Kepdioro 10: Yroroyrotikég I'pappoatikég

Xovoyn

2710 Kepaloio avto Bo ueletnoovus pio YeVIKOTEPY KoTnyopia uelodwmv, TIC VTOAOVIOTIKES YPOUUATIKES, Ol
OTOoleS TEPIAGUPBAVODY GOV EIOIKES TEPITTWOEIS UOVTIELD, TOV ELOOWUE OE TPONYOVUEVA KEPAAOL0, (TPoTLTQ,
HMM), alAé kor mio advOetes JOUES 01 OTOIES UTOPODY VO UOVTEAOTOIOODY KOADTEPO, HI0 GELPG, OTTO [SL0A0YIKA.
rpofinuaza. Oa dodue TIS 16TOPIKES KATOPOLES OVTOV TV UeBOdWV Kot o ueletnoovue TIG KaTnyopies exeives
OV UTOPOVY Vo, XpHoyomoinfody atnyv mpodyvwon e OevtepoTayods oouns tov RNA xoldmrovras xair 1o
Cevyapawuo twv Pocewv. Oa wilnoovus yio. Tic YVWOTES EPOPUOYES KOL TO AOYIOUIKO OV LOoCI(ETOl 0E TETOIES
ueboodoloyieg, ko oto télog Oa dobuE Kol KATOIES EPOPUOYES TTNY TPOYVWATH JEVTEPOTAYODS OOUNG TPWTEIVADY,
EPOPUOYES TTOD KAVODY EVO, TPATO SHUO. GTHY TPOYVWTH TV UOKDIVOV OAANLETIOPOTEDYV.

IIpoamartovpevn yvaoon
270 KEPAAOIO OVTO OTOPOITNTY EIVAL 1] YVOON TWV EVWOLMV TOV KEPOAGIWYV TOV AGYOA0DVIOL UE TO, TPOTVTO.
(kepdldoio 4), o HMM (kepdloaio 8), aAla kar i uedodovg mpoyvaons (kepdloio 7).

10. Evoaymyn

270 KEPAAOLO OVTO, OOV EYOVUE OEL AETTOUEPDG TIG KOVOVIKEG EKQpAoELg (regular expressions), To TPOTLTA
(patterns) otic aAiniovyies, ta mpoeik (profiles) aiid wor ta Hidden Markov Models (HMMs), 6a
Tpoympnoovpe éva Pua mopamépa. Ao S0VUE TOC EVIAGCOVIOL TO TOPOTAVE® GUCTALOTO OTN HEYOAN
KOTNYopio TV TUMIKOV YAMGGMY TOV YPNCULOTOIOVVTAL OTNV VITOAOYIOTIKN YAWOGGOAOYid. XTr GLVEXELQ,
aeol £YOVUE UEAETNOEL TIG TEPUITMOOELS OTIC OTOIEG TO. OMAL OVTA LOVTELD dgv emapkovv, Ba dovue Kot
TOPUOEY AT EPOPLOYADV TLO GOVOET®V HOVTEAWDV.

H 0zwpia tov omkedv ydowcoodv (formal language theory), opilel po «yAdooco» o¢ £vo, GOVOAO
oLUPoA@V amd kdmolo alpdpnto. H ypappatikn, sivol pio Tpoc€yyion yio Tov opicpd TG YAMCGoOG, 1 0moia
Paciletar og éva ochvoro amd kovoves. Ot kavoveg avtol (rewriting rules) maipvovv tn popen 6mwg 4—xB,
omov ta KePaiaio ypdupoata cupforilovy ta TPocwPIVE, aeneNUEVa, UN-TEpUaTIKE cOuBolo (nonterminal
symbols), ta. omoia dev gupaviovior 6to aAeapnto, eved ta meld ypauuato cuUBoAilovy T TOPATPNCIULC,
Tepuatikd (terminal symbols) cOppoira, Ta omoia vdpyovy oto aAeapnto. O mopondve kavovog Kabopilel
OTL KAOE ELLPAVION TOV UN-TEPUATIKOD GVUPBOAOV A umopel va ovTIKOTAGTOOEL 0O TO TEPLOTIKO X KOl TO LN-
Teppotikd B. I'evikd, Eekivavtog amd Eva Un-TepURoTKO GOUPOAO S, 1| TOpAY®OYN TNG YPOLLOTIKNG CUVICTOTOL
o€ pio oepd amd TéToln PUaTo aVTIKOTAGTAONG, TO OTTolo TEPUATICOVTOL OTOV TO TEAELTOIO UN-TEPUATIKO
ovpporo &xet eEoPavIoTEL.

H ta&vopnon kot 1 vIoAoYIoTIK) HEAETN TOV TUTIKAOV YPOULATIKOV, 0Qeilel TV VTapEN TG GTOV
peydio ylmocordoyo tov MIT kot odonuo avapyikd @ocopo Kot otoyoot, Noam Chomsky. H
GUVEIGEOPA TOL 0TI MNTOV OPOCNLO YO TNV VTOAOYIOTIKY YA®oGoAoyio Kot ot pebodoloyieg avtég
YPNOUOTOO0VTOL UEXPL ONUEPX, TOCO OTN HEAETN TOV QUOIK®OV YA®OCHV, 000 Kot oTn Oempntikni
TANPOPOPIKT (YADGGES TPOYPAUUATIGLOD KAT), 0AAG Kol ot BlomAnpogopikn, 6twe Oa dovLe 610 KePAANLO
avtd. Ta meplocdTepo TEPIEYOUEVO AVTOD TOL KEPOANIOL, aKOAOLOOOV TNV opoAoyio Kol TN SOUY TOL
avtiotoryov keeoaiaiov tv (Durbin, Eddy, Krogh, & Mithison, 1998) evd avagopég yivoviar kol o€
avtioctotya dpbpa avackdnnong, m.y. (Searls, 2002).

10.1. Hgpapyio tov ypoppatik®v tov Chomsky

To 1956 o Noam Chomsky ta&ivopnce Tig TUTIKEC YPOUUOTIKES OE lEpOPYic LE KPITHPLO TOVG TOLITOVS TMOV
Kavovov mopayoyng tovg (Chomsky, 1956). Xopeova pe avtyv v tavounon po tomikn yhooco G
amoteleltol amo:

e ’'Eva memepacpévo oivoro V amd un teppatikd cOuPoA

e ’'Eva menepacpévo oivoro T amd TepLTIKE GOUBOA

o ’'Eva memepacpévo oivoro P amd kavoveg mopayyng

e 'Eva apywo couporo S
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‘Etot, wa tomkn ypoppotikny copforiletoan wg G(V, T, P, S). H epapyia, mepilappdvel oe avEnpévn oeipd
TOAVTAOKOTNTOC, TIC KOVOVIKEG YPOUUOTIKEG, TIG YPOUUOTIKEG Y0PiG SLUEPAlOUEVE, TIG YPOUUOTIKEG UE
ovpepalopeva Kot TEAOG, TIC YEVIKEG YPOUUATIKES.

2T KavovikEg Ypoppoatikég (regular grammars), ot omoiec ovopudlovtal Kot YPoUUOTIKES TOTTOL 3, 1
HOPOY TV KavOvev TTapoywyns Tovg givor oesloypapukés (right-linear) f apiotepoypappuxés (left-linear).
Av glvar de10YpapIKES, TOTE:

W1 —d W2 ﬁ W —a
EVO, OV EVOL 0PLOTEPOYPOLIKES:
Wy —Wan W —a

2TIG KOVOVIKEG YPOUUOTIKEG, TO TPAOTO UEAOG TOV KOVOVO TOPOYWDYNG OTOTEALEITOL LOVO amd €val un
TEPULOTIKO OVUPOAO, VD TO OeVTEPO HEAOC TePLEYEL Lo, akoAovBio Tepuatikdv cvuBoiov kol &va pn
TEPUATIKO oOUPOAO oTa oplotepd 1 ota Oefld, avaioya av 1 YAdooco eivar  deSloypoppuiky M
OPLOTEPOYPOULKY], avTioToryo. Tig kavovikég ypopupatikéc avayvapilovv ta Iemepacuéva Avtopata (Finite
State Automata). Avtr 1 katnyopia YAwoomv aviiotoryel, 0nwc Oa dovue, 6TIg Kavovikég ekppaocelg (regular
expressions), ot 0moieg £ouv TOALEC EQUPLOYEC TOGO GTN BlromAnpopopikn 660 Kot 6Ty avAaAvoTn KEWWEVOU.
Koavovikég yhdooeg ypnoiponotodvtal, €miong, yw vo opiotel 1 Aeikoypapikn doun TV YA®GomV
TPOYPOUULATICUOD.

TG YPOppaTIKES Yopis ocvpepalépeva (context free grammar), ov omoiec ovoudlovtol Kot
YPOUUOTUKES TOTOL 2, 1) LOPON TOV KAVOVMV TOpay®YNG TOVG elvat:

W —p

Edm, to B eivar ovpPorocelpd (string) amoteAovpevn amd OTOdNTOTE TEPLATIKA 1) UN-TEPLOTIKA
ovuPora (yopig OpMC va copmeptapfdavetal n keviy ovuPorocepd). To avtouata mov avoyvopilovv
ypoppatikés yopig cvouppaloueva sivor ta Avtopoata Xtoifag (Push Down Automata). 'Adcceg ywpig
ovuepalopeva, omoteAobv ™ Bewpntikn Paon vy T OoUn TOV PPACE®MV TOV TEPICCOTEPOV YAMGCHOV
TPOYPUUUATIGHLOD TAPOAO TOV TO GLVTUKTIKO TOVG TEPILAUPAVEL KO GALD YOPAKTPLOTIKAL.

