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Abstract

Gynomonoecy is the mode of sex expression in which female and bisexual flowers occur on the same plants; it is
an important step in the evolution of monoecy from hermaphroditism in angiosperms. The sexual system of gy-
nomonoecy is considered to play several important roles, including reducing herbivore damage to pistils, reducing
inbreeding depression by favoring out-crossing and pollen-pistil interference, enhancing the flexibility of resource
allocation to male and female functions in two flower types, and attracting pollinators. According to the classifi-
cation of APG Il system, gynomonoecy occurs in about 23 families in angiosperms including Lactoridaceae in
magnoliids, Araceae and Poaceae in monocots, and Asteraceae, Amaranthaceae, Lamiaceae and other families in
eudicots. Gynomonoecy is most common in Asteraceae. Female and bisexual flowers from different gyno-
monoecious taxa show diversified sex expressions, such as their position in inflorescence, morphs, size and flow-
ering time. These traits are regulated not only by genetic factors, but also by resource availability (e.g., nutrition,
light, temperature, and moisture conditions). Because reports on gynomonoecy in China are rare, this paper em-
phasizes our analysis and summary of the phylogeny of gynomonoecious taxa and their evolution in angiosperm
and the relationship between their sex expression and environmental conditions. In addition, five hypotheses on
the evolutionary significance of gynomonoecy are introduced and evaluated in this paper. Finally, we discuss
prospects for further research in this topical area. Our purpose is to provide a theoretical framework for research
on evolutionary patterns and mechanisms of gynomonoecy for angiosperms in China.
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B R T MERRE D R AL A TR X BIARITE I T
i 22 PRI &R 4t (Darwin, 1877; Yampolsky &
Yampolsky, 1922; Richards, 1997; Huang & Guo,
2000; Wise et al., 2008; Field & Barrett, 2012). 4
WEREDh e 2 S AAAE T — MR b, MR T R
gl LL4y A M #. 25 (gender monomorphism)Fl1E 2%
(gender dimorphism) 5. Horf 1 5 20 FE A [R]
1t.(hermaphroditism). Wt/ [7] £k (monoecy) . 4= [A]
P (andromonoecy) #1#f 4 [A] £ (gynomonoecy); 1M %
AU HE M B (dioecy) . HE4 7 MK (androdioecy)
FIHE4 578 (gynodioecy) (5K K 55, 2004; Wise et al.,
2008; Méndez & Munzinger, 2010). # FHYH4H
T2%IM A P PEACAE IR, T H Al RGeS A I
HI%% 4 /N T-10% (Yampolsky & Yampolsky, 1922;
5K K 53, 2004; Molano-Flores & Danderson, 2009).

e IR S i — P A A B RN AR A
I I A8 1) 1 2% 15 7 38 (Yampolsky & Yampolsky,
1922; Lloyd, 1972a, 1972b; Barlow & Forrester, 1984;
Bertin & Kerwin, 1998; /& i Fl 3% X 4, 2006;
Grombone-Guaratini et al., 2011), Darwin (1877) 1 4t
I8 T M4 R R R 4. Yampolsky AT Yampolsky
(1922)%t ¢ 1A 4121 492 B G it Ja A A, FLE
2RI R G PR 205 SR E12.8%; B3R E
BHREAIX R T, 43.6%0M B A AEME 2 FIRRE R ¢
(Carlquist, 1974); Richards (1997)ik ki A4
3% IR ME 4 [IARIY, T Bertin45 (2010)fiti 1 41
HIIHA42.8%-7.0% KR 7 AEE R RIRRIE R St
IR, MEARIRRTE RGN A R T
WHEREE [ A6 (P PEAE) ) BERE [FIR S AR REA IR — > rh R
B, fed RGN EA T RAEEE X
(Charlesworth & Charlesworth, 1978; Bawa & Beach,
1981; Richards, 1997; Whitkus et al., 2000; Torices &
Anderberg, 2009; Méndez & Munzinger, 2010).

e [FIRRME R G0 TR RS R —
AN HEL N 2% (Yampolsky & Yampolsky, 1922; /57 F1
THOW 4T, 2006; Wise et al., 2008; Méndez &
Munzinger, 2010). &4 41k, Epr FA CHAMES
[F) M 1 2R 4t M LAk i OB 9 A AN D 4Rl
(Bertin & Kerwin, 1998; Bertin & Gwisc, 2002; Bertin
etal., 2010), (HYEFIE, B /7 FEFIHN 4 (2006) 15 X
o] e[ 458 P E4 [RTRRARLA) 1) 70 A HEAT IR TE LUK, X
DR MR FIRAE D) T AE R E R IE . M)

Pt Ko LA A0 5 N 1 A8 S FOME 12k 0 i o, DA S EqE
B PR PEAEAE AR5y B T A [T AR e A6 320G v 16 22 e ()
JUHRIE(Sun et al., 2006; 2 J 4§, 2012; Zhang et
al., 2012; Mamut et al., 2014), i B3 25 55 4+
FEYIEAS IR R AT OB IR D5 Je o bAb, /S
PEFI RN A (2006) 75 € TR A4 9 1 A [F) R R 420 1)
M ) SRR, R L ME 4 [RIRR I R G A T
TEFR ARy 5 X S T R IR 38 N i SCEAT T 230, 1
X IX ORI IR RGeS 7 T S . ik, 3k
FTLE A3 AT 5 R R EE W 4% (2006) 2538 (1 Sk At 1, 254
[l e B 30T 4 5K (2006—-20134F ) 47 5 ki 4 e 4 [ k%
ARG, A B A AR R AR
RELE TR D AT MR GE A . PERIA
1) 56 28 S FLast A5 AR 4 7 T AT A Al R &5, FExT
A R H A IE N5 SR A AR U AT T PEMY, LA
Shy A 250 B FEA 0 7 R A 4 R 1k 2R e 1 1t A R
PRt i 2% .

1 HMERMERFERTFEITIHIIHS
E
11 EHFEOTHSH

P Yampolsky FYampolsky (1922)fF)4Ri&, #% 1
RV ME A R R PR 2R G0 = Hh IRAE 4G B TRt
R REERN AR RAR I ATTRAECR
425J& 113 A48Fitad b, b, SRHEYI A3 32578,
2 1796%. /5 FIHE X 42 (2006) 1A A 555 A 245 14
BR57 @1 178 A7 AEE A I RR R R 48, 00l
TR E Bl TR RRE4.09% 80 s % 165.0% . Horh,
S RME A 5 SRR L188.3%, Ti Rl 3.1%, JEIER
172.8%, A1THRHT1.8%, MAAR. KegAER. W
BEBE SORER LR WISk KRR
PEARE ZE0T R AR RGO R 25 10RHMY
174.0%. ItAh, 7EBk 4 iR B (Barlow & Forrester,
1984). V£ AliHERl(Palkovic, 1978; Lowrey & Rob-
inson, 1988). & KA (Champluvier, 1997). %816 R}
(Bernardello et al., 1999). =i/t £l (Franchi et al.,
2007). FE4#RH(Molano-Flores & Danderson, 2009).
i #i B (Méndez & Munzinger, 2010) . ¥ JIH #}
(Pringle, 2011)F1| i BB 55 5 AL (Mamut
et al., 2014)%5 R P AEEE 2 RIMRIL S . 2,
e AR PE R 48 AR RE A1 23815708 Hh A it
B (L),
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Table 1  The distribution of gynomonoecy in angiosperms

