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1. M =2

yeast(AE)+= oF 6,000 FHE ExFe} who
Ak 8A1gE o] Befell HA AR} dag
Wy e 3 i) £33, Saccharomyces cerevisiae 2.
e g, At FAshHl wHel A9
A7E G| AsgEe] gHon FAYEs] W
Az} oige] ojz|7ix] WA ek Bap
olai 7t FAAE sheigtel ol 2l S, cerevi-
stae®} By Schizosaccharomyces pombeel| 3t
oAr) gbalA A= vk S. pomber= East
African millet beerZ%-F F2E 3109 S cerevi-
sige?} §-2d3 yeastZ 57 ANt FFIHFO
2 % o) E§Rsh 257 2els7] olqel ¥
gl om S pombe7} S. cerevisiaeRtt M o 1
Ao 71k ofel A glek (Kurtzman and Rob-
nett, 1991). S. pombes= protein transport, replica-
tion, transcription, protein processing3} sorting,
genetic recombination, cellular signaling, cell cycle
5 4 okl gi@ oyt s dasha gl

ol2 HE| oixl A #E Drosophila, Xenopus, Hu-

man 5 B} o] o A E &4 &
48} gl ony, o} ghe Hololl A vl H ] Al
wolsloh

of S. pombe®] EAFT Al o
slo] Mukxel ZAEEZ 37, human 5 T5AYE2
ool th& model system2.22] S, pombeol it
ATE A E A} ) 53] Be qltiebd Al

55

74 gubs] AdFEH AL Qe Fokal cell cycledd] gt
o172} oncogeneoll g A-F, 1|l o] & o] &3
AdEe A3 Ao ] Aol thste] =dhzt
Eis=8

2. S. pombe2| overview

S. pombes] genome-Z haploid7t ZiL U&=
DNA9] ko] 15X10 “goe)i, =#A genomeo]

15,000 kilobaseol™ map2] Ze]7} 2100 Mo}
az1g2 BW S cerevisiae?] genomed} Z7]$} H]
23 E coli® oF 3~4uie] 5,000~6,00071<]
22217} 3.500 kbell A1 5,700 kbell o]2+& 370¢] <
Aol EAstar ek 1987\ ©FA] 469 3 AFko)
] g om, 1 o 2397K7re] 3789) chromo-
some®l] mappingE ] 2l A o1 vHKohli, 1987).
3 2o okA) oL o) whE A 27} =3 3ht S cere-
visige®} AHbel = Ew = d#olch S pombes
S. cerevisiae 9} V% F-A1at life cycle-s 7 9le,
% haploid life cycle-Z zt3 9lth. Haploid cell
Zo]7} ok 12~14 yme], #o°] 3~4 ume]w, dip-
loid cell& <F7r Z i Zo] o} haploid cell¥.c}
w1 viable& Atelolch S cerevisiaer EFoP(bud-
ding)e. 2 ¥-dskzul, S pomber= E. colix7] o]

F99-8 3} haploid celle] Wity
5+ mating types whpd diploid zygoteE 3 Al
3hr}. Zygotei= meiosisE £33k 4719 haploid
spored &HA#A ). S pomber h'9} h 9 F

F-H(fission) 2 &
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7}2)2) mating typee] £AsH=d]| heterothallic st-
raingl h™N¥2} h™° (N=normal, S=stable)2 =4
A2 mated # = 91} homothallic straing] h*®
& h*el h™ 259 mate§ € 5 3tk Homothallic
strain-® mating typeS FAl2 A 3Hsl7) ufFol] h®
(h* e h™)& h*9F h™ cell& FAlo] 23 leh. He-
terothallic h*Mg v <fgt nlxE WYMoz A
1} h-Sstrain #1-§- =] W2 HHA=A &
=t} o] mating typee] A== 712 S, cere-
visiged] cassette mechanism¥ FARgE 7]2HE o]
43l g Yok

