R (2012) A TR RRIE &AL ORI
% 60 % % 25 289-303 [ffF42/ — b ]
©2012 AT EEEIFZET

BE AR D ANV — 1V 23 o3-SR A i A oD e fd A L 2
RIFTEE . 2 )y Ba— FBIEF4%
MELZYI 2L =Y 3 12Xk 5 30

S 11> N 7 N 2
(Zft 20124F1 H11 H s &%ET 6 H13 H I8 6 H 15 H)

= =

BEFEAIOER - 7 3 7 BHARAEYRIC BTSN —Th % & %, fkors—
FNGE T % — AR 25 05 T RGN 1335 - 7 LRI OHERIRE R 2 & 26 9 2 & 2380, K
RTIZZOMELAEEMNCEHMET 572012, 2 V3283 — FPEIETFICES 4 8E L,
VIalb—Ya VERIZE AR AT -7 £, IR VOE—, B, BIEMNZATAD
TTF=V+FIVERAT &8 MEVRI TR~k & Vs a— FBIZFORN T -4 %
FUEFLRHEAHREL, I FVEBREFLEZHVWTRLEICIIOEELRED/ S5 X —2 %
M L7z, 2R, Rl ET& ¥ VBN OERMRA ARG —Th D 2 & 258§ 2 EME
FILEHH Lz mAHE I N85 A =2 20T, I FVEBREFTLICKESDEZE VT AL
Ty Ialb—Y g VEICXBEHIAEKRAEITS 28T, HEMRE X U7 3 BBREERARSIE T
A — BRI 7 — 2 24K L2 Boh=T— 215 L, &/ TORNIRR OY—M:
EE T B — MR e BT T & B IRIT A 4T - 72 SR, $5HES] - 7 3 BESV 9 s
SR TE, BEORFRIIFEEEITTI NS, AT &8 7 3/ BHKOFHPIL 72H5] 55 Hn
IERBBIRICH B Z L ANT R (7 —F 4 772 M) BNEEETHEX N, KIS, %
VoS 3 — FBIE T2 B4 T OBSHUK O A —PE AR 75 53 1 SR AT O K
IZENZEDEREAEZ 200 BEIZRL, 10 TOEENGHIZ 527280 TH 5.

F—v—F 0 ST REBIOHN, Bk, - 7 3B E, 3 RV

1. @FU&IC

HEALZEW 0 R Fo T, B DME(L DR & 9 % 723012, 1L (DNA - RNA) Bicdl|
RT3 BREH, 3§ VA& & OBIR I b HELRGE & TS [0 1R
WIS FESIRS VSN TS, 4, WA FREBLEIE 7T (EST 8 £ E D7/ 4
JERT R OTRIER ZHEA ISR, B 5 W B AEMOMEIR TR T — 2 DR A ESI L5722 &
T, BROGEREEHA, JRHHIZ D72 2PN & U722 KIRI 7 55 7R & 175 2
EWHBEE B o7, LA LAEDSZO—)T, Shka YRR OBIR T H & 7 1 Rl it
CHWB GG, PEROB A TR A HEIFR R 2 G o ek S aFAr 2 FHET 5 Z

PSRy L MBI RIERIZER © T305-8572 KRS < ISR ER 1-1-1
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D

1. 4 BEA 52 5 %68 A, B, C, D IZ&RIGED, t I3RHMOREART.

YW B STER 295 LRI, T & U TN E0 R ik ciie sh s
[EFE L 7 o ¥ 2 DR TOY— ] &, FEESIZBT 2L Ta 2 EDREEAIZL -
THU S, AKRcide iz, ERARL T 3 2 BHIK L, B OMURAE O 4Pk T DAY —
P, $— % RE T BIERDBATITEDEMEMEIZ S 2 2 BIZOWT, Y Iab—Y 3 VEER
DFERAEWEF 2 THERNBLE» 5 T2z,

BRI B —RAC W S T BB & 200 TR Tk, B8I5 TR O &R
MM~ 7RIS ZeMREES NS, Thabb, HAEEPLTI VR, I NVA
E DOWERREN PO TEBEIRIEIER T B HERIZEIEDORED SIEIEL, ED XS IC L THLE
DOREEIZE S5 72 L VIBEITIIMETFELENVE NS EDTH 5. BOEIC L35 TG T
BEAATEE TS EMIE L, v Lo 78BEIREL, Z0EBHEED & RO IE %
AR IR 5 T & TIRAUE & & DR (RICRMED 2H#HEN 5. 22T, BHOZBK 1
ISR L7 &9 e 4 FEDEZE THEH D B 75 B Rt O T HEIZ OV THHT 3.

n DR A & 75 5 BIE RS A, B, C, DD hFHDMEMNIZE W TIEERE p, ¢ r, s B
Blzah, BS A, BBXUES C, DOMEHEIZE T AHEREEZZW TN, j&T5.
¥ 72, HIBEIRRED 5RO EIRIEIER T IR O AL ¢ ~ts TEBEINDZ LT
5. T5%, HHEMAICETER 1 ORMEOLE LX) ZERDESITKHENS.

