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Beryn

Humulus lupulus 1. — GaratopiuHa IBOJIOMHA POCJIU-
Ha, HaJ3eMHa Maca sIKOl OHOBJTIOEThCSI KOKHOTO BeTe-
TauiiHoro nepiony (CnacreHHUKOB, 1971; TaxTamksiH,
1980). Bunx mo6pe Bimomuii y CBiTi 3aBASIKM peYOBHHAM
BTOPUHHOTO MeTa00JIi3MY, 1110 aKyMYJTIOIOThCSI B €K30-
TeHHUX CEKPETOPHUX CTPYKTYpax — IeJIbTaTHUX Oara-
TOKJITUHHUX TPUXOMaX 3aJ03UCTOrO TUITY, SIKi B pe-
MPOAYKTUBHUI Mepioa OHTOreHe3y (POpMYIOTh Ha MO-
BEPXHSIX JIMCTKIB, CYLBITb i CYIUTiAb (IIUIIIOK) «JTYITyJTi-
HoBi 3epHa» (JIsmeHko u ap., 2004; Nagel J. et al., 2008).
CeKpeTOopHi KIIITHHY 3aJI03UCTUX TPUXOM CUHTE3YIOTh
TeprieHu, (JIaBOHOJI-TJIIKO3UIM, TipKi 1 apoMaTU4Hi
cmonu (Matousek et al., 2002; Langenheim, 2003; JIs-
1meHko u ap., 2004; Wang et al., 2008). HakonnueHHs
BTOPUHHMX META0OJIITIB Y MiAKYTUKYJISIPHY TTOPOXHU-
HY TPUXOM BiOyBa€ThCS 3a JOMOMOTOI0 KOMILIEKCY
BE3UKYJ, sIKi (POPMYIOThCS Y IMMPOTOILIACTI CEKPETOP-
Hux KJIiThH (Schilmiller et al., 2008). Apyrum i cknaa-
HIilllMM 3a opraHi3alii€lo Ta QyHKIiOHaJIbHUM IMPU3HA-
YEHHSIM eJIEMEHTOM ceKpeTopHoi cuctemu H. lupulus €
PO3BUHYTa Mepexka BHYTPIllTHIX CEKPETOPHUX KaHAaiB,
MOJIOYHMKIB Ta ifi00aCcTiB, 1110 MiCTSITh CKJIaIHi reTe-
POTeHHI KOMILIEKCH MPOAYKTIB ceKpelii i eKcKpelii
(Sharon, Lis, 1990; Langenheim, 2003; Esau, 2006). Bayt-
PillIHS CeKpeTopHAa CUCTeEMa POCIMH MOMi(pyHKIiOHAa-
JbHA 3a ipu3HaueHHsIM (Pommaa B.B., Pommuua B,
1989; Esau, 2006). BoHa BUKOHY€E eKCKpEeTOpHY (PyHK-
1110, 1110 MA€ BaxKJIMBe 3HAYEHHS IJISI IIJIACTUYHOTO 00-
MiHy (3anpomeToB, 1993), 6epe ydacTb y peryJsilii poc-
Ty # po3ButKy (ITonesoii, 1989), anamnraiiii pocIMHHO-
ro opraHiaMmy 1o ctpecoBux YynHHUKIB (Wenke et al.,
2010), y 3axucTi Bix maroreHHux rpu6is (Flodin, An-
dersson, 1977), MmikpoopraHi3miB Ta diTodaris (Xap-
oopH, 1985). [Ipote came BoHa y H. lupulus 3anuia-
€TBCSI HEOOCTAaTHBO BUBYECHOIO. 3 OIJISIAY Ha I METOIO
HaIoi podoTu 0yJ10 TOCTiIKEeHHS OYI10BU, 0COOIMBOC-
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Tel PO3BUTKY i (DYHKIIIOHYBaHHS BHYTPIllIHbO1 CEKPEe-
TOPHOI CUCTEMU BETETaTUBHUX Ta TeHEPATUBHUX Opra-
HiB H. lupulus.

O0’eKTH Ta METOIH TOCTiKEHH

HocnimkeHHs 3niliCHIOBaIM Ha pociauHax H. lupulus, 3i-
OpaHMX y JlicornapkoBUX HacamkeHHs1x M. KueBa. Ma-
Tepiall Binoupaiu Ha MoYaTKy OCHOBHUX (DEHOJIOTTYHUX
a3 pocty i po3BuTKy pocivH mipotsirom 2009—2011 pp.
Po3BuTOK Ta aHaTOMiuHY OYIOBY BHYTPIillIHbOI CEKpe-
TOPHOI CUCTEMU BUBYAIM HA TUMYACOBUX i IMMOCTIHHUX
Mikpornpenaparax (3aBTOBLIKYA 8— 10 MKM) ITOIepeuHnX
Ta MOB3IOBXHIX 3pi3iB BEreTaTUBHUX i TEHEPATUBHMX Op-
raHiB pocyiviH. [ToBTOpHICTh y LIUTOJOTIYHMX Ta TiCTOXi-
MiUYHUX AOCIIIIKEHHSIX AecaTuKpaTHa. PocivHHI TKaHU-
HU (ikcyBanu 3a YemOepiaeHoM (60 % eTuioBuii CriupT,
dopmMaJtiH i KprKkaHa orToBa kuciaota — 90:5:5; TpuBa-
Jicth dikcauii — 24 ron), dapdysanu cadbpaHiHOM —
BoAHUM cuHIiM (Pypct, 1979), 3a1i3HUM reMaTOKCUJIi-
HOM 3a lelineHraiiHoM i anietodykcunom (Ilaymiesa,
1988). AkicHe BU3BHAYEHHSI B TKAHWHAX BTOPUHHUX Me-
Ta0OJIiTiB BUKOHYBAJIN 332 CTAHAAPTHUMM IIPOITMCAMU
(®ypcr, 1979). JlroMiHeCLIEHTHUI aHAJTi3 CEKPETOPHUX
KaHaJIiB cTe0es1 MpOBOAWIIM Ha MOIEePeYHMX 3pi3ax ma-
TOHiB 0€3 nmonepeaHboi (pikcallii Ta papOyBaHHS PI1r0O-
POXpOMaMMU; IS IFOMiHEeCLIEHTHUX JOCTiIKEeHb KJITITUH-
HUX 000JIOHOK JIUCTKiB BUKOPUCTOBYBAJIM KOpU(POC-
¢iH (KoHLIEHTpallis po34nHY (moopoxpomy — 1 : 1000;
eKCITO3UIIisT (hapOyBaHHS Ta TIPOMHUBAHHS TIperapariB
y OeioHi30BaHilt Boai — 5 xB). PocinHHI TKaHWHU 10O~
CHiXyBaIU Ha JTIOMiHeCIeHTHOMY Mikpockorti Carl Ze-
iss AxioScope A-1. @OTOIOKYMEHTAILIiIO i1 OITpallOBaH-
HSI OTPMMaHNX JaHUX BUKOHYBAJIM 3a CITeIiali30BaHOIO
MPOrpamoIo Ijis1 aHali3y Hu¢poBUX 300paxkeHb — Ima-
ge-Pro Premier 9.0 (Evaluation version).

