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Understanding the biodiversity and ecological importance 
of Ctenophores – Lessons from Arctic and Baltic Mertensia 
ovum

SANNA MAJANEVA

Majaneva, S. 2014: Understanding the biodiversity and ecological importance of ctenophores 
– Lessons from Arctic and Baltic Mertensia ovum. – W. & A. de Nottbeck Foundation Sci. 
Rep. 41: 1–74. ISBN 978-952-67851-5-8 (paperback), ISBN 978-952-67851-6-5 (PDF, 
http://ethesis.helsinki.fi).

Gelatinous zooplankton, such as ctenophores, have attracted attention during the last decade, 
mainly as a result of the enigma around their potentially increased abundances around the 
world. Despite the  increased attention, they remain either understudied or disregarded in 
most food web investigations and monitoring programs, and are defined as one of the most 
difficult groups of pelagic animals to study. Consequently, their diversity and ecological role 
are often grossly oversimplified and misunderstood, leading to biased views of ecosystem 
functioning. In addition, ctenophores share traits such as voracious predation behavior, the 
ability to starve and shrink during periods of low food availability and to tolerate increased 
temperatures, as well as high reproductive capacity, making them likely to take advantage 
of changing environmental conditions.

In the Arctic, earlier ctenophore data consist of sparse abundance estimates and dietary 
studies lacking a systematic or integrative approach. In the Baltic Sea, despite the well-
established routine plankton monitoring program conducted by the surrounding nations, 
the distribution and the role of the Arctic ctenophore Mertensia ovum in this ecosystem has 
been unknown since its first reported appearance in 2007. In this thesis, the biodiversity 
of cydippid ctenophores and their role in Svalbard waters and in the Baltic Sea were 
studied. Extensive in situ sampling, laboratory experiments, morphological and molecular 
identification analysis, traditional and molecular gut content analysis, as well as several 
direct measures of the ctenophores and the pelagic communities they inhabit were combined 
to address system-specific questions and to better understand how important a role the 
ctenophores might have in marine ecosystems.

A combination of morphological species identification and molecular methods revealed 
Euplokamis sp. and an unidentified mertensiid species to co-occur with the dominating 
Mertensia ovum in Arctic waters. Similarly, the first recording of the cydippid ctenophore, 
Euplokamis sp., near the entrance to the Baltic Sea was reported in conjunction with extensive 
sampling of Mnemiopsis leidyi and Mertensia ovum. Interestingly, Pleurobrachia pileus, 
earlier reported to commonly co-occur with M. ovum in the Arctic and be present throughout 
the Baltic Sea (and earlier reported as the only ctenophore species in the northern Baltic 
Sea), was not present in either study site. It was demonstrated that morphological species 
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identification alone is insufficient. In addition, the lack of proper species descriptions and 
public sequences limited the identification to the genus, family or order level. Thus, more 
emphasis should be placed on combining morphological and molecular methods together 
with photographic vouchers for rigorous taxonomic identification and accurate species 
descriptions.

The lack of historical survey data and accurate abundance estimates of M. ovum have 
biased interpretations of its role in the Arctic and Baltic ecosystems. According to the 
results presented in this thesis, the potential predation impact of M. ovum was high when 
assuming relatively homogenous distributions of M. ovum and its prey, but it was even 
higher when patchiness of both predators and prey was taken into account. The potential 
predation impact was further affected by extensive spatial and seasonal migration patterns. 
Therefore, to adequately model prey–predator interactions, more emphasis should be placed 
on the fine-scale distribution patterns of predators and prey. Also, different populations 
of a single species can have very different trophic roles in the food web due to the great 
difference in body size, as exemplified in this thesis with two populations of M. ovum. In 
the Arctic, M. ovum is a voracious predator of copepods (Calanus spp.), while in the Baltic, 
the substantially smaller M. ovum individuals mainly prey upon pico- and microplankton. 
Thus, generalizing and extrapolating ecological traits such as diet and foraging behavior 
from one population to another can be misleading. Moreover, the future of the two studied 
populations of M. ovum is likely to differ substantially because their distribution area will 
be differently affected by climate change; the distribution area is predicted to diminish in 
the Baltic Sea and remain more or less constant in the Arctic.

To conclude, this thesis demonstrates that our current knowledge on the diversity, role, and 
potential future changes of the ctenophores in pelagic communities is still very incomplete. 
Thus, to properly understand the ecological impact of ctenophores at present and in the 
near future, this thesis suggests that all available techniques need to be applied in species 
identification, and that clear recommendations for a proper assessment of routine ctenophore 
monitoring are urgently needed.

Sanna Majaneva, Department of Environmental Sciences, P.O. Box 65, FI-00014 University 
of Helsinki, Helsinki, Finland; University Centre in Svalbard, P.O. Box 156, NO-9171 
Longearbyen, Norway; Finnish Environment Institute, Marine Research Centre, P.O. Box 
140, FI-00251 Helsinki, Finland; Tvärminne Zoological Station, J. A. Palménin tie 260, 
FI-10900 Hanko, Finland.
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Tiivistelmä:

Kampamaneettien monimuotoisuudesta ja ekologisesta 
roolista – esimerkkinä Jää- ja Itämeren Mertensia ovum

Hyytelömäisen eläinplanktonin, kuten esimerkiksi kampamaneettien, saama huomio on kasvanut räjäh-
dysmäisesti viimeisen vuosikymmenen aikana. Keskustelua on aiheuttanut lähinnä hyytelöplanktonin mah-
dollinen maailmanlaajuinen runsastuminen, vaikka tutkijat eivät olekaan tästä yksimielisiä. Kiinnostuksen 
heräämisestä huolimatta hyytelöplankton on edelleen huonosti tunnettu eläinryhmä. Hyytelöplanktonia ei 
usein huomioida perinteisissä ravintoverkkotutkimuksissa eikä seurantaohjelmissa, ja sitä pidetäänkin vai-
keimmin tutkittavana planktonisena ryhmänä. Näin ollen tieto hyytelöplanktonin monimuotoisuudesta ja 
ekologisesta roolista on usein joko yksinkertaistettua tai kokonaan väärinymmärrettyä, mikä voi johtaa vir-
heellisiin päätelmiin planktonekosysteemin toiminnasta. Tiedetään kuitenkin, että muun muassa kampama-
neetit ovat tehokkaita saalistajia, kykenevät saaliin määrästä riippuen säätelemään kokoaan ja aineenvaih-
duntaansa, lisääntymään suotuisissa oloissa nopeasti sekä sopeutumaan suuriinkin fysikaalisten tekijöiden, 
kuten lämpötilan, muutoksiin, minkä vuoksi ne todennäköisesti kykenevät selviytymään voittajina ja jopa 
runsastumaan tulevaisuuden muuttuvassa ympäristössä.

Arktisella alueella tieto kampamaneeteista pohjautuu muutamaan epäsystemaattiseen ja hajanaiseen run-
sausarviointiin ja ravinnonkäyttötutkimukseen. Itämerellä eläinplanktontutkimuksessa on käytössä alueen 
valtioiden yhteinen seurantaohjelma, mutta tästä huolimatta arktisen kampamaneetin, Mertensia ovumin, 
rooli Itämerellä on ollut mysteeri sen jälkeen kun se vuonna 2007 ensimmäisen kerran havaittiin. Tässä 
väitöskirjatutkimuksessa on tarkasteltu sekä Itämeren että arktisen alueen Cydippida-lahkon kampamaneet-
tien monimuotoisuutta ja merkitystä ravintoketjussa. Tutkimuksen osajulkaisut yhdistelevät laajamittaista, 
systemaattista näytteenottoa, laboratoriokokeita, lajintunnistusta ja koko ulappayhteisön rakenteen tutki-
musta. Osajulkaisuissa arvioidaan Cydippida-lahkon lajirunsautta käyttäen valomikroskopiaa ja uudempia 
geneettisiä lajintunnistusmenetelmiä sekä tutkitaan M. ovumin ravinnonkäyttöä perinteisillä ja molekyylita-
son menetelmillä. Näiden tutkimusten tavoitteena on ollut selventää tietoa kampamaneettien roolista merten 
ekosysteemeissä.

Morfologisten ja molekyylitason tunnistusmenetelmien yhdistelmä paljasti, että hallitsevan Mertensia 
ovumin kanssa arktisilla vesillä esiintyvät myös Euplokamis sp. ja vielä kuvaamaton Mertensiidae-laji. 
Samoin Euplokamis sp. -laji havaittiin ensimmäisen kerran Itämeren suulla osana laajamittaisempaa ameri-
kankampamaneetin, Mnemiopsis leidyin, ja arktisen kampamaneetin, Mertensia ovumin, seurantaa. Laaja-
mittaisista näytteenotoista huolimatta Pleurobrachia pileus -lajia, jonka on aiemmin raportoitu esiintyvän 
yleisesti arktisella alueella ja olevan läsnä koko Itämeren alueella (ja joka on aiemmin raportoitu ainoaksi 
kampamaneettilajiksi pohjoisella Itämerellä), ei havaittu kummallakaan tutkimusalueella. Väitöskirjatyö 
osoittaa, että perinteiset morfologiset lajitunnistusmenetelmät eivät yksin riitä. On ilmiselvää, että kam-
pamaneettilajit on yleisesti puutteellisesti kuvattu. Lisäksi julkaistujen geenisekvenssien vähyys rajoittaa 
tarkkuutta, jolle lajit pystytään geneettisillä tunnistusmenetelmillä luokittelemaan. Geneettinen luokittelu 
on lähempänä suku- tai heimotasoa kuin oikeaa lajitasoa. Yksi väitöskirjan johtopäätöksistä onkin, että 
kampamaneettien lajintunnistus on varminta, kun yksilöiden valokuvat yhdistetään morfologisten ja mole-
kyylitason tunnistusmenetelmien kanssa.