(1.1) L(01Xn) = f(Xn10) =Y mipip(t1)piq(t2) > _ pij(ts + te)pjr (ts)pjs(ta)

ZZT, midA, B, C, DOFEEGIFT— 2 KOHESNLEEIREE: ONBUHETH 5. pij(t)
BN 12 % 0 25§ NOBBIERZRT (thik§ 225, ZOEBMERIL 25 j OB
EREE A ERLZERET L Q K-> Tt 3). h FHOBMIZK T 20K, HEk
BEHIDTEEAREE i, § DA DERETIZONTORMARD B3 Z L TEE XN, kb, &IE
TSN D SR D EHII MO PERL & ISR T B EARGET B Z L2k D, ki) 2 it o
oI LO1X) 3BT D RIEEBRRET LI L TROONS.

n

(1.2) L(01x) = [ L(0|X)
h=1

ZZTHEHINREZ LI, BREL P 2HHT52DICHOON2EMET L Q I, Rk
FOETOHTRI—DOLDPHEHENE L NI NTH 3 (IhEaE—ABERETILENSR), Z
D728 R 2555 - R T, BAIOMLIZETORMTHIL L T ARICE@b6 T, %
DOEHRT T ¥ 23— HERET IS K > TERBEENS Z ML K ->Twa. (t-7C, L
IZREL 720 & 72 [RME LT TORSIAE CERE T M- TELT 5] & v Fidk
FOHREN2EDTHS. ZDO&S IR LORSIENE 7272 —DDEBRETLIZE 5T
BT AR, — DI RIS BT ST 4 — 2 OHEEIZ T B AR A EETE 5
EWVWIRTHD. LrLansd, SMRELEYMEHROES & BITNICHWZZEE, Wihh ofidd]
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DM 3B BT O b 2T TEIL L 72388000, B aBIREFLAHHL =501 %
I TIEET LORBEARIZ LD BORGHM L 3R A 22668 (7T —F 4 772 M) piFEch
iaktEnAE T 5.

R, B 7 I8 - 2 FVERIOOCTIZEREDH ST, FREDEIRET L (Q) BT,
WEIRRE i 55 j ~NOBRREE RS % £BLIE 5 720 12 BERGE OEIRED 1 BUE ~; A X
N3, 20720, H—EBEREFLEREHFIZHEH L 254, [ Lo TokiznwT
» BERE j OB I —ThH D, BHOHMBIZE BB T IRz ND, L0 E
NEPNDZEIZhD. LirLaRS 2O, EET S E(ETES %M 5 7250 1RGN
TRIEHEN L LD LR BEARL V. HlAE, BEMEOr /) 4 TR 7F=v+FIVER
(AT & &) WEVIF TAYE—ThH 5 Z ENHISH, Mycoplasma JEBAED 7 ) 4 Tl 75%FEE
Td % )i, Micrococcus BMIE T 25%FEETH 5. /2, ZhEHEIEMED 165 VARV —
2 RNA BHIZ B 5 AT &S 20~ 50% & K/IMk4 Tdh % (Mooers and Holmes, 2000). T2
5 5EMMEITO AT GEOAE ML, BEFBWOI LIV P75 AW T MR
N3, BROBREEDINIVEITT I LIZE TS AT ERBIZ65~85%ETH DD
IZRL, BRIREIICIE 60~ 71%, BFRIFIE, EHEIETIE 54~68% Td 5 (Saccone et al.,
1999). ZhHEDFENZNA, EMAEYMHROE Y 7 A28 W TS RO BEFIIHR S h T\ 3
(Chang and Campbell, 2000; Tarrio et al., 2001). ZDZ &4 5, IEIAR, FHZ AT EHOLR
Y—Md T — 2 I CEMICHER S M 2METH 2 2 L0 9h 5.

Z O & A IS — A58 6 W B Bl T — & %53 T RN %
Bicix, S CORSIME—OHE ST X — & 7 125> LT % &0 pifiE cidzn
720, TEFLOREBEIZLBET =T 14 7 77 M FE XN B AEEMESIERICRZ W, FgE, 1
AR BRI —TH 5 ) KV — 4 RNA BHNZY— G E T 7L %8 U 7250 1 SRR
TiE, [ELMPEEEA R Z < EER T TS, EIHRAHP L T3 EMdERTtd 5| A
75 9 SRR S ERHEH X S 72 (Lockhart et al., 1994). %7z, WEMROBEIZ 2 Y/ S2Ba -5+
VIBIEFERGIERERETNVICK BN TLAEL 3 Z L2 T % (Chang and
Campbell, 2000)

5T, AVISNVEA-T 4 VAT TIRA T FVIEMIC B T AR O/ 133 F Y
DG OO & & %k BtR2 D 5 (Stenico et al., 1994). H - T, MBI E A
b DA, WEIESIRIER% O 7 X BRSO & RN ERA T, %7 I BE
T TN A N0 T RN BB A RIET 28 EZ NS, ZO—HlEX 2 12K,

X 2 B EMOGRE B KO ZOIFEE 72> 7 /30 7 ) TIZH#ET 3 7 BIE T (rpl14,
rpll6, Tps3, rpsll, rps12, rpoB, tufd) DEFIT — 4 % ¢ LITEHRERET LB LCT I /&
BRETFILEHONTT > 2R/ ORERTH B, Zhicks &, 7Y Loy HEdRE
IR D " IREERA %2 & D1 — 'L ST KO Helicosporidium sp. &Mk #EE L, ZHik
HEHEISNC DS T B L OV7 3 BENC DS BT BWTE T — b2 b T v 7l
TXHEINTWS, ZOZers, 7¥aVTFLoHERE R OGEKRTH S [TV
T5Z b IZKRERCROA N H 32T TH B LR ENS. Lr LahsEDET, 7
var v o Y HEOMHENEDETH D EKED H D Chromera velia R Eh, ZOEBE
AFEADETH 5 Z ENREI R SN2, TET TS5 A P AREEROA LT X5 TH
5 Z EIRITHER & 7% 5 Ty B (Moore et al., 2008; Janouskovec et al., 2010). $hbH, @
FREH & N7 R I 7 ¥ a Y 7L 2 HHIIA SR G R R 4 & D4 (K IC BRI
RIMEEES) EIFEE B ERETH YD, X2 ORFERNIEHS 2SR 2R_F7Z w2 &
Ik 5.