Es TR G DN

Taxon Type of sexual system Reference

557 R Lactoridaceae

Lactoris M4 [Pk Gynomonoecy Bernardello et al., 1999

AAR Gramineae
/NI # & Coelachne

Tripsacum, Aulonemia

FIMH#i%} Xanthorrhoeaceae
PR HE Eremurus

XEER Araceae
Jitigk 2 J® Epipremnum, Heteropsis, /2ff# /& Rhaphidophora,
Rhodospatha

FZILER Gunneraceae
Gunnera

#HERlL Juglandaceae
)M JE Rhoiptelea

E## Urticaceae
L% JE Parietaria
& IREl Myrtaceae
HT)Z/E Melaleuca

HIM 3%l Onagraceae

448 Fuchsia

44 )LERL Geraniaceae

HeF )L )@ Erodium, 2L R Geranium
=X% Crassulaceae

J\EJE Hylotelephium, 5-KJ& Sedum
A% Caryophyllaceae

T4 JE Silene

17 #JF Silene, 4117)& Dianthus, ZZ/& Stellaria

FANF 8 Agrostemma, F 48 Arenaria, % H-J& Cerastium, f177)®
Dianthus, 55 %k Z' /8 Lychnis, @& 1144 %8 Minuartia, %4l %8
Sagina, LG5 E Spergularia, %258 Stellaria

%kl Amaranthaceae (815##%l Chenopodiaceae)

Arthrocnemum, Didymantlius, Heterostachys, Microcnemum, Monolepis,
Osteocarpum, Spirostachys, Secticornia, Threlkeldia

#i)J& Chenopodium

AR JE Halocnemum, #hT JE>%J® Halopeplis, #:JTUVE Kalidium,
#hn%)E Salicornia, fi%)E Suaeda

Ji|%E )& Dysphania, #i%Z)% Kirilowia, Hi}iJE Kochia, %% &% Londe-
sia, Y0%Z)E Panderia
P38 Spinacia

%%} Polemoniaceae
€% )8 Polemonium

W#i%} Sapotaceae
Wi#iJE Planchonella

#RB%} Gentianaceae
B JEHE Gentianella

4= [FI ¥k Gynomonoecy

4= [FI ¥k Gynomonoecy

WA [ RR . PP AE AR BR

Gynomonoecy, hermaphroditism

4= [F#L Gynomonoecy

4= [Fl#% Gynomonoecy

4= [Fl#% Gynomonoecy

W4 [ Gynomonoecy

W4 [FRR . M4 Ak Gynomonoecy,
gynodioecy

M4 [FRE Gynomonoecy
M4 [k Gynomonoecy
4= Al Bk Gynomonoecy

4= [FFk Gynomonoecy

HE4RIRR . ME4 57 #kGynomonoecy,
gynodioecy

4= [Fl#% Gynomonoecy

4= [Fl#% Gynomonoecy
M4 [ Gynomonoecy
M4 Bk Gynomonoecy
M4 [k Gynomonoecy
WERR. MRk, MEAFRE. AR
Female, male, gynomonoecy, andro-

monoecy

4= [FI ¥k Gynomonoecy

4= [FFL Gynomonoecy

4= [FRFL Gynomonoecy

Yampolsky & Yampol-
sky, 1922; Lu & Huang,
2006

Dewald et al., 1987;
Grombone-Guaratini et
al., 2011

Mamut et al., 2014

Yampolsky &
Yampolsky, 1922; Lu &
Huang, 2006

Palkovic, 1978; Lowrey
& Robinson, 1988

Sun et al., 2006; Lu &
Huang, 2006

Franchi et al., 2007

Barlow & Forrester, 1984

Lu & Huang, 2006
Lu & Huang, 2006
Lu & Huang, 2006

Hermanutz & Innes,
1994; Maurice, 1999;

Lu & Huang, 2006
Maurice, 1999; Collin et
al., 2009; Dufay et al.,
2010 ; Casimiro-Soriguer
etal., 2013

Lu & Huang, 2006

Yampolsky &
Yampolsky, 1922
Bhargava et al., 2007

Yampolsky &

Yampolsky, 1922;
Lu & Huang, 2006
Lu & Huang, 2006

Komai & Masuda, 2004;
Onodera et al., 2008

Yampolsky &
Yampolsky, 1922; Lu &
Huang, 2006

Méndez & Munzinger,
2010

Pringle, 2011
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%1 (%82 Table 1 (continued)

Es i TERGHRM SR

Taxon Type of sexual system Reference

BIR%l Acanthaceae

Brachystephanus 4= [FAFk Gynomonoecy Champluvier, 1997

KERl Oleaceae

KBEMiJE Olea, AJRJE Osmanthus, ] & J&® Syringa

BEREL Lamiaceae

B JE Calamintha, 7 *:JE Dracocephalum, j& IS} & Glechoma,
75 5 J®  Hyssopus, %% J® Lycopus, %4 16)E Melissa, i fif J&
Mentha, #f|7%)@ Nepeta, 2% @ Origanum, EAi%i)E Prunella, )2
TTJE Salvia, 7K73J@ Stachys, HEFE Thymus