Pe3yabraTy gocaimKkeHHs Ta iX 00roBopeHHs

BaxxnuBoro o3Hakow H. lupulus € Han3BMYaitHO BUCO-
KWl MOTeHiasl BiTHOBJIEHHS HaA3eMHOI (hiToMacH, sika
XapakKTepHa sl OaraTOpiyHMX JiiaH MOMipHOI 30HU.
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Puc. 1. EneMeHTH ceKpeTOPHOI CUCTEMU BeTeTaTUBHUX i TeHepaTUBHUX opraHiB Humulus lupulus: a — OB3MOBXHIl po3pi3 JTUCTKIB
etionboBaHoro naroHa: HE — nuxwiit i BE — BepxHiit eninepmicu npunucTka (j1iBopyy) i acumisiiiiHoro juctka (npasopyy), ['T —
rojioByactuii TpuxoM, I1P — mapenxima, KO — kiituHu o6kinanuiku, HM — HewieHUCTHI MOJIOYHUK; 6 — (OpMYBaHHS TPYOOUKU
MOJIOYHMKA IIUISIXOM PETYJISIPHOI iHKOPIOPAIlil KIIITUH y TIPUKBITHUKY IUIIKY, 1/ — rmoyaTkoBa cTajist yTBOpeHHS imiobiacta; 6 —
iniodaacT y BTOpMHHI KOpi KOPEHEeBHUIA; ¢ — i1i00JacTy B 30BHILIHbOMY iHTETYMEHTI HACIHHEBOTO 3aUaTKa

Fig. 1. Elements of the secretory system in vegetative and generative organs of Humulus lupulus: a — longitudinal leaves cut of a white
sprout: HE — lower and BE — upper epidermis of the scale leaf (left) and assimilative leaf (right), I'T — capitate trichome, TP —
parenchyma, KO — envelope cells, HM — unicellular lacticifer; 6 — formation of the lacticifer tube through the regular cells
incorporation in a strobile bract, I/] — initial stage of the idioblast formation; ¢ — idioblast in a rootstock cork; ¢ — idioblasts in external