ZZT, 2 DRRIBITICH 2T — &2y b TE& T F VEBAMIZB W TRIER O R
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AT, AT,, AT,
30 80 50 80 0 50 100

____________________________________

! 100/100 Babesia bovis|
I 1
! 100/100 . R !
| F

um

Eimeria tenella__ T E 3/7|/7"7'§E_:

Euglena gracilis
00
Euglena longa

Nephroselmis olivacea
Mesostigma viride
racrlana tennuistipitata
Porphyra purpurea
Cyanidium caldarium

[ Thalassiosira pseudonana
Odamella sinensis

ST /N

'E Gloeobacter violaceus

g

2. GRRHE 7 8(EICHED RICHSRIEENT. BUBIEZ 7 3 BESNCHED @& b
BoNFRIIHHAERT. &/ — FOMIZE, 5D F ¥ OEER A L =X
NS BN, @2 F YEAIETIRR L 727 3 BBESNZH S B 2 hFho 7 — b
2 b5y 7 (100 K18) #R T, REMHNTIZIE RAXML Ver.7.2.8 (Stamatakis et al.,
2008) #fEH L, EIRETF IR - 7 3 2 BEYZh il GTR4T, LG+I % ff
HL 7.

—MnHSN, TV TV IHE, 12—V FESH, Helicosporidium sp. Tk, I F VD%
JERIZ BT AT BRAMIRISEH W EBXMEEETE S, 2O XS ITE&T PV EBAIC kT % iEHE
FHERZ IR 2R D O & 2 BIETEH I N Y OHBEEICEHY AL 5728, BR#%D
7 BEINCEONTE T IV BHRICAE R ECS 2 k5. ZD LD RESITIE,
B2 AAA, AAT, ATT, TTT, TTA, TAA, TAT, ATA ZED T F v OERMENEL &
D, Zhooa PSR T 24V a4 >V (lle), 7A87F VY (Asn), VPV (Lys), 7=
LT 5=V (Phe) R EOHBUHE LB 55, FEEIZ, X 2D L-EZT -2 €y MIC
DN, 2FOEMIC BT AET I BOBEICEN 2D, 2MlEickT3 2T Y DJE
NAHBRE p 23R T 5L, TV TL IOV HHIIET S 4 HOAME Buglena longa B KT
Helicosporidium sp. D7 I/ BHEKIZIL, 22O & 0 & i HEAB R F80 65 /-
(p=0.77-0.89). ZOKRIE, Ihb 6 FMOEMIZIH T Ile ® Asn, Lys, Phe 7 & O H B
EAUOAEY &L D e EISRET 5. it - T 2 ORFMTIE, LR K = <
N7y TV oHHE -0 U FEHES KO Helicosporidium sp. 2SEaBARICH 5 LT3
T—=F4 777, 73 BAKOHEPMEE NI N TRk s THRICEEX R TWS &
Hrd s ZeAnTE S,

PR & SIS - 7 3 B O AR (b B W IFREE ORISR 0 2 JHRUME) 13—k
W7 53 F R DFERICK & S BT 2B TH 5. _hB@A4TXﬁw BERETIL
L 7200 T R ORGEIC E O EERE L R T2 ERMNIEHMET 5 Z & IdERE &
HETH BN, ZOOICIEERNT — 2 IS BTOMIZS T 2L —3 3 VERIZK B8
FAEBAFIRTH 5. MR 5, FEHNIHED < R T34 121 [EOEO R R %
ANTRAHE ] ARSI % <, SRR OREE (= HO R OBEIREK) 2 EFEICEHid 2 Z &
NRHEZ=» 5 ThH 5.
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SEIGHLER, RS AT S RO VR, IO M4 I0E L BT F L2617 %
TR G- 2 BEBIZOWTUL, BRI D2DY I 2L -3 3 VEBROBERI|RE &
NTW3. Zhbsidndhd, 2808 %2 — F LEWEREST— 202 8eE L8
DTHS. Jermiin et al. (2004) 2 Ho and Jermiin (2004) Tid, 10X ABHN» S 5D
TR A HEL, TEFLRMBOBIE L & U7 h ZhOREIZHE > TR O IRARR) E L
BB & 2R LB 21T > T\ 5. Zh 56 ORI, BFIO4 I BEFDIERERE 7L
EMHHL, TFLRSBORILIHE ST A — & 7 #EOBHEDINT A =R EEHD YT, V5
A= RO —BIERERE TV AEAT 5 2 & T, RREHNIZEWTEE NS AT &5IC
BRI AE—ERET B LS IZLTWE. ZOLI TR @R O 21255 < Bl
LAERELZY I b —v g VICK > TERINZES E, LB ERET L EHEHT 5
R 2553 TR IC S B 2 & T, TR (=B R o FELER & B EH
TAHRZENUREE B S72DThHB.

—Ji, BYSYEa—F 4 v BEE RS (T R VRS IO TR - 7 3 BBRIRO AR
— MR R OREE IC E DB ET A0 WS HE, FRICKRIEE N A RZMETH
5. ZOMGEEEITS 7-011F, £33 FVESIOENZBE LT F YV ERETILIZE > T
SIVERAETS ZEBNBETHD, 2O LT [EFIBOXKT R VEMNIZE T 2RO A —
P (3 P UFAEEOARYI M) ] E W) HEABELZAE—ETILTOY I ab—Y 3 VELT
HSTEMNRODENS. LI LENS, ThEaFEBETHEIIERY 7+ 2 TITEETTHEL
BhoTlle®, ZOMEORKINIIhE THMICITbhThhr 7. 22 THHEH ST,
WD ENZY 7 Y 27 ThH 5 BppML B KU BppSeqGen (Dutheil and Boussau,
2008) A VT ZDMEARIEL 2. T, RICARFEREDEEEB LY T /027 7
HEOBETES T — 2524y e L, TEIT T2 M BEEREGERE TR TH B &0
5 EFLAHMAE S LIS, KA T FVBRETNEHOTH VS0 HA—F 1 ¥ O #IET
DOIAEESIZ AR L7z, 29 LTRSNZESITE, &3 FVERICHT 2 AT 58P, i
SERGIBITS DT 3/ AR ORI AL KB 52 LA TEE, X512, TOF— 21—
BT F IS TRt 2 212k, ZORE A ERICEHMEL, B—kT
FLARELORFEBABEILTE AN LAY I 2L —Y g VRIS K D010 THEISR L 7=,
AFETIEINS DF — 2 EHOR R A SR E U TRET 3.