Tieto Mertensia ovumin roolista arktisen alueen ja Itämeren ekosysteemeissä on ollut vääristynyttä, koska 
tarkkoja tiheystietoja ja historiallista tutkimustietoa on ollut rajoitetusti. Väitöskirjan kahden viimeisen osa-
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julkaisun perusteella on selvää, että M. ovumin vaikutus planktonyhteisössä on suurempi kuin on aikaisem-
min ajateltu, etenkin jos lajin ja sen saaliiden laikuittainen esiintyminen otetaan huomioon. Myös alueellinen 
ja ajallinen vaelluskäyttäytyminen vaikuttavat potentiaaliseen saalistustehokkuuteen. Näin ollen saalistajan 
ja saaliiden laikuittaiseen esiintymiseen olisi kiinnitettävä enemmän huomiota, jotta peto–saalis -vuorovai-
kutussuhteet saataisiin mallinnettua oikein. Lisäksi saman lajin yhteisöt voivat edustaa eri ravintoverkon 
tasoja eri alueilla riippuen esimerkiksi yksilöiden kokojakaumasta, kuten arktisen alueen ja Itämeren M. 
ovum -yhteisöt osoittavat. Arktisella alueella M. ovum on kyltymätön saalistaja, jonka pääasiallista ravintoa 
ovat hankajalkaisäyriäiset (Calanus spp.). Itämeren yhteisön yksilöt ovat kooltaan huomattavasti pienempiä 
ja ne syövät lähinnä piko- ja mikroplanktonia. Siten yleistykset lajin ekologisista ominaisuuksista yhteisöstä 
toiseen voivat olla hyvinkin harhaanjohtavia. Erilaisen ravintokäyttäytymisen lisäksi nämä M. ovum -popu-
laatiot kohtaavat tulevaisuuden ympäristömuutokset eri tavoin, sillä ilmastonmuutos vaikuttaa eri tavalla eri 
levinneisyysalueilla; Itämerellä esiintymisalueen on ennakoitu pienenevän, kun taas arktisella alueella alue 
tulee pysymään lähes muuttumattomana.

Tämä väitöskirja havainnollistaa, että nykyinen tietomme kampamaneettien monimuotoisuudesta, roolis-
ta ulapan ekosysteemissä ja selviytyminen muuttuvassa ympäristössä on edelleen hyvin puutteellista. 
Väitöskirja myös osoittaa, että voidaksemme ymmärtää kampamaneettien, ja muidenkin hyytelöplank-
tonryhmien, ekologista roolia ja vaikutusta nyt ja tulevaisuudessa, lajintunnistus olisi tehtävä täsmällisesti 
asianmukaisia menetelmiä yhdistellen. Erityisen tärkeää olisi suunnitella selkeät suositukset, jotta hyytelö-
plankton otettaisiin pysyvästi mukaan alueellisiin seurantaohjelmiin.
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Sammendrag:

Forståelse av ribbemaneters (Ctenophora) biodiversitet 
og økologiske betydning – lærdom fra arktisk og baltisk 
Mertensia ovum

Geléaktige dyreplankton, for eksempel ribbemaneter (Ctenophora), har vakt oppsikt i løpet av det siste 
tiåret, hovedsakelig på grunn av gåten rundt de potensielt økte forekomstene rundt om i verden. Til tross 
for den økte oppmerksomheten, er maneter fortsatt en lite kjent gruppe av dyr. De er lite undersøkt eller 
helt ignorert i de fleste næringsnett-undersøkelser og overvåkingsprogrammer, og er definert som en av de 
vanskeligste gruppene av pelagiske dyr å studere. Følgelig er deres artssammensetning og økologiske rolle 
ofte unyansert og misforstått, noe som kan gi et skjevt bilde av marine økosystemers struktur og dynamikk. 
I tillegg kan ribbemaneter tolerere store endringer i temperatur og saltholdighet, de har et stort vekstpoten-
siale, reproduserer i hurtig tempo, og kan også tåle lange perioder med matmangel, da de tærer på sin egen 
kropp og krymper i størrelse. Gunstige vekstbetingelser med rikelig tilgang på planktonføde kan resultere i 
masseoppblomstringer.

Tidligere forskning på ribbemaneter i Arktis består av sparsomme fødeundersøkelser og biomasseestimater, 
som mangler en systematisk og uniform tilnærming. I Østersjøen, til tross for regelmessige planktonovervå-
kingsprogrammer som er utført av de omliggende landene, har rollen til den arktiske ribbemaneten Merten-
sia ovum i dette økosystemet vært ukjent siden den i 2007 ble observert for første gang. I denne avhandlingen 
ble artssammensetningen og den økologiske rollen til ribbemaneter i orden Cydippida i Svalbards farvann 
og i Østersjøen studert. Studien kombinerer omfattende, systematisk prøvetaking, laboratorieforsøk, mor-
fologiske (lysmikroskopi) samt nyere genetiske metoder for artsidentifikasjon, og både konvensjonelle og 
molekylære analyser av diett. Målet med denne studien har vært å øke forståelsen av ribbemaneters rolle i 
marine økosystemer, spesielt i Arktis og Østersjøen.

En kombinasjon av morfologisk og molekylær artsidentifikasjon viste at ribbemanetene Euplokamis sp. og 
en uidentifisert mertensiid art opptrer sammen med den dominerende M. ovum i arktiske farvann. I denne 
studien ble også den første observasjonen av Euplokamis sp. i innløpet til Østersjøen dokumentert i forbin-
delse med omfattende, systematisk prøvetaking av Mnemiopsis leidyi og M. ovum. En annen interessant 
observasjon var at Pleurobrachia pileus, sjøstikkelsbær, som tidligere er rapportert til å vanligvis opptre 
sammen med M. ovum i Arktis og være utbredt i hele Østersjøen (og tidligere rapportert som den eneste 
ribbemanet-arten i den nordlige delen av Østersjøen), ikke ble funnet i noen av studieområdene. Avhand-
lingen demonstrerer at morfologisk artsidentifikasjon alene ikke er tilstrekkelig. I tillegg mangler mange 
ribbemanet-arter en nøyaktig beskrivelse, samt publiserte DNA-sekvenser, noe som begrenser identifikasjo-
nen til slekts- eller familienivå. Det bør legges mer vekt på å kombinere morfologiske og molekylære me-
toder sammen med fotografier for å oppnå solid taksonomisk identifisering og utfyllende artsbeskrivelser.

Mangelen på omfattende, langsiktig kartlegging og nøyaktige estimater av populasjonen av M. ovum har 
påvirket tolkningen av dens rolle i de arktiske og baltiske økosystemer. Ifølge resultatene som presenteres 
i denne avhandlingen, har M. ovum stor påvirkning på økosystemet gjennom predasjon når man antar en 
relativt homogen distribusjon av M. ovum og dens byttedyr. Predasjonseffekten var enda høyere når man 
antok en heterogen fordeling av både rovdyr og byttedyr, og ble ytterligere påvirket av romlige og tempo-
rale vandringsmønstre. For å modellere byttedyr-predatorinteraksjoner på en tilfredsstillende måte bør man 
legge mer vekt på finskala distribusjon av rovdyr og byttedyr. Dessuten kan ulike populasjoner av en enkelt 
art har svært ulike trofiske roller i næringsnettet på grunn av den store forskjellen i kroppsstørrelse, noe som 
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er eksemplifisert med to populasjoner av M. ovum i denne avhandlingen. I Arktis er M. ovum predator på 
dyreplankton, særlig på copepoder (Calanus spp.), mens i Østersjøen, der individene er betydelig mindre, 
beiter de hovedsakelig på pico- og mikroplankton. Derfor kan generalisering av økologiske egenskaper, som 
næringsvalg og predasjonsatferd, fra en populasjon til en annen være misvisende. Videre er fremtiden for de 
to undersøkte populasjonene av M. ovum sannsynligvis vesentlig forskjellig, fordi deres utbredelsesområder 
vil bli påvirket av klimaendringer på ulike måter; distribusjonsområdet forventes å bli mindre i Østersjøen 
og å forbli mer eller mindre konstant i Arktis.

For å konkludere, viser denne avhandlingen at vår nåværende kunnskap om ribbemaneters biologiske mang-
fold, økologiske rolle og mulige fremtidige endringer i pelagiske økosystemer fortsatt er veldig ufullstendig. 
For å forstå ribbemaneters økologiske påvirkning i dag og i nær fremtid, trenger man alle tilgjengelige 
teknikker i artsidentifikasjon, og det er et sterkt behov for klare anbefalinger for rutineovervåking av rib-
bemaneter.
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1. 	 INTRODUCTION AND 		
	 BACKGROUND

1.1.	 Gelatinous zooplankton – past and 	
present

Since the mid-1990s, both scientific and 
general public reports on jellyfish have been 
increasing (e.g. Condon et al. 2012, Duarte 
et al 2012, Gibbons & Richardson 2013). 
Most of these reports address the possible 
global increase in the gelatinous part of the 
plankton community, which appears to have 
been promoted by human-induced stresses 
and which can potentially alter the structure 
and functioning of marine ecosystems (e.g. 
Brodeur et al. 1999, Lynam et al. 2006, Hay 
2006, Daskalov et al. 2007, Richardson et al. 
2009, Purcell 2012). However, the substantial 
global increase in gelatinous zooplankton 
abundance has recently been questioned. 
While a number of anthropogenic mechanisms 
capable of promoting increases locally or on 
larger scales have been recognized, global 
increase has not been proven (see chapter 
1.6, Condon et al. 2012). Still, the rise in 
interest is evident, as Condon et al. (2012) 
demonstrated in a search performed on the 
Web of Science and in Google News using 
the search terms ‘jellyfish’, ‘gelatinous 
zooplankton’ and ‘ctenophore’, and as 
Gibbons and Richardson (2013) indicated 
when comparing the increase in the peer-
reviewed literature on jellyfish to that on 
copepods.

Regardless of the increase in the 
number of reports, the diversity of 
gelatinous zooplankton and their ecology 
is often exceptionally oversimplified 
and misunderstood, as jellyfish research 
is considered to be in its infancy and 
ctenophores are considered to represent 
the greatest challenge in oceanographic 

sampling (e.g. Harbison et al. 1978, Gibbons 
& Richardson 2013). Even the term ‘jellyfish’ 
seems to be an overarching synonym for 
taxonomically different groups sharing the 
features of a soft body, transparency, a water 
content of at least 95 %, and a planktonic 
lifestyle (e.g. Richardson et al. 2009, Condon 
et al. 2012, Gibbons & Richardson 2013). 
This basic oversimplification of similarities 
makes it easy to lump various groups, such 
as ctenophores, cnidarians, and pelagic 
tunicates, together into a single, catch-all 
category, ‘jellyfish’, without any taxonomic 
meaning. In reality, the distinct morphologies 
and thus ecological roles of the species 
categorized as ‘jellyfish’ can yield ecological 
outcomes as vastly different as, say, lumping 
lions and gazelles into a single ecological 
group called Chordata when studying 
predation on the Serengeti (as discussed 
in Boero & Mills 1997, Boero et al. 2008, 
Condon et al. 2012). While the generic 
term ‘jellyfish’ usually refers to different 
groups altogether, this thesis focuses on the 
identification, distribution, and ecology of 
one group: the ctenophores.

