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Advances and challenges in resolving the angiosperm phylogeny
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Abstract: Angiosperm phylogenetics investigates the evolutionary history and relationships of angiosperms
based on the construction of phylogenetic trees. Since the 1990s, nucleotide or amino acid sequences have
been widely used for this and angiosperm phylogenetic analysis has advanced from using single or a combi-
nation of a few organellar genes to whole plastid genome sequences, resulting in the widely accepted modern
molecular systematics of angiosperms. The current framework of the angiosperm phylogeny includes highly
supported basal angiosperm relationships, five major clades (eudicots, monocots, magnoliids, Chloranthales,
and Ceratophyllales), orders grouped within these clades, and core groups in the monocots or eudicots.
However, organellar genes have some limitations; these involve uniparental inheritance in most instances and
a relatively low percentage of phylogenetic informative sites. Thus, they are unable to resolve some relation-
ships even when whole plastid genome sequences are used. Therefore, the utility of biparentally inherited nu-
clear genes with more information about evolutionary history, has gradually received more attention. Never-
theless, there are still some plant groups that are difficult to place in the angiosperm phylogeny, such as those
involving the relative positions of the five major groups as well as those of several orders of eudicots. In this
review, we discuss the applications, advantages and disadvantages of marker genes, the deep relationships
that have been resolved in angiosperm phylogeny, groups with uncertain positions, and the challenges that
remain in resolving an accurate phylogeny for angiosperms.
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e AP WARA e, AT —AC\NT T
FEWT LK B 4 (early  Jurassic) £ 42 AT AE 51 HL(Sun
et al., 2002; Crane et al., 2004; Smith et al., 2010), Jf
TERLN A N PO B AR 2 L TES & R IE
£ (Davies et al., 2004; Magallon & Castillo, 2009).
TR 7R () B A A AR D IR, DAL, B
TR A Ak R A S A PR A Y S HLAE
Lt J5T IS S P A Al 22 A R I B A 3 R ST Ry %
N J5i4%i 2 % (abominable mystery)(Darwin & Sew-
ard, 1903; Friedman, 2009). T4 # TAE4 2045 35
ikt EEASRE S, AR AR S RS
SRS CPOE /IS NG S/ = R TN - 7/ NI % N2
Y = 2 AR A B AE A 4 B (Tilman et al.,
2002), o4 oAb A=A an B L (Farrell, 1998; Wilf
et al., 2000; Moreau et al., 2006). M#/iZ%(Roelants et
al., 2007). "#iFLs)¥(Bininda-Emonds et al., 2007;
Roelants et al., 2007)F1j% S HE 4 (Schneider et al.,
2004) 9™ 7k P S SR KB I B2 L

W FREMIE AR IR TEARAIE MR |
AR BRAEIR DL R A 0 T A T T A S IARCR ) 2 4
PE R W 7 (Crane & Lidgard, 1989; Endress &
Doyle, 2009). ™R L5 S LA M) 1) S 5 K
ARG R B RN T T 8 TP . R g
gk S AR R YR 55 54k g B (e ) A R S A ) B
HARICHEEL, [, WA 0B R S IR A=
BRGEVIMR, WEER FHEY) R R B WA
HAbAE i BHEBT IR, O EPI R B T
B AV Z AV OR B SR A ) LR

H 32 0F 0 T B BRI, FA0 0 28 5 oK 3 K
AT A Al M 2 R A A 2 4 T uE A 1R T
R, HETESHRA IR R 8, LT
# [A] E1k (convergent evolution) fl1°F-47 i3E4k (parallel
evolution) 2 Xk A2, 76— @R b 1A T iE
FHYEH; T HAS R G0 T 25 R AR B PR
AT 25, BUAAEIR 2 90 2R OC R A il ) i sl
Kt 7 TAEW SRR POE R R, 1A
FHAZ 1R 0 a5 55 0 1 P YR ) W 40 1~ e 44 T 1)
RGRABNTRE. &L T RIEFEFVIKRIE, T F
gt 27 W 90 N B W ) AR T AN 2 ] (Hamby &
Zimmer, 1992; Chase et al., 1993; Hilu & Liang,
1997) [ & 2 A HEF (Qiu et al., 1999; Soltis et al.,
1999), Jh & HEA A0 i 4 2 R AL 1 7 ) K J# (Jansen

et al., 2007; Moore et al., 2007, 2010)., T 7L & H (1 i
MRS 500 )G AR, Mg TN i) R4
KEHMEZE(Judd & Olmstead, 2004; Soltis et al., 2005,
2011; Soltis & Soltis, 2013), 414 H HAKINGE T
e TAEYIAPG(1998, 2003, 2009)7r KR4, O HE
B2 APG HI(APG, 1998, 2003; Bremer et al., 2009),
A5 NATI 2 AR A = B SIS IR) (19 516 25 O0C AR LA S
WA T A8

AILLER T HY) RS0k B W50 H AR
IR B AP R G OC R IPDIR S ST A7
T IR ) 8RN AT B A R i, U [ P Dy
THMRGERKE RAZREE R — 2S5,

1 #MTENRERBEMRNFICER

1.1 ‘HAm=sEEFNEER B X

W 7Y RGO BTN, 2028 (S
SR AA) J5k DR B 35 R i) o DX K1 s G SR A T )
AT

2R R R R R A 0 4l PR, SRR I A 4
DNA#E P S [n] #1471 (inverted repeat sequence,
IR)Z> 4y K B2 I [X (large single copy, LSC)AI/\
$£ J1[X (small single copy, SSC). HARAS[F4Fhrfnt:
ZX{ADNA(cpDNA) 5 DI H A 7 7, (AR 41 AN
FEZAAL, BRI H JLTFARTE, AR i Sk
AL R 2 B R RIS %5 [H (ortholog), PRI A FH 244
FERIM R 4R B W AR D AR AE R AZ R R FE 2
57 2 [l 5L A (paralog) (1) -4, A, P& A4 JE [A]
FEHNARRT LA DR S, (8T 4 SR v b, DRI AE 41
MW & 48k G W90 43 2)) 72 WA (Olmstead &
Palmer, 1994). fi|411Chase%%(1993)1# H - 4f AL X
rbcL 3 A1 T AR Pl T R P %5 KB (1499 Wb, 4>
R TR P R RA KB RR, 2l
VARG R G R, SR FE R, rbel,
atpB, ndhFHimatkJe L e 7Y 25k &
Frid 3R (Kim & Jansen, 1995; Soltis et al., 2000;
Hilu et al., 2003; Qiu et al., 2005; Burleigh et al.,
2009), HrhatpBATrbel K i 2 1 (R FE e 4 1 X
FIHKFE KL 41,500 bp), HAZ 7R e 38 % (substi-
tution site/unit time)%J 40.068-0.108, #5115 T Lbxf
(alignment); ndhFF4I K (> 2,000 bp), ML
FEAAHRRCR, matk I s 8 7 - SR AR BE DA v e R
(>1,500 bp, ~0.141), Hi&H THFFEAHR T S P Fil
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WA TR RS TIRIZ R R B Pk 23

ARGk F, AH PR HAd /R 2K (indel) L 42 22
G A M-S AT DR B s U o 28R AL R A mitSS U,
mtLSU, atpA, cox1, matR, atpl, nad5HIrps344 4l £:
A% (Qiu et al., 1999; Meng et al., 2002; Zanis et al.,
2002), H:ratpl, rps3, nad5HImatRZE (1)i3k1k 3 % L
BN, RZIR TS d R £ 50.029-0.044, X T
GRS 20K R AR AT T W (Qiu et al., 2010).