2T YPORPOTIKEG pE ovpepalopeva (context sensitive grammar), ot omoieg ovoudlovtol kon
YPOUUOTIKEG TOTOV 1, VKOV Ol HOVOTOVIKEG YPOUUOTIKEG (monotonic grammar). H popen tov Kavovov
TOPUY®YNG etvar:

o Woy, —aifa,

Edm, 10 a givol éva 0mo100MmoTe TEPUATIKO GOUBOAO, TO 0 OTOLOGONTOTE GUVOVAGLOG TEPUOATIKMY KOl
UN-TEPLOTIKOV SLUPOA®mY mov meptlapuPdvel Ko v Kevy ovuPolocelpd, evd t0 B omolocdnmote
GUVOVAGIOG TEPUATIKMV KOl UN-TEPUAUTIK®Y GUUPOA®V oL 0ev meptAapPdvel Kot TNV Kev) ouuBolocelpd.
[Mopdyovrol, €tol, cvuPolocelpég HIKPOTEPOL UAKOVG OmO oLTO TNg Opylkng cvpporoceipdc. ' avtd
dAMwote o1 YAdooec avtég ovoudlovtal povotovikés. Ta avtopata mov avoyvopilovy ypopuuaTikés xopic
ovpppaloueva givar ta I'pappukd [epropiopéva Avtopata (Linearly Bounded Automata).

Téhog, otic yevikég ypappoTtikég (unrestricted grammars), ov omoieg ovoudlovTol Kot YPOUOTIKEG
Tomov 0, N Lope1 TV KAvOVAOV Topay®yNg eival:

(251 WOCQ — ﬂ

omov f elval 0T0106OMTOTE GLVIVOGUOG TEPUATIKMY KO UN-TEPUATIKOV GUUPOA®Y TTOV TTEPIAAUPavEL
Kol TNV Kevny cuuPorocelpd. Xe avTiV TNV TEPITTM®ON, Ol GUUPOAOGELPEG TOV KOVOVAOV TOPAYMYNG UTOPOLV
Vo omoteA0bVTAL Oamd OMOldONTOTE GVUPOAN NG OAPOPITOL NG YADGCGOC. ATO Wi OTOLONTOTE
ovuPorocelpd (extdg TG Kevig) pmopel va mapoydel omowadnmote GAAN (1 Kou 1 101r) ovuPoroceipd. Ot
YEVIKEG YPOUUOTIKEG €ivOl YPOUUOTIKEG UE HOVO TEPLOPIOHO OTL OO TO Kevo cOUPOAO dev mapdyeton
ovpporoceipd. Enedn dev vmdpyovv dAlotl meplopiopol, To cHVOLO TOV YAMGGMV OV OVIKOLV OTIG YEVIKEG
YPOUUOTIKEG €lval TO o gupv (CLYKPLTIKG [E TIG LIOAOWTES YpaupoaTikés TG lepapyiag tov Toduokt) Ko
LEGO GE QTO EUTEPIEXOVTOL TOL GUVOAN TOV YAMGGMV TOV CVIIKOVV GTIG YPOUUOTIKEG YOUNAOTEPNG 1Epapyiag.
Avtéc o1 yhoooeg ovopdalovioar kot Avodpoukeog Amopidunowyeg [Adooeg (recursively enumerable
languages). Ot yevikég ypoappotikéc avoyvopilovratl amd tic Mnyavéc Todpvyk (Turing Machines).
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recursively enumerable

context-sensitive

context-free

Ewoéva 10.1: Awoypoupoticn ameikovion g 1gpopyios twv ypopuotikav twov Tooucki. Kdabe avatepn ypopuatiy
wepiloufiaver oov  €l0IKn TEPiTTOON ovtég  mov  Ppiokovia 0 KOTOTEPO  ETIMENO (omo
https://en.wikipedia.org/wiki/Chomsky_hierarchy).

10.2. Koavovikég ypoppotikég

Ol KOVOVIKEG YPOUUOTIKEG, €10ape OTL ivol YpopKES, €ite OeEI0YPOUUIKES EITE OPLOTEPOYPOUMIKES. Ag
Oewpnoovpe pio omAn OeEI0YPALLUIKY] YPOULOATIKY LE OAPAPNTO Ta. cOUPOAN X Kot Y, Kol KavOveg S—=xS Kot
S—y. Avti 1 ypoupotikn pmopel va mapa&el 6Aeg Tig cupforoocelpéc mov Eexvave pe avbaipeto aptBpd x Ko
TEAELMVOLV UE €va povo y. Mmopel va moapdyel yio mopdderypo po akolovdio S—xS—xxS—xxxS—xxxy,
omov 10 Bérog cuuPorilel v epapuoyr Tov Kavova, (pepukol cuyypapeic cupporilovv v epapuoyn Tov
KOvOVa TOPAY®OYNG LE TO OAO BéAog =*). e avTN TNV TEPITTMOOT EYOVUE TPEIS OLUOOYIKES EQPAPUOYES TOV
TPAOTOV KOVOVO KOl L0 EQOPUOYN] TOL OeVTEPOVL, €TI0l (oTe Vo mopaydel TeMKE 1 GLYKEKPLUEVN
oupforocelpd, pio omd TIC ATEPES GLUPOAOGELPEC TOV UTOPOVVY VO TapayxBovv amd vt T YA®GGa.

Onoc simape, TIC KOVOVIKEC YPOUUOTIKEG TG ovoayvopilovv, dniadn T dwfalovv (parsing) to
Ilenepaopéva Avtopota (Finite State Automata). Avti 1 xKatnyopia YAwoo®v aviiotolyel 6mmg Bo dovue
OTIG KOVOVIKEG EKQpAoELg (regular expressions) o1 07oieg £XovV TOAAEG EQapLOYES TOGO ot BlomAnpopopikn
0G0 Kol otV aviivor Keyévov. Ag Bewproovpe po ToAhamA otoiyion, 0nmg avtn g Euwovag 10.2, kot
po kavovikn €kepaon i €va mpdtuomo g PROSITE mov va v weptypdpovv (0nm¢ ldaple, o1 KOVOVIKEG
ekppdoelg kot ot ekepdoetg g PROSITE eivar icodvvapeg).

RU1lA HUMAN SESLEMRGOARW I FFEVSSAT
SXL F:DROME FLTGRPRGVAEVEYNKEEEAD
ROC HUMAN VGECSYVHKGHABRVOYVINERNAR
ELAV DROME GNDTOTKGVGE IR DKREEAT

Ewova 10.2: Eva wapaderyuo moAamAng atoiyiong.

21 ovyKekpévn epintwon, o tpotumo g PROSITE Ba diveton and v Ekepaon:
[RK]-G- {EDRKHPCG}- [AGSCI]-[FY]-[LIVA]-x-[FYM]

EVO M avTioTOLYN KAVOVIKN EK@paon Ba NTav:
[RK]G[~“EDRKHPCG] [AGSCI] [FY] [LIVA]. [FYM]

H petatpomy autdv TV €KQPACE®V GE O KOVOVIKN YPOUUATIKY, YIVETOL OV YpOWovuE €vav
Eexoplotd Kavova Yo kdbe 0éon g Tapamdve ékppacnc. ‘Etol, oty tpdtn 0éon Ba Exovpe Evav Kovova

343




ov Ba Aéet 6t petd v évapén (S) to Tpdto cvpPforo Ba eivar R, kot Evav dAhov kovova mov Ba Aéet OTL TO
Tp®mTOo cOUPoA0 pmopel va givar G. Avtol ot dVO KOVOVEG, GUURTVGGOVIOL GE £vaV TOV AEEL OTL TO TPMTO
ovpporo Ba givar R 1 G. Ztn cuvéyeia mpoywpdple oTov ETOUEVO Kavova yia TN dgvTepT BEon, K.0.K. L& AvTO
TO TAPASELYLO, OALG KOl OE OAOL TO TOPAKAT®, VIO VO, EILOCTE COUPOVOL LUE TOVG KOAVOVEC TV YPOUUATIKOV
oL Aéve OTL Y1 T TEPUOTIKG cOLPoAA ypnoporotovvtal teld ypdupato, 8o ypnoluonotodue r avti yo R,
K.0.K. TeAkd, To GOVOLO TOV KAVOVOVY TOL TEPLYPAPEL OLTT TNV KAVOVIKT EKppacT], Ba eivat:

Wy — [afilmngrstvwy] W3
W3 — [agsci] Wy
W — [acdefghiklmnpgrstvwy] W
Wy —flylm

M aAAnAovyion opvoEEMY OV GLUEMOVEL UE OVTH TN YPOLUOTIKY, ONAOOT CLUEOVEL HE TNV
TOPUTAV® KAVOVIKY| EKQpacT], Bo Tapaydei pe d10d0y K EPAPUOYT TOV KOVOVOV:
S—>1‘W1

—1rgWy
— rgaWs
— rgacWy

— rgacfWs
— rgacfvWg
— rgacfvkW-

— rgacfvky

Oleg o1 Kavovikég eKQPACEL;, KOl Kotd cvvémeln oio ta mpotvma trg PROSITE pmopodv va
TEPLYPOUPOVY UE OPOVE UG TETOLOG KOVOVIKNG YPOUUaTikng. [ tnv akpifeia, ot adyopiBpol mov kdvouvv
avalnmon térolwv ekppacewv Paciloviol ot Bewpio TOV KAVOVIK®OV YPULUATIKOV Kol TOV TETEPUCUEVOV
ovtopdtov. Onwg Ba mopatnprioate MoN omd 10 TPdTO PN TOv TOPAdElyHaTog, eleaviletar TIAL TO
Sinupa «roto etvan o mbavo; To r N 1o gy». [lpogavac, 6nmg eldape Kol GTNV TEPITTMOOT TOV KOVOVIKDV
eKPpaoemV, o TETolo SIAKPLoN Ogv Pmopel va, yivel Kot OAEC Ol (TEMEPATUEVES) AAANAOVYIEC TOL TTAPAYOVTOL
amd autn T YAoooa givat 1o 1010 mhavég. Mo aAiniovyia, OTtwg N rgacfvky N m kgacfvky, amhd topralet
GTO HOVTELO, EVO W10 GAAT OTtmg 1) agacfvky amid dev Touplalet.

