OHTOTEHE3, 2012, mom 43, Ne 4, c. 250—260

VK 581.19:577.13

BUOJIOTUA PA3BBUTUSA PACTEHUI

N3MEHEHUE ®EHOJKAPBOHOBBIX KNCJIOT B XOJAE CO3PEBAHUA
1 JINTHUO®UKAIIMU KJIETOK KCUJIEMbI COCHBI OBLIKHOBEHHOI

© 2012r. I. ®@. Aaronona, T. H. Bapakcuna, T. B. 2Kesnesnnuenko, B. B. CracoBa

Hucmumym neca um. B.H. Cykaueea CO PAH,
660036 Kpacrosapck, Axademeopodok
E-mail: institute_forest@ksc.krasn.ru

IMoctynuna B pemakuuio 09.12.10 &
OkoHuaTe/IbHbIN BapuaHT nosyyeH 11.12.11 ¢

CopepxkaHue U cocTaB (paKLnii CHUPTOPACTBOPUMBIX (heHOoMKapOoHOBLIX KucaoT (DPK) nsydanu B cBI3U
C CO3peBaHMEM KJIETOK paHHEe! U MO3AHEN KCUIEeMBbI U €€ TUTHU(UKaIMENr B Xone odpa3oBaHUsI TOIMYHOIO
MPUPOCTa APEBECUHBI B CTBOJIaX COCHBI OOBIKHOBeHHOI. MDeHonbHBIe coenuHeHus (PC) m3Biekan
80%-HbIM 2TaHOJIOM M3 KJIETOK MOCAeA0BATENbHbBIX CTAAUN CO3peBaHUsI paHHEe U mo3aHei Keuiaembl. M3
DC BoimensM hpakIu CBOOOTHBIX U cBsi3aHHBIX DK, a 13 cocTaBa MOCIeTHUX IMTPOCTHIE U CTOXKHBIE DU~
pbl. ConepxkaHue BelecTB (hpakivii pacCCUMTHIBATIM Ha CYX. MaccCy M Ha KJIeTKy. PaHHUe Tpaxeuabl Ha Bcex
CTanvsIX yTOIIIEHUST BTOPUIHOM CTeHKHU conepxkanu MeHbie @ C u 60oblire cBo6oaHbIx DK, yeM mo3gHme
Tpaxeunbl. B xone co3peBaHMsI paHHUX Tpaxeu MyJl CBOOOTHBIX KUCJIOT B pacueTe Ha KJIETKY MOCTeTIEHHO
YBEJIMYUBAJICS, a CBI3aHHBIX cHIKaycs. C co3peBaHMEM Tpaxeu MO3aHel KCuieMbl ITyJ1 cBoGoaHbIX DK
MOBBIIIIAJICS, TOT/AA KaK CBSI3aHHBIX CHavyasa IMOBBIIIAICS, a 3aTeM yMeHbInaics. Ha Bcex ctanusix co3peBa-
HUS KJIETOK 000UX TUIOB KCUJIEMbl B cocTaBe cBsidaHHBIX DK Bcerma TOMUHUPOBAIN MPOCThIe 3(UPHI.
ITpu 5TOM KJIETKM BCEX 3TAIOB CO3PEBaHUsI MO3MHEN KCUIEMBI COllepKaiu O0JIbIiIe MPOCThIX 3(DUPOB, TO-
rfa Kak B KJIeTKaxX paHHei ObLIo 6osiblie cIoXHbIX 3¢(hupoB. Ha mociienoBaTeibHbIX CTaAUsIX TUTHUUKA-
LIMY paHHEN KCUJIEMbl CyMMapHOe CollepKaHue CBOOOTHBIX OKCUKOPUYHBIX KUCIOT CHUXKAJIOCh B PE3YIb-
TaTe COKpaILeHMS ITyJia TT-KyMapoBoii, (hepyIoBOi U CUHATIOBOI KUCJIOT, a ITyJl 3(pUPOB 3TUX KUCIIOT TT0-
BhlIIasics. B xome nurHmpukanuy mo3gHe KCUIeMBI ITyJl CBOOOMHOI IT-KyMapoBoOli, ¢epyIoBOi U
0COOEHHO CUHATIIOBO# KUCIOTHI TTOBBIIIajCs. OTHOBPEMEHHO YBEJIMYMBAIOCH COJIEPKaHUE CITOXKHBIX (U -
poB ¢epya0BOIi KMCIIOTHI U ITPOCTHIX 3(PUPOB CUHATIOBOMA.

Karoueswie crosa: Pinus sylvestris L., paHHsISI U O3IHSSI KCUJIeMa, BTOPUYHOE YTOJIIEHUE U JUTHUGUKA-

usi, peHOJIKapOOHOBBIC KUCIOTHL.

TonuuHBIA OPUPOCT XBOMHBIX COCTOUT U3 OABYX
CJIOEB KCWJIEMbl — paHHEU Y MO3IHEM, KIETKN KOTO-
PBIX — TpaxeuaIbl — OTJIUYAIOTCS MOP(hOIOrNIEeCKIMU
napamMeTpaMu, XOTs1 pa3BUBAIOTCS MO OJHOMY CLI€HA-
puto. ITocne oOpa3zoBaHMs B KaMOMAJIbHOM 30HE KJIET-
KM YBEJIMYMBAIOTCS B pa3Mepe B pe3yJIbTaTe pacTske-
HUS, a 3aTEM HAUYMHAETCS BTOPUYHOE YTOJILIEHUE UX
cTeHOK. Bcien 3a OT/IOXKEHHWEM BEIECTB BTOPUYHON
CTEHKM UIET IPOLIECC HAKOIUIEHUS JUTHUHA, OCHOB-
HbIMU CTPYKTYPHBIMU €IMUHULIAMU KOTOPOTO SIBJISIIOT-
CSI MPOM3BOIHBIE OKCUKOPUYHBIX KUCJIOT: M-KyMapo-
BOI, (DepY/I0BOI1, CHHAIIOBOM.

OxcukopuuHbie KucaoTsl (OK), KoTopble BXOIST B
coctaB (peHoaKapooHOBbIX KUCIOT (PK) pacrenuii,
YYaCTBYIOT TaKXe B POCTE KJIETOK U CO3JaHUU CTPYK-
Typbl KJIETOYHBIX CTEHOK, COEAWHSISI CJIOXHBIMMU U
MPOCThIMU I(DUPHBIMU CBA3SIMU MEXKIY COOOI Helle-
nmono3Hble TToaucaxapuabl (Fry, 1986. 1993; Waldron
et al., 1997; Burr, Fry, 2009), a caMy reMULIEJITIOJIO3bI
¢ urauHoM (liyama et al., 1990; Wallace, Fry, 1994;
Antonova, Chapligina, 2007). IumepuzoBanasie OK,
Takue Kak JudepynoBast KUCIOTa, MOTYT MOIEPEYHO

CBSI3bIBATh MEKTUHBI WJIU MEKTUHBI C IPYTUMU HEelle-
mom3HeiMu  nronmcaxapunamu  (Fry, 1983; Waldron
etal., 1997).

3HaueHme OK B pacTeHUsX He OTpaHUINBACTCS UX
yyacteM B JjurHudukanuy (3ampomeroB, 1993,
1996). ®usuonormyeckne (GYHKLUUU KUCIOT U UX
2(pMpoB B pacTeHUSIX BeChMa pa3HOOOpas3HEI. [Ipouns-
BomHele DK, omocpemyst meiicTBE TaKMX POCTOBBIX
BELIECTB, KaK IIMTOKUHWH, KOHTPOJUPYIOT IeJIEHUE 1
pacumpenue kietok (Teutonico et al., 1991). biaro-
mapsi TIPUPOTHBIM AHTHOKCUIAHTHBIM CBOMCTBaM
acpuper OK, B yacTHOCTH, XJIOpOT€HOBasT KUCJIOTA,
MOTYT 3allUIIATh JUITUALI OT MEePeKUCHOIO OKMUCIe-
Hus in vivo (Rice-Evans et al., 1997). Ilpeamnonarator,
YTO TT-KyMapoBasl KHUCJIOTa ONTUMU3UPYET BBEICHHE
CUHAMOBOTO CIUPTA B PACTYIIWI JUTHUHOBBIN TTOJU-
mep (Hatfield et al., 2008). Cy1iiiecTBYIOT 1aHHbBIE, YTO
OK o6nagaroT aHTuMyTareHHbIMU cBolicTBamu (Fer-
guson et al., 2003). Cuuraercst Takxke, uto @K un nx
MPOU3BOAHBIC BIUSIOT Ha anonTo3 KieTok (Tamagnon
etal., 1998; y6pasuna u mp., 2005). @K B cBoGOIHOIT
(opMe MOTEHIIMAIBHO TOKCUYHBI JUIST KJIETOK M T10-
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3TOMY UX KOJIMUECTBO, KaK MPaBUJIO, B KJIETKAX Orpa-
HU4YeHo. B pacTeHusIx OHM MpeacTaBIeHbl IIaBHBIM
00pa3oM B BUJIe KOHBIOTATOB C CaXapaMy WX OpraHu-
YEeCKUMMU KUCTIOTaMH.

