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Polyploidy and the for mation of speciesdiversity in Aspleniaceae
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Abstract: Ferns are considered to have the highest frequency of polyploidy in plants. Based on the published
cytological data of 188 species, we analyzed the relationship between polyploidy and the formation of spe-
cies diversity in the fern family Aspleniaceae, which comprises approximately 800 species. The results show
that polyploids, including triploids, tetraploids, hexaploids, octoploids, decaploids, dodecaploids and hexa-
decaploids, have been documented in the family. Of the 188 Aspleniaceae species with cytological data,
88.8% exhihit polyploidy, 41.0% show intraspecific polyploidy and 47.9% are the result of polyploid speci-
ation. In addition, the diverse ploidy levels suggest that these species have a complex evolutionary history
and their taxonomic problems require further study. The perplexity and future directions of study of As
pleniaceae were also discussed.
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ZAEAIR P A 2RISR, B AR RS
AR 7 i 22 A% 4 A Bl 2 1Y (Jackson, 1976; Grant,
1981; yt4EIT, 1990). Z A5 NIV RS2
BT —AMudEE, SEYREENBEET R —,
TEFEI Y 2 FEIE T il B =12 &= Y (Grant,
1981; Rieseberg & Willis, 2007). i ¥i@id 4458 4=
MER BT HAEAFRREEREA, LYk FYE
IS, FEIES R AN BRI R 7 BIIC 48, fE4E 2
HRZLFERATE; WERTE, o TRk
Z A Y RIPE AR, R IA AN PR DL B A% ot FAE 25 iR
K SRR . SR, W RAAE G R A G tafk
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I, )G G € A4 75 ol 5 43 2R gk v] DA TE 0 T X
A AT LB G e Pl 22 1R, T HoE AR SRR A&
&, WHEaRAFENEHAREE, oL E YR
BE PR FF in ek 25k R S AR A e, A 5 AR 2k
FfR A, BA R ARTERAE N, Fih, &3
(1) 2 A A R 2 R BB R L, S i
BT WR K A (quantum speciation).  [F]IS4Fh T ik
(sympatric speciation) PA iz A= 59 ¥ i (ecol ogical
speci ation) (1) # £ Ji7 [F] (Rieseberg & Willis, 2007).
TR FEAE W 1) 2 135 4 LU A FE AL T e v B (.
{E¥4, 2007; Wood et al, 2009). FH, Bk Mk F

EEWiH: FK B RRHE 5 $(31500171) A A Mrhn A VR 22 #7328 2435 4 N4 351 H (ZSBR-008)
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KA £ & 12 5 A R0 BN 5T R R AE )
TR R AN BEA L) A X R A (Wagner, 1954; Lovis,
1977; Reichstein, 1981; Werth et &, 1985). %KY
Fhaw, A R, 3 ARG RO ARG X
rH 7004 Fh 18 £ 5% J8 (Aspl enium) A1 23 3074 (1) fist i
Bk £ % J& (Hymenasplenium) 2H /i, 3t 278007 (&= JK
yt, 1999; Lin & Viane, 2012; 3k%E%, 2012; K%EH
&, 2013). ZKBEH 2 A AR S IA E] T 164,
J2 IR S ) A B A3 1 7K P B o 1) 2R B (Braithwate,
1986). 24 A1k, AT 2540 58 M R F P Fl
ZREEIE I R RIGEN 2 b

KA T AR FHEY T 2 A5 40 B0 T
R, FRNZREEREY T 255V 2 FEETE B
KRBT TERVE, [FIB AR A R BHE Y 2 5B A
AR 0 1078 S AR IR L5 R EAT T Wik, BAE
D BBk A R 20 0 P S YR 5 53 A B S
AR R A

1 #MR57F%

I 3o g AN 2 HE Tropicos  (hitp://www.tropicos.
org) B4 g i B Bk A IR BHE ) 1 e (AR B AE
B, PLRCE B AR SR [ SCHR & 25 AF (Kato et al, 1992,
Cheng & Zhang, 2010; Lin & Viane, 2012; Liu et a,
2012), 153208k M B b O 8 B 40 2 4
Wio AMET oA, ASCREAN R 73 3 I 40 i~ H s
Aib T B 2 53 ST AR A

