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CAXAPO3ABUCHUMAA PET'YJIALUNUA AKTUBHOCTH ®OCPOJINITA3BI D
B ITPOPOCTKAX OBCA

AnnoTanus. VccnenoBanu 3aBUCUMOCTh akTHBHOCTH (ocomnumnassl D (DnD), karanusupyromeid kKataboau3M rimie-
podochoaunuIoB, OT AEHCTBUSA SK30TEHHBIX PACTBOPUMBIX CaXapoB B YCIOBUSX CaXapHOTO TONOJAHUS PACTEHHH, BHI3BAH-
HOro 3areMHeHneM. OOHapyKeHo, 9T0 akTUBHOCTh OnD B 3THONMPOBAHHBIX TPOPOCTKAX OBca (Avena sativa L.) mogasnseT-
csi 00paboOTKOM pacTeHMH MOHO- W JHCaXapHAaMHu: TIIIOKO30H, CaXxapo30d M MaHHO30M. DTH XKe caxapa HUBEIUPYIOT
AKTHBHPYIOIIEE ACHCTBUE 3aTEMHEHHUS HAa aKTUBHOCTH (DEPMEHTA B 3€JICHBIX MPOPOCTKax oBca. OOpaboTKa MPOPOCTKOB HE-
opraHudeckuM Gocdarom Takke MPUBOAUT K MOAYNIALNN aKTHUBHOCTH JAHHOTO ()epMEHTA, CXOIHOH C AEHCTBUEM CaxapoB.
ITpu >TOM fmeiicTBHE MPOTECTHPOBAHHBIX CaXapOB UMUTHPYET CBETOBYI0 MOAysnuio akTuBHOCTH DnD. CexBeHnpoBanue
gacTuaHOU nocnenosareabnoctu MPHK rena @zD oBca mokassiBaeT 6onee gem 80 %-Hoe CXOACTBO C MOCIEAOBATENBHOCTSI-
MU @aDo ApyTUX BHIOB 371aKOBBIX. OOIyueHNEe STHOIMPOBAHHBIX IIPOPOCTKOB OBCA KPACHBIM CBETOM M 3aTEMHEHUE 3€lIe-
HBIX TIPOPOCTKOB MHTHOMPYIOT MU HHIYIHPYIOT IKCIIPECCUIO BBIIBICHHOrO reHa @D cooTBeTCTBEHHO. TakuM oGpasom,
sKcnpeccus rema @D oBca U pepMEHTATHBHAS AKTUBHOCTH MPOAYKTa ero skcupeccuu (PnD) mposBasioT 4yBCTBUTEb-
HOCTh K HU3MEHEHHSIM CBETOBBIX YCIOBUH pocTa pacTeHnid. CieoBaTenbHO, 3TH JaHHBIE YKa3bIBAIOT Ha TO, uT0 dnD urpaer
BaXKHYIO POJIb B aIaTAllNU PACTEHUH K I€HCTBUIO 3aTEMHEHHS U CBA3aHHOTO C HUM CaXapHOT'O TOJIOAAHUS.
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SUGAR-DEPENDENT REGULATION OF THE PHOSPHOLIPASE D ACTIVITY IN OAT SEEDLINGS

Abstract. The dependence of the phospholipase D (PLD) activity, catalyzing the catabolism of glycerophospholipids, on
exogenous soluble sugars under the conditions of sugar starvation caused by darkening of plants was studied in oat (Avena
sativa L.) seedlings. It was found that the PLD activity in etiolated oat seedlings was suppressed by the treatment of plants
with mono- and disaccharides: glucose, sucrose and mannose. These sugars neutralized the activating effect of darkening on
the activity of PLD in green oat seedlings. The treatment of oat seedlings with inorganic phosphate also led to the modulation
of the PLD activity similar to that with sugars. In this case, the action of the tested sugars mimicked the light modulation
of the PLD activity. Sequencing the partial mRNA sequence of oat PLD gene showed more than 80 % homology with the se-
quences of PLDa of other cereal species. Illumination of etiolated oat seedlings with red light and darkening of green seed-
lings in darkness inhibited or induced the PLD expression, respectively. Thus, the expression of PLD and the enzymatic activ-
ity of PLD showed the sensitivity to changes in the light conditions of a plant growth. Consequently, these data indicate that
PLD plays an important role in adaptation of oat plants to darkening and sugar starvation.
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Beenenue. PazButue pacteHus mop aeicTBreM cBeTa (poToMopdorenes) 1 B TEMHOTE (CKOTOMOP-
(dorenes, UM STUOISALMS) 3aMETHO OTIMYACTCS IO MapamMeTpaM KJIETOYHOro MeTaboin3Ma, FeHHOU
JKCTpeccuy, MOP(OIOruN OpraHoB 1 np. M3BecTHO, UTO MEPEHOC pPaCTeHHM, BHIPAILICHHBIX Ha CBETY,
B TEMHOTY SIBJISICTCSI CUTHAJIOM ISl MOAYJISIIUM MHOTOYHCIICHHBIX KJIETOYHBIX XapaKTEPUCTHK, OTpa-
KAIOIUX aJanTalHio Pa3BUTHS PACTEHUS B YCIOBUAX, HEONArONPUATHBIX ISl Tpoliecca (POTOCHHTE3a
[1; 2]. B wacTHOCTH, IPX 3KCIOHUPOBAHUH PACTEHUH B TEMHOTE KJIETOYHBIE 3aachl YTICBOIOB OBICTPO
HCTOMIAIOTCS, @ BOSHUKAIOIIEE TPU 3TOM CaxapHOE ToJI0aHie aKTUBUPYET padoTy pa3IuvHbIX KaTabo-
JMYECKUX (PepMEHTOB, KaTAIN3UPYIOLUIUX ACTPAJAINIO TUIUA0B, OCIKOB, )KUPHBIX KUCIOT, aMUHOKHC-
JIOT, 9TO HEOOXOAMMO JJIsl KOMIIEHCAIIMH HEJJOCTaTKa caXxapoB KaKk HICTOUHMKA YTIIeposia B KiIeTKe [3; 4].
B nayuHoii nutepaTtype onucana Oomnblias rpynina Tak HazsiBaeMbix din(dark-inducible)-renos, o0mmm
CBOHCTBOM KOTOPBIX SIBJISICTCS YBEIMUCHHE HAKOIUJICHUS TPAHCKPUITOB B TEMHOTE U CHHMIKEHHE HKC-
Mpeccuu Mpu OOJyYeHUH BHAMMBIM CBETOM HJIM NMPH 00paboTKe pacTBOPHUMBIMHU caxapaMu, TAKUMH
kak riroko3a (I'ro), caxaposa (Cax) unu manHo3a (Man) [5; 6]. [Ipennonaraercs, 4To OoJbIIast 4acTh
din-reHoB KogupyeT PepMEHTHI ¢ KaTaO0OTNIeCKUMH (QYHKIUSMU.