tunicle of the phyllosperm

PanHni cranii Bereranii H. lupulus Bin3Ha4aloThCs IIBUI-
KM POCTOM €TiOJIbOBaHUX MaroHiB. PocinHa Mae 3a-
WHSTU ONITUMaJIbHE IMPOCTOPOBE MOJI0XKEHHS 10 MOSIBU
TepIINX JIUCTKIB Ha AepeBax a0 yarapHUKax, siKi cIry-
TYIOTb JUI51 TiaHU OTIOpol0. ATIeKC Ta Na3yIlHi OpyHbKU
MOJIOAVX ITaTOHIB XMEJII0 TTOKPUTI YMCICHHUMH JIy-
coukaMmu. Mu 3’sicyBanu, 110 y OpMyBaHHI MOKPUB-
HUX 11 aCUMUISILIIMHUX JTUCTKIB 3aisIHi pi3Hi IIapy KJTi-
TUH amikaJabHUX MepucteM. [TpuMopaii npuaIncTKiB
YTBOPIOIOTHCS 3 YYACTIO JIMIIIE KJIITUH ABOIIAPOBOI TY-
Hiku. CeKpeTOpHi CTPYKTYpU y IIWJIOTOAIOHUX Bep-
XiBKaX IMOKPUBHUX JTMUCTKIB € MOXiAHUMMU 3 KJIiTUH IpY-
TOro 1Iapy TYHiKU. XJIOPEHXiMa MPUIUCTKIB YTBOPIO-
€TbCS 3 KJIITUH 0a3ajibHOI YaCTUHM METaMEepHOIo 3a-
yarka, sIKi aKTUBHO AISIThbCS, ajie He IU(PEPEHIIII0I0Th
Ha MmajticagHy i rydouyacty mapeHxiMmu. AHaTOMi4HO TIpU-
JUCTKY (hOPMYIOThCS 3a eKBihartiaTbHUM TUTIOM (TOO-
TO BEPXHSI i HUXKHS MOBEPXHi HE MalOTh YiTKUX BiAMiH-
HoCTelt). Y XJIOpeHXiMi MPUITUCTKIB yTBOPIOETHCS e~
KiJibKa (2—3) Hepo3rajy>KeHUX HEeUJEHUCTUX MOJIOY-
HUKIiB, XapaKTepHUX JIJIsI IpeACTaBHUKIB ponyHu Can-
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nabaceae (Langenheim, 2003). BoHu 3amoBHIOIOTHCS
TYCTUM OYpILITMHOBO-XXOBTHUM CEKpPEeTOM, OioXiMiuHYy
OCHOBY SIKOTO CTAaHOBJISITb HEPO3YMHHI Y BOIIi, €TAaHOJIi
Ta Keuoti hiobaderun. Y BakyoJsiX KJIiTHH eMiiepMi-
Cy Ta OCHOBHOI MapeHXiMM HaKOMUYYEThCS 3HayHa
KIUJIBKICTh MIrMEHTIB — aHTOLMAHIAWHIB, SIKi 31e0iab-
1LIOTO MpeACTaBJeHi neaaproHiauHom (JIsieHko u ap.,
2004). MOJIOYHUKH SIBJISIIOTh CO00I0 OMHOKIIITUHHI
CHJIBHO BUIOBXEHI TPyOOUKH, 110 YTBOPIOIOTHCS KOM-
OiHALIi€EI0 CUMIUIACTHOTO ¥ iHTPY3MBHOTO POCTY, BJIac-
TUBOTO TaKOMY TUITY aHaTOMiUHMX CTPYKTYp (puc. 1,
a—~06). KJIiTMHM MOJIOYHMKIB 3a3BUYaii MalOTh HE3e-
PEeB’SHII UETI003H1 CTIHKYU, MPUTUCHYTY 10 KJIiTUH-
HOi CTiHKM LIMTOIIa3My i OAgHe, iHOOI — JeKiJibKa
(dyHKIIOHATBHUX SAEP, SKi 3rOA0M pyiHYIOThCS. Ba-
KyOJIi MOCTYITOBO 3aIIOBHIOIOTLCS TepIIeHaAMU, MoTide-
HOJIbHUMHU CcTOJdyKaMu. Baximmporw i cnenudivyHoo
03HaKo1o 0ynoBU MOJIOYHUKIB H. lupulus € Te, 1110 xo4a
BOHM I HaJlexaThb 10 KaTeropii HEYJIEHUCTUX, IXHil
PiCT Yy JOBXMWHY Ta 3JaTHICTh TJIMOOKO MPOHUKATU Y
MOJIOi TKAHUHHU TOBOJIi OOMEXEHI.
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Puc. 2. AnatomiuHa OymoBa anekca (@), MOJIOUHMKA MOJIOIOrO JUCTKa (6), eTioJbOBAaHOIO MaroHa (g) i mpouec (popMyBaHHS
CXM30TEeHHO-JII3UTEHHOT0 KaHamy (e, d, e) y creonax H. lupulus: T1b — masyurHa 6pyHbka; 1] — imio6mact; JIK — Jtisuc KiIiTHH y 1o-
poxHuHi kKaHany; BIII — map kiniTuH, IKKii yTBOPIOE ceKpeTopHUil emiteniii; BE — eniTeniii, 110 BUucTuiIae ceKpeTopHuil KaHaw;
K® — konpeHcoBani ¢eHonu; MIT — mixkkinitnHHa nopoxuuHa;, KIT — xinitunu napenximu; I — nposigHuii mydyok; JIM —
smctkoBuii ipumoppmiid; CIT — ceprieBuHHa napeHxima; PIT — pedpo marona; KJI — kpurounii uctok; JIT — acuMinsiiitHuit TmcTok

Fig. 2. Anatomical structure of the apex (a), young leaflacticifer (6), white sprout (¢) and the process of the schizogenous and lysigenicous
canals formation (e, 0, e) in H. lupulus stalks: [1b — axillary bud; IJI — idioblast; JIK — cells lysis in the canal cavity; BIII — layer of
cells forming secretory epithelium; BE — epithelium lining the secretory canal; Kd — condensated phenols; MIT — intercellular
cavity; KIT — parenchyma cells; ITIT — conducting bundle; JIM — leaf primordium; CIT — pith of the parenchyma; PIT — rib of the

shoot; KJI — covering leaf; JIT — assimilative leaf

VY TKaHMHAX POCIMHU IIe OOMEKEHHS KOMIICHCY-
€THCS TUM, IO TOCTaTHBHO JOBTi MOJIOYHUKHU YTBOPIO-
IOThCSI 3aBISIKU TIOCTiliHil iHKOpropallii 10 HUX HOBUX
KJIiTUH. TepMiHaIbHI KJTITUHHI EPETUHKA MiX HUMU
30epiraloThbCs MPOTITOM YChOTO BEreTalifHOTO Mnepio-
Iy, XO4 iHOAi BOHU PYHHYIOTbCS. Y TaKMX BUIAIKaX
¢dopMy€eThCS 1iTicHA TICEBAOMOHOLIMTHA Oaratosiaep-
Ha TpyOKa (CMHLUTIiT). K10 He crocTepiraT Ipoiiec
il yTBOpEHHS BiJl MOYATKY, TaKy KJIITUHY MOXHa JIETKO
MPUHATY 38 3BUYANHUI HEWIEHUCTUIN MOJIOYHUK.

Takum 4MHOM, JJ1 BHYTPILIHBOI CEKPETOPHOI CUC-
temu H. lupulus xapakrepHa HasSBHICTh IT€PEXiTHUX
¢GOpM MOJIOUHUKIB Bill HEWIEHUCTUX OJHOKIITUHHUX
i3 CUMITJIACTHUM ¥ iHTPY3UBHUM POCTOM OO OaraTo-
KJTITUHHUX CUHLMTIIB, SIKi MalOThb O3HAKU YJEHUCTUX
MOJIOYHMKIB, BIaCTUBUX POIMHI Asteraceae, Liliaceae,
Papaveraceae (Langenheim, 2003; Esau, 2006). Crig
TaKOX 3a3HAYUTH, 1110 iIHTEHCUBHUM PiCT CEKPETOPHUX
TPYOOK BiIOYBAETHCS B OTOYEHHI (Pi3i0J0TIYHO aKTUB-
HUX KJIiTWH, $Ki MalTh TYCTYy LIMTOILIa3My, IIBUIKO
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pOCTYTb i, IMOBIPHO, iCTOTHO BIUIMBAIOTh Ha (DYHKILi-
OHAJIBHU CTaH MOJIOYHUKIB Ta CEKPETOPHY CUCTEMY
pociyHM 3aragoM. OTXe, MOKPUBHI JUCTKU €TiOIbO-
BaHUX ITarOHIiB MalOTh MPOCTY, ajle TOCTATHIO IS BU-
KOHaHHS TroJIoBHUX (yHKIIii OymoBy. BoHu 3a6e3re-
YYIOTh ONTHUMAJIbHI MiKpPOYMOBHU [JISI PO3BUTKY alli-
KaJIbHOI MEPUCTEMU, 3aXUIIAI0Th TPUMOPIil IUCTKIB i
MOJIOAMX METaMepiB BEPXiBKU BiJl HETAaTUBHOIO BILJIK-
BY a0i0TMYHUX YMHHUKIB.