T va pmop€oovpe va KAVOULUE T SIKPIoN AVALESH OTO TEPUUTIKO COUPOAN HE TN HeyoADTEPT
mBoavoTNTo, 0o aVTA e TN HKPOTEPN Bo TPETEL VO KAVOLLLE, OLOLN LE TNV TEPITTMOT TOV TPOTOHTWV, TNV
€100Y®MYN TOV GTOYUCTIKOV YPoUUaTIKOV. Ommg eidae oty TEPITT®ON TOV TPOTOHTMOV, L0 TPMTY YEVIKELGON
glval 1 TEPITTOON TOV TPOPIA, EVO 1 O YeVIKN poppn gival ta HMM. Ag Bemprioovue 10 mo amhdé HMM
oL elyape 0l oto KepdAao 8, éva poviého pe dvo povo Kataotdoelc (M + kot M-) kor 4 oouPoia
(avagpepopoote oto DNA). To poviédho avtd ameikoviletor oty Ewova 10.3 ko 6nwg Oa dodpe, pmopet pe
TOVG KOTOAANAOLG OPICUOVG VO UETOCYNUOTIOTEL O pio €VIEAMG 1G0OLVOUN OTOYOOTIKN KOVOVIKN
YPOUUOTIKT, OADG LE TNV TPOGHNKN TOV KATAAANA®Y TBovVOTHTOV. ANAOON, Y0 L0 CTOYUCTIKT KOVOVIKY|
YPOUUOTIKT, YPEWNCOUACTE TO, TEPUOTIKG KOL TO UIN-TEPUATIKE GOUPOAM, TOVG KAVOVES TAPAY®YNS (OTMG OTIC
KOVOVIKES YPOULOTIKEG), OAAG KOt TIG avTIoTOLYEC TOAVOTNTEC.

v opyn], 0o TPETEL VO LOVTEAOTOICOVLLE TOVG KOVOVEG TTOV OVOPEPOVTOL OTIS LETAPACELC LETAED
TOV KATOOTAGE®Y, ONAadN HETAED TOV UN-TEPUATIKOV CLUUPOA®V (€xove €0® KOl KOTAGTACELS EVaPENG Kot
TEPUOTIGHOD):

B — M+M-E
M+ — M+M-|E
M- — M+M-|E
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Eriong, nmpénel va opioovpe Tig mBovEG TEPTOOELS EPPAVIONS CLVUPOA®Y amd KAbe koTdcTaoM,
yopic axodua vo opicovpe v avtiototyn Tlavotnrta:
M-+: alc|g]t
M-: alc|g]t
ZOUPOVO HE TNV 0poroyio, TV YPURUATIKOV, ovTtd givor ta teppatikd ocvupora. ‘Etor yio va
0AoKkANPwOEl TO HOVTELD, TPETEL VO GLUVOVAGTOVV TO TOPATAV® VTOAOYILOVTOG OAES TIC TOAVES TEPIMTAOGELS:
B — aM+cM+gM+tM-+|aM-[cM-|gM-|tM-|E
M+ — aM+|cM+|gM+|tM+|aM-|cM-|gM-[tM-|E
M- — aM+cM+|gM+[tM+|aM-|cM-|gM-[tM-|E
Kot téhog, oe Olovg avtodg TOVG KOVOVES, B0 TMPEMEL VO OVTICTOLYNOCOVLUE M0 KOTOAANAQ
vroAoylopévn mhovotnta. o mopddetypa, yioo Tov Kavova B—aM+ mpémel va, opicovpe v avtictouym
mBovotnta wg P(B—aM+) = P(M+|B)P(a|M+), yia tov xavove M+—aM- v mbavotnta P(M+—aM-) =
P(M-|M~+)P(a|M-), k.0.x.

o+t of--)

4

P(A+) ) Pla-)

P(GH) | o)

P(C+) P(C-)

P(T+) @_/,. P(T-)
o)

MONTEAD MOMNTEAD
(+) (-)

Ewova 10.3: 'Eva HMM pe 600 KataoTdoelg Tov £X0VUE 1O CUVOVTHGEL GTO KEPAAMLO 8.

‘Eva mapdderypo mopayoyng (amd to dmepa mov pmopodv vo vadpovv) amd TNV TopaTave
YPOUUOTIKY, Elvor TO:
B — aM-
— aaM+
— aacM+
— aactM+
— aactgM-
— aactgcM-
— aactgcak
Ta menepacuévo avtopate (Finite State Automata) mov dwoBdalovv TETOEG YPOUUOTIKEG €lval og
YEVIKEG YPOUUEG Ol punyaveC Tov Meale kot ot punyavég tov Moore, ot ontoieg av kat opilovtot pe dapopETIKO
TPOTO, €ival oYedoV 160dVVapEG HETOED Tovug (KABe pnyavr tov Moore pmopel vo petatpomel o€ pia
1oodvvaun unyovn tov Meale, oAhd or punyavég Tov Meale dev pmopodv OAEG VO PETATPOUTOVV OE EVIEAMG
eodvvaun popen). I'evikd mavtwe, T€To10, ALTOLATO TOUPOAO TOV ¥PNGULOTOIOVVTAL Y10 KATOLEG EPUPLOYEG
o1 povtelonoinon Kuklopdtov, otn BlomAnpogopikn dev £xovv e@aployEg KabdE ¥pNoILOTOI00VTAL Ol L0
€0YPNOTES SOUEG TV KAVOVIKMDY EKPPAcEY Kot Tov HMM.
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10.3. I'pappotikég yopic cvopepalopeva Kot 1 Ttpodyveoon tov RNA

Onwc eldope, o1 KAVOVIKEG YPOUUOTIKEG £YOVV LU0 CLYKEKPUWEVT KATELOLVOYN GTOV TPOTO TOPAYMYNS
(aprotepd M 0e&1d). Katd cuvénetia, Kamoleg mo cOVOETEC OOLES TTOV ATOVIAOVTOL OTIC PLOAOYIKES AAANAOVYiES
(0ALd Kot o GAAOV €100VG YADOOES) OV UIOPOVV Vo, ovteromomBovv pe exdpketo. I'pappotikég mov Exovv
TN duvatodtnta vo, TapafEGoVV 0TO10VONTOTE GUVOVUCUO TEPUOTIKMV KOl UN-TEPUATIKOV GUUPOA®V oTo de&i
UEPOC TOV KOVOVA TOPAYMOYNG, EXOVV LEYOADTEPT EKQPACTIKY SUVOUTN KOl OTOTELOVV TO EMOUEVO €MImMESO
omv tepopyioc Tov Chomsky. Ot ypoppotikég ovtéc OmmMG €idapEe, OVORALOVIOL YPOUUATIKEG YOPIG
ovpppalopeva (context-free grammars) Kot TEPILOUPAVOLY, Yio TAPASELY O, TEPIMTMOCELS KOTA TIG OTOIEG
umopel va mapoydel vag apBpds cvpPforwv evog €idovg akolovBolevog and ico apldpd cuuforwv diiov
gldovg (m.y. n akolovBio xxxxyyyy). T€toleg axorovbicg dev umopovv va mapayBohv aueiuovosripavta (dpa,
KOl VO OVOYVOPLGTOVV GTI] GUVEXELD) OO U0 KOVOVIKT YPOUUOTIKY, YOIl T TETEPUCUEVO OUTOUOTO OEV
€yovv Tpomo va. «Bupovvtow Tdeec popéc Exel Tponyndel éva cdupforo £tol dote va mapayBodv dAlec T00eg
@opég avtiypoa amd 1o dALo cOpPoro. Zto HMM &idape 6Tl vdpyovv Tpomol vo poviehomombovv kdmoleg
E101KEC TEPIMTAOCELG LLE TN YPTOT] TOAADV SLOPOPETIKAOV KOTACTAGE®DY, 0AAY TO YEVIKO TPOPAN O TAPALEVEL.

