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HccnenoBana quHaMuKa MOPPOMETPUUECKUX XapaKTEPUCTUK, COJIEpKAHHE XJIOPO-
(GWIIOB U KapOTHHOMJIOB, COCTaB MEMOPAHHBIX TJIMIIEPOJIMIIUAOB B HAJ3EMHBIX U
no3emMHbIX opranax Plantago media L., coOpanHOro Ha TeppUTOpHH HAIIHOHAIBHO-
ro napka «Camapckas Jlyka» B yClOBUSX JBYX IIEHONOMYJIALUN B TEUEHHE OJHOTO
ce30Ha Bereranuu. V3smenenue MophoMeTpHUYECKHX IMMOKazaTeNel, a Takke coiep-
*KaHue (POTOCHHTETUUECKUX MUTMEHTOB B JUCTHAX MPOUCXOIWIO HA (poHEe MOaUdH-
Kalil JTUMHIHOTO cocTaBa. M3MeHeHHe cocTaBa JIUIMHUIO0B HOCUT OpraHocienuguy-
HBI ¥ OHTOI'€HETUYECKUX XapaKTep U 3aBUCHUT OT yCJIOBUIA 0OUTaHMS. Y CTAaHOBIICHO,
YTO ONTHMAJIbHOE BPEMS 3arOTOBKM PACTEHUH B KayeCTBE JIEKAPCTBEHHOTO CHIPbS
SBJISICTCS HAyYaso MepHojia BEreTaluu.

Knrouesvie cnosa: Plantago media, Moppomerprueckue XapakKTepUCTHKH, TIHKOJIN-
mubl, GOCHOTUMHUIBI, TUTMEHTHI,

Grebenkina T.M., Nesterov V.N., Bogdanova E.S., Saksonov S.V., Rozentsvet
O.A. - THE SEASONAL DYNAMIC OF THE MORPHOMETRIC
PARAMETERS AND MEMBRANE GLYCEROLIPIDS OF PLANTAGO
MEDIA (PLANTAGINACEAE) - The dynamic of morphometrical characteristics,
the contents of chlorophylls, carrotinoids and membrane glycerolipids in the over-
ground and underground organs of Plantago media L. from territory of “Samarskaya
Luka” National Park in the conditions of two populations during one season of vege-
tation, have been investigated. The change of the morphometric parameters and the
contents of the photosynthetic pigments in the leaves took place against the back-
ground of the modifications of the lipid contents. The change of the lipid contents
has an organospecific and ontogenic character and depends on the conditions of the
habitat. It was found that the optimum time for gathering the plants as the medicinal
material is the beginning of the period of vegetation.

Key words: Plantago media, morpometrical characteristics, glycolipids, phospholip-
ids, pigments.
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rpaMMOM, peanm3aius KOTOPOW B 3HAYUTEIHHOW CTETCHHW 3aBHCHT OT BHEIIHUX
daxropoB u ux couetanuii (Mokponocos, 1981; Pomanosa u np., 2011). Pactenu-
M CBOMCTBEHHA U] epeHnpoBaHHasT YCTOMYMBOCTD Pa3IMYHbIX YacTeil U opra-
HOB K HEOJIaronmpusaTHEIM (pakTopaM BHENTHEH cpeapl. Hanboee 1yBCTBUTEEHBIM
OpraHOM PACTCHUN CUMTAIOT 3€JICHBIN JINCT, U3y4eHUE MOP(HOIOTHISCKUX 0COOEH-
HOCTEH W MOpP()OMETPUYECKUX XapaKTEPUCTHK KOTOPOTO IIO3BOJISAECT OICHUTH
aJIalTaIlldI0 PacTeHUS K W3MEHEHHWsAM OKpykaromed cpensl (JIrooumenko, 1963;
Moxkponocos, 2006).

HccnenoBanne OWOJIOTUM BHJIOB HAa TOMYJISIIMOHHO-OHTOTEHETHIECKOM
YPOBHE, HX SKOJOTUYECKUX PEAKINI B KOHKPETHBIX IKOJOTO-IICHOTUYECKHUX YCII0-
BUSIX M CBSI3W C COOTBETCTBYIONIUM YPOBHEM W THIIOM METAa0OIM3Ma BAXKHO IS
MOHUMAHUS MPUCTIOCOOJICHUST PACTCHHUI K YCIOBHSIM CYIIECTBOBaHUS (3aJIeHCKHUH,
1977; IlesakoB, MokponocoB, 1993; Larcher, 2003; T'omosko, 2005; Zunzunegui
etal., 2011).

CormacHO COBpPEMEHHBIM TPEACTABICHUSM, JUMUAAM U HX HAIMOJICKYJISP-
HBIM KJIETOYHBIM OOpa30BaHUSAM — OMOJOTMYECKUM MeMOpaHaMm — OTBOJST BaxK-
HEHTITYI0 poJib B (DYHKITMOHUPOBAHUN OCHOBHBIX KJIETOYHBIX OMOXUMUUYECKHX ME-
xann3moB (Harwood, 1994). JlanHble MEXaHU3MBI OTIPECIISIOT U PETYITHPYIOT Bu-
3MYECKOE COCTOSIHUE KJIIETKH, €€ B3aMMOJICHCTBHE, KaK C COCETHUMHU KIIETKaMH, TaK
U BHEIIHEH cpefoil. B To e Bpemst aunuabl 00pa3yroT OOMIMPHYIO TPYIIY MpHU-
POJTHBIX OMOJOTHYECKN aKTUBHBIX coenuHeHuid. [IpupoanHbie mpenapaThl OTINYa-
IOTCS OT XUMHUYECKH CHHTE3UPOBAHHBIX COCIMHEHUN, TIPEKIE BCETO — O€301MacHO-
ctbio (JIekapctBennsie..., 1991; Ilsem, 2008).