Ha BimMiHy Bing mpwiImcTKiB, y nudepeHItialii TKa-
HUH JIMCTKiB Ha TTOYaTKOBUX CTafisIX IXHbOT'O PO3BUT-
Ky OepyTh yJacTh OABa IIapy TYHIKM i KIITUHU (hraH-
roBOi 30HM aMiKaJabHOI MEpUCTEMU. TaKUM YMHOM, B
ACUMINISILIIAHNX JIMCTKAX yXKe Bill MOMEHTY IXHBOI 3a-
KJIAIKW CTBOPIOIOTECS TIEPEIyMOBHU TSI (POPpMYBaHHS
CKJIagHiIIOo1 OymoBY TKaHWH. BHYTpillIHS ceKkpeTopHa
cuCcTeMa JIMCTKIB OpraHi3oBaHa MOJIOYHMKAMH Ta
CXM30T€HHO-JTi3MTeHHUMU KaHaJlaMU, a TAKOX CITopa-
JIMYHO YTBOPEHUMMU i1iobs1acTamMu, 60 CEKPETOPHUMU
KiiTuHaMu (puc. 2, a—e). OpraHi3alisi MiCTKUX ce-
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Puc. 3. ABrodyopeciieHList KIIITHH eMiTes1il0 CeKpeTOpHOro KaHany H. lupulus (Ha momepedyHoOMY 3pi3i) 38 BUKOPMCTAHHS ONTUYHUX
dinbrpis: a — 420—470 uM; 6 — 520—550 HM; ¢ — 640—690 HM; 2 — KOMOiHOBaHe 300paxkeHHsT (DIyopeCLeHIii CEKPETOPHOTO Ka-
Hay (a—b — niHiltHUI Tpodiib aHATi3y IHTEHCUBHOCTI (hITyOpeCIieHI ii, y.0.)

Fig. 3. Autofluorescence of the secretory canal epithelium cells in H. lupulus (on the transversal section) with usage of optical filters:
a — 420—470 nm; 6 — 520—550 nm; 6 — 640—690 nm; e — combined picture of the secretory canal fluorescence (a—b — line profile

of the fluorescence intensity analysis, c.u.)

KPETOPHUX KaHaJliB y JIMCTKAaX i cTe6IaX MOYMHAEThCS
3 BUOKPEMJIEHHSI B MapeHXiMi KOpPW Tpynu ApiOHUX
(10—12 mMxM) i3omiaMeTpMYHMX KJTUH (puc. 2, o).
MIiXKTITUHHUI TIPOCTIp LEHTPAIbHOI TPyNy KIIITUH
LIBUAKO 30i/IbIIYETHCS, BHACINOK YOO Mi>X HUMM I10-
PYIIYETHCS CUMILIACTHHI 3B’ 130K. KITiTHHM LIEHTpah-
HO1 30HU 3MEHIIYIOThCS B PO3Mipi i MOCTYIIOBO PyiHY-
IOTECSI B IOLICHTPOBOMY HampsIMKY (puc. 2, d). Ilepmmmm
y TIpOTOILIACcTax JAeTpajye siIepHMI arnapar, BiiTak —
KJIITUHHI KOMITAPTMEHTHU 1 000JIOHKA.

BonHouac kJtiTuHY nepudepiitHol TPy BUAOBXKY-
JOThCSI, aHTUKJTIHAIBHO ATATHCS Ta (DOPMYIOTH IIIiJTb-
HO 3iMKHEHEe OKpyTJje ad0o OBajibHE KiJiblle TOHKO-
1IAPOBOT0 OTHOPSIIHOIO CEKPETOPHOTIO EITiTeNilo mia-
MeTpoM 35—60 MkmM. KITiTUHU emiTelito MaloTh TyCTy
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3ePHUCTY IIUTOILIA3MY (pHUC. 2, ¢) i HepiBHOMipHO I10-
TOBILLEHI 000710HKHU. TOBCTIllI CTIHKU (hOPMYIOTHCS 3
MPOTUIEKHOTO (IUCTATBHOTO) CTOCOBHO CEKPETOPHO-
ro KaHaiy 6oky. KiiTuHHiI 000J10HKH, siKi 6e3nocepe-
HbO BUMOIIYIOTh MOPOXHUHY KaHaIy, 3aJIMIIAIOThCS
TOHKUMH IIETIOJI03HUMH, i 1€ TIOJIETIITYE aKTUBHY ITH-
¢yaito MpoayKTiB eKcKpellii. Mu BCTaHOBUJIN, 1110 CUH-
Te3 MPOAYKTiB MeTabo0J1i3My Ta MOYATOK iXHbOI €BaKya-
i1 3 KJIITUH eIiTesil0 Y MOPOXHUHY KaHally CUHXPO-
HIi30BaHi 3 JIi3MCOM KJITUH LEHTpaJIbHOI rpynu. AK-
TUBHA IMDY3is BTOPUHHUX META0O0iTiB MOYNHAETHCS
TOMi, KOJIM TTIOPOXKHWHA CEKPETOPHOTO KaHATy BXKe TTOB-
HicTio chopmoBaHa. OCKiIbKY 1Ii BHYTPIllIHi ceKpe-
TOPHi CTPYKTYpH YTBOPIOIOTHCS B MPOLIEC] JII3UCY KJTi-
TUH 3 OJHOYACHUM (POPMYBaHHSIM CXM30T€HHUX TO-
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Puc. 4. ®nyopeclieHList KITITUH CXU30T€HHO-JII3UTEHHOTO CEKPEeTOpHOTo KaHay H. lupulus Ha TOYaTKOBUX CTajIisIX MOT0 (DYHKITIOHYBaHHST

Fig. 4. Fluorescence of cells of schizogenous and lysigenicous canals of H. lupulus on the initial stages of its functioning

POXHIH, TO 3a ITOXOIKEHHSM BOHH HaJIeXaTh 10 CXU-
3oreHHo-Ji3ureHHoro tuny (Esau, 2006).