As the increased interest of the public 
and the research community shows, it 
could be said that we are currently living 
in the ‘golden age of gelata’ (as discussed 
in Haddock 2004). While methodologies 
have developed significantly, the lack of 
systematic gelatinous zooplankton data 
and research has been well acknowledged 
by the jellyfish research community (e.g. 
Condon et al. 2012, Gibbons & Richardson 
2013, Fourth International Jellyfish Bloom 
Symposium 2013). Although we appear 
to be in an ideal time for dramatically 
expanding our understanding of gelatinous 
zooplankton, there are severe obstacles to 
cross and uncertainties to recognize, even 
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among a single taxonomic group of jellyfish, 
the cydippid ctenophores.

1.2.	 The challenges of ctenophore 
species identification

The marine zooplankton is taxonomically 
diverse, comprising more than 7,000 species 
in 15 phyla (Boltovskoy et al. 2002). It is 
also taxonomically challenging as it requires 
considerable time and effort to routinely 
identify and characterize its diversity (May 
1988, Colwell & Coddington 1994, Bucklin, 
Hopcroft et al. 2010, Bucklin, Nishida et 
al. 2010). Ctenophores are no different. 
Ctenophores are an understudied group of 
organisms with approximately 100 to 250 
species described globally (e.g. Haddock 
2004, Mills & Haddock 2007, Richardson 
et al. 2009, Mills 2013). The estimated 
number of species in the group varies 
considerably depending on the source and 
whether potential synonymies have been 
taken into consideration. Only 100 to 150 
are thought to be actual species (Mills & 
Haddock 2007). In addition, the scientific 
community acknowledges that the number of 
ctenophore species has been underestimated 
globally – at least 25 to 50 species have 
not yet been formally described (Mills & 
Haddock 2007, Mianzan et al. 2009, Mills 
2013), and the number of undescribed 
ctenophore species in the deep-sea regions 
has not even been estimated (Podar et al. 
2001, Mills & Haddock 2007).

Ecological research usually requires 
rapid and accurate identification, but the 
researchers conducting the work may not 
have the taxonomic knowledge to do so with 
the necessary precision and consistency. 
While it may appear simple to count the 
species number of a sample, identifying 

specimens to the species level is time 
consuming and requires special taxonomic 
expertise. Moreover, morphological species 
identification has three significant limitations. 
First, although modern interactive versions 
of the traditional dichotomous taxonomic 
identification keys used today represent a 
major advance, they require such advanced 
skills for accurate use that misidentifications 
are common (Hebert et al. 2010). Even 
though ctenophores are morphologically 
diverse, they possess a number of derived 
characters (synapomorphies), such as biradial 
symmetry, eight rows of combs or ctenes 
controlled by an apical organ, and specialized 
adhesive cells (e.g. Harbison 1985, Podar et 
al. 2001, McConville 2011). This relative 
scarcity of available species specific features 
makes constructing good keys difficult and 
hampers correct identification. Second, 
morphological keys are often made for a 
particular life stage or gender, and many 
individuals cannot therefore be identified 
(Harbison & Madin 1982). For example, 
all ctenophores except the beroids have a 
‘cydippid’ larval stage, which is similar to 
small-sized, cydippid adult specimens (Mayer 
1912, Hyman 1940, Harbison & Madin 1982, 
Harbison 1985, Podar et al. 2001, Gorokhova 
& Lehtiniemi 2010). Finally, in ecological 
samples, the extremely fragile specimens 
are often damaged when collected with 
traditional sampling nets or preserved with 
conventional fixatives, leaving researchers 
with unidentifiable bits and pieces (Podar 
et al. 2001, Thibault-Botha & Bowen 
2003, Mills & Haddock 2007, Gorokhova 
& Lehtiniemi 2010, Raskoff et al. 2010). 
Thus, the order or family of ctenophores can 
usually be identified but assignment to the 
species level is more demanding when only 
using traditional morphological identification 
procedures (e.g. McConville 2011).
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The problems of morphology-based 
identification, and the declining pool of 
taxonomists, are clear indicators of a demand 
for a new approach to species recognition. 
Various molecular methods have been 
developed, including DNA hybridization 
(Britten & Kohne 1968), species-specific 
PCR (e.g. Gorokhova et al. 2009), random 
amplified polymorphic DNA (Williams 
et al. 1990), restriction fragment length 
polymorphisms (Saiki et al. 1985), single 
strand conformational polymorphic DNA 
(Orita et al. 1989), and sequencing of PCR 
products (e.g. Podar et al. 2001), each with 
their advantages and disadvantages. DNA-
based species identification methods have 
made it possible to rapidly and inexpensively 
identify field-collected planktonic organisms, 
and at best can convey the ability to obtain 
good information even from damaged pieces 
of specimens.

DNA barcoding, the use of short sequences 
of one or few genes (mostly mitochondrial 
DNA [mtDNA COI]), has undoubtedly been 
the most commonly used molecular method 
for identifying plankton (e.g. Webb et al. 
2006, Bucklin et al. 2007, Ortman et al. 2010, 
CMarZ 2013). Barcoding has also been used 
for population genetic and phylogeographic 
analysis, gut content analysis, seafood safety, 
delimiting species boundaries, the detection 
of invasive species, revealing cryptic species, 
and discovering new species (e.g. Dawson & 
Jakobs 2001, Dawson & Martin 2001, Ortman 
et al. 2010, Bucklin, Nishida et al. 2010, 
Bucklin et al. 2011). However, concerns have 
been raised over the adoption of barcoding, 
with some studies suggesting it would be 
a step backwards (Mallet and Willmott 
2003, Seberg et al. 2003, Lipscomb et al. 
2003, Meyer & Paulay 2005). Opponents 
note that (mtDNA) sequences alone may be 
insufficient to accurately identify species, 

due to genetic differentiation which does 
not necessarily track species boundaries 
(Avise 2004). For example, Funk & Omland 
(2003) found that approx. 23 % of surveyed 
metazoan species are genetically polyphyletic 
or paraphyletic, implying that they would not 
be differentiable by barcoding techniques. In 
addition, this method has not been as easily 
applied to gelatinous zooplankton as it has to 
some other groups (Ortman 2008, Sundberg 
et al 2009, Bucklin et al. 2011), and it has 
rarely been successfully used for ctenophores 
(Bucklin et al. 2011, S. Laakmann, pers. 
comm. 6/2012, BOLD Systems 2013).

The small subunit (18S) ribosomal RNA 
gene has been shown to be a useful marker, 
allowing phylogenetic reconstruction and 
organism recognition at various taxonomic 
levels in some eukaryotes (e.g. Zimmermann 
et al. 2011), but not in all (Pawlowski et 
al. 2012). Unfortunately, ctenophores are 
at risk of falling into the latter category. 
The only analysis conducted with the 18S 
rDNA genes from more than 20 ctenophore 
species revealed a highly conserved length 
and limited sequence divergence within 
the phylum (Podar et al. 2001). No other 
major metazoan phylum is known to have 
such conserved ribosomal RNA genes. 
However, as an alternative, the more variable 
ITS regions have been used independently 
or included in analyses, allowing more 
comprehensive phylogenetic analysis. In 
species recognition, this region has been 
shown to be useful among a variety of 
organisms (Anderson & Adlard 1994, 
Dawson & Jacobs 2001, Schroth et al. 2002). 
The ITS region has been used several times 
to identify ctenophores (Podar et al. 2001, 
Bayha et al. 2004, Gorokhova et al. 2009) 
and it appears to be easily amplified within 
this phylum.
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The major problem with the solely 
molecular species identification approach 
is that much of the sequence data in the 
databases are from isolates that were 
incorrectly identified or named. The use of 
these database sequences to identify species 
by sequence similarity perpetuates the 
problem of wrong species identification (Ko 
Ko et al. 2011). The prospect of assigning an 
unknown species to a known is promising for 
well-known, systematically sampled groups 
that have been comprehensively studied by 
genetic and morphological taxonomy, but 
less effective for taxa such as ctenophores, 
where taxonomic examination has not been 
thorough, and species recognition is limited 
to a few traditional character sets (e.g. Meyer 
& Paulay 2005).

Therefore, careful taxonomic revision 
of well photographically documented 
specimens together with simple and 
standardized molecular methods must be used 
to differentiate between morphologically 
similar ctenophore species and life stages. 
This is crucial for field surveys and 
monitoring programs because ctenophores 
are often collected by scientists unfamiliar 
with these unique taxa (I–III, Thesis 
summary).

1.3.	 Misleading ctenophore abundance 
data

Long time series are essential for observing 
species distributions and abundances, and are 
therefore one of the core requirements for 
a wide variety of ecosystem studies. These 
systematic and continuous environmental 
records are also vital for detecting changes 
in marine ecosystems over seasonal, 
interannual, decadal and even longer time 
frames (e.g. Condon et al. 2012). These 

changes may be uninterrupted, or they may 
occur as sudden shifts, requiring long time 
series for better detection of trends and 
statistical comparison. Every year of data 
added to a time series makes the entire dataset 
more valuable than it was the year before (see 
e.g. Brodeur et al. 2002, 2008). These data 
sets are also the basis for ecological models 
that can predict ecosystem dynamics under 
changing environmental conditions (Niiranen 
et al. 2012) which are in demand due to the 
challenge of climate change in combination 
with the growing need for marine resources 
(Tomczak et al. 2012).

For a long time, gelatinous zooplankton 
were considered as unimportant, both 
ecologically (as dead-ends of the food web 
in marine ecosystems) and commercially. 
During oceanographic surveys, it was more 
common to find the answer to the questions 
‘how many?’ and ‘how much?’ before having 
answered to the question ‘who?’, which led 
the small torn pieces of gelatinous material 
to be unidentified and uncounted. It also 
appears that if an organism could not be 
fixed with conventional preservatives, it was 
considered as unimportant (e.g. Haddock 
2004). Recently, as their importance has been 
more widely acknowledged, there has been 
considerable interest in gelatinous species 
(e.g. Bucklin, Nishida et al. 2010, Bazooca 
2013, Condon et al. 2013). However, 
there have been problems when gathering 
extensive, continuous long-term datasets. 
Datasets have been biased towards certain 
seasons, commercially exploited areas 
and economically important species. In 
addition, methodology used is often selective 
towards certain species and life stages, and 
predicts homogeneity of oceanographic 
conditions and even distribution of plankton 
communities over a wide range of localities 
(e.g. Magurran et al 2010, Condon et al. 
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2012). Thus, in contrast to commercial 
fish species and other zooplankton taxa, 
the abundance of ctenophores has not been 
monitored on a regular basis (e.g. Condon 
et al. 2012), and they have been completely 
excluded as a functional group from current 
ecological models (e.g. Tomczak et al. 2012).