SR, J AN [] SRR R A (R 4 R R e K
B AL B, 1 HAR 2 70 SO S e IF
AN, X B T BRI PR e 2 RS A R
Kb, #E T Bl ML 2 (stochastic error)(Rokas et al.,
2003; Delsuc et al., 2005; Jeffroy et al., 2006). {141
Savolainen% (2000) 1 ] atpB /3 51 ¥4 2 4 T Fi ) &
G2 R BN JE % (Amborella trichocarpa) FHE
1% H (Nymphaeales) j& 1% 1 F8 4 e 55 F8 (K 2 0, T
Chase %5 (1993) 5 - rbcL /37 #1) 1 45 S W) 5 /R 4
(Ceratophyllum) {7 -8 ¥ HE 4 5 HE 8 . B s 11
R, WY RG S FATA LA I 741 ok
TV RGERE KRR, RIS I RS
Iy SO R BRAf, & o0 X SCRERAS 3] T 18
Z L= (Qiu et al.,, 1999; Soltis et al., 1999, 2002;
Fishbein et al., 2001).

I 1 A TR 1l 3 5 T B BE ) 11 4 v AR A ok
2 IR SR R IE R AL Y, MR R SR E
FE K 41 2 (phylogenomics) 1% 40 ik % TR R 40
REWFIL I —(Moore et al., 2010; Jansen et
al., 2011; Weng et al., 2012). {5/, Jansen%s(2007)
I 64D 1Ry i e A AT A R 81N R PR F At T
B FHEP R EHEZ MRS 4008 2R, Moore%s (2010) 4
1 86 1> 4 Pl 11 834 I St A4 36 A #E 4t T BT X1
(eudicots)fHH) N HBRIEREZ A IRSR R R o SRR
FEDRVZH A T AR 4 N FH T4 R A BELLE 43 20 o
[ REAITST . $ a1 Zhang %5 (2011) il Lhia FH - 2445
Y1 7 54 58 T 77 W R} (Bambusoideae) 75 K A £}
(Poaceae) ' [ RGN E, $EH TR S F 2R
FH(Pooideae) A i Ik ¥ 1¥ B 1k ; Wu 1 Ge(2012) 1 FH
22 ARAEHHE W) 1) - S AR T DR 20 B it e 17 R AR
BE = R EHERIAT R BBOR R ARG W R}
(Ehrhartoidea) 2 ] {155 2% 6 3R X145 (2012) %) 2
Py AR P £ 40% (1) 42 5% 2 H (Malpighiales)i2E47
TRGERFEE, HEEE THM120 53, Sunss
(2013) #1E: By A& 3518 0 X0+ i A 490 B A B B} (Trochon-

dendraceae) 7 30—44 11 J7 4 | 73 A0 B il B A= B )&
(Trochodendron) #17K 75 #4 J& (Tetracentron) .

RS ALY N H TR RAEKE
BT, BRI — A4t M 25 1Rk A% A R 38 s 41
TP R G T 5 o 1 ZhucE(2007) F) ] 2k 4
FE PRl matRAJF 57 % 4K & 7> SR, A A COM )
SR N W IR, Bkt H (Myrtales) 55 4 7
JL T H (Geraniales)fk A T HoAth 3 45 3 1 FE58, 1
A6 T8 b Ik B Qiu%s (2010) N FH 44N £ i 44 I [H]
(atpl, matR, nad5Flirps3)th ikt T [FIFEMI4EH, [
I R g AT 2 AR S (A T
SRR RGO T IR A 7 I R, MY Skl A4 dE R 41
() — Se e PR B 7 AR R G R B W5 N H
(Palmer, 1988). {7l 1 Ze bR KL PR 20 70 AN [RI R A7)
)R /NAR SR K (300-600 kb)), L7 1R £ i
() RIS P41, XL [m5 P 41 2 Al 23 ad et 43+ N FEAH
(intramolecular recombination) fij & il /) i 3V 3 PR £
IARDNA, 55 58 B (1) 2 b A4 5k D A S8 47 T 40 i v
(Lonsdale et al., 1988) . AR Z b A4 KL PR 20 25 1478 5+
AR, AP A A r AR 5 DR (1 A 1 R R 46 2 Ll
PAIE IR 4 18415 (Palmer & Herbon, 1988); 1 H, 7
0 5 AR SR A A AR S R KPS I %% (horizontal
gene transfer), X fdi 53 £k ik D 41 b A7 A% L AT 1)
ffi A\ (Bergthorsson et al., 2003; Davis & Wurdack,
2004; Westwood et al., 2010). K, ZEHL & 14k
FEAREE R A bR id 56 KR Y R G0k 5
BT A07% JE I )
12 #ZEARNAEREFMEEFAERX R HEER
BIZER