2. F—2BHROFEE

21 Y32l —23 DN XA—AHTEDEHDOY L TIVTF — 2 & T IVRER O %R

RS A2 S I 2L =2 g VICKDEKRT 2720121, H—ET L - R~ T LIZrH
HoF, EENLEZRTETFILRMGEEZHZEL, 7RO REE I & OB BRI
FTHBEBMMETNOINT A — R EIEETIBENRDH B, Zh oD, FEHTF— 42 &fis 7z
RIREM D 6B oA T E2OBZYTH 5. AR TIIIS A= 2HfEED=DD
HTNELT, K2 ORI EREMOGREKS LOC YT /N0 7 ) 7O 78R
F (rpl14, rpll6, rps3, rpsll, rpsl2, rpoB, tufd) DEH|T — & #{HH L. BT — 2 DfE
BAFFIZ DN TR MIZEidd 5.

9, Y7 /N T 7 o, RIS, HEREE oM, NS, -V o,
Helicosporidium sp. 7 ¥ Y 7L 7 HFHAFEDF 17 FIZDOWT, T BIZTZNEND cDNA B
BB LT I/ BESIE NCBL 77— 24 RX—Z X DHHR L7z, WISHEIZFIZOWT, 73 J#
BIHNZHDS L 7I4 AV b &FT572. 7 F4 4 MIZIiZ MAFFT (Katoh et al., 2005) % FAY,
HE7 744V FO®RTFET T4 AV MK EEIT -7z, THINLTIA AV VT =4
KOTFA A MR 2D WM 2 BIRL, 1,279 7 3/ BRIEER O RS B 7 —
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REER L. BT, ZOT7 I JBENDT 54 XY MZEDWT DNABFIDOT 54
b ¥ & OVERLDEIN 2170, Bof9IZ 3,837 MEFEDIE LA (1,279 2 K> D2 F VEW) 57— 2 %
R U7z, 7 I VBESIOT I 4 2V MZEED L DNAFESDT 54 4 v MZiE, PAL2NAL
(Suyama et al., 2006) & f#F L 7.

ZOFNETHE & N3 il K O 7 3 7 BEH A O 7225/ cit, 7€ar s
7 BN — 7L SRS KO Helicosporidium sp. EEFETHBENDI T —T 4 7 727 Dk
Exh3 (X2, 22T, KWFETIEET Janouskovec et al. (2010) &= EDBWEMRE I DE SR
TZHIRICHE, [Ty v o ISR R AR TH 5] LI HIPNEGO F TR
B AR L 72, WICZhETFILRHRBE U, cDNA B (T F Y ES) & T, KET
WD T R UERRETIL (YNIS EF L) (Yang and Nielsen, 1998) I2&D ¥ I 2L —Y 3 VD=
HDRFINT A — & EHEE L 7=,

2.2 H—/AH—LAREBRETFIL

A TIESRIOMT CHWZ, 2 F /EOBEHIZB T 5 EEETIILTH S YNIS ETILIZD
W, LA AR RIGA I TREBICHAT 5. —D20a FIEE 1L, 2, 3EMND
DNA MEDOMAGDRIZL > TEBINS -0 ZDORKIT P =64HTH %7, EUEERS
(Standard Genetic Code) IZFEH & V323 —F 4 v 7 BIZT TIX TAG, TAA, TGA @ 3 fi
O F V3B Py ELTHRbI S 729, YNIS EFILTIXFERRIZIE 61l RV ETH
EiREEZ 5.

9, RIS OEE TERANOMEAL A — 2 YNIS EFIIHESIGEEE LS. H—7& YN
EFALTE, BTCOKTIFY i »5 j NOBRBBERAEIZIRDO LS I2EBHEh 3.

0 ERE S 2 M i Z 5
um; FESER L YN R A .S A A V4
(2.1) gij = { UKT; FESER YN R A A 4

uwr;  JERIFKERP DO LTV A= 3 ¥
uwkr;  FEFRIFEEWRP»DO T VY g v

ZZT, ;33 Ny OHEERT. &k, AR THEKS YNIS EF L TIIKT N VEMICE
% DNA SGEHEDIEE 74, nr,mq,mc ZZNTNESN T -2 L 0HEEL, ZhEDMEEFNT
B R VB o ZERPINICEHE L, ki T VP Y 3 Y (purine (A, G) & %\ pyrimidine
(C, T)[EILDE) O b5 2V 23— 3 ¥ (purine, pyrimidine [ OER) 120 28 0%, w
ISIERIZEN & FREROEE L AR T, T2, ol 1 HARISERZ 23 FUE#ES 11k
XIS /8T A =2 THY, mj, k0w BRFEDEHBWIZREIND. Ak, T VYV
EARY GHFELOERICE gy =—3, 05 &L, 61x61 DEMETIL Q £EKT 2. ¥
5L, Rk O ¢, IS 2 EBIERITIKO LS ICLTEIHRE NS,

(2.2) P(t,)=e"?

IHOLTURONABTEDOERIMERLD, REBOLE AR THI LR TH . HE,

B 1R L72& 5 5 4 KOS A, B, C, D25 %&%RRBORE LN ET2HA%25% 5.