As oceans are highly divergent and 
patchiness is pronounced, the process of 
formulating models for marine populations 
involves averaging spatial heterogeneities 
in some way (Pitchford & Brindley 
2001). Patchiness in marine zooplankton 
populations is common and exhibited over a 
continuum of scales (e.g. Dagg 1977, Omori 
& Hamner 1982, Davis et al. 1992), and 
it appears to be particularly pronounced 
among ctenophores (e.g. Omori & Hamner 
1982, Arai 1992, Graham et al. 2001). 
Furthermore, many ctenophore species 
respond to favorable conditions by rapid 
population increase, making interpretation 
of population estimates from monitoring 
programs extremely difficult (Boero et al. 
2008, Richardson & Gibbons 2008). Also, 
the nets commonly used in zooplankton 
sampling and monitoring programs are too 
small in area (approx. 0.25 m2) to reliably 
estimate dispersed taxa such as ctenophores. 
These plankton nets may either pass 
through a number of discrete aggregations 
or miss these aggregations altogether, and 
thus greatly underestimate their diversity 
and abundance (e.g. Naumov 1960, 1961, 
Ospovat 1985, Harbison 1986, Harbison et 
al. 1978, Stepanjants 1989, Raskoff et al. 
2003, 2005, Purcell 2009). However, the 
aggregations have become a great concern, 
as the number of reports on the intensity 
and frequency of gelatinous blooms has 
increased worldwide (e.g. Richardson et al. 
2009, Condon et al. 2012).

Therefore, reliable data on ctenophore 
distribution and abundance, including small-
scale spatial and temporal resolution, and 
analysis of their population dynamics are 
required to properly understand the impact 
of ctenophores within ecosystems (II, IV, 
Thesis summary).

1.4.	 The indeterminate role of 
ctenophores

Despite the fact that the importance of 
gelatinous zooplankton in marine food webs 
has been recognized, ecological knowledge 
of gelatinous zooplankton is strongly 
biased towards particular species, mainly 
scyphozoan medusae and the ctenophore 
Mnemiopsis leidyi (e.g. Pang & Martindale 
2009, Augustine et al. 2013, Fourth 
International Jellyfish Bloom Symposium 
2013). Being more robust, they are more 
suitable for in situ studies and laboratory 
experiments. Out of necessity, ecosystem 
modeling efforts tend to emphasize only the 
elements directly known to link key species 
in the ecosystem, while species among the 
ctenophores that are difficult to detect, 
quantify, identify, and study experimentally 
are often ignored (e.g. Raskoff et al. 2003, 
Pauly et al. 2009, Gibbons & Richardson 
2013). This can lead to biased views of 
ecosystem functioning.

It is well known that high rates of 
feeding, growth, and reproduction enable 
the ctenophores to rapidly reach high 
abundances (Purcell & Arai 2001). Hence, 
ctenophore blooms may have distinct 
consequences for planktonic food web 
structure and ecosystem function through 
top-down and bottom-up effects (e.g. Condon 
et al. 2010, Dinasquet et al. 2012). For 
instance, gelatinous zooplankton predation 
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may regulate the zooplankton biomass, and 
thus structure the planktonic food web as a 
whole (Stibor et al. 2004, Turk et al. 2008). 
Also, some species have been reported to 
stimulate bacterioplankton growth by direct 
release of nutrients from tissue, mucus 
secretion, excretion, and also by sloppy 
feeding (Nemazie et al. 1993, Riemann et 
al. 2006, Titelman et al. 2006, Pitt et al. 
2009, Condon et al. 2011). Furthermore, 
it is likely that the link between gelatinous 
zooplankton and bacteria results in an 
alternative carbon pathway for resource-
specific bacterioplankton, directing carbon 
away from higher trophic levels. Thus, major 
shifts in microbial structure and function 
associated with jellyfish blooms in coastal 
and estuarine systems may arise (the jelly-
carbon shunt; Condon et al. 2011).

Ctenophores are known to be voracious 
predators, feeding primarily on zooplankton 
such as copepods (e.g. Smith & Schnack-
Schiel 1990, Conover & Huntley1991, 
Mumm et al. 1998). Despite the reported 
high predatory impact of some ctenophore 
species, such as Mnemiopsis leidyi (e.g. 
Shiganova & Bulgakova 2000, Shiganova 
et al. 2004, Colin et al. 2010), very little 
is known about the specifics of predator–
prey encounter events, since they cannot 
usually be observed in situ (but see Madin 
1988, Haddock 2007). Currently, most 
predation impact studies and many of the 
most commonly used predator–prey models 
assume that populations are homogeneously 
distributed in space (e.g. Murdoch 1973). As 
patchiness seems to be particularly distinct 
among ctenophores (e.g. Omori & Hamner 
1982, Graham et al. 2001), ignoring spatial 
patterns can lead to erroneous conclusions 
concerning their predation impact.

In addition, the relationship between 
predator size and prey size is of great 

importance when determining the outcome 
of interactions among species (Scharf et 
al. 2000). Thus, direct extrapolation from 
one species, or population, to another raises 
uncertainties when modeling basic ecological 
traits such as diet and foraging behavior, 
especially if individual sizes of the predators 
clearly differ between the populations. From 
studies on Mnemiopsis leidyi, it is known that 
feeding mechanisms and prey preferences 
change during ontogeny. While newly 
hatched tentaculate larvae capture nano- or 
microplankton such as flagellates and ciliates 
on their tentacles (Sullivan & Gifford 2004, 
2007), larger tentaculate or transitional stage 
larvae can also feed on large prey such as 
mesozooplankton (Stanlaw et al. 1981). 
However, knowledge from other ctenophore 
species is currently lacking, particularly in 
relation to predation impacts at lower trophic 
levels.

1.5. 	 Ctenophores in the Arctic Ocean 
and Baltic Sea

Existing ctenophore studies are not 
only biased towards Mnemiopsis leidyi 
(Augustine et al. 2013), but also towards 
tropical and temperate waters. Due to its 
low accessibility, the Arctic is the least 
studied among the major oceans on Earth. 
The taxonomic composition and life-history 
strategies of the crustaceans in the Arctic are 
moderately well known (Smith & Schnack-
Schiel 1990, Mumm et al. 1998, Deibel 
& Daly 2007), whereas the abundance, 
composition, and ecology of ctenophores 
are not (e.g. Ospovat 1985, Swanberg 
1974, Swanberg & Båmstedt 1991a, b, 
Raskoff et al. 2005, 2010). Three species 
of ctenophores have been recorded from 
the coastal Svalbard area: Mertensia ovum 



18

(Cydippida, Fabricius 1780), Pleurobrachia 
pileus (Cydippida, Müller 1776), and 
Beroe cucumis (Beroidea, Fabricius 1780) 
(Palerud et al. 2004). In addition, Dryodora 
glandiformis (Cydippida, Mertens 1833), 
Beroa abyssicola (Beroidea, Mortensen 
1927) and Bolinopsis infundibulum (Lobata, 
Müller 1776) have been reported to occur in 
the Barents Sea region (e.g. Sirenko 2001). 
Despite the recent establishment of the 
Arctic Marine Biodiversity Monitoring Plan 
supported by Conservation of Arctic Flora 
and Fauna (CAFF 2013), the data on these 
taxa consist of several abundance estimates 
and dietary studies lacking a systematic or 
integrative approach (e.g. Falk-Petersen et 
al. 2002, Søreide et al. 2003, Lundberg et al. 
2006, Walkusz et al. 2009).

In the Baltic Sea, a well-established 
routine plankton monitoring program is 
conducted by the surrounding nations through 
the Helsinki Commission (HELCOM). 
Despite the extensiveness of the program, 
the ctenophore community has only been 
comprehensively assessed during the last 
six years, since the first appearance of 
Mnemiopsis leidyi (Lobata, Agassiz 1865) 
(e.g. Hansson 2006). Reports of M. leidyi 
occurring in the northern and central Baltic 
Sea, including the Gulf of Bothnia and 
Finland (Lehtiniemi et al. 2007, Viitasalo et 
al. 2008), turned out to be a misidentification, 
and the species was later confirmed to be a 
previously unreported species, Mertensia 
ovum (Gorokhova et al. 2009, Gorokhova 
& Lehtiniemi 2010). Before the appearance 
of M. ovum, Pleurobrachia pileus was the 
only ctenophore known to be present almost 
throughout the Baltic Sea (e.g. Mielck 
1926, Ackefors 1969, Vuorinen 1987), 
whereas Bolinopsis infundibulum (Lobata, 
Müller 1776), Beroe cucumis, B. gracilis 
(Beroidea, Künne 1939), and M. leidyi have 

been recorded in the southern and western 
parts (e.g. Javidpour et al. 2006, Haslob et 
al. 2007, Huwer et al. 2008, Jaspers et al. 
2013, Haraldsson 2013). Similarly to the 
Arctic, data on these taxa consist of several 
abundance estimates and dietary studies 
lacking a systematic or integrative approach 
(e.g. Lehtiniemi et al. 2007, Viitasalo et al. 
2008, Jaspers et al. 2012). In addition, since 
its first reported appearance in the Baltic 
Sea in 2009, the role of M. ovum in this 
ecosystem has been undefined. The Baltic 
Sea population of M. ovum is interesting 
because there are no records of this species 
in other low salinity environments, or of its 
trophic role in brackish waters.