2 #R

21 HABRREYNSELER

PR, KA R T LA 188 R A ) A 4t
o (PR 1) o Hp167M B A 2L R, SR
[1)88.8%; 21Fi N itk Fl, (5 FhE11.2%. £
A2 R, A = AR, AN E. N
ik, PR T AR SRR, 16780 A
A 2R, 90 H L — 5 (Bl FAUE #—
YA AY), o5 R R 47.9%, R SRR R 2,
BOTM; =f5ARMAG 20, R 1L, J\ 5k
FhA R, TSP A 1.
22 MAZEMNE

YA A A 2 SR 167R F, 77R A
AN 2N, IR A2 A, &SR3
(141.0%. FHorb, BEAG2Fh A M0 AL A 57F, ki

e AR A DY AR A A, A 330, Hih B2
Fh o i B 2H & (1) 30 A A8 AR = A5 A (B0 \ A5 ),
AR YA AR (BN AA), DU A AR AN 7S5 A4 (BN
AR A S\ A AR 7S A5 AR (B A 7S A8 AR) B R AL 5
BA MM ALK 1680, 70 nl AR =R
VOfsfd, —A5A . DURRAR AN S A (B s A+ =
FEAK), ARDUREAAR L 7SR A (B \AZ AR A5 44) o
HA AT AL A 4%, b, 255k (Asplenium
ceterach) A&k A1 Bk (A. trichomanes) &5 k. =
R DUAEAA R SRR, (RIEEAR AR (A normale)
TR AR DU, SRR O\ S5k, A aethio-
picum S DU R4 A + A5k S 7S fisik
23 FTREHEKIEEER

B R A3M R YA B T il sk, Horp
10MfEE TR & AR 3, & H23.3%, HRWATAH
PEARBE o SR, FENE 2R A BRE o, 18R Y h sk A7
SMEA TG A TT I, &Rk 28%. EIXLEETE
RE AT R, =R E N . IRk
FABR @ T 1) = AR AT ToR e AR T 2R, ik
SR -2k A % (Hymenasplenium cheilosorum). 43
JIES IH- 42 # % (H. hondoense) . JC it 5% - 42 £ 5% (H.
apogamum) A1 55 ¥ 5 i 2k A %k (H. obliquissimum);
R BR A curtissii. A, dentatumflIA. monanthes
(1) = AR AT Rl A ARl .

PmEt, MR G s gy x =
36, Tfii 7 Asplenium centrafricanum. A. diplazisorums.
A. loxoscaphoides. A. rutifolium. A. sertularioides.
PLJZA. theciferumd (1) QL (4R % H ¥ hx = 35/9%
A, GBI X = 3611 AR R A AR 57 o TR
BRABRE T, K2 I ) G AR B U yx = 39,
I £ Hymenasplenium subnormale 3L 1 1] 4, 4%
TR E X = 38,

3 i

31 BAFRRENE E ST S FEIER K

Z AR AE YD Tl 2 FEVE TR B — A B E
T2 (Rieseberg & Willis, 2007). Ff1-Ha4y £ 544
(17 Eb A5 A2 15%, Bk 2S48 40 Hh 2 A% 1R bl 1 L 431 vy
31% (Wood et al, 2009). i/ 40 i 2= F i ic % 11
188F Ik M Bk B M, Q0FH Ay B — {5 M 1 £ 544
B, AR EA7.9%. FHIEAT I, A5 SRR TE R
FRRRHE VIR 2 FE T p B R .
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BRA R OR & 1 2 A AR IR BT e S5
Hh P 2> A1 A5 K. Manton (1959)% Bk KM £ 1 7R Fh
IR BV T 25 SRR, BRI A b X ) 22 5 AR
EE A5 355 AN 21150%, T =P Hhrty 0 5 P #hrfy i X 73 A7
(19 22 F5 44Tt L A9 3577883 60%. - Wood % (2009) % 36 i
Tty b XK AAE ) 245 R Fh 3 A7 (0 BF 55 .45 21 AH
BARIEE R . A BREHEY) B A0 T Hi i IX, 1%
XA Z R S, WA Re AR 2 AR
FORIRHEE AN, A BT B BUCE 2 (14 4
(Haufler et al, 2000; Haufler, 2002; Hendry, 2009). 7
Gh, ANy, M AR B 2 At 2 2 A AR I
B LR 3 (LT, 1990). SR BREHMEYI 2 0 A 1E
S, 2 va A A, HE w1 2 IR
WAl e 5 AR AR AT K.
32 BAGRRIBMAZ EL SIS R K