Pactenus Plantaginaceae ucrmonb3yrorcss B KauecTBE JIGKAPCTBEHHOTO PaCTH-
TEIBHOTO ChIphA. Hamboyiee W3ydYEeHHBIM W3 JTAHHOTO CEMEWUCTBA SIBIISETCS
Plantago major: BoaHbIH 3KCTPAKT JUCTHEB MOJIYUAIOT JJI U3TOTOBJIICHUS Ipera-
pata «Ilantarmouua» (OmennukoB u ap., 2007; Noor et al., 2000; Samuelsen,
2000; Squirrell, Wolff, 2001; Chiang et al., 2002). Jieue6HpIMU cBOWiCTBaMHU 00J1a-
JaroT TaKke pacteHus P. media, mockoJIbKy coiepkaT B CBOEM COCTaBe TOPbKUE U
nyounbsHble BemecTBa, BuTamuubl C, K u U, daaBonouasl, noaucaxapuisl, KK
(Cocuuna, 2009). M3BecTHO 0 cocTaBe JUIKIOB KOPHEBOW YacTH 3TOTO BHJIA pac-
tenuit (Kuiper, Kuiper, 1978). Oxnako nutepaTypHbIe CBEACHUS O TUHAMHUKE JIH-
MUJI0B B MPOIECCE OHTOTEHE3a B IIEJIOM W Ha OTIEIBHBIX €0 CTaJAMsIX HEMHOTO-
YHCIICHHBI.

Panee Hamu ObUTH TIOJTYYEHBI TaHHBIC, CBUIETEIHCTBYIOMIHE O MOPHOPU3NO-
JIOTHYECKOH M OMOXUMUYECKOW TUIACTUYHOCTH JINCTheB P.media 1mo oTHOIIEeHUIo K
OCBEIIICHHOCTH B YCIIOBUSX €BPOIEHCKOTO ceBepo-BocToka Poccuu (Po3eHmBeT u
ap., 2013), a Takke 0 CyTOYHOW TUHAMHUKE COCTaBa JIMITUI0B MEMOpPaH B YCIOBHSIX
Cpenneii nonocel Poccuu (I'pebenkuna u ap., 2012).

[lens paboTHI cOCTOsIA B MCCICOBAHUN CE30HHON TWHAMHUKHA MOphOMET-
PUYECKUX TIapaMeTPOB U MEMOPAHHBIX TJIMIICPOJIMITHIOB KOPHEBOW U HAA3EMHOU
gacteid P.media. Otu cBemeHuss MOTyT OBITh TIOJIC3HBIMH KaK ISl IOHUMAHUS JTU-
HAMUKH BHYTPUKIJIETOYHBIX MPOIIECCOB B PA3HBIX YACTSAX M OpPraHax pacTeHUM, WX
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BSaHMOﬂCﬁCTBHH, a TaKKC OIPCACIICHHA OIITHMAJIbHOI'O BPEMCHH 3arOTOBKH JIC-
KapCTBCHHOTI'O CBIPbA.

MATEPHUAJIBI U METO/bI

OO0beKkT HCCIeI0BAHUSI — MHOTOJICTHEE IOHKAPITMYECKOE TPABSIHUCTOEC
pactenue P. media, koTopoe XapakTepu3yercs yMepeHHOW TPeOOBaTEIbHOCTIO K
MMOYBEHHO-KIIMMATUYECKAM YCJIIOBHSIM. OJTO €BPOA3HMATCKUN OOpeasbHBIA BUJT
(buonoruueckas ..., 1983). Ero apean oxsareiBaeT EBpony, Cubups, IlepenHioro
u Cpennroro Azuro (IIIumkwn, 1958).

Pacrenus oTOMpany Ha TEPPUTOPUHN HAMOHATLHOTO Tapka «Camapckas Jly-
ka» Ha nByX Twiomagakax pazmepom 800 m x 800 m. Pactenus L{I1-1 mpouspacranu
Ha POBHOW TUIOMIAJKE CPEU TUITMYHBIX JIYTOBO-CTEITHBIX MHOTOJIETHUKOB Festuca
valesiaca Gaudin, Poa angustifolia L., Phleum phleoides (L.) Karst., Filipendula
vulgaris Moench u nip. Pacrenus II1-2 npouspactanu Ha MOJOTOM CKJIOHE OTO-
3ammaJHOM 3KCIO3UIMKA B cooOmiecTBe 31akoB Bromopsis inermis (Leys.) Holub,
Dactylis glomerata L., Elytrigia repens (L.) Nevski, Fragaria viridis Duch, ¢ yua-
ctueMm pasHotpaBbs Elytrigia repens (L.) Nevski, Amoria repens (L.) Presl u
Medicago falcata L.

PacturenpHbiii MaTepuan oTtOuMpanu TPUXKIABI B TEUEHUE JIETHETO CE30HA
2011r. ¢ mepuoanIHOCTHIO B oAWH Mecsi B fHeBHOe Bpems ¢ 11.00 mo 12.30. On-
HOBPEMEHHO OTOMpaIy 0OpasIbl paCTEHUH M TOYBBI B COOTBETCTBUU C PEKOMECH-
namusimvu [ 'mazoBckoit (1964). B ta6n. 1 npeacraBiieHbl HEKOTOPbIE a0HOTHYCCKUE
mapaMeTphl CPeIbl, XapaKTEPU3YIOIINE yCIOBUS MPOU3PACTAHUS PA3HBIX MOTYJIS-
M PaCTEHHUI.

Tabmumna 1
Abnotndeckue GakTopsl B MecTax mpouspactanus P. media Ha mmomankax 1 u 2
Bpewms Beretarmu, Mecsig
XapakTepucruka Vi Wl VI
1 2 1 2 1 2
T Bo3ayxa, °C 36 30 33 24 33 24
OcCBeneHHOCTh Ha ypoBHE | 6416 45+3 41+0 2+0 60+0 5+0
pacrenus, Ix*1000
pH nouBsl 6.3 6.4 6.8 6.8 6.8 6.9
Braxxuocts noussl, % 12 19 10 12 8 11

Jliis onpenencHust MOpHOMETPUISCKUX TTOKa3aTeIed U3MEPSUTH JUTHHY | IIIH-
pUHY JIMNCTHEB, COOPAHHBIX IO OJHOMY CO cpeaHei wactu po3etku 10-12 Tummd-
HBIX PaCTEHUH OJHOTO Bo3pacTta. [Iomams JIMCTOBBIX TUIACTUHOK BBIYHCIISUIA 10
dopmyne: S = 0,66xIxd, rne | — ymua nucta, d — mmpuna nucra (Anukues, KyTy-
30B, 1961). YaenbHYI0 OBEPXHOCTHYIO MNIOTHOCTH JncTheB (YIIIJI) Bhruncsiin
KaK COOTHOLICHHE CYXOil MAacChl JIMCTHEB (Mr) K HX IuIomany (cM?), Kod(uuueHT
pocta mucta (K pocra) — KK COOTHOIICHHE MACCHI JICTa PACTEHUs (MT) K €ro JUInHe
(Mm). i ompenesieHHsI MacChl MOA3EMHBIX U HAJI3EMHBIX OPTaHOB BBIKAITBIBAJIH
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pacTeHUs MMEeTUKOM, pa30upaan Ha JIUCThs, TeHEPAaTHBHBIC TT0OerH U KOpHHU. COOT-
HOIICHWE MACChl HAJ3€MHOM M MO3€MHOM YacTel pacTeHHl PACCUMUTBHIBAIU IO
dopmynie M o./M 4, THe M 4. — ChIpas Macca JINCTHEB U TEHEPATHBHBIX Opra-
HOB, M ,,— Macca KopHel. 3a JUIMHY KOPHEBOW CUCTEMbl MPUHUMAIU HAUOOJIb-
muit pazmep umHbL. ColepykKaHue CyXOH MacChl PACTCHHM OMPEEISUIA TIOCTIE BbI-
cymmBanus 1pu 50 °C 10 MOCTOSHHOTO Beca.

