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Mitochondria ¥ mitochondrial ribosome®] endosymbiosis
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A Aol EAEE BE AEE A3 A E(prokaryotic cells)¥ 2 3 A 3 (eukaryotic cells)®] F 7}A
2 BEFHEY a8 RE AELE EFY7]E dhg g o} (Bacteria), L tiebE] ] ol(Archeae), ¥ Y&
(Eukarya)?] 370 99 (domain)o & y¥ =t o5& ttA] 5419 EFA A (five-kingdom system)=® 1}
T A A EA (Monera), A E A (Protista), Al (Fungi), 2= Al(Planta), & & Al(Animalia)® 4}
A foh o] F uhH o} 9 EHHLEﬂE]O} 49, = °J5“‘§E7ﬂ" ol&n} Algtolgt B¢ A=EA
AAAz I, dAAEA, dA, A=A, s=4 T T EgelE A E 499 AEE
AANER FAH] ATt ol /‘ﬂ_x_a 7] el EHOHHI_ QA7 dAANEZRY 5= ot
A= ok = F A FA-d al dIHAEANA JAIAAEE st A HA=d, A HA A4
membrane infolding #3024 8| E ] °433é]‘1}(cytoplasmlc membrane)©] A|X ¢t&E o2 I
A F3 o] dojyt mitochondria®t 4 = (chloroplast) S A €3k o] 71x] A EA47]|BE0] YA L ATi=
Fojw, F LZXH }W o A = endosymbiosis WA © 24 membrane infoldongo] dojyt AP = 43

Ir ml

L
=

flo & rlo

5=

MEZANA T2 e ML} FolHel T FTAAA A EHA mitochondria®t GEAZE R 531A
FHAtkE= Aot 047] A mltochondrla«] ZAol ®H YdIAANEE AL E o]&5e A X T G (cellular
respiration) S &= 3714 e 2] ol(aerobic bacteria)®] YEo|Row o] A|Fo] o TEAE L

AUAE &F(host)7} & YA AAAET} o] &&HA Ha SFAE HEA @ HAEE Aoz
Aap oAl o ESHA HAA FAE Ao ofEALE Mg o R e JiA AER ZsteA FH vk
AdEa o st AZFA 2 4ol H dIMEE FFA e ] ok (photosynthetic bacteria)®] €3
© 24 mitochondria®] % 3}3}4 3} T':’r/‘}ﬁ‘} endosymbiosis A 7F A HATtT B 9k

rm
ofN

2% mitochondria®] X18tE AW el= ©] endosymbiosis 7Hd 2 ojd #z ZAES 7HA 1 4
i Jerh a3 vkZ dhE gl o9t mitochondria {Foll Al 2 ¥ = A (similarities) wiZ-o] 2k dF3)

o JAAAME Yol EAQFFHME S22 < genome(F74A)3} ribosomes 7FA i o] ¥ (binary fission)
o7 Fdatert sk, 1 fAA 2 diA s dy] F oopn Al A glo] s Aol AR
T Aoltt. A v FAMA el 7] %3 endosymbiosis X3/ o] WES SojtiRW I FAM o] 9w
He TARE QlE Eeds =edle o FiEEe] HAEI o 53] H2 oY AE T gigh
mitochondrial genome®| @7IAYE #Ao] && " met 2 FA HolHES SARE §hY
mitochondria 2 mitochondrial ribosome®] W3t endosymbiosis 374 tf3k A 2-& A Eo] 90
o Y SdstA AAEI vk AN o] 2R E dojA= AR BAAAESHA A ARES 23]
= endosymblos1s°ﬂ 3k 7] EA o EES ofy|ali 9SS HA Pl

Zbol| A1 = mitochondria®l endosymbiosis T 8}7Fd e QojA o]l =7 ANEA S 47lshE o,
%74] FAE = AER 7E MR 2T UEES ATEI, TS o] s AA|7E 7R 1
v =8 TAHES A4 vzt gk

1. Endosymbiosis 2 3}7}d (Endosymbiotic evolution theory)

A=e] HskE A el glo] of 159drT e ddE FHHE sl dTste dAAEE
°of et A7|et FAS Tt AEAEC] UEbUH, 159d ] o] FRE 27| AL E] LA H
e glom FA4etal gty daA xR Lfi“ﬂii Aglstr] Sl E 37HA Fas dA7E A
ol ZzxEal Atk A Aol A= archead Y4FoE FAHEH= AIAE7 ¥ B DNAE 94 5
3, DNA #A5 54 did 3 234 %%;ﬁ‘ﬂ AN (A2 A, chromosome)® Bt} WEUA H
o} F=(folding) $HH, AIEZTGA] o] & FYL3A Wro] B *E(daughter celDoll Uro] & <@l o
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FhU o] Bop FusfA Al HAvkes Aolth o]ojA F A @ACdA = MET HS AR L AE Yol
= membrane infoldingol <] = %= E(intracellular membranes)e] A E o], DNA7} o]yt
(double membrane) 2.2 E&A#e] (nucleus)S FASHA = WA RNA &AL & Yol A, oz
SAHAALE AEHAA dojyrE EHEr olAo] nulE ¥ 7]A(anaerobic)?] Z7] A X (early
eukaryotes)¢ld] o}zl& B34 (photosynthesis)ol Y &7]1% thAl(aerobic metabolism)S & & e
Ae gt F4EojA 1 9th(Fenchel and Finlay, 1994). Al WA 3 dAo = ol2|d Z7] A A
Xo Z714 greElgolete] AEW FA B A (endosymbiosis)?t A EH WA #He| ] o}7F mitochondria®
AststA Ak B3 dEH g ole] A fee FAS BAFES F8 HEF(green algae)®] FEA T et
Z~E] = (plastids) 2 A 3}3te] 2%o] A E A (plants) FE=EA ] ZFAo] HAoE Aot (Margulis, 1993;