TecHO cBsI3aHHBIE C KOMIIOHEHTAMM KJIETOUHBIX
creHoK @K BBIIEISIOTCS M3 TKAHU TOJIBKO pacTBOpa-
MM ILeJIOYM WIN KUCJIOThI, pa3pylIalolIMMU 3T CBSI-
31, U TaKOW METOHN WX BBIICICHUs WCIOJb3YyeTCs B
OOJIBIIMHCTBE PabOT IMOCBSAIICHHBIX U3ydeHno PK B
pacTteHusIx, HalmpuMep, ABynoabHbIX (Lozovaya et al.,
1999). HecBsizaHHbIE ¢ KOMIIOHEHTaMU CTEHOK O€H-
30MHbIE 1 OKCUKOPUYHbIE KUCIOTHI U UX MPOM3BO/I-
Hble U3BJIEKAIOTCS TAKMUMU OpPTaHWYEeCKUMM PacTBO-
PUTEISIMU KaK CITUPTHI WUIM X BOTHBIE pACTBOPHI.

YpoBeHb CIUPTOPACTBOPUMBIX (DEHOJILHBIX COEIH -
HeHuit (PC) 3aBUCUT OT cTenieHU auddepeHLInau
TKaHel, KaK 3TO ObUIO IOKAa3aHO Ha KaJUTYCHBIX KYJIb-
Typax 4ailHOro pacteHus (3arockunHa u ap., 1994) u
npu pa3zButuu 3epeH pxu (Weidner et al., 2000). O6-
mux @C u @K B xone pa3BUTUS 3€peH PXKU B pacuyeTe
Ha CyXol Bec OOJIbIlle B HaYaJle pa3BUTHsI, YeM Ha KO-
HeuyHbIX cTaausax co3peBaHus (Weidner et al., 2000).
ABTOpBI TIOKa3alyd TakXke, YTO MHULMALMS BOJHOTO
cTpecca BedeT K IOHMXKEHUIO CYMMBI CBOOOOHBIX U
CBSI3aHHBIX (POPM OKCHMKOPUYHBIX KUCIOT. Kak ObL10
YCTaHOBJIEHO VTSI XBOU Pinus pinaster, N30bITOK BIaru
TOXKE BIMSIET Ha COIEp>KaHUE CBOOOMHBIX U CBSI3aH-
HbIX popMm DK (Alonso et al., 1993).

BomHmIii cTpecc Kak BHEITHUM, TAK M BHYTPEHHMIA,
BO3HMKAIOIIMI B JepeBe B pe3yJikTaTe COYETaHUS
OIpeAcACHHBIX IIOTOAHBIX YCIIOBUI, BeAeT K (DopMu-
POBAHUIO B TOMMYHOM IIPUPOCTE XBOMHBIX CJIOS ITO3I -
Helt kewneMbl (Zahner, 1963; AuroHosa, 1999). NUzy-
4Jast o0pa3oBaHMe paHHUX U MTO3THUX TPAXEUI B CTBO-
JJaX JMCTBEHHUIIBI CHOMPCKOIM, MBI HAIIUIM, 4YTO
dpakumoHHbI coctaB MK, a UMeHHO comepskaHue
CcBOOOIHBIX M cBsA3aHHBIX PK M ux coctaB 3aBUCUT
KakK OT cTaguu AuddepeHIManm KJIETOK, TaK M OT TO-
ro, KaKoW CJIO KCUJIeMBbl, paHHEeH UM Mo3aHel, pop-
MUpPYeTCsI B IaHHBII ITepuo Beretanuu (Yarmibirnna,
2007). Pa3zBuTue OByX TUIOB Tpaxewund JUCTBEHHUIIbI
XapaKTepU30BaJIOCh TaKXKEe pPa3HOM MHTEHCUBHOCTBIO
OTJIOXKEHUS JIUTHUHA B Xo1e auddepeHInaunm Kie-
ToK (Antonova et al., 2007) 1 pa3HbIM coaep>KaHUEM 1
COOTHOIIIEHWEM acCKOPOMHOBOW M JIETHUIPOACKOPOM-
HOBOI1 KucJjioT (AHTOHOBA U1 11p., 2005). OT cooTHOI1IE-
HUS OTUX KHUCJIOT, KOTOPOE OIPENeIsieT OKUCIUTEIb-
HO-BOCCTAaHOBUTEJIBHBIA IMOTEHIIMA TKaHEH pacre-
HUIi, 3aBUCUT TIPOLIECC CIIMBAHUS TIOJHCaXapyuaoB
(Zarra et al., 1999) u nocTynmHOCTbh MpeAIIeCTBEHHU -
KOB JIMTHUHA 1711 noiaumepusanum (Takahama, 1993).
CyuTaloT, YTO AaCKOPOMHOBAS KMCJIOTA PEryIMpyeT KO-
JIMYECTBO KOPUYHBIX KMCJIOT IOCTYITHBIX IEiCTBUIO
MepPOKCUAA3bl, UTO B CBOIO OYepedb KOHTPOJIUPYET
cKkopocTb OuocuHTe3a aurHuHa (Takahama, Oniki,
1997). D10 03HauaeT, UTO MoKa acCKOpOAT B3auMOJeki-
CTBYET C MEPEKMChIO BOIOPOIA MPOLIECCHI CIIUBKU U
ToJIMMEPH3allMi B CTeHKe TopMo3sTcs (Zarra et al.,
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1999; Takahama, Oniki, 1997). Ilpu pa3Butuu Tpaxeusn
JIMCTBEHHMUIIBI conepkaHue U coctaB PK (Yaruibiru-
Ha, 2007) U3MEHSIMCh B COOTBETCTBUHN C OKUCIUTEb-
HO-BOCCTAHOBUTEJIbHBIM TTOTEHLIMAJIOM (AHTOHOBA
u ap., 2005) u AMHaAMUKOW JTUTHU(UKAITUW PAaHHUX U
MO3JHUX TpaxXeu JIMCTBEHHUIIbI B XOA€ UX Pa3BUTHUS
(Antonova et al., 2007).

I1pu m3ydyeHnu mpolEeCCOB pocTa U JIUTHU(DUKA-
UM paHHE! 1 IMO3OHEM KCUJIEMBI B CTBOJIAX COCHBI
OOBIKHOBEHHOI OBIJIO HaliIcHO, YTO KaxK1Iast U3 CTa-
il nud@epeHINAUN KJIETOK TOXEe XapaKTepU3yeT-
Cs1 omnpeaeaeHHBIM YPOBHEM aCKOPOMHOBOM U AETUI-
pPOacKOpOMHOBOI KUCIOT (AHTOHOBA U Jp., 2009). Ta-
K1e M3MEHEHMsI B MeTabO0IM3Me JOJDKHEI BIMSTH Ha
cogepxaHue 1 ¢pakIMoHHBII coctaB DK, a 310 B
CBOIO ouepelb Ha POCTOBBIC TIPOLIECCH U OTJIOKEHUE
JMrHuHa. MBI paccMaTpuBaId U3MEHEHHUE COAepKa-
HUS U cocTaBa (DEHOIKAPOOHOBBIX KMCJIOT B XOIE PO-
CTa KJIETOK KCHUJIEMBI COCHBI OOBIKHOBEHHOM (AHTO-
HoBa u ap., 2011). JlaHHas paboTa SIBISIETCST IIPOIOJI-
KEHMEM 3TUX UCCIICIOBaHMIA.

Ilenbio paboThI SBUIOCH U3YYEHUE CONCPKAHUS U
(bpakmmonHoro cocraBa cimpropactBopuMbix PK Ha
aTaItax Co3peBaHMs M JIMTHU(MDUKAIIMN PaHHUX U TIO311-
HUX Tpaxeua npu (popMUPOBaHUU TOAUYHOTO MPUPO-
CTa IPeBECUHBI B CTBOJIE COCHBI OOBIKHOBEHHOIA.

METOAMKA

MartepuanoM MCCIIEAOBaHUS CIYXXUJIU CIOU KIle-
TOK (POPMUPYIOILLIEHCS KCUIEMBbI, IIOJy4eHHBIX U3
CTBOJIOB MHTAaKTHBIX 20—25 JETHUX ACPEBHEB COCHBI
00bIKHOBeHHOM (Pinus sylvestris L.), pacTyliux B mmo-
cagkax IloropeiabCKoil BKCIEPpUMEHTAILHONW 0a3bl
HMHuctuTyTa, B IEpUoabl 00pa3oBaHus paHHEN U O3/~
Hel npeBecMHBI. BpeMs orOopa moadupaim ¢ TaKuM
pacyeToM, 4TOObI BCe KJIETKM (hOPMUPYIOLIETOCS
CJIOSI ApeBECUHBI ITPUHAIJICXKAIN JTUO0 K paHHEMY,
60 Mo3aHEMY TUITY. B BereTaliliOHHOM ce30He Ta-
Kue TIepUoabl COOTBETCTBOBAIM KOHIY UIOHS U Ha-
Jajy aBrycra.