ZRIERl Plantaginaceae

ERH)E Plantago

%%l Asteraceae

Abrotanella, Acamptopappus, Achaetogeron, Achmophora, Achyrachaena,
Achyrocline, Adelostigma, Aganippea, Aiolotheca, Allendea, Aniauria, Am-
blyocarpum, Amblyopappus, Amellus, Amphidoxa, Amphiglossa, Amphori-
carpus, Anaglypha, Anaxeton, Antithrixia, Aphanactis, Aphanostephus,
Agyroxiphium, Arnica, Arnicastrum, Arrowsmithia, Asteropsis, Astephania,
Asteromoea, Athrixia, Athroisma, Axiniphyllum, Baeria, Balleya, Balsam-
orhiza, Bartlettia, Bellida, Bellium, Bellis, Berlandiera, Bi-Leveillea,
Blennosperma, Blepharispermum, Blepharizonia, Boltonia, Borrichia, Br-
achychaeta, Brachyclados, Brachycome, Brachyglottis, Bradburia, Bryo-
morphe, Burrielia, Cacosmia, Cadiscus, Calyptrocarpus, Cassinia, Cel-
misia, Ceratogyne, Ceruana, Chaetanthira, Chaetopappa, Chaptalia,
Chardinia, Charieis, Chiliophyllum, Chiliotrichium, Chionolaena, #i%j)%
Chlamydites, Chroilema, Chromolepis, Chrysactinia, Chrysanthellum,
Chrysogonum, Chrysoma, Chrysopsis, Clappia, Clibadium, Cnicothamnus,
Coleocoma, Commidendron, Corethrogyne, #kK¥<j& Cosmos, Crocidium,
Crupina, Cylindrocline, Cypselodontia, Delamerea, Denekia, Dichaeto-
phora, Dicranocarpus, Dimorphocoma, Dimorphotheca, Diplostephium,
Dipterocome, Disparago, Dugesia, Egletes, Elachanthus, Elvira, Engel-
mannia, Epallage, Eremothamnus, Eriachaenium, Ericameria, Erioce-
phalus, Eriothrix, Ermeiastrum, Espeletia, #i3%%4J® Euryops, Eutetras,
Evax, Faceles, Faujasia, Felicia, Fresenia, Gamolepis, Garcilassa,
Garuleum, Geigeria, Glossocardia, Glycideras, Goldmanella, Golionema,
Grantia, Gratwickia, Greenella, Grypocarpha, Guardiola, /N3%71 &
Guizotia, Gundlachia, Gundelia, Gutierrezia, Gymnarrhena, Gymnodiscus,
Gymnosperma, Gymnostephium, Haastia, Hazardia, Heliopsis, Hemi-
zonella, Hemizonia, Henricia, Heptanthus, Hertia, Heterolepis, Heteros-
permum, Heterotheca, Hidalgoa, Hinterhubera, Hippia, Homochaete,
Homochroma, Homogyne, Hysterionica, Ichthyothere, Inulopsis, Ischnea,
Isocarpha, Isoetopsis, Isostigma, Ixiolaena, Jaegena, Jaegeria, Jasonia,
Keerlia, Koehneola, Lachnophyllum, Laestadia, Jffi3k%J& Lagenophora,
Lagophylla, Lantanopsis, Lasiocoma, Lasiopogon, Lasthenia, Lecocarpus,
Leontonyx, Lepidophyllum, Lepidostephium, Leptocarpha, Leptorhynchus,
Lessingia, Leucopholis, Leyssera, Liabum, Lindheimera, Lipochaeta,
Lucilia, Macowania, Madia, Mairia, Melalema, Melampodium, Mela-
nodendron, Melanthera, Merrittia, Micractis, Microlecane, Micropsis,
Micropus, Microtrichia, Milleria, Minuria, Minurothamnus, Monactis,
Monarrhenus, Monolopia, Monoptilon, Moonia, Montanoa, ‘%A J&
Mutisia, Nananthea, B %8 Nannoglottis, Nanothamnus, Narvalina,
Nerrittia, Nestlera, Nicolasia, Nidorella, Nolletia, Odontospermum,
Oedera, Olearia, Oligocarpus, Olivaea, Onoseris, Oreochrysum, Osmites,
Osmitopsis, Osteospermum, Othonna, Otochlamys, Oxypappus, Pach-
ylaena, Pachyrhynchus, Parthenice, Parantennaria, Pectis, Pentachaeta,
Perityle, Perralderia, Perymenium, Petalacte, Petalactella, Petrollinia,
Phacellothrix, Phaenocoma, Phalacrocarpum, Phemmera, Philactis,
Philoglossa, Philyrophyllum, Phymaspermum, Pinillosia, Plagiocheilus,
Plazia, Pleurophyllum, Podochaenium, Podocoma, Podolepis, Polygyne,
Polymnia, Postia, Printzia, Psiadia, Psila, Psilactis, Psilocarphus,
Pterigeron, Raillardella, Raoulia, Relhania, Remya, Rhantherium,
Rhodogeron, Riddellia, Riencourtia, Rigiopappus, Rochonia, Ruckeria,
Rumfordia, Sabazia, Sanvitalia, Sartwellia, Schistocarpha, Schist-
ostephium, Schizoptera, Schizotrichia, Schkuhria, Schoenia, Sclerocarpus,
Scyphocoronis, Selloa, Sericocarpus, Siebera, Silphium, Sommerfeltia,
Sphacophyllum, Sphaeromorphaea, Sphagneticola, Spilanthus, Stachy-
cephalum, Staurochlamys, Steirodiscus, Stemmatella, Stenocline, Stephan-
odoria, Stilpnogyne, Stuartina, Styloclyne, Syncephalantha, Syntrichop-
appus, Tessaria, Tetracanthus, Tetragonotheca, Tetramolopium,

M4 [FI¥E Gynomonoecy

4= [Fl#k Gynomonoecy

4= [Fl#k Gynomonoecy

4= [FI#E Gynomonoecy

Lu & Huang, 2006

Lu & Huang, 2006

Lu & Huang, 2006

Yampolsky &
Yampolsky, 1922
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%1 (%) Table 1 (continued)

Ve it PRGN % R

Taxon Type of sexual system Reference

Tetranthus, Tetraperone, Thelesperma, Thespidium, Thymopsis, Tolbonia,

Hb% & Townsendia, Tragoceros, Trichocline, Trigonospermum, Triploce-

phalum, Tripteris, Urbinella, Vanclevea, Varilla, Venegazia, Vieraea,

Villanova, Vittadinia, Waitzia, Welwitschiella, Whitneya, Wyomingia,

Xanthisma, F1tJ& Xeranthemum, Zaluzania, Zexmenia, Zoegea

Lasianthaea, Liabum, -3 J& Tridax, Verbesina M4 TR#E Gynomonoecy Bullock, 1985

Baltimora, J%1%)E Bidens, #})% Eclipta W4 [F#E Gynomonoecy Bullock, 1985;
Yampolsky &
Yampolsky, 1922

Ambylocarpum, Asteriscus, Chrysophthalmum, Cylindrocline, Dittrichia, i 4> [i#k Gynomonoecy Torices & Anderberg,

Doellia, Duhaldea, Geigeria, Ighermia, Limbarda, Pseudoconyza, Rhan- 2009

terium, Schizogyne, Streptoglossa, Telekia, Vierea, Xerolekia, Zoutpan-

sbergia

Callilepis, Calostephane, Lifago, Mollera, Ondetia, Pallenis, Pechuel- i 4:[f#k Gynomonoecy Yampolsky &

Ldschea, Porphyrostemma, Rosenia, Sachsia, Stenachaenium Yampolsky, 1922;
Torices & Anderberg,
2009

Ifloga IE4= A Fk Gynomonoecy Yampolsky &

B JE Conyza

e IE)R Inula, 11355 @ Anisopappus, -l %5 & Buphthalmum, X
I'T¥5)E Carpesium, /Nt#k% )8 Laggera, &%)E Pulicaria

W ahF 8 Blumea, [E4i%)E Pluchea

M55 Wedelia, T H %4 )8 Zinnia

KI5 Aster

1563 )& Cotula

TH6JE Senecio
—H¥ifEE Solidago

% & Acanthospermum, # )& Achillea, #4#i3%/@ Adenocaulon, 5t
%)% Blainvillea, = f£/@ Cal- endula, 3%jJ& Callistephus, #|j&
% J& Calotis, 132 )& Centipeda, #7 % J& Crossostephium, # %58
Cyathocline, fiflR %5 )& Dichrocephala, % #%4 )% Doronicum, % =
Eclipta, #i%jJ& Enydra, %§/rJ& Erechtites, €3%J® Erigeron, 24j)8
Filago, K T % J& Gerbera, 7 %i J& Glossogyne, i 48 = J&
Gnaphalium, W %3 J8 Grangea, 5% & Helichrysum, i 4 4% )&
Heteropappus, /N %)@ Microglossa, 47 5@ Myriactis, 4 IK% 8
Parthenium, JIH- %5 J& Pericallis, ¥i = %L J& Phagnalon, k4 & )8
Rhynchospermum, HFZi%%)& Sheareria, #i%:)& Siegesbeckia, #RHT1% /&
Soliva, #/E % )& Sphaeranthus, %% )& Symphyllocarpus, <>%i)&
Thespis, # 4 )& Tussilago

WY KJE Blumeopsis, 74 %5)® Pentanema

ZEJE Ligularia

W48 Ajania, MZ% 8 Ajaniopsis, 7 # )& Anaphalis, % ¥ %8
Anthemis, ?$%iJ8 Arctogeron, K& & & Argyranthemum, & /&
Artemisia, %8 A8 Asterothamnus, 4fE%§)& Bellis, %7 %j)& Bra-
chanthemum, % %jJ8 Brachyactis, #%jJ8 Cavea, EH% 8
Chamaemelum, T )@ Chrysanthemum, #%7&%5)@ Coleostephus, 445
%jJ& Coreopsis, 3L%jJE Cremanthodium, KFi{tJE Dahlia, %jJ&
Dendranthema, ZXiJ@ Doellingeria, ¥4 frij@ Epaltes, K54,

