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Cuctemmn poamHn Campanulaceae Juss., 3anponoHoBaHi 4o KiHust XX CT., LUMPOKO
BMKOPMCTOBYBAI 30BHILLHEOMOPAONOriYHi 03HaKu NNoay, NpoTe CyTTEBO BiAPi3HANNCH
MixX coboto 3a KinbkicTio nigpoauH i Tpub. Y cuctemi pogmHn Campanulaceae s. str.
A. Konakoscbkoro (1995) BugineHo 4otupwu nigpogunHu, 22 Tpnbu Ta 49 pogis Ha nig-
CTaBi NuLLe KapnornoriYyHMX 03HaK, WO pobUTb i “LUTY4HOI” CUCTEMOLO, HE Y3rO4XKEHOH
3 JaHUMK iHWNX Jxepen cuctematuku. Lis cuctema 3aBasayye ctBopeHHo A. Konakos-
CbKvMM feTtanbHoi knacudikauii nnogis y poguHi Campanulaceae s. str., ska Bigobpa-
)Kae HanmeHLWi BigMiHHOCTI y cnocobi hopmyBaHHSA OTBOPIB PO3KPUBAHHS KOPOBOYKM,
PO3MILLEHHS MeXaHIYHUX CTPYKTYP (aKCUKOPHIB) i popMi akcmkopHiB. A. KonakoBcbkui
Buainae 43 tunu nnogie, o6’egHaHnX y ABi rpynu: 6€3akCUKOPHOBI 1 aKCMKOPHOBI. Ha
Xanb, Us knacudikauis Buknvkana 3HavyHe nogpibHeHHsA poAiB i BUAINEHHS HOBUX TakK-
COHIiB, SIKi HAa CbOrodHi He € NPUAHATUMW. MOoneKynsapHi Ta KOMMNMEKCHI AOCNIAKEHHS
3ymoBunu o6’egHaHHs Campanulaceae s. str. 3 6rnm3bkumn pognHamm i popmMyBaHHS
Campanulaceae s. I. y cknagi n’atm nigpoguH: Campanuloideae Burnett, Cyphioideae
(A. DC.) Walp., Cyphocarpoideae Miers, Lobelioideae Burnett i Nemacladoideae
Lammers. HalipisHOMaHITHILLIO 3a kapnonoriyHMMKn o3Hakamu € nigpognHa Campanu-
loideae, B SAKii 3HANOEHO BEPXHi Ta HWXHI, i30MEpHi M ONIroMepHi, Cyxi Ta COKOBUTI,
PO3KPMBHI i HEPO3KPMBHI Nnoau. Mnoam B iHWKMX YOTUPLOX MNiGPOAMHAX — NEPEeBaXKHO
OVMEpPHI ManoHaciHHi NoKyniumaHi KopoboykM 3 anikanbHUMK CTynkamu, BepxHi abo
HaniBHWxHi. JocnigHnkn pogmHn Campanulaceae 3aCTOCOBYHOTb Pi3HOMAHITHI Kracu-
dikauii nnoais, TOMy BUKOPUCTaHHS KaprnonoriYHUX JaHWX y CydacHin cuctemaTumui ob-
MeXeHe NOOAMHOKMMM NPUKNagamMm Ha piBHI POAOBUX i BHYTPILUHbOPOO4OBMX TaKCOHIB.
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Heski Hanpsimn gocnigxeHb y poanHi Campanulaceae He po3BUHYTI, @ caMe, BUBHYEHHS
BepTUKanNbHOI 30HaNbHOCTI riHeuet, TNy nrawleHTauil, NoNoXeHHSA 3aB’a3i 1 aHaToMii
onnogHs. Lle aae nigcrtasy BBaXkatu cTaH AOCNigKeHb Y ranysi eBonoLiiHoT kapnonoril
poanHn Campanulaceae He3agoBiNbHUM. [1ns MOXITMBOCTI MOA4ANbLLIOro 3aCTOCYBaHHS
KapnomnoriYyHnx JaHux y cuctematuui HeobxigHO 34iIMCHUTU KOMMMEKCHI AOCMioKEHHS
nnoais Campanulaceae sk KiHLEBOI NaHkn MOpOoreHesy KBiTKM.

Knrovoei crioea: [3BOHMKOBI, NigpoanHa, Tpuba, akcMKOpH, kopoboyka, po3kpu-
BaHHs nnoay

BCTYN

PoguHa Campanulaceae Juss. 3a cy4acHUMU JaHUMKN HanexunTb 4o nopsaky Aste-
rales Link nigknacy Asteridae Takht. [43], sknin cTaHOBUTb HaMBULLY KPOHOBY Kragy
CnpaBxHix gBogonbHux [2]. YaBneHHs npo poavHy Campanulaceae sik npyupoaHy rpyny
pocnuH cdopmysarnocs 3 npaui A. L. de Jussieu [26], sk po3rnsgas y ii cknagi 11 po-
aiB. KomnnekcHe noegHaHHS KNacuU4HUX METOAIB CUCTEMATWKU 3 pe3ynsraTamu Mose-
KyNsApHO-reHEeTUYHUX OOCHIMKEHb Jan0 MOXIMBICTb Ha novaTky XXI cT. o6’egHatu po-
anHy Campanulaceae 3 kinbkoma ONMU3bKMMK TaKCOHAMM, SKi paHille poarnaganmu
B paHsi poauvH [34, 52, 56]. Y Takomy LUMPOKOMY PO3yMiHHI MOHOMINEeTU4YHa poavHa
Campanulaceae s. |. B paH3i nigpogunH oxonntoe Campanulaceae s. str., Lobeliaceae
Juss. ex. Bonpl., Cyphiaceae A.DC., Cyphiocarpaceae Reveal et Hoogl. Ta Nemaclada-
ceae Nutt.

Ha nouatky XXI cT. cnocTtepiraemo nigBuLLEHNI iHTEpPeC A0 KaprnomnoriYHMX CTyAin
Y Pi3HUX TaKCOHaX MOKPUTOHACIHHMX [5]. 3okpema, HelloaaBHO NMPOBEAEHO PETESbHI
JocrnigpkeHHs esoniouii nnogis y poamHax Anacardiaceae R. Brown [23], Apiaceae
Lindl. [25], Bromeliaceae Juss. [17], Lythraceae J. St.-Hil. [21], Melastomataceae
Juss. [9], Solanaceae Juss. [44], Urticaceae Juss. [31] ToL0, A€ BCTAHOBNEHO HaMNPsiMK
icTopnyHMxX 3MiH nnogis. Lli gocnimxeHHs nigTBepaXyoTb ehEeKTUBHICTb BUKOPUCTAHHS
KapnosioriyHMxX 03HaK 9K TaKCOHOMIYHO BaXKIMBUX LiarHOCTUYHUX KPpUTEPIIB.

IcTopia kapnonoriyHux gocnigxeHb y poauHi Campanulaceae TicHO nos’si3aHa 3i
cucTemMaTuko poguHu. Mavixe 3aBxaun B AiarHo3ax TakCOHOMIYHWMX rpyn Bynu npea-
cTaBneHi kapnonorivHi gaHi [7, 8, 19, 24, 30, 49, 52, 58]. Hawe 3aBgaHHs — npoaHarni-
3yBaTy CTaH BMBYEHHSI 0COBNUBOCTEN 30BHILLHBOI Ta BHYTPILLHBOIT 6yA0BM Nnogais A3BO-
HUKOBMX B iCTOPUYHOMY KOHTEKCTI, 3'ACyBaTK HaBaXNMBILLi 0COBNMBOCTI IXHbOI 6y10BM
i CTaH BigoOpaXKeHHs LMX pe3ynbTaTiB Y CyyYacHiln cuctemMaTuLi poguHu.

CUCTEMU POONHU CAMPANULACEAE XIX-XX CT.

Y poauHi Campanulaceae s. |. BuginstoTtb 84 poaun Ta 6nmabko 2400 Buais, ki Tpa-
NNSATLCA Ha BCiX KOHTUHEHTaX i Ha Kinbkox apxinenarax [34, 52]. Lle nepeBaxxHO TpaB’siHi
faraTopiyHi poCnuMHW, y BEreTatMBHUX OpraHax SKMX MICTATbCS YNEHUCTI MOJTOYHUKM
[34]. KBiTkM TeTpauukniyHi, oBoCTaTEBI, 3 0COGNMBUM CNOCOOOM BTOPMHHOI Npe3eHTaLuji
nunky [36]. Yaweuka 3i 3pocnux 4aLlonucTKie, Npupocna Ao 3aB’asi, pigwe BinbHa. Ya-
wonucTkiB (3—)5(—10), cTynyacTux, iHogi 3 BigirHyTMMM nNpuaaTkamm Mk HAMK. BiHOWOK
3pOConentocTkoBui i3 (4—)5(—10) nonatamu, pagianbHo- abo GinatepanbHO-CUMETPUY-
HWWA, Han4acTille CMHBOTO YN (PIONETOBOrO KOMbOPY. TUYMHOK 5, BOHW PO3MILLEHI npu
OCHOBI TPYy6BKM BiHOYKA, HaBMPOTMK YaLIONNUCTKIB. [NHeuen cMHkapnHun, (2—)5(—10)-rHisa-
HUW i3 LIEeHTPanbHO-KYTOBOK MMaueHTauieto, pigle OAHOTHI3OHUIA i3 napieTanbHo,
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Ga3anbHOK Y1 anikanbHOK NraueHTaLieto. 3aB’a3b HWKHSA, pigle BepxHs abo Hanis-
HIKHS1, 4acCTo 3 KinbLeBUM HekTapHuKom [34]. MNnogn 3—5-rHi3gHi, pigwe 2- abo 6-9-rHisa-
Hi, GaraToHaciHHi, pisHOMaHITHOI 6ya0BKW, 3a3BMYai Cyxi, KOpob4acTi, pigle arogononio-
Hi [30, 34, 56]. HasaBHiCTb y poAuHi NPEeACTaBHUKIB SIK 3i COKOBUTUMMU, TaK i 3i CyXummn
nnogamu, Ta BeNMKe PisBHOMaHITTa kopob4yacTux Nnogie cTanuy niacraBoto Ans CTBOPEH-
Hs1 NepLUMX CUCTEM POAVHW, SKi 6adyBanmcsa Ha KaprnonoriYyHUX JaHWX.

Y moHorpadii A. de Candolle “Monographie des Campanulées” [7], sika cTana nig-
IPYHTAM 4718 noganbLlumX AOCHiAXeHb, NOAAHO XapakTePUCTUKY ABOX CMOCOBiB po3kpu-
BaHHS Kopob4yacTux nnogie y poanHi Campanulaceae s. str., a came: “po3KpmBaHHS Mo-
A4y NokKyniunaHe, 3a 4ONOMOror 3BUYaiHUX KnanaHie” i “po3kprBaHHs nrnoay 300Ky, pos-
PYBOM TPYOKM Yalleyky B MiXKMYyYKOBUX AinsiHKax, abo y BEPXHi YacTuHi nnogy, po3pu-
BOM gaxy 3aB’si3i” [7]. A. de Candolle BnepLue 3ayBaxuB, WO y BUAiB pogy Campanula L.,
SKi MaKoTb MOHKMKITI KOPOOOUKK, NMITOAW BiAKPUBAKTLCS OTBOPaMM, LLIO pO3TalloBaHi Npu
OCHOBI MoA4y, a y BUAIB i3 NPSIMOCTOSAYMMM KOPOBOoYKamMu OTBOPU PO3TaLLOBaHi Y BEPXHili
YacTuHI nnogy, TOMy HaCiHMHM MOXYTb BUCUNATUCA TifbKW M Yac CTPyLLyBaHHSA nnogy.