HARAN N AN, JEIH G S AR B R A AR 5T
U aRt/ENEES L/ E S S CC N
W A E R R, AL I RN TS ASE HH 4 i 4 ik
ERIBIEFE 4 T FEA TR RIS 200 RIT AR A4 fER
Z R TR R T, 40 M g i PR 2 RS AL 1,
2 A R X AL R AP A 5 29 14%(Corriveau &
Coleman, 1988). HLoE Bt A% ¥ 41 fi o 2 A M RE e ik
RERBAC AL )); 32 (Day & Ellis, 1984; Fauré et
al., 1994), ARETERIE R FHYMREA 8L, 18
AR Y, HEAARTE R T e Ok
(Palmer, 1990), £&HiAKE PRt A7 7E FE R AP 34 I
% (Bergthorsson et al., 2003; Won & Renner, 2003;
Davis & Wurdack, 2004); 11 H, 40 #sItH 24K
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B R, RIAENY T 2 A S 4 5L DR 21 i,
B 1 REL ) 52 6 OB S 1) 2R G o7 AT AR Je A
(Moore et al., 2010), LT REEEML HAL & F &
R REE B EE RN RS K G048 R B 1S
ke 95 (Sang, 2002; Lee et al., 2011; Zimmer &
Wen, 2013). 534k, #% DA RAE FH A AT B 3 A 3N 73
M T AE kA i B2 T K242 (hybridization) . 24
1k (polyploidization) #1372 (introgression) % ML %, Jf
HAF TR 7Y RGO B WIS RS )
AN T I RE) S 2 iy 2 AR (tree of life).
WY RS K E R, &K
DNA(rDNA)(Hamby & Zimmer, 1992)F1H: py %55 |]
k% [X (internal transcribed spacer, ITS)(Baldwin et al.,
1995) /& i H 14> F kx i » 9] Wi Hamby F1 Zimmer
(1992)#5; 5.5 T-18SH126S rDNAKL P F Befiy dt 7 14,
TOOMNFN IR TR R AR EW, AR kI T
TEA 2 8 SRRLF- M AE ) T AN A2 5 & 3F (monophy-
letic group), JF4&H T HXF AL S . rDNA
Gt X AL RS, 51 2118S rDNATEFE )+ 165,
FEBR o R 2 40.077(Qiu et al., 2010), & T H 5k
BEZ 5 K SO R G BG H, (HAESESRE R
FRATT IR Tl Je8 G 28 IS D) DR OK DR s i AN 3 H 5 ITS IR
IR AR, LESRGOC R T MM b R P 51 22 5 K
KT HME A EE X (Alvarez & Wendel, 2003), {Hi&E T
il PRE A B 2 2R Je 2 TR IR SR 4K &, T HLt
1R 3 [\ DNA 4 JE 15 (barcoding) 23 T-Anid (Li et al.,
2011). SR, HHTAEHE LY Rh b by [ 264k (concerted
evolution) AN 5g4x, FER — MAFAFITSF4 2
E) HA 234, 20K S o B A R 58 G, AN(H
T AR, Ty HAE R R A7 41 1A
(Alvarez & Wendel, 2003). % T b i [N, G4k E £
AR A R GER R AR 2
BRI RE R T Y RSk U i E
LA AN, A G i 2 1 0 PR A i DR A i TR
A (A sz i Je T s AR SR R RaE . — D7,
M1 T2 R 4145 DG, 5 808 HI A% G2 I PCRY™ 1 Al
P43 20 PP HIME BART R XE, A I AFFAHM T
e e, TAESIER, RS T EEREH 7 R
GREHFTP RN 5 —J7 1, T
WAL R 2 7 22 IR A 5L R 4N /% (whole - genome
duplication)(Jiao et al., 2011), T3 2 5L FHAERT
TIARES, 4 O S1 Al v 41 R4 b 2947 500% I )

T2 5L B P (Soltis et al., 2009); HALHLHE S
B0 R A% = 1 40 %k A2 (Ng & Yanofsky,
2001; Lin et al., 2006; Xu et al., 2009), F#A[H]2%
RERAAAE 2R AN DL BLS (Xu et al., 2009). X
L AT 2 Al 1 [ U A 6 TR o AR (AU 2 55 A [ U
(R OGFAME LR E o JRE Tkl B 50E AT Tl i A K
S RIF EUR 5 B R A, UG TEAN A SR 2ok
R ZRAE IA) R AT BE L AR [R50 AR 1K) B 48 DL
R, R T — i, N, Fultons(2002)id it
Lt 35 7 i (Solanum  lycopersicum) (R EST 41 F1 40 5
Fr(Arabidopsis thaliana) ({5 K 20 )74, %€ T &
LA 11,025 08 51 IR #5 D1 fige 18 B 2R [R) Y 5 AL
Wu%%:(2006) L% & i+ 15 (Solanum  tuberosum).
B (Capsicum  annuum) A1 HE (Coffea arabica) f)
EST)/¥ 45U m 7 2L 4541, A F 4 K
(euasterids) 5 Ul g 7 4L 2,8691 HLHE DL I H R [F]
JEILI; Duarte®5(2010) % 52 T ra 7+ #44 (Pop-
ulus trichocarpa). 7i%j(Vitis vinifera) 17K #(Oryza
sativa) 3t A (959> HL 4% DUk H A& R U, JF
R I A R 4 3 DR AE /S ST g & (Physcomitrella
patens) Fi1 45 71 (Selaginella moellendorffii) # th fE $k
F|; Zhang 45 (2012) 3 i L& HU mE 9T R L Bk
(Prunus persica). 4. Jxifi{t(Mimulus guttatus).
JKHE - T (Sorghum bicolor) A1/ 377 &5 1) 7 1) % &
171,083/ 5 L OR S RS DURZ AR o 3K 26 T AR M AIG
P DR DR R T 2958 1 Jkdil

SR, H AT A D BRI A% R R R T
TR TR & REREIR SR &K &R - Bl i Mathews
1 Donoghue(1999) 1 HJ PHYA(Phytochrome A) i1
PHYC(Phytochrome C){fi¥iAmborellase #1411
B R, A BT AT 4T R A ) B Ok S
(Mathews & Donoghue, 1999). #ziff, Zhang%¥(2012)
I3 ATAE S KRB 73R P h k45 7541
IR R g G 0 A R AR U A S ) A% 2 R 41
RFSMC1(structure maintenance of chromosomes fam-
ily protein), SMC2(structure maintenance of chromo-
somes family protein), MCM5(minichromosome
maintenance family protein), MSH1(DNA mismatch
repair MUTS related protein) f1 MLHL(DNA mis-
match repair protein), & ILE AT H o405 L
MR SE R, WTLMRMEE Z M RE R FE R, 4
B O o6 AR DR 2 0 e 1R 1 R ) 3L 91 b (FR K 46
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WA TR RS TIRIZ R R B Pk 25

A, AR X LY Rl b 54 R RE DR 45 B B
THTHYRBRKE KT AT LS R e S
¥ G w4 H (Amborellales) . 3% H FlA 2% 7 H
(Austrobaileyales) > 55 5530 (1) 8% T HE ) 88, IF H.
152 A I 181 5 i g A 6 DY 21 1R AT 5T 45 SR A IR
—H, BRI LRy SO O B R,
T X AR BT R RN
52K, LRSS H IR 7 AR (B 407 i L2 2y),
[F) N FE VR 2 2 B AT 4 LI 70 R B A 3 17 A
[HB-EEESIOE TR