To mpofAnua avtd 10 avTeTOTIoVY TOAD E0KOAN Ol YPOUUATIKES XMOPIC CLUEPALOUEVE UE TO VO
EMTPETOVY KAVOVEG TOPAYWOYNC TOL €l00V¢ S—xSy ot onoiot e£ac@arilovy ThvTo TNV TOLTOYPOVH TAPAYMYN
(aprotepd Ko de&idr) evog x kot evoc y. Ta avtopata otoifog mov yopoaktnpilovy avTéC TIG YPOUUUTIKEG,
UTOPovV VO KPATNOOUV T «UVAUN TETOL®V SLO00YIKAV KOTUCTACEWDY KOl £TGL 1 TOPAY®YT OAANAOVYIOV
(ovpuPoroocelpmdv yYevikdTepPa) TOV S10BETOVY TETOEG EEAPTNOELS TOV TEPUATIKOV SLUPOA®V, elval EQIKTEG, e
™V Tpodmodeon OtTL o1 eEapTNoEls avTég sivar gite aveEaptnteg Leta&d Tovg (dnAadn petald Tov (evyopidv),
gite poMoopéveg, 0AAG ToTé dtootovpovuevec. To O YopaxTnPloTikd ToPAdelylo YADOOOOG WE TNV
TOPUTAV® doun, eivar n mwoAivopoun yAmoca (Ewova 10.4). Tétown keipeva, glval yvootd oav KOpKIVIKEG
EMYPOPES Kot OVOLALOVTAL Ol GUUUETPIKEG PPAGELS 01 0TToleg LmopovV va, StafacTovv glte amd v apyn lte
amo 1o téhog. To Khaotkdtepo mapadetypa amd v EAAnvikn otopia, givar 10 «NIPYON ANOMHMATA MH
MONAN OWIN» m omoio. yopaccoTov cLYVA oe TNYEG Kol o€ €Ae0Bepn UETAPPOOT OTA VEQ EAANVIKG
onuoivel: «rAdve T auoptics, Oyt uovo 1o mpocwmo». To mo YvowoTd cOyYPovo TaPAdELYUO TETOWNG TEXVITA
KATOOKELAGUEVNG PPAONG, VOQEPETAL GTNY EPELVNTIKT opdda Tov Bletchley Park, otnv omoio cuppetsiye o
Alan Turing kot glye oxomd (tov omoio Kot TETVYE TEMKG) Vo ordoel Tov kKmduko, Tov ENIGMA, tng unyoavig
KpPLTTOYPAPNOoNG OV ¥pnoiponoovcay ot ['epuavol otov B’ maykOoUIo TOAELO Yol VO KOOKOTOLOUV TO.
unvopatd tovg. Ot KpLTTOYPAEOL avTOl, €lyov cov ToLvidlL va QTIAXVOLY TETOLEC QPACELS Kot Om®G
ava@épovy, 1 To opoio ToAivopoun EKEPUcT OV KOTAOKEVAGTNKE TOTE, amodidetal otov Peter Hilton:
“Doc, note. I dissent. A fast never prevents fatness. I diet on cod.” (n epdon avt dev gival uévo dpopen
YPOUUOTIKA, 0AAG O1vel Kol GOOTEC. .00 TPOPIKEG GUUPBOVALG!).

INo mapdderypa, n wodivopoun ¢pdor aabaabaa umopel va mopoydel amd po YPOUUOTIKG HE TOVG
KOVOVEG

S —aSa|bSblaalbb

o €&nc: S=—aSa —aaSaa —aabSbaa =—aabaabaa. BAémovpe, 6t ylo k4Be mapoymynq a vEaPyEL Kol Eval
GUULETPIKO a (kat 6poto Yo ta b). To pirog mov Ba €xel n ppdon kabopiletatl and 1o av Oa vTapEovy ToAAEG
EMOVOANYELS TOV KOVOVA O OMOi0¢ TEPLEYXEL TO UN-TEPUATIKO oVMPoro (ov gppaviotel oto 0e&l uéhog o
KAvOVOC TOV TEPLEYEL LOVO TEPUATIKA GOUPOAM, 1 ahAnAovyia tepuatileTar).
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Regular language

abaaab

Palindrome language
aabbaa

[ — |
Copy language

qab§ab

Ewoéva 10.4: Iopodeiyuota Kavovikng yAdGeog, TOAVIPOUNS YADOOOS KAl aVTIYPAPIKNS YADGOAG.

2 Proroyia, Eva TapAdEryo XAPAKTNPLIOTIKO TNG TOAMVOPOUNG YADGGAS, eival 1) EVTEPOTAYNG OOUN
tov RNA. Ta popio avtd, oe ovtiBeon pe 1o DNA, avadumhdvovior kot oynuotiCovv mToAOTAOKEC
TPLoO1AoTOTEG OOUEG (TOPOUOIEC LE TOV TPOTEIVOV), UE OYNUOTIOUO OECUMV VOPOYOVOL HETAED TmV
ocvumAnpouatikedv PBaceov (A-U, G-C). 'Etol, vadpyet pio Eexabapn «e&dptnony petald tunudtov g
aAAnAovyioag mov Ppiokovioat pokptd To £vo amd To GAAO. TNV 7o amAn Lopen, n €aptnon avtn maipvel
HOPON (QOVPKETOG OTNV OTOoiol TO OTEVOVTL TomoDeTnuéva, VOuKAEoTid oynuatilouv deGuovE VIPOYOVOL.
KotaAiafaivoope Aoutdv, OTL oV HmopodoapE VO LOVTIEAOTOCOVUE KATAAANAG €va Tétolo cvuotnua, o
umopovcape vao, TpoPAéyovpe T devtepotayn doun Tov RNA kot pe Tn ¥pnon ovtov Tov eEaptioemy vo
£YOVLE oL TOAD KOAT TPOGEYYIoT Yo TNV TPIeddoToTn doun Tov. Xtnv Ewova 10.5 divetar éva mapddetypa
pio tétotag Aovmag (loop) otnv omoia gaivovtol kot ot despol VOPOYOVOL HETAED TOV GUUTANPOUATIKOV
Béoewv. H devtepotayng Soun mov TPoKLITEL YL TV TEPLYPUPN EVOG TETOLOL dOLKOD HOTIPoV, TEPLYPAPETAL
WG:

acgugccacgauucaacguggcacag

G G )))))))) ..

Ewova 10.5: Iopdderyuo evog tomikod fpoyov ae uopio RNA (oxo https://en.wikipedia.org/wiki/Stem-loop).

X doun avtn, ol e&aptioelg cupPorilovron pe Tic Tapeviioelc, kot PAémovpe €totl 6t  ['ovavivn
ot 0éom 3 Kkavel decpud vopoyovov pe v Kvtosiviy ot 6éon 25, 1 Ovpakiin otn 0éon 3 pe v Adevivn
ot 6éon 24 k.0.x. Ot Bdoelg o1 onoieg dev eumAékovtal og TETolEg aAANAemdpdoelc, cupPfoiilovtal pe v
tereia ().
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Py —
A - = B ~

I a *
| E I CCA terminus /' & CCA teyminus
1% / (

!

Variable loop

¥ ; }

v A2E5ON, TA
: }
&t < XL
S_.7Y Dam Anticodon arm

Anticodon arm

Ewova 10.6: devteporoyns (A) ko tpirotoyns oot (B) tov tRNAPhe (PDB code 6TNA) s E. coli,. (Ito et al., 2012)

Onwc yiveton @avepd, yio vo TETOYOVUE TNV TUPOTAVE OVOTUPAGTACT| LE IO YPOUUOTIKY LE
ovpppalopeva, apkel vo opicovpe pnTl 6Tovg Kovoveg 0Tt Bo e£ac@oiiletar 1 CUUUETPIKY KOTAVOUR Kot
EUQAVION TOV TEPUATIKOV UE TPOTO TOL VO VITAKOVY GTOV KOVOVE, TNG GUUTANPOUATIKOTNTOS:

S —gSc|cSg| aSujuSa

[Ipopavdg, yio va umopodUe Vo LOVIEAOTOWCOVUE U0 TPOYUOTIKG TOADTAOKT SOUY, Ol KOVOVEG
TPENEL VO, EIVOIL TEPLGGOTEPOL KOl VAL OLdEYOVTOL O £vag TOV AALoV, evd Ba Ttpémel va eEacpaiicovple Kat TO TL
Oa yivetal oTig TEPIMTOGELS TOL £YOVLLE PACELS TOV OE CUUUETEXOVY GE OEGHOVE VOPOYOVOUL (TL.Y. Oa Tpémel va
VILAPYOVV KOl KOVOVESG TOV TOTOL S —gS| Sg), T Ba yivetan oty mepintwon tepiocotepmv Ppoywv (Ba mpémet
VoL VITAPYOVY OLAKAAODGELS ToV eEacpaiiloviar amd Kavdveg Tov TOmov S —515;) Kot ¢ Ba teppatileton 1
arlinAovyia (Ba Tpénet va vTAPYOLV KAVOVES TOL TUTOL S —g).

81 —>Szg Slo —)381111
S, —aS; Si1 —cSig
S; —S,a S, —gSisc
S4 —aSs Si3 —aSy
S5 —gSsc Si4 —uS;s
S6 —>uS7a Sl5 —>u816
S; —gSsc Si6 —cSi7
Sg —cSog Si7 —aSg
Sg —¢S10g Sig—a

Sl—>SQg
—>aS3g
—aS,ag
—aaSsag
—aagSecag
—aaguS;acag
—aagugSgcacag
—aagugcSogcacag
—aagugccSoggcacag
—aagugccaS;juggcacag
—aagugccacSguggcacag
—aagugccacgS ;cguggcacag

—aagugccacgaS scguggeacag
—aagugccacgauS scguggeacag
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—aagugccacgauusScguggeacag
—aagugccacgauucS;cguggcacag
—aagugccacgauucaS, scguggeacag
—aagugccacgauucaacguggeacag

g g
S O O G O O PP )))))))) ..

Ewéva 10.7: H mapaywyn te devtepotayois douns tov RNA oe avamopdoroon 0évipov.