OO0pa31el TOYBBI OTOMPATH OJHOBPEMEHHO C PACTCHUSMH, B COOTBETCTBUU C
pexomeHmarusamu [mazockoit (1964). KuciioTHOCTh TOYBBI ONIPECIISIIA B OJHOM
BEITSDKKE M3 100 r moYBBI, BIOXKHOCTh — TPAaBUMETPUYECKHU TOCIIEC BHICYIIMBAHUS
00pa310B 1mouBkl (1-2 T) 10 MOCTOSIHHOTO Beca.

Jyis aHanm3a TUMHUI0B U TUTMEHTOB MCTIOJIb30BAJIA BBICEUKH U3 CPEIHEH Jac-
TH JUCTHhEB, Kaxaeid mo 1-2 r. Comepkanue (HOTOCHHTETHYECKUX MUTMEHTOB B
allecTOHOBOW BBITSDKKE ompeneisuii Ha crektpodoromerpe Specol (I'epmanwms)
npH JUTMHAX BOJTH 662 1 644 um (ximopodminisl) u 470 uM (kapotuHouabl). Pacuer
KOHIICHTpAIMH MUTMEeHTOB nipou3Bomm o meroay H.K. Lichtenthaler (1987).

HHTeHCHBHOCTD TIepekucHOro okucieHus JmmuaoB ([TOJI) B imucThax pacte-
HUI OLICHWBAJIH IO COJCPYKAHUIO MajoHOBoro auanpiaeruaa (MJIA) mocie peak-
U ¢ THOOapOuTypoBol kuciotoit (JlykatkuH, I'omoBanosa, 1988). KomuuectBo
MJIA omnpexaensiin Ha ciekTpodoTomerpe Specol (I'epmaHus) Mpu UTMHE BOJHBI
532 aMm.

DKCTPaKITUIO JUMUI0B MMPOBOIMIN TPWKIBI CMECHIO XJIopodopMa U METaHO-
da l: 2 (mo oowemy) (Bligh, Dyer, 1959). O0beauHeHHBIE 3KCTPAKTH OTMBIBAIA
OT HEeTUTUAHBIX MPUMECEH, PACTBOPUTENH OTTOHSUIM Ha POTOPHO-BAKYYMHOM HC-
napurerne.

Bce onbiTel mpoBoamy 3-4 KpaTHON OMOJIOTUYECKON TOBTOPHOCTH.

Pasnenenne mMemMOpaHHBIX JIMNUAOB (MJI) OCYHMIECTBIISITA METOIAMHM, OIIH-
canHbIMU paHee (PosenuBer m ap., 2013). KonmmuecTBO onpenesuii Ha JEHCUTO-
metpe Sorbfil (Poccus).

Cratuctuyeckyo o0paboOTKy pe3ysbTaTOB IKCIIEPUMEHTOB OCYIIECTBIISLIN C
noMoIpio nakera opucHeix nporpamm Microsoft Excel 2003 u Microsoft Excel
2007. 3navenust B TaONMIIAX W PUCYHKAX MPEJCTABISIOT CpeIHUE apudMeTHde-
CKre u3 3-X OMOJOTMYECKHX TMOBTOPHOCTEH M WX CTaHIapTHBIC omuOku. Jlocto-
BEPHOCTh OTJIMYMHN OI[CHUBAJIHU C TIOMOIIBI0 KpuTepusi CThIOACHTA.

PE3YJIBTATDI

B ycnoBusix Cpennero IloBomkbs y pacrennii P. media Hauano Bereraruu
MPUXOJIUTCS HA KOHEI| ampesisi, a Mepuoj IBETEHUS] 0ObIYHO HAYMHAETCS B KOHIIE
Masi U 3aKaHYMBAETCSl B CEPEIMHE aBrycTa. Y CIIOBHS MPOU3PACTAHUSI PACTEHUN Ha
JBYX IUIOMIAJIKaX pPa3IU4yaIUCh IO CBETOBOMY M TEMIEPaTypHOMY peXUMaM
(tabur. 1). Pacrenus LII1-1 mosy4anu cymecTBEHHO OOJbIIE CBETa W TeIlIa, 0CO-
OCHHO B CepellMHe W KOHIIE JieTa, B cpaBHeHHH ¢ pactenusmu LI1-2. Tlpu paBHoi
KHCIIOTHOCTH TI0YBa Ha y4acTke 2 cojepxkama B 1,2-1,6 pa3a Gomnbiie Biaru 1mo
cpaBHEHHIO ¢ ydyacTkoM 1. Paznuuus B ycnoBUsSIX OOMTaHUS BBI3BaHBI OCOOEHHO-
CTSIMU penbeda U TUIIOM PaCTUTENBHOTO COOOIIECTBA.
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Pactenus {I1-1 B Hauane neta popMHUpOBaIN MEHBIIIEE KOJIMUECTBO JTUCTHEB
B pacueTe Ha oAHO pactenue. Cpeau pacTeHUN 3TON MOMYJAINU OBbLIO BBHISIBICHO
MeHbIne (B 3 pa3a) pacTeHUH ¢ TeHEpAaTUBHBIMH ToOeraMu. B cepenuHe JieTHEro
nepuojaa OOJIBIIMHCTBO PACTEHUN HAXOJWUJIOCh B CTAJUU MOJHOIO I[BETEHHUS, MPHU
ATOM KOJHUYECTBO JINCTHEB U T€HEPATUBHBIX MOOErOB HA PACTEHUSIX 00€UX MOIy-
JSIUUNA BRIPaBHUBAIOCK.