Gray 1989). °©]#]3t endosymbiosis® A& AAH %7] JAAMEE thFst A2 LA A E (unicellular
protists) 2 A 3}stH A Euglena, Chlamydomonas®t #< 334 w8o] dE ZF(photosynthetic
protists, algae)®} H AW (Paramecium), Dictyostelium™ %<& JIA4E “‘% T e dAEE

i

(nonphotosynthetic protists, protozoa)® Wi A a1, Al&ste] Al E & AdF(fung) L =, 2
o] 23lEo] oA HAttE= Aol endosymbiosis J37HE e Fo wWEgow B.‘ZF% 4 Atk 19204
tho] olm A7]E AW endosymbiosis 3} S 1970d o] Lynn Margulisell 93] Agd 71d= &%
S (Margulis, 1970), Z7]d+ W2 HIAES WrE SFAAT A= o]E4v}  ‘the serial
endosymbiosis theory' 2t o] &0 2 HaAE 37 el F7F7 FAtt MargulissE 27] A3A L7}
714 9] archaea®l spirochetes’} T =ZH FAHJTT =714 ¢ 714S A Qs H A v (Margulis,
1993), Htelle= z=7] "3 AE] Aol thsiAl ‘hydrogen hypothesis’olgh= A2 7Hd o] A=A
A ksl ER2o] A4E 1 dtH(Martin and Muller, 1998). o] 7} oatwl Fr]AdoAA F42E A
Aoz HAe7 31 vAr 1S5 Ho] = archaca’l £F7F Hal F49 o|A3dAS wHEZ
=3l 714 A8k 2] ok (eubacterium) 7t & A 7 (symbiont)o] F o] thAFA Agro] dojuA St
F3d. o] 7HAd oA mitochondria® %%X] 2= %l 6“/‘1] 7F 7HAE gAY A7 A gl e}
A AAAEZANA AL =425 DA 7L
ATPE A2t il= AlXE 4 7]3)°] mitochondria®} % EAS ZeEgsE S 2AR A
t}(Lopez-Garcia and Moreira, 1999). o]# = A A L st 7S QojA 1 F
A& mitochondria®] 3ol Q= wF E wZo] M= mitochondria ¥ mitochondrial ribosome?] %3}
of gk 7pdd 248 Fof "L—ﬂio}‘:}

EHM{N
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2. Mitochondrial genome® @714 €3 mitochondria 37149 A&

A M ES] endosymbiosis Hst7bdol SlojA XsE oA ®: o3 Z& s g =42
A4 3 9lth. Mitochondriat= & & Al £ 9] =] 259 FA] B4 =712 Mitochondriat 714
AEXEES g3dsta e Hx SN 21 7180 =7 2714 0]%1+=71? Mitochondria®t
hydrogenosome Abole] ZI3}2] A& Folojm AL gEerl? 5 = t&E 289 FHI7E ofy

W s eoz H YA dARA MR 3T A Bl U FEHIU FE AE
Eo] TR oA L ol o ES A3 =A9 dido] H JATHGray et al, 1999; Lang et al.,

ut

o
1999a), #H 2l 2% genome ATE T3 Ao AHE o] £35t4 mitochondriall 7|93 3o o sk
FTAaAsA Ay so] AlRHa k. A 209dzt o 8 mitochondrial DNA(MtDNA) S A7 A go] ¢k
A 8l =¥ WAl mitochondrial genome®] -3 ¥4F olue} f{Hx}e] &, 2], W] o]27|7HA] vy
3 ZHo A A o] o]FojxtHLang et al, 1999b; Boore, 1999). 3] YA E(protists) L 2l
(fungi)®] mtDNAo®l t3F mitochondrial genome @744 315 Z2AEV}F 8= (The Organelle
Genome Megasequencing Program, OGMP, [http://megasun.bch.umontreal.ca/ ogmpproj.htmll, The
Fungal Mitochondrial Genome Project, FGMP,[http://megasun.bch.umontreal.ca/People/lang/FMGP/FMGP.html]),
o] 2 5 ¥ mitochondrial genome®] ZIs}oll thdk o A|Z}Eo] AAET7]o] o275t 1 A MRS
ATP A4k mitochondrial protein®] translation®] mitochondria®]l 7]% o] UojA 7]Eo] &= Aol
o] 71%<& X E mitochondrial genome®] ¢lo] FE 2ol A g-proteobacteria A4S 2 I A =
Aol tHGray et al, 1999; Lang et al, 1999a). & 3-7}A &= dAA7tx] LA mitochondrial genome %
7HE AAHolw A sh dbe|g]ololl 7MZal(most bacterium-like) 7FE FAAES o] HFIT o N

-
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106



Mitochondria & mitochondrial ribosome?l endosymbiosis & 3tIt& 0 CHS =X DE

(most gene-rich) 7F¥ %7] Z3t4Al ] mitochondrias HFE AL AAWAWEQ Reclinomonas
americana®] mtDNAZ A 69,0347] d71%&(bp)e] =712 YEH(Lang et al, 1997). ©-2 F7/H9 UA
AE 2, 2831 BRE 559 mtDNAES R americana® mtDNAEHE E3lxo] dded Ao R
B F e Aotk
Genome @7|AE B4 o2 Adox &= T sfe] ZEL o]E mitochondrial genomeE-2 “reductive
(e}
o

evolution”& Ea 1 A9 4, = coding capacity7} Bre| @] o}2] genomeol] H]E| & A 3}A wrolA =

HA3E AXA HAtE Aolth(Andersson and Kurland, 1998). Reductive evolution #732o] F 9o
ZE mitochondriaZ %8 3o 2o F#2F o] % (mitochondrion-to—nucleus gene transfer)S SiL il
(Gray et al., 1999; Lang et al, 1999; Adams et al., 2000), o]® A= Aol= A5 F33 Hi9
&l - H A (nuclear gene)oll 23]l 1 7]Fo] AP EZMN FAE F= JAS AoE B tHGray
and Lang, 1998). gt 3 FHd=te] ofgk 7|54 tha] glo]%= 574 mitochondria & 27F 43 4

i

T dueE M E AAEH I JH(Kurland and Andersson, 2000).
3l genome G71AE EX o 9 &W mitochondrial genome(Z mitochondria A}A]) S 2 ¢ R 3}=
Hekol] dojuhx] gty =345 At Gray et al, 1999; Lang et al, 1999a; Gray, 1999). ©]
2 EA 7% S 9938 A& mitochondria FAAELS R americana®]l mtDNAo| A &
ARBEZ Holths H (e o9+ A2 Pont-Kingdon et al,, 1998)3, ®& 749

mitochondrial proteine codingdti= F A A} clusterES " gl olol| A WA E = {FAF -4 A homolog) &
ol YJelvE 42 42 FAskar 9l mitochondria®l /ol wet YEYE 5483 A2 A
o] Atk stHEE IEo] FERAAOEFYH ZH7 E3tEo] Usitta HId = odHue A 58 51
At}

ulx]9t© 2 mitochondrial genome Q7MY BAS T3 FAHE £ S gL
DNA(nuclear DNA)$} mtDNAZHE 7z+z} stE ol x| &= Al E 4 (phylogenetic trees)ES W& & uf A
Zholl w9 FALSHAl AE7F Dy o] ¢SS WS A ¥tk= Aol th(Philippe et al, 2000; Gray et al
1999; Lang et al., 1999a). sFx|%F o] =42 1ejdt AleFoA e H3s RoFe= JAANEL TE
(species)¥} 2 TE5 7He] AZAd dsid = off & & 4 gy AW S tEolx 9