Avto mov yivetonl BEPata Katavontod Yo TN YAMGGO TOV TOPATAvVe Topadeiypatog ival ot gival
TOAD €101KY|, pmopel va. mapdyel onAad povo n ovykekpyévn oiiniovyic RNA. Xe o mpoypotikn
nepiotaon Oo émpene o1 KOVOVEC Vo glval TOAD TEPICCOTEPOL KOl MO YEVIKOL, £TCL MOTE VO UTOPOVV VL
mapoyBobV amd avTovg, GAAL KOl TO KUPLOTEPO, VO UTOPOVV VO OVOYVEOPLOTOVV, TEPICCOTEPC LOPLOL HLOG
oVYKEKPIUEVN S KoTyopiag (my tRNA).

To embpevo Aoyikd Prpo, Ba sivor ot TOPOTAVED YPOUUOTIKES, VO YIVOUV GTOYOOTIKES. AvTtd
EMTVYYAVETAL, OTMG KO OTIV TEPIMTMOT TOV KOAVOVIKOV YPUUUOTIKGOV, LE TNV TPOSOHNKN UI0G KATAAANANG
mBavotntog o kdbe kavova. H daducacio avt odnyel oTig TOAD YVOGTEC «GTOXACTIKES YPOUUUATIKES XOPIG
ovpppaloueva» (stochastic context-free grammars). To Poacikd TAEOVEKTNUA TOVL £XOVV OLTA TO LOVTEAQ,
glvor 10 avTioTO O OV £lYOV KOl Ol GTOYUGTIKES KOAVOVIKES YPOUUUOTIKES EVOVTL TOV KOVOVIKDV YPULLUATIKOV,
N to HMM évavtl Tov KOVOVIKGOV eKQPACE®V: 1 EMEKTAON KoL EKAEMTLVOTN TOV OTOTEAECUATOV KOl M
EVOOUATOON TOV TEPIMTOCE®V UE WKPN mBavotnte guedavions (e avtictoyn mocotikomoinom). Eva
KAOGKO TTapddetypo oty mepintwon tov RNA givat 1o 011 pumopei mAéov pe m ypnon (LiKpdv) mbovotitwy
va empénovpe 10 «habepévon (evydpopo Pacewv, G-U, C-A, kdtt mov mlavdc vo dMCEL TO PEAAIGTIKES
mpoPAEyeLC.

Koat’ avtictotyia pe to HMM, 6TiC 6T0(00TIKEG YPOUUATIKEG Y0PiG cupepaldpeva, £X0VV EQPAPLLOYT
Ta Tpiol KAOGIKG EpOTNUATO

o Tloc Ba emitvyovpe TV KOAVTEPT GTOiYION oG akolovbiog pe po ypappotiky (alignment-
parsing problem)

o lldc B vroroyicovpe v mBovoTnTo pog akolovdiog dedopévng oG YPAULATIKYS (Scoring
problem)

o Tloc Ba yiver n edpeon TV PEATICTOV TOPAUETPOV LG YPOULOTIKAG OV DITAPYOVV YVMOOTA
mapadeiypata (training problem)
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ITapoéro mov Ady® TOALTAOKOTNTAG KOl YMPOL dev B UIOVLE G AETTOUEPELES, Ol AMOVINGEL OTO
TpofAnpata avtd axolovbobv emiong o mtopeia avdioyn pe avtiyv twv HMM. To npmdto gpdtnua, apopd
TNV €QUpLOYN ToV ahyopiBpov tov Viterbi otig ypoppatikéc. O akydpiBuog avtdg ovopdletar olyoptOpog tmv
Cocke-Younger-Kasami (CYK algorithm) kot mpdtn @opd mpotdOnke and tov Youmger to 1967 (Younger,
1967). 10 0e0TEPO EPDOTNUA, O aVTIoTOLYOG aAYOpOLoC eivan o aAydpBuog Inside (outside algorithm) mwov
glvan avrtiotoryog tov Forward (evd o outside eivor o avtiotoyyog tov Backward). Télog, to cvvoAikod
TPOPANH TG ekmaidevong, amavtdtor amd tov adyopduo Inside-Outside o omoiog ivail avtictolyog Tov
oAyopiBuov Baum-Welch (Forward-Backward) kou wpotdfnke to 1979 (Baker, 1979). Onwg givor pavepo, ot
adyopiBpol avtol, o avtiBeon pe tovg aiydpiBuovg tov HMM ot onoiot avtipetomilav v oAiniovyia
GEIPLOKA, B0 TPETEL VO AVTILETOTIGOVV TIV AAANAOVYI0 KAVOVTAG XPT|OT] TOV dEVIPOL, YU ALTO TPOKLITEL KOl
t0 dvopa (inside/outside). Emopevo givatl Aoumdv, dAa To TOpAmIived Vo GToTUTOVOVTOL KOl GTIV 0AYOoplOUIKn
TOAVTAOKOTITO KOl GTIC OTOLTIGELS G VAU oTdV TV odyopiBumv (ITivaxoag 10.1).

Mo GAAN OMUOVTIKY ovoQeopd, TPETEL VO Yivel ot Aeyouevrn «xavovikn uopeh tov Chomsky»
(Chomsky Normal Form). O Chomsky mpdtewve to 1959 (Chomsky, 1959) o6t1 kdbe ypappatikng yopic
ovuepalopeva, Hopel va ypaetel KAVovTag xpnon Lovo Kavovmv OTmc:

W\—W,Ws 1
Wi—a

Eriong, 1oyder ko 10 avtiotpoeo, OnAadn KAOe YPOUUOTIK] TOV TOipVEL OLTH TN HOPeN, &ival
VIOYPEDMTIKG YPUUUOTIKY YOPIG cvpepalopeva. OTav HETATPETOVUE U0 YPOUUOTIKY X0pig cupepalopeva
omv kavovikny popeny Chomsky to péyeBog g véag YPOUUATIKNG ovoyKooTIKE Ba peyaAidvel, oAl dev
umopel va gtvar peyahhtepo amd 1o TETPAY®OVO TOL WEYEBOLG TNG OPYIKNG YPOUUATIKNG (OTOv «uéyeBoo»
€vvooUlE TOV aplBud Tov Kavovev). TIpoeavdg, 1 HETATPOTY] TOADTAOK®Y YPOUUATIKOV 0gv eival amin
vrdbeomn kol €govv mpotabel odyopOpol pe mpoxabopiouéve Pripato Yo to okond avtd (Lange & Leil,
2009). To peydho mTheovékTa od TN ¥PNON TNG KOVOVIKAG LOPPNGS, OO OTOV TPOKVTTEL KOL 1] CNUACIO TNG,
evtomiletal ot ¥PNOIUOTNTA TNG GTOLG LVTOAOYIGHOVG KOl GTOLG aAyOplOpove, Kabdg pe TN Hopen ovTh
S1ELKOAHVOVTOL TTOAD 01 VTTOAOYIGHOL KOl 1] AOTTOIN ).

X16y0¢ HMM SCFG
BéAtiot otoiyion Viterbi CYK

P(x]|60) Forward Inside

EM algorithm Baum-Welch Inside-Outside
ATUTAGELG GE pvium O(LM) O(L*M)
[oAvmhokd T T O(LM) O(L’M)

Mivekog 10.1: Avuoroiyion twv evorwv petaco HMM koi SCFG.

