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BriepBbie MoJiydeHbl KOJIMUECTBEHHbIE JaHHbIE 00 YIbTPACTPYKTYPHBIX MU3MEHEHUSIX TIj1a-
CTUI U cofepXaHuu (POTOCUHTETUUECKUX IMTMTMEHTOB B Ipoliecce hoTtoMopdoreHe3a Bep-
XYIIKU MOJ3eMHOT0 rodera rpu repexojie OT IMarpaBUTPOITHOM K OPTOTPOITHOM OpreHTa-
MU pocta y pacteHuit Achillea millefolium. Ha dotodoOHOM 3Tare B 3TMOIMPOBAHHOI
BEPXYIIIKEe KOPHEBMIIA CUCTEMa BHYTPEHHUX MeMOpaH JICMKOIJIAaCTOB MpeAcTaBieHa Te-
pudepruIecKuM peTUKYJIYMOM, OAMHOYHBIMU THUJIAKOUIAMU CTPOMbBI, OTMEUEHBI MpoJia-
MeJUISIpHbIE Tesla. XJI0poMuuibl U KapOTUHOMUABI MPUCYTCTBOBAIM B CJIEIOBBIX KOJIMYE-
CTBax, U3 KAPOTUHOMIOB OOHAPYXEHBI KCAHTO(MWILIbI, B OCHOBHOM JjttoTeuH (70%). C mie-
pexonoM oOT ¢doTopobHOro K (orodmaIbHOMY 3Tally MopdoreHe3a B 3eJIEHEIONICH
BepXyIlIKe capMeHTa (3a4aTkKy JIMCTheB) OTMEUEHbBI XJIOPOIUIACTBI C aKTMBHO pa3BUBAlO-
1ieiicst rpaHaibHOM cuctemoit. ComepskaHre (POTOCUHTETUYECKUX MTUTMEHTOB COCTABJISIIIO
1.0—1.2 Mr/T cyxoii Macchl, YTO Ha TTOPSIIOK OOJIBIIIE TTO0 CPABHEHUIO C 3TUOJIMPOBAHHBIMU
KopHeBUIIaMU. BrisiBiieHO yBeaunueHue doHma Xit a' B Gonbueit CTeIeHu, 4YeM XJI 6, 4TO
oTpaxkaeT CTaHOBJIEHWE (DOTOCUCTEM M YBEJIMYEHUE YHC/Ia PEaKLIMOHHBIX LIEHTPOB B IPO-
Liecce 3eJieHeHus1. B Bepxyllke capMeHTa cpey KapOTHHOUIOB OOHAPYKEHBI 3-KapOTHH,
JIIOTeVH, BUOJIAKCAHTUH, HEOKCAHTUH M B HEOOJIBIIIOM KOJUYECTBE 3eaKCAHTUH. JIMCThs
CapMEHTOB COIEpPXaJIM 3HAYUTEJIbHOE KOJWYECTBO XJIOPO(MUIIOB M KapOTMHOUIOB
(5.3 Mr/T CcyX0it Macchl), UTO KOPPEIMPOBAJIO C YBETUUEHUEM YHMCJIa XJIOPOIUIACTOB C pa3-
BUTOI CUCTeMOM (DOTOCUHTETUUECKUX MeMOpaH.
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TPacTPyKTypa, XJIOPOMUUIBI, KAPOTUHOUIBI
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BBEAEHUE

KoHyc HapacTaHUsI TTOA3EMHBIX TTOOETOB JUTMHHOKOPHEBUIITHBIX TPAaBIHUCTBIX MHOTO-
JICTHUKOB Mepuoandecku (opMupyeT MOYKH, KOTOPbIE 3aTeM MePeXosT B HaA3eMHbI T10-
O0er — capMeHT. ANMKaJabHasl 4YacThb CapMEHTa B MpPOIecce MOA3EMHOTIO TOPU3OHTAIBLHOTO
pocta nuddepeHIMpyeTcs, obpa3ysl 3a4aTKu acCUMMIMpylolmux JgucTeeB (Markarov,
Golovko, 1995a). DkcnepuMeHTaIbHO 10Ka3aHO, YTO OpUEHTALIMS POCTa MOA3EMHBIX TTO0e-
roB KOHTpoIMpyercst putoxpoMHoit cucremoit (Markarov, Golovko, 19956). dutoxpoM B

1 Coxpauienus: Xi1 a — xaopoduiut a, X 6 — xjaopoduin 6, Kap — kaporuHouast, ABK — abcunzosast kuciora.
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¢dopMe KpacHOTO KOHTPOJIMPYET TOPU3OHTAJbHBLIA POCT KOPHEBUII[ IOJ MOBEPXHOCTHIO
MOYBHI, a GUTOXPOM B (DOpMe TaJIbHETO KPACHOTO TPENSTCTBYET BBIXOAY BEPXYILIKHU MOOETOB
Ha TTOBEPXHOCTD MOYBHI. PeryisiTopHbie hyHKIIUY (PUTOXpOMA peaTnu3yoTcsl B 3aBUCUMOCTH
OT MPOIIECCOB OpraHOOOpa3oBaHus B KOHyce HapacTaHUs Toa3eMHoro rmobera. ®otodo6-
HBII MeproJ pa3BUTHUS TTOI3EMHOTO MoOera XxapakTepusyeTcsi 00pa3oBaHUEM METaMepoB C
YEeILIYEeBUAHBIMU JIUCThSIMU, AUATPABUTPONIU3MOM U OTPULIATEBHBIM (DOTOTPOMHU3MOM.
B dotodunbHbI nepuoa MpoucxoauT odpa3zoBaHUeE 3€JIEHBIX Pa3BUTHIX JIMCTbEB, MOOETU
MPOSIBJISIIOT MOJIOXKUTEIbHBIN (POTOTPONTU3M.