1.6. 	 Why should we care? Gelatinous 
zooplankton tomorrow

Although gelatinous zooplankton aggregations 
are known to be a natural phenomenon even 
in healthy pelagic ecosystems (Graham et al. 
2001, Hamner & Dawson 2009, Condon et al. 
2012), various possible anthropogenic drivers, 
acting both separately and synergistically, have 
been suggested for their apparent increase: 
the depletion of predators and competitors 
by overfishing, accidental translocations, 
eutrophication, changes in freshwater 
flows, human modifications of coastal 
geomorphology, changes in optical conditions 
and climate change (Mills 2001, Purcell et al. 
2007, Purcell 2012). Nevertheless, without 
knowledge of ecosystem baselines, it is very 
difficult to determine whether the intensity 
and magnitude of blooms has increased (e.g. 
Richardson et al. 2009, Kogovšek et al. 2010), 
or whether they are fluctuating with climatic 
cycles (Brodeur et al. 2002, 2008, Purcell et 
al. 2007, Condon et al. 2012, 2013).
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It is evident that the oceans are undergoing 
changes at an unprecedented rate, especially 
at high latitudes (e.g. Meier et al. 2006, 
BACC author team 2008, Wassmann et al. 
2011, Meier, Andersson et al. 2012, Meier, 
Müller-Karulis et al. 2012). These changes 
are predicted to result in large and widespread 
alterations in the marine ecosystems, their 
species richness, community structure and 
functioning (Purcell et al. 2010, Søreide 
et al. 2010, Narayanaswami et al 2010, 
Doney et al. 2012). Simultaneously, shipping 
activity is increasing, particularly in the 
Arctic due to the opening of the north-east 
passage, potentially triggering changes 
in the biodiversity (e.g. Stachowicz et al. 
2002, Molnar et al. 2008). At the same time, 
gelatinous zooplankton, such as Mnemiopsis 
leidyi, have been reported to be among the 
worst marine invasive species (Lowe et al. 
2000), and share characteristics making 
them likely to benefit from the changing 
environmental conditions (Richardson & 
Gibbons 2008, Richardson et al. 2009, Doney 
et al. 2012). The ability to tolerate a broad 
set of environmental and anthropogenic 
stressors such as low oxygen concentrations 
(Mills 1984, Condon et al. 2001, Decker et 
al. 2004, Rutherford & Thuesen 2005), low 
food conditions (Hamner & Jenssen 1974, 
33, Anninsky et al. 2005), and increased 
temperatures (e.g. Purcell 2005, Purcell et al. 
2007, Richardson & Gibbons 2008) might 
give them an advantage compared to other 
zooplankton groups (Richardson et al. 2009).

Therefore, the limitations of our 
current understanding of ctenophores 
in light of predicted climate change call 
for a rigorous taxonomic and ecological 
study of ctenophores to assess ctenophore 
species distribution, ecological impacts, 
and potential future changes, as well as for 

systematic research and monitoring efforts 
at ecosystem-relevant scales.

2. 	 Outline and aims of THE 	
	thesis

The overarching aims of this thesis are to: 

– provide a comprehensive overview of 
the biodiversity of cydippid ctenophores in 
Svalbard waters and in the Baltic Sea;
– provide a basic understanding of the 
biodiversity and ecological importance of 
ctenophores in the pelagic communities; and
– elucidate the uncertainties and limitations 
of our current understanding of ctenophores.

In order to achieve this, the specific issues 
of species identification, abundance, and role 
in the food web have been addressed in five 
complementary studies and with additional 
data (see Fig. 1, I–V, Thesis summary).

The species in focus is the common Arctic 
comb jelly, Mertensia ovum, which has been 
reported to be endemic in the High Arctic 
and was recently reported for the first time, 
potentially as an ice-age relict, in the Baltic 
Sea. In this thesis, extensive in situ sampling, 
morphological and molecular identification 
analysis, traditional and molecular gut 
content analysis, manipulative laboratory 
experiments, as well as several indirect 
and direct measures of the ctenophores 
and the pelagic communities they inhabit 
have been combined. The thesis not only 
addresses system-specific knowledge gaps, 
but provides an increased understanding of 
how important a role the ctenophores might 
play in the marine ecosystem, as well as 
suggestions for future studies.
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Fig. 1. Conceptual diagram showing how articles I–V build upon each other and contribute to the central 
theme of the thesis: “understanding the biodiversity and ecological importance of ctenophores in pelagic 
communities” as a whole. Articles I to III investigated species identification, while articles II and IV reveal 
the uncertainties in the estimation of the abundance of gelatinous zooplankton. Article IV links ctenophore 
abundance to their role in the ecosystem. Similarly, article V investigates how patterns of basic ecological traits 
such as feeding are impossible to generalize from one population to another, even within the same species. 
In addition, the thesis summary looks into the survival potential of M. ovum in two different locations with 
the uncertain aspects of future changes in the climate.
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2.1. 	 Detailed aims

2.1.1.	 Cydippid ctenophore species 		
	 identification (I–III)

As discussed above, proper taxonomic 
identification is fundamental when assessing 
biodiversity, describing changes in species 
composition and distribution, or estimating 
the potential for future changes. Ctenophore 
identification has severe challenges and 
limitations, as addressed above. Thus, studies 
I–III focused on cydippid ctenophore species 
identification with the following study 
questions:

A) Is the Arctic ctenophore, Mertensia 
ovum, the only cydippid ctenophore occurring 
in Svalbard waters? (I)

B) Does M. ovum co-occur with other 
cydippid ctenophores, such as Pleurobrachia 
pileus, in the Baltic Sea? (II–III)

2.1.2.	 Mertensia ovum abundance 		
	 (II, IV)

Reliable data on ctenophore occurrences and 
abundances are rare, and analysis of their 
population dynamics is challenging. Studies 
II and IV investigated the distribution, 
seasonality and patchiness of the M. ovum 
populations in the High Arctic and Baltic Sea 
waters with the following study questions:

C) What is the distribution and abundance 
of M. ovum in the Baltic Sea? (II)

D) Can the patchy distribution of M. 
ovum in the Arctic be detected? (IV)

2.1.3. 	 Mertensia ovum as a predator and 	
	 a grazer (IV, V)

Although most ctenophores are known as 
voracious predators, our knowledge of their 

role in the Arctic pelagic food web is very 
limited. As patchiness in marine zooplankton 
populations is common, its effects on 
ecological interactions need to be quantified. 
Moreover, the great variation in size among 
M. ovum specimens makes extrapolations of 
their role in the plankton community from 
the more studied populations inhabiting the 
Arctic Ocean to the Baltic Sea populations 
uncertain. Thus, the common belief that 
most ctenophores, including M. ovum in the 
Arctic, are principally insatiable consumers 
of mesozooplankton can be misleading in the 
Baltic Sea. Consequently, the study questions 
here were:

E) How do the aggregations of predators 
and preys affect the predation impact? (IV)

F) What is the role of M. ovum in the 
Baltic Sea? (V)

2.1.4.	 Response of Mertensia ovum to 	
	 climate change (Thesis summary)

Even though the increase in gelatinous 
zooplankton blooms has recently been 
questioned due to the lack of long-term data, 
the general impression is that ctenophores 
would benefit from climate change. Thus, 
the effect of future changes in the climate 
on one gelatinous species, M. ovum, in two 
different populations, the Arctic and Baltic 
Sea, was examined based on some additional 
data presented in the thesis summary with 
the following specific study questions:

G) What are the salinity and temperature 
limitations within one species, M. ovum, and 
its two distinct populations, and what are the 
potential effects of climate change? (Thesis 
summary)
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3. MATERIAL AND METHODS

3.1.	 Study sites

The Arctic Ocean can be considered either as 
a one large ecosystem or as multiple smaller 
areas each with its own unique characteristics 
and functions. All the studies in this thesis 
that were carried out in the Arctic Ocean 
were conducted in the European side of the 
Arctic, in Svalbard waters (Fig. 1A, I, IV, 
Thesis summary). The main characteristics 
of this area are introduced in detail in Box 1.

All the studies in this thesis that were 
carried out in the Baltic Sea were mainly 
conducted in the northern parts of the Baltic 
Sea: the Gulf of Finland, Archipelago Sea, 
and Bothnian Bay (Fig. 1B, II, V, Thesis 
summary). Additional sampling included the 
southern Baltic Sea and Baltic Proper (II), 
and adjacent waters off the southern Swedish 
coast (III). The main characteristics of these 
areas are introduced in detail in Box 2.

3.2.	 General methodology

3.2.1. 	 Sampling of ctenophores (I–V, 	
	T hesis summary)

In 2008–2011, ctenophores in the Arctic 
were collected during several research 
cruises on board R/V Jan Mayen (recently 
renamed RV ‘Helmer Hanssen’), R/V Lance 
and R/V Viking Explorer, and with a small 
boat (Zodiac) in the area of the Svalbard 
Archipelago (Fig. 2A) (I, IV, Thesis 
summary). Ctenophores were collected 
from the zooplankton samples taken with a 
multiple plankton sampler (MPS, Hydrobios, 
Kiel, equipped with 5 closing nets, mesh size 
180 μm, opening 0.25 m2 with a filtering 
cod end, 0.5 m s−1 towing speed), a WP-2 

closing net (Hydrobios, Kiel, mesh size 180 
μm, opening 0.25 m2 with a filtering cod end, 
0.5 m s−1 towing speed), a MIK net (mesh 
size 1.5 mm, opening 3.15 m2 with a filtering 
cod end, 0.5 m s−1 towing speed), or a plastic 
bucket (1-3 l) from surface waters while 
scuba diving or from a Zodiac.

In 2007–2012, ctenophores were collected 
on various monitoring (HELCOM) and 
research cruises on board R/V Aranda, R/V 
Muikku, R/V Salme, R/V DANA, and R/V 
ALKOR in the Baltic Sea, from the Baltic 
Proper to the Gulf of Finland (Fig. 2B). 
Ctenophores were collected with a WP-2 
closing net (Hydrobios, Kiel, mesh size 90–
500 μm, opening 0.25 m2 with a filtering cod 
end, 0.5 m s−1 towing speed) (V), a multiple 
plankton sampler (MPS, Hydrobios, Kiel, 
equipped with 5 closing nets, mesh size 50 
μm, opening 0.25 m2 with a filtering cod 
end, 0.5 m s−1 towing speed), and a Juday 
net (mouth area 0.1 m2 and mesh size 100 
μm, 0.5 m s−1 towing speed) (II).

In addition, ctenophore sampling was 
conducted in the Gullmar fjord on the west 
coast of Sweden in 2011 onboard R/V 
Skagerak (see detailed map in Fig. 1 of 
study III). Sampling was conducted with 
a WP-3 net (Hydrobios, Kiel, mesh size 
450 μm, opening 1 m2 with a filtering cod 
end), a multiple plankton sampler (MPS, 
Hydrobios, Kiel, equipped with 5 closing 
nets, mesh size 180 μm, opening 0.25 m2 

with a filtering cod end), and with beakers 
from the surface waters as a part of a routine 
jellyfish/zooplankton monitoring program 
(Bazooca 2013).