BB A, B, C, DDE R FBHOEMIZEWNTIRY p, g, r, sHBHIZN-EL, B A B

BEUOEA C, D OHEEI N LTSI P EZNEii, j EINET S L, ZOBENOILEX
61 61

(2.3) L(O1Xn) = f(Xn10) =Y mipip(t1)piq(t2) > pij(ts + to)pjr (ts)pjs(ta)

i=1 j=1

ko TEBINS., aF VESOEENOLE IR 1.2 XDHEEh3.
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WIS, RO BE; TOBRGBELA R —% YNIS EF MRS B EZ 5. ZOUA,
D m FHOE: t, I2BWT, IRV 53T F Y NOBRBIESHE RO & 5 I2E£HR
Eha.

0 EAE A 2 D] L Z 5
u(m)ﬂj(-m) RIFER_IP DTV AIN—U 5V
(2.4) g7 = q ul™ g glm FlgEHRNrO TV DY gy
u(m)w(m)wj(-m) JERIBERP DO DTV Z2IN=D 3 v
u(m)w(m)ﬁ(m)w(-m) JERIBER» DO T VY 3 v
¥g—75 YN98 EFILOBA LIS, 7™ k(W WM ZZENZRETFLI DT F ¥ B,

F7///adﬁ7/xﬂ—/aA£3HE%E%E@®%E&%%T.%%@ﬁﬁﬁmﬂi
XIS 2 BRI EAETH] QU VT PO XS it Eh 3

(2.5) P(ty) =em™

HZEOBMHERZRD S Z L TRIABOLEEZFHTT 5 Z LN TH 50, ZOBERT
NREZEE, T L3R ED) 2 FYEBRSAENEETLICE>TELCSENWHZ &
T® % (Boussau and Gouy, 2006). §&bb, b5 ticE\WTI Ny oy BOBEBREEZE L S
E B, Topay(t) Zmypya(t) THD. 15T, AT N &> TLE LT SEU2IE, R
WA OMR (root) ZIET LB H 5. HEMHEO-O, X1 ORMEBEEZ 2 5. RFHOK
It ~te 121, ZRFNMEHFD YN8 EFNL QW ~QO® HNEID MU TENBEEDET S, F7-,
R ICHTBHERSE X &L, BSA, B, C, DDHrRFHDERMIZENTIFY p, g,
r, sHBllENzLT5E, ZOENOILEIZ

(2.6) L(0]Xn) = f(Xn]0) = ZMZP(5) pi, (81)p(3 (t2)

x ZP(G) (t6)pS2) (t3)p'?) (ta)

1IZ&k > TEBH 2N 5 EI2NT Boussau and Gouy, 2006 #2H1). Znds, SFEMOERE 0 EHAE
XNB RGO I —EFLOBEGERERRICER XS (X 0.2).

AR TIE, EREPEEERBIOCY T /N7 ) THED 7 BIEFEF— 25 LV
X3 (A), B) ISR LZEFILRFMBICED X, H—/ R —7 YNIS EFILD E & TO Rkt
DOEB LRI/ ST A — 2R EHE L. 72720, AE—K& YN8 EF L& {85
A= AHEETIE, ROV EDVEDDOMITRAEZERETNLEYTLIHEDOTIEEL, R
Wit ET7 oD F A (M ~M7) ZH8E L, ZILALEORIZ R 5 ERETILE YT
35 ZLTTOORE—KERETF AL > THHIOMAL A ER T2 L512L72(X 3 (B).
X 3 (B) TIX, ALt ~ts CIRILBEBOEIRETIL QU AU TIIDENID D, ty~ts TiEZThH
CIFRELEZERTTL QP AU TRHONE. ki, 3 TCIIHRRRITH R E B 6 W20,
ZALH Ms % 2 PPHCEREL, ThETNICIHE—DOBEBRETFTLELTEIDEI LR 77,
JERT R D HEALHE DAY — VRO Ly 4 HOME ~ 5 212738 & 5 B T 594 (Yang,
199D IZ X > TGEPIENDZ D E L2 (YNIS +T EFN). &8, T 5AaDIEIREEE o 3R
DB TAETHHEDE LT DLEDOY—/ Y —7 YN8 ETFIIZ K % E 7L R DOk
BB XUORH/ ST 2 — 2 OHEEIZIZ BppML (Dutheil and Boussau, 2008) % {#i ] L 7-.

2.3 EHIERBSLU Y I 2L -2 3 U EHDORGEN
X 3 (A), (B) DETILRMBHZDOWT—/ AR —7% YN8+ T ET NI K- THEE S 7z
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(A)—EBRETIVICEBINS X —2HEFE

'ID

t, T N. olivacea
E M. viride BRE

P
ty
t, E. gracilis
t P s
', f ot | 2 rmm
t, e 1. 5p.
ta T C. caldarium
£y piken P purpurea fig £
t, T G. tennuistipitata
p1]

t
_"E Lipeaicionarie I B
t, O. sinensis

t,,

by Jrlimm— E. tenelia
P falci
Lt 1 cpam B praLILoYE
U = T. parva
dme B. bovis
t t
1 J+ G. violaceus

& TNMWW,' TP INOFYT
(B) AH—EBREFIVICLB/INT X — 2 HETFE

'IO

t N. ofivacea
M %
t, o M. viride e 1]

t,; 3
t My t s
: ty, - E. gracilis
1, I In—yurmﬁ
t, My 7
M e t H.sp.
t C. caldarium
18 t
My {2 = P purpurea I 38 11
te ‘n G. tennuistipitata
ty T. pseudonana
T :
!7M‘ t O. sinensis I BERM
R--' t _Z’ E ‘me“a
k‘:&‘ : P. fal
tia . t > falciparum FEALILIYE
0 T T parva
T B. bovis
t, j—h G. violaceus
M 2 l STIOFIT
4 [ T elongatus /

