBisuIoch B npucyTcTBun 20 MM
ammonusi (puc. 8B). ¥V pacrenuit Ha cpene ¢ HUTpaTamMu BbicOKas akTuBHOCTH GUS
COXpaHsIach B KOHYMKE KOPHS U OOKOBBIX KOpHEH B TEUEHHE BCEr0 M3y4EeHHOTro cpoka (3
Hegenu) (puc. 81). B pacteHusix Ha muTaTeNbHOW cpene ¢ aMMoHUeM akTuBHOCTh GUS
ucyesana U3 OOBIYHBIX YUACTKOB €€ MECTOHAXOXKICHUS: U3 MEPUCTEM, KOPHEBOTO YEXJIHKA,
oOurasi €€ MHTEHCUBHOCTh B COCYJIUCTOM CUCTEMe CHM)KAJIach U MOCTENEHHO Hcue3ala (puc.
81, E, X). B npucyrcreun 20 MM aMMOHUSI B TUTATEIILHON CpeJie CHIKEHHUE aKTUBHOCTHU
GUS B KoHUYMKE KOpHEW U MO BCEH IJIMHE KOPHS MPOUCXOIUIIO ObICTpee. ITO MOKa3bIBaJo,
YTO KOpHEBAas CHCTEMa HE BBINOJHSIA (YHKIMHU CHAa0XXEHUS MOOEroB IUTOKWUHUHAMM.
Bo3M0xHO, 3TO SIBISIIOCH OJHOW W3 MPUYMH MHTUOMPOBAHHS POCTa HAA3EMHBIX OPraHOB
pacTeHuil HAa aMMOHUIHOM MCTOYHHKE a30Ta.

BiysiHue YK30reHHbIX IMTOKMHUHOB

JIns mpoBEpKM BOMPOCA O TOM, HACKOJIBKO OMNOCPEAYIOT HUTOKWHHUHBI BIUSHHUE
HUTpaTa Ha MOP(QOJIOTHIO PACTEHUS M HA0OOPOT, HACKOJIBKO ACHUIUT ITMTOKUHUHOB
oTpeeNseT HapylieHrne MOp(GOJIOTHH PacTEHU HA aMMOHHUITHOM a30Te, ObLTH ITOCTaBJICHBI
OKCIEPUMEHTBI, B KOTOPhIX B IHTATEIBHYK CpEly, COJEpXKallyld B KayecTBe
€MHCTBEHHOI0 HCTOYHUKA a30Ta XJOPUJ aMMOHHUS, J00aBIIsUIA MPAHC-3€aTUH B
KOHLEHTPALUAX OT 1071 o 10°° M. OcHoBHBIE JIaHHbIE ObUIM TIOJy4YEHBI HA PACTEHUAX
nuanu H.

Bricokune KOHIIEHTpanyy HIUTOKUHUHOB (10'6 M) oka3bIBajM HEraTUBHOE BJIMSHUE Ha
Mopororuto pacrenus. I[loTHOCTBIO OTCYTCTBOBaJl KOpPEHb, Hapymaiach ¢dopma
CeMsJI0JIeH, HACTOAIIME JIUCThSl Y PACTCHUS! MPAKTUYECKU HE PA3BUBAIUCH. AKTUBHOCTD
GUS Obl1a BBICOKOM B CEMSI0SAX, B OCHOBAaHUU TMIIOKOTHIIS M MTOJIHOCTHIO OTCYTCTBOBAJIa

B CCMAOOJBHOM Y3IJIC. PaCTeHI/IH, BBIpOCHIMC Ha CpPCAc, COI[Cp)K&I.H@fI mpanc-3€aTuH B
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koHmentpammu  10'°M, mpakTHYECKH HE OTIMYANNCH OT KOHTPONBHBIX PACTCHHIA,
BBIPOCHIMX Ha cpefie 6e3 IUTOKMHUHOB.