O1 TpATEG EQPUPLOYES TOV CTOYOCTIKMY YPUULATIKOV UE SVUPpalopeva ot pekétn tov RNA éywvav
T dekaetio tov 1990 and tov Sakakibara (Sakakibara et al., 1994). A&ilel va onueiwBei, 0TL péypt td1TE O1 WO
emTuynpéveg Tpoomabeleg Tpoyvmong Tov RNA Pacilovtav otig epyacieg tng Nussinov kot tov Zuker. H
Nussinov &giye mapovoidoet TpdT 10 1978 évav Kopyod aAyoptBpo Suvapkoh TPOYPOUUOTIGHOD O OT0i0g
LEYIOTOTTOL0VGE TO GUVOAO TV (evyapidv Pdcemv mov Ppickoviav og dikhmvrn popen (Nussinov, Pieczenik,
Griggs, & Kleitman, 1978). O Zuker mapovoiace Alyo ypovia apydtepa évav olyopiipo Poaciopévo ot
Oeprodvvauky, 0 omoiog HEeYIGTOTO0V0E [io cuvapTnon eAevbepng evépyelag (AG). Me  pébodo avtn
AapPavetor vIOYN M GUVOAIKY] EVEPYEWNKY] KOTAGTOOT TOL LOPlov, Kol TOUVOG Vo, EMITPENETAL KOl TO
«aBepévoy Cevydpopo Baoewv, G-U, C-A kot kotd cvvénela, n péBodog avt anodidetl kodvtepa (Zuker &
Stiegler, 1981). Kot ot dvo aiyopiBuot, Bpédnke apydtepa OTL LTOPOVV VO YPAPODV GE L 100OUVOUN LOPPN
SCFG, oA\ oe yevikég ypappés ot pebodoroyieg mov Pacilovian o OBeppoduvopukodc VTOAOYIGHONS
elebBepng evépyelag eEokolovBovv va eivar Waitepa akpiPeic, Kupiowg AOY® TOV EVPICTIKOV TEYVIKMOV TOV
gvoouat@vovy. Mia amAn e€fynon tov odyopifumv duvapukov tpoypappaticpo, topabétel o Eddy (Sean R
Eddy, 2004). Xt uébodoo 1tov Zuker Poaociletor 1 woAd  yvwotry uébodog MFOLD
(http://unafold.rna.albany.edu/?g=mfold), n omoio eivor icmg Kol pio omd TIC TOMOTEPES OLOOIKTVOKEG
epapuoyés omn Brominpogopikr). To RNAfold (http://rna.tbi.univie.ac.at/cgi-bin/RNAfold.cgi) givar emiong
L0, TOAD YVOOTH EQAPLOYT, TOL ¥PNOLLoTOoLEl HETaED AAL®VY, Kot ToV adydpiBuo tov Zuker yia tnv TpodyvOon
tov RNA (Lorenz et al., 2011). To PFOLD (http://www.daimi.au.dk/~compbio/pfold) eivar icwg n wo
EMTUYNUEVN €pappoyn Yo mpdyvwon doung RNA koi Pocileton oe ypoppatikés yopig copepaiopeva
(Knudsen & Hein, 2003). Ot Dowell ka1 Eddy (Dowell & Eddy, 2004) mpoyuatomoincov o peydin
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GUYKPITIKT] HEAETN OTNV OOl VAOTTOINGOV [ GEPE Al SLOPOPETIKEG YPUUUATIKEG Y®PIC cLILEPAlOLEVA,
€01KA YlO. TNV TEPITT®ON TNG TPOYVMoNg NG dopng tov RNA. Mehétmoav Tig S10(popég TV dapOpmv
YPOUUOTIK®Y Kol TPOYUATOTOIN GOV GUYKPIGELS EVOVTL TOV KAUGIKOV 0AYOPIOU®Y EAOYIGTOTTOINCG EVEPYELNG.
To omoteréopato £3€Eav OTL KATOEG OmO TIC YPOUUOTIKEG OVTEG, UTOPOVCOV VO ODCOVV OTOTEAECLOTO
oLYKpPIoIHO LE TOVG KAOGTIKOUE aAyopiBpovg, evd o alyopiBpog tov PFOLD ftav kot diaitepa @etdmAog (Kot
apa kot ypryopog). H pedémn avtr €xet kot pua dwoitepn onuocio Kafdg 0 KOOGS TOV YPUUUATIKOY 0TMV,
t0 Aoywouikdé CONUS, civaw  dwBéoluog, vy HEAAOVTIKY]  YpNON KOl TEPOLATIOUOVS
(http://selab.janelia.org/software/conus/). ITapopolo amoteléopata £0e1Ee KO LU0 LETOYEVESTEPT MEAETN LE
ypnon tov Aoyiopikov TORNADO to onoio divel mepiocdTepeg SuvatdTNTEG LOVIEAOTOINONG KOl EPAPHOYNS
oe dlreg meputtoets (http:/selab.janelia.org/software/tornado/tornado.tar.gz) (Rivas, Lang, & Eddy, 2012).

Mo GAAN TOAD OMUOVTIKY EQOPUOYY TOV YPUUATIKOV ovTdV 0T pehétn tov RNA, Eekivinoe amd
v 6ovAeld Tov Eddy xon Durbin, o pua katnyopio povtédov tov ovopdlovror Covariance Models (povtéia
ocuvovakopaveng) (Eddy & Durbin, 1994). Ta povtéha avtd, eivor pio 01K TEPITTMOOT YPOUUOTIKOV YOPIG
ovuepalopeva, KOTAAANAL QTIOYUEVA Y10 VO TEPLYPAPOLY U0, TOAAOTAN otoiyion RNA. Ta poviéha avtd
ewat v ta SCFG, 0,11 givan ta profile HMM yia too HMM. H Swapopd Toug omd ta yevikd poviéra, ivot 0Tt
glval QTIOYIEVE Y10 VO AELTOVPYODV TAV® GTNV TOALOTATN GTOiyIoN. AVTO TOLG divel peyaAvtepn evedéia amd
ATOYT| VTOAOYIOTIKNG TOAVTAOKOTNTOG, OAAG KOOIGTA o GVGKOAN TNV EPUPUOYN TOVG GE TEPUTTAOCELS TOV
Hio TOAAOTAY] 6Tolylon oG otkoyEvelag dgv eivar dtbéoiun. To ovopa Byaivel amd T cuvolaKOLOVOT TV
SLBOYIKOV GTNADV U0G TOAAATANG otoiytone. H dopn tng YpOoUUATIKNG, EMITPETEL T LOVIEAOTOINGN MG
TETOLO0G OAANAETTIOpOOTC, 1) OOl OV NTOV SLVATY] LE TO TPOTVTO KOAVOVIKMV EKPPACE®V, OAAL 0VTE Kol LE TO
HMM.

D

ACIGAGTIC A
ACRAATTI|T A
ACRAAATIT A
ACRAACTI|T A
ACGAGTI|C A
ACGATTI|CA

A-C-[AG]-A—x-T-[CT]-A

Ewoéva 10.8: Iopdoeiyua mollamiic oroiyions otyv omoia DEGpYEL 10YVPH CUGYETION (GUVOLAKDUOVEY) UETOCD OO
OTHADV.

M moAAomA otoiyion otnv omoia VEAPYEL 1oYLVPN cvVOlaKVIAvoT (dNAadY|, aAANAETIOpacT)
HETOED TS 6TAANG 3 Kot TG oTANG 7, @aiveton oty Ewova 10.9. Av eEetdoovpe ka0 othin Egxwpiotd,
PAémovpe 6t oty 3 €yovpe 50% G kot 50% A, eved oty 7 €ovue 50% T kot 50% C. To anié HMM 1 éva
npotvro PROSITE (10 omoio Ba frav A-C-[AG]-A-x-T-[CT]-A), Ba &dwve 7y mopdadstypo tnv idia
mbavomto va epeaviotel G (3") ko C(7"), kot oto va epeaviotel G(3") ko T (7"). Tapoatipnon Op®g TV
CLYVOTHTOV TV dSIVOVKAEOTISImV, pag deiyvel 0Tt otav vrapyel G (3") vrdpyel tavra C(7"), evd dtav vadpyst
A(3") mavto akolovOeitar amd T (7"). Avt n e€dptnon, unopel va amotvrmbei 6to covariance model, kat
OTO CLYKEKPIUEVO TTAPASEIYUO TO HOVTEAO aVTO Bl £51ve TOAD LEYAAO GKOP GE QTN TNV TOAAATAY GTOLyIoN
Kot Ba taEvopovoe 6g avTn TNV Katnyopio po aAiniovyio émwg vy ACGATTCA, aArd Ba anéppirte v
akolovfioc ACGATTTA. Kat ot 600 opmg adiniovyiec Oa taipralov (Aabepéva) pe 1o mopondve mtpdTuTo
PROSITE.

Xto  povtéda  ouvvdlakvpavong, Paciletar 10 yvootd  mokéto  Aoyiwopukod INFERNAL,
http://infernal.wustl.edu/ To omoio €xel vAomomoel kol cuvinpel o Sean Eddy (Nawrocki, Kolbe, & Eddy,
2009), xoi mapovotdlel TOAAEG opoldTNTeEG pe To MON yvootd makéto HMMER ywoo to HMM. T v
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akpipela, to INFERNAL dev mpoPAénet devtepotayn doun, aAld Ppiokel av éva RNA avikel 6€ Lo yvooTn
OIKOYEVELD, OV TOPLALEL OE Lol OEOOUEVT] TOAAATAT GTOYIoN. AV TOPA KATO0 PEAOG TNG OKOYEVELNG OlaDETEL
doun, n wpdyvaon yiverar Eppeca. Gvoikd, Eva LeYOAO TAEOVEKTNLO TOV AOYIGLIKOD €lval 1 VKOAio 6N
¥PNON Kot 1 duvaTOTNTA, O ¥PNOTNG VO KATAoKEVAGEL HovTELD Yo TIG k€ Tov otkoyéveleg RNA. Kart’
avoroyio pe ) Pdon PFAM, n onoia mepiéyel otoyioelg owoyevelimv npmteivav, oto INFERNAL Bociletot
n Paon dedopévav RFAM, 1 omoia mepiéyel owcoyéveleg RNA, http://rfam.xfam.org/ (Gardner et al., 2011).
To EvoFold, http://users.soe.ucsc.edu/~jsp/EvoFold/, ypnowonoel po mopdpold oArd Komwg o
TPOYMPNUEVT] TEYVIKN YLOL VO, TEPLYPAYEL TIC TWOANATAEG oTolyioel, 1 omoio PacileToar o€ PLAOYEVETIKN
avéivoon ko e€ehktikny mAnpoopio. (phylo-SCFG). To mieovéktnpa g peboddov eivor Ot pmopel vo
ypnowonombel ko ywo dAreg xatnyopieg RNA oOmwc microRNA (Pedersen et al., 2006). To RNAz,
http://www.tbi.univie.ac.at/~wash/RNAz/ Baciletal oe €&va cuvoLaGUd BEPLOSVVOUIKAOV TAPAUETPOV KOl
TOALOTTAGOV GTolyiceE®mV 1oL Ogiyvouy v eEehtiky mAnpogopia (Washietl, Hofacker, & Stadler, 2005).
Téhog, to CONTRAfold, to omoio eivar dwbéopo ot dievbuvon http://contra.stanford.edu/contrafold,
Paocileton oe £va KATMG SOPOPETIKO GTOXACTIKO LOVTEAD TO omoio amotelel yevikevon T@v SCFG kot avikel
OTNV KATNYOPio TOV «SloymploTikdvy Hoviélmy, kot ovopdaletatl conditional log-linear model (CLLM). To
CONTRAfold eivor amd Tig Alyeg koboapd mibavobewpnrikég peboddovg mov mpooeyyiler v akpifela
TPoOYveong Tev Beppoduvapikav nedddmv (Do, Woods, & Batzoglou, 2006).