X3 v32b—yavDkdorssx—aifE. (A)E—HERETL, (B) R¥Y—kEi
EFLENETNEHH L ZEAXEZ R, ¢ R O&E, M, R, dZhFh iy
— BTN AT AEREL 55 ETF LD KU (toot) DFE AR T

HEELORM/ST X =4 (1, k, w, o) EHNWT, EVFTHILBEYI2Lb—Y 3 VikIclk?
IRARAIECH DK % 4T - 72, B2 1 BppSeqGen (Dutheil and Boussau, 2008) & f# I L,
FF— 4 LT 1,279 3 F V(3,837 ML) OIS A ER L7z, A¥E—GEHRE T L& 026
FIERTIE, EFILOZEME M ~M;) BEURR) 1355 4 — 2 HEEOERE [F UIE & 8%
L72(X 3 (B)). &k, H—EF MK BEHNER TIBOMNE X fHEE, HAeMES]IE S
VELENETERENSEDE L BRI 100 RIBITV, 100 MO T —4 X b &24{E
KL 7.

RIZ, M=/ A —ET ML > THEK I NN T — 2 28— EBERET L EH W01
RIRMITIZHE L 7=, 2O T REMTIl3@ T F v OLPER & H 7= 3,837 SO 7 — &
EYEILE T FOACHED @Y, @3 F VA A EHEEIARE 52 o TRIRR L 72 7 X RS
ET I VBREFTIMIHES LMD 2 0% T 572, QODF—2 &y b OFFHFIZIZ GTR + T
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(Tavaré, 1986), LG + T' (Le and Gascuel, 2008) % VY, RAxML Ver. 7.2.8 (Stamatakis et al.,
2008) ZEHI L, 1 AOYIHIRA 2 & FRAEER I K 0 ISR & HEHI L 72, Ry IIE
M7 3 BESZNEN 100 HOT — & Xy b K DR MR IR & D ARG & 1
U, H— /AL ET MK BN 2 ETILREBOE ) — FOETLHRAEFRL /-

3. BR

31 YIa2L—3alBEAICHEIIEZBIREMD AT EEDRE—H

Yi—72 YN98 E 7 MAZHED S BB TIE, R Lo TORSELIZF—D/87 2 —4
T, Ky wISHED . T D28, ETFILRFOARMGES TIX, 2 TORSIMTEI F VEMIZE
5 AT GRIZFET -EICh b PHEINS. FEERIZ, B2 YNS EFTLEMHHALZY I 2
L= 3 VICKDAER I ZES 100 AICDONWTH T FUVENO AT GREFHET L, 7Y
a vV e RS ENES] (L —T©), =2V FESH - Helicosporidium sp. &/RY
BB (F 0 — T @) F KU F DS OEY 278 TR EDS) (7L — 7®) T, -
ATOEHE 5 AT GEICIZFEEZ AN e, 572 (F 1).

—F, A—7% YNIS EFNIZLB Y I 2L — a VORIRWMH L CEBREFTLOE NS
A — ANET B7-0, KMEHTIERT P VEMNO AT RIS ENEL 5 Z &N
I, SRR, R4 YN8 E T I K D AR & =8 100 fIZDWTH—EFIZ K
33— ERMRICKRT P VEND AT GRA3HET2 L, 7L — 708 XU0QDRE
NI TN — TR LD B E T F VBN TAT BEAKREL AL LW REEST2(FE ).
F72, =T OOEHNE T I —TQDOEFI L D & = TOREN T AT GENPKREL Ko7z,
TIN5 DRI, ERINICEITE 7L —TOOMTOET F VEBMND AT EEHELEFIFL
EhdDThsb (X 2).

EHIT, Z—T0L®, ODLO®, QLBOZTNZTNORD AT GRHEDVER, ¥—KET
MZEB LIV =V a VvDOBEEARE—EETFTMICEE VI 2L —Y 3 VOBS THEICR
KANEIDERETEZDIC, TREFNDY I 2L — 3 V100 RIEOEAREFWT, i
DEDOKIE (t BE) 21T-77. ZORE, £2TOI FVEMIZET S 2 70— TROMAED
BERTUIDONT, AF—FETFNIZEB VI 2L =V 3 YV TDAT EEEDEHRE—KET
MDY I2b—Ya VTOAT GEEDOTFHEIARICRES Z LRSI (F ).

3.2 EFILREGHROBRE

Yg—F F I & 0 AR X N2 BEH] TR 4 T DOESH A E — D IR T 7 ILIZHE - T % 7=
¥, Y EERE TV A 5 725 7SRRI T B M L T T OLAEERIIE U, RO R
T, H—EFMIKBYIab—Y g yTIR, B 73 7BESSDOEHNCHD L @
TdH-> T ETFILRGEH (=EORGH) L E CHIES 100 KIEARIZIE 100% mIRGEH & LT
EINX N (K4 (A). £, EEAIAFEHLZ-BRICEWTHEEI - [Ty L oY
AR & U RE TR ERMAE S DML ERBRIZH B LW T =T 4 T 72 bOD
B, HM—EF0Ick3v 32— g Vv TCREERI WG - 7.

FDO—FTAREH—ETNMIZED L I2Lb—2 3V TiE, 82 FUVERMIZETS AT &&IZA
V—WnEC 5720, v Iab—v g VEHIOIER - 7 I BRI AR B Z ki
55, ZORY, YH—ERET N EROZ RN CIEET LORNESBEL, BORGH &
BEEZT7T—T4 772 M PFEINBE RTINS, FE ST LIZEEY I
L=y TR, [ 7Yy Lo VPR JOREHE R TH S ] ZLE2RTHDOR
WD ) — N OEICENPEIERS 2D S I TIE 3%, 7 3/ BBEINICIED S RIFCld 8% &
oAk -7 (X 4 (B)). fifs, [Ty T Lo HENL— 5V FEHH - Helicosporidium
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K4 Y3I2v—YaVHERIZBTZEFTLRMEBROT —F 4 7 72 b OFBIRE,  (A),
(B) D#HZIZE TV RHH (X 3) 12— 5. &/ — FOWIZE»SDT F v DOEFER
R U 78RNSO < @, @3 F UEBIAFIER L 727 3 7 BRRCHNICHED < fidbr
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sp. B X OFEEE Pseudenoclonium akinetum VT TH 5| T & &n$ / — FORINHE L,
FEINC K BT T 62%, 7 3/ BEESINC X AT CIE20% & —ET KBV I 2L —
Vg VOBARITHRKEL B L.