COop marepuajia co CTBOJIOB JIepeBbeB (110 1Ba B
KaXXIbIii U3 TIEpUOJI0B HAOIIOAEHMSI) COCHBI OOBIKHO-
BEHHOI IIPOBOAMIM METOOOM MUKPOPACCEUCHMSI.
CTBOJM pacOWIMBaIM IO MYTOBKaM, I KaXKIOH M3
KOTOPBIX OLICHUBAJIX COCTOSTHUE Pa3BUTHS TOAUYHOTO
ciosi. C OTpe3KOB CTBOJIA II0C/IENOBATEIFHO YIAJISIIA
KOpYy, KJISTKM HEMpPOBOASIICH M MpOBOASIIe (hIIo-
9MBbI, KJIETKHW 30H KaMOUusl U pOCTa paCTSIKCHUEM.
3aTreM cKajbliejleM coOupaly KIEeTKW Ha CTaausx
Pa3BUTHUS BTOPMYHBIX CTEHOK (CTamausI CO3pEBaHUSI
U JTUTHUGPUKALINN), TTIOCTOSIHHO KOHTPOJIUPYS CTa-
JIUIO Pa3BUTHUS KJIETOK C ITOMOIIbIO THUCTOXUMUYIE-
ckux peakuuii (AHToHona, lllebeko, 1981; AHTOHO-
Ba u 1ap., 2005, 2009). Hauayio oTi0XeHUsT BELIECTB
BTOPUYHBLIX CTEHOK OLICHMBAJM II0 ITOSIBIICHUIO
OKalMJIEHMsI TOp, YTO XapaKTepHO IJIs Hadajaa
YTOJIIEHUsT CTeHOK Tpaxeua (Murmanis, Sachs,
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1969). CocTostHUE 3pesioil KCUJIEMBbI OTIPEIeISLIN T10
MCYE3HOBEHUIO MTPOTOILIACTA.

B xoHIIe MIOHS BCe KJIETKM (POPMHUPYIOIIETOCS TO-
JIMIHOTO CJIOSI, B TOM YHWCJIe U 3pesible, ObLIN TIpe-
cTaBJIeHbl paHHUMMU Tpaxeuaamu. Co CTOPOHBI KCUJle-
MBI OBLIY TTOJTyYeHBI KJIETKM 30H KaMmoust (Kam), pocta
pactsokeHueM (Pocr), pesynbsraTtel aHanmza @K koro-
PBIX TTIOKa3aHbl paHee (AHTOHOBA U 1Ip., 2011), 1 30HbI
CO3peBaHUs, KJIETKM KOTOPOU CIIyXXUJIM MaTepuaioM
TSI ICCIeIOBaHUsI. 30HY pa3iesisiyii Ha KIETKU C BTO-
PUYHBIM yTOJIIeHUuEM 6e3 murHudukauuu (D1) u mmo-
cliefoBaTesbHbIE CJIOW JIUTHUDULIMPYIOIIMXCS KIETOK
(D2a u D26), a Takke 3peble KJIeTKA KeuiaeMbl (M).

B Hauane aBrycra pasBUBaloOIIasiCs KCUIeMa CO-
JIepsKayia ToJIbKO KaMOuabHYyo 30HY (Kam) 1 30HYy co-
3peBaHus. KieTku B 30He pocTa pacTsKeHUEM OTCYT-
CTBOBAJIM, a 30HA CO3PEBaHMSsI, KOTOPYIO MCIOJIh30Ba-
JI1 B paboTe, coaepKaia JOCTaTOYHO OONBIIOe YMCIIO
KJIETOK, UYTO TTO3BOJIUJIO PA3JAEIUTD €€ Ha CJI0M KJIETOK
no murandukanuu (D1) m mociaenoBaTeIbHBIE CIOU
JurHuuLmpylonmxcsa tpaxeun (D2a, D26, D2B).
Kpome Toro, 66111 coOpaHbl 3pesible KJIETKU MO3THEN
kcuembl (M). OmHOBpeMEHHO OTOMpajid HaBECKU
TKaHU Ha MaLepaluio 1 IJIsl Opee/ieHYs BIIaXKHOCTU
maTepuaa.

Maruepanuio TKaHe#l MMPOBOAMIIM IO METOOUKAM,
HCITOJIb30BaHHBIM B paboTe (AHTOHOBa u Ap., 2005;
AnToHOBa u ap., 2009). KomnyecTBo KIETOK B Malle-
paTte MOACYUTHIBAJIM C MOMOIIBI0 Kamepbl Dykca-Po-
3eHTAaJIsl, a 3aTEM PaCCUMThIBAIN KOJIUYECTBO KJIETOK B
1 r cyxoit Macchl.

ITomydyeHHBIN MaTepuaa 1o Mepe otbopa pukcu-
poBay CriUpTOoM (KOHEYHAsI KOHIICHTpALMs CITMPTa
onu1a He 60tee 80%), CyCIIEeH3MIO B3BEIITUBAIN U Xpa-
HWIN B XOJIOAWJIBHUKE 10 aHau3a. Bec morydeHHBIX
00pa3lIoB OMPENCISIN, BBIUYATAs M3 Beca CYCIIeH3UN
Bec 96% crmpTa, B3sgTOTO st (prkcarmi. CycIieH3n1o
TKaHM, B3STON I aHaIM3a, (WIBTPOBAIN, TBEPIbIC
OCTaTKU PaCTUPAJIU B CTYMKE C XKUIKUM a30TOM U DKC-
TparupoBaii 80% BOTHBIM 3TAHOJIOM MPH KOMHATHOM
TeMreparype Mpy MeproaNIECKOM MTOMEITMBAHUN 1
CMEHOI1 pacTBopUTeIst Yepes 12 yacoB 10 OTpUIIaTeb-
HOIT peakLinu Ha yriieBonbl (Dubois et al., 1956). Pac-
TBOPBI, TTOJTYyYeHHBIC MPU DUKCALMU U IKCTPAKIINH,
OOBEIMHSIIN, U OO 00BEM 3aMEPSUIU.

AJMKBOTY 3KCTpakToB (20—50 MJI) BBICYIIIMBAIH,
cyxue BelllecTBa oOpadaThiBajIl BOAOK U XJIOpodop-
MoM. BoaHblii ¢i1oit 11ocie xiaopogopMa MUCITOIb30Ba-
I 11 orpenesieHus (heHOJI0B, a TaKKe YPOHOBBIX
KUCJIOT, acKOpPOMHOBOW U JIEruapoacKopOMHOBOI
kucior (AHToHoBa M Ap., 2005, 2009) 1 yrineBoooB.
Takoii KOMIUIEKCHBII MOAXOH OAaeT BO3MOXKHOCTh
CpaBHUBATh AMHAMUKY MCXOTHBIX META0OJIUTOB U (pe-
HOJIBHBIX COSIMHEHUI U OIIpeae)IsiTh (PyHKIIMOHAIb-
HBIE CBSI3M MEXIY HUMMU.

Oomee comepxanue MC ompenesiii B BOTHOM

cioe ¢ peaktuBom MonuH-deHuca mo meromy (Jen-
nings, 1981), KoTopkIii ITO3BOJISIET OIPEAEIISITh (DEHO-

AHTOHOBA u np.

JIBI B TIPUCYTCTBUHU OeiKa. AJTMKBOTY BOJTHOTO PAacTBO-
pa MOAKUCISUIN coJisTHOW kucinoToi o pH 2.5-3 u
TpYKObl oOpabateiBaiu 3¢upoM. OObeIMHEHHBIC
3(bUpHbIE BBITSXKKHU BbITAPUBAJIM Ha BO3AyXE JI0CyXa,
OCTaTOK PACTBOPSUIM B 3 MJT alleTOHA 1 UCITOIb30BaIn
st onpeneneHust cBodboaHbix @K (Jennings, 1981).
OnTUYECKYIO TUIOTHOCTDh U3MEPSIIA Ipu A = 760 HM,
WCIIOJIb3Ys KIOBETY C TOMIIMHON ciost 1 cMm. Kamnb-
POBKa IPOBOJANUJIACH B COOTBETCTBUU C METOAUKOM MO
Tupo3uHy (0—100 MKT/MIT).

Conepxanue @K, BXOASAIIMX B COCTAB CJIOXHBIX U
TIPOCTHIX 3GUPOB, ONPEIEIISIITN B BOMHOM CJIO€ TIOCITe
IIIEJIOYHOTO W KUCIOTHOTO THIPOJIN3a COOTBETCTBEH-
Ho. Ilenounoit ruaponau3 nposoauau 2H NaOH. K
AJTMKBOTE BOIHOTO CJI0S JOOABJISIA PaBHBIN 00BeM 4H
THUAPOOKUCH HATPUS Y BBIACPKUBAIM ITPY KOMHATHOM
B TeMIiepaType B TeUeHUHM 2 4yacoB. 3aTeM K pacTBOpY
octopoxHo gobasisiu 18% HCl oo pH 2.0—2.5. INoxn-
KHMCJIEHHBIM pacTBOp OOpabaThIBAIM TPEXKPaTHO
3(uUpoM, 1 00bEM BOTHOTO CJ105 3aMePsLTU. DPUPHYIO
BBITSDKKY BBIICPKMBAIN Ha BO3MYyXe, U CYXOM OCTaTOK
pactBOpsuix B 3 mi1 atteToHa. K BomHOMY 1010 100aB-
s 18% HCI o KOHeYHOU KOHIIEHTpaluu 2H, U
pacTBOp BblaepxKUBaJIU Npu Temrieparype 100°C B Te-
gyeHnue 1 dyaca. K pacTBopy oCTOpoXHO mo0aBisuim 4H
NaOH no pH 2.0—2.5 1 3aTteM pacTBOp TpexKpaTHO
obpabatbiBaiy 3¢upoM. DbUPHbIC BBITSXKKU BbITa-
puBan Ha Bo3myxe. Cyxoi 0CTaTOK pacTBOPSITA B 3 MJT
aneroHa. ConepxaHue @K B 3(pMpHBIX BBITSKKAX I10-
cJie 1IEeJIOYHOTO M KMCJIOTHOTO TMAPOJIM30B OIpeaesi-
JIA, KaK yKa3aHo BHIIIIE.