AF7HA] B3 43 "E ol genome 9 7]A A (bacterial genome sequences) ol Rickettsia
prowazekii (1,111,523 bp)e #Heo] 714 wEZ=gold 717t A4S RolFErth(Andersson et al.,
1998). g+# ok AW mpep o] 7b dbEgole] st DNA A7IMES 7HA= AL R
americana® mtDNA©¢|t}. Mitochondria®] endosymbiosis Z3}7Fd e A= o] = DNA 7|4 L9 A5
vl el 93, Rickettsia’t 43t= a-proteobacteria A%< 3+ subdivision® 248 mitochondria’} 3}t
Hol ygks Zoew FASL Ak ey o] vl AyE FAHLE EorEd ol T dAUV|AES
a3 AE2S Yrlele AAxgHA &GS Ay EAES HoFn Ju O A HARE, R prowazekii
genome¥ R. americana mtDNA9 4714 <ge e 2o HYA e golE9 genomeol A YEIUYE=
AAH zZ4zre] S ARl [t Ao fHA FA494 (reductive evolution) 258 #AE Aoz Wt
= HoltHGray et al, 1999; Gray et al, 2001). &3] F4x =4 S9 A3 AdzE EAS Ay
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folr 1%

g2 wHE ol genomeEd TREEE oW Ax WHAHA gethe Ho T ot k. 23]
oL FE xAoRRE Yot A2 o H genome reduction FA8E AA &S JleAo] v v
FEH L A (Gray et al, 1999; Gray, 1998), st&4 <1 Ao YA utEe Aol FA

1531 gle Aolth, F HAR B RS R prowazekii 2 mitochondrials ATP A4ke] #goA &

A A

ul w]- FALEE 7]eH EAHES Holia YA ATPO o]&d that SHolM e AME u$ tgEre

Holth, o E 59, mitochondriat= A4tE ATPE AXAZ WEA AT Rickettsiat= AAle] AYAiksh

ATPE 2272 AE3H 235|8 I FAEEHE ATPES FolEo]7|7hA] dtth(Andersson, 1998). =
2k

mitochondria ¥ Rickettsia®] “F(membrane)ol| Z}7} EA|3t= ADP/ATP translocaseES HW ds F

of 5t FAMG #AIVE #FEHR FeEvhes Folth oA VA wrH Eolet AlE &v|He] FE 24

S EHE ZAgtd U T AXE oA Ao 7t mgAHom HslE] & AS HolF= Ao

i A 3 vk & Rickettsia®t mitochondria®] X34 gy/Ado] JHo R FAFI e Flolth

Rickettsia?} mitochondria’7} =5 &3 2F&(glycolysis)d] ##HI}E TALAES o= d 5
A

o] A4 frAHd (metabolic similarities)& &A1 o]&°] 18 o] 472 wAA 3= Zlo] ofye}

107



H11sl SEH1es

Jon

=i

o
tol
ton

TE FAogrRyg E3lyo ygvn FAHYL JE AS B uo] =(Andersson et al, 1998; Muller
and Martin, 1999) mitochondria®] F3}7}Fdo] 7[A= #7] EeFQd =WS A& 71 du. =,
genome 71N G FA=ATte] ot FA A Mgty Fo e HoE Ho|Xv AsetA gAY
EETSIeHA #AoRE AWgE FEAdA U F3E BAE BT drks Aotk Al

¢

2 A& AL, Rickettsia 71 AA7F Ao g sFAE7F 2o 7|4 vtelgotdt= A

o} mitochondria®] Z4Fo] A5 7 A48 (free-living) a-proteobacterium ©1 1S Wl 7Fx12 U

S A A B8 FHARES A9A Bas kAo diEd gEs F T ojltke Aotk F, 1
£ genome®] *3}

Bl §ARES ek Ayo] 75str] YalAE A A4 a-proteobacteria]l A
H oYt fFHaAEe] dig B fFHAAE A AL dojok AN Rickettsia®l #F2 genome 12 g
ALY kel WslaAH S HoFH EIgs dolth add R Esta H 9d dEd
Caulobacter crescentus® genome(4,016,942 bp)¥ ol LEH R & FF9 a-proteobacteriadl
Bradyrhizobium japonicum® genome(8.7 megabase) X %34 a-proteobacteria( Rhodobacter )¢
genome G711 LES v AF}E o] &3}, mitochondria®l FH(the proto-mitochondrion)o] ©] &=
e AE W35 H (metabolic versatility)S E#¥IdT e SR oA FES At}
(Nierman et al., 2001). Genome A+ © 2% 7} mitochondria®l Ao 2 23 Rickettsia’t A& 1¥
gk AR ®ighs e digt BeHH {FAAE BRAFA XIhal v 7F-dl a-proteobacteria® H-E] ]
mitochondria 213}7}4-& Tt}E a-proteobacteria genome G714 ES o] &3] o] M3 FHH| X 1L
AT SRl Blolth
oo} o] FH WAl A+ genome F7IAE #HE] AUEERFYH FEH = SEA G
28884y AFAN25EEH AYY%Y mitochondria 3 &}71A ol
S ¢ g vk add E=3E olE gwtE FHES] =Ee 1
U5 BA "ok gAl daEiA, dAeh 2 stEA A E
FobH mitochondria®] z1&kel] tigh AAMo] =&y 7|=7d Topd=E 7tssEe £dS AYste
< . %Fe mitochondria ¥ 3}7}d o] #8F% xldolegtd Al FA #E =

it

) e

ox &

o
o
T2 2 o 2 oox o

= ojg] o

TARE FAA /1E el mvk FASHAY A AFH bl wAHe] e AolAw, @
o mitochondria X8} 79 & AZE gl sl ol Aol J1E A AEA AN H Y
JqEe AVsE Gdor AN A Aol

