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Endless debates on the extant basal-most angiosperm
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M Q: 3 BRI e JALE Fotetr] A= R el 7P WA EXE F1AH)S Got
We Aol Fasitt. fA2 5o AGH MstE olslstal B AESAES FuA A+ 44 FA
ol L= AEE F 7P AA EA 5t & EE A EEH S IYske 2REE 9
ofet i el gt A2 EAAIEEY Jed ded AR FHOE A 71A A E tigk A
HA FAEC] AAHZ Utk AAS] =49 A= YA, e AEAFTHAELS 1) v FAA
S AlFAEd H, 2) BAE T ALY Aes MEY W, 3) A +x24 F2 5o 244
A g3l dA 71A A Eo] wEE Yol A= 13 15 15 A=A Amborella trichopoda Baill.
del Fojstar Aok 2 E T2 754 &2 Nymphaeaceae (FTHINSE 4. trichopoda7t 3ol BAZE
B8t A" EAxT e BE A= AEdS AASe SAEE 4T A EH dA 71A
A o e =S AEHL Aok A BAYEFHQL A7lee] dae e 44 ARE AF
skl Slo] ol =4 e AvielE AlFe F UA, NS RANEZX O dmborella AA FAA| €]
F71M L AR olo] 3k AP AT Darwino] A FsHA| 2R Fe vEE 2 T A9 7]dH
E3tol]l gk S ArE & F dS Ae=E ek

F=Q01: 714 A2 &, Amborella, Amborellaceae, 21312 REAAE F-44 A7

ABSTRACT: Recognizing a basal group in a taxon is one of the most important factors involved in under-
standing the evolutionary history of that group of life. Many botanists have suggested a sister to all other
angiosperms to understand the origin and rapid diversification of angiosperms based on morphological and fossil
evidence. Recent technical advances in molecular biology and the accumulation of molecular phylogenetic data
have provided evidence of the extant basal-most angiosperm which is a sister to all other angiosperms. Although
it is still arguable, most plant taxonomists agree that Amborella trichopoda Baill., a species (monotypic genus
and monotypic family) distributed in New Caledonia, is a sister to all other extant angiosperms based on evi-
dence from the following molecular approaches: 1) classical phylogenetic analyses based on multiple genes (or
DNA regions), 2) analyses of a tree network of duplicated gene families, and 3) gene-structural evidence. As an
alternative hypothesis with relatively minor evidence, some researchers have also suggested that Amborella and
Nymphaeaceae form a clade that is a sister to all other angiosperms. Debate regarding the basal-most angiosperms
is still ongoing and is currently one of the hot issues in plant evolutionary biology. We expect that sequencing of
the whole genome of Amborella as an evolutionary model plant and subsequent studies based on this genome
sequence will provide information regarding the origin and rapid diversification of angiosperms, which is Dar-
win’s so called abominable mystery.
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Fig. 1. A, Current understanding of angiosperm phylogeny based on recent molecular studies (Soltis et al., 1999; Qiu et al., 1999; Soltis, D. E. et al.,
2000, 2003; Kim et al., 2004a; Moore et al., 2007; and etc.). Bold lines indicate major sister group relationships in angiosperms: D Amborella, a
sister to all other angiosperms; @ Hydatellaceae, a sister to Nymphaeaceae; 3 Chloranthaceae, a sister to magnoliids; @ Acorus, a sister to
all other monocots; & Ceratophyllum, a sister to eudicots; ® Ranunculales, a sister to all other eudicots; @) Euptelea, a sister to all other

Ranunculales; Gunnera, a sister to all other core-eudicots. B, An alternative view of a sister group of all other angiosperms, a clade of
Amborella+Nymphaeaceae.
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Fig. 2. MacClade reconstruction of the evolution of plant habit (data from Kim et al., 2004a). Lam.-Pla, Lambertia-Placospermum.
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Fig. 3. Evolution of gene expression pattern of P/ homolog genes in angiosperms (data from Kim et al., 2005). The icon indicates the flower
and character states are indicated for each floral part: Black colored floral parts represent ‘strongly expressed’ genes; open floral parts indicate
that the genes are ‘not expressed/weakly expressed’. Dashed organs in the nodes indicate ‘equivocal’ status, and those in the terminals indicate
‘uncertain (contain both character states)’ status. Symplesiomorphic character states are indicated at each node. In Asarum, petals are absent.
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= ol&sto] 7] fAxre] A AeTE e A
ok Al A2 AAAARHZIE A2 Slate] #) T
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Qaixle] A T