[IpuHATO CUMTATH, YTO KIIOUEBYIO POJIb B PA3IUYHBIX BHYTPH- M MEKKJIETOYHBIX ITPOIECCax B pac-
TEHUSX UrpaeT KaTadoau3m junuoB [7; 8]. Cpeau pacTUTENBHBIX (PEPMEHTOB, KaTAIH3HPYIONUX T'H-
JIPOJTU3 JTUTIHIOB, IIEHTpalibHOe MecTo 3aHuMaeT dhochonmmasza D (EC 3.1.1.4., @nD) [9; 10]. ®aD BsI-
MOJHSET Psii META0OMNYECKUX M CUTHAJIBHBIX (YHKIMH U y4acTBYET B KOHTPOJIE pOCTa U Pa3BUTHUS
pacTeHui: MpopacTaHUM CEMsH, CTAPCHUM KIJETKH, aJalTallid PAcTeHUH K JACHCTBHIO Pa3lIUYHBIX
CTpeccOBBIX (aKTOPOB BHEIIHEH cpeabl. M3BecTHO, uTO akTHBHOCTH DD B 3THONMPOBAHHBIX MPO-
poctkax (OI1) oBca BhIIIe, 4eM B 3eneHbIX mpopocTkax (3I1), BeIpallieHHbIX Ha CBETY, a ocBemeHue J11
6enbim mn kpacHbM cBeToM (KC) mpuBoauT k mHrHOMpoBanuio akTuBHOCTH ®aD, 4TO cBUAETEND-
CTBYET O (DUTOXPOMHOM 3aBUCHMOCTH AaHHOTO mporiecca [11]. HecMoTps Ha o4eBHAHYIO BaKHOCTH
3TUX COOBITUH JUIs ’KU3HU pacTeHuH, 00 NX (yHKIMOHAIBHON 3HAUMMOCTH /10 CHX TIOP U3BECTHO MAJIO.
Mexanu3mbl HaOmonaemoro 3ddexra Moxysiuu akTuBHOCTH DD mox neiicTBueM cBeTa/TeMHOTHI
OCTaIOTCS 10 KOHIIA HESICHBIMH. MeX1y TeM, B YCIIOBUSX 3aTeMHEHUS PACTUTENIbHBIC TKAHN HAYMHAIOT
HCTIBITHIBATH HEJOCTATOK YTIIEBOJOB (CaxapHOe TOJI0JJaHKe), SIBISIONINXCS B KJIIETKE OCHOBHBIM HCTOY-
HUKOM yTJIepoja, KOTOPBIH HEOOXOIUM JIIIsl TIOAIEPKaHMsI OMOCHHTETUYECKMX PEaKIIMi U SHepreTHYe-
ckoro Oajnanca ki1eTkH. OCcTaeTcst HesICHBIM, UIMEETCS JIM CBSI3b MEXK1Y aJallTUBHOM peakiuell pacTeHUs
Ha MHAYLHUPOBAHHOE TEMHOTOM caxapHOoe rojojaHue U akTuBHOCTbi0 PnD, n3mensomelics npu 3a-
TEMHEHHMH PACTEHUS 1 BOCCTAHOBJICHUH HOPMaJIbHBIX YCIOBUH pocTa. [[j1s TOro 4To0sl MPOBEPUTH TY
TUTOTE3Y, B JaHHOW paboTe MPOBOIUINCH IKCIIEPUMEHTHI 10 OLEHKE BO3MOYKHON CaXxapo3aBUCHMOCTH
aktuBHOCTH DD, a TakKe MO OlEHKE TOr0, MOKET Jik TeH @D ObITh OTHECEH K IPYIINe din-reHoB.

MartepuaJusl 1 MeTObI HcciegoBaHus. [IpopocTku oBca (Avena sativa L.) BeIpamuBain Ha JBYX
CIIOSIX MOKPOH (pHIIBTPOBAIBHONM OyMaru B MOJHOW TeMHOTEe Min Ha OenoMm ceety (12 4 ¢oTonepuon
mpu 150 Mmxmosb/M*c). Bee manunysisitinu ¢ D11 mpoBoAKIN Ha TYCKIJIOM 3€JICHOM CBETY (BOJIb(pamMoBast
namna, 15 BT, crekisHHBIA QUIBTp ¢ KOpoOKoit mepenad npu 470—650 um, 0,45 mxmonb/m*c). s
KC-06myuenus OI1 ucnonb3oBaiu BosbppamoByto namiy 100 Bt (40 MKMOiIb/M*C) ¢ COOTBETCTBYIO-
UM uHTephepeHIIMOHHBIM QrIbTpoM (660 HM). IHTEHCUBHOCTH CBETa U3MEPSUIH C IMOMOIIbi0 PMA
2140 poromeTpa (Solar Light Company, CIIIA).

B skcnepuMeHTax ¢ TECTHPYEMBIMH caxapaMHu U HeopraHudeckuM oprodocdarom (Pi) kopHu nn-
TaKTHBIX MMPOPOCTKOB OBCA MOTrPYyKalin B paboune pacTBOPHl U MHKYOHPOBAJIH B TCUCHHE YKa3aHHOTO
Bpemenu: Ol — 1 u u 20 mun; 311 — 48 1 cooTBeTcTBeHHO. 11 00pabOTKM pacTEHUI HCIOIH30BAIUCE
3 %-uw1ii pactBop [0, 3 %-Hb1ii pactBop Cax, 0,3 %-Hb1it Man, 6,25 M pactBop Pi. Unruburop npo-
tennkuHa3 H7 (Sigma, ['epmanust) ncnonb3oBacs B kKoHueHTpauuu 10 MxM.