FEARSE PRI e R G B H R R T, Bk
2 IWTST T AR A% R R i ) 5 X sk (Strand
et al., 1997; Sang, 2002; Mort & Crawford, 2004).
Ness45 (2011) F HI 54 % HL R FE 4 17 /K A R 400 °
1k} (Pontederiaceae) I RA K B KR, Mk T 4k
A L IR 9 45 S b UK 3% & (Eichhornia) /& 9 &
(paraphyly) [y il &, -4 Wt XU (E. meyeri) 7T
R . Kim%5 (2008) F FHLEAFY I 55 — AN &
F I B T 2 El (Polygonaceae) % 21 & (Persicaria) N
SLIRMAASFI 2 A5 it Alvarez25(2008) 75 2 Ft
T 5 )6 % (Senecioneae) H i it T 94N I 1) B &R
[F) 5 5 B, O T I S 6 R A B KR A, SR T
CesA(cellulose synthase). CHS (chalcone synthase).
DHS(DAHP synthase) #1QG8140ix 44 k% J K () v] 11
. SmallF1Wendel(2000). Alvarez%5(2005)F) H #%
F [X] Adh(alcohol dehydrogenase) . A1341F1CesAlb
WF9E T Hi i (Gossypium) N IR RO &R o HA AR 1%
R TSR RSB 2R 50 R, BAEBR
MADS-box %t Al 5K W% " ] AP3(APETALA3) Al
PI(PISTILLATA)(Bailey & Doyle, 1999; Aoki et al.,
2004), Adc(arginine decarboxylase)(Galloway et al.,
1998), RPB2(RNA polymerase Il)(Denton et al.,
1998), Waxy(Mason-Gamer et al., 1998; Fortune et
al., 2007), GAP3DH(glyceraldehyde-3-phosphate de-
hydrogenase)(Gouy & Li, 1989), ACCase(acetyl-CoA
carboxylase)(Huang et al., 2002), PGK(plastid
3-phosphoglycerate kinase)(Huang et al., 2002),
petD(L6hne & Borsch, 2005), GBSS1(granule-bound
starch synthase)(Mason-Gamer et al., 1998; Evans et
al., 2000), Gpat(glycerol-3-phosphate acyltrans-
ferase)(Tank & Sang, 2001), ncpGS(Emshwiller &
Doyle, 1999), GIGANTEA(Fowler et al., 1999),

GPAL(G protein o subunit)(Ma et al., 1990), GAIl (GA
Insensitive)(Wen et al., 2007), AGB1(G proteinpsub-
unit)(Weiss et al., 1994)F1PPR(pentatricopeptide re-
peat)(Yuan et al., 2009, 2010)%%. 4k, J T #HEsh#%
SR TR RGO GO N, 504
FEGRE SRS B REER T e T 54 3E T ik
SRR, vt T TR R RS R F
Y TAE(Choi et al., 2006; Chapman et al., 2007;
Curto et al., 2012; Krak et al., 2012).

BRI HE IERL T AL 3R 58 B 09T P ek
B A, (R TR R TS SRR, EANH
KHEM, ANEH B )R BE PR 1) 48 DUBCR k4L
HRHEA W 2R, AT H TR R ]
{180 I FE AT 8K T M A i FH Y T 7 5 3 T AN v )
i) . 51 11 Steele % (2008) 7T # 4 FS 2R 2k K R IR 1)
# 7 Bl (Cucurbitaceae) A1 4 2 )L 117 # (Geraniaceae)
Rl 7 1ALAMIHE DU R Bl J A, e 3L
AN BANIE T8 A RHY R K G, 2 E T
et LR, A AR FEEH TR 5
Ab, HETH T A RIZEBER SO R II AL SE R (1 1
PAEAEA e MM, & T AR 5280 oo bR
I HE DR AR AE IR IR AT R Y, FUTE ERF A%k
DRI 45 A 38 F b 0 DR AR A A s 55 i e 1)
MR A A Ak DR A1 RN A% 5i 41 (transcriptome) il 7
TR, R R HES) B 22 1R A% Bk DR 21 R A 5
ERAE VAR RS N e N I K7 P SRR
[FIVEEE DR o AR AT 250, AL I AR AR HE
DURZFE D AT S i 5w 1045 B s, AT AT REAE N
REEI 2R oo (BE @AM 2> ARl e
T ICHE VUL BE D LB DR~y v TS 45 4 28
B o ER M AR ISR RE I SR ok R o e tH 2R
TRRL, BRRIEE D TR AR, &
S DA 0 P A DR R Bt 14 J 1

2 HTHEVDEEZERBFENCEZHBENRGEX
BXA

MHambyF1Zimmer(1992) i X FH18SF126S rDNA
FEA B s TR RS R AW, 19984 1
WY R G R A3 Trbel, atpBFI18S rDNAKIFFA
A APG 73 28 bk fE I A W 42 B0 B 42 APG
[1(Bremer et al., 2009), LA i ia H 4 & 11
AL P A58 % 40 K ool TRV R AR T
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KR, NI A SRR LSS RE T4 2007; Moore et al., 2007; Bremer et al., 2009; Zhang
B iR (Hamby & Zimmer, 1992; Jansen et al.,  etal., 2012)(%l1).

? % Malvids 1
,’ I COM% % e
il %04 & Nitrogen- | O89S
fixing clade
II — IEHH Saxifragales
Pcntapcta]ac\?l WA H Vitales
Hi7F H Santalales
B FORT I '=_ 352 Asterids Eg{l?‘l}l—
Core eudicots | Eudicots
1
| | £117 H Caryophyllales
,‘J_ FURE SR Dilleniaceae
FE A E] Gunnerales
A K H Trochodendrales
H0# [1 Buxales
e H Proteales
it MUEE R} Sabiaceae
B | Ranunculales A

|

I

| = &1 % H Ceratophyllales
II Y EARLAY 32 commelinids 7]

Wi H  Dioscoreales

K174 H Asparagales e

|
[ 4 Liliales
? o n | #% 90 8 F] Pamdanales Monocots
I EHEH  Petrosaviales
PEIG T Alismatales
| {5 Acorales
|

FiH Laurales

A [l Magnoliales AR2E2K
FIEERE H Canellales Magnoliids

\ | H1HLH Piperales
\l_ 432 H Chloranthales

ALJE H Austrobaileyales
W THEY

i34 | Nymphaeales Basal A
) . asal anglosperms
il H Amborellales glosp

Bl #HFEYSKELHXRE. BTN THEEDEBMEZIN, ERFAGHRFEYERNERR. XM 2R LBER:
ER=H. K=ZZ, BFIHEY. £ EEFENFHEY, BN XMXREEHME, BtAENXRERM LR
FHEMRFR. BFHHEYS, EFERAARRENOER, BRESINREZ UL, €340 8, EMLEU=fAK%
T REZBANEWMAREEWHE. EEBWAAMTERNFHEMRMSEEE, MEZCERFHEYDSD, FWEBHIAA
ST e EE, HibARBEF R — AR APentaperalaeR B R 8, SHLMPLEE#Z LR, BEPentaperalaeNERE N
BHEARFLEWRLEHE. BEEEDP COMNITESERAN TIE B E LB NATEI