& AR EE A7 Ee] A gl 2§ AlEEHA
7 1 9] %] (phylogenetic informative site)5-2 A& ¥ oz}
insertion/deletion, 57 motife} &2 FAAFS] T2 W3l
st AR = AFE) Qiu et al. (1999) M|EZ=g]o}
AA ) maR FAARZ2] A7IM LS vlashH AlgTolA
TRpAEL] 7H 7)ol 91R18F Amborella, Nymphaeaceae,
Illiciaceae (=52}, Trimeniaceae®} Austrobailiaceae
(ANITA group)®} LA -8 A28 BE J]2H2E0] 18bp2)
Ads FeHs skglal, ol ©]% ANITA group 2=
E90 AN (HA =T RS o= ARt

Kim et al. (2004b)2] A= B-class MADS-box-AH=2]
ATrelA @A 71 AR RS FAE T Qe vt 2
TZA BolAdS ST 1) PI w1 AT ollA exon 5= Y
WEA 0 2 19 WAl K-domain®l] HX3R=4, Amborella,
Nuphar (Nymphaeaceae; THIHNE #|2)s & IR} &
M= 479 of| k(12 bp)el Aol dojukbAkd =
Wk Ao ), Amborella®t Nuphar?} 55 @AY 714 5
AEY-S A5k ItkFig. 5). 2) B-class MADS-box -

AAE2] C-domain 798 PIS} AP3 THl A FE il A
71 Wol7t Aste] o Wellx] Zeat o] of e el
Amborella®] PI®} AP3E= o] FollA] M= 2 = B oy
2} 53] 4o Al ol iHDEAER motify &3kl
oY A Fo] dojupA] oS UpApAE I A=
9] FEXFOETE FHo] otk F 7P e FA4] o
1 98-S sk lvkar dlA=E 4= Ith(Fig. S). Nuphar
S} lllicium® P19} AP3E Z}7; H|Wala Amborella®] PIS}
AP3OA 2 = QlE obn|iAl AHe] fAMde] w438 &
E3L So](Fig. 5), oldst fAxe] 22 TA= A%
AR SAE e 591 2n|EA Amborella’t
AA 714 IR =SS Wk AR AlAIE L Lk