O6myro PHK Beiensin u3 3aMOPOKEHHBIX B J)KUJKOM a30Te JTUCThEB MPOPOCcTKOB oBca (100 Mr Ha
oOpasen) ¢ momonibio TRI Reagent (Sigma, ['epmanus) B COOTBETCTBUHU C IPOTOKOJIOM ITPOU3BOAUTEIISL.
O6paszusr PHK (2 Mxr) obpabarsiBanu cBodoanoit or PHKa3 JIHKa3oii (Thermo Fisher Scientific),
a 3aTeM MPOBOJIMIIM 00PATHYO TPaHCKPHITIUIO. PeakirionHas cmech s cuntesa kJIHK coneprkana 200 en.
obpatHOH Tpanckpuntasel RevertAidTM M-MuLV (Fermentas), cnyuaiinsie (random) rekcamepHbie
npaiimepsl (0,2 mkr), 0,1 MM gHT®, 20 en. marubutopa pubonykieas RiboLock (Thermo Fisher
Scientific) B obmem o6bveme peakiuoHHOH cMmecu 20 M. [en-cnenuduueckue [TLIP-ipaliMepbl nis
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reoB @D u 18S pPHK (1cnioib3oBaiics Kak pedepeHCHBIH reH) ObLIH pa3padoTaHbl IPU OMOLIH ITPO-
rpammuoro obecrieuenns Vector NTI10 (Invitrogen). [TocnenoBatenbHOCTH TTPaiiMEpPOB OBLTH CIIETYO-
mmmu: OnD(F), 5-CAAGGGCGCCACCAAGATAT-3"; @nD(R), S'“-TGTGGAAGGACTCGTACCAACG-3’
(oxxumaembiii pasmep nipoaykra — 113 map ocnoBanwuii); 18S pPHK(F), S-CATTGTCGTGACCCTGACCA-
AAA-3; 18S pPHK(R), 5'-TGCCGCCACTCAGCAGGAATA-3' (64 n. H. nmpoaykr). [IL{P-npaiimepsr
OblIM CUHTE3UpoBaHbl (ochOpaMUIUTHBIM MeToJoM ¢ wucnoib3zoBanuem JIHK-cunresatopa
MerMade-4 (Bioautomation, CLLIA). IIL[P B peanbHOM BpeMEHH MPOBOAMIH C MOMOIIBIO CHCTEMBI
MiniOpticon (MJ Research) B reuenue 40 uukios (95 °C — 45 ¢, 57 °C - 30 c u 72 °C — 30 c). Peaku-
onnasi cmech st [ILP B peansrom Bpemenu cocrosina u3 1XxSYBR Green I (Invitrogen), 1 ex. Taq
JHK-nonmumepaser (Thermo Fisher Scientific), 10xTaq 6ydep ¢ KCI, no 8 nMons kaxxaoro npaiimepa,
0,2 MM cmech THT®, 5 mxa kIHK (50 ur) B 00mem oobeme 20 Mk, M3MeHEeHHS yPOBHS SKCIIPECCHH
T€HOB OINPEJIEINSIN C MCIOJb30BaHeM cpaBHuTeNbHOrO C -MeTona ¢ /18S pPHK B kauecTBe pedepeHc-
Horo reHa. J{ns cekBennpoBanus nponyktsl [1LP xnonuposanu B Bekrope pUC19 DNA/Smal (Thermo
Fisher Scientific) u cexBenupoBanu c¢ ucnonb3oBanuem Big Dye Terminator v. 3.1. Sequencing kit
(Applied Biosystems, CLLIA). Ananu3 ¢parMeHTOB TOCIIEe PEaKUN CEKBEHUPOBAHHS MPOBOJUIH Ha
ABI PRISM 310 Genetic Analyzer (CILIA).

[IpopocTku oBca M3MeNb4anu U TOMOTeHU3UpOoBaiIH B GappopoBoii cTynke ¢ nectukoMm B 0,1 M
anerarHom Oydepe (pH 5,6), conepxamem 40 MM CaCl, u 8 % Cax. CooTHOLIEHHE MACChl HABECKH
pacTUTEIBHOM TKaHH K 00bEMY TOMOTeHU3alnoHHOro Oydepa cocraisiio 1 : 1. [omorenat ¢puisTpo-
BaJld Yepe3 KalpOHOBYIO MEJIKOSYEHCTYIO TKaHb M HOJYYEHHbIE (QHIIBTPAThl HEHTPU(YTUPOBAIN MIPH
3000g B Teuenune 20 muH. Ocanok 0TOpackiBalin, a CylepHATaHThI UCIOIb30BAIN ISl U3MEPEHHUSI aK-
tuBHocTu ®nD. Jlns ouenku aktuBHOocTH DD wucnonb3oBanu Habop Two-Step Amplex® Red
Phospholipase D Assay Kit (Molecular Probes). JlanHbIii HaOOp MO3BOJISET ONPEACIISITh AKTUBHOCTH
®nD B QepMeHT-CBI3aHHOM aHajM3e C HCrosib3oBaHueM 10-aneTuin-3,7-TuruapokcugeHoKca3nHa
(Amplex Red pearenra), piryoporennoro 3onaa s H,O,. CMbICT aHaIM3a COCTOUT B TOM, YTO HEPBO-
HavanbHO PnD pacmersier Gocdarnaunxonuna ¢ odpa3oBaHUeM XoiuHa U (HocaTuIHON KUCIOTEHI.
3arem xonuH okucnsercs 1o 6erauna u H,0,, a H,O, B npucyTCTBUM NEpOKCHAA3BI XPEHA B3aMMOIEH-
ctByeT ¢ Amplex Red pearenTom ¢ o0pazoBanueM GuryopeceHTHOro MpoayKTa pesopyduna. s ana-
nu3a aktuBHOCTH @D oBca MCHONB30BAJICS JIByXCTYNEHYATHIH BapHaHT KOMMEPUYECKOTO MPOTOKOJIA
Amplex® Red Phospholipase D Assay Kit, B koTopoit karanuszupyemast @nD peakuus rugponusa oc-
daTuaunxoarHa npooauiack npu pH 5,6. JlanbHeiiue onepaiuu npooauiu npu pH 7,0, ontumalib-
HOHM ISl aKTUBHOCTEH XOJMHOKCHAA3bl U MEPOKCHIIA3bl XPEHA, YTO MO3BOJISLIO MPOBECTH AETEKLIUIO
oOpazoBanug pe3opypuna uz Amplex Red pearenra.

NukyOaunoHHas cMech A MPOBEACHUS peaklny ruAponn3a, karanuzupyemoin dnD, comeprkana
uccienyembrii romorenart (10 Mk Genka) B arieratHoM Oydepe (pH 5,6) u 5 mxa 100 MM docdatnaum-
xommHa. CMech nHKyOnpoBanachk pu 37 °C B reuenue 30 muH. O0mmii 00beM cMecu cocTasisit 100 MKJT.
ITo ucredyeHue 3TOro BpeMEHH K PEeaKIMOHHONW cMmecu nodasisuin 100 MKJI pacTBOpa XOJIMHOKCH A3k
(2 en/mm), mepokcuaassl (0,2 en/mun) u 100 MkM Amplex Red pearenta B 50 MM Tpuc-HCI Oydepe
(pH 8,0), conepxamem 25 MM CaCl,. Cmech nnky6uposanu B Teuenue 30 mun npu 37 °C nis o6pa-
30BaHUs pe3opyuHa. MTHTEHCUBHOCTH (iIyopecleHIHH 00pa30BaBLIMXCS MPOAYKTOB H3MEPSJIM Ha
¢dryopumetpe Gpupmsl Solar. @iryopecueHnst Bo30ysk1anack CBETOM C JUITMHON BOJIHBI 530 HM 1 n3Me-
psimack ipu 590 HM. MHTEHCHMBHOCTD (IyopecIieHIny pe3opy(hrHa NCTIOIh30BaJach B KaueCTBE MOKa-
3arens akTuBHocTH PnD, Ha rpadukax oHa IpeacTaBiieHa B OTHOCUTENbHBIX €INHULAX.