Immediately after collection, the 
ctenophores were gently sorted from the 
other plankton, counted, and measured 
(oral–aboral length; from oral- to anal 
opening not including the keels, Fig. 3C, 
used throughout the study) alive onboard 



23

Box 1. Characteristics of the High Arctic waters

Perhaps the most conspicuous feature that influences different aspects of the Arctic, from taxonomic 
composition to functional dynamics, is the strong seasonality (Falk-Petersen et al. 2000). The zoo-
plankton community in the area undergoes a change from high densities in late summer and autumn to 
low abundance in winter and spring (Hassel 1986, Weslawski et al. 1988, Falk-Petersen et al. 1990). 
Similarly, some of the species undergo a change from high densities in the upper water layers during the 
summer to seasonal migration to greater depths for overwintering (Falk-Petersen et al. 2008, Walkusz et 
al. 2009). In addition, part of the plankton community has been reported to perform distinct diel vertical 
migration (DVM), as the plankton descend to deeper depths during the local midday and move closer to 
the surface during the local midnight (e.g. Cottier et al. 2006, Falk-Petersen et al. 2008).

The Svalbard archipelago is located on the southern fringe of the European Arctic Ocean (Fig. 2). 
This region has a complex hydrography, and is influenced by two interconnected current systems: the 
Atlantic system, with the North Cape Current (NCC) and the West Spitsbergen Current (WSC) as the 
northern extensions of the Gulf Stream System (GSS), and the Arctic system with the South Cape Cur-
rent (SCC). The relatively warm and (T > 3 ˚C) and saline (S > 34.9) Atlantic water mass flows from the 
south before it turns to the east along the shelf slope north of Svalbard (Saloranta & Svendsen 2001). 
The cold (T < 0 ˚C) and less saline (S 24.3–34.8) Arctic water mass flows from the Barents Sea towards 
the southern parts of Spitsbergen (Ingvaldsen & Loeng 2009). These two water masses mix and form 
Transformed Atlantic Water (TAtW) when waters from the WSC penetrate the Spitsbergen continental 
shelf. TAtW is often slightly colder (T > 1 ˚C) and less saline (S > 34.7) than Atlantic Water (Gullik-
sen & Svensen 2004). In addition, several local and seasonal processes in the fjords form local water 
masses (Ingvaldsen & Loeng 2009), such as the locally formed Winter Cooled Water (WCW), which 
has a low temperature (T < -0.5 °C) and high salinity (S > 34.4) (Gulliksen & Svensen 2004). Other 
locally formed water masses include Local Water (LW) produced by the surface cooling at the end of 
the Arctic summer, and Surface Water (SW) formed by the glacial melt water in late spring and summer 
(Gulliksen & Svensen 2004).

In this thesis, the main focus is on three locations around the Svalbard archipelago: Kongsfjord, Rijp
fjord, and Billefjord (Fig. 2A). In Kongsfjord, water is periodically influenced by strong Atlantic water 
intrusion from the WSC, and no ice cover has formed in recent winters (Cottier et al. 2006). In contrast, 
Rijpfjord is principally characterized by Arctic water and is ice-covered for 6 to 8 months each year (e.g. 
Ambrose et al. 2012). Billefjord, a side branch of Isfjord, is also seasonally ice-covered (~5 mo of the 
year). In Billefjord, there is a sill at the entrance that restricts the exchange of water masses, allowing the 
cold, dense Winter Cooled Water to form and remain in the fjord basin (Walkusz et al. 2009). Each of 
these fjords has its own mixture of water masses in different depth layers and seasons; thus, the plankton 
populations of each have distinct abundances and dynamics.

In recent years, the effects of climate change have been especially pronounced in the Atlantic sector of 
the Arctic (e.g. Karnovsky et al. 2010). The sea ice has declined in extent and thickness as the area has 
experienced large increases in temperature (Blindheim et al. 2000, Vinje 2001). These changes have 
primarily been driven by increased advection of the warm and saline Atlantic water (Aagaard et al. 
1987, Walczowski & Piechura 2006). It has been predicted that these changes could alter the species 
compositions by replacing the lipid-rich key Arctic grazers with temperate and less lipid-rich organ-
isms, and thus reduce the current primary production regime, which would have direct negative impacts 
on higher trophic levels (Falk-Petersen et al. 2007, Steen et al. 2007, Søreide et al. 2010). Furthermore, 
the increasing shipping activity in the area is expected to trigger changes in the species composition, 
as a better invasive competitor might exclude others in competitive colonization (Molnar et al. 2008).
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Box 2. Characteristics of the Baltic Sea

The Baltic Sea is one of the world’s largest brackish water bodies and it is almost completely surrounded 
by land; only the narrow Danish Straits makes a connection with saline seas (Fig. 2). The combination 
of relatively high salinity water entering to the Baltic Sea and the large inflow of freshwater from more 
than 200 rivers creates a unique south–north salinity gradient: from high salinity areas such as 25–30 in 
the south, and 8–19 in middle, to a stable declining salinity gradient spanning 10–1 towards the eastern 
and northern ends of the Gulf of Finland and the Bothnian Bay (Fig. 2B, Leppäranta & Myrberg 2009). 
As the inflowing saline water is denser than the brackish water, the Baltic Sea is stratified with a halo-
cline; the most saline water is found in the deepest parts of the sea.

In this brackish water environment, the salinity is the most crucial factor determining the distribution 
range and size of most of its inhabitants. Both marine and freshwater species experience difficulties 
when faced with the brackish water of the Baltic Sea, the salinity being either too low or too high. As 
a consequence of the large osmotic stress for the organisms, “dwarfism”, a severe reduction in the size 
of a variety of marine species in the low salinity areas, has been noted (e.g. Kautsky & Kautsky 2000).

A similar north–south gradient is also present in the temperature range: water becomes warmer when 
moving towards the south. During the summer, the Baltic Sea is always temperature stratified (Lep-
päranta & Myrberg 2009). A thermocline, a layer where the water temperature drops rapidly, normally 
forms at a depth of 10–30 meters. The thermocline prevents the exchange of water between the upper 
warm-water layer, which is susceptible to wind mixing, and the lower cold-water layer, where no mix-
ing occurs. In the winter, the upper layer is affected by mixing with the lower layer and by the interac-
tion with the ice cover. The probability and duration of ice cover increases towards the northern and 
eastern parts of the sea. During normal winters, the ice cover lasts 4–6 months in the Bothnian Bay and 
2–4 months in the Gulf of Finland, whereas in the Baltic Proper it lasts less than a month. Only excep-
tionally cold winters can cause the entire Baltic to freeze over (Leppäranta & Myrberg 2009).

Unlike most other seas and oceans, the Baltic Sea is located entirely on one continental plate instead 
of lying on a continental divide, which explains why the sea is so shallow compared to other seas. 
The average depth of the Baltic Sea is only 60 meters, the deepest part being the Landsort Deep in the 
Baltic Proper (max 459 meters). The deep areas below the halocline in the Baltic Proper often run out 
of oxygen, and hydrogen sulfide thus forms at the bottom, influencing the communities that live there 
(Fonselius &Valderrama 2003).

Historically, the Baltic Sea is very young; 12,000 years ago, large parts of the Baltic Sea were still 
covered by the continental ice sheet of the last glaciation. Since the last ice age, the Baltic Sea basin 
has gone through several phases of changing shape and salinity (Tikkanen & Oksanen 2002). The cur-
rent morphological and physico-chemical conditions have developed during the last 8,000 years. There 
have been phases of higher salinity than at present; thus, only a few true brackish water species have 
been able to evolve (Pereyra et al. 2009). Likewise, the marine species have not had sufficient time to 
adapt to the lower salinities. On the other hand, the glacial history has left behind species that origi-
nated from the Arctic Ocean and have lived as relicts in glacial lakes formed during the ice age, such 
as Monoporeia affinis, Pontoporeia femorata, Saduria entomon, and Mysis relicta (Segerstråle 1962). 
Some of the species that are now common in the Baltic Sea, such as the barnacle Balanus improvisus 
and the bivalve Mya arenaria, are relative newcomers, having arrived in the Baltic within the last few 
centuries (Leppäkoski & Olenin 2000). Altogether, approximately 120 invasive species are now present 
in the Baltic Sea (Baltic Sea Alien Species Database 2013), and other new species are bound to follow 
in the future. Moreover, based on the regional climate change modeling results, impacts on the marine 
ecosystem are projected to include increased water temperatures, reduced sea ice cover, and reduced 
salinity (e.g. Meier et al. 2006, BACC author team 2008, Meier, Andersson et al. 2012, Meier, Müller-
Karulis et al. 2012).
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Fig. 2. The main study sites in the Arctic (A) and in the Baltic Sea (B).
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the respective research vessels using a 
dissecting microscope. The ctenophores 
collected within the HELCOM zooplankton 
monitoring were preserved in formalin and 
counted within a year of collection under a 
dissecting microscope. A set of samples were 
used to compare the abundances estimated 
from live and preserved samples. Counts were 
conducted first from live material and later 
from the same samples after preservation in 
4 % borax-buffered formalin and 4–5 months 
of storage.

3.2.2.	 Experimental specimens (IV–V, 	
	T hesis summary)

Mertensia ovum individuals used in the 
experiments were collected from the Arctic 
(with 3 l plastic buckets) (IV, Thesis 
summary) and from the Baltic Sea (WP-2 
closing net: Hydrobios, Kiel, mesh size 180 
μm, opening 0.25 m2 with a non-filtering cod 
end) (V, Thesis summary) 1–2 days prior to 
the start of the experiments, allowing time 
for sorting and acclimation of the animals. 
Individuals were maintained in an incubator 
under in situ conditions and fed with the 
natural plankton collected from the same 
site to maintain the good condition of the 
animals. Also, a temperature-controlled 
laboratory area was used for handling and 
microscopy, as well as cooling bags for 
material transport to avoid temperature 
shock of the experimental animals during 
preparation.

Calanus spp. used as prey in the feeding 
and tolerance experiments with the Arctic 
population were collected by vertical hauls 
with WP-3 nets (Hydrobios, mesh size 1 
mm, opening 1 m2 fitted with a filtering 30 
l cod end) from the bottom to the surface 
and maintained under in situ conditions to 

ensure their healthy condition (IV, Thesis 
summary). Even though a subsample of 
the sorted experimental prey stock was 
identified based on the stage-specific length 
relationships established by Kwasniewski 
et al. (2003) these three Calanus species 
(C. glacialis, C. finmarchicus and C. 
hyperboreus) were treated as Calanus 
spp. due to the difficulty and uncertainty 
associated with sized-based identification 
(Parent et al. 2011).

Mesozooplankton prey used in the Baltic 
Sea feeding experiments (copepodites of 
Eurytemora affinis and a natural assemblage 
of calanoid copepod nauplii) were picked 
from zooplankton samples collected with 
a WP-2 closing net (Hydrobios, Kiel, mesh 
size 180 μm, opening 0.25 m2 with a non-
filtering cod end) from the study sites (V). 
As microzooplankton prey, Mesodinium 
rubrum originating from a culture kept at 
Woods Hole Oceanographic Institution 
(USA), was used. The picoplankton prey 
was the picocyanobacterium Synechococcus 
bacillaris from a culture kept at Stockholm 
University (Sweden). A natural plankton 
assemblage was used as prey in the tolerance 
experiments with the Baltic Sea population, 
and was collected from the study site with 
a WP-2 net (Hydrobios, Kiel, mesh size 90 
μm, opening 0.25 m2 with a filtering cod end) 
(Thesis summary).