[Iépav 66V avaQEPE TOPATAVE®, VITAPYOLY TEPUTTMOELS OKOUN Kol ot dopn Tov RNA mov axopo
KOl O YPOPUOTIKEG YOPiG oupppalopeva dev emapkovy. Mio TETolo EMTAOKT TNV TPOYVAOCT] dEVTEPOTAYOVS
doung Tov RNA épepe 1 avaxdioyn tov yevdokourmv (pseudoknots). Wevdoxoumog (Eucova 10.10) eivon
Hio SopUn TV VOUKAEIKOV 0EEWV 6TV 0moia ot Bpodyot S10GTALPDOVOVTAL KOl OOKANOMVOVTOL [LE CUVETELN M
pia TAevpd (To GTEAEXOG) TOVL EVOC VO KAVEL OEGLOVG VOPOYOVOV LLE T Uia TAELPE Tov dALov. Otmg eaivetol
Kot amd v Ewova 10.10, o yevdokoumog dev umopei va avamapoctadsl and pio taiivopoun yAwooo yoti
Oa amouteiton 06vIpo e SUGTAVPOVUEVEG GLGYETIGELS, Le AAAL AOYLO O1 KavOVEG TOV TTapdyovv Ta (evuydplo
Béoewv dev pmopolv va eivar poilacuévol (o €vag péoa otov dAiov). T'a mapddetypo, 1 aAinAovyio
AAUUCCGG pmopei vo avorapactafel oav dvo poiacuéveg (nested) molivopoueg ariniovyieg, oA 1
adiniovyic AACCUUGG omottel va vadpyel dlootovpmon (crossing) tov moAivopopmy, mTpdypo mov dgv
emrpénetor. Ot YevdokOUMOl E1GAYOVY TOAAG TPOPANUATA GTOVG OAYOPIBLOVS TPOHYVMONG TOL AVAPEPOLLE
TOPUTAV®, TOCO OTOVG KAOGIKOUG OAYOPIOLOLS SLVOUIKOD TTPOYPOLUOTIGHOD, OGO KOl OTL OVTIGTOLYES
ypappoatikés. ‘Eyxovv mpotafel g1dkoi adyopiBuotl dvvapukold Tpoypoppoticpod yio vo vroAoyilouv tn doun
0 HOPLOL e YEVOOKOUTOVG, OAAG VITapyovy Kdmola poPAnpoata. ‘Evoc axpirg alydpiBuog vrapyetl, aArd
HUOVO Yol TNV TEPIMTOGCT TOV LUEYIGTOTOLOVE AmAd TO0 cVUVOLo TV (evyapidv Bdoemv (dnwg o akydpiBuog g
Nussinov), 0ALd oKOpo Kot TOTE 1 TOAVTAOKOTNTA TOV €ival HEYGAN pe cuvETELN va givor apyog. Av e o€
Beppoduvapkong vroloyiopots, tote xel amodeyBel 6t o mPOPAnua eivar NP-complete (Lyngse &
Pedersen, 2000). Ot o0 cuvnOIGUEVEG TEPIMTMOGELS, OPOPOLY AAYOPIOLOVE SVVOUIKOD TPOYPUUUATIGULOD TOL
avTHETONI{OVV KATOlEg UOVO EOIKEC TMEPWMTMCELS WYELOOKOUTT®OV, TIC omoieg €lvar icmg mBovd va
ocuvavtioovpe oty wpdén. Etol, po amd Tig mpodteg vhomowoelg omotelel o akyopiBuoc PKNOTS
http://selab.janelia.org/software/pknots/pknots.tar.gz (Rivas & Eddy, 1999). To CYLOFOLD civar évog
GArog mo ovyypovoc Tétorog oiyopduoc http:/cylofold.abec.nciferf.gov/ (Bindewald, Kluth, & Shapiro,
2010), 6mwg emiong kot To KineFOLD http://kinefold.curie.fr/cgi-bin/form.pl (Isambert, 2009), aAld kot 10
IPknot https://github.com/satoken/ipknot, (Sato, Kato, Hamada, Akutsu, & Asai, 2011). Tékog, tO
SimulFold, http://www.cs.ubc.ca/~irmtraud/simulfold/, emitvyydver wdtt mopduolo oAAG ypnoUYLOTOlEl
emmAéov Kot ToAAATAEG oTotyioels (Meyer & Miklos, 2007).
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Ewéva 10.9: Eva tomxo mopddetyuo wevdokourov (hitps://en.wikipedia.org/wiki/Pseudoknot).

Ext6c and 11 dactavpodpeveg ToAivopopes oAANAovyieg VIAPYOoVY Kol GAAEC TEPUTTMOELS OTIC
0moleg Ol YPUUUOTIKEG YOPic ovuepalopeva dev emapkovy. 'Eva tétoto mapddetypa eivar ot emavaAnTTicég
oAAnAovyiec, OTMG N xxXxyyyzzz, 1| OTOl0 TPOKVTTEL OO TNV EXAVAANYT X, ¥ Kl z 6€ ioovg apiBpovg. Tétoleg
OAANAETIOPAGELS SLUCTOVPADOVOVTOL OVOYKAGTIKE KOl Y100 VO 0oTum®Bovy Tétotol Kavdveg, ypetdletor o
YPOUUOTIKY He ovuepaldueva (context-sensitive grammar) Koviy vo eKQPACEL QLT TN YAMGGO 1 omoio
ovopdleton avtypagikn YAoooao (copy language). Ot YAOOOEG QVTEG, KOL Ol AVTIGTOLYES YPOUUATIKES TOV TIG
TEPLYPAPOLY, EYOVV HEYAAO Be@PNTIKO eVOOPEPOV KLPIMG AOY® TNG UEYAANG TOVG TEPLYPOUPIKNG SVVOUNG.
ITap' 6ho ovtd, o1 VEEPPOMKES LTOAOYIGTIKEG OMOITNOES TETOLOV EQAPLOYDV £YOVV WEYPL OTUYUNG
AELTOVPYNOEL AMOTPENMTIKG GTIV EQOPLOYT TOVG € PLOAOYIKA TpofAnLOTaL.

10.4. Eq@oppoyéic otnv Aepintmo) TOV TPOTEIVOV

Méypt topa acyoAndnkape amokAeloTikd pe v mepintmon tov RNA, ta omoio mpocépepay T0 KAAGIKO
TOPASELYLLOL Y10l TV EPOPHOYN TOV YPUUUATIKOV Yopic copppaloueva (marivopoues YADOOOES KOl LOKPIVES
oAinAemidpacelg). [ap’ OAa avtd, HokpvEG AAANAETIOPACELG KOl LAAIOTO 1010TEPH TOAVTAOKES, VITAPYOVY
K01l OTNV TEPIMTOON TOV TPOTEIVOV Kol UAAIoTO gival vevBuveg og peydro PBabpod yio TV TOADTAOKOTN T
TOV TPL6O1AGTOTOV SOUDY TOVG.
H nepintoon tov mpoteivov sivat To mepimAokn, Yo pid oelpd amd AOYouG:
o O mpoteiveg Egovv peyorvtepo ahpdfnto (20 apvoééa avti yia 4 voukieotiown)
e Ot aAniemdpdoelg mov otafepomolovy T doun givar d1aedpov bV (decuol VIPOYOVOUL,
VOPOPOPeg arAniemdpdoeic, decpol dAatog, aAiniemdpdoelg Van der Waals)
o Agv vumdpyet EexdBopog KOVOVAC YOO TN CULUTANPOUATIKOTNTO TOV OUVOEEMY OV
GUUUETEYOVY OE AVTEC, OV KO PLGIKA VITAPYOVV TPOTLUNCELG
‘Eva khooikd mopddetypo mov mpooeyyilet 660 mepiocdtepo  yivetow TNV MEPITTOON  TOV

oAinAemdpacewv tov RNA, eivan 1 B-troymt) emodveln (Eucova 10.11). Yrdpyovv moAlég mepmtdoelg B-
TTVYOTOV ETIPUVEIDV, OTO TNV OTA] (QOLPKETO KOl TIG TWOPOAANAES KOl OVTITOPAAANAEG B-TTUXOTEC
emPAveles, HéEypL mo ovvOeteg dopég Onwg to Greek-key motif aALd Kot GuVILAGHOL TETOLMY SOUMOV Yo VO
dmoovv vep-devtepotayeic Sopég, Omme To B-cavtovtte, N B-rpoméra, To B-Papéit kan 1 B-EAika. e OAeC TIG
TEPMTMOGELG, TO YOPAKTNPIOTIKO YVAOPIGHA EIVOL O GYNUOTIGHOG dEcUDV VOPOYOVoL HeTald Tov N-H kot C=0
TOV TENTIOIK®V SECUDV TOV apvolémv mov Ppickovtal «amévaviy oty aivcida. [Tap’ dAa avtd, vdpyel
Bacwm dtapopd 01t To Levydpmpa avtd Oev eival amoKAEIGTIKO, OV KOl QUOIKE VTAPYOVV TPOTIUNGCELS GTOL
Cevyapa apvoéémv. Emiong, 1o (evydpopa dev givol omokAEIoTIKO Kot pUe TNV €vvolo 0Tt TO 1010 apvo&d
eUTAEKETAL GE €val SECUO VOPOYOVOL TPOG TN i KatevBvvon (pe v opdda N-H), aAAd kot tpog tnv GAAn
(pe v opada C=0).
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Ewova 10.10: [lapoodeiyuozo doumdv mpwteivary to. omoio. Qo umopovooy vo woviedomom@odv ue ypouuotikn ywpic
ovuppoloueva.

