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Discussion on factors affecting diversification
rates of flowering plants
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Institute of Biodiversity Sciences and Institute of Plant Biology, School of Life Sciences, Fudan University, Shanghai 200438 )

Abstract; Flowering plants (angiosperms) constitute the most prosperous group of land plants. They are the dominant
plant group with the highest diversity and the widest distribution. However, species richness across lineages of flowering
plants is extremely uneven, and species expansion is not smooth, but concentrated in certain lineages during particular
periods. This implies that the distribution of biodiversity of flowering plants is influenced by some factors, and revealing
the underlying mechanism is the goal of botanists’ unremitting efforts for decades. In this review, we try to review the
progress of current researches related to this scientific question. Previous studies showed that most of the synapomorphies
used by systematists to define the major clades of flowering plants do not drive higher rates of diversification. Flower
traits, which were considered as determinants in the first place, were currently considered to have low impact to
diversification, while a combination of multiple traits seemed more influential than a single character. As a popular
candidate, polyploidy has been widely studied with debates. These paradoxes imply that instead of a determinant factor,

polyploidy may act indirectly by providing the genetic materials for and thus promoting species diversification under
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appropriate circumstances with the participation of other factors. Environmental variation ( such as temperature,

humidity, and space) seems to associated with improved biodiversity, too. Overall, what affects the biodiversity of

flowering plants is likely the result of a combination of factors and may not be the same for different lineages. Therefore ,

exploring potential factors in different plant groups and integrating the information may provide a solid conclusion than

considering one particular factor across the whole flowering plants.

Key words: diversification rate, flowering plant, polyploidization, trait, geographical factor
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ST O D 0 R 4 A5 B A 4518 VT B )Y TH AR AE S
W PR WABEHERR HAL R BT I 1 2 ma R &
B YR 22 R A3 A R R O R R IR A VR T
P SR Y s e AR RS PR B A &5 2R
BRI XA R i 2 kAT R AT 0 i S
L DA DAE By R LR N TE = RS2 1 S NE ¢
ATLAAZE g =AM (1) THAER ) & AR 2 Rl
FRPETH 0 I B 2 7 P Bl A PR | B A
Mo BEAE Ty E RE Her (2) 2R T W R e Y
MR e g R Ml (3) AR —-HRA
B LAGRE ) b 22 0 Ak 3 32 00 A8 Ak, BLARIR LA I
RO PFAE FHRE B B i g2 T Ah Z MM I
WS B R0 X 4 ) R 9 5 R

[\ [\
[ [*X
(=] (=]

1 1

—

wn

(=)
1

FL#9%L H Number of families
w o
s 3

(=)
1

1001~3000 10 001~28 000
101~1 000 3001~10 000

PyFh 5 B Species richness

Kl 1 e R R R o A
Fig. 1

1~100

Species richness of angiosperm families

1 T R E A S AR 282 AL

S AR 9 LR MNGA R SCTF AR BV R 2 1)
WF5T B PRk S $E | b I A5 A T A oG
SR IX LE X FR T 98 7 AR — 2L/ N 2
] A~ BE 5 B0 B S ) SE 4 T 7 85 RS L I TR] 1Y)
REE(CBE T B Tz B CBCHJ7 )
PLE)  INRGERE B B AR ER 09 BF 5% I 58k
Do TE TP, KRB R R D — & KA ik PR
T BEIN ) W) Fh 22 FEAL T 2R (diversification rate) F) 2R



10

&

SRICERSE ;. LA TT LAY W) b 22 B A SRR A R R AR

1709

0.020

0.010

2% i Density

0.000

50 100 150 200
A4 (HTTAERT) Age (MYA)

K2 ZFEALE R T T[] 53456 K] ( Tank et al., 2015)
Fig. 2 Ages of diversification rate upshifts
(Tank et al., 2015)