KA BRRTh 41.0% 6 P b b A7 AE A A 22 A5 1
XL MAS L BT, T & R K B G AT, ol ]
b T BAANF AT, 0 E RS RE. &
Bi. AT AETTHWAAEL R N, REEE
PEFh b ) 2 A5 S 2SS HLRIPE R, TR ) s
HTBA MW EARREERA, HAREE AT A
SRR, e AR, A5 R 18] B
SRR G R, P ] BRSO ATE . o
FUIXLE 5T A ARFR R FhA) ¢ R S A Fh o3 2 S 5 TR A
Har ik, RADERE SRR 1 B TR
55

Bt 4635534 () Appal achian®k /1 ik 2 A 14 2
BRI R RPIR B . B A
Bl R 1A 73 60, 3 AR e FHA. monta-
num. A. rhizophyllumAlIA. platyneurontfl .24 %z, Fifi
JG RAEZAEWIFEI A, B 208 il A5 R R A
ebenoides, L& i PUREAFIA. gravesi. A. pin-
natifidum. A. ebenoides. A. bradleyifll ={%{&FhA.
trudellii. A. bradleyi. A. kentuckiense. IXSESHERH
2 X AT 5 — R RAS, WG SR 2 ok
[ R AR 4k 5% 2 (Wagner, 1954; Werth et al, 1985).
BRI E A1 (A. trichomanes complex) H1#H 56 — 1%
PAH R I ARk F R (A, t. subsp. trichomanes) Fl1 &4
A (A. t. subsp. inexpectans) 432 5k H 1T s, 74
YR PO 4% KRR At subsp. quadrivalen. A, t.
subsp. hastatum, LA A [&] 5 DY 5 44 FH Sl 7 (At
subsp. pachyrachis); X £&PU 54RO ) — AN DY 544

A. t. subsp. coriaceifoliumidi 1T 238 414 7= A= DU f%
f&A. t. nothosubsp. lovisianum. A. t. nothosubsp.
moravicumflTA. t. nothosubsp. staufferi (Lovis, 1964;
Bennert & Fischer, 1993; &A1 +4~, 2000; Ekrt
& Stech, 2008). H il )7 T UEHE 7R 48 .3 Af 1 =
2k 1 R (A, tripteropus) AT 7= K T B B 05 1 A
ancepsH] et & T2k M Bk B Ak, (HeAT S B %
2R H AN SR Z (M TE A O RIE 77 2 — P
78 (Schneider et al, 2004, 2013). 434 T (1 4E
AR E AR (A sarelii complex) 3N AR 1)
FEARRSER, BN BRIk (A, sarelii). 4158k Mk
(A. tenuicaule) F1y5 Lk f 3% (A. lushanense) & i H
Sy ARG, TR VY £ R Jb 2R A R (A pe-
kinense). A% 72k f1 Bk (A. varians) Fl = Bk £k (A.
yunnanense), 1% e E] it — D R AS AT AR OB I
KB, RAAEETERMARE SR OE 132
% (Wang et al, 2003).

AN, E B (Aspelnium nidus) th ] fgf2 — N E
RMEEEM, ZEEMABAEEERIRE R
AR, HAAER DN BRAEF, NI S 8O 1%
FREREAT 73 R AW 50 s PN e (Y atabe et al, 2001,
2009; Yatabe & Murakami, 2003); 25k 5 & 14 (Asp-
elnium ceterach complex) ) £ 5 ARZEHEA. aureum,
A. hybridumhas. A. lolegnamense. A. punjabensel\
JeA. octoploideum&s i 22 A5, e AT RS U AR
55 IR AL 5 % A 7 (Pinter et al, 2002; van den
Heede et al, 2003); 74 =™ 8 KR L2k A1 Bk S A
(Austral group) )84 )\ {5 AR S Hf H 22 /A7 74 KU
T 7N DA 1) 24 22 2H A (Shepherd et al, 2008);
A. monanthes complex & & 17K A3 4k 1 ik 5 & 1k
(A. normale complex)H th177E % & 4% i IR 2k 1k
(Dyer et a, 2012; Chang et a, 2013). X465 &4}
(R AT 53 288 B AR A O FR s 7 B3 — B 9T o