3.2.3.	 Hydrological data (I–V, Thesis 	
	 summary)

Temperature, salinity, oxygen, and 
fluorescence data were collected from the 
whole water column at all sampling stations 
in both Arctic and Baltic Sea locations (I–V, 
Thesis summary).
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Fig. 3. Average size difference between Mertensia ovum in the Baltic Sea and in the Arctic. A) 
M. ovum in the Baltic Sea, scale bar 1 mm (photo M. Lehtiniemi); B) M. ovum in the Arctic, 
scale bar 10 mm (photo P. Leopold); C) Oral–aboral length measured from oral- to anal opening 
(not including the keels) indicated by vertical bar (modified from Lundberg et al. 2006 Fig. 2; 
D) Size distribution of the Baltic Sea population (gray), mean length 1.4 ± 1.1 mm, and Arctic 
population (black), mean length 17.2 ± 0.6 mm.
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3.3.	 Morphological species 
identification (I–V, Thesis 
summary)

Ctenophore specimens were immediately 
sorted, photographed alive either onboard 
in glass aquaria or in situ while scuba 
diving (all specimens in the Arctic and a 
random set in the Baltic used for molecular 
species identification), and examined under 
a microscope (I–V, Thesis summary). For 
morphological species identification, special 
characters were observed based on, for 
example, Mayer (1912), Mortensen (1912), 
Greve (1975), Harbison (1985), Harbison & 
Madin (1982), Mills (1987a, b), Wrobel and 
Mills (1998), Mills and Haddock (2007), and 
Gershwin et al. (2010).

3.4.	 Molecular species identification

3.4.1.	 DNA Extraction (I-III, V)

To identify the species present, all specimens 
which had different characteristics from 
M. ovum, and a random set of at least 30 
individuals per location, were preserved in 
four different ways: (1) frozen at -20 ºC, 
(2) dried for 24 h at 60 ºC and then frozen 
at -20 ºC, (3) air-dried on filter paper at 
ambient temperature, and (4) formalin-
preserved for molecular identification (I–V). 
In addition, 8 archival ctenophore samples 
collected in the Bothnian Sea in 1990 and 
identified as Pleurobrachia pileus based 
on their appearance, mainly based on their 
body shape (P. Välipakka, unpubl. data) were 
used for molecular species identification (II). 
These samples had been counted, measured, 
individually dried on GF/F filters for 24 h 
at 60 °C, and stored at -20 °C for 19 years.

From all the samples, DNA was extracted 
from tissue with a modified Chelex rapid-

boiling procedure (Walsh et al. 1991, Giraffa 
et al. 2000, Jarman et al. 2000) (I–III, V). 
The DNA was stored at 4 °C for up to 2 
months. Concentrations of total DNA and 
purity were determined before the PCR 
amplifications with a Nanophotometer™ 
(Implen).

3.4.2.	 Polymerase chain reaction and 	
	 sequencing (I–III, V)

The polymerase chain reaction (PCR) was 
used to amplify 18S rRNA genes and the ITS 
region. The amplification was performed with 
published primers or with primers designed 
for this study (Table 1) using polymerases 
provided by several manufacturers. The 
denaturation and annealing temperature 
and time, extension time, and number of 
cycles varied depending on the length of the 
amplified region and the polymerase. PCR 
products were purified using the Montage 
PCR96 Cleanup Kit (Millipore) according to 
the manufacturer’s instructions (I–III). In the 
molecular analysis of the stomach contents, 
a real-time qPCR assay was applied using 
general Synechococcus sp. primers and a 
hydrolysis probe to quantify Synechococcus 
spp. in ctenophore samples, reference 
samples, and seston (Table 1, V, Becker et al. 
2000). Reactions were performed in triplicate 
using the TaqMan Gene Expression Master 
Mix (Applied Biosystems) and a StepOne 
real-time cycler (Applied Biosystems). For 
more information, see the methods section 
of study V.

3.4.3.	 Sequencing and sequence quality 	
	 (I–III)

Cycle sequencing of the PCR products was 
carried out using the cycling conditions of the 
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Big Dye™ terminator (Applied Biosystems, 
Foster City, CA, USA). The samples were 
loaded on a 3730xl automated sequencer 
(Applied Biosystems) at Macrogen Inc, 
Seoul, Korea (I, III), or an ABI 3730 PRISM® 
DNA Analyzer at KIGene (Karolinska 
Institute, Stockholm) (II).

The resulting nucleotide sequences 
were assembled using BioEdit software 
(Hall 1999), and electropherograms were 
checked by eye for poor base calls and 
sequence quality using Chromas Lite 2.1 
(Technelysium Pty Ltd). The sequences have 
been deposited in the European Molecular 
Biology Laboratory (EMBL) Nucleotide 
Sequence Database.

3.4.4.	 Alignment of sequences (I–III)

DNA amplification, cloning, and sequencing 
were conducted in order to carry out 
phylogenetic analyses based on the DNA 
sequences. The good quality sequences 
were aligned using the program MAFFT 
(Katoh et al. 2002, Katoh & Toh 2008) with 
the Q-INS-i strategy, which takes the RNA 
secondary structure into account, and with 
a default gap-opening penalty of 1.53 and a 
default gap-extension penalty of 0.123. All 
Mertensia ovum specimens were aligned 
against Baltic M. ovum (GenBank accession 
number FJ668937, Gorokhova et al. 2009) 
and/or Arctic M. ovum (GenBank accession 
number AF293679, Podar et al. 2001) (I–
III) to confirm the product identity. In 
the species identification, specimens were 
aligned against all possible ctenophores 
found in NCBI GenBank. All alignments 
were visually checked and adjusted.

3.4.5.	 Generation of phylogenetic trees 	
	 (I, III)

Maximum likelihood bootstrap support 
values were calculated for the 18S rRNA 
gene and ITS1 region, and concatenated data 
(18S+ITS1) using GARLI (Zwickl 2006) 
with selected models from jModelTest 
(Posada 2008). Posterior probabilities were 
calculated using MrBayes 3.2 (Ronquist et 
al. 2012).

The trees were rooted using Aurelia 
aurita, Aegina rosea, Tripedalia cystophora, 
and Microhydrula limopsicola as out-groups 
(I, III). By definition, an out-group is a group 
of organisms that is closely related to the 
group of interest, but less closely than those 
inside the group of interest. This assumes 
that the out-group diverged first from the 
ancestral group before the group of interest 
during the course of evolution.

3.5.	 Experimental methods

3.5.1.	 Feeding experiments (IV–V)

Functional response feeding experiments 
were conducted with M. ovum specimens 
from the Arctic Ocean (IV) and the Baltic 
Sea (V). The experiments were conducted 
in temperature-controlled conditions 
using ambient temperature and salinity. 
Experimental water was collected from the 
same location as M. ovum specimens and 
filtered through a 50-µm (IV) or a 0.22-µm 
filter (V), depending on the sea of origin. 
Experimental vessels were selected using 
the ratio of container volume to ctenophore 
volume (1:2500) recommended by Purcell 
(2009) to limit the errors caused by the 
container effect.
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Prior to the experiments, individuals 
were sorted into a predetermined oral–
aboral axis size class (approx. 1.8–2.2 
cm in the Arctic and approx. 2–3 mm in 
the Baltic). Mesozooplankton prey were 
individually picked using a wide-bore pipette 
under a dissecting microscope, whereas 
Synechococcus bacillaris and Mesodinium 
rubrum were added from cultures with 
known densities to achieve the experimental 
concentrations.

The incubation time, bottle volume, 
and prey density were optimized in order 
to resolve a statistically significant feeding 
signal without suffering from prey depletion 
(IV–V, Gifford 1993, Båmstedt et al. 2000). 
The behavior of individual predators and prey 
was observed, and for Calanus spp. prey the 
time when the first Calanus spp. was eaten 
was recorded as the search time. Incubations 
were stopped by checking the condition of the 
predator and by either removing the predator 
(IV) or adding the fixative, which allowed 
the predator to dissolve into the experimental 
vessel (V) to limit the removal of extra prey 
from the experiments. The remaining prey 
were fixed in 25 % glutaraldehyde (final 
concentration 4 %) or in 4 % formalin-
seawater buffered with hexamine (Calanus 
spp. and S. bacillaris), or in acid Lugol (M. 
rubrum and mesozooplankton). To be able to 
interpret predation efficiency, the remaining 
prey organisms were counted and identified 
and both the ingestion rate (prey predator−1 
h−1) and clearance rate (l predator−1 h−1) were 
calculated. For more detailed information, 
see Table 2 and the methods section of 
studies IV and V.

In the Arctic, the predation impact (%) 
was calculated using the ingestion rates, in 
situ predator abundance, and in situ prey 
density from zooplankton samples from the 
field (IV). While calculating the predation 

impact, full overlap of predators and prey 
and constant predation were assumed. 
The potential predation impact of M. 
ovum aggregations on high-density prey 
accumulations was calculated using modeled 
predator and prey densities (IV).

In the Baltic, the degree of spatial 
distribution overlap (%) was determined for 
M. ovum and its potential prey items based 
on Lloyd’s mean crowding on species 1 by 
species 2 (Lloyd 1967). The overlap was 
calculated separately for each prey group 
and depth layer using the high-resolution 
vertical samples (V).

3.5.2.	 Tolerance experiments (Thesis 	
	 summary)

Salinity and temperature tolerance treatments 
were chosen to cover a wide range of 
recorded physical conditions in sampling 
conducted during 2008–2011 in the Baltic 
Sea and Arctic. In addition, salinities (< 5 
in the Baltic Sea and < 30 in the Arctic) 
and temperatures (> 8 ºC in the Arctic) 
were chosen to represent predicted climate 
change scenarios. Predicted climate change 
scenarios used were based on two greenhouse 
gas emission scenarios (B1 and A2, IPCC 
2007). A2 is a pessimistic scenario, assuming 
an increase in CO2 with a similar rate to 
that currently observed, and 2.0–5.4 ºC 
projected global average surface warming, 
whereas scenario B1 predicts warming by 
only 1.1–2.9 ºC. In the Baltic Sea, the M. 
ovum population was clearly limited by 
the temperature of 10 ºC (II), which was 
the same as the critical upper limit for the 
temperature tolerance in the experiments 
with the Arctic M. ovum population. Thus, 
temperature experiments were not conducted 
with the Baltic Sea specimens. Additional 
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experiments were conducted by decreasing 
and increasing the salinity by one unit every 
24 h for both populations.