1k, B AT BB BE G I B8 AP AR Y . BRI #BE
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B AT I A OGP (Kay et al., 2006) , iRk T %t ik
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K, AR F AR 524, N X FAZ R (drupes ) 5 1§
S (nuts) X EE A iy 3l ) 18 15 110 4% 495 04 #E Ak U
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B B 5 7] UL (Endress, 2001b,2011; Sauquet
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RO VFTEAE I RN SR K EA BRI AR
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U, X LA I R L A% A R AL (LA R AR
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AL B AR R
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WHoE . A5 F ] 23 2 th PSP b 2% 528 BT B
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KA T A H E R W R 2 A4S 1k
(autopolyploidy) ( Ramsey & Schemske, 1998) ., iX
HUR DL AR UL - 218 A0 K S EORE TR 95 DR 4
XL )45 DUAE AT G R 7] 800 ( dosage effect)
(2N FEERBRE AN 2, Ir L7 | r) D6e
SR ) B PR R A B 28 45 1 ) T 4G m 9 A8 3Rl
AT B RE 3 R AR R D) Re Ak (7 A R T g
( neofunctionalization) V. 31 68 1k ( J& 5 T RE 43
WA 3 R I 25 % H 447 ) ( subfunctionalization ) %5
B 34k, 3 S ER R e S By A AR B S5
SOE AR Y AR Ak, 2E 077 AR A [R] B8 Y 3 A
P A m W R oA O RE AR PRI B A Sy 2 2 ) Ao
ZAENE B 7] fE JE K ( Chen et al., 2007; Soltis et
al., 2009) . 2R, RIJE BOAS A0 245 0K i T 58 3
(PG L7/ NN R/ R % s & I I
FEIGA Sy o TR A% Ak 1 T 7 2 4% 31 [a) A A% Ak 1Y)
R A BE SET8, 76400 10015 1 v 22 A% A 0 i A /D i)
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et al., 2009) , )& Z AR AN Z o0 A EA A
JUNESINYSIE A LR v o ol <) Y (W= R T
Mo B, H 2 22w E ) 3 4k B9 BE 8 [R] ( Grant.
1981; Ohno, 1970; Schultz, 1970; Stebbins,
1950; Wagner, 1970)
3 BYABEREANT TS EUAREIEALZIFE
T W) b & AL R R B IEHE

EAS—4E0 2, B TR EERZN
ZATAR It HLAE R 22 B0 ) 55 R 41 ) 4 5t v A
RS, o m NIRRT 2
FEACTER IR XA ) A0 2 A R 9K T I 28 B
ZATLAAR H T 3 kA ) 25 O
RE ELAEAE N SCRe 2 A5 A0 R T Y Fh Z2 6 1k A
Meyers & Levin (2006) W53 & B LAY H L A5 1K
TE AR AR e T 30 7 1] — A5 (AR S (8 Y 02
Yeta Rz R w2 S A R I R A 0 R A
RIS ) B HE SR ANARAG, DA otk th B AR 22 1 2 A5 4
YIRUOE— D AT S i B, AN M 2454k
XTT A2 A Fl b A F, J5 £E Scarpino et al.
(2014) FIIH] 60 > FFAEHE YR , 1l LUAS B4 AL (1Y
AL ST R AT 70 #r, $2 th AR B T A% IR, 2451k
X 2R R TR AH], AT — 2L Ee, 2451k
1) 3 P 2 T AT 2R B (Otto & Whitton,
2000; Vamosi & Dickinson, 2006) , 1A &6 /-] 45
A A P e, SR L3R IR BF 9 |l T8 R
KPR I B 2288 8 N G R Je AT AR, Rt T
B HAE S — 2R eE e A T A
1o JE 2R BT 18 S FR A 248540 50 0 AR T
ZMRE 2R UEEAL . Mayrose et al. (2011) 3l
FIHI 63 SHEY A (K2 K8 ) By, Je i
chromEvol {8 745 PE K ( Mayrose et al., 2010) ,
SRJE 1 BiSSE B R W 175 1 55 22 AL B A5G
P, G5 R R I AR R 5 3 0 P Fh 22 B Al 2 R i R
%o SR, Mt — DR Y FIE B2 B A T 2
AL T IX o Ja , S R o, AR B A B E Y
Fh Z R R — 452 il & R T4t
ZAEAE B AR (R T E 25K BA S &
AR 7/ 0 o o PR = e o NI i 1 P R A £
PRI T K Rl 45 AR B R AR e £ (A
B0 B9 T R A ZAE AR T A P DL A
A HEE )Rtk s T, AR E R AR R
AT Z2AEH AT 240 L/ 6k 50 73 24 R0 D e - B 17 PR
M, R A o] BEAE HE 4 Fh 434k, HL SR Mayrose et
al. (2011) 1 Scarpino et al. (2014) BT 2FHTFTA
[F A B BRI Y | DL AN B 2 R B 4R HL 2 40
PO I T AEAE ) HE A 2 R A | TR X S 2538 4 A
FRE—E 0B UE, 541, Barker et al. (2016) #&H,
S b [FIUR 22 A5 1A T8 iR N 2088 o 5 U8 2 A5,

ERF PR LB RN EA L, XRR T 7
IR A5 R AT RE AT Ak b A3, AT e 2 P FhoAS [
MRS G s T W B A I A 287 DA S R
Ryt AL S R T R IR 2 A IRTE AR A S Yy
ERTES T, BETXFENRR RS STEEL X
Yieh 2 4 Ak o 32 1 B I B 5, v AR E— 20
B,
32 BREUNYFHEHEUNEMATREEE —RF
= gt