TcToxiMiuHMit aHasi3 maroHiB Ta KopeHeBull H. [u-
pulus BUSIBUB TIPOCTOPOBY I'eTEPOT€HHICTh PO3MOILTY
0i0XiMiYHMX CITOJIYK Y TOPU30OHTAJIBHOMY ITPOodiJIi Tpy-
00K cekpeTopHUX KaHaliB. CeKpeTOpHi KOMIOHEHTU
BiApi3HSJIMCS 32 KOHCUCTEHLIEI0, pO3MipOM KOHKpe-
11iiA, XapakTepoM AubepeHiaTbHOro 3a0apBiIeHHS Tic-
TOXIMiYHMMM peareHTamu. DIyopecleHTHUI aHai3
CEeKpEeTOPHUX KaHaJiB MoKa3as, 110 Ha MOYaTKOBUX
cTamisx iXHboro opMyBaHHS KIIITUHU EITITENiI0 Bi-
3HavYaJIuCd aKTUBHOIO aBToMJyopecleHIli€o (puc. 3,
a—ae). Y uuTOonaa3Mi KJITUH YiTKO BUSIBJISIEThCS IlIa-
pyBaTO-ciT4acTa CTPYKTYpa, sIKa SICKpaBo (Iyopeciii-
10€ B 3eseHiit (520 HM) i yepBoHiit (640 HM) miTsgHKaxX
cnexrpa (puc. 3, 6—e). BimoMo, 110 akTUBHUI CHTE3
TEePIEHOIiB B eMiTe/liaiIbHUX KJITUHAX OB’ SI3aHUM i3
(GYHKITIOHYBaHHSAM arpaHy/IIpHOTO PETUKYIYMY, SIKH
3a3BUYail CJJabOPO3BUHEHUN Y POCIMHHUX KJIiTUHAX.
3a nitepatypaumu ganumu (Bacwnees, 1977), Tepre-
HOIHi KJIITUHU Pi3HUX BUIIiB POCJIVH, SIKi pO3TalIoBa-
Hi B pi3HUX OpraHax i TKAaHWHAaX, y pa3i Iepexoay 10
creliani3oBaHUX CEKPETOPHUX (DYHKIii HaOyBalOTh
OIHOTHITHOI YABTPACTPYKTYPH. 11 XapaKTepHOIO 03Ha-
KOIO € 3HAYHO PO3BUHYTUI arpaHYISIPHUI PETUKYIIYM,
3a3BMYail MpeacTaBICHUI MepeXelo TPyOOUOK.

3a BUKOPHUCTAaHHSI CHHBOTO CBiTIIODinbTpa (420—
470 HM) y KJIiITUHAX eIliTeJlil0 CEKPETOPHUX KaHaJIiB Ta
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MapeHxiMu, 110 iX OTOoYye, BUSIBIEHA aBTOdIyopecC-
LICHLIis1 pedyoBUH (pUcC. 3, @), sKi 3a CIIEKTPOM eMicii
(Roshchina, 2008) MoxXHa BU3HAYUTH SIK TEPIICHU i
¢naBoHoigu. ITokazaHo, 110 iXHiM PO3MOAiN y LIMTO-
IUTa3Mi KJIiTHH Mae nudy3Huii xapakrtep. ITopoxkHrHA
CEKPETOPHOTO0 KaHaJly HE MiCTUTh PEUYOBUH, 3JATHUX
I1o dimyopeciieH1Iii. 3a BIaCTUBICTIO XpOMaTHUHY iHTEH-
CHBHO TOTJIMHATHU YJIBTPadiofieT y KIIITUHAX eMHiTeito
YiTKO BUSIBJISLIMCS OHE, iHOAi — aBa siapa (puc. 3, e).
HepiBHOMipHa iHTEHCUBHICTb (bJyopecueHllii BTO-
PUHHUX METa0OJITIB y KJIiTUHAX EITiTellil0 BKa3y€e Ha
MPOCTOPOBO-(PYHKIIOHATBHY aCUMETPit0 CXU30T€HHO-
JIIBUTEHHUX CEeKPETOPHUX KaHaJliB, Ky MOXKHa IosiC-
HUTU OCOOJIMBOCTSIMU TPAHCIIOPTY IO HUX PEUYOBHUH-
nonepeaHuKiB. HaiGinblmii ymicT pe4oBUH, 3TaTHUX
J1o (hJTyopecIeHIlii, MY BUSIBWIIM B KJTIITUHAX, pO3Talllo-
BaHUX OiJisI CUTOMOAIOHUX €JeMEHTIB Ta KJIiITMH-CY-
MYTHULIb. I[HTEHCUBHICTD iXHBOI (piryopecleHIii y cu-
Hiil, 3eJIeHill i YepBOHil AiIsSIHKaxX criekTpa Oyia B
2,5—3,0 pa3a 6inblI0I0, HiXX Y KJIITUH AiaMeTPaJbHO
MPOTUIEXHOrOo Kpato (puc. 4).