S %3 mitochondria A37FA o] EA|H £4
=g Ao Qo] 71 ;Alo] F = ‘gene transfer hypothesis’
1

Sk #le} Z+o] mitochondrial genomeE ©] “reductive evolution”&

3. ‘Gene transfer hypothesis’® &
t}& © 2= mitochondria % 3} 714 9
of el AHRERE gty oA Au
AA7] Y&l A= mitochondriaZ 58 0 2o {2} o] (mitochondrion-to-nucleus gene transfer)©]
dojwtrs Ao g F=3la Url. o] En} ‘gene transfer hypothesis’' & Ho = o] 7HAdAME A=A &
=4 ZAAES YA dAo. 9ed A ER] EX(Saccharomyces  cerevisiae)®l
mitochondria”} 7}A& ©@# & & (mitochondrial proteome)S 413 2dx ok 63071# daldo] 9= A
o7 FAsA HAE=d, I F mitochondrial DNAZF 222 codingdts @ AL 10%EY 1, i
2o gl AL pyclear DNAC] 98] wEojx= Aoz 9hd H th(Marcotte et al., 2000). Mitochondria
g o] thEE nuclear DNAC] 23 coding® th+= A ©] ‘gene transfer hypothesis’e] 7F4 % +=
2 2747 P g Aotk ¥ nuclear genomee] & WEOIXE olE dwWAE] FALA
(similarity) & ZAFIGEY AA @@d ZF= 50760%= AAAMES AL (prokaryote—specific’),
Jx o] EAS 7R E AEo| o (‘eukaryotic-specific’), oF 20%E BEIW EA)|3t=
SolAtH(Karlberg et al., 2000). 1714 $-#l& &% mitochondria®l Wt S48k, 20%

rlo

r

[r

A

2 Ao @MEEe V)so] SR gtk HoA s ZA "ok S d¥AX
A Gl A s =2 AT (biosynthesis), ol X A AH(bioengergetics), & & Ao AHH 7]
S 5 HAE FARA @z e g LA (membrane components), %74 (regulation), =32
% (transport) ¥#H 7]%5S 23 Qo)A mitochondria®] FH 7|52 F Fi{ dwldEo] Ao 3
3 9&d, €5 mitochondriadl ¥t YElUE 3F9 @ AELS 1 7] 5o] of EE stk Foltt
2 e gwldolgtd {32k o] F(gene transfer)oll 9] Euw2 Zo] ofYg X 3 A2}

108



-

Mitochondria & mitochondrial ribosomell endosymbiosis &atIot& N CHS HIEHA D

codingstil & SHAS ou|stA =4, Z1E5°] mitochondria A el A3 7|5& FdstA &l
deod 53 a7 d genomeo] AYHOE coding$r S ZM mitochondriadl Al ZES A&35}A
At Aol #H4 g =gd7? B2 2 F9 mitochondrial proteome®] w3k ZAF7F 944 3]
o] Folx A

& Ha7} o] Fojxol W} W ARS IS F dS FHolA Nk TR I genome U
&% mitochondriadl W+ E&A13lE 1279 @] 3k ARy EA3tE AFEL ‘gene transfer
hypothesis’®] ¥*=2], £ mitochondria®] endosymbiosis 3749 =8 & w$ RA~HA s} 23§
g BE A XEE] vre gole] FAoZ 23] 3H mitochondriags 7FA 3 Q7| Bk, T & Al
Z A7 a7 HA R 2 AlE A7 olR] 3 genomeoll A codingdtil 7] s S FoishE shube] AlE

4713 2 229 mitochondriag ZEthe =87 ¢ AdA~Huga & 4 e Aotk
‘Gene transfer hypothesis’ol] 2w mitochondriaZ 58 #0229 FHA olF 2 v HAA}Ho= o
b A44 =434 (sequential reduction)o] &t gt} 283t Ao SAZE VMY FHAE ol
sto X 7F %7] A3 A9 mitochondrias HolFE AAAE R americana®l mtDNAS} H] L
2 02 AIAAAZLEL mtDNAE R americana® mtDNA7Z} codingdl:E= @93 Ti= rRNA
el dF-E(subset)S codingdtil Ythe Holth(Gray et al, 1999). & 237} F33 A=
MEANAM = AAA LA (electron transport system), & 4+3t% <143} (oxidative phosphorylation)ol] o]
3} mitochondria W% ©% 2 & (inner membrane proteins)¥ ribosomal RNAs(rRNAs) 2 transfer
RNA(tRNAs)ell #&F fxd2vte] mtDNAE At gl ojith & xstd Ax= A7|ol F714 <
ribosomal proteinE9] AR 7} 2= o] ke Zlolt, ol#d T2 AVIAE FAe] dE5d 6F
7 AlZS] mtDNA F3dAES vuge=s AAHJAHGray et al, 1999). = 6F7F AX= E57F 5
Mol FAAE TEHoR AT ddEd ZAELS Z+2 rRNAGmns, i), cytochrome b(cob) 2 71
9] cytochrome oxidase subunit(coxl, cox3)E codingslE FAAlolth. 18y A AlE mtDNA < 7}
F=S AN EE Plasmodium(BA8-sE 4%, detelol Wdd 714 Alx7 £3)2 =24 mtDNAVH
9o 570 AR BHEn Qa2 Lo w daedt RS Schisaccharomyces(E R o] AE)EA 7}
2 atpb, atp8, atp9, cox2, rps3 5 H5M FAAZF EEFEIL, I tFo R 23t HNAXEZA atpb, atps,
cox2, nadl™6, naddL 5 107) FAX7} F7Fe . olol A Acanthamoeba(Q 55 4%F), Marchantia(A
HAas dF, $atel7lE)el +o® mtDNACS Fxx 71 @olAla 7B H3 mtDNA7E
Reclinomonas(R. americana)®] Aottt 1HH 7|4 AAHE 657 AxEE A3E wf mtDNAS]
E3A ol oA R3] A9 A ke EASKAES @A ") ‘Gene transfer hypothesis’ ol A]
FstE vk o] HAA ol A5 mtDNA FAAe] Faxge] dojutid Fdd] 71 st
1745 12 mtDNAZF 7Hd A2 §AARE BF38ka glojof 3 Zlojth. spA T AAjE v A3}E 1
017 mtDNA Xt} Schizosaccharomyces T Plasmonium®] U A& FHAS HolZogH At
2 A olFo] Wol dojd Ao vy vk o] 32 mitochondriaZ F-H o2 {27t
o7 o]|%3AUTtE ‘gene transfer' 2= A A, & endosymbiosis X371 9] 725 E A Eo]of