Llto ocobnueicTb nNnogie i Hagani po3rnsagatTb K aganTtadito o danictoxopii [36,
37, 45, 48]. Ha ocHOBI uux gaHux Oyno NpUMHATO NOAIN poavHM Ha ABi NigTPUoK (sous-
tribu) 6e3 Ha3B [7]. MNepwa niaTpmnba oxonnoBana 11 poais i xapakTepuayBanacs no-
OOM-KOpOBOYKOH0, SIKUI BiAKpUBaAETbCA 3BepXy. Opyra niatpmnba oxonmoBana 10 pogis
i XapakTepuayBanacs NfoA0OM, LUO BigKpMBAETbCS NateparnbHo.

Aug. Pyramo de Candolle [8] 3aMiHMB TAaKCOHOMIYHWI paHr 3ragaHux BuLLEe MiaTpmnb
Ha paHr Tpubu Ta Buokpemms pig Merciera A. DC. y HOBY MOHOTUMHY Tpuby Merciereae,
BMKOPUCTOBYHOUM Taki KAPMOSOriyHi AiarHo3u ANis XapakTepUCTUKM NPEeACTaBHUKIB TPUG:

Tribus I. Wahlenbergieae Endl. — HaciHHMX 3a4aTkiB 6arato, kopobouka npsimo-
CTOSAYa, PO3KPMBAETLCH MiX nonatamu Yawleykn. KBiTKOHDKKM NpsiMOCTOSYI nicns uBi-
TiHHA. Tpnba 06’eaHye 13 poaiB, GiNbLUICTb i3 AKX NPeaCcTaBNATb pocnuHK NiBOeHHOI
niBKy”i.

Tribus Il. Campanuleae G. — HaciHHMX 3a4aTkiB 6arato, kopobouka po3KpUBaETL-
cs natepanbHo. binbLwicTb NpeacTaBHUKIB poCTyTh Y lMiBHIYHIN niBKyri. Tpuba oxonsoe
10 pogi..

Tribus lll. Merciereae A.DC. — 3aB’A3b O4HOrHI3gHa 3 HEMOBHMMUW NEPETUHYACTU-
MW TOHEHBKUMW NeperopogkaMu Ta 4-mMma HaciHHMMKM 3a4aTkamu, PO3MILLIEHUMN B HVDK-
Hin 1T yacTuHi. Buan pogy Merciera pocTtyTb y lNiBaeHHin Adpuui.

Y po6oTti Aug. Pyramo de Candolle [8] 3a3Hayanocs, Lo kopoboyka y npeactaBHu-
KiB poanHn Campanulaceae po3KpBaeTbCA CTYNKaMU, SiKi HECYThb i3 BHYTPILUHbOrO GOKy
Mo LIeHTPY Neperopoaky 3aB’s3i; piawle y Kopobouli BUHMKAKTb TRIWMHN abo nopw.

S. Schénland [49] Ha nigcTaBi gaHnx Npo 6yAoBY KBITKM | TMMMHKK 30Kpema (Munsiku/
TUYMHKOBI HUTKM BifbHi Y/ 3pOLLIEHI) 3anpoBaame noain poguHn Campanulaceae Ha Tpu
nigpoavHn (Campanuloideae Schonland, Cyphioideae Schonland, Lobelioideae Schon-
land), BkntoumBLUM A0 i cknagy npeacTtaBHUKIB poanH Lobeliaceae Juss. Ta Cyphiaceae
A. DC. y paHsi nigpoavH. [logatkoBo TyT Oynu npencTtaeneri pogn Sphenoclea Gaertn.
i Pentaphragma Wall. ex G. Don, siki Tenep po3rnsigarTbCa 3a MeXaMu POLAMHMU
Campanulaceae [34, 52]. Y cuctemi S. Schonland [49] nigpoguHa Campanuloideae oxo-
nntoBana Tpu nigTpnou (Campanulinae Schonland, Wahlenberginae Schonland, Platyco-
dinae Schoénland), akum 3rogom OyB HagaHwu paHr Tpudu [34]. Kputepiamn gns gnde-
peHLiaLii ocTaHHiX Bynun KapnororiyHi faHi, 30KpemMa, TN nroay, cnocid Noro pos3kpmBaH-
Hs1, NMONOXXEHHST 3aB’A13i, @ TAKOX pO3TalLyBaHHS MIOAOSNUCTKIB, YALLOUCTKIB | TUUYMHOK.
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AH. A. depopoB, sikui onpauboByBaB poanHy Campanulaceae ans dnopu
CPCP [18], Buginue y mexax poguHu Aei nigpoamHu: Campanuloideae i3 Bicbmoma
Tpubamu (Tabn. 1) Ta Sphenocleoideae (pig Sphenoclea). BogHo4yac 3ayBaxyBarocs,
Lo NpeacTaBHMKIB MOHOTUMHOI NigpoanHn Sphenocleoideae BapTo posrnsgat B Me-
Xax okpemoi poauHu. AH. A. ®egopoB O51s1 TaKCOHOMIYHOI audpepeHuiauii nigpoaunH
i TpMG BUKOPUCTAB NEpPEBaXKHO KAPMOJIOriyHi AiarHO3n Ta AaHi Npo OyaoBy KBITKM:

Subfamilia I. Campanuloideae Schonland — 3aB’si3b 2—3—5-rHi3gHa, pigwe b6ara-
TorHizgHa. Nnig — kopobouyka, sika po3TPICKYETLCA CTynKamu abo nopamm rnpu OCHOBI,
0insa BepxiBkn abo X €AMHMM BEPXIBKOBMM OTBOPOM, pigLle — PO3KOMOETLCA Ha CTYIKM
3ropu JOHWM3Y.

Tribus 1. Campanuleae Rchb. — 3aB’a3b 3-, pigwe 5-rHisgHa. Kopoboyka Bigkpu-
BaeTbCA nNopamu abo HeBENMKMMU CTyrkamu 3 GokiB, Oina BepxiBkM abo Npu OCHOBI,
pigwe mamxe nocepeavHi (Adenophora Fisch., Astrocodon Fed., Brachycodon Fed.,
Campanula, Popoviocodonia Fed., Symphyandra A. DC.).

Tribus 2. Peracarpeae Fed. — 3aB’a3b 3-rHizgHa. Kopobouka rpywonoaioHa, 3Bu-
catoda (NoHMKNa), 3 TOHKMMU | Maixe NMPo30pUMKU Neperopogkamm, He PO3KPUBAETHCS
abo BiOKPMBAETLCA TPbOMA HEBEMMKMMW CTYIIKaMu, po3TalloBaHUMM Binst NIIOSOHIKKM
(Peracarpa Hook. f. et Thoms.).

Tribus 3. Ostrowskieae Fed. — 3aB’a3b 7-, pigwe 5-9-rHisgHa. Kopoboyka Kyoko-
nogibHa, TOHKOCTiHHA (“OyMaxuctas”), BiokpmBaeTbes 14-ma, pigwe 10—18-ma Benuku-
mu otBopamu (Ostrowskia Regel).

Tribus 4. Michauxieae Fed. — 3aB’a3b 8—10-uneHHa. Kopobouyka noHukna, pedpu-
cTo-60po3eHyYacTa, BiAKPMBAETLCA CTyrikaMu Npu ocHoBi (Michauxia L'Hér.).

Tribus 5. Phyteumateae Fed. — 3aB’sa3b 2—3-rHizgHa. Kopobouka npmusamartunyHa,
umniHgpnyHa abo mamke KynsictTa, 3a3Buyal 3By)XeHa bins BepxiBkW, BiOKPUBAETLCS
Kpyrnmmn abo winuHonogioHuMm oTBopamum Ginst BepxiBku, Npy OCHOBI abo 3 BOokiB No-
cepeaviHi cTiHoK. Tpuba oxonnte poan, NPeaCcTaBHUKM SKUX OYXKe Mario CXOXi MiX co-
©Ooto 3aranom, ane noegHaHi o3HaKkamu, ki 36MnXKyHTb X MiXk o600 NoYeproeo, rpyna-
mu (Asyneuma Griseb. et Schenk, Cryptocodon Fed., Cylindrocarpa Rgl., Legousia
Durande, Phyteuma L., Sergia Fed.).

Tribus 6. Wahlenbergieae Endl. — 3aB’s13b 3—-5-rHi3gHa. Kopobouka BigkpnBaeTb-
Cs1 3 BEPXiBKW CTYrIKaMu, ki yTBOPHOKOTb OAMH OTBIp. Tpuba oxonntoe npeacTaBHUKIB i3
HaniBHWXHLO 3aB’A133t0 N anikanbHUM PO3KpMBaAHHAM kopoboyku Ha cTynkn (Codonop-
sis Wall., Platycodon A. DC.).

Tribus 7. Edrajantheae Fed. — 3aB’a3b 2—3-rHizgHa. Kopoboyka po3TpicKyeTbCs
3ropv AOHM3Y Ha HEPIBHI CTYINKK, cTatoum nindactor (Edraianthus A. DC.).

Tribus 8. Jasioneae Fed. — 3aB’a3b 2-rHisgHa. Kopobouka kynscrta abo anueno-
AibHa, cnntocHyTa 3 OOKIiB, BiAKPMBAETLCA Ha BEPXiBLi ABOMA LUMPOKMMMU i KOPOTKUMMN
cTtynkamum (Jasione L.).

Subfamilia Il. Sphenocleoideae (Mart.) Fed. — 3aB’a3b 2-rHisgHa. lMnig — kopo-
bouka, sika BigKkpuBaeTbCA Kpuwieykow. Kopobouka nepetvHyacTta, JOHN3Y KOPOTKOKO-
HiYHa, 3Bepxy nrocka, 2-rHizaHa, baratoHaciHHa.

O. [. BictoniHa B onpautoBaHHi poanHu Campanulaceae s. str. ons donopu YPCP [58]
BYKOpUCTana Mofin poAMHU Ha AOBi MigpoAvHKM, SKi BignosigatoTb Tpubam MigpoavHu
Campanuloideae 3a S. Schonland [49]. Hanpwuknag, y npeactaBHukiB nigpoamHn Cam-
panuloideae BOHa Sk OiarHOCTUYHY O3HaKy 3anponoHyBarna HasiBHICTb Mroay-Kopobou-
KW, O PO3KPUBAETLCSA OTBOPAMM, PO3MILLEHMMUM MPKU MOro ocHoBiI abo 3 BokiB. PocrvHu
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X i3 nigpoonHn Wahlenbergioideae xapakTepuaytoTbcsi KOPOOOUKOH, LLIO PO3KPUBAETL-
€S KnanaHamu, po3MilLleHMMN Ha Ti BepXiBLi.

Y tnymadeHHi A. Takhtajan [55] pognHa Campanulaceae s. str. He micTina nigpo-
OWH, a noginanacsa Ha 7 Tpub, siKi Nule YacTKOBO Bignosiganu Tpnbam, 3anponoHoBa-
HUM AH. A. ®egoposum [18] (Tabn. 1). ABTOp TakoX BM3HaBaB OKpeMmi poauHu Lobelia-
ceae, Cyphiaceae, Cyphocarpaceae Reveal et Hoogl., Nemacladaceae.