Bigmomo, 110 TeprieHoinu i (praBoHOIAM Y KITITUHAX
POCJIMH CUHTE3YIOThCS 3 MipyBaTy, IKUil (GOPMYETHCS B
npoieci riaikoiizy (3anpomeros, 1993; JlsgmeHko u
Ip., 2004). TlepBuHHUM cyOCTpaTOM IUIsT CUHTE3Y (be-
HOJIBHUX CITOJIYK € TJII0KO03a, 1110 YTBOPIOETHCS Y XJIO-
poruiactax. Y KJIiTUHaX MEPBUHHOI KOPH, e (OpMy-
I0ThCSl CEKPETOPHI KaHAIM, XJIOPOILJIACTH BiICYTHi.
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420-470 Hm

640-690 Hm

520-550 Hm

460 / 550 Hm

Puc. 5. ABrodyopecuLieH1isl 3aBaHTaXXEHOTro ceKpeTopHoro kaHany H. lupulus (mornepeyHuii 3pi3) 3a BAKOPUCTaHHSI ONTUYHUX (iIbT-
piB: @ — 420—470 um; 6 — 520—550 HM; ¢ — 640—690 HM; ¢ — KOMOGIHOBaHe 300pakeHHsI CEKPETOPHOTo KaHally (a—b — JNiHiIAHWI

npodisb aHaIi3y iIHTEeHCUBHOCTI (IyopeciieHllii, y.0.)

Fig. 5. Autofluorescence of the loaded secretory canal of H. lupulus (transversal section) with usage of optical filters: @ — 420—470 nm;
6 — 520—550 nm; ¢ — 640—690 nm; ¢ — combined picture of the secretory canal fluorescence (a—b — line profile of the fluorescence

intensity analysis, c.u.)

OTxe, B €TioJIbOBaHi MaroHU BYTJ€BOAM HAAXOASTh
CyIMHAMU KCUJIEMU, 31e0ilbIIoro 3 KopeHeBulIla, B
SIKOMY BOHU HaKOIMYYIOTHCS 3a ITOMNEpeIHi POKMH.
JlaTepanbHO IYKPU MEPEMIlIYIOTHCS MO CUMILIACTY
Bi KJIITUH CEpPLEBUHHUX IPOMEHIB A0 MapeHXiMu
¢dJoemMu, 3BiAKM BOHU HAIXOISITh A0 KJIITUH CeKpe-
TOPHOTO €IiTesito. Y 3pijiuxX maroHax 3a TpaHCHOPT
BYIVIEBOIiB BiamnoBimaloTh eneMeHTu dioemu (Esau,
2006). 3a pe3yabTaTOM riCTOXiMIYHOIO aHali3y B MO-
JIOAUX MaroHax XMeIo HalOiIbIIWI YMICT KpOXMaio
BUSIBJICHO B KJIITMHAX TMapeHXiMU, sIKi TPOCTOPOBO €
OJMXKYMMU 10 CUTOIOMIOHUX TPYOOUYOK i CEKpeTop-
Hux KaHaJiB. [IpoayKTu BTOpMHHOIO MeTaboi3My,
1[0 HATPOMAJIXXYIOTHCS B KJIITUHAX €MiTeNito, MOCTy-
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TOBO €BaKYyIOIOTHCS B IOPOXKHUHY KaHATy Yepe3 TOH-
Ki KJIITUHHI CTiHKHU (puc. 5).

[Ticyist MOBHOTO 3aBaHTaXKEHHST KaHATY IIATOTIIA3Ma
CEKPETOPHUX KJIITUH BTpaya€e XxapaKTepHY /s Hel 11a-
pyBaToO-CiTY4aCTy CTPYKTYpY. IHTeHCHBHE TTOTJIMHAHHS
yibTpadiosieTy sapamMu He BUsABIeHO. YacTkoBa abo
MOBHAa Aerpaaallis XpoOMaTUHY, a B HOAAJIbILIOMY i pyii-
HyBaHHS SIIEPHOTO arapaTy B AeSIKUX KIIITUHAX eITiTe-
JIi10, MPU3BOIATL 10 HE3BOPOTHOI CEKPETOPHOI IMC-
dyHK1Iii. [HTEHCUBHICTh (QIyopeclieH il KIIITUH y CU-
Hill OiJISTHI CIieKTpa 3MEHILIYEThCS BIBIYi i1 Ma€ Iu-
¢y3HMl xapakTep. Y BHYTPIIIHIX KIITUHHUX CTiHKaX
emniTenito My 3agikcyBalii 3HaYyHe 301JIbIIIEHHS BMIiCTY
LIEJTIONIO3U, SIKa TAKOX MAa€ 3MaTHICTh 10 (hIyopeciieH-
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Puc. 6. IHTeHCUBHICTb (DIyopecleH i KITITUH 3aBaHTaXeHOTO CeKpeTopHOTOo KaHany H. lupulus
Fig. 6. Cells fluorescence intensity of the loaded secretory canal of H. lupulus

Puc. 7. TIpocTtopoBe po3MillieHHsI Ta OpraHizallisi CEKpeTOPHUX CTPYKTYp cTebsia — a, 6 (JiHiiika — 60 i 35 MKM), MOJIOIOTO JIMCTKA — &
(niniika — 100 MkM) i KopeHeBuIIa — 2 (JTiHiiika — 60 MxMm) H. lupulus

Fig. 7. Positional application and secretory structures organization of a stem — a, 6 (line — 60 and 35 um), young leaf — ¢ (line — 100
um), and rootstock — e (line — 60 um) of H. lupulus
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1ii y (pioseroBiit miysaHIIi criekTpa (Makc. 420—430 Hwm)
(Roshchina, 2008). ITicis 3aBaHTaXXeHHS CEKpPETOp-
HOro KaHay (GJyopeclieH11isl Horo BMiCTy MpOnopLiii-
HO 3pOCTaE i cTae HAOIMKEHOIO 10 iIHTEHCUBHOCTI (hJ1yo-
pecLeHIIil erniTes1iio Ha CTalil HAMaKTUBHIIIOTO CUHTEe-
3y TepIeHiB, (JIaBOHOINIB Ta iHIIUX (HEHOJIBHUX CITO-
JIyK. Y mapeHXiMu IepBUHHOI KOPU Ta CEKPETOPHUX
KJIiITUHAX iHTEHCUBHICTh aBTO(IyOpECIICHIIil BTOPUH-
HUX MEeTaOOIITIB y 3eJIeHill i YepBOHiil YaCTUHAX CITeK-
Tpa MaiixXe LIJIKOBUTO 30ira€Thcs (puc. 6).