TeTeporpaBUTPONMHOCTb IMOA3EMHBIX MOYEK, OOecIeunBalolias BeTBJICHUEe KOPHEBUILA U
o0pa3oBaHMe HAA3EeMHBIX aCCUMWIMPYIOLIUX TT0OEroB, SIBJISIETCS YHUKAJIbHBIM OMOJIOTHYe-
CKMM CBOMCTBOM, KOTOPOE C(POPMUPOBAJIOCH U 3aKPEITMIOCH Ha 3Tarax (pujIoreHeTu4eCcKoi
TpaHchopMaLMK XKU3HEeHHBbIX ¢opM pacteHuii (Maslova, Golovko, 2017). K Hacrosiuemy
BPEMEHU MaJIO YTO M3BECTHO O MEXaHU3Max PETYJISILIMU TeTepOrpaBUTPOITU3MA MOA3EMHBIX
BereTaTUBHBIX MepucteM. Cinabo u3ydyeH MopdoreHes IMOA3EMHBIX MOOETOB — KOPHEBMIIL
(Markarov, Golovko, 1995a, 6; Maslova et al., 2007, 2013; Maslova, Golovko, 2017; Yoshida
et al., 2016). ITokazaHo, yTo B npoliecce oTromMopdoreHesa KopHeBull Achillea millefolium,
MpHU TIepexoje BEepXyLIKU 1mobera OT AUATPOITHOIO K OPTOTPOITHOMY POCTY, MOBBIIIACTCS
YPOBEHb TOPMOHAJIbHOM aKTUBHOCTH, colepxKaHue oaurocaxapuaons (Maslova et al., 2007;
2013).

Pesynbrarhl MccienoBaHUs JaTepaJIbHBIX TTOA3EMHBIX MEPUCTEM MHOTOJETHUX 3JIaKOB
p. Leymus CBUAETENbCTBYIOT O TTOIMMOP(MU3ME 3KCIPECCUPYEMbIX TEHOB, BOBJIEYEHHBIX B
IpPaBUTPONMUUECKUIT OTBET MOM3EMHbBIX MOYEK, MPOSIBISIONIMX OTPULIATEbHBIM IPaBUTPO-
Mu3M (KOPOTKOKOPHEBUIIIHBIC TPaBbl) U TMArPaBUTPOIM3M (IJTMHHOKOPHEBUIIIHBIE TPABHI)
(Kaur et al., 2008). B rerepoTpodHBIX TKaHSIX BEPXYIIIKU KOpHEeBUIllAa TpocTHUKA (Phragmites
australis) BBISIBIICHO IIPUCYTCTBUE TeHOB 0elKoB poTtocucteMsl 1 u 11, xnopodunia a, amo-
nporenHa Al u dororponuHa-2 (Ruifeng et al., 2012). Mexanuamsl ¢hopmupoBaHUsT POTO-
CUHTETMYECKOTO armapaTa B Mpollecce Ne3TUOMSLIMN JOBOJIBHO MOJHO U3YUYEHBI Y IIPOPOCT-
koB pacteHuii (Reinbothe et al., 2010; Solymosi, Schoefs, 2010; Garmash et al., 2013). Cge-
neHust o oromMopdoreHese Moa3eMHbIX MoberoB enuHUYHbI (Markarov, Golovko, 1995a;
19956; Maslova, Golovko, 2017), a paboT Mo U3Y4YEHUIO CTPYKTYPbl U (HDU3UOJIOTUIECKOTO
COCTOSTHUSI BEPXYIIIKM KOPHEBUIIA MPU Tiepexone oT hoTodoOHOTo K (hoTODUILHOMY 3TaITy
DPa3BUTHS MPAKTUIECKU HET.

Llenabio naHHOI PabOTHI ObLIO U3YYUTh U3MEHEHUs YJIbTPACTPYKTYPhI IUIACTUA U TUT-
MEHTHOTO0 KOMIIIeKca B rpoluecce ¢poToMopdoreHes3a BepXylKku NoA3eMHOro nobera JInH-
HOKOPHEBUILHOTO BUna Achillea millefolium.

MATEPUAJIBI U METOAbI

Achillea millefolium L. (ThICSI4eTMCTHUK OOBIKHOBEHHBI) — MHOTOJICTHU JIETHE3EJICHbII
TPaBSIHUCTHIN TOHKO-JIMHHOKOPHEBUIITHBINM CUMITOINATLHO HapacTaIOMI MOJMKAPTIVK C
yIJIMHEHHBIM NpsiMmocTossunM nmoderom (Bezdelev, Bezdeleva, 2006). Pactenus A. millefolium
GOopMUPYIOT KOPHEBUILIA — MTOA3€MHbIE TOOETH C TUATPOITHOMN (TOPU30HTAIbHOM) OpUEeHTa-
uueit pocra. KoHyc HapacTaHusi KOpPHEBUIL MePUOANYECCKU (POPMUPYET MOYKU, KOTOPbIE
MEPEXOASAT B HaJA3eMHBIN mober — mober 3akperieHus: (Serebryakov, Serebryakova, 1965).
Taxkoii TN moGera Ha3bIBAIOT TAKXKE CAPMEHTOM — TOA3EMHBIM IT0OEroM, CITOCOOHBIM TIepe-
XOIWTh U3 TUATPOITHOTO B OPTOTPOITHBIN (aCCUMUINPYIONINIA) TTOGET, MUHYSI IIEPUOJ TTOKOS
(Markarov, Golovko, 1995). AnukayibHas 4acTb capMeHTa B TPOIIECCE OMPENEJIeHHOTO Te-
puoaa MoA3eMHOIO TOPU30OHTAJILHOTO pocTa auddepeHIMpyeTcs u hopMupyeT (poToDuiib-
HbIil THCTOJIOTUYECKUI KOMILJIEKC, MPOUCXOIUT 0Opa3oBaHUE 3eJICHBIX JUCTheB. B dasy
BeTeHUs pactenue A. millefolium o6pasyeT 10 30 MOA3eMHBIX ITOOGETOB, U3 KOTOPBIX 25% co-
craBiIsiIoT capMeHThI (Maslova et al., 2013).
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Puc. 1. ®oromopdoreHes noaszeMHoro nodera Achillea millefolium. 1 — Bepxyuika nobera (KopHeBuila) Ha (GoTo-
Gbo6HOM 3Tarne, 2 — 3eJeHeIas Bepxylika capMeHTa, 3 — dopMupoBaHUE JIMCThEB capMeHTa, 4 — chopMUPOBaH-
HbIe TUCThsI capMeHTa. JInHeiika: 10 cMm.

Fig. 1. Photomorphogenesis of the Achillea millefolium underground shoot. 1 — the etiolated rhizome apex, 2 — the

greening rhizome apex, 3 — formation of sarment leaves, 4 — developed leaves of sarment. Bar: 10 cm.