JIunelinble pa3mepbl TUcTheB P. media B pasHble meprosl HAOTIOACHHUS pa3-
JTUYAINCh. B UIOHE JIJIMHA JINCTHEB Y PACTCHUMN JIBYX MOMYJISIUOHHBIX TPYII ObLIa
MPAKTUIECKNA OJMHAKOBOM, B Miojie MucThs pactennid L[I1-1 6pumm Ha 50% kopoue
muctbeB LI1-2. B nienom miomans auctbeB pactennid 1{I1-1 Oblna Hibke, yeM pac-
tenuit [{I1-2. B Hayane nera y pacTeHnii AByX MOMYJISIAA CKOPOCTh POCTA JIUCTh-
eB OblIa camMoil BBICOKOH, IO CPaBHEHUIO C MIOJEM U aBrycToM. OJHaKo y pacTte-
auit [{I1-2, oco6enno B Hauase jeta ko3¢ dumueHT pocta 6wt BhIIIE, yem y LI1-1
(57 n 36 mMr/mMm, cooTBeTCTBEHHO). JIncThs pactenwmii [{I1-2 oTaudanuch MEHBIIAM
nokaszateneM YIIIJI, konmuyecTBOM CyXoro BemiecTBa, HO 0ojee AITMHHBIMUA IEHEe-
PaTUBHBIMU MOOETAMU U KOPHSIMHU.

Tabmnuma 2

Junamrka MOpGHOMETPUUYECKUX XapaKTEPUCTUK HAI3EMHOMU U
rnoa3eMHoi yacreilt P. media

BpeM}I BCrcTanmn, MCCsA11

XapakTepucruka Vi VI VIl

I1-1 II1-2 I1-1 II1-2 I1-1 II1-2
KonnyecTBo NTUCTHEB HA 6+0.5 8+0.7 6+0.4 6+0.7 4+0.1 5+1.5
OJTHOM pacTEeHUU
KonnuectBo noderos Ha 0.2+0 1.7+0.8 1+0.1 1+0.4 0.5+0.5 0.8+0.04
OJTHOM PacTEeHUU
KonugectBo pacrenuii ¢ 20 66 50 56 50 33
reHepaTUBHBIM moderom, %
JlnyHa nucra, MM 101.0£5.6  96.3+5 80.0+5.1 116.9+10.4 181.9+15.5 138.1+9.5
[[Tupuna nucra, Mm 25.1+1.1  34+1.3 27.3+1.2 25.8+1.8 28.1+1.8 33.4+1.6
IImomans aucTa, cm? 18.61+1.7 22.74+1.6 15.17+15 22.26+2.2 37.18+3.7 32.15+2.9
VIIII, mr/cm? 47.0+4.2 41.4+0.4 275423 21.6%2.1 28.6+2.1 24.1+2.4
K pocra micra, MI/MM 35.56+3.4 56.9645.0 21.8+1.1 17.90+1.4 19.52+1.2 24.62+1.0
KonuyectBo cyxoro 23.7+0.1 17.4+0.1 24.0+0.0 22.7#0.1 29.4+0.2 22.9+0.2
BellecTBa j1ucra, %
JliiHa TeHepaTUBHOTO 445445 177.3+32 186.5+29 255.8+67. 560+81.8 422.2+9.6
ro6era, MM 2

JITMHA KOPHEBOI cHcTembl,  1185#17.1 150.1#17.1 1205223 136.3+195 94.3+10.3 121.3+87.4
MM

AHanu3 CTPYKTypbl OMOMAcChl TOKa3ajd, YTO B TEUYEHHUE JIETHEro IMepuoja
yBEJIMYMBAJIaCh Macca JIUCTHEB U TEHEPATUBHBIX MOOEroB HA (POHE CHUKEHHS Mac-
cel kopHeii (puc. 1) OtHomienue M, /M [, BO3pacTalio Ha IPOTKEHUU BCErO
JIETHErO0 CE30Ha y pacTeHuil o0eux MOMmyJsiui, HO Ipeoljagano y pacTeHUH,
MEHBIIIe 00eCIIeUeHHBIX ¢BeTOM M TeruioM (Ha 49 u 21% B WroHE U UIOJIE COOTBET-
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CTBEHHO). B aBrycre 3TOT moka3aTellb CTAHOBHJICS JIOCTOBEPHO PaBHBIM y pacTe-
HUN 00euX MOIMYJISLHM.
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Puc. 1. U3meHenne 6momacchl pa3HbIX yacrteii pacrennii P. media (a) sxorum 1,
(6) 3xoTHn 2
ITo ocu abcumce — Bpems ce3ona Beretarmu: VI — utons, VI — urons, VIII - aBryct; mo ocu op-
JUHAT — KOHIIEHTparus % oT Macchl pacTeHUi. 1 — TUCThs, 2 — TeHepaTHBHBIC TOOETH,

3 — KOpHHU
Tabnuma 3
JInHaMHKa cOCTaBa M COJICPKaHMS MMTMEHTOB B JIUCThX P. media
[TurmenTsl, Bpewms Bereranuu, mecsn
MT/T CBIPOH MacChl Vi Vil VIl
III1-1 TII1-2 TII-1 TII1-2 II1-1 TII1-2
Xnopodunn a 0.70+0.06 0.80+0.03 0.71+0.0 0.81+0.02 0.54+0.05 0.70+0.01
Xnopodumn b 0.43+0.04 0.50+0.02 0.46+0.01 0.55+0.01 0.37+0.04 0.47%0.02
Kaporunounst 0.33+0.03 0.24+0.01 0.30+0.01 0.33+0.01 0.23+0.02 0.28+0.0
CymMMa NUrMeHTOB 1.45+0.18 1.54+0.11 1.47+0.04 1.69+0.06 1.14+0.19 1.45+0.04
Xnopodum a/ 1.63+£0.01 1.60+0.02 1.54+0.06 1.47+0.03 1.46+0.01 1.49+0.03
xJsopo¢ut b
Xnopodusist/ 3.42+0.01 5.42+0.03 3.90+0.09 4.12+0.0 3.96+0.02 4.18+0.1
Kaporunounzast
CCK 45,6 46,1 47,1 48,5 48,8 48,2

JIuctes pactennit LI1-1 HakammBamu MEeHbBIIE 3€JICHBIX TUTMEHTOB, Y€M JIH-
cthsi pactermit [II1-2. [Ipu 3TOM MakcuManmbHOE COJEpKaHHE XJIOPOPUILIOB Y
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000UX THUIIOB PACTEHUN OTMEUEHO B HUIOJI€, TO €CTh B MEPHUOJ MOJHOIO I[BETCHHUS
(1,17 mr/r m 1,36 Mr/r chipoil Macchl, COOTBETCTBeHHO). OTHOmeHue X a/Xi b
st pactenuit aAByx L{I1 B Teuenue mera cHmxkanock. B muctesax pacrenuit 1[I1-2
J0CTOBEPHO BhINIe 10t X1 b B cpaBHeHnu ¢ pacrenusimu 111-1.