JEMNB RIS R R, 2R mim S
X T 22 B Al 2 AN I (2 R I A 52 e i
REHE . BHeEZATR 5 2 A5 A S0/ i ini 5 17
TEAE AT R I (9 52 ), L 0 28 2ok 78 K i 0] g s
e, e ik T REA AR E, ik 1401/
TR SR B AE b i DRIME T A PR B A 0 R T 4
WS T R AL AR 5, 15 LUR D b DFH 58 10 R 7
G 1= 3 500 5 R TR R A, X AR R B A8
2z )G, AT ReE ] b — B A [E), A Rl Ak i 2
fi Ak 19 F 4k 4R BE 9 fL 5. Schranz et al.
(2012) $& th ZA5 A0 Z A A0 A RN 52 ) 75 22 28 20
— Bt J5 B (lag period) , 738 3 A5 IARAL GBTHY
RHEMEAR ™ A RS G Z R ST Z 0, A RE B
ok, A B B AT SRR Ok B T8
I W A SR, LGN A AR A SR R s
( Veronica, Plantaginaceae) ( Meudt et al., 2015)
+ FAEF} ( Brassicaceae) ( Hohmann et al., 2015) ,
WAR TG B AT )2 B 58 i — L B0 0E . Tank et
al. (2015) PPAl S FF e M Y i 2 A5k 5 2 1k
HUR b Z (8] 0 G A AT 4 JS R K
EHRRE, DL MEDUSA 5854 i Ak 32 1 A8 4k
S5 R A ORI IR S 2 A R AR
RADES HA AN 2RI =45 81
WEL T ZRAL SR RIS, e n]
WAk %63 5 5 BEE ( Schranz et al., 2012) () —Fh %
Fr ABHAL S W 25 F A R 200 T 45 5 Buas
RIZH RIS BE T, O T BN X — SC I J2 75 A2
PV T Al 25 0 52 i), J ST W 1S 0 22 4% 4k =5
HBE E— 2 803E . Landis et al. (2018) | — 2
LEE T RGBT AEAR W) 260 B Horh m] BRI 2 4%
AT A B X 22 R A 3R R 2 A% Ak 2 TR A AR G M
PEAT A3, o ik IR R b 3 1 45 SR S HE 2 A AL fE
R S AN TR R R e A Y A E A 2
PEAS AR fL I, B A — 5 LU A0 BOHE A 5 i s
PRIE , (H 23X Fh 43 A FRE AL 53 A7 08 BCHE 414 H T
WA WE 2R, b, bk W 2451k 45
S, H A S5 A AN [ 43 B 5 i O AR A 31— 3L
P45 (CHER A Z Rl 245 ik  IR2 2
fi b & A B A s FNAE AR R —Fh oy Aot il 1), 3
M) T AN SRR ) BUE AT RE IR, R X
325 J A A K B TR A HL 4 A7 I3 — 20 B
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33 EHMEHEREEMNAXNESTEF THME

1T H RT3 7 2R T ] 2 R A i 2
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HEE (AREIRZ A1), 2T R SO 4 300 A
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Sk H R G 0 T o M oy B R R B TR 2 A
o J3h, ey SR ER EE AT - i T B0 OC
FE P R Ak 2 75 ok B B4R T X S 4R
SR SR NN O T Y 5 ], R X e AE BLTEAR K
TR b 75 B T 5L R A I I 3R A5 1 35 X BT
A0 AE BRI LA oy 3% 78 H AR & AR R 5 5f
HAATHE A LEMELISE L, AN fE R EHERAEN
MRk HBIEE 22 A% 4k A i A S A OHL S AR
T B — AR g Fh, BIAT 38 B Ak 2L
TRAGE ER 2 A5 S R P Al

4 Afr 5= BHE I W
b % H AR R 0%

TR 0 3 4 S SR A ) R
JE LR B 5 1 R 22 A B 25 3 AN ) 1Y e 2%
fFo FAY) FHAL G ST —FF M I R £
JE R A 205 B 52 BB B O A, H 22 FF PR A T X
JEd R 1Y, BE S TR IR 5 K % W R B (Gentry,
1988) . — LB i 7s A ML X 1Y 22 4 Al 1R T
&1 ( Davies et al., 2004b; Jablonski et al., 2006;
Jansson & Davies, 2008) , 575 #} BT 28 W] =2 F5 #4647
PRSP (tropical conservatism hypothesis ) , #E18 iR
YR R T T Y AR S ) Rl e A AR AR I A
IO YR AR R G b T AR O 4R IR R AR
FE AT B AR SJERERL IR T 4 BRIEV AL (AR i -
Wop i L) Z )5 0T Hik ETE R Y A R 2
( Kerkhoff et al., 2014) . X P 3 4t [7] £ ) BLAE
525 D) K i 7L 25 (Rolland et al., 2014; Weir &
Schluter, 2007) % A5 5 LB UL R T, A& 44
&, b 2 B AR AL B R ) 2R R AR T R
FRGHT b DCRR R T DG 2 A S0, R b
Do s bR A B A, IR B 2 Y 2
FEMERY 45 R (Crane & Lidgard, 1989; Crisp et al.,
2009) .
4.1 AHEBLAERESHNSHFENES