Benukunii BHECOK y cucTematuky, reorpacito Ta mopdponorito nnogis pognHn Cam-
panulaceae s. str. 3pobuB A. O. KonakoBcbkuii [30]. Y npaui “CemeinctBo Konokonbuum-
KOBbIX” BiH 3aCTOCYyBaB KapnomoriYHUM NpuHUMN Knacudikauii Ta BUAinvMe 4otmpu nig-
poanHu (Tabn. 1):

Subfamilia Prismatocarpoideae Kolak. — kopo60o4ku HecrnpaBXHbO-KpULLEYKOBO-
ro KapmnosoriyHoro TUny (AMB. PUCYHOK), a came: Mnicnsa onagaHHsa aucka (“HecnpaBx-
HbOI KpMLIEYKN”) pa3om i3 3ybLsamMmM Yalleykm, BIHOYKOM, TUMUMHKAMM | CTOBMYMKOM KOPO-
BOYKM PO3TPICKYHTHCHA MNO3O0BXKHbLO Ha MiHilHI YaCTKN.

Subfamilia Canarinoideae Kolak. — nnogn cokoBuTi, AroqonoAioHi, caMocTiliHO
He po3KpuBatTbCsa (M'AcucTta kopobouka). Y Canarina canariensis (L.) Vatke B ueHTpi
3aB’A3i BUSABIIEHO ChepnyHy NOPOXKHUHY [29].

Subfamilia Wahlenbergioideae (Endl.) Kolak. — Kopo60ouku pi3HMX Kapnosnoriy-
HUX TUNIB, PO3KPMBaIOTLCS Be3 NonepeaHbOro onagaHHsa aucka (KpULIEYKN).

MigpoanHa oxonntoe ABi 6e3paHroBi rpynu: TUMNOBMUX BarieHOeprieBuX i retepokaprn-
HUX — YMOBHO BaneHbeprieBux. [Jo nepLioi rpyny Hanexarb poaun, NpeacTaBHUKM SKNX
cxoxi 3a bygoBoto kopoboyok go tuny Wahlenbergia-Codonopsis; Ao ppyroi rpynu -
poau, NpeaCcTaBHUKM SKUX MatoTb AyXKe PidHi y KapnosioriyHOMY CeHci nnogu.

Subfamilia Campanuloideae — kopo0Oo4kM pPO3KPMBAKOTHCS 3@ AOMOMOIOH CheLli-
anisoBaHoOro opraHa — akcukopHa [30].

Ycboro B poauHi Campanulaceae s. str., nuiie 3a kKapnororiyHMMu JaHUMu, Bugine-
HO 22 Tpnbwn, aki 06’egHyBann 49 popais. Hwkye nogaHa cuctema pogunHm 3a A. O. Ko-
nakoscbkmm [30]. Y wii cuctemi i gani no TeKCTy Ha3BM TaKCOHIB NOAaHO 3rigHO 3 Opuri-
Hanom, cepen HuX 3asHadeHo (*) Ha3Bum 15 popiB, Aki BBaXalOTbCA TAKCOHOMIYHUMMU
CWHOHIMaMK Ta Ha CbOroAHiI He NPUIHATI [57].

Familia Campanulaceae Juss. s. str.
Subfamilia 1. Prismatocarpoideae Kolak.: Prismatocarpus L‘Hér.
Subfamilia 2. Canarinoideae Kolak.
Tribus Canarinieae Kolak.: Canarina L.
Tribus Campanumoeae Kolak.: *Campanumoea Blume
Subfamilia 3. Wahlenbergioideae (Endl.) Kolak.
lpyna TMnoBux BaneHo6eprieBuUx
Tribus Wahlenbergieae Endl.: Codonopsis Wall.,, Cyananthus Wall.,
Echinocodon Hong, Heterochenia A. DC., *Leptocodon Hook. f. et Thoms., Microcodon
A. DC., Platycodon A. DC., Wahlenbergia Schrad. ex Roth.
Fpyna reTtepokapnHMX YMOBHO BaneHo6eprieBux
Tribus Annaeae Kolak. Descr. emend.: *Annaea Kolak.
Tribus Azorineae Kolak.: Azorina Feer
Tribus Echinocodonieae Kolak.: *Echinocodonia Kolak.
Tribus Gadellieae Kolak.: *Gadellia Schulk.
Tribus Jasioneae Fed: Jasione L.
Tribus Muehlbergelleae Kolak.: Muehlbergella Feer
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Tribus Musschieae Kolak.: Musschia Dumort.

Tribus Ostrowskieae Fed.: Ostrowskia Regel

Tribus Pseudocampanuleae Kolak.: *Pseudocampanula Kolak.

Tribus Theodorovieae Kolak.: Theodorovia Kolak.

Subfamilia 4. Campanuloideae

Tribus Campanuleae: Adenophora Fisch., *Astrocodon Fed., Campanula L.,
*Hemisphaera Kolak., Heterocodon Nutt., Megalogalyx (Damboldt) Kolak., *Roucella
Dumort., *Sicyodon Feer, *Symphyandra A. DC., Trachelium L.

Tribus Edraiantheae Fed.: Edraianthus A. DC.

Tribus Michauxieae Fed.: Michauxia L‘'Hér.

Tribus Mzymtelleae Kolak.: *Mzymtella Kolak.

Tribus Neocodoneae Kolak.: Asyneuma Griseb. et Schenk., *Brachycodonia
Fed., Cylindrocarpa Regel, Favratia Feer, Legousia Durande, *Neocodon Kolak. et
Serd., Popoviocodonia Fed.

Tribus Peracarpeae Fed.: Peracarpa Hook. f. et. Thoms.

Tribus Phyteumatae Fed. p. p.: Petromarula Hedwig f., Physoplexis (Endl.)
Schur, Phyteuma L.

Tribus Sachokielleae Kolak.: Sachokiella Kolak.

Tribus Sergieae Kolak.: Cryptocodon Fed., *Hyssaria Kolak., Sergia Fed.

Cuctema A. O. KonakoBcbkoro [30] oxonntoe nuilie NpeacTaBHUKIB, MOLLMPEHNX
y Ctapomy CBITi, 1 He MICTUTb iHbopMaLil NPO eHAEMIYHI NiBHIYHOAaMepPUKaHCbKiI poau
Githopsis Nutt. Ta Triodanis Raf., a Takox npo nisgeHHoadpukaHcbkuin pia Merciera,
X0o4a Nnoau y NpeAcTaBHUKIB LIMX POAIB HA TOM Yac yxxe Byrnv onucai.

Cuctema pognHn Campanulaceae s. str. 3a A. O. Konakoscbkum [30] cyTTeBO Bia-
Pi3HSETBLCA Bif NonepeaHix CMCTeM, XOM Y BCiX HUX 3aCTOCOBYBasnn KapnororiyHi o3Ha-
ku. Benuka kinbkictb HoBmx Tpmb i nigpoamnH y cuctemi A. O. KonakoBCbKOro NosiCHIo-
€TbCS 3HAYHUM MOrMUONEHHAM 3HaHb NPO CTPYKTYPY Mroay, Ske 34iINCHUB OOCNIOHUK,
YTOYHIOKUN HAsABHI TEPMiIHM Ta 3aCTOCOBYOUN AeTarlbHi XapakTepPUCTUKN Cnocoby pos-
KpmBaHHs nnogis. Knacudikauis nnogis A. O. Konakoscbkoro B poanHi Campanulaceae
3acnyroBye Ha HaUMUIbHILLY yBary, TOMy AeTalbHO PO3rfisiHyTa B HACTYNHOMY po3aini.

KNACUDIKALIA nnoaiB Y POOVHI CAMPANULACEAE S. STR.
3A A. O. KOJNTAKOBCbKUM

Y pob6orti A. O. Konakoecbkoro [30] BuknageHo daktu woao ocobnmBocTer Mop-
donoriyHoi 6yaoBM Ta pO3KpUBaHHS NIoAiB y npeacTtaBHuKiB poaMHn Campanulaceae
s. str. A. O. KonakoBcbkuii BCTaHOBMB 43 Tunu nnogie (KOXeH Tvn nroay Bianosigae
Ha3Bi poay, B koMY BiH ByB BugineHuit). Tunu nnogis o6’egHaHo y ABi rpynu, 6e3akcu-
KOPHOBI N aKCUMKOPHOBI, 3@ O3HAKOK HasIBHOCTI UM BiACYTHOCTI akCUKOpHa (OWB. pUcy-
HOK). AKCMKOPH, abo 0CbOBUI PiXKOK (axicornu) BU3HAYaETLCS SIK “cnevianisoBaHnii op-
raH y gesiknx pogis poanHn Campanulaceae, npukpinneHuii 3assmyam 4O OCbOBOI KO-
NOHKW, pidLle BiaCYHYTUI A0 30BHILLHbOI CTIHKM KOPOBOUKM, SIKUIA aKTUBHO BUIMHAETLCS
AK pir i 3abe3nevye aMceMiHaLilo 3aBOsKN YTBOPEHHIO OTBOPIB Ha CTyrKax KOpoboykM,
a Takox iHodi Ha aucky” [30]. BBaxaeTbCs, LLO akCUKOPH 3'ABMBCSA Ha NeBHOMY eTani
€BONtoLii M1oAy-KoOpoBOoYKKN Y NPEACTABHUKIB OQHOT rpyn A3BOHUKOBMX. AKCUKOPHU MO-
XyTb MicTuTUCh anikanbHo (Campanula, *Hemisphaera, Phyteuma), wmegianbHO
(Trachelium) un 6a3anbHo (*Symphyandra, Adenophora). AKCUKOPH MOXe MaTu By3b-

KWK, wunonogibHun Hocuk (*Sicyodon), abo 1 cam akCUKOPH MOXe OyTWM TOHKUM,
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AKCUKODHOBO- Phyteuma L., Trachelium L.,
Roucella (L.) Dumort.,

Astrocodon Fed.,Sicyodon Feer.,
Peracarpa Hock. f. et Thoms.

Sergia Fed., Hyssaria Kolak.,
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Knacudikauis nnoais y poguHi Campanulaceae s. str. 3a A. Konakoscbkum [30]
MpumiTtka: Hassu poaiB i ixHi aBTOpW NofaHi 3rigHo 3 opuriHanbHO Nybnikauieto

Classification of fruit types in the Campanulaceae s. str. by A. Kolakovsky [30]
Comment: The names of genera and their authors are given according to the original publication
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B OCHOBI 3 HEBENUKMM HOCUKOM (Peracarpa) (ouB. pucyHok; 13). AKcukopH OyBae 3BYy-
YKEHUI NPU OCHOBI, Bif'€4HYETLCS Bif OCbOBOI KOMOHKM Ta 3NMBaeTbCA 3 rpybocityac-
TMM onnogHeM (*Astrocodon). Y Campanula paradoxa Kolak. BUsSBneHo, Lo akCMKOPH
CKNagaeTbCs 3i CKIEPEHXIMHUX KNITUH i3 TOBCTUMW CTiHKaMu, OKpyrrnoi abo oBanbHOi
dopmu, 3 Ginbw abo MmeHLW TynyBaTummn obpucamm [33].

Cepepn 6esakcukopHoBux nnogie A. O. KonakoBcbkui BUAINSAB OBi rpynu: aBTo-
HOMHO-HEPO3KPWBHI 1 aBTOHOMHO-PO3KPVBHI NNOAN.

ABTOHOMHO-HEPO3KPUBHI Nnoau — Le nnogu, ski pyrMHYKTbCA nacuBHO, 6es
YTBOPEHHS creLianbHux oTBopiB. [o L€l rpyny Hanexatb AroaonoAibHi Ta cyxi nnogu
(ouB. pucyHok; 1, 2). Y arogonogibHux nnogis HasBHUA M’SICUCTUI ONNoAEeHb, AKUN
i3 yacom 3rHuBae (pogu Canarina Ta *Campanumoea). Cyxi nnogu Brnactusi pogam
Githopsis i Merciera Ta xapakTepuaytoTbCs YTBOPEHHSAM “HeCnpaBXHix” OTBOPIB yHACNIAOK
npvpoaHoi Mauepadii nnogy.