4= [FFL Gynomonoecy

M4 R # Gynomonoecy

4= [A ¥k Gynomonoecy

M4 [FRE Gynomonoecy

4= [F ¥k Gynomonoecy

PIPETEREAR . MEAx Tl IR

PRSI e bR

Hermaphroditism, gynomonoecy,

monoecy, subdioecy, dioecy
42 [F ¥k Gynomonoecy

4= [FFk Gynomonoecy

4= [F ¥k Gynomonoecy

W4 R B Gynomonoecy
4= [Fl#% Gynomonoecy

4= [FI ¥k Gynomonoecy

Yampolsky, 1922; Bergh
& Verboom, 2011
Yampolsky & Yampol-
sky, 1922; Urdampilleta
et al., 2005; Lu & Huang,
2006

Yampolsky & Yampol-
sky, 1922; Lu & Huang,
2006; Torices & Ander-
berg, 2009

Lu & Huang, 2006;
Torices & Anderberg,
2009

Yampolsky & Yampol-
sky, 1922; Bullock, 1985;
Lu & Huang, 2006
Bertin & Kerwin, 1998;
Lu & Huang, 2006
Lloyd, 1972a, 1972b; Lu
& Huang, 2006

Abbott & Schmitt, 1985;
Lu & Huang, 2006

Bertin & Gwisc, 2002; Lu
& Huang, 2006
Yampolsky &
Yampolsky, 1922; Lu &
Huang, 2006

Lu & Huang, 2006;
Torices & Anderberg, 2009
Lu & Huang, 2006;
Zhang et al., 2012

Lu & Huang, 2006
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%1 (%82 Table 1 (continued)

e
Taxon

PERGHRM Z R
Type of sexual system Reference

)8 Farfugium, ZM%5)E Filifolium, E7°%jJ& Formania, K A\%J& Ga-
illardia, /%% )& Galinsoga, #%i/& Gymnaster, J7%4%jJ& Heteroplexis,
2% Kalimeris, €464 @ Karelinia, %11 %4 8 Kaschgaria, % % )&
Krylovia, j#3<%4/m Lagenophora, J%4jJ% Leucanthemum, 1}3j/%Matricaria,
PIHT- B % B Nemosenecio, #iH % J& Neopallasia, A 17 % /& Opisthop-
appus, I%3]-3% )% Petasites, 7E3%J% Psychrogeton, /NiE3g @ Pyrethrum, 4>
Y% )8 Rudbeckia, 4% T )8 Sinacalia, i JLHRJE Sinosenecio, 4411/
Spilanthes, 45 JE Synedrella, & H-%jJE Synotis, Ji%%iJ& Tagetes, %
)& Tanacetum, 175 HLJ& Tephroseris, i #5%5 )& Tithonia, %4 &8
Tridax, =i X8 Tripleurospermum, #%%g J& Tripolium, %« %iJ& Turcza-

ninovia, W% g Waldheimia
¥5#ERl Campanulaceae
iU 3%E)E Lobelia

&%l Caprifoliaceae (E21FM#E Rl Valerianaceae)
4H%JE Valeriana
25L& Valeriana

Molano-flores &
Danderson, 2009

W4 Gynomonoecy

4> [H#k Gynomonoecy Lu & Huang, 2006
WE 4 [ Rk E42 Sk Gynomonoecy,  Duarte-Silva et al.,
gynodioecy 2010

1E CARE A, 40K 2 B R A 4>
[FIRRYE R GE, AH/DHEEHRE A IS A7 A oAl R
WfE Bk & WA T 2 8 (Melaleuca) (1) — £ 4 Ff
(Barlow & Forrester, 1984). 4777 R}fi 145 )& (Silene)
()12 % #5 4) (Maurice, 1999). £ 17 J& (Dianthus) %)
Dianthus sylvestris (Collin et al., 2009). Z %)=
(Stellaria)frjStellaria longipes (Dufay et al., 2010)LA
I AR i 5 JE (Valeriana) #Y Valeriana  scandens
(Duarte-Silva et al., 2010)&2K#Er, [F]IN 17 7E HE4>
[FARMTE 4 e AR PR R 4, i Pt B Rl e 2t e (Erem-
urus) () 88 5 JF2 #5 (Eremurus anisopterus) e F 4R Jig
TR e R INF A7 K (00 E4 TR R AR AR /N PR A P AR A PR
G5 93T RIS, KA KEE). HiFlSpinacia
oleracealfft {v FEAK (1 AR 28 B AR 1 I Ja IR 28— AR %
Do MEAERE AR, (HoR B2 — IR & B iR EE R )5,
A28 AR IT 4R H I ME A R bR, HoaxtE R4 —H
I, WA R UM E AT AR, P PEAE R RR
(R 8 2 A 5% 5 I U v et IO A 4 [ ok 3 P
Hikk(Komai & Masuda, 2004), 1K H %2k i 2%
A% i % Spinach % 1 “03-336” #103-258" 1) 43 73] & B
Shy WA R A FT E 4= [R) K (Onodera et al., 2008). It
Ab, PITEAE I Al FORHE Y Gunnera insignis 5
ME4x ARG, talamancanalf) 4448 Jq A (F1) &1 26 B
g4 [R] Rk (Palkovic, 1978), X464k BN 1
HEL A2 11 lE 4 [R) AR 1 2R e A0 K 22 20 P v J2 A G AR
JE 1), ARAEDE R R AT JE AR B A R 77 e
R ARk

1.2 MLREKMERZHEN
121 #ERESEBPRIEN

RHEAPG 1114325 A 45 (The Angiosperm Phy-
logeny Group, 2009), MfE4> IRk & Ze7E b T 1)
ff) A 2% 4y 3 (magnoliids) « & 7 - FE ) 4> X
(monocots) M #% s F AL I E47) 43 32 (core eudicots)
TP IRIE (BIL). (HAEAR 2730, ANAERL SR
LA JE PR IE i RS AR A S,
WAAERAEE 8 BE A R B A R A7 1 i,
HELREBHRARH B IR 2 AR 0
TR 3 S, MEA AR R G CAEL9 R A
ahaE, Hd, BEHSBAANERL kSR E. A
1 H ARG H A5 H b 52k ARG B,
A FARME R MR BAIR R Z 4P e A
W B AZ O BT AR 2 b, HoAE
AR A B A PR, R HR 2R
JETERFISGREEEE R, TSR % . (H
X AR AR A I RE g R W, AR T
M 778 ST 2 /0 ARARTE (1) FUME4e [FTRR I SR &8 1)
M IR SO (HE A R RR M RAE R GE EaE ]
BT ? X L8 ] B0 R TR PR .
122 HERTHEBPREN

PR PR RIS [r) B A BB AR R 1A ]
fEA YN VF 218 &b &k 42 (Barrett, 2002a;
Charlesworth, 2006). H#l, EFr LA xR~
T ME 4 [ RR 1 R 8 AR 9T T 2 TP A 2 R
(1) — L6 b, Wnde L5t 32 )& (Cotula) . Abrotanella
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Til#E H Amborellales

5% H Nymphaeales

K2 H Austrobaileyales

#AHE Piperales

F4ER H Canellales

K% H Magnoliales

i H Laurales

b—— &3¢ H Chloranthales

_E M5 H Commelinales

#H Zingiberales

— K7 H Poales

— t74 H Arecales

L £ %%} Dasypogonaceae

K114 H Asparagales

H 4 H Liliales

#& Y0 H Pandanales

i H Dioscoreales

Fonti% B Petrosaviales

#75H Alismatales

B H Acorales

%73 H Ceratophyllales

£ H Ranunculales

i KU #} Sabiaceae

1L zAR H Proteales

#1 H Buxales

EA2# H Trochodendrales

# A% H Gunnerales

#i7% H Cucurbitales

73} H Fagales

# 7 H Rosales

& H Fabales

B H Celastrales

it % H Oxalidales

4% 2 H Malpighiales

#32H Zygophyllales

32 H Malvales

+51¢ H Brassicales
%7t H Huerteales
& H Sapindales

F WA H Picramniales
}% 1A A H Crossosomatales

T4 Angiosperms

HF A4 Monocots

FLXF 4 Eudicots

1

1% PR Rosids

L 44 )L B Geraniales

H% A Vitales
JEHE H Saxifragales

FLAERF Dilleniaceae

%l FLXUFHHAEA) Core eudicots |

187 H Santalales

1i%£8E H Cornales

LKA H Garryales

J¢BE H Gentianales.