ConepxaHue KapOTHHOUJIOB B JHUCThiAX pacteHuit III1-1 Oput0 Makcumab-
HBIM B WIOHE, 3aT€M OHO yMeHbIanoch Ha 16-20%. KonnenTpamnust KapoTHHOUIOB
B MCThAX pacTeHuil 1[I1-2 B nroHe OblTa MUHUMATBHOM, HO YBETUYNBAIACh K HIO-
JII0 — aBT'YCTYy.

Ha momro CCK mpuxomunoch 45,6-48,8 u 46,1-48,8% xmnopodmmioB pacre-
auii 1I1-1 u 2, coorBercTBeHHO. COOTHOIIEHNE XJIOPOMUIUIOB K KapOTHHOHUIAM
OBLIO HHMXKE Y PACTeHHM, 00ECIIEYEHHBIX OOJBIINM KOJIMYECTBOM CBETA M TEIJIa, U
MMEJIO TEHJICHIIMIO K YBEJIMUYCHHUIO B TEUCHUE JIETHUX MecsleB. J[Jig 3aTeHeHHbIX
pacTeHU 3TOT MOKa3aTeab ObUI MAKCUMAJILHBIM B HIOJIE U YMEHBIIIAJICS K aBTYCTY.

OnHuM 13 OOLIETTPUHSTHIX KPUTEPUEB OLEHKU (DU3UOJIOTUYECKOTO COCTOSTHUS
pacTeHUl Ha YPOBHE KIIETKU SBJISETCA MHTEHCUBHOCTH OOpa3OBaHUs MPOAYKTOB
I1OJI. Conepxanne M/IA — xoneynoro npoaykra [10JI, B Hadane neta HE UMENO
JIOCTOBEPHBIX OTJIWYUHN Y PACTCHHUI Pa3HBIX MOMYISLNUM, OTHAKO YBEJIUYMBAIOCH B
mucthsax pacrenmii 1{I1-1 B 1,6-2,9 pa3 B cepeauHe u KOHIIE JIeTHEro nepuoaa. B
mucthsax pacrenni 1{I1-2 nakomrenne MJIA Bo3pactalio BABOE, HO IMPOUCXOIHIIO
no3aHee, yem y pacrenuii L{I1-1 (puc. 2).
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Puc. 2. Usmenenue conep:xxanust M/IA B jgucthsix P.media B 3aBUCMMOCTH OT BpeMeHHU ce-
30HA M YCJIOBHUH NPOU3PACTAHUA
ITo ocu abcuuce — Bpems cezona Bereraruu: VI —utonp, VII — utons, VI - aBrycr; mo ocu op-
nuHAT — KoHreHTparus M/IA, MKkM/r cbipoit Macchl

B nmcTeax pacteHuid MakCuMalibHOE KoJinuecTBO MJI HakaruimBaaoch B UIO-
He. [Ipuyem B pacTeHusIX, cOOpaHHBIX Ha Xopomio ocBemaemMoM yuactke (L[I1-1),
koimaectBo MJI 610 B 1,3 pasa 6oibllie MO CPAaBHCHHIO C PACTCHHSIMH, TOJY-
JarOIMMU MEHbIIE CBeTa U Teria (puc. 3). B mroiie 3TOT moka3artennb ObLI OJMHA-
KOBBIM, a B aBrycTe — npeobmanan B TUCThax pactenuid {I1-2. B muctesax pacre-
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HUW JIBYX MOMYJISIIIUN, COOpaHHBIX B UIOJIE, OTJIMYAIOIINXCS MEHBIIMMHU pa3Mepa-
MU B CPAaBHEHUHU C JIUCThSIMU PACTEHUM, COOpAHHBIX B UIOHE U aBrycTe, OBLIO 3a-
¢bukcupoBano Menblnee comepxkanne MJI. I'eneparuBabie mobern pacteruit [[I1-2
HakarunBanu Oosbine MJI, ocodoenno B urone (B 1,6 pa3s), mo cpaBHEHHIO ¢ pacTe-
Husimu 1I1-1. B xopusax xkonudectBo MJI Obu1o HMKE, YeM B JINCThAX M T'eHepa-
TUBHBIX MTOOErax, ¥ pa3invalioch Y paCTEHUI pa3HbIX MOMYJIAINI TOJIBKO B HaYale
neta (B 2 pasa Oonbine y pacrenuit L{I1-2).
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Puc. 3. U3mMeHeHne coaep:xkanusi MeMOpaHHbIX Junuaos P. media
(a) B tucThX, (0) B reHepaTUBHBIX MMoOerax, (B) B kopHsx. [1o ocu abciuce — Bpemsi ce30Ha Be-
retauuu: VI — utons, VII — urons, VIII - aBryct; no ocu opavHaT — KOHLUEHTPALUS TJIMKOIMIIN-
JI0B, MI/T cbipoit macchl. 1-T'JI, 2 — ®JI
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Puc. 4. U3meHeHune comep:xkanus riaukoaunuaos P. media
(a) B tucThX, (0) B reHepaTUBHBIX Mmoberax, (B) B kopHsx. [To ocu abciuce — BpeMsi ce30Ha Be-
retauuu: VI — utons, VII — urons, VIII - aBryct; no ocu opavHaT — KOHLUEHTPALUS TJIMKOIMIIN-
JoB, Mr/T ceipoit maccsl. 1- MI'JITT, 2 — AT, 3 — CXAI
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Puc. 5. Usmenenune conep:xkanus ¢pocoaunuaos P. media
(a) B ucThsx, (0) B reHepaTHBHBIX oOerax, (B) B kopHsx. [1o ocu abcipice — BpeMst ce30Ha
Bereraiuu. VI — utons, VI — utons, VIII - aBrycr; nmo ocu opauHat — KoHIEHTparws Gpocgoiu-
MUJOB, MT/T chIpoit Macchl. 1 — @X, 2 - @I, 3 - DD, 4 - DU, 5 - DK, 6 — 1OI
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[TokazaTenbHBIM SBJISIETCS aHAIW3 JUHAMUKU HE TOJIBKO KOJMYECTBA, HO CO-
otHowenue rpynn MJI: I'JT u ®JI. @pakuusa ['JI — cTpyKTypHBIX KOMIIOHEHTOB
MeMOpaH TWIAKOMAOB — TMPEJCTaBICHA MOHOTAIAKTOZWIIUAWITIUIEPUHOM
(MI'AT), muranakro3wimuarnuriaunepuaoM (A7) u cynbhoXHHOBO3UIIHAIUIIT-
murepuHoM (CXD) (puc. 4).