Fig. 1 The relationships of major lineages of angiosperms. Except for three basal orders, all angiosperms formed a monophyletic
group composed of five major lineages: Chloranthaceae, magnoliids, monocots, Ceratophyllaceae and eudicots. However, their rela-
tionships are not clear. Among monocots, Acorales is the basal order and commelinids (shown as triangle in this figure) with four
orders are the core groups. The relationships among four magnoliid orders have been clarified. In eudicots, Ranunculales is sister to
all other eudicots and Gunnerales is sister to all other core eudicots, which formed a monophyletic group known as Pentapetalae.
Rosids and asterids are core groups of Pentapetalae, but there are many uncertain relationships in Pentapetalae. In rosids, it is still
uncertain whether the sister group of the COM clade is the nitrogen-fixing clade or malvids.
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21 #WFEYRIEENERE

HATH RS R B HRERCEEATE L, T
R HA- YIRS TS 2B R AT 48, S5 4h
TCIMAR H B H R 22 H AR B A 2 A7 4
TR W e BRSSO, PR O “ANITA”(RII
Amborellaceae, Nymphaeaceae, llliciaceae, Trime-
niaceae fll Austrobaileyaceae[t14i 5)(Qiu et al., 1999;
Bremer et al., 2009). K ZEb 70L& W], ol H 2
IAFRE R b S o o A R ISR, B HAX A
AN PyFf (Amborella trichopoda), A &} 5 J&E Ff, B4
L7100 H ARG B B 2 Je W7k I (New  Caledo-
nia). (HA /DI EE LA ol H RE % H P
FS I R R TBUAE W% 1 AEL ) d A5 48 (Barkman et al,
2000; Soltis & Soltis, 2004; Qiu et al., 2005). MJEA
¥ ERE, EREES A R AR R 2
MNRGREW EE, BRI R R B ik
5N A D Gl e D P N W 50 =l X ]
R HAEPD R AN PR R o IR 245 B 1 1
RLPIAH 56 1 4 B nT Re 24k, TG 76 - ke
VRS IR T 5 2 R A IM, A R S T R
BT R H

B T ANITASEHBSEHEAL, 2005 9 11 4199.95%
AR SEHER A R, ARG HE A S 154
5332, BUEONF-HAEY) . R4 (monocots) . A
~%7%(magnoliids). 4xff1 i H (Ceratophyllales) F14x 3¢
=% H (Chloranthales)(Cantino et al., 2007). FHX{f-I
R 0 Ay SCH AR 2 Re v b F 2R T, B
T 41401 H3004FE, 29 A A I T5%, %
o3 0 I Ao A7 il 1A I £ v VAR = O & R | ML)
(tricolpate pollen), A okt # #x b « = FL e %
2H”(Doyle & Hotton, 1991) . ZLXL 1 H-AH L I &,
70 [ ke B L 2 2l A AR R R A
(Drinnan et al., 1991); Sun et al., 2011), iZ2&EEH 1
LY AE L)\ T 22 075510 R W 22 20 S 4T Y (late
Santonian) it &L 28 JE 1k (Herendeen et al., 1999).
22 AENFHEYHNRZAEXR

ELO T A, B E H (Ranunculales) {7 1 #x
A, AR T BT R i R T AU
Fl(Sabiaceae). 111 JEHE H (Proteales). ##% H (Buxales)
1 EF= B H (Trochodendrales) s 51X i 47 1)
T, AR P E X RS R, B
i 44 4 B0 LW T - (core  eudicots) A 4] (Magallon

et al., 1999). FEMZLEXFHAEY)H, Al H
(Gunnerales) s H AR B 11 &b R ;. HLABLRHE (M 16
%o TLAEEAL, AR B PR g Pentapetalae, == % i
25 (rosids) Fl1 34 25 5 ) (asterids) P9 KIS HELL K, 5
HMEALE ARG E WK TE R E LA ERE, BIE
H ¥ H (Saxifragales) . i %44 H (Vitales) . 1# 7 H
(Santalales) . . i % %} (Dilleniaceae) fil 47 17 H
(Caryophyllales)(Judd & Olmstead, 2004; Worberg et
al., 2007; Moore et al., 2010).

G Y/l L o = B T - N
(nitrogen-fixing clade), fu4F#i/ H (Cucurbitales).
73} H (Fagales). %4 H (Rosales) 1 5. H (Fabales),
S SCRERAR IR ARRE, SIS R SCRER I 73 5L
JECOMJy S RV 262K (malvids) 7 32, /i & 4% 1LoF
H (Celastrales) . HfJ %t H (Oxalidales) #1 4x j% & H
(Malpighiales), J& #0347 %% H (Malvales). 47515
SAEY) P ST 10174k H (Brassicales). &k AR H
(Crossosomatales). i &1 H (Sapindales). 114 1t H
(Huerteales) 1 3¢ ¥l 7 A H (Picramniales)(Bremer et
al., 2009; Finet et al., 2010; Qiu et al., 2010; Zhang et
al., 2012)(/&12a). 7EAFZMEW T, Ko PIFPEH e —
ASPEFR A LA I AR, T Ll 2 95 H (Cornales) F L
A% 4t H (Ericales) I & L 4 1) It 4k ¥ (Bremer et al.,
2009; Zhang et al., 2012)(K12b). APG 1K L4 i
Wy R BN R (AR R J5 T8 26 lamiids) FIEL 34 1128
(LR A RS campanulids); e FLAG IS A% Ly
KB EJEE H (Lamiales). 71 H (Solanales). JEfHH
(Gentianles). %Lk} (Boraginaceae), M EL 45 11251
¥ 0 2 B 2 Z5 46 H (Paracryphiales) . 1] 45 W H
(Dipsacales). <> £ H (Apiales). fi# -4 H (Bruniales)
% H (Asterales) H1 4 iU H (Escalloniales).

23 BFHEYNAZAB XA

B A TR Oy SO IR EE KR, Ay
BB T RIDI22%, I NP T R AR AR
W5 HAbE R K AEY) 5) (Bremer, 2000;
Stevens, 2001). ZKIEDLL R ZHONHAR, Fi14L
AU, PATH K, Te3EECN3. B
114 H A1 EHBremer et al., 2009), b 2 R
WLy b7 B IR 34%, RARHEMZ &17%. )L
PP () 43 Uk s # B B H H (Acorales) 2 L1
MR I e 3 2y 52, PEVE H (Alismatales) 5B
WG, Hah, Ry E R4 H (Aspara-
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25 1 Malvales 5 H Lamiales
. I-74¢ H Brassicales b it H Solanales
a e e 316 I olanales AT s
I 'l[}~l.‘(t H Huerteales 1"'5 %:’ j\' }E_”” H Gentianales HA _J\
i H Sapindales Malvids . ouasterids

¢ 4iF} Boraginaceae
#ZEAH Garryales

N7 H Dipsacales
%M AE | Paracryphiales
PIET Apiales FLAY T3

i F4 H Bruniales euasterids 11
% H Asterales

Rosids #i  Cucurbitales R 4 -
5531 H Fagales |'_'[‘d"*|“ 2 x Asterids e . .
W Rosales Nitrogen-fixing i Bl F Escalloniales
clade —