JE% H LamialeSem—
#iiH Solanales

— PkE4r B Myrtales —:

F1TH Caryophyllales—
HRSTEH En'cales—:

FIEF} Lactoridaceae (1) ™|

ARAF} Poaceae (3)

HlM-#$% Xanthorrhoeaceae (1)

K2Rl Araceae (4)

PZALERL Gunneraceae (1)

iRkl Juglandaceae (1)
HRERL Urticaceae (1)

B4R Myrtaceae (1)
MM =%%} Onagraceae (1)
4k LT R Geraniaceae (2) _|]

——— 5 KFl Crassulaceae (2)

“ F/# B Berberidopsidales

#iAl Amaranthaceae (21)

162t Polemoniaceae (1)
W% Sapotaceae (1)

JefEEL Gentianaceae (1)
r BKAl Acanthaceae (1)
—KJEFl Oleaceae (3)
JEZFL Lamiaceae (13)

L %%} Boraginaceae
%% H Aquifoliales
iU H Escalloniales

$HH Asterids

JI|4E 7 H Dipsacales.
ZIWAE B Paracryphiales
4% H Apiales

%% H Bruniales

E1
T Ros BME R RGP K )& i H

Fig. 1 Phylogeney of angiosperm taxa with gynomonoecious species. Phylogenetic diagram from The Angiosperm Phylogeny

% H Aslerales—:

ZEHi%} Plantaginaceae (1) _]

%%l Asteraceae (497)
K58 Campanulaceae (1)
Z4FL Caprifoliaceae (1)

Group (2009). The value in parentheses is the number of genera with gynomonoecious species.
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ARZEHY)
Magnoliids

8 i B S AE )

Commelinids

CES L)
Fabids

HRZEREY
Malvids

FYr#E Caryophyllaceae (11)

BN

Lamiids

FERE AR

Campanulids

FOMEA FIRRPE R G 0 KB R T RGN E . REUK G2 The Angiosperm Phylogeny Group (2009), #&5
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J& F Tetramolopium & Hv,  MME 4 [T 1) EAfE [ A% 1)
B AL O A /b I8 (Lloyd, 1972a, 1972b; Lowrey,
1986; Swenson & Bremer, 1997; Whitkus et al.,
2000). Lloyd (1972a)tR4fs e HERC 176 A [ 4L FIHE
PR B oy BERERE, 1Lt 57 8 1) PRIk 4y 5P
B, XS a4 P S A S RS R
A [ FIABLAAR TR AR T4 4 A% (1) 52 R R B (R 185
P, XL HEA S — ST o) Pt M4
[FIRR . MEMERIRR . SV MERE AR SOMERE bk . 718
i) Ll 5t 2 20 F1StrongylospermaZi LA % LeptinellaZH ()
Oligoleima. RadiatafllElongata % (series) ', 44
KRS AL DL BT RS, Billse
S JEAHP I RARAEAE B3 Ak FE AT T oRvE ==
(0l SE 2 A b, 5 1 Ak A G 1) S8 e R
FE AesefE s FESME i Re e . AMEKE 3k
RAEP BT FEBERCRE K ACR B SR, 8 MAE
A [ Aok S e [ AR ) e S Ao I 7 M A S AR £
(1 o 3G N ), HAERESEPERIE ik se iR (1)
5

e AE% (Inuleae) AT W PEAE . MEMERIFR. B
T S bk S ME 4 [R) AR 45 2 AR AL I M R 48, Torices il
Anderberg (2009) 4 T ndhFik 95 328 I 48 7~ g 7 1€ ik
(R BE 2 [RI PR R G0 A A A MNP PR A 1) SHE A [ R 2 £
fK)— B . ToricesFlAnderberg (2009)%: T Bt A1 74
JIRAVE & (stochastic character mapping method)iiF 52
THM RGO, EReE RS, e
SHE T [ Aok 350 T DAOEE 4> (R AR RO #HL 26 B4k T ok, E4 (]
PR FHF A [] R [RI R E AR — N B B, Eh eI
() Ak ) A 4 [ ke 2t P 280 T B A 23 L G T ) B
AR 2, H A [RI R m) PR A Rk A A e S e
TORAE I Z A5 % (Torices & Anderberg, 2009). Ul
EAE A€W % (Inulinae) H 2B H M E 4 [R1RR [fa e i 7]
FREIGEEAL, 1M 8026 0% (Plucheinae) b T HA MUHE
2[R [ B [ R BEAL A0, SR A7 A o M I ) A 1)
WE 4 [ B )35 1) £ 4K, (Torices & Anderberg, 2009).
AN, K56 i (Astereae) F 47t 22 0 HY MOME 4= [R] Rk 17)
WE R RIRR (1) B4 4k, T Tetramolopium g L k4 R Bkl
MERE IR )R b, REE MRS S, Al
TWAERBIERZ 5 TP EYE D RE ) 22K,
YNNI = G N e el iy S A R 7 S e
(Lowrey, 1986; Whitkus et al., 2000).

IREIER T, 2R R R 0 T LA

JEATERF A [R]85 28 H (R 8k T A Y R 4 )
Pk H A7 32 1k A # (Lloyd, 1979; Richards, 1997;
Torices & Anderberg, 2009). 18 i1 T2 BHE Y SR AL
AR BT 1A AR T AR h e EAEAE B2 01k, H
X LGy A H A FLUE A [RI PRI RSSO A A
hOF AN, DRI, 6h 2 R ) E 4 [FTAR IR R R I)
TEAGHIF AR ME 4 148 715 HE 4 [RI AR S (R s At

2 WEEFEWREDRERIESHRENXRAR
Hig e

2.1 MFRE

SXof ME 4 [RI RRARL ) R 1 TR AT 9T AR v AEE A
RIS P AT E . TR/ TeEE S e
IS 1) 34> 7 1T
211 MEHAMAEREEFPHLE

FEAN A (R ME4 [RI R R b, MEAE AN PR PEAE AR AE
MRaAe 7 B E A AN ndel 5e 2 & (Lloyd,
1972a, 1972b). T-H. %) (Senecio)(Abbott & Schmitt,
1985). “K%i & (Aster) (Bertin & Kerwin, 1998). —
T 4t J& (Solidago)(Bertin & Gwisc, 2002). fi3% &
(Conyza) (Urdampilleta et al., 2005). Jit 7& 1t J&
(Inula) . [ 41 %4 J& (Pluchea) f11 ¥ 44 7 J& (Blumea))
(Torices & Anderberg, 2009) X Ifloga )& (Bergh &
Verboom, 2011) 55 BHEYI, SIRTEFIH S e (ray
flower) ¥4 ML, 1AL 4E (disk Flower)3) 4 B THEAE o
7EvE Al %R Gunnera perpensaflG. talamancana
o B AR e AR AR O ME AR, A O W R e
(Palkovic, 1978; Lowrey & Robinson, 1988); Wif}
Chenopodium quinoa 1§16 F1 W P A6 A8 R HEAE 5
I HER B ok 2 2%, L4 104257 (Bhargava et al.,
2007); 1 # B} Planchonella endlicheri £1 5t Jik £}
Parietaria judaicai <1t /7 It = e fe MfEfe, Mlte
b W PE 7€ (Franchia et al., 2007; Méndez &
Munzinger, 2010); AAElAulonemi aristulatalt) 15 4=
e 7 o W PR AE, T AR AR R O D RE PR ME e
(Grombone-Guaratini et al., 2011). HJ -8 R} 57531
e e 4 (R PR AR SR AR e IR R A D e, 3
SONPIPEE(Mamut et al., 2014) . X SEHL 5 B0
A AR AR Ge HH EAE RN PR PR AL AL B RN AN )
TE PR N LR E Y, (HAERHA] L AN [F AR
HRMAAAE R 2 2 S, XU 22 Rl e BB
e AREAL B R 2 R

doi: 10.3724/SP.J.1258.2014.00008
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212 KM