HEABAIT T ) e B AR e 1L L DX A4 AR ) 2R A L
A 4E ) = K £ FE k3% R ( Hughes & Eastwood
2006; Lagomarsino et al., 2016; Merckx et al.,
2015; Pennington et al., 2010; Uribe-Convers &
Tank, 2015) . 3X AJ A8 /& 1 T 76 & Ll X
PRAE AR BT B T R e R AR A RN ) b A Vi 2
ST RIS, 7R LAY 2 A AL R AR AL

FYBIESE 38 A (R B2 o 2 3 BT AR A R
Wt K 24 26 B2 514K 53 UM AN T 1n) 2575 &+
EARR 5 e (AT ) L XA vy B A ) 22 A e A i A
AR ED B b DX R LU R B R 22 A T 3
w7 BRI o3 0 o B AR AR ] — B4 (R
DX i W R S R ) TR TR A R A B R (IR 2
FE L R 2R R A ) o @ UUR R IS
AR 533K 0 53 0 25 AT BT

ZAGAR IS BRI 23 TR R e e AR B 2%
SRE ARG A5 R 5 A e 2 8] Y A= 5 e
BTN b 2 P D1 DR R A I AR Y 38 48 s g i 1
PSR AT RE, 2 B i W2 AR AR A 5 R R 22 ]
PGSR B2 R, R 29K 38 P RO K
AIVEH] (Zhan et al., 2016) , HAj—2E0F 5878 = 26
JE B e 1L M DX O %6 1 88 e B ) RO LR e
N AT RE S 38 2 1 245 AL A 5% ( Brochmann et al. |
2004 ; Vamosi & McEwen, 2012)
4.2 BEEMER MY T2 L EE

B 1 I BRI B 2 A1 i b 3 PR 2R A 2 1 )
e S DI = N S [P A NS U i
( population connectivity ) B % &% T, 451 40 A= 3% 78 i
& (Baldwin & Sanderson, 1998) &% LI 1§ ( Comes et
al., 2008 ; Merckx et al., 2015) 2523 ] [ 25 (0 30 55
R S S T AR AR ) S BE R AR T A M Y
MG, FABAE G & B, FE b DX B — 2T
WA AT o BE 9 ) A E A (Buerki et al., 2012;
Goldberg et al., 2011; Reyes et al., 2015) ,iXfR 7]
FE A F T 30 S0 4G b 1 T 88 R 34 50 e rp oK iy ]
IR - B3 40 1 S PR TR B T AR 22 ) 1Y 28
[i) oy 225, 1717 5 B0 v B 0 A O B ( Savolainen
et al., 2006) ,

5 AE&REWNHEZH

B 1 Bk © ST ST 0 Rl BE R Z Ak, 2 ik
A HAL H AT AR BRI R SEbr b4 2
B — R IR AL T 5 3 2 A R AR T Y B
1E 7 A ( Maddison & FitzJohn, 2015; Rabosky &
Goldberg, 2015) 7 XX T Z A A0 3 R i [N K
ARG — R PR, B FATA AT GRS A P A7
FIREAY A 3R, B2 2 d DR &[] ) 4 A 2% ) s
VEHE G 3552, HEl, O' Meara et al. (2016) fii FH
500 DNITAEAEY I ELHE | 23 B 7S S FEHIR 1 52 5 8K
WX T 22 R AR Y 5 W, 45 SR S IR AR e | A )
PR ARHESECH = A PER A ERS 7, BBl — A~
PRIR 5 Z Ao S A8 Ak 2 ] (Y G HF T 1 3, ot
RIE ARG TR AVORKEY 5 50N N 18 2 181
R 18] IF 9E b 57 i 46 59 W & (Jabbour et al.,
2008 ; Sauquet et al., 2017) , H AR X P i B 53 76
Tk EAA (A5 Otk 2 AL, L xR AR 0 i i
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b, BORE I BBl ik /N3 (EZ AT 2 2 MR E S EH
W Ty 1) i — s EE A RAE
5.1 EG K KRER I

SR, E AR ] DL B B 3
Hhtfe 2ol &R, 5%, MAMRERELRT
IR kb BT O 22 9 O & Ok, ok B i
DU R 20 ST 2 Ak 3 2 DL B AR B A Q1B 1Y O
KA, BUA By T 5B AL IR AT DL as T R Al
( Huelsenbeck et al., 2003; Lewis, 2001; Pagel,
1994, 1999; Pagel & Meade, 2006; Schluter et al. ,
1997) ¥, J& i 2L I ( Pagel, 1997; Schluter et al.,
1997) I Z MR B BF9E . H BT C A — S 58 il
FH X AR Y Ak 582 Z2 iR AIE 22 8] A9 DGR 1, Le T 4k
MM IAES A 5358 F A 2E (Ojeda et al., 2016)
R 5 DR 5 9 A B L R R 9 B0 i T ( Nowell et
al., 2016) %%,