FEOO T 8K A BRI T IZ A AE I 2 A5 A A IR
B FAE,  EIRBE TR R I AT REAE 2 0K — A .
AFE 7 IR 3R A0 5% 3R 110 OC B 2 el W S AR Bl N 2 1%
PREBERRIE, S8, T IRs k. ML S
RIZR IR2 0, 22 F5 M 5 4E e Pl (0 MR A A 6
[, H2A MM O K4, T8 RE N
Mo TR AR AR R B I AR S 2 A5 A A,
KL, R BB T 2 ARk A BRI 23 A A
FREE L HAZ KRB R G A B2, 4 R ) B
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P sE, FE AT B — AT LA 2 B 52 (B Ak
B &%
33 HARMMNIEEREHRLMEEESHE
FETETE B

e o AR (1) AR B4R AL S R AL ) — AN
5t f5 (Bellefroid et al, 2010). -4 % J& /b %
YIRh I e AR LB A x = 38 (Mitui et al, 1989;
Cheng & Murakami, 1998), A G2 H Y iR IE AN
x = MM IAZ Aok, kA B & D E
Rl Y AR IR X = 35, AT RE 2 H e i L3

Jx = 361 e A% AL AL T K (Bellefroid et al, 2010),

1M H AR AR P REAE BRI R R A2 T 2K
EE, AT RE B IZ R R A A SR R 2 —
(Bellefroid et al, 2010)-

R R AEMDI TG il & AR TR A2 4R R & S I T T
R R B AT (48 T, 1990; Grusz, 2016).
PEGit, WRISHEY 2 10% I W) Fh 474 TRl & A5,
2 A28 378 1 T b A 19 A 311% (van den Heede
etal, 2003; Liu et al, 2012). ik ikt o ) Gl &
AR FESRAE BT O LA . DR, TRk A B Oy S nT
REAE 2k A R BHE ) (1) 3k A 78 b R 35 B R IR
Mo T H, fEBRARECE & AR R, =A%
AT TR B AR 2 . FITLL, B0 =5k
HIVIRNIE S TRl & A2 FE ) 5% R BEAT IR AT 5
FAh, H BRI — 8 B TR AR TR 2R
FEWTTE RN, K2 Tofl & AR TR BN AT E IR
FEA BA B AR A S, eI S A e RS
A B A O M AR TE SR R 2% B IR A 5%
R, BUEME R E S, BIA. resliens. A
palmeri. A. hallbergiif1A. monanthes complex (Ebi-
hara et a, 2005; Grusz et a, 2009; Dyer et a, 2012;
Hori et al, 2014). [Al 1, Jofla A58 ] 58 5 85 A R
HITh 2 BT R A B VTS &R
34 HAERZ EUMRPEFEREIRE
341 ARABLRES

A FAEH, ParbIX ZREVER N FE, Y
A REPAE 2 A R S A WL 2 (Haufler et al,
2000; Haufler, 2002; Hendry, 2009), [Alitt, 4T
P 1L X B A R B 2 A A B H T RE s BE
Z, HZ MU REE RIS EE /M2 .
SR, H RO A BRI B A R g LK 2
FETRRINFIILSE 2R TE . [RItL, ZEVRAN T ARk Mk

B Z AN, 167 B — P KA Z R
FIEHE .
342 WAEHEFYIFHETE R

LA R AL A A0 B A T R A I ISR T
Re A SRk s, EA MR REiE R RS
7 #p(Yatabe et a, 2001, 2009; Y atabe & Murakami,
2009; Chang et al, 2013), X SERBEIYFP 4320 T
SR HETE . B RO BREHE Y R A 4 2R
W FEERETIEESY: . /M, KERRZHZHEML
HFEZRHEYMESZRER, MWIRES, 1M
HIEEMEIRE T 7 2k (Murakami et al, 1999;
Schneider et al, 2004; EifEIE5E, 2014), NSRS
E X8 A 3R BLBEAT V0 M 3 SR 985 T 7 A 2R
RREL. BRI, B TIRARHESS, WO
T 3 S0 5 2567 S8 A 7 T UESE, 54043 26
FERIARM R AE B 2RI A L B 23 A 4 S 5
343 WKL R EXE