PacTteHust BeIpaliiBaiM U3 KOPHEBUIIl B BETETAIIMOHHOM OMBITE TIPU TIIOIIAAN TUTAHUST
0.4 x 0.7 M%. Bepxyiku moa3eMHbIX 1106eros (0.3—1 ¢M) 0TOMpaIN B EPHOL FeHEPATUBHOTO
pa3BuTUs pacTeHuii (aBrycrt). Bepxyiiku mo0eroB UcCIeT0oBaIM Ha Pa3HBIX 3Tallax OpraHo-
reHes3a anuKaibHOI MMouku. Ha dhoTtodobHOM 3Tare u3yvyanau 3TUOJIMPOBAHHBIE BEPXYIIKHA
KOpHEBUII, Ha (OTODUIBHOM — 3eJIEHEIOIKe BEPXYIIKU CApMEHTOB U (DOPMUPYIOIINECS
JINCTBST capMeHTOB (puc. 1). OnbIThl mpoBoaviu B 2016—2018 rr.

Jns 31eKTPOHHO-MUKPOCKOIMMYECKUX UCCIeNOBaHU (DparMeHThl BepXylieK 5—7 Tmoa-
3eMHBIX I00ErOB Ha Pa3HBIX CTaAusIX MopdoreHe3a dukcupoBau B TeueHue 4.5 9 B 2.5%-
HOM IJIyTapalibIeruae, IpUroToBlIeHHOM Ha docdaTtHoM Oydepe ¢ pH 7.4. TTocrhukcanmio
poBOIWIN B 1%-HOM BOTHOM PacTBOpPE OCMMEBOI KMCIOTHI B TeueHue 8 4. [Tocie nerunpa-
TalluM B CEpUU PACTBOPOB CHMPTA M alleTOHA oOpaslibl 3aKJI0Yajvd B CMOJIy DToH-812.
VYabTparoHKHE cpe3bl ObLIM IOJIydeHbI C IMOMOIIbIO yabTpaMukporoMa PowerTome PC
(Boeckeler Instruments, CIIIA). ITpocMoTp U (POTOCHEMKY ITONEPEYHBIX CPE30B MEPBOrO
MEXIOY3JIMSI U JIMCTOBBIX OPTaHOB (KPOIOIIE YeITYyIKM 1 JINCTa) TTOA3eMHBIX TTOOETOB TPO-
BOAMJIM HAa TPAHCMUCCUOHHOM 3JIeKTpoHHOM MuKpockorne Tesla BS 500 (UexocnoBakusi).
M3MepeHust KJIeTOYHBIX opraHesul mpoBoausiv B 10—30-KpaTHOI MOBTOPHOCTH.
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ConepxaHue XJ0po(pUIIoB U KAPOTUHOUIOB B UCCAEAYEMBIX 00pa3lax onpeaeisii Ha
crnektpodoromerpe UV—1700 (Shimadzu, SIroHus1) B alileTOHOBOI BBITSIKKE TTPU MAKCUMY-
Max MmomIolieHus — 662 u 644 uM 111 Xx10poduiLia a U b COOTBETCTBEHHO, 478 HM — 15T Ka-
potuHOUAOB. JIJIsI aHaiM3a cocTaBa KapOTMHOWAOB 3a(UKCHUPOBAHHBIC B JKUIKOM a30Te
po6sl xpanuiau npu —80°C. PazneneHue nHauBUAyaabHbIX Kap MpoBoanan ¢ ITOMOIIBIO
B®D2XKX ¢ obpamenHoii dazoii (“Knauer”, 'epmaHusi) B COOTBETCTBUM C MOAU(MDUIIMPOBAH-
HbIM MeTtoaoM (Gilmore, Yamamoto, 1991) nocie skcTparupoBaHUs 3JI06HTOM A (aleTo-
HUTPWI: METaHOJI: Bojga = 75:12:4). JIj1s1 TIOCTPOEHUSI TPaaypOBOYHBIX KPUBBIX UCITOJb30-
BaJIM CTaHAAPThI YMCTHIX BelecTB (murMeHToB) (“Sigma” u “Fluka”, CIIIA). OnpeneyieHue
IMUTMEHTOB MTPOBOAVIIN B 3—5 GUOJOTUYECKUX M 2 aHATUTUYECKUX TTOBTOPHOCTSIX.

B Tabiuiax mpencTtaBiieHbI CpelHUE apudMeTUYeCKHe BEIWYMHBI U UX CTaHIAapTHBIC
omnoku. CTaTUCTUYECKYIO 3HAUMMOCTD Pa3InInii MeXIy HE3aBUCUMBIMU BEIOOPKAMM Olie-
HUBAJIM C TIOMOIIIbIO t-Kputepusi CThlofAeHTa WK Tecta JlyHkaHa. P-BenunHy paccunThiBa-
JIY TIpY 3aJJaHHOM YpoBHe 3HaunumocTu o 0.05.

PE3VYJIBTATHI

ViabTpacTpyKTypa IJIACTH/L BEPXYIIEeK NMOJA3eMHbIX M00OEroB — KOPHEBHUI U CapMeHToB. Vc-
clieI0OBaHUE YABTPACTPYKTYPHI IJIACTUJL B KJIETKAX BEPXYIIEK MOA3EMHBIX MTOOETOB MOKa3ajio
pa3Imuus MeXIy KOPHEBUIIAMHU U CapMEHTaMU, MEXIY MEXIOY3IUSIMUA MOOETOB U JIMCTO-
BBEIMU opraHaMu. I1okazaHo, 9To IepBbIe OT BEPXYIIKHA MEXKIOY3/I1SI KOPHEBHIIA U CApPMEH-
Ta UMEJIU OIMHAKOBYIO CXeMY CTPOSHUS U COAEPKAIM CTPYKTYPHBIE 3JIEMEHTHBI, XapaKTep-
HbIE 17151 C(POPMUPOBAHHOTO MEXIOY3JIMsI IIO3€MHOIO Iobera: anuaepMy, KOpoByIO MapeH-
XUMY, CXU30T€HHbIE CEKPETOPHBIE KaHaJIbl B HEll, KoJulaTepaibHbIC TTPOBOASIIINE MYyYKU T10
nepudepun LEHTPATbLHOIO LUJIMHAPA, CEPALIEBUHY, 3aMOJHEHHYIO MAapeHXUMHBIMU KJIET-
kamu (Plyusnina et al., 2013). B kireTkax mapeHXUMBI OCHOBHOM 00beM 3aHMMaJIa LIEHTPaJlb-
Has BaKyoJb, IMTOIIa3Ma MMeJla IIPUCTEHOYHOE MOJI0XKeHHNe, coaepKaia SIapo U HeOOJIb-
I10€ KOJIMYECTBO OpTraHeUl, IapaMeTphl KOTOPBIX 3HAUYUTEIbHO BapbupoBaiu (Tadma. 1). Ot-
MEUEeHbI XOPOIIO Pa3BUTble MUTOXOHIPUHU, YMCJIO KOTOPHIX OBUIO BBHIIIE B CapMEHTax IO
CPaBHEHUIO C KOPHEBUIIIAMU.