Ay = : . .
/. [ Fabales 2.4 H Aquifoliales

_: HE 4245 H Mrytales [}/ [ Ericales
b ||| 457 [ Cornales

HE7F JLT H Geraniales

Fe 7 AT Picramniales
$#E14A H Crossosomatales
BEH 5 H Oxalidales

Wik AI_E SRR H Malpighialcs] COM 4 3% |
B yisky] 14" H Celastrales L e

c E 151 %1 F| Commelinales d

£ H Zingi e P

[.Ll- Zmps‘_,mlcrjalui WO 4

~ < H Poales commelinids Ao 22 2%
ESHIH Arecales E?ﬁ

£t Fl Dasypogonaceae

A 2% H{Magnoliales

FiH Laurales
[“1EE ¥ H Canellales

filJ 4 Fl Piperales

Magnoliids

Wi H Dioscoreales
K114 ] Asparagales

Fi4H Liliales
L U F ] Pamdanales
Eg&r f.l_':”l'iili Petrosaviales
Monocots 5 H - Alismatales

Eili H o Acorales

E2 BREEY. FEEY. EFHEVIIAZLXENATXZRE. (QEFBRXEIZEI3NSIFEMD L, BIRELREY.
COMAXZMERN X, ERCOMA ZHMMHHKMHRE RN LR HBELEYMNAET SR, EREERDURESEMET. (D)%
KEMEESAEFILFNE, #ABEEMUREEBMTHEELR, EHILATHXRMAERE, KABMESEEHIAA
DAL FEFIEFNEHELRR, ERIAKERERNARERKP_EUGKEER ML TERILOERT. R FHEEY
B O L BERMHENS X, BZoXANEBMANEHNXEHATRREE, EFE2 2 FHEYISETNLRH. (dAR=LEYH,
AZB51EE. BEKESHMBENWIKREE.

Fig. 2 The relationships within rosids, asterids, monocots and magnoliids, respectively. (a) Rosids contain three clades: malvids,
COM and the nitrogen-fixing clade, but whether the sister group of the COM clade is the nitrogen-fixing clade or malvids remains
unclear. (b) Asterids are composed of euasterid |, euasterid Il and two basal orders: Ericales and Cornales. The relationships among
euasterids | are not clear. Garryales and Aquifoliales were respectively regarded as the basal group of euasterids | and Il; however,
new evidence based on nuclear genes suggested that these two together formed a sister group of other euasterids I. (c) Commelinids
is the core group of monocots, and Acorales is the basal order. The relationships among commelinids are not clear. (d) In magnollids,
Magnoliales and Laurales are sister groups, and Canellales and Piperales are sister groups.

gales). 2% H (Dioscoreales). 1% H (Liliales). #&
Yk H (Pandanales). &M% H (Petrosaviales) AT B
TR A (commelinids) . A B R AR ) 2 BT
AR ) (A% O S, AL HE R AR H (Arecales; ARA).
1 B 55 H (Commelinales) . K A< H (Poales). 3% H
(Zingiberales) fil £ Zii i %} (Dasypogonaceae) (Davis
et al., 2004; Graham et al., 2006)(f€2c). . HH%)
JEME TR S KB D Rk B WA LR 2
MRBEZ —, BT 2ZRRRARN, JLFHAR A T
AT e R G AT 7RG K BT, KE

FUHE T SRARrbcL AR DN, 3K A I B 1 A A 25 53
SR Pk EEIRS MRS 518 M A5 28
€ T Fem(Soltis et al., 2005).
24 K=XEY). €R=BMEEREBEYNARSR
REXR

AR ZEZRRED) & TR I S B =R R, BT
YA 2 EORA, A ERE K H (Canellales), ]
# H (Piperales) . #% H (Laurales) fil & *% H
(Magnoliales), 1 FHEE H S5ME, fHS5AK
22 H EON AR (E2d) . ZHYE SR 2 B RME
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), WA (Piper nigrum). A & 5% (Myristica fra-
grans) 17 4% (Cinnamomum camphora)®4(Bremer et
al., 2009).

A H OGS =2 H X AN R T2l
44 5E 2% H 5 75 2% (Hedyosum) (K MEAE A1, 19 2844
I FARAMPER A TR . 65K 22 H A 1R E 70487,
SR KA Sl O G, h 05 B Y, FRAR
AL 1) A8 2 A A A R T R ) B 1 R AE
(Stevens, 2001)., <xfhiEH HA1RILEL58, E4
BRI AT KA AR, OB RAE BRIk, 51
WERECHR, 582k Hia A s sk 4 i, 16
B 4m /NS S5 HR (Stevens, 2001; Piep et al., 2007).

TN, BT R TUREREZ AL, BT HARAR
0y KRB T IRE I IRAT T kR, it H KP
1B X I ) 42 5% 2 H (Malpighiales)(Xi et al.,
2012). JEH4EH (Saxifragales)(Fishbein et al., 2001)
14177 H (Caryophyllales)(Cuénoud et al., 2002;
Crawley & Hilu, 2012)%%, RLK P [1) 57 I FEA 1)
KAFH(Tang et al., 2010; Zhang et al., 2011)F1 i A
1EFH(Ness et al., 2011)4%; J& /K B EXL1AHY)
%} (Asteraceae) 1) K 2 X% & (Farfugium)(Nomura
et al., 2010) Fl4g JL X J& (Ainsliaea)(Mitsui et al.,
2008)%

3 WTHEMARREEHRPFERER

WY ARG R BRI A202 F K E, R
R T EREEE, MENAAMRE RERKE XR
FEAEFN, — Lo R o) R A
31 HWFHENFZXBEPRRBENFEXR

ke~ A0 A A YR 3 K Y A T R (AN [ 3
W T AT IRASRIREEE 3k, A 285 AR B
HFUFEAC A R R B ORI, 8L B R &
ASPRE R ANA—, T BT R 2 R
(Davies et al., 2004). #H5TEM, BT 5453 Tk
2 T R R 5K 2 #M(Moore et al., 2007), I
FEELR ) F BRI R F 2D 1R A5k
i, i (Wang et al., 2009). 4x% % H(Xi et al.,
2012). FZH-¥H (Fishbein et al., 2001; Jian et al.,
2008)F141 77 H (Cuénoud et al., 2002)%% 7t i AL id F
AR TR K . B R A 2 I
ok AT & RBEA RS 7P 4 B
EsD, REREE T, N FEDMESE K

FAELL# P (Rokas & Carroll, 2006), 7EREfLk L%
LA “Fithi” (polytomies) 45 1) .