ABTOHOMHO-PO3KPUBHI MMIOAN XapaKTEPU3YHTbCS HASABHICTIO cheLianbHuX
OTBOPIB, TaKUX SK LWINMHW, TPILLMHKN, BIKOHUSA, nopu. [na xapakTepucTuku BCiX TMNiB
OTBOPIB PO3KPUBAHHS NNo4iB, siki TpannsaTbesa y poauHi, A. O. Konakoscbkuii [30] npo-
NOHye cneuianbHy TEPMIHONOri0. Hux4ye HaBoaNMMO BU3HAYEHHS LIMX TEPMIHIB | Xapak-
TEPUCTUKM TUNIB NSIOAIB, SKi MatOTb Bi4MOBIAHI OTBOPW, 3riAHO 3 OPUriHaNOM.

BikoHue (fenestra) — oBanbHUI Y1 OKPYIMUIA OTBIP Y BEPXHIN YaCTMHI KOPODOYKM,
AKUIN (POPMYETBCSI B KyTaX CXOMKEHHSI TOBCTUX CKENETHUX JKUIOK i 4O MOMEHTY [03pi-
BaHHA HACiHVH 3aKPUTUN TOHKOCTIHHOK TKaHWHOK. PO3pi3HATL ABa TUMU BIKOHELLb:

a) Benuke BikoHUe (fenestra typica) xapakTepuayeTbCsa YTBOPEHHSIM BEPTUKANBbHOI
TPIWMHM N NOAANbLUNM PaBNKOMNOAIGHMM 3aKpYYEHHSIM yCepeauHy AiNsSHOK TKaHWHK
BikoHUs. OnuncaHe ans poay Ostrowskia, NpeacTaBHNUKM SKOTO MatoTb Y BEPXHI YaCTUHI
nnoay Kifbka Takmx oTBOPIB, LLO € HAcnigkoM nonepegHbo chopMOBaHUX TPILLMH (OMB.
puUcyHok; 3).

©) Opi6bHe BikoHUe (fenestella) — NMOBIPHO, Le PYAMMEHTAPHUIN OTBIP Y BEPXHIl
YacTuHI KOpoboYkM B €OQUHOrO npeactaBHuka popy *Annaea — Annaea hieracioides
(Kolak.) Kolak. (Tenep po3rnsgaeTbCsa 9K TakCOHOMIYHMI CUHOHIM go Campanula
hieracioides Kolak. [57]). Y npeacTtaBHMKIB LbOro BuAy KOpoboyka cnoyaTtky po3kpuBa-
€TbCSl BHM3Y TpbOMa LLiNMHAMK Yy PO3BUSIKAX >XUIOK, a Mi3Hille, Ha OCTaHHIX cTagisix
PO3KpMBaHHS, BMHUKAKOTb Kinbka nepdopoBaHMX KPYrnuxX OTBOPIB Y BEPXHIN YaCTWHI
KOpOBOYKM, a TakoxX TpwW OTBOpM Ha AMcKy. Takum nnig A. KonakoBCbkuil HasvBae
AipYacTo-CTyny4yacTo LWiNMHHUM (OMB. PUCYHOK; 171), XxO4a BracHe Aipo4Kol aBTop
Ha3uBae iHWWIA TUN OTBOPY (AMB. HUXYE).

Oipouka (foramen) — oTBip i3 piBHUM abo pBaHMM Kpaem Yy CTiHLi KOpoBOoYKu,
3a3BMYan y cepefHin ii YaCTUHI, SKMA YTBOPHETLCA TPOXU BKOPOYEHUMU HOCKMKaMU
aKCUKOPHIB, LLO npunigHiMatoTbed. [nogm y npeactaBHuUKIB poay *Hyssaria xapaktepu-
3yI0TbCA AipoyKamu i3 ppaHUMM KpasiMu, y NpeacTaBHuUKIB poay Michauxia — oBansHUMUK
Jipovkamu 3 piBHUMU KpasMu, y npeacTtaBHuKiB poais Cryptocodon Ta Sergia — Benuku-
MU AipoyKkamu (OnB. PUCYHOK; 14).

KnanaH, abo knanaHHa nopa (porus membranaceus) — OTBIp Yy CTiHLi KOpoBOo4Ku,
PO3MiLLEeHMIA 3a3BMYal NPY OCHOBI 3yOLLiB Yalleykun. BiH yTBOpeHuii BiapMBOM HEBENMKOI
OiNSHKN TKAHWHW HOCMKOM aKCMKOpHa abo BCieto 1oro noBepxHeto. [Hogi y nnogi moxe
dopmyBaTUCA KnanaHHa Aipodka, Ak Yy MnpencTaBHUKIB poay *Brachycodonia (ouB.
pucyHok; 15). Po3pi3HAlOTb ABa TUMK KNanaHis:

a) OpabuH4yacTui knanaH (porus membranaceus scaliformis) — y BEepXHiil YaCTUHI
KOpobOouYKM BigOyBaeTbCA BM'siMyBaHHS TOHKOI CTiHKM KOpPOOO4YKM y BUrMsSAi HaniBcde-
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PUYHKX “MmieykiB”. [1o TXHiX OCHOB NMPUKPINMEeHi HOCUKK OyXe OPiOHMX aKCUKOPHIB, SKi
BiAKpVBalOTb HaMideHi paHiwe oTeopu. Llen Tun knanaHa xapakTepHUn ansa npegcras-
HUKiB pogiB Asyneuma, *Neocodon i Favratia (auB. pucyHok; 15).

©0) Mnockun kNnanax (porus membranaceus platyphyllus) — BWooBXeHWi, 3a3Bn4an
KITMHOMOAIGHNI OTBIP Y BEPXHI YACTMHI KOPOBOYKK, YACTO i3 posipBaHMMK Kpasmu. BiH
YTBOPIOETLCS Y MpoLeci cepnonoaibHOro BUrMHaHHS Ha30BHI BCIEi NOBEPXHi MIIOCKOro
aKCUKOpHa, SIKMM 3pOoCTaETbcd 3i CTiHkow nrogy. Llen Tun knanaHa xapaktepHui ans
npencTaBHUKIB podiB Legousia Ta Cylindrocarpa (avB. pucyHok; 15).

Mopa (porus) — okpyrnun ApiGHUIA OTBIP Yy CTiHUI Nnody, pO3TaLUOBaHUN Y3O0BX
NiHIT Ti 3pOCTaHHSA 3 NeperopoaKkoto 3aB’a3i. [Topu yTBOPHOIOTLCA aBTOHOMHO, PO3CyBaH-
HAM KpaiB MonepeyHol TPILLMHM 3 PO3LUMPEHHSAM OTBOPY Ha HEBENWKIA AiNSHLUi; 0OgHO-
YyacHo BigOyBaETbLCS BY3bKOKNUMHONOAIGHE po3pMBaHHS neperopoakun 3ae’asi. Llien cne-
LUMdiYHUA TUN OTBOPIB TpannseTbCs y npeactaBHuKiB poay *Gadellia, B kopoboukax
AKMX YHaCNIQOK NOSIBU NONepeyHnx TpiwmnH popmytoteca 1-3 nopu (amB. pucyHok; 9).

TpiwmHka (rimula) — opibHWIA, 3a3BMYal NiHIMHO-OBanNbHUIA OTBIP Y CTiHKax Kopo-
004KN, AKNIN POPMYETHLCSA MidK CKENETHUMM XKMUMKaMK. TPILLMHKN pO3TalLOBYOTLCS psiga-
MM MONepPeYHo i 6epyTb y4acTb Yy pO3KpMBaHHI APIGHOTPILWMHHOIO TNy NMo4y Y npea-
cTaBHUKIB poay Musschia (ouB. pUcyHok; 5).

MonepeyvyHOTPIWMHHUI TN NNogy (OUB. PUCYHOK; 6) xapakTepuayeTbcs hopmy-
BaHHSAM LLUMPOKOT NONEPEYHOI TPILLMHM Yy MiCLi 3’€QHaHHS KOXXHOIT Neperopoaku i CTiHKK
nnoay B *Echinocodonia primulifolia (Brot.) Kolak. (HOMeHKnaTypHWU CWUHOHIM [0
Echinocodon primulifolius (Brot.) Kolak.).

Winwuna (fissura) — ue 3a3Bunyain NiBMicALEBUIA OTBIP, KU YTBOPKETLCH 3a JOMO-
MOFOK PO3CYBaHHS TKaHWH, HAMYacCTIle Ha OiNsHKax MK po3rany>XeHHsIMW CKENETHUX
XWUINOK Yy CTiHLj KOPOBOYKN. YTBOPEHHS LLINIMH € HaMMOLMPEHILLMM CNOoCcOoboM pO3KpU-
BaHHS KOPOOOYOK. Y O3BOHMKOBUX PO3PI3HSOTb TPU TUMW LWLIMNWH, SIKi BUHUKAKTb Y HUXK-
Hil YaCTUHI KOPOBOYKM:

a) AkcukopHoBa wWinuHa (fissura axicornuta) yTBOPKETbCS 3a [OOMOMOIrOH
aKCMKOpHa. XapakTepHa Ang nnofiB npeacTtaBHuKiB poaie Campanula, *Symphyandra,
*Hemisphaera, Phyteuma, Trachelium, Adenophora, *Roucella, *Astrocodon, *Sicyodon
Ta Peracarpa (avB. pucyHok; 13).

0) CtynkoBa 6e3aKkCMKOpPHOBA LWinuHa (fissura valvata) yTBOPHETbLCS 3a [OMNO-
MOFOK BWUIMHAHHS KiHUIB CTYMNOK Ha30BHi. XapakTepHa Ansi KOpoboyok i3 TBepaumu
CTiHKamMun y npeactaBHUKIB poaiB *Pseudocampanula (ouB. pucyHok; 10) i *Annaea
(avB. pucyHok; 11) (Ha nepLumx cTagisx PO3KPUBaHHS).

B) ABTOHOMHa LWinuHa (fissura autonomna) yTBOPOETLCA BHACMIAOK PO3CYBaHHS
TKaHWH 3aBASAKM PO3TaALLOBAHIN MK HAMU CMYXLi NapeHxiMu, LLO Nerko pymHyeTbCS.
Y ubOMy pasi 0gHa CTyrnka LWinMHU BUIMHAETLCA OOrOpu 3aBASKW HASBHOCTI TOHKOT
CMYXKM MeXaHiYHOI TKaHUHW. Lier TN WinnuHm xapakTepHUm Tinbky Ans Nroais €4MHOro
npencrtasHuka pony Azorina — A. vidalii (Wats.) Feer. (auB. pucyHok; 8).

Kpim 3a3Ha4eHnx TuniB NroAdie 3a cnocobom iXHbOro po3kpuBaHHsi, B poamHi Cam-
panulaceae s. str. TpannaOTLCA N iHLWI (OUB. PUCYHOK).

[lo HecnpaBXXHbOKPMLLEYKOBOrO TUMY NJioAy, Lo po3ylaMy€eTbCsl NO3A0BXKHbLO,
HanexuTb Nnig y Prismatocarpus paniculatus L'Hér. (anB. pucyHok; 4), sikui posnamy-
€TbCS MNO3LOBXHIMM TPiLLMHAMKN Ha OKPEMi CEerMeHTW nicnst onagaHHs “HecnpaBXHbOI”
KpULLEYKN — BEPXHLOro hparMeHTa Aaxy 3aB’qa3i.

Crtynyacto-po3namMHui Tvn nnogy (OuB. PUCYHOK; 7) XapaKTepusyeTbcs hopMy-
BaHHSAM CTYIOK, siKi MOXYTb PO3XOAUTUCS NMLLE Yy BEPXHIN YacTuHI kopobouku (pogu
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*Leptocodon, Platycodon, Wahlenbergia, Jasione), nocsaratu ii cepeannu (pig Cyanan-
thus) abo x ocHosu (pogun Codonopsis, Muehlbergella).