[To mosiy4yeHHBIM JJAaHHBIM BUJHO, YTO B JIUCTHAX PACTEHUN OOJbIIIEE KOJIUYE-
ctBo MI'IT" u JAI'II" cunTe3upoBanioch B uioHe, mpuieM, B pacteHusax [II1-1 ux
coaepkanne Obu10 Ha 15% BoIme, yem B pacteHusx LII1-2. B utone u mrone co-
nepxkanue MI'JII' B renepatuBHbix nmoderax nyx LI Obuto mpakTudecku oguHa-
KOBBIM, @ K aBr'yCTy CHUXaJoCh B Tpu pa3a. Yposenb AI'II' u CX/I' B uccneno-
BaHHBIX TOMYJIAIIMOHHBIX TPYIIaxX B TEYEHUU Jieta cocTaBisut oT 1,0 mo 2,2 u ot
0,1 no 1,1 mr/r ceip. M., cooTBeTCTBeHHO. [Ipu 3TOM HamboJbIlIee HAKOTUICHUS
naHHbIX kKomnoHeHTOB I'JI B moberax L{I1-1 mpuxoauics Ha utonb, a B I[I1-2 — Ha
HIOHb. B KOpHEBO# "yacTu HamOoIbIe U3MEeHeHUs ObuTH cBsizanbl ¢ JI'JII': B uto-
He ObUIO 3a(pUKCUPOBAHO MAaKCUMAJIbHOE €ro COJIep’KaHHEe, B MIOJE CHIXKAJIOCH B
1,3 u 1,8 pa3 msa pacrennii LII1 1 u I{I1 2, cooTBETCTBEHHO, a K aBI'yCTy KOJIHYE-
ctBo JII'JII" HECKOIBKO BO3pacTao.

dochonunuasl SBASIOTCS CTPYKTYPHBIMHU AJIEMEHTAMHM HEIJIACTUIHBIX KIle-
TOYHBIX MEMOpPaH, KOTOPBIE OTAECIAIOT KJIETKY OT BHEIIHEH Cpebl U pa3JIesioT ee
Ha OTAeNbHBbIE KOMMapTMeHThl. Cpenu uHauBHayanbHbIX DJI maentuduuupona-
Hbl: Pocharummn -xommH (PX), -sranosamun (PD), -rounepon (PI), -uHO3UT
(®N), pocharuanas kuciora (PK) u nudocharuaunraunepun (JIPI') (puc. 5).

Bo Bcex yacTax HCCIEAOBaHHBIX PACTEHUN HE 3aBUCUMO OT UX MECTa MPOU3-
pactanus, coaepkanre ®X ObLIO BBICOKOE M cocTaBmiIo JyIst uctheB 0,4-1,3, ms
redepatuBHBIX MoOeroB — 0,3-1,8, kopueit — 0,5-1,0 Mr/r ceip. maccel. B Teduenue
JeTa B JUCThSIX U TeHepaTHBHBIX moOerax P. media komn4ecTBO JaHHOTO KOMIIO-
HeHTa OJI CHMXKANOCh, TaKKE KaK CHUXAJIOCh KOJIMYECTBEHHOE cojiepkanue DI u
®D. B kopHeBoM yacTu pacTeHui KoanuecTBo O X yBEIMYMBAIOCH OT UIOHS K aB-
rycty Ha gone cHkeHuss @3, a conpepxkanue @I’ ocTaBaioch MPAKTUYECKHU MO-
CTOSIHHBIM.

Bxnag ®X B myn ®JI nuctbeB ObUT MaKCHMMaIbHBIM B Hadalie JieTa U COCTaB-
1511 50% ot cymmer @JI. 3aTem ero Bkiaan cHuxkancs 10 40% B mUCTBSIX pacTeHUN
IT-1 u o 44% B mucthax pacrenmii 1{I1-2. B pacTeHMIX KaxI0H HOMYJISITUN
Bkiag @I' B cocrap ®JI B Teuenne era He meHsuicsa. OnHako B pacteHusx L[I1-2
OH ObLT BhIIIE B HioHE B 1,3 pa3a mo cpaBHeHuto ¢ pactenusimu [II1-1, HO HIDKE B
npyrue jetHue Mecsibl. OTHocuTenbHOe conepxanue @D B myne OJI 6bu10 HOC-
TaTOYHO MOCTOSIHHBIM B oTiinune oT O, conepkanne KOTOPOro yBEJIMYUBAIOCH B
TuCThAX o0enx nonynsuuid. CHmkenue coaepxkanue ®X conpoBokaanoch yBeiu-
yeHuem cogepxanus OK u [JOTI.

Nuas kaptuHa HaOmroganack B u3MeHeHuH coctaBa @JI B moberax. Bxman
®X B myn ®JI cumxkancsa B pacrenusax [{I1-1, o yBennuuBancs B pactenusx LI1-
2. B cogepxxannn @D oTMeUeHa TCHACHIUS K CHIDKCHUIO B TCUCHHE JI€Ta B pacTe-
HUAX 00euX MomyiIsiuuid Ha (poHE MOCTOSIHCTBA B cojiepxkanuu OU u yBennueHus
coaepxkanus @K n JIOI'. B kopHEBOW 4acTH pacTEHUN C TEYCHUEM BPEMEHU CO-
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nepxanne @K ocTtaBasoch Ha OTHOM YPOBHE, HECKOJIBKO yBenMuuBaiics Bkiaag OX
BO (pakiuu DJI, u 3HaunTeapHO (Oosee yeM B 2 pa3a) yBenuuuBaics Bkiag OU.