FRARIX B Ty 5 91 AN fig 0 R el i B2 OG
A, (E R B EOROHE A B TR T DL R e — A
PR A MR AB By 2w, e, 7R T IR S
C3/C4 W HEAL I SCHEPE RS | C4 AH W) 5 T R A6 4t
() I M R AR 2 1Y, &= F BRI IR B, Osborne &
Freckleton (2009) W58 & B, iX If-AF & th T C4 #
WA 5 BAE T IR A 1l T2 C4 A4 — L
LS B B0 25 &) 3 0 T 5 A% B T R I R B
SO e K EC R 5 S A B aE g b
( Armbruster, 2002) , ANH & AL 6 5 BOR 1 8
Wi 2 (] 2L A OGBS S A
e Z i AR 0 AR AE W b i ) 8 R (e
HER) ET LN e v £, B S A 8 & JF 3 A
e
52 REAMRMMERIMER-HFENAEGTHFA R
HIEMERA

H A HB 53 0 0 5 45 2R3 3l s | AR 3R OC
BIHT R 2 L8 7] e AN 02 52 i T A6 H ) 2 FF Ak
RATAL B ME— TR B AN R RN A
KT PR B AR - PR 5T 1 4H A B0 B AT RE
AR B ) Fh I R ) 3 I ( Bouchenak-Khelladi et
al., 2015) , FRATFIEH 55 2235 & LT () a] e 1
RIAE WL 3 1 JEAS IR 55 22 0 1l 3030 00 A OGPk,
I — P IR ATS P R A ek At PR Y 28 7 A T[]
g M AE S B 2 AL R AR BN R
( Maddison & FitzJohn, 2015) , X FE It 2 K52
Wil X 43 A7 45 B 0 0 32, L dn, HLAT £ 4 = B A
Yy, T AESER B SR T 45 UK By [ R/ FEAIGIR
PRI rp Az 3 0 355 O A B, PRI B S ) TR VR
FUFREE T 5E i (Zanne et al., 2014) , X AEATHOIR
A DA A S A A e R v A ) — b RIS ()
PEIR, B 5125 By 3 7 5 o B 55 1) i 42 070 5E A )
FHEUESAY K,
53 SEN-RESE-SHEMEZBIA KBS

TA WA — B SCE OIS T 245

-GS - Z HE M Z M A9 C B, Vanneste et
al. (2014) B SeH  , 76 BLAF AR ) X 21 v e Ao )
Bt 2, R RETE L - L2
A F AL (K-Pg boundary, 65 Mya) ( Fawcett et al.,
2009; Vanneste et al., 2014) , 1fij 3 J& ) 5] 430 13 78
FEAEAE D H ), F T X B I A I 45 ) AR, S B
R A W) KA (ALFEFR B T HbBR 1.6 1412
Je) X — KBS T EE MR T RE R AL T A
SE A K AR N iy N =i I 2R G DN
JOLX PR R ZUAS A i b . SR, XTI IR 4, AT
HABAY UL . AT Vanneste et al. (2014) 32 H —
AN A R AR X AP 4 AT R 2 B T AE R
RV AREE S B AR i B2 4, JF HL7E
FRREIRD G G0 T U T 22485 1A T i g 20 250 40
UGB, A — 2 R 2 R A #. 1o,
Freeling (2017) W4 ), 19220 - 3 42 9 28 St Ab
RIAR Z2 1t 2 A5 U S o PT e 2 — i 4 4240
Vi ( hitchhiking effect) , & H1 F JC P %5l a% 17F B 4%
Sy TE TR BR 55 v AL A7 A8 A5 22 AR 7R X B K 4 1)
45 DTG T2k, AN 25 IF IR A TER
o ) Z4 78 Ak B4 IR 3 00 %% 4E (Ren et al., 2018)
SR, B SE AL AT — B F 58 45 R R 1IE W A 4518, b
WMTEAERE H R SR R N A R T 5K
USRS P ATt R o PN TEN 7Y (g
Hae PR AR 1Y 5% % B[R] & A2 (Guo et al., 2020;
Huang et al., 2016; Zhang et al., 2021; Zhao et
al., 2021) , XJFiXFl 2 A 2 Z [0 0 B i 7
SRR 250, W 2 R Tz i 2 RE,
A 2T Y R 2R 2% 0 2 B 4 2R R T e