o

Amborellal| 25 SAI2} 2|2 SEH O] CHSE

-

RS

Amborella= D3 2= 7381471 AR (Fig. 6A),
2ol 7} FR2 v vjE-s sk, 23 Znko] S

HA] &= AEIR] 39 HA tepalyE= 2t 92 567119

H R
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K-domain C-domain
_exon4| exon5 exon B exon 7 R
1 e1.arabidopsis . HOpEILI KRENJKMMAEEQRQLTFQLY - 0QQEMA TASNA-RGMMMR - DH DG--Q FGYRV-QPI----(QPN-L-QE. . .
FBP1.Petunia . .KOREVLR MREK]OSMEEEQDQLNCOL YRV - LETATM- ~N-RNMGE I GEV FQORENH-DY - =0 = ~NHM= === == === PEAFRV-QPM--=-QFN-L-QE. ..
GLO.Antirrhinum . .KOWEFV HYEMVEEENQSLOFKL{ ROMELDP -MNDN-VMESQAVY DHHHHON I ADYEAQ- -~~~ S PEAFRV-QPM----0PN-L-QE. ..
MASAKO.BP.Rosa . . RMBKYMD} - - - KVRENYRALEDENKRLAYQLY HKM-MKSE-E-NLRDM NYNNNT---QI PEALRV=-QPN--=-QFN-L~HD. ..
SLM2.Silene . .KOYEMYK] - -~ L HRENKMLEDENNQLAYML KO - ~EMDG- - ~NMREMEAGVCSNPS D= ~RRDYHY Q= = ~NPI == === ===~ PPYGFRV-QPM----QPN-L-QD. . .
CpPI.Caltha . KOWEIYR LEEDNKRLVLKLPHOQ-~QLM-NGNGRE- -~~~ Ypoman oM PPETFQL-HPS----QPN-L-QE. ..
@ | LRGLOA.Lilium . .KOfDFLR HLKKNJRILEEDNKRLTY I LEHOQ -~ LAM-DENMRNLE - FAYHHK~DG-~-DF =S5 ===~ QM-========~ PMAFRV-QPT----QPH-L-HE. ..
S| smpr.sagittaria . . KopE 1rr] - kKARNGKALEEENKOLAY 11} HOO - SLAM-NGNLREMP ~QDYHQK-D-~RRDF-TA====FV = -PFGFRV-QPM----QPN-L-CE. . .
| rep1.Asarum . .KQAELLK} -~ P LRXNRALEDENKRLAY I LEHOQ- - IAM-DENKREMD-NGYHKREE -~~~ ¥-PS--—-QM- -PFAFCV-QPM----QPN-L-HQ. . .
© | MfPI.Michelia . . . ROpQCLKY - - ~HLRKN]RSLEEENKRLS Y T LQHQOQ- LAM-DVNVREMD - HGY HOR-E~ ~RREYHP - - = = QM~ ~PETFRV=-QPI===-QFN-L-HQ. . .
E | Bu.be.PI.Eupomatia . .KOpDYLK} -~ -HLKHNRVLEEENKRLS Y I L{HOQQ - LAM-EGNVRELE ~HGYHQR-E - ~RREG-PP--~-QM- ~PFAFRV-QPI----(QPN-L-HQ. ..
2| re.am.p1.Persea .. .ROPEFLR LKKNJRNLEDENKRLSY I LHQQQ- I SM-GGNVREVDHHGY HQK- ~G-RRDY-PS----QI - ~PFAFRV-QPI----QFPN-L-HQ. . .
X | ctpI-1.calycanthus . . .ROWECLR} - [ YRKNYRTLEDENKRLTY I L{HQQQQMAM-DGNVREVD -HGYHHK -~ T-R-D¥-SN----QM- -PFAFRI-QPI----QFN-L-HQ. ..
Q| cser.chloranthus . . KOpDFLE} -~ -HLKENJRTLEDENKRLS ¥ I LEHQQ- - LAL-DGNMRDLD-NGFHPK~E - ~R-D¥-S5- -~ -QM- ~PFIFRV=QPI====QFN-L-0Q. ..
Illicium PI* . .KOWELLN {LKKSYROLEDENKRLNS I LEHQQ -~ LAM-DGNVRELD- PGYHQR--G-R-DF-T5----QM~ ~PFAFRV-HPI----(QPN-L-0G. ..
Nu.va.PI.Nuphar ... KQPECLNNDIQILEENERILEEENRQMEY I L{HOO-EQMA-GEL-KDIL-~GSNNK=~G-~-KY-PSQSG-Q-~========= PFGCCV-QPI----QFN-L-QP. ..
Nu.ad.PI.Nuphar . . .KQFECLNNDIQI LKKNJRILEEENRQLKY I L{HOQ-EATALPEL-RDI D~ PGRNKK--G---KGIPSTSGVQ PFGFRV-QRT----QPH-L-QR. ..
L 2m.tr.PI. Amborella . ..ﬂ[‘.’EHIR‘I‘RLﬂ:I.RIm;KY:LHQI—ﬂG——.————RYqNQQﬂR—ﬂ ————————————— ﬂ'ﬂ ﬂ———— Zﬂl_—qo. ..
am.tr.AP3-1.Amborella ... HLVTNQC KN REMMYE---f - ----GLED-- R VRNTH-L-FAYRY-REAd----EcBi1-HD. ..
Nu.va.AP3-1.Nuphar . . ALPNKIKRQIDTYRKK|KAADSIRNIGFMEL - - ~MLVMRNGNAQPFPISV-QPN----HPN-L-HE. . .
Nu.va.AP3-2.Nuphar . VLPSKIKRQIDTYRKK|RSAESNRNKVFRDA -ELN-----CTFEE-SEE---DYE-S ~MLVMRNGNPQLEPIRV-QPT--~--HPH-L-HE. . .
Il.pa.AP3.I1licium . . RKYHVINNESETFRKK |RNLEERHKELLSAME --NPPS--YLFEDN--GA--EST-G------DLGSRN-SSLMFAFRV-QPS----0QPN-L-HD. ..
% CsAP3.Chloranthus -REFRVIKTOTETYGKKRKHRQEEHEKLLERL! =DM=NQG===YDMLDR=EG===DY¥E=T=====-=, AFGLANGGGHVEAFRL=-QPI====0FN-L-HD. ..
3| ctaps-1.calycanthus . REfHVINTQTETYRKK{RSLHEIHTNLIHTL ~EV-NGH---FGFSGN-D-AP-HYG-A VINLAHG N----H-D-L-HE. ..
8° Pe.am.AP3. Persea .« REFHVINTQTETYRKERRSLHEESHANLVRAL! =DD=-NGD=-=--CALGDN=--GGP-DYE-T=~-=-~~, ALGWANGGSQMFAFCI-QPC----0FN-L-QE. ..
©| Eu.be.AP3-1.Eupomatia ...RKfHVIATQTETYKKK{RNLHERHARLVRAL -RE-NGG---YGLVDD--GGP-DYE ALALANGGAHHH S-L-HD...
E | Mfap3.Michelia . - REFEVIQTQTETYRKERRSLNDEQAKLIRVL =HRE-NGA===YGLVDN--GGP-DYE~-5~~==-~~, ALVLANGGAHI == =========== = L-HD...
S| neap3-1.asarum . . KKFQVISSQTETHRKK|KNLEQTHKNLGCALY ~DA-ICA---YGIAYN-E-T-LDYK-S-—---~ VLGLANDASHIFAFRI-QPC----QPN-L-HN. ..
o | TcAP3. Tacca . RKFEVITTQTDTYRKERKNSHEAHRNLMRE LEMR ~ === ==~ DE=-HEV===YGFVDN=DPT==NY¥D=5======ALALANAGSHVYAYRV=-0PS====0FPN-L=HG. . .
Q | scaps.sanguinaria . .RKfHVITTQTDTTRKK |RSLTETHENLLREF -DE-DPH---YALANQ-E---EDYE-A------VLELANGGPNIFAFRL-QPS----QFPN-L-HD. . .
| Hmrv6. Hydrangea . REfHVLKTOTETCRKKYRNLEERYGNLFLDW ~CE-DPQ--~YGLVEN-DG---E¥D-5 ~AVAFANRVENSYAFGL-QPS-~-~HEN-LHHG. . .
AP3.Arabidopsis . . RKFKSLGNQIETTRKKYKSQQDICKNLIHELE: -RE-DPH---YGLVD--NG--GDYD-S -VLGYQTEGSRAYALRFHQNHHHYYPNHGLHAE. . .
HPDEF1.Hieracium . RELKVIGNKLETSKKKRSAQDVYKKLMHEF ~GE=DPQ-==FGMIE==DG===E¥D=A======VYGYPPOMSAPRILTF~RLH==== PNH-L-HA. . .
DEF.Antirrhinum . . RKfKVISNQIDTSKKK|RNVEE ITHRNLVLEF PAR-———- -~ RE-DPH---FGLVD--NE--GDY¥NS--—---~ VLGFPNGGPRIIALRLPTNHH PTLHSG. ..
v