B mapeHXUMHBIX KJIETKaX MEXIOY3JUil 3TUOJMPOBAHHON BEPXYILIKM KOPHEBUIII MJIACTH-
IIbl BCTpEYaIUCh CAMHUYHO M OBUIA MPEACTaBIICHBI JISHKOIJIaCTaMA ¥ aMUJIOIUIaCTaMU He-
npaBwIbHOM opMbl (Tab. 1; Tabauiia I, 7). Cucrema BHYTpeHHUX MeMOpaH JICMKOIUIACTOB
COCTOsIJIa U3 TIepU(PEepruIecKOro peTUKyIymMma u/mim 1—3 omTMHOYHBIX TUJIAKOUIOB CTPOMEIL.
Ha nmonepeyHbix cpe3ax KpOIOILIMX YelllyeK B MapeHXMMHBIX KJIeTKaX YUCJI0 MJIaCTUI C TUIO-
HIABIO CEYEHMS OKOJIO 2 MKM? BapbupoBaio oT 1 10 9. B eiikomiactax BCTpeyantuch mpo-
JIaMeJUISIpHBbIE Tejla, B LIMCTEpHAxX BHYTPEHHUX MeMOpaH IToKa3aHO HAKOIUIEHHWE OCMMO-
dunpHoOro BemiectBa (Ttadbiuua I, 2). Kpaxman mpucyTcTBOBaJl y TpeTH IUtacThia. B Hux
OIHOBPEMEHHO MOTJIM HaKaIUIMBAaTbCsl BKIIIOUEHUS OEJIKOBOI MPUPOIBI M/WJIH TLIACTOTJIO-
Ooysbl. CxoxXue TUIACTUABI ONUCAHBI IJIsl 3anacalollnX KJIETOK MOJIOOBIX KOpHE caxapHoit
cBeKJIbI Beta vulgaris L. (Atlas..., 1980).

Kak u ciaemoBano oXumaTh, IIpU Iepexoe BEPXYIIeK MOA3EMHBIX IT00eroB oT ¢GoTod06-
HOro K (poTouIbHOMY 3Tany pa3BUTUSI B YJAbTPACTPYKTYype ILIACTUI IIPOUCXOIST CyIle-
CTBEHHbIC UBMEHEHUSI. MeXI0y3/usl 3eJIeHEIONIe BEpXYIIKU XapaKTepu30BaJICh HAJTMYM -
€M JIEHKOIUIACTOB M aMWJIOTIJIACTOB C OOJIbIIIEH TUIOIIAAbIO CEYEHUsI, YeM Y STUOJMPOBAH-
HOI Bepxyliku KopHeBulll (Tabj. 1, tadbnuua I, 3). CucremMa BHyTpeHHUX MeMOpaH ObLia
MpeAcTaBiieHa OOMHOYHBIMU TJIAKOWIAMU, U3PEIKa BCTPEUAIMCH IJIOXO pa3BUTHIC TPaHBL.
B 3agaTkax IHMCTBEB BepXyIlleK 3€JCHEIOIINX CApMEHTOB IUIACTUIBI ObLIM MpPEACTaBICHBI
xyuoporutactamu (Tadi. 2). Ilpu nanpHeiimeMm GopMUPOBAaHUHU JIMCTA YMCIIO M pa3Mep Iuia-
CTM]I B KJIeTKaxX Me30(ujia MpakKTUYeCKU He U3MEHSIIUCH. B XJI0peHXMe MOJIOIBIX IMCTHEB
MOKa3aHO yBEJINUYCHUE CYMMApHOTO KOJIMYECTBA TUJIAKOUAOB Ha CPe3 XJI0poIliacTa BABOE 3a
CYeT pocTa yuciia rpaH. KpaxmaiabHble 3epHa BCTPEYaanCh PEIKO U COCTaBIsIU 5—7% ot
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Taomuua 1. CpaBHUTEIbHASI XapaKTEPUCTHKA MUTOXOHAPUI U TUTACTULL TAPEHXUMHBIX KJIETOK MEXI0-
y3JI1ii BepXylleK MoA3eMHbIX TT00EeToB

Table 1. Comparative characteristics of mitochondria and plastids of parenchymal cells of internodes of
underground shoot apexes

[TapameTpsl KopHeBuie CapMeHT
Characteristics Rhizome Sarment
Yucno MUTOXOHIAPUI Ha Cpe3 KIETKU 5421 8.6+3.1
Number of mitochondria per cell section 1-10 4-21
[nowaas MUTOXOHIPUIA, MKM> 0.41+0.10 0.44 £ 0.03
Mitochondria section area, tm> 0.21-0.81 0.39-0.49
Yuciio tiacTh Ha cpe3 KIETKU 0.7%+0.7 1.1£0.8
Number of plastids per cell section 0—4 0—3
IMnomane neitkornacra, MKM?2 0.80+0.31 1.34 £ 0.11
Leucoplast section area, um2 0.46—1.35 1.18—1.50
T101Ia/b AMUIOTLIACTA, MKM? 1.83+0.59 516 +1.37
Amyloplast section area, jtm> 0.59-2.73 3.06—9.36

TTpumedanue. B uncnurese nmpeacTaBieHsl cpeiHue apudMeTnyeckre 3HaueHHs M CTaHAapTHbIE oInoKu (n = 10—
30); B 3HaMeHaTeie — MUHUMaJIbHbIE U MAaKCUMaJIbHbIC 3HAYCHUSI.

Note. The average values * standard error of mean are given above the line (# = 10—30), minimum and maximum val-
ues are given under the line.

o6beMa TutacTuabl. CTpoMa XJIOPOIJIACTOB XapaKTepru30Balach HU3KOM 2JIEKTPOHHOM TIJIOT-
HoOCThIO (Tabnuia I, 4).

B GoJtee 3pesiblx JTUCThSIX CapMEHTa OTMEUYEHO YBEeJIMUEHUE YKCIia XJIOPOIIacToB B 3 pasa
10 CPAaBHEHMIO C MOJIOIBIMU JUCThsIMHU (Tabj. 2; tabmuua I, 5). CymmapHoe yuciao ¢goro-
CUHTETUYECKNX MeMOpaH Ha cpe3 XJIOpoIuIacTa YBeJIMUMBAJIOCh B 2 pa3a 3a cYeT BO3pacTa-
HUS 9MClia TWIAKouIoB B rpaHe. Oxono 70% XJI0poIIacToB comepXaiy Kpaxmall, MmapLy-
aJbHBI 00bEM KOTOPOro cocTamisul B cpeaHeM 20%. Ilnomans ceyeHus XJaoporuiacTta ¢
KpaxMaJjioM B KjieTKax Me30¢huiia 3pesbiX JUCTheB YBeIUUUBaiach 6ojiee 4eM B IBa pasza Mo
CpaBHEHUIO ¢ MOJIOABIMU. OTMEUEHO yBEJIWUYECHUE 3JIEKTPOHHOI IUIOTHOCTH CTPOMBI Tijia-
CTHUI B 3PEJTBIX JIUCThSIX.