22 85 A S TR 3E A0 LE 2k A R R 1A a2 A i 2
TRREENIEN. RAERS TR AHEhr 2
A F AR, FEER N TT AP R AR 32 A O &R,
A R F IR N Z B B M Fh 43 28 S P 18] 52 2% 1)
BARFR. M, HEXERARE RS K B BT
K2 FT M2 R 5 K 41 IDNAJF 51 (Schneider et al,
2013), Mgk R A 2 22 08, AR 3 FH T A ok
PR K BB R R SR B KR R T ia K
A ()3t FE(Sang & Zhong, 2000; Brysting et al,
2007, 2011). [MAZEEBEAMEEAE 2R, H AR IE
125 5y 1F B o5 18 A% (1) - S A 35 (R B R XS 183 4%
(% 2 R B b DA ER R o 2 1190 1 SR B0 L =R (40
BRI M, 2008). AL, LA AR A R RHT
ZAEACFIAR AL, AT 5] N BA XERIBAL R 1)
MR 7778 KA R, B((R)#5 DA%
PRl v B AE 488 7 Bk A R R DR ik A4 S R I RS 31 17 %
B4 F(Dyer et al, 2012; Chang et al, 2013; Schneider
et al, 2013), Rl il 2 A4~ B (fR) ¥ DA% 2L A
RGBT LA X 73 B & RIS 5 R
DA S 6 25 55 o 5k D] B 2 22 25 14 56 DR 3R () 52
MITEERR T PRI 2 73 &k (Schneider et al,
2013).
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Appendix 1

Chromosome number and ploidy levels of the 188 Aspleniaceae species. ¥ Chromosome counts are

not available but with ploidy level recorded; S, sexual reproduction; A, apomictic reproduction.

T4 Species S/A 2X 3X 4X 6X 8X 10X 12X 16X
Asplenium abscissum 72

WA A adiantum-nigrum Y Y
AHEEA B A adnatum N

A. adulterinum 144

A. aethiopicum 144 288 Y S
REAMBL A. affine \
PGk MR A. aitchisonii N N

Bl R 288k Fa B A. altajense N

A. alternifolium 108 144

A. anceps S 72 144

T A Bk A. anogrammoides N

K A. antiquum N

P H B A. antrophyoides N

R AMBR A asterolepis N

A.aureum A 144 216 288
A. auritum A 72 144

A. australasicum 144

e A A. austrochinense N N
A. azomanes 144

A. azoricum 144

A. balearicum 72

A. belangeri 144

A. billotii 144

A. bradleyi ~

A. bulbiferum 144

Kk MB A bullatum N \
A. capense 72

LR A capillipes S N N

A SRR A castaneoviride 144
R A. caucasicum S 72 N

A. caudatum 144

A. centrafricanum 140

k% A. ceterach N N N N

A. chathamense 144

A. chihuahuense 216

A. cimmeriorum 288
A. claussenii 72

A. cordatum 72 144

AR A. coenobiale N

HEZ 8B A cornutissimum N

BRI A. crinicaule N N N
A. cristatum S 72 144

LREL M A. cuneatiforme N

A. curtissii A 108

A. cyprium 216
1l A. dalhousiae g N N

A. decrescens 144

KE % A. delavayi N

A. dentatum A 72 108

A. diplazisorum 144

[ Mk A. dolomiticum S 72 144

A. dolosum 216
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44 Species S/IA 2X 33X 4X 6X 8X 10X 12X 16X
A. ebenoides 72 144