Ha cpeme, comepkameil LIMTOKHHHHBI B KoHientpammsx 10° um 10° M, y
OOJBIIMHCTBA PACTCHUN pPa3BUTHE HAIA3€MHON 4acTh ObuIo Oosiee OMU3KUM K Pa3BUTHUIO
pacTeHuii, BHIPAIIICHHBIX Ha HUTpATE: YBEINYMBAJIACH ILJIOIIA/Ib JTUCTHEB, MPUOTUKASACH 10
pasMepy K JHCThSIM pacTeHUM, BBIpAIICHHBIX Ha HUTpare (puc. 9A). Jluctes umenu
OTU€TJIMBBIC YEPEIIKH, OJHAKO /JIMHA YEPEIIKOB MpPU 3TOM OblIa MPOMEKYTOUHOH —
BBIIIIE, YeM y AMMOHHUWHBIX PACTEHUMN, OJTHAKO HIDKE, YeM y pacTEHUM, BBIPAIICHHBIX Ha

Hutpare (puc. 9b).

A b
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Pucynoxk 9. Mopdosiornyeckue mapaMerpbl PAacTeHHMiH, BbIPAIIEHHbIX HAa
MC1/2, comep:xkameii B KadyecTBe HMCTOYHHKA a3ora 2 MM xiopuaa aMMOHHUSI €
nob6aBiaenneM mpanc-3eatuna. Jlunusa H. J{na cpaBHeHMsi nmpuBeaeHbI JaHHbIC IS
pacTeHuii, BBIPALLEHHBIX Ha cpele, coAepKalledl B KadecTBe eIUHCTBEHHOIO
HCTOYHMKA a30Ta 2 MM HuTpaTa kaausa wid 2 MM xuiopuaa ammonus. A. [linomans
Jucra 1 sipyca. b. lnmna gaucra 1 sapyca. B, I'. O0mas njiuHa KOpHEBO#l CHCTEMBI.
Konuenrpauum mpanc-3earuna: A, b, B — 10° M, I —10° M.

TopmoxeHue pocra KOPHEBOW CHUCTEMbl W HMHIHMOMPOBAaHUE 3aKJIAIKH OOKOBBIX

KOpHEH XapakTepHO Ajs JedcTBUs dk3oreHHoro nutokuHuHa (Li et al., 2006; Debi et al.,

2005), sipdye OHO TIPOSBISIIOCH MPH KOHIEHTparmu uutokuanaa 10™° M (puc. 9T). Ipu stoM
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KODHM pAacTeHHii, BBIpalleHHbIe Ha cpexe, coiepxkameil 10° M mpanc-3eatnna, He
MOKa3ajiil 3HAYUTEIbHBIX OTKJIOHEHHWH IO JUIMHE OT KOpHEW pacTeHHid, BBIPAILCHHBIX Ha
2 MM ammonuu (puc. 9B).

AxtuBrOocTh GUS B mucThsix pacrtenuii muamu H, Beipamennsix ma 10° n 107 M
LIUTOKMHUHA, MPOSBISIACH TaK e, KaK U B PACTEHUAX, BBIPAIEHHBIX HAa HUTpaTe: OblLIa
BBICOKOM B Uepemrkax u Habmoanack B oomactax ruparon (puc. 10).

Pucynok 10. Pacrenue, BbIpalieHHOe Ha
MC1/2, conmep:kameii B  KadecTBe
HCTOYHUKA a3orta 2 MM xJjopuaa
aMmmonusi ¢ pobasiennem 10° M mpanc-
3eatuHa. bap — 1 mm. Jlunus H. Bo3pacrt
pactenusi: 16 nHeii.

Takum o00Opa3oMm, OK30TCHHBIC ITUTOKWHWHBI B KOHIICHTpAI[UH 10%—10"M
CTUMYJIMPOBAJIM pa3BUTHE MoOera M J0 HEKOTOPOW CTENEeHHW MOIJIM 3aMEHUTh HEJ0CTATOK
HUTpaTa B cpejie.

BbIBO/IbI

Ha pacrenusix Arabidopsis thaliana, tpanchopmupoBaHHBIX MapképHbIM GUS-
FEHOM TI0J] KOHTPOJIEM IIMTOKMHUH-3aBUCUMOI0 IpoMoTopa ARRS5-reHa, mnpoBeIeHO
CpaBHHUTENIbHOE HM3yueHue pocta u aktuBHOcTH GUS, oTpaxkaromiell ypoBEHb aKTHUBHBIX
(hopM IUTOKWUHUHOB B TKAHSX, U TMIOJTYUYEHBI CIICTYIONINE 3aKOHOMEPHOCTH.