CﬂeﬂyeT OTMETUTD, YTO B KJICTKAX paCTyLLLCI;’I XJIOPCHXUMBI IMMOCTCINICHHO YBCJINYMBAJIOCh
YUCJI0O MATOXOHIPUIA: OT 7 B 3€JIEHEIOIIMX BEPXYLIKaX 10 11 opraHesur Ha cpe3 KJIeTKu chop-
MupoBaHHOro jucta. C pa3BUTHEM TUIACTUAOMA W XOHIPHMOMA MOBBIIIAIACH DJIEKTPOHHAS
IUTOTHOCTD ¥ OOBEM LIMTOIIIA3MBI.

ConepxaHue (pOTOCHHTETHYECKUX MUTMEHTOB B BEPXYIIKAX MOJA3EMHBIX MOOEroB — KOpHe-
BMII ¥ capMeHTOB. B BepXxyiikax KopHeBUIll (DOTOCUMHTETUUECKME TTUTMEHTBI TTPUCYTCTBOBA-
JI1 B He3HAYMTEJIbHOM KojndecTBe (Tabi. 3). B murmeHTHOM (boHIE mpeobiiaman XJIOpo-
¢bun, ero koHUEHTpalus coctapisiia MeHee 0.1 Mr/T cyxoit Macchl. CieayeT OTMETUTh, YTO
Ha (oToPoOHOM 3Tarne pa3BUTHUsI KOpHEBUII XJI @ ¥ XJI 6 IPHUCYTCTBOBAJIM IIPUMEPHO B paB-
HOM KOJIUuecTBe. AOCOJIOTHOE U OTHOCHUTEJIbHOE COJepKaHWe KapOTUHOUIOB ObUIO J0-
BOJIbBHO HU3KUM.

ITo cpaBHEHUIO C STUOJIMPOBAHHBIMM KOPHEBUIIIAMU, 3€JICHEIOIINE BepXYIIKU CapMeH-
TOB COAEPKaIr Ha ITOPSIIOK 00JIbIle (POTOCHMHTETUUECKUX ITMTMeHTOB. [1pu aToM hona X1 a
YBEJIMUUBAJICSI B OOJIBIIECH CTEIIEHU, UeM XJ1 6, 0 YeM CBUIECTEILCTBYET COOTHOILIEHUE XJIOPO-
umnoB. UHTEHCMBHOE HaKOIUIEHWE (DOTOCHMHTETUYECKUX MMUTMEHTOB MPOIOJIKAIOCh U B
dopmupymIMXcst IUCThsIX capMeHTOB. [Ipu 3TOM 1o cooTHoeHuto X a/Xn 6 u Xin/Kap
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Tabnuua I

| S

Taommna I. Thractyasl B BepXylikax rmoaszeMHoro nobera Achillea millefolium. 1 — neiiKoriacT B KOpOBOi TapeHXn-
Me MEXI0Y3JIUsl KOPHEeBHINA; 2 — JIGUKOIUIACThl B MaPEeHXUMHBIX KJIETKaX KPOIIIeH Yellyilku KOpHeBuIla; 3 —
aMMJIOTIIACTHI B TIADEHXMMHOI KJIETKE MEXIOY3JIMsl capMeHTa; 4 — XJIOpPOIIacThl B Me30(UIIe MOJIOIOTO JIUCTA
capMeHTa; 5 — XJIOPOIUIaCThl B Me30(HIIJIe 3pEJIOro JIMCTa capMeHTa. A — aMuJoriact, V — Bakyosib, CW — KjieTou-
Hast obosiouka, S — kpaxmai, L — seiikoriact, IS — mexkinetHuk, Ch — xjgoporutact, N — siapo, * — mpoJiaMesuisip-
Hoe Tejo. MacirabHbie tuHeiiku, MKM: 1 — 0.5, 2—1,3—1,4—2,5—-2.

Plate 1. Plastids in the apexes of underground shoot tissues of Achillea millefolium. 1 — leucoplast in the cortical cells of
rhizome internode; 2 — leucoplasts in parenchymal cells of the renal scales of the rhizome; 3 — amyloplasts in the cortical
cell of sarment internode; 4 — chloroplasts in the mesophyll of young leaf of sarment; 5 — chloroplasts in the mesophyll of
mature leaf of sarment. A — amyloplast, V — vacuole, CW — cell wall, S — starch, L — leucoplast, IS — intercellular space,
Ch — chloroplast, N — nucleus, * — prolamellar body. Scale bars, um: 7 —0.5,2—1,3—1,4—2,5—2.

MOJIOZIbIE JIUCThSI CAPMEHTOB MAaJIO OTJIWYAJIMCH OT 3eJIeHEIONIell BEPXYIIKM ¢ 3a4aTKaMu
JucTheB. B GoJjiee 3pelibiX JIMCThSIX OPTOTPOITHOTrO Tobera (capmMeHTa) Ha (QOHE yBearuue-
HUSI comepKaHKus GPOTOCMHTETUYECKHMX IMTUTMEHTOB MX COOTHOIIIEHUE MPAKTUISCKU HE U3~
MEHSIIOCH.
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Tadomuua 2. CTpyKTypHbIe apaMeTpbl XJIOPOIJIACTOB B BEPXYILIKAaX MOA3EMHbIX IOOErOB — CAPMEHTOB

pactenuit Achillea millefolium

Table 2. Parameters of chloroplasts in the underground shoot (sarment) apexes of Achillea millefolium

plants
3eneHeronias Bep-|Mononoii iuct| ChopMrupoBaHHBI
TMapameTpbl XylIKa cCapMeHTa | capMeHTa JINCT capMeHTa
Characteristics Greening apex Young leaf Developed leaf
of sarment of sarment of sarment
Yuciio XJIOPOTUIacTOB Ha Cpe3 KIIETKU 30412 36415 13.3 + 3.1%*