L, BT HIAE & RSB A M o
JERFFIE EZERHIR K, BXCT . Sy hE
Y. RZEIE. L H S SE S HIXSAN AR 1Y
KRE—BEAAEF W (E L) AL T HABIAN A, S
B H S = H iR R /b, m B o
BRI A, AR AR A R B KA,
IXLE IR ZR A RE M T 5N R IA] 51 200 R I AR T o

RTRENEBRERIR G SR, AT AR
AN TR PR B A [R5 H P p 45 21 1) 25 FEA S AH R,
H AT AR P AR 2947 15K, H S HE A S
(Soltis et al., 1999; Jansen et al., 2007; Moore et al.,
2011; Zhang et al., 2012). JLH, AWFFT 70K
MAEY) . PR S SR, SmPEERIEeE
KR G REREEHE NS5 L
P B SR o 91, Qius%(1999) B 52 -S4k
FER 2RI K F118S rDNATFIR 2 T 4
105 M R GEM, A T R R 222K
TR B ORTE, 458 22 H & W& IR IR A, M1
WHEA) 5 <6t Y R B IR AL T B i . 47—
SR T AL LR SR AR 23 R DR (1) 4 41, 7 TA
4P H S T R Y 2 i IR B (Soltis et al.,
1997; Savolainen et al., 2000), {H 475 H & HL iy
IS, T T AR 2 O R, B AR R,
PR AEBEA R AR KA, PRI BIF S Ak
RN b Uk B R AT RE 2 B R KB R g
(long-branch attraction, LBA)(Soltis et al., 2005).

A B8k A A 7 T )RR EMBLP AT 3 W <6 £
B ATRE 2 LU IR IR Bl tndE A Rk
B 1) £ R 5 (horned  fruit) 55 4 f1 5 (1) 5 92 1R 1%
(Dilcher, 1989); 34N TR B F A A7 3L 77 2R
(Archaefructus liaoningensis) {48 fij ¥, X 5 ILAF
(P36 5B T FE A AT H (1) 0388 5 R (Hy datellaeae)
S SE ANPGRS, BRI A B G0 HE AT
e H SR HI SR LR, HALE #
FEFB(EKlund et al., 2004; Friis et al., 2007; Endress &
Doyle, 2009). {H &, Moore5(2007) 3k - A KL A
L5 LA APG 1, Ak 4 e H & B X
MY IATE, SR 5, A=K 4
S22 H B BRI B IR A2 TR 3 S B R e

& T A A IE S 2 Ah(Friis et al., 1986), Hifidr
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SEEHAMED R TR Z SRR, 0 an IR O Je
(ascidiate carpel). Ff 20 T % fL (scalariform vessel
perforation). unilacunar nodal anatomy#/ichloranthoid
leaf teeth, IXLEMIRAL G 1E 2R ZIN B2 H
AL 47 R 1K) HE 7 (Swamy,  1953; Kong, 2001,
Carpenter, 2006). AK=RAHYIHIRE T2 K81
FAALSE IR, WHESE 2 5. Aeky 2 0 B AL
B B0 2 %% (Stevens, 2001), A LIy 252 58
A AR 2% L (Magnoliaceae) F13 7 K7 £ (Annonaceae)
SEARA IR 22 MY AR J5U46 (Cronquist, 1968). {H &
HE O T FL X1 R v B AT AR 2 4 R A I
AR, 140 B B RHE 9 A K il 48 i (ethereal
oil cell). TL'FE . BLAIRMIEL TF24 (valvate anther
dehiscence) F1<ix 5K *= 14 J& (chloranthoid leaf teeth)
(Thorne, 1992; Drinnan et al., 1994). T LA, FMTER
FRAERA, HRE LR B R AHL 5 1 DR DA 11K 53 ¢
R BRI . IX5 K3 SIS S ok R AT R 2 A
JE BT R S8 09T P 7 T RSOOGTRI In)
LR, B T AR5 F D LHISEE R R
EANRERE A, 5 KRISEE I B SR Rk
Aot i (K2). XY, BT Bk
B H A, oADK RS W IR
H. ¥ H 5 RN H S BN BRE, Wfit—
A [1F 9% (Moore et al., 2010; Zhang et al., 2011). 1%
OB R P bR T R PR RN 3 SR AW K S
A, HAmE Sy 3, BRH R H . EEH . A
H. IRERBRCATT H IR SR G A B WE %A
ZafE (K1) HHCENAMIRZ XRBA S0
(Finet et al., 2010; Moore et al., 2010)(/&2a),
COM 7y SN Ny 55 T B 0 ST b Rk i, 3X PR
SCILRIBE AR O BLRG A1 2, AH 2 Bl A FH 5/ % 2 A
7320 H AT e B SCHR I 45 R ENR W], COMZ3 S
B HME R R H 52 E Y (R RN E T 51
NS Y b ok i, X5 bR R i T 45 R
—3%{((Zhu et al., 2007; Finet et al., 2010; Qiu et al.,
2010; Zhang et al., 2012). %54+ (Kl2b), M4k
AUE S KA SCHF L8 H AR RS A8 H AR I FoAth
S RAED P W IR, (HAT R IE T A% L R 1) 45 SR e
PR O ORIRRE, JIf B S R 3m18100%, 1M &
I 00— SN oAt 4 R A P o b ok A, K H
(Garryales) f1 4% H (Aquifoliales) 14 # A 4 7 il A&
LA VRN R (R S5 BRI, (H U R A% L R 1 &5 R

WA =38 B R ORRE, IR T ok B05 128 1 AR
#(Zhang et al., 2012). H-FIHAEY T, BT EHE
il HOANEYS H AR T-RE AN, 0 5 B 0y SN 64
ANHIAFEHI R ZR AN APG AR T 14 H
B0y SR R B, MR E S H . EH
H+58 Sub B DATEM% H, {2 Zhang %5 (2012) Al
FHSAN k% BE DRI A5 21 1 45 SR A 0 i H 7T e S5 g e
KOy SCHET (K 2¢)

%=, M T A5 2KB T, AR
Koo H . BERE AT AR T S SE 2 o 1]
W%k} (Asteraceae B Compositae) & FL A - I E )
K IEE, 291,600)8, 5 A& 1) 10%(Funk
et al., 2005; Anderberg et al., 2007). % SR AL
/NTE AR I DL A O LV SRR A, SR A
AR AL R} (Ligulifiorae) F1 4 R 4 W2 &L (Tubuliforae),
{EA A W 0K 4 B9y M 124N RE, HA T4k
()3l B} A Asteroideae (45 16,0002 B, w135 #E . 1) H
%%), Cichoroideae(3,200 F, 13 1), Carduoideae
(2,500%}, 1K i) FlMutisioideae(750F}')(Panero &
Funk, 2008). 3 4hitAy Hoft— 28 A & oA E
(Anderberg et al., 2007), R} 7] LA ERLA
HIRZ KR MATE . T {EF(Brassicaceae) ' 4
44415 (tribe)307 J& £3,600Ff, 4 434 EE (1 R
(lineage), 1H & iLA £1384 J@ F1 71/ Fh I 14 o2 I
TS ZR BN 34 AR AR SR 2 K R M RN
5 5 R) R 25 Jig T) £ ) 38 A 475 SR 1R %2 (Bailey et al.,
2006; Couvreur et al., 2010; Franzke et al., 2011).