Am.tr.PI, Amborella  ...-HQI- G------RYQNQQN B lp -------

Am.tr.AP3-1.Amborella.. . -E---Ed---I ----GLED-- VRNTH-L. . .

- Nu.va.PI.Nuphar —H@—am—GEKDIL——GSNNK——G———K SG-Q-—---=-=-= .

Nu.va.AP3-2.Nuphar --bd-Ef-- -y ----- CTFEE-SEE---Dkd-bEf---~- MLVMRNGNEQ. . .

“DERER” motif
in Amborella Tiipached. Hricium o Eeoo- o e i T re N B Bn & - hiasmnsst

Fig. 5. Amino acid alignment of AP3 and PI of Amborella (Am.tr. AP3 and Am.tr.PI) show several shared amino acid strings, including a prominent
“DEAER motif” (gray box) in exon 7, the most variable part of the gene. Shared amino acid residues between Am.tr.AP3 and Am.tr.PI (hollow boxes)
are highlighted in bold. “#” indicates a four-amino acid deletion found in exon 5 of all PI-homologs except Amborella and Nuphar. P1 and AP3 of
Amborella, Nuphar (Nymphaeaceae), and ///icium (Austrobaileyales), respectively, are compared in detail at the bottom of the figure. The figure is

modified from Kim et al. (2004b).

o

-

ESkviR= ;g—_]__ sﬂﬂ]xi_i__ 9].1:&5
TS Zh=tkFig. 6B). *1’101]*1" T FeEs
oF} SIAP}F thA REEA] A, A9t FEkE 2 =
717} ST (Fig. 6C). TAR= AR gl W viRE 2
=T}(Floyd and Friedman, 2001; Judd et al., 2008).
Amborella= Baillon (1869)°] 2J&l Hx= WX =T
1+ Amborellas Monimiaceae (Laurales)®ll $1X|A15=H,
Amborella®] T3] Hedycarya®t ™% A6 7] wlito]
%131, ©]% Bentham and Hooker (1880), Pax (1889), Perkins
and Gilg (1901), Perkins (1925) 50| 1°] AsZS wigi}.
Amborella®] 9222 Bailey and Swamy (1948)°] 2J&ll B
H7] A7 LERA] 99k, 0152 Amborella?t 0]
QT HHE Ztete AT Busiit o5 Al
w2} Pichon (1948)2 AmborellaZ Laurales®] 5% 21
Amborellaceae® S AT} O dmborella?t SHE A
29 FR= Z1S Money et al. (1952)°]] 2]3F Monimiaceac?)]
AbAs A Aol gJaiA thAl AA] H LA, o5
hippocrepiform®] R ZFH| 3 (sclereidyE< 2+ k-] e}t