Number of chloroplasts per cell section

o mnacTu ¢ Kpaxmaiom, % _ _
Share of plastids with starch, % 66.4 £ 13.1

IMapumanbHbIil 00beM KpaxMaJIbHOTO 3epHa, % _

Partial volume of starch grain, % 7715 20.1£8.8
l'[noma%b cedyeHUsI XJoporuiacta 6e3 Kpaxma-

J1a, MKM 45+ 15 44+ 1.1 45+1.0
Chloroplast section area without starch, umz

IMnowmanp ceyeHus XJIO0poruIacTa ¢ Kpaxma-

JIOM, MKM - 5.3£0.9 13.1 £3.3
Chloroplast section area with starch, um2

‘lucrio IpaH Ha Cpes Xopomacra 16.7 £ 3.1 27.8 £9.7* 30.8 + 4.2%*
Number of grains per chloroplast section

\Incno Tunakonnos s rpare 2.9+0.8 39+ 1.5 6.4 +2.9%*

Number of thylakoids per grain

TIpumedaHue. “—” — MIpoYepK O3HAYAET ENMHUYHOE MPUCYTCTBUE TIACTUL C KpaxMayioM. [IpeacraBieHbl cpeqHue
apudmMeTnyeckre 3HaYeHUSI U cTaHAapTHbIe olnoky (1 = 10—30). Paznuuus Mexay 3ejIeHeloleit BEpXyIIKOoi 1 -
CThSIMU CapMEHTa CTATUCTUYECKM 3HAYMMBI Iipu * — P < 0.05; ** — P < 0.001.

Note. The dash (“—") marks the presence of single plastids with starch. The averages and their standard errors are
shown (n = 10—30). Differences between the greening apex of sarment and sarment leaves are significant at P < 0.05 (*)

and P < 0.001 (**).

Taomuua 3. CoaepxaHue xJ0pohUUIOB, KAPOTUHOUIOB U MX COOTHOLIEHMI B BEPXYILIKaX MOA3EMHBIX
moberoB pacteHuit Achillea millefolium Ha pa3HbIX 3Tammax MmopdoreHesa
Table 3. Content of chlorophyll, carotenoids and their ratio in the underground shoot apexes at different

morphogenesis stages of Achillea millefolium plants

xnopopuina + b, Xn0poduAna jeymma Kapori- XJIOpODWILI
Drarsl pa3BUTUS MT/T CyXoii Maccpl| XTOPOdULI b }ciou(i?(l)f;;ahg{:{) f STOPOMILL
Development stages chlorophyll a+b, |chlorophyll a yX : KapoTUHOUN
DW > phy carotenoids, chlorophyll
me/e chlorophyll b mg/g DW —
carotenoid
?ggng”;ﬁg;%”eB“ma 0.080 £ 0.002% | 0.7+0.1° 0.020+0.002%| 4.3+0.62
3esieHeoIIasT BEPXYIIIKA capMeHTa b c b b
Greening top of sarment 1.06 £ 0.01 22+0.1 0.18 £ 0.01 6.1+0.4
Monoasie mcths capuenta 3361+0.28° | 2.6+027% | 0.57+0.03° | 5.9+0.2°
Young leaves of sarment U T R R
CcdopMupoBaHHBIE JTUCThSI CADMEHTA d a d b
Developed leaves of sarment 5.28 £0.58 2.6%0.1 0.90 £ 0.11 59+0.1

IMpumeuanwve. i aHaimn3a 06pasiibl 3apUKCUPOBAHBI XKUIAKUM a30TOM; TIPEICTaBIeHbI cpeaHee apudMeTHIeCKoe
3HaYeHUE U CTaHJIApTHas oImMoKa (7 = 5); JaTUHCKUMU OyKBaMmu (a, b, ¢, d) 0603HaueHa TOCTOBEPHOCTD Pa3TNINiA
MEXIy 3TallaMy OpraHoreHes3a, oIMHaKoOBble OYKBbI 0003HaYal0T OTCYTCTBYE JOCTOBEPHBIX pa3auuuii (tect JyHka-
Ha, npu ypoBHe P < 0.05).

Note. The rhizome and sarment samples for the analysis were frozen in liquid N,; the averages and their standard errors
are shown (n = 5); significant differences between organogenesis stages are indicated by Latin letters (a, b, ¢, d), lack
of significant differences is indicated by identical letters (ANOVA Duncan’s test, P < 0.05).
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Puc. 2. OTHOCUTENIBHOE COollepKaHMe KapOTMHOMIOB B TKaHsIX MOJ3EMHOTr0 nobera Ha pa3HbIX 3Tanax ero Mopdo-
reHesa y pacreHuii Achillea millefolium. p-xap — B-KapoTuH, 3ea — 3eaKCaAHTHH, JIIOT — JIIOTEUH, aHT — aHTEPAKCaH-
TUH, BUO — BUOJIAKCAHTUH, HEO — HEOKCAHTHH.

Fig. 2. Relative content of carotenoids in the underground shoot tissues at different morphogenesis stages of Achillea
millefolium plants: B-kap — B-carotene, 3ea — zeaxanthine, ot — lutein, aut — antheraxanthine, B1o — violaxan-

thine, Heo — neoxanthine.

B TKaHSX 3THOIMPOBAHHOM BEPXYIIKHU KOPHEBUII (POHI KapOTUHOUAOB OB MPENCTaB-
JieH kcaHtoduuiamu (puc. 2). f-KapoTuH, e€Clii U MPUCYTCTBOBAJ, TO B CJSJOBBIX KOJTUYE-
ctBax. Cpenn KCaHTOGMWIIOB OOJIBIITYIO YaCTh COCTaBIIsLI iIoTenH (1o 70%), mpucyTCTBOBa-
JI KOMITOHEHTBI BUOJJAKCAHTUHOBOTO 1IMKJIa — BUOJIAKCAHTWH M aHTepOKcaHTUH. Ha mosro
Buo npuxonuiock okoiio 30%, AHT — 2% doHaa XeATbIX TUTMEHTOB. B 3eeHeronIeil Bep-
XYIIIKe CApMEHTOB cOcTaB (poHIAa KapOTUHOMAOB OB Oorade. Cpeayn KapOTUHOMIOB OOHA-
pyxeHbl 3-kapotut (43%), motent (32%), Buonakcantut (17%), HeokcaHTHH (6%) U B He-
0O0JIBLIIOM KoJindecTBe 3eakcaHTUH. CopMHpoOBaHHbIE JUCThSI HE OTJINYAJIMCh OT 3eJIeHEI0-
IIUX BEPXYIIEK MO COCTaBy KAapOTWMHOMIOB, HO WX COOTHOIIEHUE MEHSUIOCh. B JUCThsIX
3aMETHO YBEJIMYMBAJIACh JTOJIsI TUTMEHTOB BUOJIAKCAHTUHOBOTO 1IMKJIA.