HojF= Az} s

Mitochondria®] endosymbiosis ¥ 3}7Hd 9] A4S EH%5E 2 mitochondrial genomeol] 45 e}
g 5AAQ WEs AvEot: wHletA =ejdr. A& o] It mitochondrial genome 3
genomeol| HlE] Z7|7} wjg- Folr] Zv]e] @7 A ZaAES dido] Hal, olw 19831
16,569 bpel AA d7IA el =AU 2HH o] AL 3 JFA H vEH ol 59 genome
A7IES vluE] 2 Ay, v SuERE 5 E0] HAHAT. 1 F sk Al MlEZ A (eytosol)
ojvf PFAolA= G A Al 30FF oo tRNAZE Zb olr|xeAbs g@deted s Ee
mitochondria®l 4= 22 tRNARtC = o A3 F3sta tk= Foltk(Barrell et al. 1980). =, &
A7 ¢l codon—anticodon A3 IF & (pairing rule)©] E-F%E 9 mitochondriad] A wHE A H3] 23tg oz
Al (relaxed), 3t tRNA7Z} 4744 codon & o= 3tU<tE &S o&E F AESF Ho oA N A
< 79 tRNAE 7HA1x= o#d o] 7hssiAl dvh. MEdoluy wrEgold s 58,
mitochondria*l 8 endosymbiosis Z 3}l o]3] HAE vt T4 Q= GEA A dud A
QoA ZrolE 4= ¢l= mitochondria Rho] HojF= o] g A9l W<+ mitochondriaZ} Bhe] 2
ofe] FAoRRY WAFHITE Wsrhd o] w=ed A5ES A4de A Aol s &
=

At & A =g AR S mitochondrial genomedl A& 647 codon =oll A 4709 codon©
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genomeY} TFE Ju]E zh=th= Ho|t} (Jukes, 1983). dlE& 59 UGA codone 3 AEA|, Hhg g o}
T oo wuE el dolA = ‘stop’ codonelth 1y XfEE, A, FHFEES
mitochondria®l] A= o] A o] tryptophan ©}v] =4S 2u]dlt= codone & 2Hg3tc) 18]l AGGE HE¥
2 0 %2+ arginine °}7] =4t codone] AW ¥ -5 & mitochondria® A= ‘stop’ codon®. %, Drosophila
(Z23}8])dl A= serined] codone]tH(Tomita et al., 1999; Jukes and Osawa, 1993). ©] & Al mitochondria
9] code= XA code(universal code)9} thE ¥ oy} G EAZ < AP S 183 codon 94
W o] Aozt Al EoAE YEhA fal BEAZAAAN #AHE 1 glon FTEAE FoME HEF

of wel ME2 g=2A vetya ks Folu(thg ® il Alberts et al., 2002).

Codon Universal _ _ Mitochondrial C(_)de
code IHEE THFEE an A=
UGA "stop’ tryptophan tryptophan tryptophan "stop’
AUA isoleucine methionine methionine methionine 1soleucine
AGA, AGG arginine "stop’ serine arginine arginine
CUA leucine leucine leucine threonine leucine

ol@A F=AMES] mitochondria’t AEF wel 747Fe] 553 codon JUAAAE 7HA 3L Utk Ab
A2 HE, thA] 3 mitochondria®l endosymbiosis R 3}7Fd 9] FA o] 1= ‘gene transfer hypothesis’
o =814 EeAS s " & v B3 AEA R W38t B4 oA mitochondria ®F-E
goge] it oFo] HAH o2 oS Z M mitochondrial genomed] 3 A7F A& 08 % o]%]
A S0, ofg gEst AEAZRA s G AE(dE EWH &8, FEHFTE )0l AAqA o]n
mitochondria®ll ¥ A2l codon IAWHOozE 54 W AS codingste FdA7F 3 genome
2 olFstA dud 1 A= 3 genomedl A A @A coding TEH S FAE T AST? dE
5o &% mitochondria A 97144 T UGA codong 74 &= FAA7E oz olFstH He &
BEgle FAA7E Ha @ Aotk a8 YH ‘553 codon AAAAE FHAF o] Fo| mitochondrial
A doj EdWolo] o FAdE T et wEY Fx S Aot ey 553 codon 9
AAAZE AEAANME As] YEYA g I8k Yebval e A4S 719sfoF sttt A&
A WM E fFASE SdWel7E duf=A] 2 U AEdAME 553 codon <A AAZE e

E U)ol AE 28gt Ed¥ol= 13t ol A

it

O

o

AN

= ol 553 AAAAE 84 9 gdsiA 5 Fol w
(s €W XfrsE WAAE vk &) dF0], AFE 5) 2ol thE FHE vEelel & Aol
W AT 2 EE UelUA gon FEAYE 59 BEFAA WelMs L3 A4A47
I At olHI AMENES FTFE B mitochondria¥ endosymbiosisell ¢&] A= o] 23}
= Q&= Al HHE mitochondrias Al E7F B38HA @ vl A
EdAE YEdE FE4Q0 7IsS FYHAE e
B2 2 AR 7HAE AfY BAES 7ML e Aow sk Zlo] o gYditts A& o=
Al #h
o714 'gene transfer hypothesis’®] =82 R A#HEe] 371x] glEo] AZstojop & AL
mitochondria ©¥ 2 E0] & genome©] coding® o] A EZoA AT o] mitochondria® targeting =
= e WEs] AnE ot Jdue Aot ML= dAM e} G oY AE AV|HES 7HA
I 7] W) ribosomeol A @A S A3 To| EZ3 protein sorting FAESE AA 24 WA ES
HAZE ZH A wet BFsle] A @k Mitochondria @2 E% AlE Ao ¢l free ribosome®] A
st 2w mitochondria® Y%7 8l ¥F=A] H Q3 signal sequence’} T F Q] ERE] g7
A ® o =4 mitochondriaol] ¢]3l] Q1A =o] F44E + AA ®rk = 54 mitochondria T & o] AL
Ao sHdd wele el dido] ol signal sequence’t EH-wel FUtE AAE HATA o
A (precursor protein)® A H i mitochondria® Y == Ao A signal sequenceZ} Z# 7l A
H 224 Aok g A (mature protein)e] S+ Zolth o] FdHAAHAAM = MxAd EA3F= chaperone
@Gl A (cytosolic Hsp70, Dna] 5)¢ E&< %o} mitochondria®] <] (outer membrane) % W= (inner