AJIMKBOTY alleTOHOBBLIX BBITSDKEK BBICYIIIMBAJIH,
CyXOi1 ocTaTOK CHOBa pacTBopsui B 0.1 MJI alileToHa U
MeTonoM TCX aHaIM3UpPOBaIU COCTAaB CBOOOIHBIX U
cBs13aHHBIX @K, CITOJIB3Ysl B Ka4eCTBE HOCUTEJIS I1a-
ctuHKM “Silufol UV-254". Tlocie HaHeCceHUST TISITEH
TMJTACTUHKUA 00padaThIBAJIM MapoM, MOACYIIMBAIN Ha
BO3JIyXe 1 IIOMEIIaIn B KaMepy CO CMEChIO OEH30/I-YK-
cycHas kuciiora (9 : 1). KuciaoTel napeHTrduIpoBain
no Ry MeTunkoB u YO crnekrpaM WHIWBHUIYaTbHBIX
naTeH. Kpome Toro, msg Jiokanm3anuu IisiteH @K
XpomaTorpaMMbl obpabateiBanm cMechio 0.5% pac-
TBOp n-HuTpoHaiuHa B 2H HCI, 5% NaNO; u 20%
aueraTta Hatpus B Boze (5 : 5 : 20, 1o o0beMy).

Bce onepanmm, HaumHast ¢ 00pabOTKM CITMPTOBBIX
OKCTPAKTOB, IPOBOAWIN B ABYKPAaTHOM MTOBTOPHOCTH,
AHAJINTUYECKOE OIIpee/icHNE BEIIECTB — HE MEHeEe,
4eM B 3-X KpaTHOI1 TOBTOPHOCTU. PesynbraThl aHamm-
30B PaCCYMUTHIBAJIM Ha CyXOM BeC TKAHU U Ha KJICTKY.
CraTucTu4ecKylo o0padboTKy pe3yJIBIaTOB IIPOBOIUIINA
10 METOIy MapaMeTPUYECKOTO CPaBHEHUS CPEIHUX.
Ha pucyHnkax B 6apax mokazaHa OTHOCUTEJIbHAsI BEJIU -
Y1HA NOTPEIIHOCTH.

PE3VYJIBTATbBI 1 OBCYXKAEHHWE

JlaHHbBIE MOKAa3bIBAIOT, YTO KJIETKU MOC/Ie10BaTe b~
HBIX 3TAIlOB CO3pEBaHUS U JUTHU(MUKALIMU paHHEN U
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MO3HEN KCUJIEMbl OTJIMYalOTCs Mo (hpakKIMOHHOMY U
nHauBKUAyanbHOMY cocTaBy DK, yTo 00ycaoBiIeHO He
TOJIBKO CTEIeHbIO Pa3BUTUS TpaxXeua, HO U TUIIOM
KcwieMbl B (DOPMUPYIOLIEMCSI TOAUYHOM TIPUPOCTE
COCHbI OOBIKHOBEHHOIA.

ConepxaHue oo1mx BogopactBopuMbix @C B co-
CTaBe BEIIECTB, U3BJIeUeHHBIX 80%-HbBIM CITUPTOM U3
Pa3BUBAIOLLIMXCS KJIETOK paHHE! 1 MO3MHEN KCUIEMBbI
II0Ka3aHO B pacueTe Ha cyxXylo Maccy (puc. la) u Ha
KJIeTKy (puc. 16). I[Tpu obomnx MeTomax pacyeTa B paH-
Hell kernneme conepxxkanue @C yMeHbIIANOCh OT Ha-
yaja co3peBaHUs K 3pesibIM KiieTKaM. B 1o3mHeit, Ha-
0JII01AJIOCH VX ITOBBILICHUE HA TIEPBOM CTaaUM JIMTHU -
¢ukanuu (D1), a 3aTeM CHIDKEHIE B CTOPOHY 3peJIbIX
kieTok. [Tpu pacuere Ha KJIETKY pa3HHIIA B coaepXKa-
Hun OC Ha cTagusIX TUrHUGbUKALIUU MEXITY PaHHEN 1
MOo3IHeN KeuteMoi yermBaercs (puc. 16). Takoe mo-
JIOKEHUE OOBSICHSIETCS TEM, UTO Ha CTaJusIX CO3peBa-
HUSI paHHUX Y TTO3IHUX Tpaxeu 3a eAUHUILY BpeMeH!
B MX CTEHKAaX aKKyMYJIUPYIOTCSI pa3HOE KOJIMYECTBO
BEIIECTB, M B CTEHKaX MO3IHUX KJIETOK OTKJIaIbIBACT-
csl OoJibllle KOMIIOHEHTOB, YeM B CTeHKax paHHUX
(AnToHoBa, Illle6eko, 1985; AnToHoBa, 1999), urto
BIMSIET Ha pacyeT IO cyxomy BemiecTBy. HyxHO
y4ecTh, YTO T10 Mepe CO3peBaHUSI KOJIMYECTBO KIETOK
B 1 T CyXOro BelllecTBa YMEHBIIIAETCS.

B 3aBucuMocT oT 3Tarna JMrHu¢guKanuu 1 TUMa
Tpaxeus couepxkaHue cBOOOIHBIX U cBs13aHHBIX PK B
cocTaBe crimpropactBopuMbix @C BapbupoBano. MH-
JIUBHIyaTbHAS U3MEHYMBOCTH ITyJia cBOOOIHBIX DK B
XOJIe pa3BUTHUS paHHUX U TTO3MHUX Tpaxeu IToKa3aHa
Ha puc. 2. B paHHell KcuyieMe coaepxkaHue (Ha CyXylo
maccy) cBobonHbix @K nmagano ¢ HayaaIoM JIUTHUGU -
KallMy 1 IIPaKTUIEeCKX HEe U3MEHSIOCH B XOJIe CO3pe-
BaHMSI KJIETOK (puc. 2a). B mo3mHMX KJeTKax coaepka-
HUE 3TUX K1ciToT B D1 cHavama Takke CHIZKAJIOCh, HO
o Mepe TurHuduKamy Bo3pacTano. Pacuer Ha KieT-
Ky IoKa3aj yMeHbllleHue I1ysa cBooogHbix @K B Ha-
yajie OTJI0XEHUS JIMTHUHA B paHHEel U MO3aHel KCu-
JIEME M €r0 YBEIMUCHUE K 3peIbIM KiIeTKaM (puc. 20).
Ha niepBomM aTarie co3peBaHus paHHUE TPaXEU bl ITpe-
BOCXOJIWJTY TIO3THUE MO KOJINYeCTBY CBOOONHBIX PK B
3 pa3a, a Ha mocjegHeM 3Tarie B 1.9 paza. Boonb 30HBI
CO3peBaHUsl paHHUX TpaxeuJ OTHOCUTEIBLHOE COAEP-
kaHue cBoboaHbIx @K B coctaBe @ C BapbupOBaio OT
21 no 32% ¢ MUHAUMYMOM B Hayajie JUTHU(PUKALTAN
(D2a). B xone nurHudukany No3aHel KCUJIeMbl CO-
nepxanue cBobogHbix @K B DC msMeHsuioCch OT 6.4
10 12% mipu munumyme 3.7% B D1.

Kaxk ormeyasocs Boile, cBoooaHbie DK roreHu-
aJIbHO TOKCUYHBI JUTSI KJIETOK U TIOBBIIIIEHHOE UX CO-
JepKaHue MOXET IpuBecTd K aronrto3y (Tamagnon
et al., 1998; JlyopaBuna u ap., 2005). M3BecTHO, 4TO
TONIIIMHA CTEHOK PAHHMX TPaxXeu XBOMHBIX, 1 COCHBI
B YaCTHOCTHU, MeHBbIIIe, 4yeM no3aHux. Kak 0bu1o HamMu
paHee YCTaHOBJICHO, TOJIIIIMHA KJIETOYHBIX CTEHOK 3a-
BUCHUT OT MPOHOZKUTEIILHOCTH PAa3BUTUSI Tpaxewl B
30HE CO3pEeBaHUsI, U IJIMTECJIBHOCTb CO3PEBAHUS PaH-
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ConepxaHue,

KonuyectBo, MKT X 1070

Puc. 1. CoxepxaHue crnupTropacTBOPUMbBIX (HEHOJIbHBIX
COEIMHEHUI B KJIETKAX IOCJIEI0BATENbHBIX CTAAUI CO3pe-
BaHUsI paHHEW M MO3IHEeW KCUJIeMbl COCHbI OOBIKHOBEH-
Hoit: D1 — no murandukamuu, D2a, D26, D2B — B xone
nurHugukanmu, M — 3penas Kcuiema: (a) — OT CyXoro Be-
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Puc. 2. ConepxaHue cBOOOIHBIX (heHOJIKAPOOHOBBIX KHC-
JIOT B KJIETKax TOCJIEAOBATEIbHBIX CTaaWil CO3pEBaHUS
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paHHeN U MO3AHEN KCUJIEMbI COCHbI OOBIKHOBEHHOI:

(a) — ot cyxoro Beca, (6) — Ha kKiIeTKy. O003HaUeHUsI KaK

Ha puc. 1.
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Puc. 3. ComepxaHue CIMPTOPACTBOPUMBIX CBSI3aHHBIX
(deHOoTKapOOHOBBIX KMCJIOT B KJIETKAX MOCIEI0BATEIbHBIX
CTaAuii CO3pEBAHUS PAaHHEW M TMO3AHEU KCUJIeMbl COCHBI
OOBIKHOBEHHOIA: (a) — OT cyxoro Beca, (0) — Ha KJIETKY.
O6o3HaYeHUs KaK Ha puc. 1.
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Cranuu co3peBaHUsI TpaXxeus

Puc. 4. ConmepxaHue MpocThiX 3(pUpoB (HeHOIKApOOHO-
BBIX KMCJIOT B KJIETKAaX IMOCIEeN0BaTEIbHBIX CTAIUI co3pe-
BaHUsI paHHEU 1 MO3AHel KCUJIEMbl COCHbI OOBIKHOBEH-
HoI1: (a) — OT cyxoro Beca 1 (0) — Ha kiieTky. O003HaUeHNe
Kak Ha puc. 1.