6 %J%‘\ lé‘%

(1) 520 W) b 22 FE AL 8RR TR PR R 2 A
SR R E o SCRy R, e an I AE A 2k
A B R AR LS AR AR B OS2 A 3N JIREL TR
P SR SR 3 A OR R DL R TT AR AR Y 1Y
¥ 5k ( Magallon & Castillo, 2009; Magallon &
Sanderson, 2001; Sanderson & Donoghue, 1994;
Smith et al., 2011)

(2) FER PR XS W b 2 HE A HO B 22 B
PIINXS B, & A0 B 5 & AR B R TEAE ) 7 K IR
AR FLERE A S 5 Py A sk A7 5 ) SR T axX 26 PR 5
Yy fo 22 1 Ak 38 AR A8 Al 22 ) /Y SC IR 7E H AT 24>
WHIE Y 4538 v A BT vh 28, i 0 RS E 458
( Citerne et al., 2010; Cubas, 2004; Endress,
2001a; Fitzjohn et al., 2009; Hileman, 2014;
Maddison & FitzJohn, 2015; Maddison et al., 2007;
Reyes et al., 2016) ,

(3) ZA5A X Z A 20 1 K A 22 18 ( Chen
et al., 2007; Landis et al., 2018; Mayrose et al.,



1714 OO0 M W

41 %

2011; Meyers & Levin, 2006; Otto & Whitton,
2000; Scarpino et al., 2014; Soltis et al., 2009;
Vamosi & Dickinson, 2006) ., M5, Z 54Xt
PIRIE BT A7 15 A A RS 5 2 AR AR N
FIR o SR IR U, 22 A A Tl i o 184 i i) 5
DA A 08 17T A0 A5 3 1 b B P03, £ TE A2 4 b
ZHALRY T RE . AR AR 2 1 251K, JF
H 22850k Wy 5 A 20 v A e e 0 3] 22 vkt AR Y 248
e DR 3 5 3 A O 2 A0 A R R B
HEAG A Y, SR I8 AT 5 75 A O X R RE B 4l R
B TR R R A ) Z A5 AR T AN B S R
HEAA FE A F

(4) GBI A MR B Y it R A2 AL Bl
5[] %) B 5 7 A A B A b S R W R 2
FEALRY B AR, S BUR S 19 W) MOE 3R (Baldwin &
Sanderson, 1998; Buerki et al., 2012; Comes et
al., 2008; Goldberg et al., 2011; Merckx et al.,
2015; Reyes et al., 2015;
20006) .

(5) BT TT b o3 B 52 G TR 3R D3 ) 52 i 24
LSy eI SO (| P oA 1 DO 7S (8 4
H =R B G R 5 2 FE A 3R A 2 8] 1Y
IR, AT — Hph IR 1 SR Bt 25 (O Meara et
al., 2016) , M K2R S BEANHT PR - IR BE 1 4 & R
BN A HE 0% il B P Fh OB B (Maddison & FitzJohn,
2015; Rabosky & Goldberg, 2015) , HAMNRH L5
BT 20 2R voE FE e -l
T 22 148 B4 ( K-Pg boundary , BEES H & A= T 44
KRY A M2 A5 - SME- 2R Z Y
FHK HE 18 ( Fawcett et al., 2009; Vanneste et al.,
2014) N h A% nT ae SR AL TR B aE Ny b R e,
W77 22 A5 (AR T A 118 2 750 T 9 M L 7 Xof A 5% ) 7 A
ety o SR, J WL AR AT rb P S 52 O ) A
(PR T U8R T 22 A% A 11 /0 50 240 L 7R ke o 8 44
w CHIC A L, MR m AR R, A
b AR WSS RS R 1 25 ] REX £
FEALBA TE ) 09 52 e, anfE S5 FF # AR R
(Guo et al., 2020; Huang et al., 2016; Zhao et al.,
2021) , HAFA WA e 7 sk sk 0, Jl R 5 2 A5 1k
FiF T ZU S5 7 Al L 22 02 B 26 PR 1) 52 78 B
[ %A o T 24 LR 0 B[R] HT R 52 ), 38 A
i Z W IR,

(6) [RI AN AT 2 A7 7E H HI AR H AR &
(R TR 3R 25 4 30 ) b 2 A AL R A0 AT B, X Bl 2
JEHTHE ST 15 BB P AT Bl A g 4590 1Y i
( Bouchenak-Khelladi et al., 2015) . 2% 3% %, 5{
VFZ A5 AR ) b Z2 B Ak T80 232 09 52 ) J2 (] 422 149, 1T
B 0 PR 2R R H AT R A KA R a8 AT
ST, T L 2 A5 Ak X 22 B A 56 52 ) 1) BF 5 4
AN TBE T