membrane)o] & receptord] & A EI  protein  translocator® £ FLdEHEU, o

U —

o
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Mitochondria & mitochondrial ribosome?l endosymbiosis & 3tIt& 0 CHS =X DE
mitochondrial Hsp70°©] ATPE A E3sHA 99 EE (translocation motor)e] &S dozloZxw bl
A& HolEolA ®tHHaucke and Schatz, 1997). thA] @&bd, @A o] F(protein transport) &2

M E 2 chaperone, mitochondria ol £ A3} receptor ¥ translocator, Z12] 1 translocation motor 5
o vkt EAEA Sl FEs Ege A4S AHk tedS & 4 Atk Translocator¥r H U Ete
mitochondria <=3 oo tis] 77 S5 H o2 TOMltranslocase of the outer membrane)
complex(TOMb5, -6, -7, -40 & X3} % TIM(translocase of the inner membrane) complex(TIMI11,
-14, -17, -23, -33 % iﬂ)ﬂ' 933}l translocation motor &G A] TIM44-mHsp70-GrpEE A3

complex®] PH= #&Frh= o] Wax At 21 3 DNAl 9&f coding® o] MEZANA
A1 ¥ mitochondria 92 &S mltochondnai olEAIAFTE ole HFg wWFtUFH FAEAES
oA FAE F AJE AL7? dAAMEE {%” ] of g AlE A7]do] gl7] wZel oldgh H3F
s g olF S AX ot gl S 9 olFss doy] 93t H3d £4 X5 28
2] & ZAolt}l. '‘Gene transfer hypothesis’ ol Ef]ri} mitochondria®] %18} A HA A A 7Hd =7 A 2
= R americana®]l mtDNAZFE AxtH oz GHlAS0] oz ol%atdA a7} olo]x] gkrhd, o
5= FHUAES mitochondria AHA1 9] A5 @M AS codingsta JAS Aok, 1= hA eroj o]
FAAE0] dog o]Fd Fo AAHQA EAWMo|o 9 22F mitochondria® targeting® 7] ¢
signal sequence’} HAHEE X FA WHsts do] 7Fsdt AJAV? v E HE A7|HOZE targeting

HE EdHolo =32 9 dojix] &kE7? Mitochondria® targeting¥ o oF & wwid e 3 F )
7} olyt}. €17t mitochondria®l 7 9% E Y 2t%= mitochondriad] £A)8t= R g '5011 mtDNA
7} 222 codingdtis @A L wl§- A K olojA HAAHA LA (electon transport system)©ll ﬂoﬂ‘}‘—&
A el glar avel Z8 gk 10074 ol 7H7ke A F 137]9kS codingshE o] o]t} E‘r/\]
3} mitochondria’} 2 82 sf= ©@l Ao gjF-Fo] & DNAC| coding¥ o] AXxAoA] AdH & F
Ha e Holu olEA B dwAL 3k fFHxtEe] e Ao A mitochondriaZF-E
A olEel os) Mom KA F 747t fFHAe] EAWolt FHH O EM signal sequence’t g E
HdE 7 A o= % A $lo] mitochondria® targeting o] Eol oA HUE AL =43 B
7hsdk dolgt ol 4 glth Egk o]55 ©] 5 Al A mitochondria Qo= F YA 7 AU ol A A7
St

ELl'rzimQru“

= 55 17} =< A3 dAe Ao A3 EAEA] FRSHEY =
3 mtDNAY % coding® o] 94 2Ud A2 dwmdSo|tt <F AE 24lo] mitochondria® 7}ok
& A sS &) Alesta e ols A FAE2 A 01‘:]’\1 A A2 v % olsfatr] o
2% A& mitochondria ¢ %2} LH 2hell Al mitochondria WA ES Q143 F YA AFE receptors 7t

translocaseE°l 2} sttt o5 3t Z7]TA <] mltochondrlaoﬂ—c EAEA fgrom =z g o
mtDNAC = coding¥ A &A= 1 xAE B3 mitochondria @2 &2 212 ¥ o] mitochondria®
targeting® o] F+YE @A Eo|t} ‘Gene transfer hypothesis'S Wil FAAF o] 5 S WolEolgH o]
TE A e FEAe] DA disiA A THAE S M9k sk TopEE A AAe] =gl e

AL W8 =lal gl Aot

ol

A 274 mitochondria®] endosymbiosis 213 7bd o] di3t EAHES 12Z3o] o], genome G714
d #A=5Ae] gt HEEH M T]EY A Frel dojue =84 ZA%S, gene transfer
hypothesis A7} 7FAl & =84 BEEA, 2559 mitochondriao] A vk YEL
oFE s EH W35 mitochondria A 5o A3} o]F WY Sl A
A7 e =84 FHEAd 58 AR AFHegtt 197000 #Hay ]
A AEste] bl XA E wro} WA mpx] g gty JpEe EAT F