4. ER

RSB —F 4 VBRI WT, G5 - 7 3 BB O A — M IR A - 72
AR CIRBHBIC AL N BBETH D, 2D &S BEH|TF — 2120 UL 7 o+ 20—
FIRET HEMRET I EEA L 720 T REMTIE, T LORNESIZK D BEO R & 1382
BBET—T 4777 AFEINSfERMENDH B, AZEE, &3 FVEMIZHET S AT &8
7 2 BRI S AN R A NBEEER T2 &S e L, AE—ka N VE
WMEFLAEFHALEZY I AL—Ya VETHIILT, YN0 BEa—F 4 VI BIETICBT3
B R DAY — 1 25— %) 75 5 RARIEHT OFEE 12 5- 2 5 B A ERmINIZEHi 4 5 Z £ 129
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WTHER L 72092 TH 5.

AT 5 2 A —FET NI B I 2L =23 VT, EFALREHB ET7Eary 7L
I3 HH B NT -7V FEESE - Helicosporidium sp. 23539 2 [E R D% TEHEE 7L H21L
F5 (X3 (B)D My, My). ZBHOBEBRETF AL, i FHO I F VEAIZ I 2 ALK
hy, whowh, wh BPZICIRE IS N, T2 TO Ay, ok ZEESI L DHEE S i E R &
ICHIDRHICIRE SN AL D ERELLEDOBIFEINS. 2010, TV TV IV HS S
WE =27V S - Helicosporidium sp. DY I 2L —3 3 YVESITIX, &3 FVEEMO AT
GEMBREMIC ERS TR L0k, MRS, ThEORPIEED AT &5E FHT52 L
1257280, HFEBHNZ D —AERETIIZE S0 T RHBNCIZETLOLRBEAIZK
D, BYATEEA2E D7V TV IoHHHE -2V F ¥ - Helicosporidium sp. A3 LB
RIHDEABTT—T 4T 77 b HRBRNICHEEI N2>/ (X4 (B)).

F7o, FARVEMNDO AT ERIFEO RS 2551033 F U HHAMEEICS RO BWET, K58
PUCABHBZNETAELHT ST F Y (AAA, TTT &) MHBICHHI NS ZLI2kb. 20
FEE, WEIEEDSBERZ O 7 2V BREAINZ BN TY, ThoD 3T FUIZxBd 5 Ile, Asn, Lys,
Phe & EOMBUHEHN FAH$T5Z&124h5. A —ETNICLKEV 32— 3 T}, 7Y
IV OB D BNEL— SV FESH - Helicosporidium sp. TIXZINEDT I/ O BIH
BERADAEME D KRE< 85T LT, H—&7 I/ BERET L EHO70 1 REMC
LETLNDABENEZY, WEEINZFED B ERBRO T —T7 4 7 72 M BRiFE I N
X4 ®B). &, 22$0HIA—F 4 v BIETTIET F YO8 3 R OMEHIE AR E K
kb0, ATEEIZROMRH 2546, FTOMOITE 3BT TREMIFIZAS Z &
M55 T (Carlini et al., 2001). AR TIT> A —ETFNIZEB Y I 2L -V gV
TY, TV TV IV, 12—V - Helicosporidium sp. 1216517 5 AT GEOMRD 1
HIBMIChEWTIREKREL Bo72 (K1), TIT, I VOB 3EMICEHIT 2HEEEIRIZS
SOEET IV BOZBLE DA VWEFRERTH 5 728, HIERSE 7 I 7 BICEIER U T#r
ICHWAZ LT, 2 FUE 3 EMNICK T 2EEMKOANE L2 BET2 2 NTETH S
(Hashimoto et al., 1994). L22L&MRS, I FVOF 1, F2EMIZENTE AT &I X
R BT 255120, BER%O 7 2V BHIRICE A1 ETC 57280, 73/ BES %+ H
WRFBTTd > CTEETAARERIRA AN LA TPREN S, KIFEOARYE —ET LI
35332V —va VTR, TEIVTVL IS B 0IE -7V S - Helicosporidium sp.
TR FYOE 1, H2MEMIZENTE AT ERICEREARO AEC TS (E ). 20720,
7 3 BEAE O TR Th > TERARELTT—T 4 7727 b ZDEDITFHE X
NTHD, EFNRMBEAROHBREBIZEDROLEEL AL NS DT TIEEW (X4 (B)).