o) X4} &

ol o

3

zk

fror
AN
N

|

=

SITAI 2B Z25/5/X] X407 15

Akt 0= Amborella’t MonimiaceaeS} 717k E-Fr
AAEFATE.
TakhtaJan (1966)> Ty 75 2252 A4
dé]’:jhiﬂi AZSFATE. 1+ MagnolialesE 7 2.@¥
o7 FFEF e, T EHFF< Winteraceae2)
‘%‘Eﬁi—rlﬂ L] Magnoliales”} A3} © ™| Laurales
+ ©]& Magnoliales®] F=3d FEE25H Wsiqivial
715l AWAOZ Amborellas Laurales®] 7H 7159
XA AT} o8 ek A= Cronquist (1981)°] YsIH =
A2 =] et
Amborella?t @28 714 TAAER FE7] o] Holw g
< FEA A7} o] FARAT, FHZell= MEAl Amborella
o] g, -3 dgtE0] THA] o] FolxHA A 714
A E2AE] Amborella®] FE ] X312 2w o] Al Azt
02 9 xp2E 2] BlwdT7F EEstA o] Folxal Q)
TH(Posluszny and Tomlinson, 2003; Buzgo et al., 2004a and

2004b). Zr9] HejA Ao hds] @s|A] ¢kar #)
A weQle Aurxe), 29 349, e kel ¥



Fig. 6. Amborella trichopoda Baill., a putative sister to all other angiosperms. A, A twig with determinate axillary inflorescence. B, Female
flower with staminodes (). C, Male flower; note degenerated carpels () in the fully opened flower (small picture). D, Roots.

B4 1gAdo] thA] 2 k1 91 31(Buzgo et al., 2004a), 2t AEE Zh=the Aol AlEAl BH8A] o) IR =2
A Fsrd Aol s tE A A EE] 1] Z7] Rslef| QlojA] thekst whAsh Ao} WA Eoby
Amborella?} 588t F20] Shlle-A, & thE HA) 2} do] Atk= 7MdE A X|sk= ARSITH(Friedman, 2008).

215o] F )9 ZAMES zH= "hE dmborella= A 7N Z Amborellar= AF-g-01F72 2 B 1% o] Q)X THTakhtajan,
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1966; Cronquist, 1981), 5= & 7toll AZl &2of|x 2] Az 7+
2 ANA7E 4 2T o 2FRS] g 7gke] dojo]
P Buzgo et al., 2004b). Amborella= A 722
Tyole] xpAYA] o] 9o &}2}o]2] National Tropical Botanical
Garden, University of California, Santa Cruz, University of
Florida Dept. of Botany, Tokyo Botanical Garden's-2] 53] U4-
713ke] AR A o] glom, o] A5 HAAL 7
A5 FSAREEoF A7) AER AlerEelA] L it

2 71X mixtAlEof chist AL == =

AmboerllaZ} EAA SA o3 A 7| A A ER
A AAIE o] ¥ (Mathews and Donoghue, 1999; Qiu et al.,
1999; Soltis et al., 1999) 18] A5 FA] thtd o2
W ERdHelHE 7 shAY e AR AR
NS o] g3to] o5 75T Parkinson et al. (1999
51 TS o2 mtSSU DNA, coxl, rps2, rbel, Z18] 10
nuclear SSU rDNAE #413}31=1ll, Maximum Parsimony
(MP) bootstrap, Maximum Likelihood (ML) bootstrap, MP
decay kol Z¥Z} 89, 94, A9 Amborella?} 714 S AF2]E0]
b= S AEs] A ks AE ®Hirt

28 A]7]9] o]F217] Savolainen et al. (2000)2] A7+ 357
BT thetd ampBS} rbelS #2189 =H, Chase et al.
(1994)0l14 2] Aol vlZ7 IR 2 Ceratophyllum®] A
2pa] ol gk ApuljtE A3kl 1y psb4 A
A2 HAd o7 FAYE o= Amborella, Nymphaeaceae,
Tlliciaceae/Schisandraceae”} U H 2] grades F/d3hHA )=}
229 715l ARk SHAIRE 7 Aol gloA B
Al S XA SH= bootstrap A EF 50% ©]3ATH
(Savolainen et al., 2000). Soltis, D. E. et al. (2000)2] 1=
560 ol th3t amB, rbeL, Z12]al 18S tDNAS H-413}
A=Hl, Amborella?} 7V 7150l 912183131, MP jackknife
A 65% WA sk 2] GlTt,

e} 2ol A AdollM Amborella?} 7V WHA 245}
e AR FAI4 AAE (bootstrap 7 &)= MP -4
o] P Z-9-of 3loIx 70%elskE UERTE oE HS3H]
Aate] of] 7HA] AR EA7]Ee] EYETIE Sk,
ol5 E0] Soltis, P. S. et al. (2000y2 Mishler (Mishler, 1994;
Mishler et al., 1998)7} 7l&t ] 8} (compartmentalization)
S A58t vl Qlom, o] vl oJst B4 A} Amborella?t
A 714 A2 EYD-S K| A|SH= bootstrap 7] 70% ©14
O YAt