OBCYXKXJAEHME PE3YJIBTATOB

B pesynbrate npoBeieHHONW pabOThl ObLIN BBISIBIECHBI OCHOBHBIE 3aKOHOMEP-
HOCTU U3MEHEHHUS MOp(POMETpUUYECKUX U (PU3NOIOTO-OMOXUMHYECKUX IOKa3are-
JIe¥ B HAJI3EMHBIX U TOJI3EMHBIX YacTsAX pacTeHui P. media AByX mOMyISIIMOHHBIX
rpyni. Pacrenus L{I1-1, npouspacraroniue Ha miomaake 1 momydanu cyiiecTBeH-
HO 0OJIbIIIE TETJIa U CBETA, HO ObLIM MEHbIIIE 00€CIIEYEHBI BIAro Mo CPaBHEHUIO C
pacTeHHUSIMH, MPOU3PACTAOIIMMH Ha Itomanke 2. Jiuctes pactenuid 1{I1-2 Obuim
0ombiie 00BoHEHBI, UMenu MeHblyro YIIII, Ho Goapmryro miomans U Ouomac-
cy. Kpome toro, pacrenmst [II1-2 umenu Oosiee JUIMHHYIO KOPHEBYIO CHCTEMY.
CrnenoBarenbHO, HA YPOBHE LIEJIOIO PACTEHMSI OYEBHJHA aJanTalusi K YCIOBHUSAM
oOuUTaHMs, KOTOpasi MPOSIBIISIACh B U3MEHEHUU MOP(HOMETPUUYECKUX MOKa3aTenei
U CTPYKTYpPbl OMOMACCHI.

Bce uccnenoBanHble pacTeHUsi HaxoAwinCch B (a3e uBeteHus. B Teuenue
JIETHEr0 Mepuoja MPOUCXOJIUiIa MociieloBaTelibHas cMeHa (peHosornyeckux ¢as:
OT 3allBETaHUs, XapaKTePHOIO JJi1 pACTCHUM, COOpAHHBIX B UIOHE, K MTOJTHOMY I[BE-
TEHHUIO — B HIOJIe M OTIBeTaHHIO — B aBrycte (buoi. ¢opa, 1983). [TocreneHnHoe
M3MEHEHHE (DEHOJOTMYECKOTO0 COCTOSIHUS COMPOBOXKAAJIOCh CHUYKEHHEM TEMIIOB
pocra JUCTheB (Tabi. 2), mepecTpoiikoil CTPYKTypbl Onomacchl (puc. 1), a Taxxke
M3MEHEHHEM MUTMEHTHOIO amnmnapara JUCTheB. [lo TaHHBIM HEKOTOPBIX aBTOPOB
(Maslova, 1993; /IsimoBa, I'ooBko, 1998), cooTHOIIEHHE XT0PODUIITIOB MEHbIIIE 3
XapaKTEePHO JUIsl TCHEBBIHOCIMBBIX pacTeHuid. B aTom oTHomennu P. media mox-
HO OTHECTH K PACTCHHSIM, CIIOCOOHBIM MEPEHOCUTH YMEPEHHOE 3aTeHeHue. B 1o xe
BpeMsi cyMMa xJopoduiuioB B TUCThsX pacTtenuit [{I1-1 Obina Huxe, yeMm y pacre-
Huii [{I1-2, momyyarommux MeHbIe cBeTa. HakorieHue 3eIeHbIX TUTMEHTOB B JIH-
CThSIX TEHEBBIX PACTEHUN OOBIYHO MPOUCXOIUT BCIIECJICTBUE MOBBIIIECHUSI WX KOH-
LHEeHTpauuu Ha (OHE YMEHBIIEHUS YMCJia TUIACTHA M YBEIWYEHUS UX Pa3MEpoB.
Kak npaBmiio, Takue pacTeHus cojepxar 0oJbine xiopoduiuia b, mormomaronero
KOPOTKOBOJIHOBBIC Jiyur (JIFoOuMenko, 1963). DTo MOATBEPKACHO HAIIUM HCCIIe-
JIOBAaHHWEM: HA MPOTSHKEHUU JIETHEr0 CE30HA MPOUCXOAMNIIO YMEHBIIEHHWE COOTHO-
menns X a/b y pactenuit L{I1-2 (tabmn. 2). CooTHOIIEHHNE MEXIY KOJIUYSCTBOM
XJIOPOPUIUIOB U KAPOTUHOUIOB TAaKXKE€ OTIMYAIOCh Yy PACTEHUH pa3HbIX TPYIII.
BeposTHO, B ycioBusiX 0oJiee BBICOKOW WHCOJSLIMM Ha MEPBbIA IJIaH BBICTYMNAET
¢dboTo3amuTHAS POJIb KAPOTUHOUJIOB, TOT/Ia KAK B MUTMEHTHOM ammnapaTe TEHEBBIX
pPacTEHUM KENThle MUTMEHTHl WUIPAOT POJIb JOMOJHUTEIBHBIX CBETOCOOPIIMKOB
(Crpxaika u ap., 2003). Hanbomblree KOHIIEHTPUPOBAHUE TUTMEHTOB COOTBETCT-
BOBaJIO (pa3e «3alBEeTaHUSI» U «IOJHOIo IBeTeHUs1». Ha mocnenueil ctaauu nsere-
HUSA OpH OOLIEM CHUXEHUU MUTMEHTHOTO (oHAa OOHAPYKUBAIOCH YBEIMYECHUE
nonu xnopoduiia B CCK y pacteHuit AByX NONyJALMii, 4TO, BEPOATHO, CBSI3aHO C
3aKOHOMEPHOUN MEPECTPOUKOl cocTaBa TUIAKOWJIOB B Ipoliecce pa3BUTHUS (HOT-
cuHTe3upyrommx opranos (TroTepesa, Boiiniexosckas, 2011).
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N3menenne MmopdoMeTprueckux MmokazaTeiaed HaJ3eMHBIX U MOJ3EMHBIX Op-
raHOB MPOUCXOAWIIO HAa (hoHEe MOAU(UKAIIUN JIUMTUAHOTO cOcTaBa. JIMUIBI TUCTh-
€B, KaK IJIaBHbIE (DOTOCUHTE3UPYIOIINE Opranbl, o0bryHO oboramiensl ['JI. x kon-
LEHTpalKsI B JHCThIX pacTteHuil P. media koppemnpoBaia co CKOPOCTBIO pocCTa
(r=94 npu p<0,05) u mnomazasio nuctbeB (r=0,77 mpu p<0,05) m He 3aBHcena OT
Mecta ooutanus. [Ipu o6uiem cHmxkenuu koaudecta CJI B mporiecce pocrta, BKIIa
I'JT mensics B npenenax 53-58% u 46-56% ot CJI mns pactenuit apyx LI, coot-
BeTCTBEHHO. OHAKO COOTHOIIICHUE U COJiepKaHne UHAuBUayanbHbIX ['JI nperep-
neBayiv OoJee 3HaUUTENbHbIE U3MeHeHus. Hanbosee "HTEHCUBHOMY TIEPUOIY pOC-
Ta COOTBETCTBOBaIO HamOoubInee coaepkanne MI'AT" u AU AT, uTo compspkeHo ¢
HOBOOOpa3oBaHUEM MeMOpaHHBIX CTPYKTYp (poTrocuHTeTHUeckoro ammapata. [lo
Mepe pocta u pazButus B myse ['JI ysenumuuBancs Bkian AU AT u cynshonunuaa.
Makcumym conepkanusi OI' B MiOHE B JTUCTHSIX TaKKe CBUACTEILCTBYET 00 WH-
TEHCUBHOM (pOPMHUPOBAHUU (POTOCHHTETUYECKOTO alapara pacCTEHUN IBYX MOIy-
manuid. Copepxkxanue OI' koppermuposaio ¢ Ko, mucta (r=0,86 u r=0,94, coorser-
crBeHHo npu P<0,01), mMOCKOIBKY JAaHHBIM THIT JMIHIO0B NMPUHUMAET Y4acTHE B
crabunmsanuu cyorenuuui GorocucteM | m 1l (Hagio et al., 2002; Wada, Murata,
2009). B nocienauii MecsIr jieTa Ha (pOHE CHIKEHHS KOJIMYeCTBA (POTOCUHTECTHYC-
CKMX TUTMEHTOB YMeHbIanoch cooTHomenne MI'II/AI' A" n yBenumuuBamoch Ko-
audyectBo CXJII', 4TO CBUAETENHCTBYET 00 WM3MEHEHHHM apXUTEKTYypbl MeMOpaH
n/vm n3Menenuu ux yucia (Anderson et al., 2008).