1. C nmomomipio aHanm3a skcrpeccun GUS-reHa BIIepBbIE YCTAHOBJIEHA JMHAMHUKA
YPOBHSI aKTHUBHBIX ()OPM IIMTOKHHUHOB B OHTOTeHe3e Jucta Arabidopsis thaliana,
MOKa3aHO UX HAKOILJIEHUE B XOJ€ POCTa JIUCTA U MaJleHUE TI0CIIE €r0 OCTAaHOBKH.

2. Tlokazana JOKanmu3anus aKTHBHBIX (OPM IUTOKMHMHOB B TKaHIX JIHCTa C
npeo0iafiaHieM B TMPOBOJSIIEH cHUcTeMe U TuAaTojgax, 4YTO YKa3bIBaeT Ha
MOCTYIJICHUE [IMTOKUHUHOB B JIUCThSI U3 KOPHEBOM CUCTEMBI.

3. Awnamu3z aktuBHoctd GUS B Xoje pa3Butus pactenuil Arabidopsis thaliana nokazan
CMEINICHHE HAKOIUJICHUS aKTUBHBIX ()OPM LUTOKWHUHOB M3 HIKHHMX, 3aKOHYHMBIIIHX
pOCT JHUCTBEB B BEPXHHE pACTYIIME JIHCThS, 4YTO VyKa3blBaeT Ha WX

nepepacrpeie]icHue B OHTOTeHE3e PACTECHUIA.
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4. Anamm3 aktuBHoctn GUS B TpanchopmaHTax, BBIpAIICHHBIX HAa HUTPATHOM WU
aMMOHUHHOM MCTOYHHUKAX a30Ta, BBIIBUII CIEAYIOLIME 3aKOHOMEPHOCTH MX BIUSHUS
Ha YPOBEHb LIMTOKMHUHOB B PACTCHUM:
a) YpoBeHb aKTUBHBIX ()OPM LIUTOKMHUHOB ObLJI BBIILIE Y PACTEHUN HA HUTPATHOM
a30Te, YTO COOTBETCTBOBAJIO O0Jiee AKTUBHOMY HMX pOCTY W Pa3BUTUIO IO
CPaBHEHMIO C paCTEHUSIMU HA aMMOHHMITHOM a30Te.
0) T'onomanue pacTeHWil MO HUTpPATaM BBI3BIBAJIO PE3KOE CHMKEHUE YPOBHS
aKTUBHBIX ()OPM LIUTOKUHUHOB B JIUCTBSAX, KOTOPHI BOCCTAHABIMBAJICS IOCIIE
IPEIOCTaBICHNS PACTEHUSIM HUTPATHOTO, HO HE aMMOHUIHOTO a30Ta.
B) AMMOHUITHOE NMMTAHHUE B OTCYTCTBUE HUTPATOB YTHETAJO B HAIIUX YCIOBHIX
pOCT pacTeHHi, MPUBOJAMJIO K HApYIIEHUSM pPa3BUTUSA B JHUCTbSIX COCYIUCTOM
CHCTEMBI, CHMXaJI0 YPOBEHb AKTHBHBIX (OPM IUTOKMHUHOB B PACTEHUU U
M3MEHSIO MX JOKAJIU3AIMI0 B TKaHAX JIMCTA.
r) B xome pocta pacTeHuWid Ha aMMOHMMHOM Cpele MPOUCXOAWIO CHIKCHHUE
YPOBHSI IMTOKMHHMHA B KOPHAX: Mcye3HoBeHue akTuBHocTH GUS B mMepucreMax,
KOPHEBOM YEXJIMKE U COCYAUCTON CHCTEME, YTO CBUJETENIBCTBYET O MOJABICHUN
B KOPHSAX METAa00JIMYECKUX MPOLIECCOB, CBA3aHHBIX C CHHTE30M IIUTOKHHUHOB.
5. HoOaBneHue mpanc-3eaTiHa B THTATEIbHYIO Cpeay, COAEpXKAllyl0 B KadyecTBE
€AMHCTBEHHOI'0 MCTOYHMKA a30Ta COJM AaMMOHMs, B 3HAYUTEIBHOW CTENEHU
MCIIPaBJISUIO BbI3BaHHbIE UM HApYILIEHUS POCTa B HAJA3EMHBIX OpraHax pacTeHHIl.
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