HUX TpaXeuJ COCHbI 3HAYMUTEIbHO MEHBbIIIE, YeM MO3-
Hux (Antonova, Stasova, 1997). Ha ¢oHe cHIDKeHUS
coliep>XaHusl ackopbara B KOHIIE IHpdepeHIruamn
paHHMX Tpaxeua (AHToHOBa M np., 2009) MoBkIIEH-
Hoe conepskaHre cBo6oaHbIX DK MoxXeT OBITh MPUYH-
HOIl 0oJiee OBICTPOTrO CO3pPEBaHMUS PAHHUX Tpaxeusl

(T.e. COKpaIlleHUST TIPOAOKUTEILHOCTY Pa3BUTUS) U
Tiepexojia UX B 30HY 3peJIoii KCUJIEMBI.

Ha Bcex cragusgx co3peBaHUSI paHHER U MO3IHEM
kcuieMbl B @C JOMUHUPOBAJIM CBSI3aHHbIE (POPMBI
®DK. IIpu 3TOM paHHHME TpaXeUabl COAEPXKAIN MEHb-
IIe KOHBIOTMPOBAHHBIX KUCJIOT, YeM mo3aHue. Ilyn
cBs3aHHbIX DK B paHHeil KcuieMe Kak IIpU pacuere
Ha Cyxylo Maccy (puc. 3a), Tak U Ha KJIeTKy (puc. 30)
MOCTEIIEHHO CHIDKAJICS K 3peJIbIM KiIeTKaM. B coot-
BETCTBUHM C 3TUM OTHOCUTEJIBHOE COMep>KaHUE CBSI-
3aHHBIX KUCJIOT B coctaBe DC paHHeil KCUJIEMBI OT
cramuu D1 K 3pelbIM KJIeTKaM I10CIeI0BaTeIbHO
yMeHbIIATOCh ¢ 72.4 1o 57.34%. B xone co3peBaHUsE
MO3IHEN KCUJIEeMbI TOXE HaOII0AAIOCh CHIDKEHUE ITy-
na cBs13aHHBIX DK, HO TOJIBKO ITPU pacyeTe Ha CyXylo
Maccy. B pacueTe Ha KJIETKY, HAIIPOTUB, UX KOJIUYE-
CTBO yBenmauBayioch oT D1 x D2a m 3atem mmociaenoBa-
TEeJIbHO YMEHBIIAJIOCH II0 Mepe CO3pEBaHUS TPAXECU/I.
Ha starte D1 co3peBaroniye KiIeTKU MO3IHEN KCUTe-
MbI copepxaim 88 % konblorupoBaHHbIX P K. C Hava-
JIOM JUTHUGUKALIUU UX coaepxkaHue B coctabe DC
CHIDXAJIOCh 10 61%, a 3aTeM IOCTENEeHHO MOBHIIIA-
JIoCh 10 85%.

Takum oOpa3oM, B XoAe CO3peBaHUSI PAaHHUX WU
TO3IHUX TPAXEeW I ITyJTbl CBOOOTHBIX U cBsI3aHHBIX DK
W3MEHSTIOTCST TIPOTUBOMOJNIOXKHO. [lo-BunmMoMy, oHU
pasaeneHbl MPOCTPAaHCTBEHHO, U, OUEBUIHO, TTOIOJI-
HEHUE OJTHOTO TTyJia UAET 3a CUeT APYToro.

B cocraBe konbroruposaHHbix @K npucyrcTBoBa-
a1 3¢pupbl C IMPOCTBIMU (KMCJIOTONAOMIBHBIMU) M
CJIOXHBIMU (111e10UeIabUIbHBIMU) CBA3sIMU. OT Ha-
yajia K KOHILy BTOPUYHOTO YTOJIILIEHUS KJIETOK PaHHEN
KCUJIEMBI MyJI TTPOCTHIX 3(UPOB MOCTEIIEHHO YMEHb-
masics (puc. 4a, 46). B mo3nHel KcuieMme HauboJiee
HU3KOE coiepxKaHUe TTPOCThIX 2(UPOB MPU pacyeTe Ha
CYXYIO Maccy HaOJIIoIa/Ioch Ha TIEPBOM 3Tarle JIMTHU-
dukamum (puc. 4a), Torga Kak IIpu pacyeTe “Ha KJIeT-
Ky~ — Ha 1nocjienHeM atamne (puc. 40). B 3aBucumoctu
OT 3Tala pa3BUTHUS KJIETKU paHHEW KCUJIEMBbI COlep-
JKaJIM TPOCThIX 2¢rpoB B 1.7—2.3 pa3a MeHbllIe, YeM
KJICTKU MO30HEH.

B xone co3peBaHus KJIETOK paHHEW KCUJIEMBbI ITyJI
CJTOKHBIX 3(UpoB yMeHbIIaIcsa (puc. Sa u 56). Oco-
OEHHO PEe3KOoe CHIKEHHWE OTMedalloch B pacueTe Ha
KieTky. Kinetku mo3gHei kcuiieMsl B D2a conepzkaimn
CJIOXHBIX 2(pUpoB (IIpU pacueTe Ha KJIeTKy) Ha 20%
OoJibllle, yeM Ha atane D1, 3aTeM ux KoJIM4ecTBO CHU-
2KaJIOCh, YBEJIMUUBAsICh TOJILKO B 3peJioil Kcuieme. B
Hayajie BropuuHoro yromueHus (D1) kineTku paHHei
KCUJIEMBI COJIEPKaIN CJIOKHBIX 2(MPOB B 3 pa3a 001b-
111e, YeM KJIETKU MO3IHEN, TOT/Ia KaK B KOHIIE CO3peBa-
HUSI, HATIPOTUB, B MO3AHEN KCUJIeMe CIIOXKHBIX 3(hU-
poB 66110 B 1.2 paza GoJiblile, YeM B paHHEiA.

B 3aBucumocT ot 3tama nuddepeHIInay U TH-
na (popMupyIoLIeiics ApeBECUHBI COOTHOLIIEHUE 31~
poB MeHsIoch. B paHHel apeBeCMHE COOTHOILICHME
IPOCTHIE/CIIOXKHBIE BapbrpoBaio oT D1 k M or 1.7 no
3.5, B mo3aHeit — ot 10.6 1o 5.0. D10 03HAYaET, YTO B
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XOJIe CO3pEeBaHUs PaHHUX TpaXxeus coJiep>KaHue Tpo-
cThix 3¢upoB @K OTHOCUTEBHO YBEJIMUMBAJIOCH, A B
XOJIe CO3PEBaHUS TIO3THUX — YMEHBIIAIOChH.

WamenunBocTh cBsI3aHHBIX PK yKaspIBaeT, BO-
MEepBbIX, HA pa3anuue B pepMEeHTaX U/WIN U303H3U-
Max, OTBEYaIOIIMX 3a CO3JaHUE WJIM pacClICIICHUE
pa3HBIX (hOPM CBSI3ei, Ha MOCeI0BaTEIbHBIX ATaIlax
pa3BUTHUSI BTOPUYHBIX CTEHOK Tpaxenna. Bo-BTOpPEHIX,
OUEBUIHO, UTO CYILECTBYET pa3HHUILIA B METa0OJIU3ME
DK 11py co3peBaHNM KIIETOK PaHHEN 1 MO3MHEN KCU-
JeMbl. B cBsI3M ¢ 3TUM, clienyeT, BEpOsITHO, OKUIATh
pa3HBIN CLIEHApUii Mpoliecca OMOCUHTEe3a JIMTHUHA B
PaHHEN U MMO3HEN KCUIEME.

Ha xpomatorpammax ¢pakumu cBobomHbrx DK,
BBIICJICHHBIX M3 KJIETOK paHHEH KCUJIEMbI, OTMeda-
nock g0 8—10, mo3nHeit — go 12 nsAreH KucjioT. beuin
WAEHTU(ULMPOBAaHbL: KOpyu4yHasi (0COOEHHO Ha paH-
HUX CTaAusIX CO3pEeBaHUSI paHHUX Tpaxeund), OeH30M -
Hasi, a U3 OKCUOEH3O0WHBIX — MpOTOKaTexoBasl, M-
OKCHOEH30IMHAsI ¥ BAHWJIMHOBAsI, KOTOPbIE MOTYT I10-
aBUTbcsT N3 KoA 3(pupoB XMHHOM, M-KymMapoBOW 1
¢bepy0BOil KMCIOT COOTBETCTBEHHO MpPU ITOMOIIHU
MexaHn3Ma [-oxkucnenus (3armpomeros, 1988, 1993:
OcurnoB, Anekcanaposa, 1986). IIporokatexoBasi, KO-
JIMYECTBEHHO He Oblla ompelnejieHa, OJHAKO, €CJIU
Y4eCTh, UTO BCe OOBEMEBI B IIPOILIECCe aHaIN3a, B TOM
yucie U O0beMbl IISITeH, HAHOCHMMBIX Ha XpOMAaTo-
rpaMMBbl, BBIACPXKUBAIUCH TSI BceX 00pa3lioB, BU3Y-
aJIbHO ee ObLII0 3HAYUTEJIbHO OOJIblle B KJIeTKaX paH-
HEM, 4yeM B MO3IHEeil KCUJIEeMBI, II¢ OHa OTMedJanach
TOJIBKO B CJIEIOBBIX Kon4decTBax. M-OKcuOeH30MHas
¥ BAaHWJIMHOBASI KMCJIOTHI MOSIBJISUIMCH B OCHOBHOM Ha
MOCJIETHUX dTaIlaX CO3PEBAHMSI.