[IpencraBnennble B COOOLIEHUH AAaHHBIC SBIAIOTCA CPEIHUMH M3 TpeX OMOJOTMYECKHUX M TPexX
AQHAIMTHYECKUX MOBTOpHOCTEH. [IoBTOPHOCTH B mpenenax OJHOrO BapHaHTa IJIsl Pa3HBIX U3MEPEHHH
cocraisina 15-20 pactenwnii. Ha prcyHKkax npruBeAeHbI CpEHUE 3HAYCHUS U KX CTaHJapTHBIC OIINOKH.
JloCTOBEpHOCTH pa3IMduii OIEHUBAIHN C TIOMOIIBIO -KpuTepus Ctorioaenta mpu p < 0,05.

Pe3yabTaThl U UX 00cy:kAeHue. V3yuanu 3aBucuMocTs akTuBHOCTH DD B KJIeTKax MPOPOCTKOB
0Bca OT JieiicTBus caxapoB U Pi. [lepBoHavanbsHO OIIEHWBAIN BIMSIHUAE DK30T€HHBIX PACTBOPUMBIX Caxa-
poB (Cax, I'mto u Man) na aktuBHocTh @D B OI1 1 31 oBca (puc. 1, a). O6pabdotka OI1 caxapamu cHuU-
’kana akTuBHOCTH DD ananorumuno odmydennio KC. Kpome Toro, Bce uiccneioBaHHBIE caxapa OKa3a-
TUCh YPPEKTUBHBIMU B OJIOKUPOBAHUH JIEHCTBUSI TeMHOTHI Ha akTuBHOCTH ©D B 311 (puc. 1, b).
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Puc. 1. 3aBucumocts aktrBHOCTH PID 0T 00pPabOTKH MPOPOCTKOB OBCA pAaCTBOPUMBIMH caxapaMu: BimsHue o, Cax, Max

u KC na axtuBHocts ®nD B OI1 (@); Biusuue ['mo, Cax, Man u 3aremuenus Ha aktuBHOCTh OnD B 311 (b); Bausinune H7 Ha

Monysimio aktuBHOCTH OnD, maaympoBannyro [0 B 311 Ha ¢one 3aremuenus (¢); Baussaue H7 Ha MOIyIALINIO aKTHBHOCTH
OnD, nagymmposannyto [0 B OI1 B remuote (d). T — 3aremHeHme

Fig. 1. The influence of soluble sugar on oat seedlings: glucose (Glc), sucrose (Suc), mannose (Man), and red light (RL) on

phospholipase D (PLD) activity in etiolated seedlings (ES) (a); Glec, Suc, Man, and dark treatment (D) on PLD activity in green

seedlings (GS) (b); influence of protein kinase inhibitor H7 on Glc-induced PLD activity in GS under D (c); influence of protein
kinase inhibitor H7 on Glc-induced PLD activity in ES in D (d). D — dark treatment

Kaxk okazanoch, BIAsHHAE caxapa U TEMHOBOHW 00pabOTKH 3aBHCEIIO OT IPOIeccCoB GochopuanpoBa-
Hus. Marnbutop nporennkuna3 H7 obpaman s ekt TeMHOBOH 00padboTkn Ha akTUBHOCTE DD B 311
u ycunusai 3gdext [ ro B Xozie TeMHOBOH 00padoTku pactenwuii (puc. 1, ¢). B To xxe Bpems H7 6moxu-
poBan uarnoupyromiee neiicteue [ro B OI1 (puc. 1, d).

[IpuHMMas BO BHUMaHWE TaHHBIE O B3aUMOCBSI3U MEX/1y CUTHAJILHBIMU LEMSIMH, UHyTUPOBaHHBI-
MU caxapaMmu U HeopraHuueckuM (ocdarom [12; 13], ObuiM MpoOBeAEHBI SKCIEPUMEHTHI Is1 TPOBEPKH
HX BO3MOKHOTO B3aMMOJICHCTBHSI TPH Peryisiquu akTuBHOCTH OnD. YcTaHOBIEHO, YTO DK30TeHHBIN Pi
obparan akTUBUpPYIOIIee ACHCTBUE TEMHOTH Ha akTHBHOCTH DD B 3I1 u HEe BIMSAT HA aKTUBHOCTH
tdhepmenta B 311 Ha cBety (puc. 2, a). Pi B TemHOTE MomaBisin aktuBHOCTE @D B OI1 B MeHbIei cTeme-
Hu, yem KC-ob6mydenne (puc. 2, b). Eciu 311 o6padatsiBanu Man u Pi, aktuBHOCTE DD moBwImaiach
0e3 Kakoro-imbo TEMHOBOTO BO3neHcTBUsA (puc. 2, ¢). OgHoBpemeHHoe JeiictBue Man u Pi ma DIl
B TEMHOTE HE CHMXaJI0 akKTHBHOCTh ®OnD 1Mo cpaBHEHUIO C WX ONMHOYHBIMU 3ddexrtamu (puc. 2, d).
CpaBHHTEIBHBIN aHATU3 COBMECTHBIX AP dexToB [0, MaH, Pi n TeMHOBO#1 00pab0OTKM Ha aKTUBHOCTD
®nD nokasain, uyto ogHOBpeMeHHasi oopadoTka 31 Pi u Man Ha QoHe mepeHoca pacTeHHI B TEMHOTY
He BiusiIa Ha ee DiD-akTuBupyromuii 3¢ ekt (puc. 2, e), B To BpeMst kak oopadoTka [I1ro + Pi 6y1oku-
poBasia JieicTBHe TEMHOBOM 00paboTku (puc. 2, f).