3poLLeHOCTOBMYUKOBO-CTYN4YacTUM TUN NIoA4y BMacTUBWIA ANs €QUHOrO npea-
cTaBHuKa pogy Theodorovia — Th. karakuschensis (Grossh.) Kolak. (auB. pucyHok; 12)
i XapaKTepu3yeTbCs YTBOPEHHSM TPbOX CTYIOK, SIKi MICTATE 3aMKHEHI ManoHaCiHHI THi3-
Aa 3aB’asi. CTynku Bropi 3'egHaHi Mi>k COG0OK OCHOBOI CTOBMYMKA, KU PO3LLENITHETb-
€S 00 NONOBUHY JOBXUHU HA TPW TOHKI CMY>XXKK. CTYIKU CNOYaTKY 3POLLEHI 3 YaLLeyKoto,
a noTiM BUNaAaroTb i3 Hel, 3anuwiatoydmy TifbKM CKEeNETHI KUMKW, Y cydacHux axepernax
[34] nnig uboro BUAY po3rMsaAaeTbCs K CXiZOKapnHUN.

MentocTkonoAi6Ho-po3kpuBHUM TVN nnogy (pig Sachokiella) xapakTepunsyeTbesa
PO3KPMBaHHAM 3@ AOMOMOIOH JOBIMX TOHKUX aKCUKOPHIB i3 HEBENMKMM HOCUMKOM, SKUW
pO3pMBa€E OCHOBY Aly>Ke TOHKMX CKEMETHUX XXMUMOK, NiCNSA YOro po3CyBalTbCA 5 CErMeHTIB
ONII04HSA, WO, NiginMarYmMchb 4Oropu, HaragyTb NECTKU KBITKM (OUB. PUCYHOK; 16).

Y KBiTKONOXe-po3puBHOro Tuny nnoay (pia Edraianthus) anikanbHi akCUKOPHW,
L0 MatoTb 3POCIii OCHOBU Ta BiflbHI HOCKKMK, NEepecyBatoTbCA MO CTiIHKaX KOHIYHOT Ya-
LLIEYKM i nicns po3puBY Ay>Ke TOHKOT OCbOBOI KOJTOHKM MOBHICTHO PO3pMBal0Th TOHKOCTIH-
HWA ONCK (OMB. PUCYHOK; 17).

Miwe4ykonoAiGbHO-BMN’AYEHUN TUN NNo4y Ma€ y HWXKHIN MOro YacTuHi BAABIEHI
CTiHku (pig *Mzymtella, onB. pucyHok; 18), a Noro po3kprBaHHs NogidHe 40 PO3KPUBAHHSA
LWiNMHaMm1 3a JOMOMOTOK aKCUKOPHIB.

Y po6oTti A. O. Konakoscbkoro [30] nogaHo HaniBCXemMaTU4Hi PUCYHKU 3ararbHOro
BUIMSAAY Ta NO3O0BXHIX NepepisiB NroAais, e 306paeHo po3MilLeHHS 34epeB’siHINmX
TKaHWH i akcukopHiB (Tabn. -V B [30]). MNMpoTe Ha pucyHkax He nokasaHi dopma Ta
PO3MiLLEHHS1 OTBOPIB, YacTO HEMAE AaHMX NPO aHaTOMIYHI 03Haku onnogHsi. Lle pobutb
opuriHanbHy W getanbHy knacudikaudito nnogis, po3pobneHy [oChigHUKOM, OyXe
CKMagHo Anst CNpUAHATTS.

KapnonoriyHi gocnimpkeHHs npeacTtaBHUKiB poanHn Campanulaceae, npoBeaeHi
A. O. KonakoBcbknM, 0O CbOrofHi 3anuialTbcst HambinbLw rpyHTOBHUMK. He Bhato-
YMCb 0 TOHKUX aHaTOMIYHMX pocnigxkeHb, A. O. KonakoBCbkuI 3ayBaxuB, LLUO BEMUKY
porb y PO3KPUBAHHI NNoAiB Bigirpae po3MilleHHsT 30ePEeB’AHINMX CTPYKTYP-aKCUKOPHIB.
OnpautoBaBLLUM PI3HOMaHITHWUI Y TAKCOHOMIYHOMY CEHCi MaTepiarn, y4eHUIn BUSBUB Hall-
MEHLLUi BiAMIHHOCTi Mi>k cnocobamu po3KpuBaHHS MITOAIB Y Pi3HUX poaax i Buainue b6ara-
TO HOBMX BapiaHTiB Bya0BKM Ta PO3KpMBaHHS kopobdacTux NnoAis y poauHi. Lie gocni-
OXKEHHS MArNo B OCHOBY MOro kapnosoriyHoi cuctemu pogmHn Campanulaceae. “LUTtyy-
HocTi” cuctemi A. O. KonakoBCbKOro Hagae BiACYTHICTb MOPIBHANBHO-MOPMONOrivyHoi
M eBOMoLUINHOT iIHTepnpeTaLlil onMcaHnX O3Hak, Lo € BaXIMBUM KPOKOM A1 BCTAHOB-
neHHs1 cpinoreHesy poanHu. O3HaKM riHeLEr, SKi TpaguLiiHO PO3rNaaalThCs SIK BaXKITW-
Bi NS eBonoLuil nnogy, TakoX NULLKMIMCS N03a yBaro BY4EHOro. Ane HaBiTb KOMMMEK-
cHa iHdopmalia npo MopdoreHes riHeLe-nnogy He Moxe OyTh eOUHUM DKeperom
AaHnx onsa cuctematunkn y XXI ¢t. ToMy nornsgm cydacHUX y4eHUX Ha CUCTEMY POANHMU
Campanulaceae 3Ha4Ho BigxunstoTbes Big norngagis A. O. KonakoBcbKoro.

MOJNEKYINAPHI X IHTEFTPOBAHI JAHI LLLOAO CUCTEMATUKU TA ®IITOMEHIT
POOVHU CAMPANULACEAE

MoHorpadidHe onpautoBaHHa poguHn Campanulaceae y XXI cT., BuknageHe B 6a-
raToToMHOMY BuaaHHi “The families and genera of vascular plants”, 3giicHus T. G. Lam-
mers [34], skun o6’egHaB 3 Campanulaceae s. str. 6rmM3bki pogvMHU Ta 3anpornoHyBaB
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nogain poanHn Ha m'atb nigpoauH: Cyphioideae (A. DC.) Walp. (1 pia/65 Bugis), Cam-
panuloideae Burnett (50/1050), Cyphocarpoideae Miers (1/3), Lobelioideae Burnett
(29/1200) Ta Nemacladoideae Lammers (1-2/25) (tabn. 1), cepea skux nigpoavHa
Campanuloideae € HanbinbLow 3a KinbKicTio pogiB, a Lobelioideae — Hanbinblia 3a
KinbkicTio BugiB. T. G. Lammers [34] 3a3HauymB, WO Ginbl geTanbHy CUCTEMY POAMHU
Campanulaceae go piBHs Tpub Baxkko coopMyBaTu Yepe3 He4OCTaTHICTb JaHUX.

A. Takhtajan [56] B 0CTaHHbOMY BapiaHTi CBOET CUCTEMW MOKPUTOHACIHHMX, Y poau-
Hi Campanulaceae, okpiMm 5 3ragaHux nigpoauH, po3rnsaaas Wwe 3 nigpoauHn, ski oynu
BMOKpeMrieHi 3i cknaay nigpoanHn Campanuloideae: Cyananthoideae, Canarinoideae
Ta Ostrowskioideae (tabn. 1). lNMigpognHa Campanuloideae B Ui cuctemi Hanivyeana
BXe 13 Tpub (Tabn. 2), nigpoanHa Cyananthoideae — 3 Tpnbun (Cyanantheae, Codonop-
sideae, Platycodoneae), a nigpognHa Lobelioideae — gBi Tpnbun (Lobelieae Presl. Ta
Delisseeae Rchb.). MonekynsipHo-dinoreHeTnYHi gocnigkeHHs [6] nigTBepaMnmM MOHO-
dinito 6espanHroux rpyn Cyphioids, Lobelioids i Campanuloids sik oCHOBHUX Knag
y poamHi Campanulaceae s. |., wo BignosigatoTb nigpoamnHam Cyphioideae, Lobelioideae
i Campanuloideae B ocTaHHix cuctemax poguHu [34, 56].

Y noganblunxX OOCNIMKEHHAX Hanbinblue yBarn Oyno 3ocepemkXeHo Ha NigpoauHi
Campanuloideae. Hanpuknag, y npausax T. Shulkina ta cniBastopis [15, 50] go onpa-
LtoBaHHS Bpanu sk MOneKynsipHi, Tak i mopdbonoriyHi gaHi, BHacnigok Yoro 6yno nia-
TBEpAKEHO nogin nigpoamHn Campanuloideae (y uMToBaHMX nyonikauisx B paH3i poau-
Hn Campanulaceae s. str.) Ha 3 6e3paHnrosi rpynu: Campanuloids, Wahlenbergioids
i Platycodonoids. AHanoriyHi pesynsratv OTpUMaHo B iHLIMX poboTax 3 aHanidy mone-
KynapHUx gaHux [22, 46, 47]. BogHouac y rpyni Campanuloids 6yno 3anponoHoBaHO
8 meHwwux knag: Platycodon-knaga, Wahlenbergia-knaga, Jasione-knaga, Musschia-
knaga, Phyteuma-knaga, Campanula rotundifolia-knaga, Azorina-knaga, Campanula
latifolia-knaga [6]. IHWi MonekynsapHO-diNoreHeTUYHI AOCHIIKEHHSA NiATBEpPAUNN, LLO
pia Campanula He € MoHoiIneTn4HUM [39, 41].

Ockinbkn y npadi A. Takhtajan [56] y3aTo oo yBarn 6arato HOBUX AOCHIAXKEHb i3
dinoreHii Campanulaceae Ta BuaineHo HanmbinbLy KinbkicTb Tpnb, My 3pobunm nopis-
HAHHS HasiBHUX MOMEKYNAPHO-hinoreHeTUYHNX iHTepnpeTadin [6, 15, 22, 46, 47, 59, 61]
i3 Lieto cuctemoro. BusiBnnocs, wo xogHa 3 nigpognH Campanulaceae s. str. y cucremi
A. Takhtajan [56] He BignoBigae ogHO3HaA4YHO MOHOQINeTUYHIA rpyni Campanuloids,
Wahlenbergioids abo Platycodonoids BignoigHo (Tabn. 2). Tak, nigpoguHa Campanu-
loideae 06’egHye NpencTaBHMKIB ycix 3 knag, a nigpoamHn Cyananthoideae, Canarinoi-
deae Ta Ostrowskioideae dopmytoTb cninbHy knagy Platycodonoids pasowm i3 npegn-
cTaBHUKOM Tpnbu Echinocodoneae 3 nigpoanHn Campanuloideae.

HarlHoBILi MoneKkynsapHo-dinoreHeTUYHI AOCNIIKEHHS BHYTPILULHBOPOANHHMX 3B A3~
KiB y nigpoguHi Campanuloideae [24, 59] Ha nigcTaBi BuBYeHHs xnoponnactHoi OHK
(renu atpB, matK, rbcL Ta petD) y 90 TakcoHiB i3 36 poaiB nokasanu, Wo Tpu MOHOMI-
NEeTUYHI Knagu 3 BUCOKO MiATPMMKOK KOPEMOTh i3 4aHMMK NaniHomMoril, kapionorii Ta
Mopdoonorii. Ha nmigctaei uboro NponoHyeTbcs BU3HATK Y nigpoanHi Campanuloideae
Tpnbu Cyanantheae Meisner, Wahlenbergieae Endl. Ta Campanuleae Dumortier, ski
BignoeigatoTb 3 6e3paHroBuM rpynam, BuaineHnm paxiwe: Platycodonoids, Wahlenber-
gioids i Campanuloids BignoBigHo (Tabn. 2) [52, 59].