SHE 22 (R AT A HE LR A0 P 1A 1) DR /MR Lk 5 [
THIY2EFE R . Miller (1883) 1 4G ic#k T M4 [H]
PRE AR I MEAEZELL P AR /), HAR Ry AL
SEVT R PPELE o A0 VTR RIS L4 [T RN S ik ik
Z 4t Dianthus sylvestrisF1Silene nutansH, i Hf
AeAE T 1) LA LA S 2 M ) o s A SR SE 2 L
P PEAE 7N (Collin et al., 2002; Dufay et al., 2010).
e 4> [RI FE AP Solidago altissima i It 44 1 5t 5 L
610 K345 (Wise et al., 2008). %i &4 #}Lactoris
fernandezianalt) W ALK T-1E{E (Bernardello et al.,
1999). Planchonella endlicheri 44~ #EH FIMETEAE
ARSI L AR R, Oy AN E b O MELE e e
R HE 88 A 5 A 2 N T M P AR 1 (Méndez &
Munzinger, 2010). ] L, M4 [FIRRAEA CMESE — %
HANT PR . FOHR R, ATRE S P AEAE K A
MR SR AR K Z 5. AR RN
LA UL G MR 7% AR S B o, H
b, ORI T ORI G S 2 AR K Tl e M
ANF PR 32 22 R Rl (Delph, 1996). 2811, FEAERT
A MEA [ REAE P () ME A 35/ T PEAR, W TR
Cerastium semidecandrumf1Dianthus caesius/1JifE{¢
EPTEAE R AN To 22 5, St =2 e i 4 ] AR A ok
e MPEAE AL BAS S feal AIMESS A= 3 e 22
5 (Mamut et al., 2014) . IXEERHE IR TR E
Ry PR A S R A ARy T P R ) (Baker,
1948; Delph, 1996; f5VEAI#AL4:, 2006).
213 TS5 FIERE

WEA [FIRR DRI REAE AR TE S EARAAAE 7.
TESREE AT SR A ECU T HOG (Senecio vulgaris) il
H AN SE A ) Senecio squalidusfig BER, SeRAE R4
Sk MERE AT AL B RGP R E R B, 5
GG i BRI R sl (Trow, 1912), Jr e rh i 1o 10
SN B BT HRE RN E
FE PR Y ) B A S 27 5 = (Marshall & Abbott, 1984a,
1984b) . ¥ Al HERLHE 4> [F] A% 9 Bl Gunnera  tala-
mancanalffEfe TG AR I AE B ACHE, M PEAEd)
FhG. insignisitfE o AE I, (0 =% 3248 J5 A HEfE
AR, 0N PTG AE A HL G IR TC T Y A S
(Palkovic, 1978); Wi%lChenopodium quinoa 1) i £
A7 76 2 A8 917 K ME 7€ (chlamydeous  female  flow-
ers-large) . H 16 4 ¥ /> #fE 7€ (chlamydeous  female

www.plant-ecology.com

flowers-small) DL Az TG 1¢ 4% 1) /s ME 1€ (achlamydeous
flowers-small) 37 B2, 11 M 1% 48 35 H 16 4% (Bhar-
gava et al., 2007). M4 [RIFRAE A HELE 1R T 80— e -
TP . A RIE A (AR 19— F 3 {6 )8 A 4 (Ber-
tin & Gwisc, 2002)F1 %7 5% H (Ligularia virgaurea)
(Zhang et al., 2012) JARAE 7770 Zx (R HELE LG Hb g i) i
PEAETFAE S o 75 RN HE 4 [ RR AN S R R eI A
1 %I Dianthus sylvestrist, MfEA& i I BB A 57
P4 (Collin & Shykoff, 2010). 314 78 ok 4= [ bk
LR S SDRAE P 308 1) A, L e S50 P A P A
FL G D3T RERAE, KRR RER) . BT R
(Rhoiptelea chiliantha) Py 14 £ ) JT- 46 10 [) 5. - HE 4
(Sun et al., 2006). IXLEH R (P HEILRTN LA TERS
HUFFAEIS Ta) b (0 2 S ] S SBOLRHAL R 7 W 5 | R A%
W EE AT BANTR], AT 5 i) L e A2 36 Je 3L J AR 1
HRE.
22 MRESIMEMXARHEBELRE

HHT, A OCHES [FBRAE Y ) PR IA 5 IR EE (1) 5%
R FCILAD >, HEH TR EIR. K
I3~ G HRORIIG 5 A5 A5 DR 3 0] e 4 [RI PR A A2 1)
K BAT— E K 5EH o

Wise %5 (2008) i L, 4 R AR A 40 o A6 70 P
PEAE IV LEANUSZ PRSP0 E [R)5E00, 38 w] R JBihae 28
R AR T R AR AR A o T S e 1 4 i RS
Solidago altissimatff 1 (1143 e, A HAE AR K
MELE TR LTI 34 0 1 1.1%, T B ke £ A 6 i T
PRI GRS BTG RE M, R % e A £ (1028 HAE
FH BEIG Iy 1 (1) B2 )5 43 B . BertinFlGwisc (2002)
Xf A A & SR AL AN RIS IR 5 T 7R
WY, HERR L MELE 0 LU 7RG R 14 S5 T 2%
BEIR7%, ALE 5SS (3 SEg h, EE TR
AT N REAR L MEDE () LA = TGS TR AT R .
ETFIREE, ¥ 7 JE Cedronella canariensisif
4 [FTRR AR (1) ME A A8 S 21 1 s S, HAE T
N e o L v X 57 ) B R S L A0 i
(Olesen et al., 1998). {H7E—H s fL/@tah, AR
(R 7K 53 AL BEX R A B ELE ¥ L A7) G Wl 2% 5% i (Bertin
& Gwisc, 2002), XL FTHLI, B IR FPria Xt
WEA R AR A A METE 1) 20 A A B 6 2 i g i),
SEMAFE BEAEAN [ A A R BAR]

Dt ORI 52 A0, 52 mi E 4 RI PR AR IR PR IA .
W6 W (8 h) 2 [ A% ME 4 [W) KK L 4 Spinacia
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oleraceatft 4= [l BR AR i tH B A0, T 450401 o 44
(16 h)fedm I, (HEOE (24 h) o
i (Hata et al., 2006a). /% %) Spinacia oleracea/
“Shin-Nippon® s 4> [l FRAE AR Rk = R 1 A6 B
WRIAT B35 M, E15 °C .20 ‘CHI25 C 4 F I
P05 460+ 40115 cm, 15 “C I RIER P A€ (1%
=] 50120 ‘CIf(Hata et al., 2005). %44~
)25 C) I A1) Re e ik — 47 AR ME4 [RI R A 4
Silene noctifloralffE{£. 1] /£ (Folke & Delph, 1997).
AN A AL PO — o i 4 o 6 MR A A ik L MEAE TR
LE A1 TG S 3w e, RIS FRUSR BE RE S I L bk =, JF
WD JSIRAE (177 4= (Bertin & Gwisc, 2002). 1] 2 2
e A R E AR 1 LA (1:2) 2 [ 1R, A2
W MR N R IR e 7 A A R 3R e, 1
HHAZ W) B PR 202 A2 5t A% e 1 (Sun et al., 2006)
X LES I, AEAS R ME A R AR AP b, G RRD
UL ST LA B IA [R5 R R AR AN [T (1)