IMo nmokanuzanMy Ha XpoMaTtorpaMmax, JaHHBIM
V®-crieKTpOoCKOIMU U peakKLMU ¢ TT-HUTPOAHWUIMHOM
BO (bpakumu cBobogHbIXx MK mo3aHet KCuaeMbl TIpH-
CYTCTBOBAJIa XJIOPOTEHOBasA KUCI0Ta. B cBOOOMHBIX
DK paHHel KCUIeMBbl 3Ta KUCI0Ta OTCYTCTBOBaIA.

M3 okcukopuuHbix kuciaot (OK) B kiaeTkax paH-
Helt KcwieMmbl B cBobomHbIx DK mpucyrcTBoBa B
OIpeaesisieMbIX KOJIMYECTBAaX M-KyMapoBasi, Kodeii-
Has1, ¢epyioBas U cuHarmnoBas (puc. 6a), a B MO3IHUX
KJIeTKax — M-KyMapoBasi, ¢depyJsioBasi U CUHAIOBast
(puc. 6m). JIurnndukauuss paHHeN# KCUIEMBI COMPO-
BOXJaJlaCh OYEHb HE3HAUUTEIbHBIM U3MEHEHNEM CO-
JiepxkaHus (B UMOJIb Ha T CyX Macchl) KOGelHO! Kuc-
JIOTBI, TOTJA KaK coJiepxKaHue M-KyMapoBoi, dhepyJio-
BO M CHMHAIOBOM KHWCJIOT YMEHbIIAIOCh B XOIE
JurHudukanuu (puc. 6a). YpoBeHb (hepysIoBOil Kuc-
JIOTBI Ha BCEX BTarax co3peBaHMsl BbIllIE, YEM APYTUX
kucioT. CHIKeHUeE TT-KyMapoBOIi MPU HU3KOM YPOB-
He KodelHOU 1 BBICOKOM YpOBHE (DepyJIOBOil CBU-
JIETEJbCTBYET 00 aKTMBHOW MeTabOIU3allMUMU KO-
¢eitHoli. B cBolo ouepedb JOCTATOYHO BBICOKMIA
YpPOBEHb CMHAMOBOI Ha BCEX CTaaUsIX JUTHUGUKA-
1IMM yKa3bIBaeT TaKXe Ha aKTUBHOCTh MeTaboJinu3a-
11 pepyaoBOIi.
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Puc. 5. Conepxxanue cloXHBIX 3¢UpoB heHOTKapOOHO-
BBIX KMCJIOT B KJIETKAX MOCJIEI0BATEIbHBIX CTJAMI CO3pe-
BaHUsI paHHEW M MO3IHEeW KCUJIeMbl COCHbI OOBIKHOBEH-
HOIi: (a) — OT cyxoro Beca, (0) — Ha ki1eTky. O603HaueHue
Kak Ha puc. 1.

B kiteTkax nmosnHe KcuiaeMbl KogelHast KUCIoTa B
cBOOOMHOU (hopMe He ObLI1a obHapykeHa. OmgHako,
KakK yKa3aHO BBIIIE, MPUCYTCTBOBAaa XJIOPOTEHOBAsI
KUCJIOTa, KOTOpas SIBJISIETCSl CJIIOKHBIM 3(UPOM KO-
deriHol 1 XUHHOM KMCJIOT. [TOCKOMBKY ITpOTOKATEX0-
Basl KMCJIOTa 0OHAPYKUBAJIACh TOJIBKO B CJIETOBBIX KO-
JYecTBax, pacxon KodelHoi Ha [-okuciaeHne ObLI,
MO-BUIMMOMY, MUHUMAaJIBLHBIM, OTCyTCTBHE KOQeii-
HO#1 MOTJIO TTIPOMCXOINTH U3-3a HU3KOTO YPOBHS IT-KY-
MapOBOM, yJI KOTOPOii, TOCTETIEHHO YBETMUUBAIICS K
3peJIbIM KJIeTKaM (puc. 611), M, BOSMOXHO, M3-3a TOP-
MOXXEHMS €€ TUAPOKCUIMPOBAHMS Ha ITOCICTHUX da-
Max co3peBaHMS KJIETOK. PaHee OBITO MOKa3aHO, YTO
IUIST peakiuy TUAPOKCUIMPOBAHUS HeoOXOommMa ac-
KOpOMHOBasl KHWCJIOTa, KOTOpas SBISIETCS JTOHOPOM
anekTpoHOB (Vsughan, Butt, 1969). I1puuunHOit TOp-
MOKEHUS TIpe00pa3oBaHMsI IT-KyMapoBOi KHCIIOTHI B
Ko(elfHyI0 B KJIeTKaX MO3THEW KCHIIEMBI MOTJIO OBITh
CYIIIECTBEHHO MEHBIIIee ComepKaHUe acCKOpOWHOBOM
KHCITOTHI TT0 CPaBHEHMIO C KJIIETKAMM paHHEH KCUie-
MbI (AHTOHOBA U 11p., 2009). B 3THX ycJIOBUSIX MTepexo
K KOeHOI KUCIIOTE MOT OBl OCYILIECTBIISITECS Yepes
n-kymapar-KoA adupsl (Boerjan et al., 2003) wiu
yepe3 XJIOIeHOBYIO KUCJIOTY, KOTOpast sIBJSIETCS Mpe/l-
MOYTUTENBHBIM CYOCTpaTOM ISl M-Kymapar 3-THd-
pokcunassl (Schoch et al., 2001) 1 koTopasi, Kak yka-
3aHO BBbIIIE, MPUCYTCTBOBaJIAa B CBOOOIHON (hopMe B
KJIeTKax MOo3aHel KcujieMbl. B paHHel Kcuiaeme cBo-
00HAas XJIOpOreHOBast KCWJIOTa OTCYTCTBOBaJIA, HO OT-
MEUajioCh TTOBBIIIEHHOE CONEepKaHUe IMPOTOKATEXO-
BOI KHCJIOTBI, KOTOpasi, KaK YIIOMMHAJIOCh BhIIIE, MO-
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Puc. 6. ConepxaHue (LUMOJIb/T CyX. MacChl) II-KyMapoBoii (-KyM), kodeliHoii (kod), dbepysioBoii (dhep), cCMHANoBOM (CUH) U KO-
PUYHOM KHUCJIOT B CBOOOIHOI hopMme (a, 11, 3) U B BUAE MPOCTHIX U CIOXKHBIX 2(pUPOB B KJIETKAX MOCJIeI0BaTEIbHBIX CTaAWI CO3pe-
BaHWS paHHel (a, 0, B, T) U MO3AHEN (11, €, X, 3) KCWJIEMbI COCHBI OOBIKHOBeHHOI. O003HaYeHMEe TAIloB — Ha puc. 1.
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JKET TIOSIBUTBCSI B pe3ysibraTe -OKUCIEHUS] XUHHOM.
OueBUIHO, YTO XMHHAasl KUCJI0Ta, KOTOpas sIBJISIETCS
OIHYM M3 METa0OJIMTOB IIMKNUMATHOTO IMyTH 00pa30-
BaHUS (beHWIITPONAaHOMIOB B XBOMHBIX (OCHIIOB,
AnexkcaHapoBa, 1986), ucrosb3yeTcs B KIeTKax B 3a-
BUCHMOCTH OT YCJIOBUI UX PA3BUTHSI.

ITosiBnieHue cBOOOAHOW (hepyOBOM KHUCIOTHI B
KJIETKaX IMO30HEN KCUJIEMBI MOXET OBITh Pe3yIETaTOM
aJIETEpHAaTUBHOTO IIyTU €¢ 0O0pa30BaHUS yepe3 M-Ky-
mapmi-KoA k kodear-KoA u jgaiee mop aeiicTBUEM
kodear-KoA O-metuntpancdepasnl (KKoA-OMT) k
depynar-KoA (Whetten, Sederoff, 1995; Boerjan et al.,
2003). ITokazaHo, HarIpuUMep, YTO B IpopocTKax Pinus
pinaster 3acyxa uHMLUUpYeT YyBeandeHue KKoA-
OMT, HOo He kymapwi-O weTun TpaHchepasbl
(KOMT) (Costa et al., 1998). 3acyluinBbie yca0oBUs
OTPHILIATEILHO BIIMSIOT Ha KOJMYECTBO I aKTUBHOCTh
KOMT B nuCTBSIX KYKYpy3bl, TTIOOBEPTrHYTOM 3acyxe
(Vincent et al., 2005).