BcTaHoBneHo, Wo ansa npeacraBHuKiB Tpubu Cyanantheae xapakTepHi TMnu nro-
A4y — NokyniunaHa Kopoboyka, sika po3KpMBa€eTbCA BEPXiBKOBUMM KnanaHamu, abo aro-
aa. Y uin rpyni riHeuen isoMmepHun, NIOAONNCTKU PO3MILLEHI MK YaluonucTkamm [34].
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Y npencTtaBHukiB Tpubu Campanuleae pisHOMaHITTA TUMIB NIoA4iB NpeacTaBrneHe rno-
PULIMAHOI KOPOBOYKOHD, Sika pO3KPMBAETLCS BiYHMMM NOPaMK YK KnanaHamm, a Takox
CyXMMU HEPO3KPUBHUMU Nnogamu. Tpuba Wahlenbergieae xapaktepnayeTbcsa HasiBHIC-
THO Y ii NpeacTaBHMKIB NOKYMiLMOHOT KOPOBOYKK, AKka PO3KPMBAETLCS arikarbHUMM Kria-
naHamu, nopamu Ym onepkysritoMom [24].

Tabnuys 2. CuctemaTuka i dinoreHis poauHn Campanulaceae s. str. y KOHTEKCTi Moneky-
NAPHO-iNoreHeTUYHUX AaHnX

Table 2. Systematics and phylogeny of the Campanulaceae s. str. in the context of mo-
lecular phylogenetics data

Po6otu,
AKi MiATBEPOXYOTh ['pyna cnopigHeHocTi
Cuctema A. J1. TaxtagxsiHa (2009) [56] NPUHAanNEeXHICTb / Tpnba 3a Hong,
npeacTaBHUKIB Wang (2015) [24]
00 rpynu
Tribus Azorineae [6, 15, 22, 46]
Tribus Campanuleae [6, 15, 22, 46, 47, 61]
Tribus Michauxieae [6, 15, 22, 47, 61]
Tribus Musschieae [15, 22] CenpEnloke /

Tribus Campanuleae
Tribus Edraiantheae [6, 15, 22, 46, 47, 61]

Tribus Peracarpeae [62]
Carﬁ:g‘;aurm:feae Tribus Phyteumateae  [6, 15, 22, 46, 47, 61]
Tribus Jasioneae [22, 47]
Tribus Merciereae [22, 47, 61]
Tribus Prismatocarpeae [22, 47, 61] Tri\ti\(xih\ll(\algﬁlzrr?ti)?ai?;éae
Tribus Siphocodoneae [22, 61]
Tribus Wahlenbergieae [6, 22, 47, 61]
Tribus Echinocodoneae [24, 59]
Tribus Codonopsideae  [6, 15, 22, 47, 59, 61]
Cy:#abrzmiiae Tribus Cyanantheae  [6,15,22,47,59, 611 platycodonoids /
Tribus Platycodoneae  [6, 15, 22, 47, 59, 61]  11ibus Cyanantheae
Subfamilia Canarinoideae [6, 15, 22, 47, 59, 61]
Subfamilia Ostrowskioideae [59]

MigpogunHa Lobelioideae, akin 6yno npuaineHo 3Ha4yHO MeHLUEe yBarn SOCNIAHWKIB,
Ha BigMmiHy Big nigpoamHn Campanuloideae, xapaktepunsyeTbcs Ginbll KOHCTAHTHUMMU
O3Hakamu ByJ0BU KBITKW y 1T NPeACTaBHUKIB, @ CaMe, 5-4neHHO NepeBaXkHO 3UroMopd-
HO OUBITUHO Ta AuMepHUM riHeueeM [34]. T. G. Lammers [34] 3a3Hayae Taki kapno-
NOriyHi 03HaKM B giarHo3ax Tpmb y cknagi uiei nigpoamHun: Tpmba Delisseeae — nnig
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arogononibHuii, Tpnba Lobelieae — nnig po3kpmMBHUI. AHanNOrYHO, SK i ANs NigpoAnHN
Campanuloideae, pesynstat SOCRILKEHHSA NOCMIOOBHOCTEN KifTbKOX FEHIB Y POCIMH
uiel rpynu (rbelL, trnL—trnF, ndhF) He niaTBepauUnu HasiBHy cuctemy Tpub nigpoavHu
Lobelioideae, ane nigkpinunu 8 moHodineTnyHmx knag [3]. BuasneHo, wo arogonogioHi
nnogu BUMHUKANW y NpeaCcTaBHUKIB NIAPOAMHU HE3anexHo LoHanMeHwe 5 pasiB Big
KopobyacTux nnogis. Lle HiBentoe Bary o3Hak CTPYKTYpW OMMOQHSA Y cucTemartumui nig-
poavHu. 3MiHa Tuny nnogy, Ha oyMKy BYeHux [3, 20], BigbyBanach y 3B’A3Ky 3i 3MiHOO
YMOB OCENULL, i XUTTEBOT (POPMU POCHMH. AHANOrYHNX BUCHOBKIB AINLLINW Nif Yac Bu-
BUYEHHSI HaM4YMCMEHHIWOoi MoHodineTuyHoi rpynn popgie Lobelioideae “CBS clade”™
Centropogon C. Presl|, Burmeistera Triana Ta Siphocampylus Pohl, nigkpecntotoun Hag-
3BMYariHy nabinbHicTb TMNy nnogy B uux pogax [32]. IHwi nigpoamHn B poamHi Cam-
panulaceae (Nemacladoideae, Cyphocarpoideae tTa Cyphoideae) xapaktepusytoTbcs
HEBENMKOO KiNMbKICTIO TAKCOHIB i BOAHOYAC € He4OCTaTHbO BMBYEHUMU Y PiNIOreHeTny-
HOMY Ta KaprnororiYHOMY CeHCI.

3asHaueHi Buwe nogin pogmHn Campanulaceae Ha 5 nigpoguH [34] i nogin nigpo-
anHn Campanuloideae Ha 3 Tpubu [24] € 3aranbHOMNPUAHATAMMW HA CbOTOLHILLHIN AEHb.
BoHn Oynu BUKOPUCTaHI Yy CMCTEMI POAMHM, WO NpeacTaBneHa B HaykoBin 6asi Angio-
sperm Phylogeny Website [52]. MNpoTe kapnonoriyHi gocnigpkeHHs XX CT., 30Kkpema,
knacudikauis nnogis A. O. Konakoscbkoro [30], noraHo y3rofxytTbCs 3 LM MOAINOM.
BukopuctaHHsa o3Hak nnogy B cuctematuui Campanulaceae 6yno ckoMnpoMeToBaHe
3anyyYeHHsAM TifMbKN 30BHILULHEOMOPONOriYHNX O3HAK MIo4y Ta 3Ha4YHUM “nogpidHeH-
HAM” TaKCOHIB Ha MiAcTaBi Nuwe KapnonoriyHux gaHux. Cutyadisa moxe Oyt Bunpas-
NeHa po3LWMPEHHAM Kora NUTaHb, 3anyyeHnx 4O €BOMoLiNHO-KapnonoriyHoro gocni-
OXKEHHS Y POAVHI.

AKTYAJIbHI HANPAMU OOCNIMXEHDb NHELEIO TA njoay
B POAMHI CAMPANULACEAE

3’dcyBaHHs CTPYKTYpu Ta Hanpsmie esontouii nnogis y poguHi Campanulaceae
nos’dA3aHe 3i BCTAHOBMEHHAM CTPYKTYPHOrO TUMY rfiHELEto, TUMY nnaueHTaLii, aHaToMiuy-
HOi BygoBM ONNoAHs, CNocobiB PO3KPMBAHHSA MIOAIB i 0COBNMBOCTEN NpoLecy Ancemi-
Hauii. Ha ui nutaHHs 6yna 3BepHeHa pisHa yBara gocnigHukie. 3okpema, HanbinbL Bu-
BYEHMMMW B Liii pOAMHI € cnocobu po3kpuBaHHSA NIoA4iB i 0COONMBOCTI Npouecy Ancemi-
Hauji, TOOTO 03HaKM, BUKOPUCTaHI BXe NnepLuMMm cuctematukamm pogmHn Campanula-
ceae [7, 8, 19, 49]. CknagHicTb i HEBMpILLEHICTb BaraTbox NTaHb eBOJOLINHOI Kaprno-
noril 43BOHMKOBUX OYy)Xe MOKa30BO XapaKTepuaye TOW (pakT, WO HegaBHi KOMMMEKCHI
pocnimpxkeHHs Bioreorpadii, reHoMiku 1 eBontouii kBiTkM B poauHi Campanulaceae nu-
LMK No3a yBarok B3arani 0yab-siki AaHi Wogo CTpyKTypu riHeueto Ta nnogy [10]. Huk-
ye po3ITAHYTO NUTAHHS, sIKi € HE4OCTaTHBO BUBYEHMMU B poanHi Campanulaceae.

CTpyKkTypHMI TUN TfiHeuero i nnaueHTauia. A. J1. TaxtagxksaH [53] anga npencras-
HUKIB poamHu Campanulaceae 3a3Ha4yaB crnoyaTtky NCeBOOCUMHKAPMHUIA TiHeLen i3 He-
CcrpaBXHIMK neperopogkamMun, a 3rodoM LeHOKapnHWi (napakapnHui) riHeuen, skumn
yHacnifok 3pOCTaHHSA iHTPY3MBHUX MNIALEHT CTae BTOPUHHO-CUHKapnHum [54, 55]. I3
napakaprH1M TUMOM FHELE0 Y3roMKyeTbCs napieTanbHa nnaueHTauis, 3a Kol nnaueH-
TV MOXYTb ByTn BN’AYeHi BcepeauHy rHisa 3as’s3i Ta pospocni [53]. MNpoTe 3a P. €. Jlesi-
Hoto [38], nnaueHTauis y npeacTaBHuKiB poaMHn Campanulaceae € LeHTpanbHO-KyTOo-
BOK. Lle Kpalle y3romKyeTbCa 3 BU3Ha4YeHHAM nnogdy B poavHi Campanulaceae sik CUH-
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KaprHoi kopoboykn 3a M. M. KageHom [27], Sk1MI, y CBOIO Yepry, PO3Pi3HAB CUHKaPMHUIA
i napakapnHui Tunu riveueto 3a A. J1. TaxtapkaHom [53]. Obugea TMnm nnaueHTauil,
a Takox OasanbHa 1 anikanbHa, HaBefeHi ANns pisHUX NpeacTaBHUKIB poanHu [34]. lMpo-
TMPIYYS MK BU3HaAYeHHsM riHeueto (i, BiAMOBigHO, nnogy) Yy NpeacTaBHUKIB POAVHU
Campanulaceae sik napakapnHoro abo CMHKaprnHOroO 3HIMAETBLCS, SKLLLO B3STU OO yBaru
3aKOHOMIPHY 11 MOWMpeHy KoMbiHaLito BepTUKanbHKX 30H riHeueto [35], 3a siKoi CMHKapn-
HUIA Y HWKHI YacTuHI riHeuen (6araTorHisoHui, i3 LeHTpanbHO-KyTOBOK MiaLeHTaLjier)
CTae BMLIE NapakaprnHuM (OAHOTHI3OHUM, i3 napieTanbHOK NnaueHTauiet). Bapto 3a-
3HaYNTW, LWLO cnevjianbHi JOCNiAXEHHS BepTUKanNbHOI 30HanNbHOCTI MHeLe Ans poavHu
Campanulaceae He npoBogunucs, WO pobuTtb iX akTyanbHUMM B LIbOMY KOHTEKCTI.