Joxmaner HartmonansHoM akagemun Hayk bemapycn. 2019. T. 63, Ne 1. C. 61-71 65

30 (ES)
20l +T (+D)
. 151 ; '
o +Pi (+Pi)
- o
E 3 £ {
° 15 £ s +KC (+RL) I
a X °
5= o =l 1,0} :
=] +T+PI - S T
é § 3M(GS) (+D+Pi) ERIGED 2 %
23 40l 5 °
oo e Q
: io
Z é 0,51
<
051
0,0
a
15- Rl 161 N (ES)
y (+Man+Pi) I T+F|+Mau (+Pi+Man)
T
+MaH (+Man) T 141 J.
. +Man (+Man)
o 3M(Gs) ] g 12+ +Pi (+Pi) I
5 10} £ T
53 | +Pi (+Pi) °s 1,0 T
g = I 2z
6= 82 08f
= a2 ©
% g3
[} <] 06
o f
235 05+ ig
g o 3
'5:: Z 041
02F
0,0 0,0
c d
+T+MaH+Pi
- +T (+D) +D+Man+Pi
2,0 ‘ ( an+Pi) 20}t +T (+D)
" | I
2 151 l +T+MaH l g J
5 =L0 (+D+Man) : 15F +TMmo +T+nio+Pi
3 S +D+Glu+Pi
g %‘ o s +T+Pi S. < (+D+Gl) ( v
2 § 10l (+D+Pi) % 2 3n (es) l +T+Pi I
g8 T I e 2 l (+D+Pi)
T I T 2610 T
o O 6 © T
2 = T T
=] F ]
< o5} £°
< 0,5+
0,0
0,0
¢ f

Puc. 2. Bimsane Pi na aktuBHOCTE @D B mpopoctkax oBca: B 311 (a); B D11 (b); paznensHble 1 KOMOMHHPOBaHHbIE A(P(HEKTEI

Pi n Man na aktuBHOCTE @D B 311 (¢); pa3nensuble 1 koMOuHUpOoBaHHEIE A dexTer Pi 1 Man Ha aktuBHOCTs @nD B Ol (d);

paznernbHble 1 KOMOMHHpoBaHHbIe G dekTs! Pi 1 Man Ha aktuBHOCTE O1D B DI1 nipu 48-uacoBoM 3aTeMHeHHN (e); pa3aenbHbIe
n xomOuHnpoBauusle d3pdexTs! Pi n o Ha aktuBHOCTE DD B OI1 npu 48-yacosom 3atemuennu (f). T — 3aremMHeHne

Fig. 2. The influence of inorganic phosphate (Pi) on phospholipase D (PLD) activity in oat seedlings: in green seedlings (GS)

(a); in etiolated seedlings (ES) (b); separate and combined effects of Pi and mannose (Man) on PLD activity in GS (c); separate

and combined effects of Pi and Man in ES (d); separate and combined effects of Pi and Man in ES under 48 h dark treatment (e);
separate and combined effects of Pi and Glc in ES under 48 h dark treatment (f). D — dark treatment

YTtoOBl OLIECHUTH BO3MOXKHBIN MEXaHU3M CBETO3aBUCHMOM perynsunn aktuBHoctu ®nD oBca, Oblia
[IpOaHaIU3UPOBAHA SKCIPECCUs reHa @D 10 KPUTEPUIO TPAHCKPUIILHUY C UCHOJIb30BAHUEM METOJA
OT-IILIP B peanbrOM BpeMeHH. M3-3a OTCYTCTBUS ONMyOIMKOBAaHHBIX HYKJICOTHIAHBIX MOCIEA0BATEIb-
HocTtel reHa @D nns Avena sativa L., nzBectnsle nocnenoBatenbHocTd MPHK miist @aDo puca, kyky-
py3bl, sumens (GenBank, Numbers — D73411.1, D73410.1, AJ495780.1, AB001920, AF271356.1) Obutu
UCIIONIb30BaHBI IS AU3aiiHa nap npaiMepoB, TPUTOAHBIX ISl HACHTH(OUKALMN U aHAIH3a SKCIIPECCHH
npennonaraemoro resa @D osca B xone OT-IILP B peansHOM BpeMeHH.
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Cpenu npoTecTHpoBaHHOIO Habopa nap nmpaiiMepoB ObLTa BeIOpaHa ofHa, Haubosee 3pdeKkTrBHAS
JUTSL aMIUTH(UKAUK HYKJICOTHIHOW MOCIIeJOBATEILHOCTH LiesieBoro reHa B oopasuax PHK, momyyen-
HBIX M3 KJIETOK mpopocTkoB oBca. B xome OT-IIL[P oOpazoBbiBancst MpOayKT OKHIAEMOrO pa3Mepa
(113 m. 0.). CekBeHMpPOBAaHKE MOKA3aJ0, YTO HYKJICOTHAHAS MOCIEAOBaTeIbHOCTh qanHoro [1L[P-mpo-
oykTa nposBisieT 87-, 84-, 81-mpOLEHTHYIO TOMOJIOTHIO C SKBHBAJICHTHBIMHU OCIJIEI0BATEIBHOCTSIMH
reHoB @D KyKypy3bl, IUIeBena onbsinsomero (Lolium temulentum L.) n puca cOOTBETCTBEHHO (puc. 3,
@). AHanu3 CEKBEHUPOBAHHOMU MMOCIIEI0BATEIILHOCTH MO3BOIHII TPENIONI0KHUTD, yTO 3TOT I1LIP-mpoxykT
npeacTasisieT coooi gpparment rena @zDa oBca.

1 10 Z0 30 40 50 &0 70 a0

(1) : ‘ . ‘ : : .

(1) TGTGGAGG--CTCGTACCAACGAGGGTTCACAGGCTCGTTGGACAACATCCTGGTACGCCCGACACGAGCTTTCTCGAGA
(1) TGTGGAAGGACTCGTACCAACGAGGGTTCACGGGCTCGTTGEAGATCATCCGEGTCCGCCCGACACGGGCCTTCTCGAGA
(1)
(1)

TGTGGAACGACTCATACCAGCGAGGGTTGATGGGCTCATTGGTTATCATCCTAGTTCGCCCTACACGAGCTTTCTCCAGA
TGTGGAATGACTCGTACCAGC GAGGGCTCACTGGCTCGTTAGCCAACAT CCTGGTACGGCCAACGCGAGCCTTCTCCAGG
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Puc 3. Dxkcnpeccust reHa PLD B mpopocTKax OBcCa: CpaBHEHHE HYKJICOTHAHBIX mnocienoBarensHocTeit JIHK-¢pparmenrta
npexanonaaraeMoro rena @D osca (/) u @aD Apyrux BUIOB 371aKOBBIX (a): 2 — Zea mays L., 3 — Lolium temulentum L., 4 — Oryza
sativa L.; oTHOCHTENBHBIN ypoBeHb 3kcnpeccun @D B GazanpHO 30He nuctheB 311, OI1, OI1, o6myuennsix KC B Teuenue 1 u
(b); oTHOCUTENBHBIN YpoBeHb 3kcnpeccun @D B anukanbHOil 30He nucta 311, OI1 n D11, obnyuennasix KC B Teuenue 1 yaca (c)

Fig. 3. Expression of phospholipase D (PLD) gene in oat seedlings: multiple alignment of nucleotide sequences of the DNA-frag-

ment containing a part PLD in oat genome (/) and PLDs in other grain species: 2 — Zea mays L., 3 — Lolium temulentum L., 4 —

Oryza sativa L., Japonica Group (a); relative expression level of PLD in basal zone of green seedlings (GS), etiolated seedlings