Ilepen nmuraundpukanmein (D1) mo3mHeill KCuieMbl
M-KyMapoBasi KUCJIOTa B CBOOOIHOI (hopme, KaK OT-
MEUEeHO BbIllle, OTCYTCTBOBaJa, HO C €€ Ha4aJloM YpO-
BEHb KMCJIOThl MOCTEMEHHO MOBBIIIAICS K 3pEIbIM
KJeTkaM (puc. 61). HanpoTus, ypoBeHb (DepyIoBOii 1
CHHAIIOBOU KUCJIOT ObUT OUeHb BbICOKUMM. C HauaaioM
JTUTHU(pUKALIMKA coaepKaHue PepyJIOBOil pe3KO CHU-
>KaJIoCh, 3aT€M YBEJUUMBAJIOCh U IO KOHIIA CO3peBa-
HUSI KJIETOK OCTaBajoCh Ha OTHOM YPOBHE. YPOBEHb
CMHAIIOBOM CHavajla CHUXKaJICSl HE3HAUUTENbHO, HO K
KOHILIy JIMTHU(UKALIMUA CYLIECTBEHHO BO3pacTaj, U
3pesble KJIETKU coliepxXaiu B 1.5 pa3za 6osiblire cBOOOI -
HOM CHMHAIIOBOM KUCJIOTHI, YeM (hepyIoBOii. DTO yKa-
3bIBAaeT Ha aKTUBHOE T'MJIPOKCUIMPOBaHME (DepyI0BO
C TIOCJIEAYIOIIUM €€ MeTUIMpoBaHueM. bbiio mokasa-
HO, 4T0 KK0oA-OMT wurpaet poJib KaK B METIIMPOBa-
Huu Kopear-KoA, Tak 1 THAPOKCHUIIMPOBAHHOTO ITPO-
n3BogHoro ¢epynar-KoA (Ye et al., 1994). ITostomy
CHIDKEHUE TTyJla CBOOOIHOI (hepysOoBOM KHCIOTHI B
XOJIe pa3BUTHSI BTOPUYHOM CTEHKU U IUTHU(DUKALINY,
OYEBMIHO, BBI3BAHO HE TOJILKO €€ PACXOIOM Ha CUHTE3
rBasiliIbHBIX MOHOJIMTHOJIOB, HO U HA CUHTE3 CUHa-
NoBOM. Pe3ynbrarhl CBUACTEIHLCTBYIOT O Pa300IeHUHN
B cucTeMe TpeoodpazoBaHust OK npu hopmMupoBaHUU
MO3AHe KcuieMbl, (OPMUPYIOLIENCS B YCIOBUSIX
BHYTPEHHETO BOIHOTO CTpecca.

Pazmmune B nmHamuke cBoooaHbx OK 11pu co3pe-
BaHWU PaHHUX U ITO3AHMX TPaxeuJ BHOBb YKa3bIBAET
Ha pa3jin4yre B MeTabO0IM3Me KUCIIOT ¥ Pa3HOM MX yda-
CTUU B OMOCHUHTE3¢ JINTHUHA IBYX TUIIOB KCHUJIEMBI.
OTU maHHBIE NOMASPXKUBAIOT TIPEATIONOXEHUE O Cy-
IIECTBOBAHMU JBYX aJITEpHATUBHBIX MyTeil Mpeoopa-
30BaHUS (PEHUJIIPONAHOBBLIX CTPYKTYP, MCIOIb30BAa-
HIE KOTOPBIX B pACTEHUSIX 3aBUCUT OT PACTCHUIA U TU-
na kietok (Whetten, Sederoff, 1995) u, oueBuIHO, OT
SHAOTEHHbIX YCIOBUI UX pa3BUTHUS (HaIIpuMep, odbec-
MEe4YeHHOCTH BJIaroii) B caMOM pacTeHUMN.

JIurHupuLmpyonmecs: KJIeTKA paHHEH KCUIeMBbI
cojiepKau M-KyMapoByIO, (pepyJIOBYIO I CHHAIIOBYIO
OHTOT'EHE3
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Puc. 7. CymmapHoe cofep>kaHue CBOOOTHBIX OKCUKOPUY-
HBIX KMCJIOT B KJIETKaX MOCIeI0BaTeIbHbIX CTAAUI co3pe-
BaHWS paHHE! (a) 1 o3aHeH (0) KCUIeMbl COCHBI OOBIK-
HoBeHHOI. O003HaYeHre ITAIoB Ha puc. 1.

KMCJIOTBI TAaKXKe B BUIE IIPOCTHIX M CJIOKHBIX 3(UPOB
OK. Ha pucyHkax 66—6r nokasaHa ux U3MeH4YMBOCTb
B XOJi¢ JIMTHU(UKAIIMM B CPAaBHEHUU C COACPXKaHUEM
CBOOOMHBIX KHUCIOT. IIpocThie 3¢uphl (hepyroBoii
KMCJIOTBI HAOMIONAJMCh TOJABKO B 3pEjbIX KJETKax
paHHel KcuaeMsl (puc. 60). B Hayane nurHudukanmn
YpOBeHb CBOOOIHOI (POPMBI (DePYI0BOIl IIPEBBIIIAT
YPOBEHB €€ CIIOKHBIX 3¢pupoB B 3 paza. OH He3HAUYN-
TeJIbHO U3MEHSIIICSI B XOJIie TIpoliecca, Toraa Kak ypo-
BCHBb CBOOOIHOI (hepyIOBOM IIOCTOSTHHO CHYDKAJICS U
B 3peJIbIX KJIETKaX IIPeBHIIIA] YPOBEHb CJIOXKHBIX B
1.5 paza. CHu:XeH1e YpOBHS CBOOOIHBIX CUHAIIOBOM U
M-KyMapoOBOil KMCJIOT COINPOBOXIAIOCH MOBBIIIIEHU-
€M YPOBHSI CIIOXHBIX 3(pMPOB IMT-KyMapOBO KHCIOTHI
Y [IPOCTHIX 2(PUPOB CUHATIOBO (pHUC. 6B 1 6T COOTBET-
CTBCHHO).

B xiteTkax mo3aHei KcuiaeMsbl Ipoctbie 3¢upbl OK
BKJIIOYaIH (hbepyI0BYIO U CUHATIOBYIO KMCIOTHI. B X0me
CO3peBaHMsI KJIETOK COfAep:KaHUe IIPOCTHIX 3(PUPOB
(epys10BOIT KMCIOTHI YMEHbBIIANOCh (puc. 6e), Torma
KaK CMHAITOBOM, HAIIPOTUB, YBEJIMYMBAIOCH (pUC. 6K).
B cocTaB ClIOXKHBIX 2(pPUPOB MTO3IHUX TPaxXeua BXOIU-
JIN B OCHOBHOM (hbepysioBast 1 CHHANOBast KUCJIOThI, HO
MOCJIEIHIO He BCera yaaBajloCh ONPeAeauTh KOJM-
gecTtBeHHO. CioxHbie 3pupbl (hepyIoBOM KHUCIOTHI
MOCJIeIOBATEIbHO YBEITUUNBAIUCH K 3pEIoil KCUIeMe
(puc. 6e).

Ha puc. 63 npuBeneHbl JaHHBIE MO COAEPXKAHMIO
KOPUYHOM KUCJIOTHI, KOTopas SBJSIETCS Mpelie-
crBeHHuiei OK, u ee 3¢p1poB B xone TurHUUKALINI
no3mHen KeuineMmbl. Huskuii ypoBeHb CBOOOIHOM KO-
PUYHOI KMCJIOTHI B CAMOM Havaie OTJI0XKEHWST JIMTHU -
Ha U IOCTENEHHOE €T0 YBEJIMYECHUE K 3PEJTbIM KJIETKaM
YKa3bIBaeT Ha aKTUBHOE BOBJICUEHNE KMCIIOTHI B CUH-
Te3 OK 1 CHIKeHMe 3TO aKTUBHOCTH T10 Mepe JIUT-
HUDUKALIUHN.

Ecam orieHmBaTh 3Ta1mbl IMTHADUKAIIIN 11O CYMME
Bcex cBobonHbIX OK (1m-KymapoBoii, ¢pepyIoBOii, CU-
HaIoBOI1) KMCJIOT, TO MOXXHO OTMETUTh, UTO X COACP-
’KaHMe B paHHEW KCUIeMe MOCTEEHHO CHMXKAJIOCh,
TOorga Kak B l'[O3IlHCl‘/Jl KCUJIEME, HAIIPpOTUB, ITOBbILIA-
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Puc. 8. Conepxanue (UMOJB/T CyX. Macchl) CBOOOTHOIM
OEeH30I1HOI B KJIeTKaX MOCIe0BaTeIbHbIX CTaIuii co3pe-
BaHUsI paHHEW 1 MO3AHeN KCUJIEMbl COCHbI OOBIKHOBEH-
Hoii. O003HaYeHMEe ITAIOB Ha puc. 1.

nock (puc. 7). JIurnndukanuyss paHHeil KCUIEMbI CO-
MPOBOXKAAIaCh CHIDKEHUEM CYMMAapPHOTO COAePKaHUSI
cBobogHbix OK B 2 pa3a, a mo3aHell, HAMPOTUB, YBeE-
JTYeHreM B 2.5 pa3a. DTO CBUIETEIIBCTBYET O pa3HOU
JIMHAMUKeE ITpoliecca JUTHU(PUKAIIUY 3TUX CJIOEB KCU-
JIeMbl TOIUYHOTO MTPUPOCTA COCHBbI OOBIKHOBEHHON U
MOITBEPKIAETCI JAHHBIMU T10 OTJIOXEHUIO JIMTHUHA.
ITo Mepe co3peBaHUsI paHHEH KCUJIEeMbl TUTHU(DUKA-
UsT YCWIMBAETCSI, a IO3MHEM, HAIIPOTUB, Hauboiiee
aKTMBHO MAET B Hayaje Ipouecca (Antonova et al.,
2009).