S

|
Togle @gelth eyt B maelA AmE vhs} o] Ty

EJVJW s &
NS AAHYE 1 YA E
A

=37} gt =S ReAdESs AYn
O HA % mitochondria®] endosymbiosis 213} 7Fd 2 ‘“FAA ol QAAE =814 AR IS
=59 flo] EE AES HHES 15 ¢k g o ha itk 2 HAlE AR dAlel] fulE
v d4o] #EET sidgE E OE HAHS EYStHAZEA 1 2HE AAUYE AE=Z oln st A
23} ¢lo] BEE 24 gz dE Aolth Mitochondria® endosymbiosisol] ¢ 3] 24 A &}stg o e
v 7HAe] AEE oln] EWe AREE K dol & A, dojAv= EE AFEA dHolHES 1 A& 3
FE 2 vdH A EHE A9 =gAf B nE Ropo] W3 EH =FwWit Fdsir) kAt
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e A oy = galo] HE Fokol] dojA vrdd rHAHe] AR THS AdstA "ot
= AL Hag 4= Qltl. Mitochondria®] endosymbiosis Z13F7Fd o] &3 97 =gdls A3 =
A E e mitochondriagh= AE A71¢ 79 “SHAQD Fxok 71 g Aol ok Ha
Atk o Zo| mitochondriaE 741l EAFS 5 = DA E 3t Axsty g5 AJggoz
M A= mitochondriaZ} /‘ﬂﬁ ZtA e m A= 715 F F2F 7loE ABRH o AYste S ov &

s ek ol M3

4. Mitochondrial ribosome T 3}7Fd o] g &3 Hv|H

ol Hol = mitochondria 9| endosymbiosis A3} 714d 9] s BEOZA mitochondrial
ribosome(mitoribosome) 9] F 322  7pdd ] AHREE A EHFFES  mitoribosomes
mitochondria =€ <t (matrix)ell &A1 384 mitochondria WHooll A A AGA S E3+ 234 <4t
3l BAS dovie 137 @A s AN E IS st oA AF3E viel o] mitochondria®l
endosymbiosis A 3}7pAdo] 9 s  mitochondria®] FAC R JFF H7ke dhHlEol F& o«
—proteobacteria % rickettial subdivision®] 43+ HiE|g|olel Ao =w  FAHSm  Art.  uwEbA
mitoribosome 1 T3¢} 7ol QLo uhE g o} ribosomeﬂ- fFrAFE Ao w AztEo] gith ey
A A mitoribosomes HHH 2o} ribosomedE HEE o2 BG5S HoFEth B nAES wiA oA
ulg 2] o} ribosome¥} mitoribosome®] FY3sHAl 70SEH= %ﬂﬁl—ra Bo]a=7] W& mitochondria
endosymbiosis 213tS HukAstE AoR A&Edtm YA 1AL ZFEE & o]t}. MitoribosomeS
1A E o] F7o wet AT @8k EaRE 73S, A EAd A= 78S, EFEEAE 5555 YE
o] ‘1.“51]?40} ribosome?= wl$- G229, JAGAFE JFor Eud s £A e dEANE o
A et B3 EF5 22 mitoribosome = "rEl gl o} ribosomeX t} SR wF H-x}Fo]u}
Aol A7|+= 23]y ¢ AvE AMAE T Fojof 3t} =M g o} ribosomed} mitoribosomeS
Hlaste] 21st4 AAAGES Auete A Sdetthe Aol aglal XfE5w Tl A(bovine)©l
mitoribosomes o2 Eo] BW  HAGAFE 55501 EX#EHL 283 megadalton(MDa)o] ™, small
subunit(285) ¢} large subunit(39S)= T4 o] tH(Hamilton and O'Brien, 1974; O'Brien, 2002). =&}
+ A&, mitoribosome? rRNA % ©d £A4S EX43% 2y} 49 mitoribosomes BHE 2] o}
ribosome¥} A3 Adtd 2SS JFA 3 Ak AFA o]t (O'Brien, 2002). 5, YrHIE]lo} ribosome
RNA¢?Q] oFo] vz o] okwt} 28) o4 M), A9 mitoribosomed] = 238 w@lzE o] ko] RNA
GETh 28] @Wol Autdje] FAHSRE HojQtE Flolth o]E9] FA A TS the el AElshed
H] a8} 3 o

)
o
o
&

rﬁohﬁérﬂﬁrlr
ach

M ri&ﬂ

2] mitoribosome' Bhe] 2] o} ribosome”

Small subunit 28S 30S

rRNA 12S (950 nt") 16S (1,542 nt)

Protein 29 proteins 21 proteins
Large subunit 39S 50S

rRNA 16S (1,560 nt) 5S (120 nt), 23S (2,904 nt)

Protein 48 proteins 33 proteins
Protein:RNA ratio 69:31 33:67

' Koc et al., 2001; O'Brien et al., 2000; Suzuki et al., 2001a, 2001b
? Wittman-Liebold, 1985
* nucleotides

Sl A gl mpel o] BE A el FAldle A olgkE =8e A7 o] &H Tl Genome?]

ZIMd 3 @] ofu il Ao YEtE FAME ]l BEF (MY xIstH dAuAe] HErE Ha
ETE9 AgA FRd Aol M T8 7ol Ha 9= Aeolth. Mitochondria Z13}7Fd el glof
A% vlg g ol(symbiont)7} YA ZSl %7] AMAE(host)2}e] endosymbiosisol] 9|8 R 3 A E Q]
mitochondria® 1 3}stth= =89 FAld+ Hre glelet mitochondria®l EAsk= ZF genome®] € 7]

=4
Adwt 7 wue] 4seta S450 A4S welFe S MY FLd 2AR Aa . 8
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A wk ke 2] o9} mitochondria®] ribosome®] ZFE= RNA % @Wld2R2EH #@dEH= EAELS ousr),
o g3 UFy 2% RNA-w#d 2442 kst A AR 48 BoFa A+ Aol oy
s =84 AHo| HY3E mitochondria M7 &l A2 stEA =89 5345 27 94
=933 vt ol& EW mitochondriats X3S AXWA mitoribosome?] @A o] F7l% AL} A7)
7b AXAEA A FolA7teE rRNAE 71654 9 Fx2doz HEsA HAvke Awo]l 1zlolt
(Suzuki et al, 2001a, 2001b; Sharma et al., 2003). =L <A=Z AA® AL, mitoribosomed| A Zo}x
rRNA 9] Z3 29 (binding site) <ol A+ @A Eo] o 55+ HH 2o} ribosomes] w2 3}
H g w) A717F A ez A4 yetdos Aol a4 Rk 0131"1 dr & g A5 o] Rttt