Qiu et al. (2000, 2005y 10552 thiEd F|A}2)Eol| tha}o]
v EZC g ol G4 apl® maR, GE5A FHA4 9
apB2} rbel, FAAE] 18S IDNAS £8 #4513 =1 (4
Hyl Zol= 8,733 bp), Bl A 2 FAA A EZ(MP
bootstrap k<= 88%, jackknife #k= 89%) Amborella?} TV
AA AAA =] At S BojF3lt Graham and

BlDA|BEE5t5/A H407 15

Olmstead (2000)= Amborella®t Nymphaeaceaes A 2|5t A
WHE 19 el thgt A8 ArellA] dolxl 3702] SE5A)
A A7 A 14709] HH8] Hskehs J5A
FAAE AMEA F71k] 17 344 98 k3
=, lllicium (Z=WH-5)0] WA 9242 =52 A
o3t} o171l Amborella?t Nymphaeaceaed] 7]E2] =}
RS A7lste] 2AEIEY, 65%2] MP bootstrap 44O
Amborella?} FHAA] T2 253 Are)E A8

ol TR EAETE HERE AEA AAE 2 f-xt
(matK; Hilu et al., 2003) 53= noncoding DNA < (trnT-trnF;
Borsch et al,, 2003)%] 4> ZH7} vl A 352 FA1A #]A]
52 Amborellas AASEL TE mak A7-2] MP W02+
Amborella’}, Bayesian Inference (BI) W 0 2= Amborellat+
Nymphaeaceae”} 717t th& BE IR EE2] Aujjto]
SIAARE, Amborella+tNymphaeaceae®]] T3t posterior probability
= 0.42% 1)-9- SICHHilu et al., 2003). #nT-trnF noncoding
spacerl| A= 71 WA EAE Amborella?} 99% bootstrap
oz 73] === thBorsch et al., 2003).

Barkman et al. (2000)> oA FAAEENE A4 5
o] AA%E BT (noise-reduced NI treeyS 3197 Amborella+
Nymphaeaceae”} A T 22 =2] 7)ol $x|gto] 732 3]
A== A 7H99%2] bootstrap #h)YE Bof o]2A] 714
RpA el thet E vhE a7 o FE SUTkEFig. 1B).

A2 F 2] 7|1 /a0l Amborella EAINA] =
AmborellatNymphaeaceae?1 X & 75 3t3LA}F Zanis et al.
2002y 1) 16 el diste] 11719] FAk=2] Tt
glo]E] Ao % MP, ML, Bayesian %42 3lo] Blwalia,
2) A FAAERE 104719] ERs A1k, 3) ofe] 7
oE oot ARE S8l EAsAT A3 Amborellat
Nymphaeaceae® FJ3I4&= XA dF-2e] A4
Amborella?} A 0 7 A 242 =0] T)Ho f13]8k= A
$7F o Wkt

AEA O Z A5A, nEZT o}, 183 Hef| A=
o] fAARES 0] 83t o] E ulF-Ee] A7 A= AQ
B BEAOE Amborella?t 71 7)ol f1x]skH, 1
5ol Nymphaeaceae, Austrobaileyales”} ¥ 2}24]22] 7]
ol dHEE gradeE Fdsh= AoE HoATAIN(Fig. 1A;
Parkinson et al, 1999; Qiu et al., 1999; Soltis et al., 1999 ),
Amborella’} Nymphaeaceae?} 3l2] EAIZE A3t
A SR Ee 71l 1xshks M (Fig. 1B) B3k 9
Aof|A] X=X =] o (Barkman et al., 2000; Graham and Olmstead
2000 &) ©]ef] tigk FESute] A7 A4 AL gl

olgst =4 Skzoll AmborellaS} Nymphaea®) A HEA)
A7 A o] T 7] AA dE5A AV A9E
1371¢] S =3 3 FAATEE A0l ThsskAl
HtH(Goremykin et al., 2003, 2004). 71 A= A=
A ¥ x}AEo] Eichler (1883) ©]2) A o7 Hhols
o2 FRw A AEEd I AEEE HE)