S. cerevisiae®] genome-2 intrond T2 Q=
AS7 W2 8RR AskAR, S pombes WAl
@S AR} introng EFSEE Uk oF 30%9
427} introng ZIE 902v ndea3t HFHAL
ALl 5709 intrond E 3T ¢l evi(Hiraoka
et al., 1984) cdc2* 2] 7%+ 3709 intron (Hind-
ley and Pheor, 1984), rasI*-& 1709 intron(Fukui
and Kaziro, 1985)% %33t Qv % introng
Egske A7) gel A =tk 28y, olE
intron-S 36~129 nucleotide?] Zol= vl|-$¢ #Hom
53} 3 x|ede| metazoano|} thE fungiollAl WA
#: 73} §+}3} consensus sequence® Ei3tT
gJt} (Mount, 1982; Guthrie, 1986). =& S. pombe
intron< CTPuAPy<¢l #-2 internal consensus se-
quenced #I 9lom ol ©E ofriA 1Y
R E) A A= internal sequence®} vl H-A}
slt} (Guthrie, 1986). ©)=]&t o] -2 alsle] S po-
mbe= intron splicing®] 23 TU I AMSH7E
gl

Schizosaccharomyces pombe AR 2|7}
el ojsted cloneE et 7bg wA ol&% W
He o2 9 f3x gl A2 8E A nuc-
leotide & probe® ©]4-% DNA hybridization
oleh. oleld WoZ clones $UAZE tRNA
(Mao ef al., 1980), rRNA %2} (Tabata, 1981),
cytochrome C (Russell and Hall, 1982), topoisome-
rase I# II (Uemura et al., 1986) 5°] it} o}&
clone W ogx S cerevisige®] mutantel] S. po-
mbe?] libraryZ transformationA]# A °]& mu-
tantE complement?] 7] S pombed] FAHAE
clonedtc}. S. cerevisiae®} S. pomber= FrAHEH o)

7] Wl A2 complementationg ¥ F U=
FAA} AgE 23 o] & o438t cloned
f+#2}2+ alcohol dehydrogenase (Russell and
Hall, 1983)¢} triose-phosphate isomerase(Russell,
1985) 5o} ek gt Ho| 2ol uhy Fof shir}
S. pombe®] mutantE THEA ©]F mutantE co-
mplementationdh= §AHE clonedhe #elrh
a8y, o] 5 A AEL extragenic suppressor -
Azt 7HeAel Qlerg FoE dlojof gt of
2% o2 clone® FAHAEE cde2'E YA/
222 cde HFHAEE & 4 Ut (Hindley and
Phear, 1984). clone¥ S. pombe FAAEL S. cere-
visiae 2t *N5- FAMRE ZEo] %8 2lt) Histon H4
= 91%2} A (Matsumoto and Yanagida, 1985)
o] 913, B-tubulin® 73% (Hiraoka et al., 1984),
cytochrome C& 70%9 +*Fd (Russel and Hall,
1982)e] alth =3 S pombe FAAE EHEE
F-4 22} ol -§- f-ARd o] o} Histon H4+ 91%°] =
Histon H2A+= 79% (Matsumoto and Yanagida,
1985)¢) Aol qlom W& FHA= S cerevi-
sigeRr} EHFE FHR] S RS AEe
itk ol & Eof calmodulin §-HX= S. cerevisiae
o= 63%2] Aol ot EAEE A
74%¢} f-xFAde] ¢ltk (Takeda and Yamamoto,
1987).