MixkpockomniuHuii aHaji3 aucTKiB H. lupulus mokaszas,
1[0 B MaJlicaiHOMY Ta rydoyacToMmy Me3odisax TakoX Ha-
TPOMAKYIOThCSI PEYOBUHU (DeHOIBbHOI MPUPOIH, 3MaTHi
o aBTodIyopecteHIii. OCHOBHUMM LEHTPAMM CHHTE-
3y (h1aBOHOJI-TJTIKO3UIIB € XJI0oporiacTu (3ampoMeToB,
1993). KonuenTpalist uux noxideHosiB y Me30dimi
JIMCTKOBUX TUIACTUHOK 3 YaCOM 30iJIbIIIYETHCS, i BOHU
MOBHICTIO MACKYIOTb XJI0POIIacTu. MakKCcUMyM TOTIn-
HaHH4 yabTpadionieTy (haaBOHOM-TIIiKO3UAAMU MTpUTIa-
nae Ha miana3oH 230—330 am (JIsimenko u ap., 2004),
TOMY BOHM €(DeKTHMBHO 3aXWILAI0Th JUCTKM Bill LIKiII1-
BOTrO BIUIMBY yiabTpadioiery. 3a iHTEHCUBHUM OIIPOMi-
HEHHSIM (hIaBOHOJ-TJTiIKO3UIN JIIOMIHECLIIIOIOTh Y CUHIl
Ta CMHbO-3€JICHii OiISIHKAaX CIEKTpa, MOXKJIUBO, BUKO-
Hyrour (bYHKIIiIO TpaHChOpPMAIIii i ABOCTYIIIHIACTOI TIe-
penayvi eHeprii COHSIYHOIO CBiTJIa IO XJIOPOILJIACTIB y
CIEKTPi, MPUITHITHOMY TSI XJI0poimy.

OTtXe, Ha TTOYATKY PO3BUTKY NaroHiB H. lupulus pyH-
KILIiOHaJIbHA aKTUBHICTh MOJIOUHUKIiB, CEKPETOPHUX Ka-
HaJiB i KJIITUH y MOJIOAUX JIMCTKAX Ta OCHOBHIi Ma-
peHxiMi cTebJ1a € HaBUIIIOI0. 3 YaCOM Y LIIJIKOM cop-
MOBaHUX JINCTKAX, IEIIO0 3[ePEeB’ THITNX TaroHax i Ko-
peHeBHUIIIaX CEKPETOPHA CUCTEMa YaCTKOBO a00 1IiJIKO-
BUTO TpaHC(OpMYeThCsl. IHTEHCHUBHICTD (hiTyopeciieHIIiT
3aCBiuye, 110 KiJIbKICTh (heHOJIiB Y Me30(iii TUCTKIB
Habarato OinbplIa, HiX Yy HEHTPaJbHUX Ta OIYHUX XWJT-
Kax JIpyroro i TpeTboro nopsakis. B oHToreHesi poc-
JIMHM KJIITUHU eITiTeil0 CeKPETOPHUX KaHAIiB ITOCTY-
MOBO BaKYOJTi3yI0ThC i 3011bIIYIOTHCS B po3Mipi. BoHu
BTpavyaloTh SIIpa i 3 4aCOM yxKe He3NaTHi BUILISATU CeK-
pet. Emitentiii TakoX MOCTYNOBO BTpayae creliaiizo-
BaHi O3HAKU. Y NEsIKMX BMICTUJIMILIAX MOTO KJIITUHU 32
PpO3MipaMH i CTPYKTYPOIO 30BCiM He BiIpi3HSIOTHCS Bif
OCHOBHOI napeHximu (puc. 7). Ha T 3aranbHoi gerpa-
Jallii KJIITUH CEKPETOPHOTO ETiTeNil0 y BTOPUHHIN KO-
pi 3AepeB’IHIJIUX MAaroHiB 3pOCTa€E KiIbKiCTh imiobnac-
TiB Ta HEYJIEHMCTUX MOJIOYHMKIB i3 TeTepOreHHUM
BMICTOM. Y OiJbIIOCTI iIi0JiTiB X BHYTPILLIHiN CKIaj
MIPeICTaBICHUMA TYCTUMHU CMOJISTHUCTAMU PeIOBHUHA-
M (TiepeBaxkHo (piodadeHamm). OTxe, OymoBa Ta (PyHK-

ISSN 0372-4123. Ykp. 6oman. xcypu., 2013, m. 70, Ne 3

IIii BHYTPIIITHBOI CEKPETOPHOI CUCTeMU TaroHiB H. [u-
pulus CUHXPOHiI30BaHi 3 MJIACTUYHUM OOMIHOM, SIKMIA
3aJIEXXUTh Bifl (pa3u pO3BUTKY POCIVHU.

Ha crazii ¢dopMyBaHHS TUJIOAIB Y MaroHax ILJIKOM
copMOBaHUX POCIUH CEKPETOPHI KaHATI!, MOJIOUYHU -
KM i1 ini06J1aCTU TTOCTYIIOBO MEPETBOPIOIOTHCS HA CHUC-
TeMy €KCKPETOPHUX pe3epByapiB, KyIu NEIIOHYIOTHCS
€pracTMYHi peYOBUHM Ta MOOiIYHI MPOMYKTU BTOPUH-
Horo MetaboiaMy. TakuM unHOM, y pociuH H. lupulus
GOopMy€ETHCS CKIaaHa 3a OyI0BOIO i AMHAMiUHAa 3a pO3-
BUTKOM CEKpeTOpHa cucTeMa, (pyHKIis SIKOi 3MiHIO-
€TBCSI TIPOTSITOM OTHOTO BETeTALlifHOTO TIepPiomy.