Sl 71X ZAAE0] oY

gt BUA| o= = 11

=

TEEHILE DA AEEo] FHARAES 71l 213,
Amborella= FAES] 715 AX3HA] kS B oplEt
AR A Eo] 71Fef A} RIS k) o] ATtellA]
o] 7H4] Tkt EAue od] REH BE AT ES
B 28 AyE ®Bela, o]sh BAlE AASk= bootstrap
FEL w9 o] A= AkRe] A7) WHellA] 1wt
A9] ATE HwE F Yl B2 GUIMG AR B4
S wA I A A Al & 3Pds JoFit st
A|RE o] A= AP AR 217FA] X181 3 (Felsenstein, 1978)
o oJgt 2ol A7|=HA SA] WHFE QITKSoltis et al.,
2004; Stefanovi¢ et al., 2004). ©] #2442 W= vhfgt x50
ot BAMolA Rk Lk BF 7 vlg- A 53
WAl 23R Al e GRS s B (Zea, Triticum,
OnyzaP] B W2 2s7F dofdt vla} AEE52A4 AT
ZdellA w21 7S gAska it 018 SHE] ¢
&l Soltis and Soltis (2004)= W} o] 2] 2] ©x}] 21221
Oncidiums #2391 Z71810] Al 719] W3} 218 FF-E50]
Fdsk= 71 7 E B B4S stk 1 A9
Amborellai= AR HAFAEL] 7)H el Y|k om, 1 9o
BE @AY AEES she] BARE o] R8Tt ol %
Stefanovic et al. (2004) THAFS] A=-o] 71 Rl
Acorus AAEE F7slo] HUgt AvE ALt

Fue FE ST EA 7R s e &gt
B2 AR 1S3 A st
£ 757 d (incomplete lineage

2t S g HI7HA] ASE L

ATt 53] 7IME Aol oA A71=2] i (Margulies

et al, 2005)y> HAAE AlTFE 9 714 A=) =

AL wWE AR o] T2 AR TEglon, =

A A A ARl ol Al7]zo] A&5a qlrk §7]

Al 71&4 Zok2 454 Life Science AollA 7kl wbH

O Z(@AA Roche A7} )157), o] AL 1) m]A|EE W Wl

T PCR W8-S 583t 4= 3= emulsion PCR, 2) DNA7}

A EHA el 333 o] 83t (sequencing-by-synthesis)

A71MED A7dH2 pyrosequencing, 3) B FAsH

=] 7FEE plated] VAN BE NS 7hs Al

3H= picotiter plate”]&0] Agst Ao, A-831E 7141l

GS-20 AlAElofi= WHEE 20 Kbe] 97 149S A4S = 2tk

A Azo] o] = AXENGS-FLX Titanium)oll A=

HhS & 400-600Mbe] A7IM RS D= QAL o2 7

AAFEE] HlsE 7S] Q7MY A AARIES Sl

¥t 4 Gb~10 Gbo] A7 D5 dAskar vt B3k ekt

9] HEgel ofe] 7he] Al=E AlolA A3 4 Q1= multiplex

Zl=o] B, dE 1 GE5A A9 dolE

3t 150KbE 73k F-34 7 50Xe] 715 s A

b R

400 MbE A& 5= Q= AlAElof|A] olZH o= 507)] o]d2
AEA FAAES & st wgoz A 4 9l
olg Al7leel 9% A7IMG AA &= s thEA)
74531 Eojzkar 9z, MR ¢ A7l AA @ FHAE
53 AEHA A% 7FsslelEt o gt

zpAE ARkl gt Algtals flal ZHhe] Rl
st A DA FAEe] AGH 0= AA= ] g, #
T 12 A7 Sl R E S THMoore et al., 2007;
Jansen et al., 2007). Jansen et al. 2007y A 10 o] W@ 7F 14
A JE=A A 274l BAC cloning ¥ sequence
walkingel] 2]l A|&2 02 Aojxl 647] A F Aol
25t B8 AAISIITE 18], Moore et al. (2007)> ©]
o= HAE AR 97IMYE A4 71 Margulies et al,
2005y Agato] A58 AdE FAAES £33 45719
AEA FAAE A4S olE T ATFeA BF
Amborellai= ZAA| |22 E2] 715 1A]8t] A4 71A] ]
A EEA 0 YXE TA] gHa1d] SHA H ik ey 7
FHole AEA fAA AA A2 BAel loiA BlAl
B4 wol= AA dist A2 s Al7|E o], ool w
2 N2 ATEMORTE Amborella THOF HUR=
Amborella+Nymphaeaceae”} WA I 2p21 E-Fof gt #;
mj+Jo] x|%] %] 31 3)o](Goremykin et al., 2009), ©113] o]
of thet =4S x| &u L Qlek