Savolainen et al.,

7 KKREZ

L3 ol 22 FE AR 3 A1 A SR BIE 5T, i S i 1 IR
HEATAE T BIE S 5 1) B R A 55 0T 5 7 ik 1 B T
AU A I, 22 O AR T LR 3 22 52 i #Y)
JECIAL, L LA PR PR IE 45 B AR Ak, SR i 7 25 R R
P [R] JE B 3 A 2ok A b, X IR 3R Y 52 i s 5
T2 BRI, B2 AR, IR A RE
HrK LR [N 2K 2 (W] AR JA B R B AR X
PTG AT S AR R Ul A ARG . B2 BF 5T
BUAREE R, 2298 22 DR B S R )t 7 24 3T
i 4R R A a7, D7 A n] BB AR 5 Y L
T KL O ] AR SR A 28 1 SCEE L AR AR HUORTE
FETLA R X 1) o 22 5 A 8 R A B2 ), 3K DE 2 [N
AT P DA 245 ) D DR v B s 5 DR 3Ry S 5 i
it ZAEAG R ARG, SR, 24 A XE A [R] A A 2
FEBETE B ZE AL 5 15 DT LA h 2 ) 24
AR TR A] GE AL EE T R — Ak LA /Y LA i
SRR A VR IR S & F AR BRI 3L () 3 st 1
W A MO L E T A YRR 2 1l R
AR AR FI AR G, s R R R A SR
Bk BEE R BUAT I 25 R B R R
X PR LSS B B B AR T A HAY A R i e
BRI W s 20 e 1 Yo T AR S i 5 | 5
T RCE S M MR 5 1R 0 e R I AN ELSE
AJRE 2R I 5T 07 1 9 B AR, O HLBOHE B, A

SR T T A5 SR AT MR I | 1k T 2 B B
2 R ) P 22 WA 380 A SCF 5 /Y 1E S 18 1, T BE LA
BN IE B A B L e A 2R B, I ACHE
R S
7.1 1t 5 5T TH I B R 3 2 Ak

BEAt, FE 2SRl = Ok 2 18] () Fh 2 e A0 R 4R
TH Z AR MEAREL AL | s |l B B 05 DA 3 i 78
S5 BAT SCHR YIRS | 2 ZAR AL T H K A i )3
RGREW EARECE B p T s B H A
G FENE, AR, T W RRERET R
SLR K0 A7 vk A BRI, 25 RAE AR A7 AE R
AAE A BE B X LR R 22 4 OC B BIF 5T 4 SR B HE AR
FTZ NN X SE AR,

(1) RGE KT W HORE3 2 5E 1 Xd HORE
Fp GBS SRR 25 B — B ST T AR AR R4
FERBEVEAT 20 M, b 4 6 5 B SIS A T R M L B
o AR 5 AT BOREAS 2 g ), e 30 1) 4 B A
Wb oe B BURE | 0 1 HEBR BL LE W) i E K 4 1
S, DI, RZB R G B A AE LY A5
A gL, JCIE R [ R 437, B
w4 Z B} S PR (6] 85 B2 20 5 1 0 ~ 10 | TARZ
(], X T 1k — 0 LU R DR 3R A S B AR L, 70
b ST D SO NP SRS = 9 A R T S i = S B e 4 )
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NP S I S S RV 3 W N TR X E 55t

(2)ARREHEXT AR IH 28 . 2k U6, #E AT
PEREE HE o 7 Z 0, E V3 28— AR A MR
W A e S AT Ak, — RO R TE & BT
&AL, L A 90% W& A PEAR A 10% %)
iz B PR, — O 2 AR B 1L A PEAR
Rz AR RE A LB PR A 4 B LB 60% |
40% AR Re st AR KRR Ly A 5 B IR
PR, XA R A S 2 T — S EF R Ik B
PERE H BARAR D (B ) BLAE IS Y B3 )
B, AT RE R UM IR S Bm 0 % AR R AE R BEZ N, 2R
MR REA R RI A A PR 2 TR N
A4k I3 A1 AT RE B 52 e 2 2 PR R 4 e A= 7R AR
SRS B 2 W, 187 Ak 7 2T A A 4 2R 59 52 e AT
REAH 228504719 A0, 0T 5 B K I R RO EE %) 9 A s BT
RE= AR AR R 58 22 | 55 At =R 14 1) O 156 1 o it A7
TEE S AR E P, o5 — Ay Ak o7 =02 B A9 fif
b, 3K K T FE e PR AR VA S 0l SO TR 22,
OB EE X 1) H 5% 48 2 1 % BRI 0 2 A7 T 28 i
THACE: th AR A6 5 B A B, 75 R AL 7
XFRR G RAE A R S X B, 2 7= A T el f Ak i
(), PRI PR R H 2R I 25 ) 38 3] 5 ol G X ) A
s AR & B B R, i 7 30 AF AR an
far Ak i 8L