Olo o mopomdvm, Kabfiotovv TNy amAn €Qoproyn Tov pefddmv Tov meptypdyape 1o, Wiaitepa
apofAnpatikn. [Hop’ 6o avtd, 1 HEAETN TETOI®V TEPWTMCE®V Eivar 13104TEPA GUAVTIKT KOODS Thavadg va
ovoilel 10 OpOUo TPOg TV TPOYVAOGON TG OOUNG TPOTEIVOV 1 omoia. Vo TPOPAETEL KoL TIC UOKPIVEG
oAANAETIOPAGELS, YoTi Ong gidape og Tponyodueva Kepdaiato ot uEBodol TPOYvwong £xovv €va ovVAOTOTO
op1o emiTvyiog, KaBdS aduvatovy va AGBovv VIOYN TOLG TIC HOKPVEG aAinAemidpdoels. H mpdtn mpoomdfeia
EQUPUOYNG YPUUULOTIK®OV X0piG cupuepaldpeva otny Tepintmon ¢ Tpdyvmons SoUNG TOV TPOTEIVOV EYve
10 1994 omd tovg Mamitsuka kot Abe (Mamitsuka & Abe, 1994). Ouv ovyypageic, emyeipnoav va
HOVTEAOTIOOOVVY TIG PB-TTUYOTEC EMUPAVEIEG, LUE OAOLG TOVG TEPLOPIGUOVG OV CVOPEPAUE TOPATAV®, KOL
KatEANEaV TN YPNoT OGS EWIKNG KATNYOPIOG YPOUUATIKOV, YVOOTOV Kou ©¢ Stochastic Ranked Node
Rewriting Grammars (SRNRG). Mg 11 YpOopHoTIKEG anTéG Kot o oglpd and tpomomooelg (peimon
oApapntov apvolémv, ypNon WOG To YpNRyopng €kdoyng tov oAyopibupov inside-outside, oAAd Kot
TOPUAANAOTOINGT) TV VIOAOYIGU®MYV), KATAPEPAY VO, TPOPAEYOLVY pe emtTuyia TIG B-TTUXOTEC EMPAVEIEG O
éva cuvoro dedopévev and ) Paon HSSP pe Atydtepo amd 25% opotdtnta pe 1o obvoro gkmaidevonc. Ta
OTOTEAECUATO, OVTH TAV CTUAVTIKA, V10Tl Ol Lovo TpoPAépdnkay ot Béoelg Tav B-kKAdvmv aArd To 510 £yive
K01 Y10 TOLG OEGUOVG LOPOYOVOL TOL GTUHEPOTOIOVY TNV EMLPAVELX.

BéBata, o1 vmoAOYIOTIKEG OMAITHGELS TETOIWV EYYEPNUATOV KABVOTEPNGAV APKETH TNV EEAPLLOYN KoL
eEhdmiwon térolwv pebddmv Yoo mepimov o dekaetio. To 2006, o Searls pe tovg cvvepydrteg tov
TOPOLGIOoHY £va, YEVIKO TAGIGIO Y10 TNV €QOPUOYN YPOUUOTIK®V KAVOVOV GTNV TEPLYPOEN PlOopoplaKmdV
oAAnAovyldV, Kol €01KA, oty meptypoen tov npoteivov (Chiang, Joshi, & Searls, 2006). To 2005 o
Waldispuhl mopovciace o evolagpépovca EPapoYn TOV YPOULATIKOV GTIV TPOYVHOGCT TOV OL0UEUPPaVIK®DY
a-eMkov (Waldispiihl & Steyaert, 2005). Xpnowonoince 1o Agyoduevo multi-tape S-attributed grammar to
omoio lvarl Yo TIG YPOUUATIKES TO avtioTtotyo Tov class HMM, kobmg avabitel oto un-teppoticd oopufola
Hi «ad1dTn TN, 1N 0TTOoiN 6T CLYKEKPIUEVT TTEPITTWON GUUPOAMLE TNV AAANAETIOPAOT) LE TIC YELTOVIKEG EAMKEG.
Me ™ pébodo avty (TMMTSAG), métuyav cUYKPICILO ATOTEAEGHOTA GTIV TPOPAEYT] TOV JOUEUPBPUVIKDV
a-eMKk@V, o€ oY€on UE TIG LIAPYovceg HeBOOOVG, OALL TO OMUAVTIKOTEPO MTAV OTL TPOEPAEYAY KOl TNV
oANAeTidOpaon TV apvolémy pe TG dAAeg EMKeg (M TV €kBeom mpog Ta Mmidio TG HEUPPAVNG). AVGTLYMG
N n€Bodo¢ avtn dev ivan dnuocto dStabEoy.
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Ewova 10.11: Topdderyua ailnlemiopoons uetald ovo a-elikwv (droucupfpovicés n un). A. H ovaropdaotoon twv 6vo
elikwv e 10 Klaoiko poviélo. B. Avamopdoroon pe to helical wheel plot, to omoio deiyvel ta opuvoléa omd tov kabeto
alova g élikag. Me yrpt paivovrar ta auivoééo to. omoia fpiokoviol o€ exaps UETALD TOVGS, EVM UE AOTPO TO, GUIVOCEQ
mov Ppiokoviar oe emopn ue v mEPLPoALovTa ywpo. Aoyw THG TEPLONKOTHTOS THG EAIKOG, €va KOO TéooEPQ 1 TEVTE
aUIVOLEEQ AVOUEVODLE VO, EIVAL KYKPLY, OAAG GTO YWPO OVTE CVOTWPEDOVIOL GE ULO. ETIPAVELL ETOPHG.

H 5w opddo, emiyeipnoe va epapudcel Tig ideg pebodoroyieg kor otnv mepintoorn ToV
Sopepppovikmv B-Bapehav. "Etot, onuovpyndnke n péBodog transFold
(http://bioinformatics.bc.edu/clotelab/transFold) n omoior wpoPAémer pe OPKETA IKAVOTOMTIKO TPOTO,
TOVAJYIOTOV GE GUYKPIOT UE TOVG LAOAOWOVG GAYOPIOUOVG TOL €100VG, TOVG SUUEUPPUVIKOVG B-KADVOLC
oA ka1 TO OiKTLO TV decUdY VOPOYOVOL TToL ctabepomolobyv to P-Papéit (Waldispuhl, Berger, Clote, &
Steyaert, 2006). 'Eva petovéktnpa g pebddov sivat to yeyovog 6Tt etvan apyn, aArE Kot 0Tt omontel d1apopeg
TopaUETpOLg amd Tov ypnotn (T €idovg Popéh mepiuévoope va Ppovpe K.0.k.). Mo eméktacm TG
pebodoroyiag avTAg, TOPAAANAG UE YXPNOoTM €VOC EMIMALOV PUOTOC Yol TNV EANYIOTOTOINGT EVEPYELNG,
omotedel 1 pébodoc Partifold m omoia sivor SwBéoyun ot devbvvon http:/partiFold.csail.mit.edu/
(Waldispuhl, O'Donnell, Devadas, Clote, & Berger, 2008).

Téhog, a&iler vo avapepBodv kol ot gpyacieg twv Dyrka xor Nebel, o omoiot avérntvéov éva
OAOKANPO TAGICIO YO TNV E€QOPHOYN YPOUUOTIKOV Yopic cvpepoalduevo o€ mopodpoln TpofAnpota
TPOTEIVOV, AKOAOVODOVTAC Lo O10pOPETIKT oTpatnykh. To Bacikd yapoaktnpiotikd e nebddov avtng, ToV
N XPNON EVOC YEVETIKOL OAYOplOLOL Yo Vo Pmopécel vo. eEAYEL TOLG KAVOVEG TNG YPOLUOTIKNG, OAAG Kot 1
YPNON LG SLOPOPETIKNG OVOTAPAGTACTG PASIGUEVNC OTIG WOIOTNTEG TOV OUIVOEEMV TPOKELEVOL VO, LEtmBel
o aApapnrto (Dyrka & Nebel, 2009). H pebodoroyia avtn, epapudotnke oe pa oepd omd epyaciec, TOG0 Yo
TNV TPOYVOOT TV aAAnAemdpdoeny Tav dwpepppavikov ehikov (Dyrka, Nebel, & Kotulska, 2013), 660 ko
Yy TV Tpodyveon Bécewv Tpocdeons Allwv popinv tave otic npoteiveg (Dyrka & Nebel, 2007). Oia ta
mopanmdve, delyvouv 4Tl ot pebodoroyieg avtég av Kot dev £xovv €@apLooTel WBaitepa AdY® TOV £YYEVDV
SVOKOMMV OTIG TPWTEIVES, €V TOVTOIG Elval TOAD VTOCYOUEVEG Kot KAODC 1 VTOAOYIOTIKY 10Y0¢ avEdveTat,
oAAG Ko M €pEVVO GTOVG OAYOPIOOVS cuveXIlETAL, AVAUEVETAL GTO LEAAOV VO TTOIEOVY GMUOVTIKO POAO GTNV
enilvon t€Tolwv TPoPAnuUdT®Y.
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