OBCYXIEHUE

dopMupoBaHUe TTOA3EMHBIX MEPHUCTEM — OTHO U3 BaXKHBIX TPUOOPETEHUIT MHOTOJIETHUX
TPaBSHUCTBIX PACTEHUI B Tpollecce MX aganTUBHOU 3Bomouuu. [lon3emMHoe BeTBIeHUE
KOpHEBHUILIAa U 00pa30BaHNUe HAI3EMHbBIX aCCUMUWIMPYIOLIUX MTOOETOB SIBJISIETCS Pe3yJIbTaTOM
HEeNpepbIBHBIX MOP(OreHeTHYEeCKUX Mpeodpa3oBaHUil, CBSI3aHHBIX C TeTepPOTrPaBUTPOITHO-
CThIO TTIOJ3EMHBIX BereTaTuBHbIX ouek (Maslova, Golovko, 2017).

Pe3ysibTaThl HallleTo ucciienoBaHust Ha Monenu Achillea millefolium BbIIBUIN, YTO CTAHOB-
JiIeHUe (POTOCUHTETMYECKOro arrnapara MpoMCXOIUT B Ipolecce poTtoMopdoreHesa arnu-
KaJbHOM IIOYKM MOA3EMHOTO Imobera, mpu Iepexone oT ¢oTodobHOro K GoTodrmibHOMY
aTary pa3Butus. UzyueHue hOTOCMHTETUUECKUX TIMTMEHTOB B BEPXYIIKAX MOA3EMHBIX TTO-
0eroB A. millefolium BBISIBUIO CyIIIECTBEHHbBIE PA3IMYUS B COIEPKAHUU XJIOPOMUIIIIOB U Ka-
POTHMHOMOOB B Ipolecce poToMopdoreHesa anMkaaibHOi MoYku. B TKaHsIX BepXxyllleK Kop-
HEBMIL OOHApYXXEHBI XJIOPOGWLIBI U KADOTUHOUABI B HU3KMX KOHIEHTpauusx (tabi. 3).
YibTpacTpyKTypHBIE UCCIEOOBaHUS MMOKa3aiu, YTO ciabopa3BuTasi MeMOpaHHasi cucTeMa
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IJIACTU B BEPXYIIKaX 3TUOJMPOBAHHBIX KOPHEBUIIL CYIIIECTBEHHO Mpeobpa3yeTcs Tpu me-
pexone ot otodobdbHOro K horoduiibHOMY 3Tary MopdoreHesa. B 3auarkax JucTheB 3elie-
HEIOIIeH BepXyIIKY HAOIIONAIOTCSI XJIOPOIUIACTHI C Pa3BUTOM IrpaHAIBHOI cCcTeMOii (Tabi. 2),
CYILIECTBEHHO Bo3pacTaeT (oHI (POTOCMHTETUUECKMX ITMTMEHTOB (Tabia. 3). IlpucyrcrBue
3€JICHBIX 1 XKEJITBIX TTMTMEHTOB B HEOOJIBIIIOM KOJUYECTBE ObUIO OTMEYEHO U B 3TUOJIUPO-
BaHHBIX BEpXyIlIKaX KOPHEBUIL, PACTYIINX AUATPOITHO HA TyouHe 3—7 CM MO MOBEPXHO-
CTbIO MTOYBbI. CBET HU3KOM MHTEHCUBHOCTU MOXET MPOHMUKATh Ha TJIyOMHY 1—5 CM B 3aBU-
cuMocTu ot Tuna noussl (Tester, Morris, 1987; Mo et al., 2015). Hamm onpeneneHust moka-
3aJIM, YTO B 30HE PACIOJIOXEHHMSI OCHOBHOM MAacChl KOPHEBUII OCBEIIEHHOCTb MOXET

mocturath 1—2 Br/M%. C Opyroii CTOPOHBI, BO3MOXEH CUHTE3 XJIOPODIIIIOB 1 B OTCYTCTBUH
cBeTta. Tak, TEeMHOBOU OMOCUHTE3 XJIOPOMUIIIIOB OTIMCAH JJIsl 9YKapuoT (3eJeHbIe BOJOPOC-
JIU, HEKOTOPbIE BUAbI MXOB U MANIOPOTHUKOB, XBOWHBIE) U TOKPHITOCEMEHHbBIX PACTEeHUI
(Hordeum vulgare, Tradescantia albiflora, Pisum sativum) (Adamson et al., 1997). Cunre3 xj10-
podussia NporuCcCXoauT OJ1arogapsi CBETOHE3aBUCUMOIT TPOTOXJIOPOPUIIMIOKCUIOPEAYKTA3E
(tITOP), uto omnpenensiercss HanuuueM Tpex xiaoporiactHbix reHoB (ChlB, ChlL u ChIN)
(Reinbothe et al., 2010; Armstrong, 1998).

B aTMOMMpPOBaHHBIX BepXYIIKaX KOPHEBUIIL HAMU OOHAPYXKEHbI TOJBKO KCAHTOMUILIBI, B
OCHOBHOM JIIOTeMH 1 BuoyiakcaHTUH (puc. 2). [1lo manusiM padotel (Garmash et al., 2013),
coliepXaHue JIOTeMHA B 3TUOJIMPOBAHHBIX MPOPOCTKAX MIIEHUIIbI cocTaBisio 6onee 50%
¢onna kapornHounoB. CYUTAIOT, YTO MPU 3€JICHEHUU OH yYacTBYeT B 3allUTE CJ1abopa3Bu-
TOit MEMOpPaHHOM CHUCTEeMBI XJIOPOIUIaCTOB OT (poTookucaeHus (Baroli, Niyogi, 2000). 13-
BECTHa TakKKe pOJib JIIOTEMHa Kak cTpykTypHoro nmurMmenta (Ladygin, Shirshikova, 2006).
KapoTtuHouabl, B TOM 4uCJIie JIOTEWH, YYacCTBYIOT B COOpPKe TpyOYaThIX BJIEMEHTOB MpoJia-
MEJUISIDHBIX T€JT B 3TUOIIJIACTAaX, UTO CITIOCOOCTBYET 3€JIEHEHUIO MPU BBIXOJE TMPOPOCTKOB Ha
cset (Cuttriss et al., 2007). C kapoTuHOMIAMHU CBsi3aH cuUHTe3 putoropmoHoB (Nambara,
Marion-Poll, 2005). B wvactHocTi, ABK cumHTe3upyeTcss n3 BUOJIaKCAaHTUHA B IIPUCYTCTBUU
3eaKCaHTUHAIIOKcHAa3bl. PaHee HaMu ObLIO OOHapyXeHo IoBbIeHne ypoBHI ABK B Mo-
Jonblx KopHeBullax Achillea millefolium B nepuon UX TOA3EMHOIO IMATPOITHOIO pOCTa
(Maslova et al., 2013). ABK MHruOupyeT MHTEHCUBHOCTh TPAHCKPUILIMY TJIACTUIHBIX I'e-
HOB, TTonasiisieT HakorteHue MPHK simepHbBIX TeHOB (hepMeHTOB OMOCHMHTE3a XJIopodmuia
(alad, hemAl, hemA3, DCUP) (Kravtsov et al., 2011; Kuznetsov, 2018). BoamoxHo, 4TO Ha-
koruieHue BuosiokcaHTMHA 1 ABK B rerepoTpodHbIX TKaHSIX KOPHEBUILL CITOCOOCTBYET MO~
NIEP>KaHUIO AUAarpaBUTPOITHON OPUEHTALIMU POCTA BEPXYIIKMA KOPHEBUIIL.