B Teuenue sieTHETO Ce€30HA BEreTalui MOHWXAIACh Takke KOHIeHTpaus DJI
B JIUCThAX PACTEHUU ABYX MOMYJSLUNA. YCTaHOBJIEHA CBS3b MEXKIY HU3MEHEHUEM
MOp(hOMETpHUYECKUX TMoOKa3areler W WHAUBUAyadbHbIMH DJI. ¢ yMeHbIICHHUEM
IJIOIIA/IA JTUCTHEB CHUXKANOCh cooTHOlIeHne PX/DD — OCHOBHBIX CTPYKTYPHBIX
JUIUA0B HeracTuaHeix MeMOpan (r=0,83 mpu p<0,01).

IToBenenne ®JI B moderax, B OTJIMUHE OT JIMCTHEB, OBLIIO 00JIEEC 3aBUCUMO OT
yCJIOBUM OOUTAaHUS, HO HE CBA3AHHO C MOP(POMETPUUYECKUMH MOKa3aTeIsIMU
(puc. 4). O6muM npu3HakoM B m3MeHeHHH PJI B JIMCThAX M B MOOETax SBISCTCS
noBbiieHue coaepxkanus OK. B kopHEBOM 4acTH pacTEHUN C TEYEHHEM BPEMEHU
conepkanue @K ocraBajgock Ha OJHOM YpOBHE, M 3HauuTelbHO (Ooyiee dyeM B 2
pa3a) yBeiuuuBaics Bkiag OU.

[Tockonbky @K u ®U ABAAIOTCS CUTHAIBHBIMH MOJICKYJIAaMH, TO HUX OJHO-
BPEMEHHOE YBEJIMUYECHHUE B JINCTHhSIX U KOPHSX, BEPOSITHO, CBA3AHHO C aKTUBaIuen
CUTHAIBHBIX ((pochaTHUIaTHON M KaIbIIMEBOW) CUCTEM JIJIS MEPeXoia Ha CIIeIYIO-
WA YpOBEHb peryisnuu  (usuonorudeckux mporeccoB (TapueBckwmii, 2002).
KocBeHHBIM J10Ka3aTelIbCTBOM TOTO, UTO B aBIYCTE OCYILECTBIISJICS HHOM YpOBEHB
MeTa00In3Ma, SBJISIETCS CHUKEHUE TEMIIOB POCTAa U MHTEHCUBHOCTH (POTOCHUHTE3A,
a Taxke HakoruieHue [10JI, yTo xapakTepHO AJIsl CTapEIOLIUX PACTEHUM.

3AK/TIOYEHHUE

B pesynbTaTe npoBeneHUs KOMIUIEKCHOTO MCCIEAOBAHUS YCTaHOBJIEHO, YTO
Mopdosornyeckas IJIACTUYHOCTh IMOA3EMHBIX M HaA3eMHBIX opraHoB P. media
obecreuyrnBaeTcsl pasHOOOpPA3HBIMU AJANTAIIMOHHBIMA MEXaHM3MaMH Ha YPOBHE
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KJIIETKH, OpraHa M OpraHu3Ma B pa3HbIX nomyJanusax. [locTeneHHble M3MEHEHU
MOpGhOMETPUYECKUX MTOKa3aTeIel COMPOBOKIAIOTCS U3MEHEHUEM TEMIIOB POCTa U
CTPYKTYpbl OMOMACCHI, CHIDKEHUEM COJIEpKaHUsI (POTOCUHTETUYECKUX MUTMEHTOB
u Monudukalmen coctaBa MEMOpaHHBIX JTUNUAOB. MI3MeHeHHe cocTaBa JUIUI0B
HOCUT OpraHocnenu(@uuHblii 1 OHTOTEHETUYECKUX XapaKTep U 3aBUCUT OT YCIIO-
Buii oourtanus. Ha nmpumepe P. media mokaszano, 4To eciii paccMaTpuBaTh JIAITHBI
B KQYECTBE MCTOYHMKA OMOJIOTMYECKH aKTUBHBIX COCIMHEHUM, HEOOXOJAUMO Y4H-
TBIBATh, YTO OHU B TOM WJIM MHOM CTENEHU, NTPUHUMAIOT y4acTHE B aJallTalliH pac-
TEHHUM K yCIOBUSIM OOUTAaHUS, a TAKXKe TOT (PaKT, UTO UX COJIEp>KaHHUE CYIIECTBEH-
HO MEHSETCS B 3aBUCUMOCTH OT (ha3bl pa3BUTHSI.
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