¢

rRNA ZAgH9] =39 gwao] 7% 1 rRNAS T%x¢9 7]%5S Hes &t &%, mitoribosome?]
oA gheF vl go] whH E]o} ribosomeR.th -2 o] froll tial 73 do] g lvk= Aelth divst
W H-E 9] mitoribosome ¥ & = (mitochondrial ribosomal proteins, MRPs)2 mitoribosome®| A &4

st Aol ofy, 3 DNAC] coding® ol gle] AEZA 9 ribosomeel 93] 4% F mitochondria®
A% 7] wFoltH(Graack and Wittmann-Liebold, 1998). &% 2] mitoribosome?] 7o, 5001Fo] g
MRP %, small subunit®] @@zl varlzgls Wiz syl A2 9)sta Ymx] RE gdaizo] AE 2
ol AL om A7 A 5 EFEE mitoribosomed] Z¢olE EE MRP7F Al A A A
I 9tk =, MRP9 Ao &= mitoribosome rRNA7Z}F #Ho] 3% & o mitoribosome rRNA2] 7]% 9]
@+ mitochondria®] AAFAE AN #FHF = 1370 @] Ao k= o] v} wpelbA mitoribosome
W rRNA FHe] dldo] AP ozH rRNASl F%¢ 7]5S He3ths AL mitoribosome AHA] 2]
E2 S A(MRPs) &= ofFd IA7F 9= AHolth 2= mitoribosome?] T Z:RNA H]&o] 1}
H 2o} ribosome¥}t Guttehi= AR o] ¥rE o what, mitochondriaﬂr vhe| 2ol S HstEA oz AZA

ol

fr o

2

7]+ endosymbiosis 7Hd2 1 A35H7] o8l =4 EeAddd FEEA HASS & ok ¥k o}
Yz}, QI7k A yeast, mouse, rat 5 MRPE°] 3 O}U] A A ES vk A3 o] 5 AlooA =
A S s 77 o E e AER ZH7he] S A AES HoFa ke A F53 a7t gl

<l

tH(Graack and Wittmann*Llebold, 1998; O'Brien et al., 2000). Ao A3l S et &<
3] MRPe tairs AEZE A4S 7ho] fAd o]l &Aoo shAw A 123 FAAd o
st Aotk oA A vkep o] AR olgtE Ve sl dojA b 2R
ds I o] mitochondria®] A37tdaE 4oz digdgs 4 i olgx oe

g AT AAEL endosymbiosis A SprHEe] BREE =H FHE vS FHE] o)

)
o FUZL'
i

N

&

o
i
(e
|
o

23| mitochondriax ¥ g o2 F ¥ X 3tE St

A F7FA A E mitoribosome 2] uf
gUdAdS HoFu ua He Ao ¢ gYeS o

F7b Atk EAoR AE EEF BUsE A29e 4EE QA FAW 492 2957 g
Azgle TASE BMAE 9 159 codingdlt FAARE G4 5 el gtk fAolR AE
AR A ol nAAL Al E AgHT YLOE A wAHE

[}
bR 2AE ANSA whe

>’~2

<l = =1
HAAQ Ves FIdTH A, 74+ AEF B9 A= EXAES 4 7T Ak O]Eﬁi 5
mitochondria®] genome©l| 4], 18] 22 mitochondria®] @A=L codingst= 3 genomeol A 2+ A
of g} EEI AN EdE JEYT 9o, 3 mitoribosome] T4 ¥ MRPY ofn| x4t /‘1 2
o zZpdd o= Yehal Qe Aol

ém{noi_o,h

«] 317 o) 4 = 50‘0}711 ?io—‘,‘@ =2 w
E9 X3EoA B3] AL&HE= ’homology(*&%lﬁ], s
o 3

Feslel WAHE @y mE okt u)

i =
R e
A

Fdsk= AolARY, H AE2HEG
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H11sl SEH1es

Jon

=i

!
tol
ton

(bioinformatics) EoFell A= ©Esd] “fFARSE A2 7FA % homologyetil HA F2i At 54 AEFS
Zhol yElyE g7 =& ofn At Yol homologyE 7FAAl HW I genome £+ ¥ d e H3lE
A FBBATE FAREHEA 7ol Fxe Vsl doANE AT e #AAE FAHLE oA He
Aolt}, AR 259 Fx9 VT FAGE FES BEE AR U2 FEE 3 A2 S 8
v & da o HAE 5SS BAF o] FARgE RS oldlY Sl Fa dfjA sk WA A
2 08 543 FEoERY =& AS7le o] AR & AES ¥S 7 AUtE AMAon o
714 $-8% homologyel Fs¥ Aoz EAA Fito] 71d & v +x24, 7154 v =&
AestA doldl7] olgA 2 F Atk Hel B §dE 28t do x99 7T Ves g
o ol fFAM S 7lEo R g A WS vE dAsta FIskes Aol 2 7l AAle] tig &
ol FAo disiAe XPAA Wwalale]l €8 e G B n@ A= AETIH YERY
+ homology s Hst&4 fFAd e mdo] ofyel, AEF FHe] 7|24 At gt xdoly o
Aol mdY7] 9% stbe TWro g olsfetal HIske WAS AT El= o] oA
mitochondria7} ¥tE|gotel ft=23 A EF (oA AR tE 5SS HoFe o585 AoEsdt. 19
3 A FA #EEE BE AEso] on A AR SHEE dAEHo R, I AR wx] &= Z
o i AMZE 7HES =YstaA7IA] Y A2o2 AAANIEH w¥sts =450 A%

T =
T 23t} o] 7}3] mitochondria & mitoribosome % 3}7}A o] 7hA= AH3E AlotA o

& Holgt o}
Yy & gloh o] 1#2 A ¢S] E mitochondria® A st Jdo=z HEY & 5 Jd7E vt
g}, vlgglol 2 RE o Hetele A TS A2 = E H i1 mitochondria® O o] ARZQ =

Hl 1
of 2t HFIA YEEH Eol Fojoi & Ho|th, BE sty FHI oHEL mitochondrias H

g &

o AwHols FeHow gystny AFHES sojop Ak 8 sokw AAL] AEAL A
W odoly Avletn o}Ete ME47$ewe] mitochondria’t W24 1 Rale EASuE 52
A ol Selol 1 wehe AEUE H% Sl @ Aelr] wFolth
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