TAAEL] AT 43 vector®] ko] gl
o S pombeo| A= oJ2]7}A] vector7} 7Hts] T o)
E£-2 gene? clone, gene library9] 743} expres-
sion 3¢ £% 3 AlSFHH, Ui vectore S. cerevi-
siaeS} S. pombe B4 F o8 ALLEI|E g
t}. S. pombe vgctorP—J selecton markerZ+ S. cere-
vistae2] LEU27} Ho] sxo]m, o]&= S. pombes] leu
1-325 complementationd 4 ¢17) @] Fol| 5 strain
Tl A 2189 5 gl 2 9ol S pombe urad™ &
complementation® ¢ U= S. cerevisiae®] URA3E
wro] o] selecton markere]w S, pomses)
lewl* 9} wrad* 2 A3 AH43}l7)= 3o} Cloning ve-
ctorol] @o] 2Roli= ars+= S cerevisiae ] 2-um circle
plasmidZ2 5] a5 Zeolm =3 S pombed =
9] ars sequenceE A}8-3l7]% ok YWkl
cloning vectorell+ pDB248X¢} YEpl3 5& &
glom o]5& w5 pBR322 vector® EAZ ol
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8lo] LEU2 £-& t}2 markerE selection marker®
ol&-3lglon] 2-umE arsZ A8t EcoRl, Ba-
mHI, Sall 52| unique restriction enzyme siteZ
2333 9lvd (Beach and Nurse, 1981; Broach
et al., 1979). 1 ug®] DNA ¢} 1X10' transforma-
nts7} A} F-AAlel| 4]A plasmids Hojw gl
t}. Gene librarys %S+ vectorZ+ pDB203}
pWH5E o] Alg-3l=] (Wright et al, 1986), ©]
2 LEU29} 2 umE E 33 vector® Aol repre-
ssor$} APr promotor?} fusion® tetracycline resis-
tancet FAAE EFCE Al FAA] e ¥
$Z DNAZE 2918 o tetracycline resistance -+
A =}7} W@ = o] recombinant plasmid& 4A &
4= g} o] 5 ol9dll= S. pombes] adh promotorE
2431 Q) pART172S expression vector® &z
t} (McLeod et al.,, 1987). S. pombe2] adh FAA =
v~ 2 oA glucosedl] 713 S. pombeol A&
A A soluble protein?] 0.5~2%7} alcohol dehydro-
genaseo]rh. 1} o}z S pombecl A= expres-
sion systemo| @Wo] d7-Eo] A 4L AAHe|rk

Clone¥ -##2}52 gene disruptiono|t} gene
replacement& ©}-8-3}e] in vitrool| 4] null mutation
T 543 EdelE e 7 gtk M gl 2
ol "y 3}‘/}{; clone W<l marker 3
A5 92 Fof linear DNA fragments =H5o)
yeast] & transformation*]7]" gene conversionei]
9]&to] replacement® o] wild type f3zbe} %3
&} ¥}, % diploid A4Elell 4] gene disruption
o1} replacementE ¥ Fo| haploid® sporula-
tionA]A A 1 A5 FARY, 22u h /b dip-
loidi= A AE-Ao2 A w3l 4 haploid 2
sporulationd}?] wj&e BE h /h*} h /h dip-
loid & wo) AF& 3}71} (Russel and Nurse, 1986)
ade6-210/ade6-216 diploid& AH8-3Hc} (Fukui et al,
1986). ©| 5 adeb =<3 ol diploidell A & com-
plements}= 7]¢] recombinationo] Yei}z] 947)
] Foll ade- W)= 2] diploidE 7]-$¢%H £414 =}
FHo 2 4= haploidd A71E 4= Qlch

S. pombedl Al & 5 olv oderbA] §FEgH
- S pombes ol thokstm WSl
AZAYE3, BAESA TAAHA] =AM 5

ool WE H& FAAS BAAAB selze) 2

Hu} olz{gt thaFgt HPH-S mammalian celle] 4]
AHEEE )l Alzke] 22 Aem Abgslrle] B}
=& o] ¥t} mammalian cellol] 4] recessive mu-
tant+ diploid cell line 23¥ 44 &7} s
o] 5ol th3t genetic analysist= A3 A)7ke) 4
8.9} somatic cell genetics®] g2 ¢ o] aic},
3} mammalian chromosome®] geneel gl site
specific mutation2 43| oJ#- A2 =2 ated g}
28} yeast9l mammalian cell Alele] §-2)}gt
gene?] 73} gene transfer technigues 733t
yeast genetic procedure-S5 mammalian cellol 4%
o8-8 ¢ Al shsich e’ ARAMEA S po-
mbes ©) 88t 7154 A3} gene-& mammalian
cellef| o] 3o} 1= 712 mammalian cell®] <

el ARE A Azske Aotk dwh J%4

A%t gene-- mammalian cellell 4] 3ke S po-
mbes= mammalian gene?] ATE 3 WsPxiz
2eod% 4 glon o|-F o]43le] mammalian cell®]
genetic analysisell A% oJ8E FAEL ¥}
&4 AZS F ek olHF A7y gEAq
dze we A7-EoF F cde geneol] Hdt 79}
ras oncogenedl W& AFE 5 4 gjch