A. Bobpos i cniBaBTOpM [4] 3anyyatoTb nnoau B poauHi Campanulaceae go dpar-
MOKapMHOro MOpgOreHETUYHOro TUMY, KUK BiAMNOBIAAE BTOPUHHO CUHKapPMHOMY TUMy
3a A.Jl. TaxtapxaHom [54]. Hanpuknag, ans 6inblwocTi NpeacTaBHUKIB pOANHM HAaBEOEHO
HIDKHIO MapakaprHy abo cdparmokaprnHy KOpobouKy, sika pO3KpMBaETLCHA MO3LOBXHIMYU
noponoaioHMMn WinnHammn (Hanpuknag, npeacrtaBHukm pony Ostrowskia). Ins pocnuH
i3 pogy Merciera BkasaHO NCeBOOMOHOMEPHI OHOHACIHHI HEPO3KPUBHI KOPODBOYKN, SKi
GdopMyTbCS i3 AMMEPHOT HEMOBHICTHO ABOTHI3AHOI 3aB’A3i. [lceBAOMOHOMEPHMIA OQHO-
HACIHHUI HEPO3KPUBHUIA HUXKHINM TOPIiX, KA BUHUKAE 3 HXKHBOT TPUMEPHOT KOPOBOYKHY,
BKasaHO N4 npeactaBHUKIB poay Peracarpa [4]. Takox y npeacTaBHUKIB POAUHKU Tpa-
NNATLCA HaMIBHWKHI NapakaprnHi abo dparmMokaprHi Kopoboykn, siki pO3KpMBaOTLCS
anikanbHUMK nokyniuMaHuMmn ctynkamm (poam Codonopsis, *Leptocodon, Platycodon,
Wahlenbergia) [4]. Ona okpemux npeacTtaBHUkiB pogy Codonopsis BkazaHO HamniBHMX-
Ht0 ab0o BepXxHto 3aB’a3i [34]. OkpemMuM NpeacTaBHUKAM POAMHUN BIIACTMBI BEPXHI Nnoau:
napakapnHi Ta dgparmokapnHi arogn (poan *Campanumoea [4], Cyclocodon Griff. ex
Hook. f. et Thoms. [59]) i BepxHi napakapnHi Ta dpparmokaprHi KOPOOOUKM, SKi PO3KpPU-
BaKOTbCA NOKYMiUMOHUMK anikanbHUMKu ctynkamu (poan Cyananthus [4, 34, 54], Co-
donopsis, Wahlenbergia, Prismatocarpus [4] — AaHi Ana oCTaHHLOrO poay, MMOBIPHO,
nomunkoBi). MNepexigHi cTaHn Big HWXKHBOT 4O Malke BEPXHbOI 3aB’A3i CnocTepiratoTb
y npencTtaBHukiB nigpoaH Nemacladoideae, Lobelioideae Ta Cyphioideae [34, 52]. Ha
npuknagi Downingia bacigalupii Weiler (nigpognHa Lobelioideae) nigTBepmKxyeTbcs
aneHauKynsipHe MOXOMKEHHS] HWKHBbOI 3aB’sA3i, TOOGTO 0OpPOCTaHHSA BEPXHLOI 3aB’A3i
3POCIIONNCTKOBOI YaLLEYKOH0 i BiHOYKOM [28].

AHaTtomiuHa OyaoBa OnfIogHA M PO3KPUBaHHS Nyiogy. Y CTPYKTypi kopobyacTo-
ro o4y Mae Benvke 3Ha4YeHHs po3TallyBaHHS B OMIIO4HI 30HW 34EPEB’SHINMX KNiTUH
[11, 30, 33]. Po3TawyBaHHsI Li€i 30HM B €Kk30-, Me30- abo eHAoKapnii € NigcTaBoo Ans
BMAINEHHA niaTMniB KopobyacTux nnogiB 3a riCTOreHeTUYHUM NpuHUMNoM [4], ogHak
0N NPeACTaBHUKIB POOVHUN TaKMUX AaHMX A0Ci He Byno. Tinbky B HAWOMy nonepeaHbLo-
My gocnigkeHHi [1] BcTaHoBReHo, wo y Campanula latifolia L. B onnogHi Hemae iHwnx
30EPEB’AHINMX ENIEMEHTIB, OKPIM aKCMKOPHIB i NPOBIOHNX €ITEMEHTIB Keunemu. AKCUKop-
HW NPOCTAratTbCSA i3 NEPEropoAOK Ha CTIHKN NSIOAY Y BHYTPILUHIN 30HI Me3oKapnito, eH-
AoKapnin HesgepeB aHINUN. Taky KOPOoOOUKY MU MOXEMO KnacudikyBaTh ik KOPOOOUKy
Forsythia-tnny.

[lna xapaKTepucTuMKu KopobvacTMx nnodiB 3a crnocobom iXHbOro PO3KPUBAHHS
B poanHi Campanulaceae M. M. KageH [27] BUKOpUCTaB Taki MO3HAYEHHSA: TPUYSEHHa
Kopobouka, sika po3kpuBaeTbecs nigkoBonoaioHo (poan Adenophora, Campanula, Phy-
teuma), oBOYNEHHa KOPOOOoUKa, ka PO3KPUBAETHLCS HEMOBHICTH AOP30BEHTParbHO (pif
Jasione) un nigkoBonogioHo (pig Phyteuma). 3rigHo 3 P. €. JleiHoto [38], po3kpmBaHHSA
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nnogy B npeactaBHuMkiB Campanulaceae — namiHanbHe, nigkosonofibHe. MNpoTte Hain-
yacrTiwe nnoam A3BOHUKOBMX Ha3nBakTb NOpULMAHOK Kopoboukoto [34, 36, 48, 51].

LlikaBo, wo nopmumnaHy kopobouky R. W. Spjut [51] HaBoanTb ans Triodanis perfo-
liate (L.) Nieuwl. 3 nigpognHmn Campanuloideae; BogHouac gnss Campanula rapunculoi-
des L., Heterochaenia borbonica Badré et Cadet 3 uiei x nigpoguHn i Trematocarpus sp.
i3 nigpoauHun Lobelioideae HaBoguTbCs nnig weparin (ceratium) — kopobuacTun nnig,
SKUIA PO3KPMBAETHLCS BHACIMIAOK PO3LUApyBaHHS OMMOOHS UM BiJOKPEMITEHHSI OKPEMUX
YacTUH Bi HeoMagHOI pamMKu, CTOBMYMKA, NapieTanbHMUX NnaueHT abo BHacnigok pos-
KpuBaHHA eHgokapnito. AHanoriyHui Tun nnogy R. W. Spjut [51] HaBoguTb onst Chelido-
nium majus L. i Papaver orientale L. i3 poanHn Papaveraceae Juss. [1ns iHWoro npea-
CTaBHMKA [O3BOHMKOBUX — Apetahia margaretae (F.Br.) E. Wimm. (nigpoguHa
Lobelioideae) — R. W. Spjut HaBoguTb nnig kokapiym (coccarium) — gpobHuii nnig
(cxizokapnmin), y akoMy MepurKapnii po3KpMBaloTbLCA BEHTParbHO abo [op3arnbHO BHACHI-
OOK IXHbOTO BiIOKPEMITIEHHST OAMH Big 0OAHOro abo Bifg LeHTpanbHOI KONoHKN. Kopobouyka
3 MOMNepeYHM KinbLEBMM PO3KPUBAHHAM (ONepKynsipHa Kopoboyka) BkasaHa Anst poc-
nuH i3 pogie Craterocapsa Hilliard et B. L. Burtt (nigpoguHa Campanuloideae), Lysipomia
Kunth (nigpognHa Lobelioideae), Parishella A. Gray (nigpognHa Nemacladoideae);
“nanepoBi” KOPOBOUKH, LLIO BMUBINbHATL HACIHWHYM Nif Yac pyNHYBaHHSA, HABOOATLCS Ans
npeacrtaBHukiB poaie Cyphocarpus Miers, Legenere McVaugh, Peracarpa [34].

3a |. Roth [48], mexaHi3M po3kpmBaHHSA MAoAy Y NpeacTaBHUKIB poaie Campanula,
Adenophora, Trachelium, Phyteuma Ta Specularia A. DC. nounHaeTbCs y Npoueci horo
BMCYLLYBaHHS 3a JOMOMOIO0 Mop, WO POPMYHTLCA MiXK XUNKaMu. 3 yacom KrMHOMo-
[iOHI CKNepeHXxiMHI AiNsHKM TKaHWH, NoKani3oBaHi B Neperopoakax 3aB’asi, BigoKpem-
NIOKTBLCA BiA LEHTPanbHOI KOMOHKN, BUTMHAOYMCb HA30BHI, 1 TakKMM YMHOM pO3puBa-
H0Tb AINAHKY CTiHKM Nnogy 3 BUHUKHEHHSAM OTBOpPY. PO3MILLEHHSA NOp NPOrHO3yeTbCs 3a
nokanisauieto 3arnMbuH Ha NoBepxHi onnogHsa y Hanieapinomy nnogi [48]. . Roth [48]
po3smsgana nopuuugHe poskpyBaHHS Mrogy fK NoxigHe Big MOKyMiUMAHOrO, 3a SKOro
LWiNIMHY PO3KPUBAHHS € JOBLUUMM.

OTxe, pi3HOMaHITTS nrnofis, HaBegeHe Ans poanHu Campanulaceae s. |. y nitepa-
Typi, 3Ha4yHo wwmpLue Big onmucaHoro A. O. KonakoBcbknm [30] pisHOMaHITTS kopobo4ok
ansa nigpogmHn Campanuloideae. lNMpoTte Opak yHighikoBaHOI TepMiHOMOrii CTOCOBHO
TMNy Nrogy Ta cnocoby MOoro po3kpUBAHHS, HEAOCTAaTHE NPEeACTaBNEeHHA aHaTOMIYHMX
AaHNX TOLO He AalTb 3MOrM NPaBuibHO OLIHUTY 3HAYEHHS LMX O3HaK ANs cuctemMaTu-
KV A3BOHUKOBUX.

BukopucTaHHA KapnosoriYyHMx o3HaK y TakCOHOMIi Ta eBOJIIOLiNHIN cuctema-
TUui. Ha TepeHax YkpaiHu KapnosoriyHi 03Haku akTMBHO BUKOPUCTOBYHOTbCS B CUCTe-
MaTtuui poagy Campanula [12—-14, 58]. 3okpema, AiarHOCTUYHE 3HAYEHHST 30BHILLIHLO-
MOPQONOriYHMX O3HaK MIoAY Ha PiBHI Cekuin, nigcekuin i Bugis poagy Campanula 3’'scy-
Bana H. Opewmntora [12-14]. Y npaui H. MupowHunyeHko [42] npeactasneHo aHania
eTaniB penpoaykTnBHoI Gionorii Tpbox BuaiB poay Campanula (C. sibirica L., C. taurica
Juz. Ta C. talievii Juz.) 3 TepuTopii lNpcbkoro Kpumy 11 onncaHo BaxnuMBICTb AN Mpo-
Luecy AaucemiHauii ocobnmBmux NpUCTOCYBaHb MIOAIB: aKCUKOPHIB, XXOPCTKUX BOJIOCKIB
i ra4ykonoAibHUX CTPYKTYP i3 3iB’ANOro BiHOYKA.