BucHoBKn

1. Jlo cxyamy BHYTPIIIHBOI CEKpeTOpHOi cuctemMu Hu-
mulus lupulus BXOISITh YOTUPU TUIU CTPYKTYpP: Heusle-
HUCTI MOJIOYHUKM, CXU30TE€HHO-JIiI3UT€HHI KaHaJu,
3aJI03UCTi TKAHUHU ¥ imiobnacTu. o oKpeMoro TUITy
CTPYKTYP MU BiIHEC/IY IICEBAIOMOHOLIMTHI Oaratosiaep-
Hi TpyOOUKY MOJIOYHMKIB (CUHIIUTI1), SIKi YTBOPIOIOTh-
CsI B €TiOJIbOBAaHMX MMaroHax, JUCTKAaX, MPUKBITHUKAX Y
pe3yabTati pyitHyBaHHS KiHIIEBUX KJIITUHHUX TIEpPeTH-
HOK i, MOXJIMBO, € MIepeXiTHMMMU (JOpMaMU MixK HeuJie-
HUCTUMU Ta WICHUCTUMU MOJIOYHUKAMU.

2. B oHTOreHe3i ceKpeTopHi KaHaau, MOJIOYHUKM Ta
iaio0acTM BEreTaTMBHUX OPraHiB IMOCTYNOBO Iepe-
TBOPIOIOTECS HA CUCTEMY pe3epByapiB, ¢ HAKOIMUY-
IOThCSI €pracTUYHI PEYOBMHM i TOKCHYHI IIPOXYKTH
BTOPUHHOTO MeTabo0J1i3My. DYHKIIIOHAIBHO CEKPETOP-
Ha CHCTeMa BEereTaTMBHUX OpraHiB HalaKTWBHIIIA Ha
CTajii BUIKOTO POCTY €TiONbOBAHMX MaroHis. Jlo Mo-
MEHTY (popMyBaHHS IIPOBITHNX TKAHMH BOHA peopra-
Hi30BY€ETHCS, a KOMIIOHEHTH ii BMIiCTy CTalOTh MEHII
pyxnuBuUMU. CXU30TeHHO-JII3UTeHHI KaHa/Iu 3[1epeB’s-
HiJIMX TIaroHiB i KOpPEHEBUIIl Micsl 3aKiHYeHHS (a3u
LIBUAKOTO POCTY MOPOKHIIOTH a00 3aKpUBaIOThCS (10~
6adeHamu Ta M’ IKMUMU CMOJIAMU.

3. B emiterii ceKpeTOpHUX KaHaJIiB Ta MIPUJIETJIMX 10
HUX KJIITUH MapeHXiM1 BUSIBIEHO PEYOBUHU, SIKi 30aT-
Hi 1o aBTOoIyopeclieHlil 3 eMicieto y cuHiit (420—
470 um), 3eneniii (520—550 uM) Ta yepBoHiit (640—
690 HM) miTgHKax crekTpa. 3’ sIcoBaHO, 110 IS CeKpe-
TOPHMX KaHaliB IaroHiB Humulus lupulus xapaxrepHa
MPOCTOPOBO-(PYHKIlIOHAbHA aCUMETPisl, KOTpa BUpa-
XA€ETbCS B HEPIBHOMIPHOMY pO3MOAiML 3JaTHUX OO
dyopecleH1ii MPOAyKTiB BTOPUHHOTO METa00Ii3My.
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M. Meavnuuyk, b.E. Axybenxo, A.D. Jluxarnos
HaunoHanbHbI YHUBEPCUTET OUOPECYPCOB
U MIPUPOJOIOIb30BaHMSI YKpauHbl, I. Kues

CTPOEHMUE, PABBUTUE U ®YHKIINN
CEKPETOPHOW CUCTEMBI HUMULUS LUPULUS L.
(CANNABACEAE)

B no6erax Humulus lupulus L. obHapyeHbl CEKPETOPHbBIE KaHa-
JIBI CXU30TEHHO-JIM3UTEHHOTO TUIIA. YCTaHOBJIEHO, YTO (DyHK-
LIMOHAJIBHO 3TW KaHaJIbl aKTUBHBI Ha CTaauu OBICTPOTO pOCTa
ro6eros. JIoka3aHo, YTO B TKaHSIX BEreTATUBHBIX U TeHEPATUB-
HBIX OPraHOB pacTeHMil (HOPMUPYIOTCSI TepeXoaHble (HOPMBI
MJIEYHUKOB OT HEWICHUCTBIX OMHOKJIETOUHBIX C CUMILIACTHBIM
Y UHTPY3UBHBIM POCTOM 10 MHOTOKJIETOYHBIX YWIEHHUCTHIX, KO-
TOpbIE 0OPA3yIOTCS B XO[Ie MHKOPIIOpAllMM HOBBIX KJIeTOK. M3y-
YeH TMPOLEeCC 3BaKyallM TepIHeHOB, (GJIABOHOUIOB U APYTHX IPO-
JIYKTOB BTOPUYHOTO METabOoIM3Ma U3 KJIETOK SMUTEUsI B TO-
JIOCTb CEKPETOPHOTO KaHaJa.

Kawuesw e caoea Cannabaceae, Humulus lupulus,
anekc, nobee, cekpemophble Kananvl, UOUOOAACMbL, MACUHUKU.

M.D. Melnychuk, B.Y. Yakubenko, A.F. Likhanov

National University of Life and Environmental Sciences of
Ukraine, Kyiv

STRUCTURE, DEVELOPMENT AND FUNCTION
OF THE SECRETORY SYSTEM
OF HUMULUS LUPULUS L. (CANNABACEAE)

In the shoots of Humulus lupulus L., secretory canals of schizoge-
nous-lysigenous type were discovered. It has been found that fun-
ctional schizogenous-lysigenous canals are active on the stage of
rapid shoot growth. It has been established that in the tissues of
vegetative and generative organs of hop plants, transitional forms
of lacticifers are developed, from unicellulars with symplast and
intrusive growth to multicellulars formed during the process of
incorporation of new cells. The evacuation processes of terpenes,
flavonoids and other products of the secondary metabolism from
epithelial cells to the cavity of secretory channel were shown.

Key words: Cannabaceae, Humulus lupulus, apex, shoot,
secretory canals, idioblasts, lacticifers.
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