Amborella 378X |: OI|X}ALE H-1of| CHet
Wl ESES IS

A g A= dA K3k}, AlEs, e e
g}, e}, wye), el 5 AESE el A st ks
vl X3 Qlal, Zb Fobs Adste AAag st Ha itk
Arabidopsis (N7)4eN)sk Mol §AA AR TrAE
(http://arabidopsis.org; http://rad.dna.affrc.go.jp; Arabidopsis
Genome Initiative, 2000; IRGSP, 2005) ©|% k5% /-4
Aol gk oo FEo] BEll AEES SRS
T8 IR EEC st FHA A E0] dAolo] X8
%31 ek, H27HA] Populus (EZ2 W Tuskan et al., 2006;
http://ornl.gov/sci/ipgc; http://genome.jgi-psf.org/Poptrl 1), Vitis
(3% Jaillon et al., 2007; The French-Italian Public Consortium
for Grapevine Genome Characterization, 2007; http://vitaceae.org;
genoscope.cns.fi/externe/English/Projects/Projet ML), papaya
(Carica papaya L.; http://asgpb.mhpcc.hawaii.edu/papaya/; Ming et
al,, 2008)2] 44 A7go] eraylo] ¥ ¥, Zea (S5
), Sorghum (57, Brachypodium (CF3ZT]), F(Glysin),
Medicago (FFFNANES), Lotus (A=801%), Minudus (25}
gopu]E), EULE (Lycopersicon) “5-°] X138 ol Slo] ol
< IXAE A vaAAA ATE A F2 MEER
A9 ofgks skl Qlok RAINE H WXl w2 e A
Agt As-S 13 w(Fig. 1) 99 B8 2HRTES FH)

Korean J. Pl Taxon, Vol 40, No. 1



12 2

Aoz wl- AFE v = o] 7 e 2 1) WA
FAETH ARG A E e S8k 2R A
22 E0] 7S #H 2 ¥ F 3 (most recent common
ancestor; MRCA)2] FAALENE o]3|sl7] siA = 44
7holn] e H= GYIAA AAo) XFyFR] olE
T e R EFielth Hx0| vApEelA e 23 o
uj 7} VR AL, B kel =5 2REE ¢ Qe B3 Al
7t GAlE 2dshs 5sk 5 B AR st
So] dolthel= 5, Soltis et al., 2002; 2005; Williams
and Friedman 2002). ©]2]8F W2 A 22 W37} Lo 3]
A2 FA Rlgke] {7 712E olalfsl] flsiA=
714 DA TS tHEhE AR A Ee st §-AA)
A7t A s Aol

o73] 714 F|Apa el oigk =to] EASHAINL, dA| 7t
Z 7Fs7d0) = WS Amborella® oS0 A| a1 Q1o
™, Amborellal] e+ 74| 2742 F=pAE2] A X
sheh= ool oigh HE ohet A wjRpA =2 vl
A Agre] 7125 AlgstAl E ot dmborella)
GAA S2AR= 2n=2622 Stebbins et al. (1950 vj<=3}7}
Aot et A2 AT, 2 dmborella Expressed
Sequencing Tag (EST)=2] K Ael oleba vll=sl7} dofut
A k2 AE|US AAISkAL ITHCui et al, 2006). B % Z
< G 5z QST B8kl Amborella®] A
A7)+ 870 Mb AR Arabidopsis®] 5.5 = 8ol H=]
=T

A 57HA] Amborellal) A= W= NSFollA] 74071Hz<]
A5 A QEEE The Floral Genome Project (FGP; http://fep.
bio.psu.edu/; Soltis et al. 2002, Albert et al., 2005)2] A3} 2 T4
ATE Eote] A AA HAAT 24D FA 97
M AL obd Al HA] kAl Qlvk FGPelAlE ofe] %
2 0 ZHE cDNA libraryS A 2313131, 2F 20,00071 2]
Sanger ESTE 2! <F 800,000712] 454 ESTE, BAC, fosmid,
small-insert plasmid genomic libraryS°] F+Z%o] Ut}
(http://fgp.bio.psu.edw/).

Arabidopsisi= A 57 71 wol ATE L gl ]2}
=9 7R, 715 A el A EOl AR, dmborella= I A=
o] vl AGE S| FI5h T2 AskA B
&2 2o th(Soltis et al., 2008). L3-S Amborella®) G772}
olef gk spAT7E AApAEL] F14, 7154, FEiA, A
Y2 T3 SHE2 717 Eslel it sligs ANXE =
Ne AoE 7|E7] wite|vk I8 PR dmborella®] 3
Aell thgt L2491 A7} sike] o Folxd 7 ehgict.

AP AF
ELRIAAl dmborella®l TSt e8] 714 AT-E & 4 Q=

713]& =41 U. of Florida®] Dr. Douglas E. Soltis?} Dr. Pamela
S. Soltisell Al D2 ZAF=gYL),
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