32 ETHREBRIIERFINMRAEFED
i5]) & Kz A BE B RRIR ik

RGBT, 16T B LA 1) R A
FH htn R =25 Jeffroy et al., 2006; Philippe et
al., 2011): (D)fEHI 15 7 hric A2 U IE I ELAR [
FE[K, Elhidden paralogs. #f T4 h 4 FE K41 nfs
AN A L R 5T i 22 Ok A, BRI S AN R 4%
DU 25 R A AT B 2R [R5 DR 1 e AR 19 A R
(Jiao et al., 2011). ()M T RG K E T FK
B E B A AR, e B e
A% (reverse mutation) Al 1> 47 58 4% (parallel mutation,
WHLFR Jyhomoplasy) 2, W RESHE i LKL RAE K
HEL, NmrrgesIANBEHLIRZE . @)AFRYIF
T R A% 43 Bk 5 B AR =X 1) fl 22 (compositional
signal). R M HEAL I A ) 72 72 (rate signal) LA
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R A AV i B 40 22 (1 22 57 (heterotachous signal)
SR 223 ) 2R 4835 2 (systematic error)(Lopez et
al., 2002; Collins et al., 2005), i FHACK R . JaE
R/NFRZ T PR o 32 22 e A5 I 2R, AN[FE T AE )
RIFHIEAE A AR, 2 ) A T 3 22
AR, BEA R IR (FEHEA B 2R KB T
e DA 8 22 S8 AR 7 8 S i 3L A7 i BEMLIR A T AH [
FRIBRRE, AT 3% 2 0% R B R ) M 7 410 1R 18
P RO, X el AR 2 1M 2 LA
i BRI RIS R, s B R bk A PR 2R
AL (B 5 1) (Goremykin et al., 2003). 73
Ab, BARH T IR AR O e % 8 TR
P AN T i 37 50 KT e 56 1 ) AN [ 1T A 0 S (1) e
g, HE LA B A A 2% B £ )
SxBEINR) A A2 AR Ak, R BCRE S8 BEA7 R  RAHE
A I 1A RS A R T ORI E, X 5 S PRI
Iy LI FRIEAS— @ AT (Yang, 1994; Gu et al,
1995; Lopez et al., 2002)

ENE SR W AR IS DEE Sl NS
B K EWMEE IR 2 H K HH &b
(Burleigh et al., 2009; Qiu et al., 2010; Soltis et al.,
2011) . IR BE R PP B s S I R K B S
BB, FEA BRI A DS IR ), Bl 1R 1) R
FEAERENLIR ZE o BRIRBENLIR ZE (TR IEFE RGEK
SERCE S Y ON= R PN I TS PN B & s
(Wortley et al., 2005; Jian et al., 2008), {H & 445
HHKZ N, BRI AR 5 B SRS 1 n T
VERRIVHSEIA] . 55 2R YA SR e D (H 3
KEHIRZ, B R4k F 3B 4% (Delsuc et al.,
2005) . # T AHPI IR S R G0 R B AR A 2 AE )L
SIS TR KM, i lnJansen%s (2007) H1 814
I o AR 5 DRI A 2 6 5 64 W il (1) R GE %, Moore s
(2007) 614N I3 AL [K] (242,000 bp) 4 40,75 45
MY R G

YR E o b BEAE s B i AR e
Al REFARBE LR 225 R I e, (2 EIAREDI AN R
Giin s, IXRLOURZE /L HELAE DL T AL W] RERIOR, M
M-F 307 A Gevk 2% b SRR AR m (H AAS R ek
SeWFh e 2 AEELL R (Phillips et al., 2004; Jeffroy et
al., 2006). PKlith, AHXHTAE e > BE DR 1)) 4t
GREW, H ARG E HE R AR5 Fh R R
Sk ZA I T A (Soltis et al., 2004). # TR

YK E HE A 2E 0T 50rh Be i i 20 ) e 49 BT ER R
Geiw e R AR 5 [ % (Philippe et al., 2011),
LAY g DR OREAN 2 s R AN o B A
FEF I IR 0 50 R B DL ) . BLARAR 22
5724 B Amborellazk AmborellaF1Nymphaeales ¥ i [t
DRUR T & 4 1 R (1) B HE B 2 B, {H 2 Goremykin
21£(2003) 1l 5& Amborella trichopodaflINymphaea alba
(Rt ap AR IR P01 Ja, 456 o 8dh B rh 124
Mg AR IR N2 P2, 3 B R CR AR AR
TV A e 1 R 1) B R 2R A o AR 17 Soltis Al
Stefanovic 45 & IL7E 19 I o 2R, JUIL A FE TR
#EWINymphaea. Austrobaileya. A JSEiHEHS 1
A% J5, AmborellagiAmborella + Nymphaeales//
SRR TR I B B S A (Soltis & Soltis, 2004;
Stefanovi¢ et al., 2004), X AL IR & 5
P2k Rk B RE A 2t s Rrh g 28] T
5 1F (Jansen et al., 2007; Moore et al., 2007).
Goremykin%5(2003, 2013)f 45 AR KRS Bt T
HUREAS 2 BN UK, RARHR RE A0 AR R
DAL 4 AN DA R R A RHE DA R 51 R 1)
A%, LU T SRR THE IS (Gnetum) A2 1 4 PSSR
I, WS B R R | BB R S . BR T ik
WA T (M AR R RN 3 BT O VR A, B B R A DAY
DARAE, H TR R BRGNS 5 (R A7 807
% (Graybeal, 1998; Hillis et al., 2003). {H & H i KB
3 S 30 A WA R R, B S =
BN, RERGMEEWHSIZ, W] FEBCR
RYOR7E. IRl AR Ik R ik 2 A% R A
RGRZE N R A DA

gr BT, kA7 40 5 1k AR [ YE L R (Zhang
et al.,, 2012), 1&MHIE 17> 7 Ecds, H1 ATk i
B[R 2R 2 A IR 58 2% % 2 I AT 2 1R e 41 A
I /D B b - (I E I R R M, sRE AT RSk
B A5 5 5 1) 5 K BT 4 (Goremykin et al., 2009;
Townsend et al., 2012; Salichos & Rokas, 2013), {#
FHAZ T B U I 0536 2 0K 2R BRI 1R R B I 25 B AR
3 2 AP IR 5 = A B A 1 B AT AT (Jeffroy et al.,
2006; Goremykin et al., 2010), & 434 i Ek ik 5
HEAL A% (1 ) Fh (Graybeal, 1998), JT A& Bt 4 %k
PRI 1A R AR R 4 2R, 34k LA 47 R ik A1
A N Bt 2 A5 SRS Sfe S AR AT 25 i 22 1) 5% )
(CEI I O
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