B¥, KWIROY I 2L —3 3 v TlE, &3 FVEMNO AT GO0 IEEES T — 2 5» 5
BN A& D /N XOHEPIISINE > Tb, RK2TE, 7¥aVvTLo3HEOL—-TD)
H BN — 2V FEEH - Helicosporidium sp. (ZV—T7®@) &, FhUUSNOEY (N —TR)
IZDOWT, £ FVEMIZBITS AT 2D L — TR TOVFEEOZEEFHR L, FEEHH» 50
BUMEE > I 2L = 3 VTR 2FEBME L OIIR AT > 72438, FEES 2 6 OBHNEIR Y I 2
L—3 g VICB 2 FEBUEICIN, KOMBELEERL 7. RS, 20— 70@Tida FVE
1, FE2MWMICHITE AT EREE SN —TOITHRKEL LA L TH D, BERR%RO T I/ BE
FIDOMBIZ  ZLEED LNV TAT RO EABECTHEZEER LTS, 2O &p
5, FEEHT — & T3 - 7 I B ORE—ER KD @S N4 T A E UTHEL, o
TR OREEIZ L D ERAHEEKFTL TSI EARBINS. EEIZ, EREDER
KXY 7 230 7)) 7THRD 7 BB & F 7200 1 R T, AR - 7 X
BN TIUCEED K RITIC 2 b 6T, 7—T 4 772 FOREIRE, Thbb7E¥arsvs
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%2 FEESIB LUV I 2L —va VESNCET A543 R VERNTO AT FRZE.

aRVE 1L

YOS IVESIE (1, 2) Afave AT, ave ATP]E™ (94)  aveggreps { Alave AT, ave AT?] M+ 23D (%)
(TIL—FD, T L—TQ) 3.978 1.578+0.5
(TN—7Q, 5 L—FQ) 8.107 0.857+ 0.4
FTN=FD, Y 1L—FQ) 4.129 0.707 £ 0.5
ORI

YU IVERHIEE(L, 2) Afave AT, ave ATOTOE™ (94)  avegoreps { Alave AT, ave AT?] }™ £ 24D (%)
(TIL—FD, T L—FQ) 1.492 0.572+0.3
(TN—FQ, T L—FQ3) 3913 0.194+0.3
GN—=TFD, I —F) 2422 0374+ 0.4
R SE3EEL

HFIVEFIEE(1, 2) Afave AT, ave ATP1E™ (94)  ave,gpreps { Alave AT, ave AT?] M+ 28D (%)
(TN—D, T IL—7Q) 5353 5262+ 0.5
(TN—FD, 5 L—FQ) 6.813 4588+ 0.6
IN=F0, 5 1L—7Q) 1.459 0.687 + 0.7

IN—TQ : (E. tenella, P.falciparum, T.parva, B.bovis), 7 Vv—7@) : (E.gracilis, E.longa, H.sp), 7 V—7@ : 7 —7DOQ@LIS DAY,
Alave AT?, ave AT®NIH L 7V BEL 22N ENICIHITDATE RO FIED LR

ave ggreps 11732 —a L00REM B RSN xR+

Original : a3 A KT’ (rpll4, rpll6, rpoB, rps3, rps12, tufA) HOBAIE, NH : R¥EY—EF /ckbyIal—vay

YL 21—V F WS - Helicosporidium sp. 2RO 5N DT — 2 b 7 9 X, &
a2V —Ya VERICBY BRI @iz L Twa (X 2).

5. H)IZ

KWEDY I 2V —v g VEERIZKD, 230 Ba—F 4 VIBIETIZE T 3RO
— MR EE T 2 EIRE T &5 7200 T RREITIC 5 2 2 B 42 EBICFHi ¢ &
7z, KW CHIE L 2 BERAEMEREK B X OV 7 3y 7 ) 7 HROBIE TR T — 2 iE—
DYV TINTHE LNH, OET — 2 I BN TE, AR THRE ShREOEL - 7
3 BRI DAY DHERE & NGB, T REMTICIE D e 5354 7 22T
WREDE L TBITERAEEICHEETANETHA . ABEFIIE ST, AUFFETHAL
7= BppML %, nhPhyloBayes (Blanquart and Lartillot, 2008) % &, SR T/ ST X — 4 DAY
—BERETVNEGHL CREBOHEN AT 2L TEZY 7 by 2 7 ARSI h T 5.
Z0&S5%Y 7 Y27 &MHTIUE, BARIROS A&7 — 812850 < 53 7R O K
JEIRIBONCR LT 2 Z RGNS, ZORMEE X SICFEINCRAEYT 5 72912iF, K
MRTHN L) BTFHEICEDLS VI a2 v —v 3 VEERVLETHA .

z £ X ®
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Assessment of the Performance of Phylogenetic Inference Based on
Simulated Protein-coding Sequences with Significant
Compositional Heterogeneity

Sohta A. Ishikawa and Tetsuo Hashimoto

Graduate School of Life and Environmental Sciences, University of Tsukuba

Phylogenetic analyses of molecular sequence data with commonly-used ‘homogeneous’
substitution models assume the stationarity of nucleotide or amino-acid composition
across tree, but real world data sometimes violate the assumption. This report assesses
how significantly the violation of compositional stationarity affects the performance of
homogeneous model-based phylogenetic inference by using simulated protein-coding se-
quences. In order to estimate parameters for sequence simulation, we prepared a real-
world sequence data set of seven plastid genome-encoded protein genes with adenine plus
thymine content (AT content) in all the 1st, 2nd, and 3rd codon positions extraordi-
narily biased between species, and subjected it to a maximum-likelihood analysis for a
given model tree to estimate the parameters. The analysis was carried out assuming a
‘non-homogeneous’ codon substitution model that can accommodate the heterogeneity of
nucleotide composition in three codon positions across the tree. Using the parameters esti-
mated and the model tree, we simulated protein-coding sequence data with compositional
heterogeneity between species by the Monte-Carlo method. Finally, we tested the perfor-
mance of homogeneous model-based phylogenetic analyses both at nucleotide and amino
acid sequence levels for recovering the model (‘correct’) tree. The results clearly demon-
strated that both of the two analyses mostly failed to recover the correct tree but instead
strongly favored artifactual trees attracted by the parallel compositional convergence be-
tween distantly-related species. This is de facto the first simulation study that assessed the
appropriateness of applying homogeneous substitution models in phylogenetic analyses to
protein-coding sequence data containing significant compositional heterogeneity.

Key words: Phylogenetic inference, maximume-likelihood analysis, compositional heterogeneity, codon
substitution model, simulation, model misspecification.
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