(3) F7 Lo {4 5 W) Fh 22 B b 8 1 A8 Ak 22 ]
FIREAAAE T H] 22 . DA 2 A8 Ak =5 1 R 481 s s st 30
(lag period) ( Schranz et al., 2012) i M IN N £
fifb & I T B — B A A 2 3 20 B b gy
b, IWERE FokiF, 2452 5, 2 iy &5 5
HTEEE SRR SR Em N RE, Y
P B RS AL TR AR R AL, R R TREZ KW
N [ET e e M N DR f A O 85 P B S P R R
SEPEA T T D RE AR SR T AR A W 2
S ICHE B, TV 5 I A 35 4 | X AR S B
VFESTHRBERMBEZ T W R S RAFFE R RE N, 55
FIE A R A R BG5S A I i — 2
BORHRN, XM B E 25 S YR Z 4
R AR A AR W] BB AFFE BT 0] 22, SR, BT HURE
LERYBRE, RER LAY — T AT RRANR T
— B AR E K A B ) B, SE PR AR S R T
TEZ A VUG A KA H O 5, R4
s [) 2 9F 57 428, F AT 2L 0 fa] H Wy 3 R i S A AE
ORHK, T AR S — R B b U R A S 7
7.2 WiEW SR 55t W = B X3 8 5% 7 30 B9 st
i

FERESE 5 ) b, FRATT I AT DL 25 & DLR it
J7 1] ;

(1) PR AN AT S5 22 57, B G H
M REA — A 3 3l F T BT A7 7 AR 9 | s )
5 A IR B A3 ) B 0k 15 FH A R R R 2 X PR

[T (e 2 HE AL ORI R, 2 BN TE
a7y AR —E SR

(2) 5 PRI RE A% 5 56 B HEAT SR AE 0 8 HF Ny
WFFEA R}, BlOR 2 /0 X 3R S 22 68 T o J] 4 b 7
o5 H AR AR AR Ak, [R] Bt A 4 % B 2 A% AL TE 38 5%
R AR, B I 2 AE A, — T R R
Z WA, Iy —J7 Mk n] GE A HAh I 2 51k g5
{F 5 % ( Leebens—Mack et al., 2019) , iy Z 5L IR
RN M, P, AR B 2 A AR S 1 R A
)53 (R S ) B o A 5 A 56 TR 2 T 1
i, DA AR i DY) 2 1 L PR 45 T 22 05 80 Iy 2
AL R ARk S i A B R AR AT
T R S AT 98 IR S e A R 3 3L
P A5 22 , Bt T DL 2% f VBN 2R B AT O
BT, Z 5 A & A /N SR B AIF 5 45 2ROk 28 U
A Z AR A B SR A

Fritb =z Ab A — L i 52 7 v 5 AR Y [R)
T i) G P AR N T2 RE K M b 4 0 AT 4 R ARG
HERE S A5 AT SE B, X e b A it A B A2
P AL S 0 A SCH e eL 51 £, 42 Hh— 2t
[ 55 L

(1) — BB FEARMETE b K - A7 58 B IURE
JEHIE Y R S R ) vz g, H e R
TR, SR, BB TR JE KT MR KR Z A2
M AT SSE (state speciation & extinction ) 43
Mr (FitzJohn et al., 2009 ) 1 i& I F 5.2 g 5 19 4
i, A AT R ) 2 A8 A R R DAEE . B TS
AR T E ], DL 22725 4 At Ak B8 AH S IR [R] A
W —AN %, BARH AR 8 2225 4 55 1 £k 55
BEAY B2 % T — Bl 1 22 25 PR Al (R F- 24 4y
i, L E R R 2. RRERETEZ B Hi
o b A A LG B RS AR O AE B TE BB R A S Y
W

(2) FFEA WA By T ok MR s 5 £
FEAL R R AR A 2 [A] Y DG IE P, J HE 2 X IR 4 1 3
B A B — R B PR B TREA TR D
LZ (i ST il A KT S s 8 G SR 8 O

(3) HAT/A M i A R G0 & B WA |2
X AL (Guo et al., 2020; Landis et al., 2018;
Leebens-Mack et al., 2019; Ren et al., 2018; Tank
et al., 2015; Vanneste et al., 2014; Zhang et al.,
2021) , I faf Ak T 24258 g Sk R 0 S | iX AR
A RE S BUS SL o Ml R 0 22 . Ak By 168 B % e
AIHIAGX 5 T 1Y 7%

(4) 2 F A B4 S AR 2 4% 4k A S
TR Z451k ( Ramsey & Schemske, 1998) , #& il H §ij
B 34T 7 1k I N REAR 4 M iE A7 IX 43, L 4R R R
HE FHRETHR RS E R % 2 G WA RS
ZREALBYDLT] o EAR PR 00 5 ), AT A 1 ok
INAMFFET5 1k vh HEAT IR AT
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