YuyeHi 3 lMiBaeHHOT Adpukn, ae TpannsieTbca 6arato npeacTtaBHMKIB 6e3paHroBoi
rpynn Wahlenbergioids, 3actocyBanu kapnosnoriyHi gaHi gnsi obrpyHTyBaHHs HOBUX
TaKCOHOMIYHMX KOHLIenNLUin. 3okpema, Ha NigcTaBi KApnonoriYHNX 03HaK, NigTBEPAXKEHMX
AaHnmn Giomopdponorii, 6yaoBM KBITKM i HAciHWHW, 3anNpOMOHOBAHO PO3rMsiAaTn BUA
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Prismatocarpus crispus L‘Hér. y cknagi HoBoro MoHoTunHoro poay Kericodon Cupido
3 Bugom K. crispus (L‘Hér.) Cupido [11]. Ak Buasunocs, y K. crispus kopobouka LnniH-
Apu4Ha, HepiBHOMIpHO pebpucTa, po3KpMBaeTbCA Mixk pedpamu Ha 10 i BinbLue cermeH-
TiB, AKi HE BiANOBIAAKTL NonaTam Yalweyvkn. Hatomictb, y BuaiB poay Prismatocarpus
Kopobouyka Mae npuaMaTuyHy oopmy Ta PO3KPUBAETHCS MO3A0BXKHLO Ha 4—5 CEerMeHTiB,
AKi BiONOBIgalTh NoONaraM Yalleyku.

B iHwomy aHanoriyHomy Bunaaky sug Wahlenbergia hederacea (L.) Rchb. 6yno ne-
peHeceHo y pig Hesperocodon Eddie et Cupido (sik H. hederaceus (L.) Eddie et Cupido)
Ha OCHOBI 0COBNMBOCTEN PO3KPUBAHHSA NMNOAY Ta AaHWX dinoreHeTu4Horo aHanisy [16].
BcTaHoBneHo, Lo 3a KapnonoriyHMMKU o3HaKkaMu Lier BUA, 3anmMae npoMiKHe MOroXeH-
HA MK npeacTaBHMkamu 6espaHroBux rpyn Wahlenbergioids i Campanuloids, ogHak
Mae OyTu 3anyveHui 4o Apyroi rpynu Anst 36epexeHHs npuHumuny MoHodinii rpyn. 3a-
ranom, y npeacrasHukiB pogy Wahlenbergia nnig po3kpuBaeTbCH NOKYNILNMOHUMN CTYI-
Kamu, po3MilleHVMU BULLE YallONUCTKIB; Neperopodkn nnogy 3Aepes’sHini, sigrnHa-
IOTbCHA HA30BHI MrPOCKOMIYHO, PO3LLENSIoYM Aax nnogdy i opMydn KOpoHOMNOAiOHY
CTPYKTYpY 3 2—5 4acToK.

HatowmicTb y H. hederaceus nnig xapakTepu3yeTbCsl TOHKMMY MeMBpaHHUMK nepe-
ropogKkamu, MOro CTYSKW MiCns BiAKPVMBAHHS NULLAKTLCA 3'€QHaHMMKN Bropi OCHOBOH
CTOBMYMKA, @ HACIHMHU BUCUMNAKOTLCS KPi3b OKPEMI LLiNHM.

BBaxkaeTbcs, WO 3MiHA TUMNy nnogy Bid KOPOOOoYKkM A0 Arogn y Mmexax 6e3paHroBoi
rpynu Platycodonoids ckopenboBaHa 3 nowmpeHHAM LieHTparnbHoasiicbknx pogis Cyclo-
codon i Ostrowskia no CxigHoi Adpukn 1 KaHapcbKrx OCTPOBIB i MOSIBOKO HOBOMO poay
Canarina [40].

Cepen npeactaBHukiB poguHn Campanulaceae HanMpi3HOMaHITHILLOK 3@ CTPYKTY-
poto riHeLeto i nnogy € nigpoanHa Campanuloideae [34, 60], Aky My BBaXKaeMO Hannpu-
MITUBHILLO B €BOMIOLINHOMY CeHCi. [MpeacTaBHMKK iHWNX NIAPOANH MaKTb NEPEBaXKHO
cyxi kopobyacTi nnogn 3 NOKymMiUMAHUM PO3KPUBAHHSM, OUMEPHUM FHELIEEM i3 HaniB-
HWKHBbOKO 3aB’A33t0 Ta OOHOK-KiINIbKOMa HaciHMHaMK y 3aB’a3i. BBaxaeTbcs, WO BUXIa-
HUMW O3Hakamu Onsa GasanbHoi knagum nigpoavHun Campanuloideae — rpynu Platy-
codonoids € HWXHS 3aB’s3b | kopobyacTui Nnig, siKi eBOMLioOHyBanmM oanH abo Kinbka
pasiB y Mexax rpynu B HanpsiMKy A0 BEPXHbOI 3aB’sa3i Ta arogonogibHoro nnogy [24].
Tomy AocnigXeHHs1 paHHbOI eBontouii nnogis y poanHi Campanulaceae gouinbHO no-
ynHaTy 3 nigpoamHn Campanuloideae.

BUCHOBKMU

3Baxarouy Ha NpOBEeAEHNUI OrMsAA KaprnomnoridyHMX gocnimpkeHs y poanHi Campanu-
laceae, MoXHa CTBEpKYBaTH, LLIO MOPEOMOrivyHi 0cobNMBOCTI Ta CNOCcobM PO3KpUBaH-
Hs1 NrofQy 34aBHa Oynu NpegMeToM peTenbHUX CTYAIN | BUB4aNUCh y 3B’A3KY 3i cuctema-
TMKOIO Ha PiBHI MigpoAnH, TpMO i BHYTPILLHBOPOAOBMX TAKCOHIB. BogHo4Yac aHaToMiyHa
OyaoBa OnNnoaHsi, XapakTePUCTUKM MHELIEH Ta TXHi €eBOMOLUIAHI 3MiHW NPaKTUYHO NULLK-
nncs nosa yBarok BYEHMX. 30Kpema, 40 CbOrogHi He BOANOCh YKIAacTu €QUHY CXemy
€BOIILIMHNX NepeTBOPEHb NMOAIB B OKPEMUX Knagax poauHu, K i 3’acyBaTn BUXiAHWN
CTaH i 3aranbHi TeHAeHUIT eBontoLil NNoaiB y Mexax yCiel poauHu.

Knacudpikauis nnogis y nigpogunHi Campanuloideae A. O. Konakoscbkoro [30] xou
i NMWaeTbca HaraeTanisoBaHilLMM JocnigkeHHsaM nnojis y poauHi Campanulaceae,
€ LUTYYHOIO Y CBOIN OCHOBI Ta HE Ja€e 3MOru onucaTtun TeHaeHLUiT eBontouil nnoais. JaHux
CTOCOBHO AleTanbHOro KapnororiYyHoro aHanisy npeacTaBHUKIB iHLIUX NIAPOANH HEMAE.
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Hes’'sicoBaHUM NULLIAETBHCS MOXOMXKEHHS BEPXHIX i HAMIBHWXKHIX NIoAiB y nigpoanHax
Cyphioideae, Cyphocarpoideae, Lobelioideae i Nemacladoideae, ge BOHM MOXyTb OyTK
pes3ynsTaToM peBep il Big HUXKHIX nnogis abo BMUXigHUM CTaHOM; HEMa€e NOACHEHb BENu-
KOT pi3HOMaHITHOCTI cnocobiB po3kpuBaHHSA KopobyacTux nnogis, sky sussus A. O. Ko-
nakoBcbkui [30]. TakoX HE3pO3yMino, SKi 03HaKW MIo4y MOXHa BBaXaTu HaginHUMMK
KpUTEPIIMU ONa po3MeXyBaHHSA pofiB, a siKi BapToO po3rnsaaaTtu sk Bapiavii OCHOBHUX
TMniB. Benuka KinbKkicTb TakcoHiB y poanHi Campanulaceae, Wwo He BU3HAKTLCH B MiX-
HapOAHMX TAKCOHOMIYHMX Ba3ax, i cnpobu BUAINEHHSA TaKCOHIB NMLLE Ha NigCcTaBi Kapno-
NOriYHMX O3HaK cBig4aTb NPO HeJOCTaTHIV piBEHb iHTepnpeTaLii KapnonorivyHoi iHop-
Mauii cuctematukamun. HaBegeHun Bulle nitepatypHUi ornsg NigTBepoXye HeobXia-
HICTb KOMMMEKCHOro BUBYEHHS PI3HOMAaHITTS Nnojis y npeacraBHuKiB poanHu Campa-
nulaceae sk KiHUEBOI NaHkM MopdoreHesy KBIiTKM 3 MOXIUBICTIO NOA4arnbLUIOro 3acTocy-
BaHHA pe3ynbratiB AOCHIOXKEHHSA y cuctematuLi.
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ACTUAL STATE OF CARPOLOGICAL STUDIES IN THE CAMPANULACEAE JUSS.
WITH REGARD TO ITS SYSTEMATICS
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The systems of the Campanulaceae Juss. introduced by the end of the 20th century
used external morphological characteristics of the fruit. However, they significantly dif-
fered one from another by the number of subfamilies and tribes. In the system of Cam-
panulaceae s. str. A. Kolakovsky (1995) distinguished four subfamilies, 22 tribes, and
49 genera on the basis of carpological features. Due to this fact, his system is “artificial”
and does not correlate with other treatments of this family. The carpological system of
Campanulaceae s. str. resulted from the detailed classification of fruits proposed by
A. Kolakovsky that reflected the tiniest differences in the mode of formation of openings
in the capsule, the location of lignified tissues (axicorns) and the shape of the axicorns.
A. Kolakovsky distinguished 43 types of fruits, combined into two groups: non-axicorn-
type and axicorn-type. Unfortunately, this classification proposed essential fragmenta-
tion of genera and establishment of many new taxa that are not acceptable at present.
Molecular and complex studies have led to the integration of Campanulaceae s. str. with
related families and the recognition of Campanulaceae s. I. consisting of five subfami-
lies: Campanuloideae Burnett, Cyphioideae (A. DC.) Walp., Cyphocarpoideae Miers,
Lobelioideae Burnett and Nemacladoideae Lammers. The most primitive and diverse in
carpological aspect is Campanuloideae that is characterized by superior and inferior,
isomerous and oligomerous, dry and fleshy, dehiscent and indehiscent fruits. The fruits
in the other four subfamilies are mostly dimerous, superior or semi-inferior, low-seeded,
loculicidal capsules with apical valves. Researchers of the Campanulaceae use incon-
sistent fruit classifications, therefore, only several examples of applying the carpological
data to taxonomy are known at generic and infrageneric level. Some features of the
Campanulaceae have not been properly studied, in particular: vertical zonation of the
gynoecium, placentation, the ovary position and anatomy of the fruit wall. Therefore, the
state of knowledge on the evolutionary carpology of Campanulaceae is unsatisfactory.
For possible usage of the carpological information in systematics of the Campanulaceae
family, it is important to conduct complex studies of fruits as the terminal stage of the
flower morphogenesis.

Keywords: bellflower family, subfamily, tribe, axicorn, capsule, fruit dehiscence

Received / OgepxaHo Accepted / MpuitHaTo Published / Ony6nikoBaHo
04 March 2020 22 May 2020 22 June 2020

ISSN 1996-4536 (print) ¢ ISSN 2311-0783 (on-line) e BionoriyHi Ctyaii / Studia Biologica ¢ 2020 e Tom 14/Ne2 e C. 95-116


mailto:anastasiya.odintsova@lnu.edu.ua