B pasBuBaronmxcs KieTKax paHHEW W TO3THEMH
KCUJIEMbI OTTPEACIISIIIA TAKXKe CoepKaHe CBOOOTHOM
OEH30MHOI KUCIOThI (CITUPTOBBIE IKCTPAKThl UCXO-
Horo Matepuaia) (puc. 8). MHTepec K Heit CBsI3aH C ee
OTpULATEILHBIM BJIMSIHUEM Ha TMOTEeHLMaI MeMOpaH
(Glass, Dunlop, 1974), 6naronapsi 4eMy MOXET U3Me-
HUTBLCS TPAHCTIOPT METa0OJINTOB, B TOM YHCIIE MOHO-
nurHoyioB. B Havane nurHudgukaumu (JI2a) panHei
KCWJIEMbI CBOOOIHOI O€H30MHOI KUCIOTHI IPU pac-
yeTe Ha CyXylo Maccy ObUIO B 3.5 pa3a MeHbIIIe, YeM Ha
TOM K€ CTaIUM CO3pPEBaHMS KJIETOK ITO3MHEN KCuJie-
MBl. B coderaHum c coaepkaHUEM acKOpPOMHOBOIA
KHCJIOTBI, KOTOpasi OTpaHNINBAET TOCTYITHOCTh TIpe-
IIIECTBEHHUKOB JIUTHUHA OKWCITUTEILHBIM PEAKIIVSIM,
U COJeP>KaHUE KOTOPOI Ha 3TOM CTaAuU 3HAYUTEIbHO
BBIIIIE B KJIETKAX paHHEW KCUJIEMBI, YeM B ITO3IHEH
(AnToHOBa 1 11p., 2009), MOXHO OOBSICHUTH TOPMOKE-
HUe OMOCHHTE3a JIMTHUHA HAa pAaHHUX CTaIUSIX U YCU-
JIeHWe JTMTHU(PUKAIMY K KOHITY CO3peBaHUs paHHHX
KJIeTOK. B 1mo3mHeit Kerieme, HalfpOTHB, BEICOKOE CO-
JIepKaHrue CBOOOTHOI OEH30MHOM KMCIOTHI U HU3KOE
colepKaHue acKopOMHOBOI KHUCJIOThI B J12a (AHTO-
HoBa U 1ip., 2009) crmocoOCTBOBAIO aKTUBHOMY OMO-
CHHTe3Y JJUTHMHA B CaMOM HayvaJie Tpoliecca U CHYXKe-
HYE aKTMBHOCTU K 3peJIbIM KJeTKaM MapasuieibHO C
YBEIMYICHUEM CONEePKaHMI aCKOPOMHOBO# KMCIIOTHI.

B koHIIe co3peBaHUSI paHHUX Tpaxeui HabJoma-
JIOCh 3HAYUTEJIBHOE YBEIWYEHUE COACPXKAHUSI CBO-
0oIHOI OEH30MHOM KMCIOTHI, YTO MOXKET MHULIUHPO-

AHTOHOBA u np.

BaTh BBIXOJA M3 BaKyoJu THApPOJA3 U MOCJEAYyIoIIee
pa3pyiieHue mnpotoruiacta. C 3TUM IIPOLIECCOM CBSI-
3BIBAlOT OKOHYAHME CO3PEBAHMS Tpaxena U BhIXOH 1X
B 30HY 3penbix kKiaeTtok (Wodzicki, Brown, 1973). Ycra-
HOBJICHO, YTO KOJIMYECTBO BEIIECTB, AKKYMYJIMPOBaH-
HBIX BO BTOPUYHBIX CTEHKAX, 3aBUCUT OT JINTEIIBHO-
CTM CO3pEeBaHMsI, a IPOHOKUTEIILHOCTb Pa3BUTUS
paHHUX Tpaxeua B 30HE MEHbIIIE, YeM Io3aHUX (An-
tonova, Stasova, 1993; AutoHoBa, 1999). B coorBet-
CTBUM C 3THM TOJIIMHA CTEHOK paHHUX Tpaxeu 3Ha-
YUTEJIbHO MEHBIIIE, YeM TOJIIINHA TTO3IHUX. DT Ha-
OIOACHUSI COOTBETCTBYIOT 0OJiee HU3KOMY COACP-
JKaHUIO CBOOOIHOMN OEH30MHOI KUCIOTHI B KOHLIE CO-
3peBaHUs MO3THUX KJIETOK IO CPaBHEHUIO C UX COAEP-
KaHMEeM B KJIETKax paHHel (puc. 8).

Takum o0Opa3oM, KIIETKM MOCIed0BaTeIbHBIX 3Ta-
TOB CO3PEeBaHMSI U IUTHU(DUKALIUY PAHHEH! U ITO3THEN
KcuieMbl, ¢opMUpYIOLIelicsl B TIEpUO BereTalluy B
CTBOJIAX COCHBI, 3HAYUTEJILHO Pa3JIMIalOTCsI 110 COIEP-
xkaHuwo PC, cocraBy Pppakumii PK n OK. Ha Bcex
CTaavsIX pa3BUTHSI BTOPUYHOM CTEHKU KJIETKY paHHeH
kcuneMsbl coaepxkan @C u cBszaHHbIX DK, toMyUHM-
pyomux B coctaBe MC, MeHblIIe, YeM KJIETKU O3~
Heit KcuaeMbl. COOTBETCTBEHHO, KJIETKU TeX XKe CTa-
IV CO3peBaHUS paHHEH KCHJIEMbI COAEPKAIN OOJIb-
e cBoboaHbix @K. IMpu 3TOM HAUBBICIINIA YPOBEHD
cBobonHbix @K oTMeyanu rniepen TUrHubuKanueii, a
o61ux OC u cBszanHbix @K B Havasie 3TOro npoiec-
ca Kak B IIepUOJ CO3PEBaHUS pAaHHUX, TaK 1 TTO3THUX
Tpaxenn. B cBs3anHbix DK Bcerma mpeBavpoBaiv
npocThie 3GUPHI, KOJIWYECTBO KOTOPBIX B KJIETKax
MO3IHEe KCUJIEMBI ObUIO OOJIbIIIE, YeM B KJIETKAX paH-
Heit. KiieTkn paHHe! KCHUJIEMBI Ha 3Tallax Co3peBaHMs
coAepXKaJli COOTBETCTBEHHO OOJIbILIEe CIOXHBIX (U~
pos. IlociemoBaTeIbHEBIC ATAIIBI TUTHU(MDUKALIY paH-
HEM Y MO3OHEN KCUJIEMbI Pa3IndaiMCh MO COCTaBy U
KOJIMYECTBY MHIAWBUIAYAJTbHBIX OKCUKOPUYHBIX KHC-
JIoT (II-KyMapoBoii, KoeiiHoi, (pepyIoBOi 1 CUHA-
MOBOI KHCJIOT).

JaHHbIe yKa3bIBalOT, 4TO MNpU (HOPMHUPOBAHUU
JIBYX CJIOEB TOOUYHOTO CJIOSI KCUJIEMbI COCHBI CJIEIyeT
OXMIATh pa3InynsI Kak B OMOCMHTE3€e JIMTHUHA, TaK U
CTPYKTYpe CaMOro JIUTHUHA.

Padora mnopaepxaHa Poccuiickum ®oHaom
DdyHpaMeHTaTbHBIX UccnegoBanuii, TpaHT
Ne 06-04-49501.
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Changes in Phenolic Acids during Maturation and Lignification of Scots Pine Xylem
G. F. Antonova, T. N. Varaksina, T. V. Zheleznichenko, and V. V. Stasova

Sukachev Institute of the Forest, Siberian Branch, Russian Academy of Sciences, Krasnoyarsk, 660036 Russia

e-mail: institute_forest@ksc.krasn.ru

Abstract—The content and fractional composition of alcohol soluble phenolic acids (PhA) in cells with dif-
ferent degree maturation and lignification in the course of early and late timber formation in the pine (Pinus
sylvestris) during vegetation were studied. Phenolic compounds (PhC), extracted by 80% ethanol, were divid-
ed into free and bound fractions of PhA. In turn, the esters and ethers were isolated from bound PhA. The
contents of all substances were calculated per dry weight and per cell. Considerable differences have been
found to exist in both the contents and the composition of the fractions PhA on successive stages of tracheid
maturation of early and late xylem. Early timber tracheids at all secondary wall thickening steps contained
PhC less and free PhA more than late timber tracheids. Throughout earlytimber tracheid maturation, the
pool of free PhA per cell declined at the beginning of lignification and then increased gradually while that of
bound PhA decreased. The maturation of late timber trecheids were accompanied by the rise of free PhA pool
and the diminution of bound PhA pool. In the composition of bound PhA, the ethers were always dominant,
and the amount of that in early timber cells was less than in late timber cells. The cells of early xylem at all
steps of maturation contained more of ester. The sum total of free hydroxycinnamic acids, precursors of
monolignols, gradually decreased during early xylem lignification as the result of the reduction of the pools
of p-coumaric, caffeic, ferulic and synapic acids, while that of their ester rised. In the course of late xylem
lignification, the pools of free p-coumaric, ferulic and, especially, synapic acids increased. Simultaneously,
the amount of ferulic acid ester and synapic acid ether increased too. According to the data, lignin biosyn-
thesis in early xylem and late xylem occurs with different dynamics and the structure of lignins of two xylem
types might be different too.

Keywords: Pinus sylvestris L., early and late xylem, secondary thickening and lignification, phenol-carbonic
acids.
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