X HEA [ RV 2R 48 IR AL R v, 8 A A
2[RRI 40 B TR AN & Re Bl ik v] B AR N
ANGEARMKIT o Qe ) IF L 4 (DR RIE 4 S bk bE R
Zi1fSilene vulgaris®, Ay T it BEME 4 R AR MA T fE
Aoy B 5 HE A PR 22 A OCHK, Andersson
(1999)it 1t — R FN A4S SEUGUE L, JL R —HE AR 1
MEAEFNPR AL AT I 7 A T AR W) Sl AN ] ) A
PR PR S EA R R S A T SR 4 i o e 1 AN 75
Bl A% VT B F RN 8 4 AR 1 B SR B AT AH DA
B, B2 dbas Bl A2 kA . 4 0k, Andersson (1999)
PR TR M AE ) 2R A AL R AR A B AN s A
PRI-F B AMA A 23 B A3, TA A H TSilene vulgaris(?)
WAL PE RGE U, A2 T K H A
[F) 240 Y SO 2 AN 6 (R 2 1)

gr b L, 4 [RI R AR P 1 1 Ak AN 52 A 3k
PBRIRUTE T RS WEERUK S £,
ik 52 358 A% [A 5 ¥ 34 % (Andersson, 1999; 5K K 55,
2004; Hata et al., 2006b). It4k, #EFh A%} Spinacia
oleraceatft 4> [A] FR A & tH FL W A2t A3 g, BEAE
RIS TR IR, FEME4s [FIPRAE AR H A 0 2 25 1
Jii(Hata et al., 2005).

3 WEEREIMRMERFHFHLENEX

W HIME S BRI R GERRE A& Y e 5
YR YA K I DG (Leppik, 1977, Bawa

& Beach, 1981; Bertin & Kerwin, 1998; Bertin &
Gwisc, 2002; Wise et al., 2008; Bertin et al., 2010). M
CARIBFE, 17 0MER R R G800 A 18 Y
A=A LU SAME
31 EA I HEERERER R

AR ULIA A 70 M4 [FIRETE REE 2 B
th, M R R PR B e el A B HORT BEVE 1R 4
2 (Bertin et al., 2010). BertinfllKerwin (1998)[1) /i £t
W, 1E%56 )16 ME AR R b, AR Lyt
P B 0 35 AR LU ME AR i)™, (IO ANREE
B B T MEAE AT SR AE 7 v A BT AR I TR AN R] 3
FUMEAEAE & AT T REE . Bertin%(2010)3d ik X 36
] T 5% 1% S (1) 58 5 S R A i Ak S 25 R AR 4 4153
ANRFE AR, B HON P PEAE T 5 FIAT: Sk 1Y)
A F 1 S EEMEAE R, AR T AR AN ] 5 kS
(fy, TS MEAEAL BTG . WELE AN Y PEAE I B gy 52
1) 22 7 FT RE 2 TR A B T B P AR A A
g1, ViAEm S EARIESS, AT RRAR T M P )
BEATE A Zhang 5 (2012) 5 ik 4 [ Rk 6 2y 22
PR TP A [FFRAT B de 27 AR 2R 0 R A R IR, MESE Bk i
IR R LG ] A T P PR AR TR . XSS 3], 5
SR P PEAE T RRAT LE,  0HE 4 [ R4 e n) T 3 =
AR WEA RS AR BEAE S . R R
VR — ik £ 5 o 5 RHE PIE 4 Rl R dE R SE 1t
1 B A —5E B 5% W (Muenchow & Delesalle, 1992;
Muenchow, 1998; Ashman, 2002; Bertin et al., 2010),
32 BERESRIXERBVIERTRIEIR

ARV s E 4 R PR AR PR 1) MEQEAS 7 A 4K
¥y, SEOLHE S B ARk I EL B T E 2 RS, A
T3 i 77 AZ 2 I D 1 AT S B (JE I 2 AR [ W
SRR AER) (Burtt, 1977; Willson, 1983; Abbott &
Schmitt, 1985; Bertin & Kerwin, 1998; 7k K5, 2004;
FEEERI#E X4, 2006; Bertin et al., 2010). i%fRC
11 B ME4 [FIRRPE R GE BB 3 G R ) TR A3 B UESKE o
H T2 R ) S ARAE P ) R B RN TP 480 72 [ oL
(0, ME 4 R B o B AL — o0 Al T SR A6 3L
%, JFAe I A8 3l 2 5 TT T80 ME A S R il A H 2,
WIS N T S A WL (Willson, 1983; 5K K55, 2004;
FIEEFIBER A, 2006). dmedlt, WA AE [ i H 4
R E 4 SR T R G241 T B Silene littoreal)
SR PR AR S S 2 8 4 [ AR R PPt A5 81 TR

5I (Casimiro-Soriguer et al., 2013; Mamut et al.,

doi: 10.3724/SP.J.1258.2014.00008
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2014), {rsp@ph sy, Wtk fei AR 2
50 I 1 SE A UL (2 N £ 2 S A= Tl 7 S v i)
SRME AR, MMEEZ Dy T 0™ ek BRI,
IR AMB BRI IRER, TS AT 1 K 4
Tofr - 5T i DL AN B2 B % ) B8 1) 2% 2k (Mamut et al.,
2014). EASZFRZMBU A SLBIEA D g AASA
SRAN SRR S R A A e b, T Efe
I A28 L BT 728, WEAE R I IEANRE SR =
A8 % (Bertin & Kerwin, 1998; Bertin & Gwisc,
2002). frDianthus sylvestrisifi 4= [RIFE AT AR TR A
JERE, MEA RIRRAEAE BV IEAE ) A R m T
PEAERE AR LI, T MESE AT AR RIS, ] ME 4[]
PRAF B b 1R A P A B ME A6 0 A%k B e st LW 5| )
(Collin & Shykoff, 2003) . It 4, 4 % % &
(Rudbeckia) . £ %4 J& (Leucanthemum) . # 7ef 24 J&
(Coleostephus) 1 it 1 % J& (Waldheimia) 55 2 1 (1) #fE
TESEANGG I (R4, 2006) o X LERIFTTE I,
FEmMETE 1) 72 A8 F I AN 8 At Ml 4 [ AR P R e dkAL
) E P ) .
3.3 EULME/LETBET RN

T R GEAE I 25 E R 53 25 B A R ke S oy
PR Dy e TR T4, 32 w4k RORS A 7 (Lloyd &
Webb, 1986; Bertin & Newman, 1993; Barrett, 1998,
2002a, 2002b; i 75K K55, 2005; Dai & Gallo-
way, 2011; Guo et al., 2013). X 4> [FRIRRAE YT 5,
WEAE F D FAAE 6 RE el 2D A6 - ME 8 8] 7 T, B
fEAE BAZASEMERI TR, B ek TR R 25k
D ICTT g ARk I B, DAL e HURENE S AR RA
HARE IR RS, AT BRI R PEOE & R I,
H AR 2 Tk B FABRAR AR 74T Sk Y
DOBL, NI 52 i L E % 3 5 B (Bertin & Kerwin,
1998; Bertin & Gwisc, 2002). %5 Ui Lk b4 5
ALK 5 BRSO 5 A BB B, A5 H AR
I 56 B A — AT b 45 BIESE, (HAEZJE 534k
PR LA S — R e JE A A Hh oK REAS 21)10E 5K (Bertin
& Kerwin, 1998; Bertin & Gwisc, 2002). Fitt, %MK
YLIEAT 5 T3k 2D I6AIE (Bertin et al., 2010).
3.4 IREMEEThEEE FIR S B RIE MR