3. Yeast2 cell cycleoi| CHEH A

Cell cycleel] g A= z8 AHE cell cycled
controlell #AIE= ¥ FHAES oA st
der o) A2 7122 71%°] mammalian
cellel = o-§- Falslche Zo] whslx]ar gl S
pombeol| A+ 2F 500 7122 cdc mutant7} 7
HA TS cerevisiaeo A& 2k 700] 7pA| 7} A E o
Lol ik od9tr) A= 2 gle) (Pringle and Har-
twell, 1981; Kim ef al., 1991; Kim, 1993). u&i=l
cell cycleo #IAIE= FAAE 712dled S po-
mbe2} S. cevevisige % humanol| A FAFAel Q&
gene?] hF Al 7L cell cycle & startel] A

= FAAkelth cell cycle A F cell cyceld
controldhe= H-917} F7d EAE e e
G1(v}= S phase A)o]™ start pointg} F-c}. o]
point& A} A L+ mitotic cell cycled 33}
Hrk o2 shle 2 G224 A mitosis7} A
A e7beE ZAe Hejeln o] F Bl S



58 Schizosaccharomyces Pombe2| oi1Z5¢!

pombe®] cdc2*7} F8 7 AL v} cde2r e cell
cycle control®] start9} mitotic control pointel %
23 9€E 311 4709 intron& 22 (Hindley and
Phear, 1984), 34 kd <b¥-4-& jeplio] protein ki-
nase?] ¥&-& rKSimians and Nurse, 1986). S.
pombe®) cdc2* 2} FUZ S. cerevisiaed) FHAAE=
CDC280]1% o] gene Q4] Glol|49] start control=}
mitosisE $130 4] B.2slth cde2” 9} CDC28 gene-&
7Nedes ME ug bt Holw o shie
olp]irAte] xje]rh via oAl Aol 62%2]
Ao} let. CDC28 &A=k 4] protein kinase
activity7} 9132(Wittenberg and Reed, 1988), gt
S. cerevisige CDC28 S+ A= S. pombe S cdc2 mu-
tant& complementdtc}. Lee$t Nurse(1987)= S.
pombe2] cdc2 mutantE complement3l= cDNAS
human cDNA libraryE o]-43}od Zloligic}, o) &
CDC2Hsz=} stsl o cdc2t 9} CDC287} 62~63%2)
A4S 7k 9le.v protein kinase®) 7]5& 73
et 71 Yol x Xenopusell 4 21" MPF(matura-
tion-promoting factor):= 32kds} 45kde] F7}7)
S zhem o]5 EF protein kinase®] #A-&
73 913, o] 5% 32kd FARol S. pombe p34
(cdc2)2} immune-reactiong zZH=ths 7o whal A
t} (Gautier ef al, 1988). ©]2} 7ro] human$] cell
cycleel] #A == FARke} 213 FHAE S, cere-
visiaeS} S. pombeol| Al AF§ o 2R human?] cell
cycle 71zt digt flejE ojal|d = gleslal 7
off gt

4. Oncogenedi] & ¢

o AYEFel A cancer®] F-AF AEEAHQ U9l
I 713 2 93]7] $iste] ohwor :s)
gko v, &3] recombinant DNA technology& )&
& A3 oncogenedl| W3k WAL sHA =gl &
A74A] oF 4049702 oncogene] H7 ¥ %2 (Bi-
shop, 1987) “1E-9] protooncogeneS cell growth,
cell division, differentiatione] 523 932 Fc}
2 A3 9ltk oncogened} F-AMF §-AHA}) S
pombes}t S. cerevisigec) A M7 Hgom o5 F
dedt AW 2 Y3teialo| s, -8l gene
manipulationo] £0]3}7] wjRe)| o]E-L o]&3}e]