(ES), and ES irradiated by red light (RL) for 1 h (b); relative expression level of PLD in apical zone of GS, ES, and ES irradiated
by RL for 1 h (¢)
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OTHOCUTENBHBIH yPOBEHb €ro dKcmpeccuu B OaszanbHON 30HE Ol OBca okaszajcs 3HAYMTEIBHO
Oonee BbICOKMM, ueM B OazanbHOH 30He 311 (puc. 3, b). Ocemenne DI KC B Teyenue 1 4 npuBoauiio
K CHIDKEHHUIO YPOBHS dKCTpeccHu rena @D B 0a3aibHON YacTu nmpopocTka (puc. 3, b), B TO BpeMs Kak
BIIMSIHUE CBETOBOTO OOJIydeHHUs Ha 3Kkcnpeccuto @D B anukanbHol yactu DI1 oOHapyxeHo He ObLIo
(puc. 3, ¢). llepenoc 311 B TeMHOTY Ha JJIMTEIBHOE BPEMS BBI3BIBAJI TIOBBILICHUE YPOBHS SKCIPECCHH
rera @D B 6a3anbHOW 30HE MPOPOCTKOB (puc. 4, a). B To ke BpeMs B xoJe MHKYOAllUu pacTCHHH
B TEMHOTE B anuKaJbHON yacTH 311 n3MeHeHne B ypoBHE 3KCIPECCHH OBbIJIO 3HAUYUTEIBHO MEHEE BhIpa-
JKeHHBIM (pHc. 4, b).
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Puc. 4. Monynsiiusi OTHOCHTEIIBHOTO YPOBHS dKcrpeccun @D MpH JUTMTENEHOM 3aTeMHeHuH: B 6a3aibHoi 30He 311 (a);
B anukansHO# 30He 311 (b)
Fig. 4. Modulation of relative expression level of PLD under extended darkness: in the basal zone of green seedlings (GS) (a);
in the apical zone of GS (b)

Ilosrimennsiit ypoBenb aktuBHOoCTH ®nD B DIl 1 yBenuyenne aktuBHOCTH pepmenTa B 311 mocie
WX TIepeHoca B yCJIOBUA JITUTENHHOTO 3aTEMHEHHS YKa3bIBAIOT Ha BAXKHYIO POJb JAHHOTO (hepMeHTa
B aJanTanuu pacteHuil k TeMHote. Karammsupyempiii @D rumponn3 MeMOpaHHBIX (HOCHOIHITHIOB
MOYKET OBITh ISl PACTUTENbHON KJIETKH OTHUM M3 BO3MOXHBIX CITOCOOOB 3amernieHus [ 7110 kak ucTod-
HUKa yIJIepojia B YCIOBHSAX, HEONArONMPUATHBIX I (DOTOCHHTE3a M BO3HMKAIOIIETO MPU 3TOM HEJo-
crarka yrieBooB. JleiicTBuTensHo, akTuBHOCTE @nD B D1 oBca naTHONpOBaniack He Tonbko KC-ocBe-
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LIeHHWEeM, HO W MHKyOaunuedl pacTeHWi B pacTBOpax psja MOHO- HJIM AucaxapuaoB. [IpuHumas Bo
BHUMaHHE, YTO HHTHOUTOP POoTOCHHTE3a ANYPOH yBennuuBai akTuBHOCTh @nD B 3I1 Ha cBeTy aHano-
rudHo 3 dexTy 3aTeMHeHus [9], MOXKHO Tpeanonarath cBsi3b akTuBHOCTH PnD ¢ GpoTOoCHHTETHYECKU-
MH IpOLECCaMHU.

Caxapo3aBUCHUMBIC OTBETHI PACTCHUH MPUHSATO MOAPA3ACIATh Ha TPU TUIIA: 3aBUCUMBIC OT T'€KCO-
KMHAa3bl, HE3aBUCHUMBbIC OT T€KCOKMHA3bl M 3aBHCHUMBIC OT caxapo3bl (MHBepTa303aBUCHMEIC) [5; 14].
YToOBl JTydllle OHTH XapaKTep ONOCPEAOBaHHOM caxapamMu perynsauuu aktueHoctr ©aD, Obin mpo-
TECTUPOBaHbI U conocTaBiieHbl 3¢ ¢exTrl [0, Cax 1 MaH Ha aKTUBHOCTH JaHHOTO ()epMEHTa B IPO-
pocTkax oBca. Bce Tpu HcciaeoBaHHBIX caxapa MoKa3alH ClIOCOOHOCTh OJ0KHPOoBaTh 3 (eKT 3aTeMHe-
Hus Ha akTuBHOCTH @D B 3I1 1 ymensmars aktuBHocTs OnD B OI1 ananornuno aeiicteuio KC. Tot
¢axr, 4To He ToNbKO 1110, HO M MaH Obla 3¢ PeKTHBHA TPHU MOAYISIMHE akTUBHOCTH DnD, yKka3piBaeT
Ha TO, YTO JACHCTBHE CaxapoB B IJAHHOM cJydae IIPOTEKaJIo 10 F'eKCOKMHA303aBUCUMOMY ITyTH [3; 4]. Ha
OCHOBaHUU TOro, uyTo U [mr0, n Cax MoxyiupoBanu akTuBHOCTE Di1D oBca, MOXKHO cAenaTh BBIBOI, YTO
BBISIBJICHHBIE AQEKTHI caxapoB pa3BUBAIOTCS HE3aBUCUMO OT JIeHCTBHsI HHBEPTa3bl [4].

N3BecTHO, 4TO KJIIOYEBYIO pOJb B MEpefaye CUrHajia B KJETKE, OMOCPENYeMOro reKCOKMHa30i,
UTpaloT mpoTerMHKUHAa3bI [15]. Yyactue peakunii pochopunupoBanus B caxapo3aBUCHMOM KOHTPOJIE
aktuHocT ©nD monTBepkaaeTcs TeM GakToM, UYTO MHTHOUTOp npoTenHKnHa3 H7 oOpaman kak 3¢-
¢ext ['mio na ©nD B DI, Tak u a3¢dext 3aTemuenus Ha aktuBHocTh ©nD B 311