LA AP Ty e P 3 5 82 2 2 A6 i 1 R o )
IO OHE PP 5 82 e 32 WA B T ), T R H B R 2
N, P D fig ¥ 45 21 Ji i (Ghiselin, 1974; Lloyd,
1980; f5VEAIT X4, 2006; Cao & Kudo, 2008). #
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WIAE N AE R 25 (TR AR /N AR R A2 BIDIRASS5) AN
ANFIPREE AR (UrE 55 K FOE IR AR E AR, vl
Tk R BT R R A D e ) (1) 43 TE LU AR S ERAS
A IE A FE (R e KAk (Willson, 1983; Bertin & Kerwin,
1998). X M4 FIMRARD I 75, P RIAR 2R 5 50 M
Dy REMI )73 Bos gt 1 2 7% 1% (Bertin et al., 2010).
L E A [RIRR 1) = ik 45 %6 (Aster ageratoides) ', 1t
FIRETF /K- b o3 Bo 4 MERE Dy R (1) Z58 08 U5 b > 44 0
KM R0 P R, L9 PR AR A A e 3 A
SEDNITETE )] R (ST EP i 6=y IIIPC SN
MEAE R, X b oy Fo A XA B T o e i ek ok
PR MRS S B, T S BN AT 5 B ) de KA
(K2 HEE, 2012). 70 S M B EE W 7AN e rh, ARk
EAR TR B RO INES DDA OG,  HLME4 AR A
M LR A 1 A %) T i AR 1 85 DK T 38
{EETEAE ALK P BT o 18 P A9 S5 R R K /N T K (
JIPVT BORHR A, KRR REIE) . 7oA R AR 1)
Solidago altissimarr, MfE 46 A1 1t AE LL A7) v] 52 3835
JHIMAEL ) R MR, 7 R 2 3 0 0 6T E P 1 43 T
AHA A ESE LEAZI3 In(Wise et al., 2008). {H7E 4
6 & L6 R HED Y, P ARSI AR L A1) I ANBE AN 4
KB T A% (Bertin & Kerwin, 1998); 2k ik
SEE AR LI SRR P AR R AR I
PRPEARLLA . WEAE AR W) B RN E S 4 (Zhang et al.,
2012), IXEEHFFIULEH, XU AR CHGE T
PoRh R4S BIUESE, 52 m BE U8 23 FO IR 205 P A2 15 2
2[R RGN R BERE R ) 2 — I TR B —
AL SAlT
35 WR3IfEMERIR

P2 AR 2 B0 S R P R HE 4 R AR P R ¢
SR SRHEY LI R 32, HESORAE 7
TEDhRe B[Rl —Zedt, FeAprad R rpog — AN Ak
Rr o FCME4 R R SR AE > a2 2 () AL AT
ST PTEAE R B,  BAWS ] ) S AR kR )
AIHE S EOLHESS IR, AT e 4 R R 4t
(Bawa & Beach, 1981), MEfe b v A7 AL W] LASE
SARAE P XAy 2 (W51 e T, DA Ak b 5 1R U
i) 45 (Mani & Saravanan, 1999). 7Ef77EMEfE A5
RGP RS DR R PR R T B S e, R
P9I A 1 57 A2 2 (9.8%) LU 5 & P PEAE 1) A8 %
(0.7%) =145 2, IX 0] BE A2 IR A HL 35 P 1 300 5 A6 4
KT HEATCF AR 5| g, A H & A Y



TS ARGEAE: BRI IE RS RGuEil. MR SR X 87

P AR 52 T 58 % B HL v ] (Leppik, 1977; Mar-
shall & Abbott, 1984a, 1984b; F ¥ Fl1 5 X 4=, 2006).
{HTE HAEANE ) Senecio squalidusZs: 3 BH 4,
NGMEAEFA TS — PR AN, T3 s
AR E WG| IR B 1 R = E ), BRI R
B PR ESS R K B (Trow, 1912), 7] UL, 1t
B AN AT B BEAE A 1) 2 R E 4 [RD AR ) rh 15 21 T 356
SYUESE, AT KB A 1 40 P b 5 A AR TE (5
FIHE A 4, 2006).

4 MREE

e [ RRAE R GEAE e T R I R g i —
AN, H AT 2 SRE IR AR B D A5
AR LN JUAS T AT

(1) C AT R0 A1 AR M 4 (R BR R T0E F v b
BRI T A PR R AT R — 4%
JEHER, TR CARE B AR LU AR A A NATT B
AT TR HE 4 [F) B 2 3 1) B9F 9 34 AH AR 2D (Lloyd,
1972a, 1972b; Whitkus et al., 2000; Wise et al., 2008;
Torices & Anderberg, 2009; Dufay et al., 2010),
Uk, ) R AT R T B A IR R SU R R,
T TOX LB R G B LB R R, L
e PR PE R 0 AR E R LM LG R, 5N
AR B 5 ) 2R 6 (R A TR 3 A R 2 g 3
WA .

(2)ic4 ik, A7 RMES [RIRRE R GeHE AL I8 Y. (1)
5N K 22 2 10 5 B A S b /D B
3 FLMEA [FIRRPE 2R 48 BP0 10 B A0 A AN 455 v 1T 42
H K 1 (Bertin & Kerwin, 1998; Bertin & Gwisc,
2002; f5yEAIEEXL4E, 2006; Bertin et al., 2010), #k
ZSEREAR A 1R NEATIIRIEE, 9 Xt
EVE PR AR T R v S AT AR e MR 1 D e )
BEE T BC ) R TEVE AR S RE A BRI A
PrREE D B TP A3 2 T RS B RS, 1T I
2D WA I 0 AR 5 A M B D AN S 6
UL R HEN, JFORAT 2 S5 56 1 (Bertin et
al., 2010), ¢ &AM e 10 ME4s R RR I R GE )
BRI AE Rt 1 2 #E S A ANE R . [FIN, CAE
SR AT 3 SCRF R AR A 4 [ R SR o
WA E O EGE o« IbAh, e H A S = B 5T )
AR RSAE P T BEIAFAE — SR Al G AL A
I, A7 G MES R AR R g8 A REAIE WY SGE A 1 T

RAEFRERT o

()L & H A=) 2# (evo-devo) 2 H 7R AE A Y
WAl R B RS R AR IERAL G 4 FHLE IF
IEHT JF 3 K B (genotype) 15 2 714 (phenotype) . [1]
[ -1 (blackbox) [ 2% A (Hall, 2003; 7K&14%, 2007). 7E
I T [ A (5 ) 1) O A S A kA P i R e,
AR AR R GE AL d B (JU IR METE) (1 2 2R 2 G ]
R A R 2 T RN S IR 2R 2 ) e O 4
(12 H A X LR B A K & I R 21 B
FOLARNIRIE . I, MR B AR BERAN IR
WMEAE R B 70 HLBE, T FAT 14 11 1 g 4[]
PRI R GE AL R A T2

E&mME BERAKRAFAE(3116006342U1130-
301) w7 88 R Ak K 52 F A E R E & FAHE
A A F A4 (XICYB-2011-06).
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