SIH-Z Ak A. ensiforme N

A. erectum 72

=B A. exiguum N

WA ik 42k f % A\ finlaysonianum N N
A. fissum 72

A. flabellifolium v N N
A. flaccidum 144

PR Sk A. fontanum S N N

A. foresiense S 144

AR A. formosae \/

SRR A. fugax <

RRAER MR A glanduliserrulatum v

A. goudeyi ~

A. grevillei 72

Bk ff % A. griffithianum S 72 144 S
WiZdEk Ak A. gueinzianum N

WEE A% A. hainanense v \/

A. haughtonii \/

A. haussknechtii 144

A. helii S 72

A. hemionitis 72

A. heterochroum 144 216

A. hindusthanensis 72

A. hobdyi N

VLR A% A. holosorum \/ v

A. hostmannii 108 144

TR A, humbertii N

A. hybridum 72

A. inaequilaterale S 72 144

jE AR A, incisum S Y \/

A2 B A, indicum S N v Y
A. indopakistanicum 72

BFHE MR A. interjectum S Y v

A. juglandifolium 144

ST A. komarovii N N

PEEEEL AR A. kukkonenii N

A. lepidum 144

A. loxoscaphoides 140

Pk A lushanense A Y \/

A. macilentum 288 ~
K215 A, magnificum N
A. majoricum 144

A. marinum 72

A. milnei 144

A. monanthes A 108 216

A. montanum 72

A. morganii 108

A. murbeckii S 144

HERk AL nidus \/ N
8148 M % A. normale S N v v N
gk SR AL oblanceolatum \/

A. obovatum S 72 144

A. onopteris S 72 144

A. pagesii S 216

A. paleaceum 144
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4 Species S/IA 2X 33X 4X 6X 8X 10X 12X 16X
HilkE L% A. paucivenosum N

Jbntk M A. pekinense N

A. petersenii 144

A. petrarchae S 72 108 144

A. phillipsianum 72

K555 AL phyllitidis ~

A. pinnatifidum 144

A. platyneuron 72

A. plenum ~

e A B A, polyodon N N
K-k A. prolongatum N

A. protomajoricum 144

OB ML A. pseudolaserpitiifolium N
FI2A A. pseudopraemorsum N

LT A% A pulcherrimum N

A. pumilum 72

A. punjabense 216

A. radicans 72 288
A. recoderi 108 216

A. reichsteinii 72 108

A. resiliens 216

A. rhizophyllum V

EHAMESAIR A. ritoense N

I AR A, rockii N

A. rosselloi 72 288
A. rouyi 144

1% A ruprechtii S Y \/

Y-k BR A, ruta-muraria \/

A. rutifolium 140 280
A. salicifolium 288
A. samarkandense 144

W FIERff % A. sampsonii N
AR A. sarelii S 72 144

A. scolopendrium N

Bk MR A. scortechinii < N N
AR SR AMABR A, semivarians S N +

X% A. septentrionale S N N

A. serra 288
A. serratum 144 288
A. sertularioides 140

A. simplicifrons 144

A. sleepiae 72 288
A. souchei 144 288
A. subhastatum 288
A. surrogatum 72

A. tabulense ~

JREBMBR A. tenerum N

=8 RR A tenuicaule S Y v

AR A tenuifolium S 72 144

A. theciferum 140 280 ~
A. ticinense 72 108

BRAR A, trichomanes S ~ N ~ ~
ErPSMER A. trigonopterum N
=B A tripteropus S Y +

A. triquetrum 144

A. troodeum N
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4 Species S/IA 2X 33X 4X 6X 8X 10X 12X 16X
A. trudellii 108

A. ulbrichtii 144

AR A A, varians S N v

RS BR A, viride S Y S v
PAMELAATL A wrightii J N N
A. wudangense 144

A. x artanense 72 144

A. x centovallense 144

A. x diasii 216

A. x sarniense 72 144 216

A. x sollerense 144

A. x tyrrhenicum 72

FRE%ER B A. yoshinagae N
ToEC T2 /% H. apogamum A/S 117 156

gi=E M-k A Bk H. cardiophyllum S N v

W B A R H. cheilosorum g N N N
DI 2k £l 3% H. excisum S Y \/

ARV M-/ % H. hondoense A/S v S

FUA BRI R H. murakami-hatanakae v

PAVE A% H. obliquissimum A/S A N N
SRR 2K A B H. obscurum N N

R S 2% £f1 % H. pseudobscurum N N

/NI H. subnormale 76 152

H. unilaterale ~ N ~