Cy1miecTByeT MHOTO JI0Ka3aTeNbCTB, CBUAETENBCTBYIOIINX O TECHOM B3aHMOJICHCTBUU MEXTy caxa-
po- u Pi-3aBucumbiMu peakuusivu [12; 13]. MokHO mpeamnonararb, 4To 00€ 3TH CUCTEMbI y4aCTBYIOT
u B KoHTposie akTuBHOCTH PnD oBca. [IpoBeneHHbIe SKCTIEPUMEHTHI TOKA3aJId, YTO 3K30TeHHBIN P1 Hu-
BenupoBan 3QQexT 3areMuenus Ha akTuBHOCTH @D B 3I1 n umutuposan s¢ppext KC na 311 B TemHo-
te. OueBHIHO, uTO 3¢ dexTr Pi ObutM aHaTOrHuHBI 3 PeKTaM pacTBOPUMBIX caxapoB. CXomHble pe-
3yJNbTaThl OB OMHUCAHBI 1S Apyroro ¢pepMeHTa karadonusma pochonunuaoB JIUIOKCUTEHA3Bl COH
[13]. CnexyeT oTMETHTB, YTO 00paboTKa pacTeHuit oBca oTAeabHO MaH unu Pi ymMeHbIIania akTHBHOCTD
@®nD B OI, Torna Kak X COBMECTHOE JICHCTBHE UMEIIO MPOTUBONONIOKHBIH 3¢ dexT. Kpome Toro, Pi n
Man no otznensHOCTH HE Binsan Ha akTUBHOCTH @nD B 311 Ha cBeTy, HO oqHOBpeMeHHast 00paboTKa
umu 3I1 yBennuuBana aktuBHOCTh OnD naxe 6e3 neiicTBUsI TEeMHOTHI. Bbuto Takxke oOHapyKeHO, 4TO
onHoBpeMeHHas 00padoTka 311 Man u Pi Ha (oHe 3aTeMHEeHMI HEe BIUsIA HA MHAYIHUPYEMOE TEMHOTOH
yBenuueHue aktuBHocTH @D, Torna kak o6padoTka [0 u Pi GiokupoBana a3pdekT 3aTreMHeHn .

Bricokas koHneHTpanus Pi qomkHa crnocoOCTBOBaTh CHUKEHUIO akTUBHOCTH DnD 1o npunHnumy
OTPUIATEIBHON OOPATHOH CBSI3H. DTHUM O0OCTOSITEIHCTBOM MOKHO OOBSICHUTH MHYITUPOBAHHOE 3K30-
reaHbIM Pi maTHONpOBanue aktuBHOCTH @D B DOII oBca. Kpome Toro, BakHOE 3HAUCHUE JJIT MOMYJISI-
nuH akTHBHOCTH DD MOKeT MMeTh conepikanne rekco3odocdaros. JleicTBUTEIRHO, KOMOMHHPOBAHHBIH
a¢dext Man u Pi MmoxeT BrI3BaTh 00pa3zoBaHUE MaHHO30-6-(hocdara, KOTOPEI HE METa0OIU3UPYyEeT
B PacCTUTEIBHOM KJIETKE U TEM CaMbIM CIIOCOOCTBYET yMeHbIIeHUIO conepxkanus Pi [5]. Curnai, rene-
PUPYEMBIH TIPU 3TOM, JOJKEH MOJIEPKUBATHCS B TEUEHHE JJINTEILHOIO BPEMEHHU U, CJIe/I0BaTEbHO,
WHIyIHpOBaTh Habmonaemoe yBennuenune aktueHoctd ®nD. Eciu BMecte ¢ Pi st o6paboTku pacre-
HUH OBca MPUMEHSIH [ 1110, TO 00pa3yromuiics roko30-6-docdar OBICTPO UCTIOTB30BAJIC B Pa3IHy-
HBIX METAa0OJIMYECKUX PEaKLUsX, B Pe3yibTaTe 4ero MHTEHCHUBHOCTh Caxapo3aBHCUMOIO CHTHaja
YMEHbLIAJIACh, B TO BPEMs KaK CUT'HaJl OT MaHH030-60-(pocdarta He Mensuics. OqHaKo MaHHO30-6-(oc-
¢dat momKeH 0O0pa3oBBIBATHCS W MPH MPUMEHEHHWH ONHOW SK30reHHol MaH. B aTOM cimydae MOKHO
MIPEATNOJIOKUTh, YTO €ro KOJWYECTBO HEJOCTATOYHO, YTOOB! BBI3BATH MOAYISAILNIO aKTUBHOCTH DnD.
MOoHO TakXe MPeAroaaraTh, YT0 COOTHOIICHUE TeKC030-6-pocdara, Pi u rexcossl, a He IPOCTO YPo-
BEHb COAEP)KAHUSI PACTBOPUMBIX caxapoB WiIX Pi urpaer pemarollyio pojb B KOHTPOJE aKTMBHOCTH
@D ogca.

Takum 00pa3oM, Moy4eHHBIE JaHHBIC TIOKA3bIBAIOT, 4YTO aKTUBHOCTH DD oBca 3aBHCUT OT cBETO-
BBIX YCJIOBUI BHIpAILlMBAaHUs PACTCHUH U €€ TOBBILICHHBIH YPOBEHb HAOIIOJaeTCs B YCIOBUAX, HeOJIa-
TONPUSITHBIX IS Tporecca POTOCHHTE3a U CIIOCOOCTBYIOIIMX PA3BUTHIO CaXapHOI'O rojiofaHus. Bbl-
nieonucaHHble 3PQeKTsl 00HAPYKHUBAIOTCS IOCHE JOCTATOYHO JUJIMTENIBHOIO IEepHojia ACHCTBHS,
HanpuMep, cBeToBble 3G GEKTH TPOSBISIOTCS yepe3 | yac mocie BKIIOYEHHUs cBeTa. Takue IIUTeNb-
HbIE PEAKIIMK MOT'YT COIIPOBOXKIATHCS U3MEHEHHUSIMU B 9Kcnpeccun rena @aD. CnenyeT OTMETHTD, UTO
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JI0 HACTOSIIEro BpeMeHH reHsl @D u3 oBca He ObLINM KJIOHMPOBAHBI U OXapaKTEpHU30BaHbL. AHAIIN3
HYKJICOTHIHOM MOCIeI0BaTEIbHOCTH, H30JIMPOBAHHON HAMU C MOMOILBIO I'eH-CIeUU(PHUIECKUX Mpai-
MEpPOB, CKOHCTPYHPOBAHHBIX HA OCHOBAHUH U3BECTHBIX MOCIIEA0BATENBHOCTEHN IPYTUX 37aKOBbIX, MOJ-
tBepaui, uro JAHK-¢dparment, naeHTndunupoBaHHblii B OBCE, MPOSBISET BHICOKYIO roMoJioruto (81—
87 %) c renamu @D KyKypy3bl, prca 1 TUIeBeNa ONbSHSIOLIETO.