dopMUpoBaHUe XJIOPOTUIACTOB C PA3BUTOM TpaHAJIBHON CHCTEMOI M HaKOTUIeHHe (hOTO-
CUHTETUYECKNX IMMIMEHTOB OXHUIAEMO Yy 3eJICHEIONIe BEepXYIIKA capMeHTOB (Tabj. 3,
puc. 2). Tot dakTt, yTto hoHa X1 a yBeJIMYUBAJICS B OOJIbIIEH CTeNeHn, YeM XJI O, OTpakaeT
cTaHoBJIeHUE (DOTOCUCTEM M YBEJIMUCHUE YMCIIa PeaKIMOHHBIX LIeHTpoB. Hakorutenue ¢o-
TOCUHTETUYECKUX IMUTMEHTOB IMPOIOJIKAIOCh B (hOPMUPYIOIIMXCS JIMCThSIX CapMEHTOB. B
HYIX 3HAYUTEIbHO BO3PACTAJIO CO/IepKaHUe 3eaKCaHTUHA (puc. 2), KJIII0OYEBOTO MUTMEHTA BU-
OJIAKCAaHTUHOBOTO 1IMKJIa, YYaCTBYIOIIETO B TETUIOBOM TUCCUTIAIIUM CBETOBOW SHEPTUM U 3a-
muTe (OTOCMHTETUIECKOTO anmnapara ot ¢oronectpykuuu (Baroli, Niyogi, 2000; Ladygin,
Shirshikova, 2006; Tardy, Havaux, 1997). ®yHKIMOHAJILHO 3peJIble IUCThS CAPMEHTOB HaKaIl-
JINBAJIA 3HAYUTEJIbHOE KOJIMYECTBO (POTOCMHTETUYECKUX MTUTMEHTOB, YTO KOPPEIUPYET C yBe-
JIMYEHUEM YKCJIa XJIOPOTUIACTOB MU MHTEHCUBHBIM Pa3BUTUEM MEMOPAHHOI CUCTEMBI B HUX.

Takum o6pa3omM, HaMU BIIEPBbIE MOJIyYeHbI KOJUUYECTBEHHBIE TaHHBIE 00 YJIbTPACTPYK-
TYPHBIX U3BMEHEHUSIX TIJIACTUJI, COEPKAHUU U COOTHOIIEHUU (DOTOCUHTETUYECKUX MUTMEH-
TOB B npolecce horomopdoreHesa BepXylKH MOA3EMHOTO TTo0era — capMeHTa IMpu Nepexo-
e OT AVArpaBUTPONHON K OPTOTPOTNHON OpMEHTalMu pocTa. BrisBieHO TipeobianaHue
KcaHTOGWLIOB B OH/IE KAPOTUHOUAOB, YTO COTIACYeTCs C MPEACTABICHUSIMU 00 UX 3alUT-
Hot ponu. [TonydeHHbIe TaHHBIE YIYOISIOT IMIPEACTAaBICHMSI O CTAHOBJIEHUU (DOTOCUHTETH -
YecKOTO arnrapara Impu nepexo/ie Moa3eMHbIX MOOEroB JIMHHOKOPHEBUIIIHBIX TPABSTHUCTBIX
MHOTOJIETHUKOB OT (poTO(POOHOTO K (hoTODUILHOMY 3Tary pa3BUTHS.
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ULTRASTRUCTURE OF PLASTIDS AND PIGMENT COMPLEX
IN UNDERGROUND SHOOTS OF ACHILLEA MILLEFOLIUM (ASTERACEAE)
DURING THEIR MORPHOGENESIS

S. P. Maslova®*, O. V. Dymova?, and S. N. Plyusnina®

4 Institute of Biology, Komi Science Centre Ural Branch RAS
Kommunisticheskaya St., 28, Syktyvkar, Komi Republic, 167000, Russia
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We studied the developmental changes in ultrastructure of plastids and the content of photo-
synthetic pigments in the apex of the Achillea millefolium underground shoot during its pho-
tomorphogenesis. At the photophobic stage, the system of leucoplast internal membranes in
the etiolated rhizome apex contained a peripheral reticulum, single stromal thylakoids and
prolamellar bodies. The HPLC analysis revealed the presence of chlorophyll and carot-
enoids in trace amounts. The etiolated rhizome apex contained carotenoids, the major part
of which were xanthophylls, especially lutein (70%). With transition from the photophobic
to photophilic stage, we found chloroplasts with a developing system of grains in the green-
ing rhizome apex. The concentration of photosynthetic pigments in the greening rhizome
apex was 1.0—1.2 mg/g DW (dry weight) which was ten times higher than that in the etiolated
rhizome apex. During the greening process, the content of chlorophyll a increased stronger



1738 MACIJIOBA u ap.

than that of chlorophyll b reflecting formation of photosystems and the increasing number of
the reactionary centers. The HPLC analysis revealed the presence of -carotene, lutein, vio-
laxanthine and zeaxanthine in the pool of carotenoids during the rhizome top greening. The
rhizome leaves contained a significant amount of chlorophyll and carotenoids (5.3 mg/g of
DW) that correlated with the increasing number of chloroplasts with a well-developed mem-
brane system.

Keywords: thizome, sarment, Achillea millefolium, photomorphogenesis, ultrastructure, chlo-
rophylls, carotenoids
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