oncogene homologuedl] w3t 7]5& Atale Aol
HA ol A& 7hE3ich |2 713 wo) &3l
7Z1o] ras geneel|l AWF <dTo|t}h ras gened <
271 o2 AEAC FF e Aoz geizion
Al A= Ha-wasl, Kivas2 Nwas 5 3709 ras
geneo] 9}&l 7 o mi(Shimizu ef «f, 1983) rats}
mouse+ 270 9] ha-ras®}t 2702] Kivas 5 4719 ras
gene®] lcHDeFeo et al., 1981; Ellis ¢f al., 1982).
=3 Drosophillat} Gold fish Eol|4] ras geneo]
gl deidok S cerevisiaedl A= RASI,
RAS2 5 2719 ras oncogenee] 28 F o m(Power
et al., 1984), S. pombeolre <A3IMNe raslt
geneto] BHal HcHFukui ef al., 1986). ]S 23l
g2 ras geneEL FxA o2 ul$ conser-
vation=| gl 3L, 7542 o] fFAapslelel Azt
o} human ras gene-& 18870} 189719 o}u):
Ao g FHx, ERleke] 21000010 S. cerevisiaes
3099} 3227H9] ojv]iAto g FAEglom S po-
mbe ras= 219709] o)At 2 Eogich o)E-9
amino-terminal %ol 9l 80712] o}w|x 4t wf$-
frAbste 1 #e] 807 ke fAS B,
carboxyl-terminalZe]] 9l opnj:Abe wj$ t}ok
3tt}. Human ras gene®) p21 842 plasma me-
mbrane®] cytoplasmic sides]| &A1&+ guanine
nucleotide A=t} Z signal trarduction path-
wayel #FAEctT AR e Fodwo] yas
gene°] mamalian tumorellA] AR} &A1 7
& 4 AR @& Aelo)). S cerevsize®] RAS2
gene-2 adenylate cyclaseol] dA3=]o] glowm ge-
cond messenger cAMP2] M2 Ex & W35lA7)
= Ao odeixlcl. RAS] gene adenylate cyc-
laseE 43 &g sigizl A= ckMarshall
et al., 1987). o5 o)X S. cerevisigeo] A= ras-
related gene2 24 YPTI gene (Wagner ef al.,
1987), RHO gene(Madaule ¢t al., 1987), RSRI gene
(Ruggier et al., 1992) o] glon o]5 ¥ GTP
AR AL LA rgs genedt amino Tt7]7} wi-%-
218k S, pombe= 19 raslt gene®d 7t
Ql.e.™ S, cerevisiae rast} viral ras sequence® hy-
e AR o]#gt raslt
gene-Z essential gene-2 °hv conjugation®} nor-
mal shape, sporulation®l] <d@e] Hef gicty B 17

bridization-&



Schizosaccharomyces Pombe2| AT1SE 59

o)tHFukui et al., 1986). S. pombe2] rasl® gene®]
human®) ras genes |73kt 4 5 sleA
o7] 318141 human ras sequence”} fission yeast2]
ras]~ & complement®d < Ue7HE TAFSITh 1L
A7} human ras?} fission yeast rasl™ strain®]
A X537 conjugation defectd <F7F H.ehsha,
E3] sporulation defect® B3l A& wsgl
thNadin-Davis ef al., 1986). human ras< H*3&F S.
cervisiae?) ras” straing complement 3¢l om| o]
213 S. cerevisiae$t S. pombe<} humanel 42} ras
gened A= rasd 715E WU AT AL
o)l TAEol e rase] HIE FolE F Sle
of 7} k.

5,4 o

QoA 7krs] AHE HAAY S. pombe= S. cere-
visiae?} vi-$ FAFE AAe] HodMdE Folg 1}
Egize] BAL ztw givh =3 S cerevisige Hor}
o 285 Zoz = doixl AAE A hu-
man 5 TF¥ A8 AT dFd 34T 5 o
gle} A=) o|2¥ AHE zZtw glon fHE
Aol wpzt BAEA, A EAYES = Hho)
ol gl on w7HA okl S. pombedl] Wi
AT o deol wig whoget Al

EHnEH
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