Onenka ypoBHS 3kcnpeccud @D mokasaiia, YTO B OCHOBE MOAYJISIIMM aKTHBHOCTH (hepMeHTa
®nD, BpI3BaHHONW HM3MEHEHUSAMH CBETOBBIX YCIOBHH pPOCTa, JIeXKaT MU3MEHEHUs COAEpKaHHUSA TpaHC-
KpUNTOB AaHHOTrO rera. OOHapyskeHo, uTo skcnpeccuss @D B 3I1 3aMeTHO aKTUBHUpPOBaJach MOCIe Te-
peHoca pacTeHH B TEMHOTY, 0COOGHHO B 0a3aIbHOM 30HE IMCTa IPOPOCTKA, SIBIISIOLICHCS 30HOH pocTa
JUCTHEB OJHONONBHBIX. [Tpn 3TOM 1151 anMKaIbHON 30HBI TEX )K€ JINCTHEB HE ObLII0 0OHAPYIKEHO CyIlie-
CTBEHHBIX pa3ianunil TpaHckpunuuu @D B OI1 u KC-00my4eHHBIX TPOpOCTKax OBca. ITH Pe3yIbTaThl
MOXHO OOBSCHUTH Pa3HbIM (PU3MOJIOIMUECKUM COCTOSIHUEM Pa3iIMYHbIX YacTell pa3BUBAIOLINXCS JIU-
cTheB. Bunumo, mononeie, pactymue 3086 JI1 001a7a10T ClIOCOOHOCTHIO MOYIMPOBAThH AKCIIPECCUIO
@D nipu cBeTOBOM OOIYYEHHH, TOTAA KaK CTapelollue TKaHU TEPSIOT ATY CIIOCOOHOCTh. AHAJOrHy-
HBIE Pe3yJIbTaThl OBLIM MPOAEMOHCTPUPOBAHBI JIJIsi CBETOYYBCTBUTEIBHOCTH ()EPMEHTATUBHON aKTHB-
Hoctu @nD, KoTOpas ucyezana ¢ yBeJIMUYeHHUEM BO3pacTa npopocTkoB [9]. Pasnnuus takke HaOmrona-
JUCh UL MOAYJSIUMHU JKcnpeccud @aD B anmuKalbHBIX M OasanbHbIX 30HaX 3[I, mepeHeceHHBIX
B TEMHOTY: @ UMEHHO, Ha0JIIOJaJICsl YCTOMYHMBBIN pocT Kcnpeccun @D B 6a3aibHOM 30HE JTUCTA, B TO
BpeMsl KaK B allMKaJbHOW OOJAacTH MOBBILICHUS YPOBHS dKcrnpeccun @D HE MPOUCXOAMIIO. XOTS
C y4eTOM TOT'0, UTO B JaHHOH 30He nucTa 3[1, pacTymux Ha cBeTY, HaOII0aI0Ch TOCTEIIEHHOE CHUKEHHUE
YPOBHS DKCIIPECCUU C YBEITMUYEHHUEM BO3pacTa IIPOPOCTKOB, a IIPH NEPEHOCE B TEMHOTY OHO HE IIPOHCXO-
JIUJI0, MOXKHO ITPEIoaraTh HaJluure aKTUBUPYIOIIETO BIUSHUSI TEMHOTHI M B JAHHOM CITy4ae.

[lonyueHHble NaHHBIE CBHAETENBCTBYIOT O TOM, 4TO (hepMeHTaTHBHas akTUBHOCTH DD oBca
1 DKCIIPECCHSI €€ T€Ha MPOSABIISIOT YyBCTBUTEIBHOCTD K M3MEHEHUSIM CBETOBBIX YCIOBUH pocTa pacTe-
HUS, COMPOBOXKAAIOMINMCS OJIOKMpOBaHMEM Tpouecca pOTOCHHTE3a M CBA3aHHBIM C 3TUM CaXapHBIM
rojonanueM. CeerozaBucumas monysauust ®@nD Obliia B OoJblleil cTeneHr BeIpakeHa B MOJIOIBIX TKa-
HAX MPOPOCTKOB OBCA. DTO MOXHO OOBSICHUTH MOTEpEeH CIIOCOOHOCTH TKaHEH cTapuiero Bo3pacTa
K OBICTPBIM ()yHKLIMOHAIBHBIM U3MEHEHHSIM B U3MEHSIOIINXCS YCIOBHX pocTa U pa3sutus. [lomyden-
HBIE pe3yJIbTaThl KOCBEHHO YKa3bIBAIOT Ha MPUHAJIEKHOCTh @D K rpymnne HHIYyUPYEMbIX TEMHOTON
din-reHos.

3akaouyenue. Takum 06pa3oM, CBETOBAs/TEMHOBasE MOAYJ iU akTUBHOCTH DD oBca umuTHpy-
eTCsl Pa3IMYHBIMHU SK30T€HHBIMH MOHO-, Jucaxapuiamu, a taxxke Pi. DTo mpeanomaraeT ydyacTue
B KOHTpoJie akTuBHOCTH DD caxapo3aBUCHMOro CUTHAJIBHOTO IMYTH, ONOCPEIOBAHHOI'O MEeKCOKHHA-
300. Brniusinue caxapoB u Pi, BEpOsITHO, 3aBHCUT OT COOTHOIICHUSI MEX/ly YPOBHSIMH COIEPKAHHS TeK-
co3bl, Pi, rexcozo-6-docdara, 4To MOXKET OBITH CHTHAJIOM JJis W3MEHEeHUs akTuBHOCTH DD mpu
3aTeMHEHHH U caxapHOM rojgogannu. OOHapyKeHO TaKkxke, YTo reH @D oBca MPOsIBISET YyBCTBUTEIb-
HOCTh K U3MEHEHUSM CBETOBOI'O PEKMMa pa3BUTHUSA, YBEIIMUNBAs YPOBEHb CBOEH HKCIPECCUU MPU 3a-
TEMHEHUH, T. €. B YCIOBUAX caXxapHOro rosoganus. [lonyueHHble JaHHBIE CBUJIETEIBCTBYIOT O TOM, YTO
MoAyJsiuus pepMeHTaTuBHON akTUBHOCTH DD MokeT uMeTh Ba)KHOE 3HAYEHHUE JUIsl aJanTaluy opra-
HU3Ma PacTeHUs K HEIOCTATKY YIJICBOAOB, BBICTYAIONINX B POJIH HETAaTHBHBIX PErYJISTOPOB (PYHKIIHO-
Huposanus OiuD.

Juist Gosee 4eTKOTro OIpeesieHs] MEXaHU3MOB, KOHTPOIMPYIOIUX aKTUBHOCTh PnD B onucaHHBIX
YCIIOBUSIX, HEOOXOIUMBI NaJIbHEHIIINE UCCIICAOBAHMS, B YACTHOCTH, Ba’KHO TIOJIHOCTBIO MPOSICHUTH POJIb
aktuBauud ®nD npu 3aTeMHEHUH, YTOOBI MOHSTH, CBA3aHO JIK 3TO ¢ METa0OIMYECKUM TOJI0aHUEM
WJIN HET.
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