Experimental specimens were sorted 
into predetermined oral–aboral axis size 
classes (same as in feeding experiments) 
using a wide-bore pipette under a dissecting 
microscope. These individuals were isolated 
in 16.8 ml 6-well plates (Millipore) for the 
Baltic Sea population and 5 l plastic containers 
for the Arctic population containing the test 
solution. For the experimental set up, in situ 
sea water (< 20 µm) and Instant Ocean® 
solution (in situ temperature) were mixed 
to obtain the experimental salinities. For 
temperature experiments, thermo-controlled 
rooms were used. 6–24 replicates were 
included in each temperature and salinity 
experiment. The condition and behavior of 
the specimens were examined every 1–2 
h during the first 24 hours, and then every 
12 hours to record the length and number 
of deaths. Animals were fed daily with the 
natural plankton (<90 µm) assemblage in the 
Baltic Sea and Calanus spp. in the Arctic to 
reduce the degree of mortality due to food 
limitation. Fresh treatment solutions were 
prepared every 72 h, with the specimens 
being transferred to clean jars using either 
a wide-mouth pipette or a 30 ml jar.

3.6.	 Modeling the impact of future 
climate change (Thesis summary)

To assess the potential impact of changes 
in sea temperature and salinity in the Baltic 
Sea on the M. ovum population by the end 
of the 21st century, the climate scenario 
simulations were conducted by Dr Markus 
Meier at the Swedish Meteorological and 
Hydrological Institute. The climate scenarios 
used were the same as for the tolerance 

experiments, and as for future predictions 
for the Arctic. Following Meier et al. (2011) 
Meier, Andersson et al. (2012), Meier, 
Müller-Karulis et al. (2012), regionalized 
data were used with the forcing calculated by 
applying a dynamical downscaling approach 
using the regional climate model RCAO 
(Rossby Centre Atmosphere Ocean model, 
Döscher et al. 2002), with lateral boundary 
data from HadCM3 (Hadley Centre in the 
UK, Gordon et al. 2000) and ECHAM5 
(Max Planck Institute for Meteorology in 
Germany, Roeckner et al. 2006, Jungclaus et 
al. 2006). In the study, the three-dimensional 
circulation model RCO (the Rossby Centre 
Ocean model) was used with a horizontal 
resolution of 3.7 km and with 83 vertical 
levels (3-m layer thicknesses). However, the 
focus was on the main occurrence area of 
the M. ovum population, i.e. the water mass 
where salinity is ≥ 5.5 and temperature <7 
ºC during all seasons in all areas of the Baltic 
Sea (II, Thesis summary).

In the Arctic, the M. ovum population 
has been described to tolerate a wide 
range of salinity changes (28-40; Thesis 
summary) and occurrence is temperature 
limited (constantly below 10ºC; Percy 1989, 
Eiane & Tande 2009). Thus, to assess the 
potential impact of future changes only 
sea surface temperature (SST) was taken 
into consideration contemplating decadal 
changes in sea surface temperature and in 
the isotherm 9–10 ºC. Both observed (1960–
2005) and projected (1990–2100) sea surface 
temperature images were used according to 
IPCC 2001 and Beaugrand et al. (2008). The 
focus was on the known occurrence area of 
the M. ovum population in the European side 
of the Arctic.
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3.7.	 Statistical analysis (I–V, Thesis 
summary)

All statistical analyses (presented in more 
detail in each study) were performed using 
the statistical program R, version 2.13.0 
(R Foundation for Statistical Computing, 
Vienna, Austria), applying a significance 
level of 0.05.

4. RESULTS AND DISCUSSION

4.1. Ctenophore species identification

The first part of this thesis research included 
three taxonomic studies of ctenophores living 
either in the Arctic Ocean or in the vicinity of 
the Baltic Sea. Here, the results of these three 
studies (I–III) are presented and discussed 
with the current taxonomic knowledge of 
ctenophores.

4.1.1.	 Problematic morphological species 	
	 identification

During the sampling conducted in the 
Arctic, it was clearly noted that adult 
cydippid ctenophores, both captured in the 
samples and observed while scuba diving, 
exhibited morphologies that differed from 
the species previously known to occur in this 
area (1). Large numbers of synapomorphies 
were present, and the main identifiable 
morphological differences were in the 
body shape, structure of the tentacles, and 
length of the comb rows (Fig. 4, Table 3). 
For the specimens identified similar to a 
yet undescribed mertensiid (Plate 73 D in 
Mills & Haddock 2007), the body shape was 
oval in the tentacular plane and considerably 
compressed in the sagittal plane (Fig. 4C, 
A9 in Fig. 6, accession number HF912439). 

They also had shorter tentacles and secondary 
tentilla, and the whole-body-length comb 
rows contained longer cilia, giving a “furry” 
appearance. The specimens identified as 
Euplokamis sp. (as described in Mills 1987a) 
had a more elongated circular body (larger 
length-to-width ratio) (Fig. 4A, G1 in Fig. 
7, HF912430) with ctene rows constituting 
approximately ¾ of the total length and 
the few secondary tentilla on the tentacles 
were held tightly coiled, giving the tentacle 
a beaded appearance. Morphologically, M. 
ovum (Fig. 4D and E, Fig. 7 [A8, F2 and 
B10], HF912437, HF912435, HF912434, 
HF912433) and P. pileus (Fig. 4F) of the 
same size class differ by having a different 
body shape (strongly compressed in the 
sagittal plane for M. ovum and more egg-
shaped or almost spherical for P. pileus), 
more numerous secondary tentilla, all of 
which are uncoiled, and comb rows starting 
near to the aboral pole and extending more 
than ¾ of the distance towards the mouth 
(e.g. Mayer 1912, Mortensen 1912). Also, 
Dryodora glandiformis differs by having 
an acorn-shaped, nearly cylindrical in cross-
section body shape with tiny unbranched 
tentacles, comb rows extending ½ the body 
length and a large “vestibular area” where 
prey is held prior to ingestion (e.g. Wrobel 
& Mills1998).

Morphologically different specimens 
were also observed during the sampling for 
M. leidyi and M. ovum near the entrance to 
the Baltic Sea (III). The specimens identified 
as Euplokamis sp. (as described in Mills 
1987a) had an unpigmented and elongated 
(larger length-to-width ratio) body, tentacles 
had fewer side branches than M. ovum, which 
were coiled except when capturing prey, and 
the ctene rows constituted approximately 
¾ of the total length (Fig. 4H, HE647719, 
HE805698, HE805699). The larval 
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Fig. 4. A) Euplokamis sp. from the Arctic, HF912430 (photo G. Johnsen); 
B) Coiled tentacle of Euplokamis sp. from the Arctic, HF912430 (photo S. 
Majaneva); C) Unidentified mertensiid from the Arctic, HF912439 (photo S. 
Cochrane); D) Mertensia ovum from the Arctic, HF912437 (photo P. Leopold); 
E) Mertensia ovum with stretched tentacles/tentillas from the Arctic, not 
sequenced (photo P. Leopold); F) Pleurobrachia pileus from unidentified 
area (photo M. Decleer, WoRMS); G) Euplokamis sp. (larvae) from adjacent 
waters of the Baltic Sea, cultivated as adult (photo L. Granhag); H) Euplokamis 
sp. (adult) from adjacent waters of the Baltic Sea, HE647719 (photo S. 
Gotensparre); I) Mertensia ovum from the Baltic Sea, FJ668937 (photo M. 
Lehtiniemi); J) Unidentified mertensiid from the Arctic, not sequenced (photo 
S. Majaneva).
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specimens collected typically had red dots 
along comb rows and large tightly-packed 
cilia, giving a “furry” appearance (Fig. 4G, 
see detailed photos in Fig. 2 of article III) 
that differed from other ctenophore larvae, 
such as M. leidyi/Bolinopsis infundibulum 
and Beroe spp., or from the larvae or small-
sized adult ctenophores of P. pileus/M. ovum 
(Fig. 4I [FJ668937]).

Quite often, individuals were severely 
damaged during sampling, allowing only 
some of their unique characters to be seen and 
hindering more detailed examination under 
the microscope (Fig. 5). Thus, characteristics 
such as the shape of the mouth and tentacle 
bulbs, meridional canals, and the structure 
of the gut or gonads (e.g. Harbison & Madin 
1982 and references therein, Harbison 1985, 
Wrobel & Mills 2003, Lindsay & Miyake 
2007, Mills & Haddock 2007) were often 
excluded as identification features. Obtaining 
large intact specimens was difficult (see 
also: e.g. Alldredge 1984, Pugh 1989, 
Harbison 1992, Dennis 2003, Haddock 
2004); tentacles often came loose during 
sampling, limiting identification based on 
tentacles or tentacle bulb characteristics 
(Fig. 5E, F and G). With the most fragile 
specimens, the body was often torn into 
pieces (Fig. 5G). Besides the damage caused 
by nets, specimens were often impaired if 
not treated immediately after sampling. In 
some cases, even a standing time of only 
10–15 minutes allowed specimens to shrink 
and become unrecognizable (Fig. 5E) and 
these unrecognizable, fragmentary remains 
of ctenophores were cemented together 
with several copepods and other taxa in 
the samples. Also, the use of conventional 
preservatives caused a similar effect (Fig. 
5A, B and D, Harbison et al. 1978). From 
these images, it is evident how little light this 
piece-by-piece research was able to shed on 

the identification, especially at the species 
level.

During the sampling for this thesis, 
specimens collected and photographed by 
scuba divers (or by hand using buckets) 
were in the best condition for species 
identification, even though in photographs 
the small detailed morphological characters 
usable for identification were limited (Fig. 4). 
This is consistent with the recommendation 
to use Remote Operated Vehicle (ROV) 
and other submersibles for the in situ 
identification of gelatinous zooplankton 
such as ctenophores (e.g. Graham et al. 
2001, Båmstedt et al. 2003, Haddock 2004, 
Lindsay & Miyake 2007, Purcell et al. 2010, 
Raskoff et al. 2010). Raskoff et al. (2010) 
provided a baseline for understanding the 
biodiversity and distribution of gelatinous 
zooplankton in the Arctic Ocean, with 
detailed ROV observations combined with 
multiple plankton sampler tows. Whereas 
identification to the species level was 
possible for many taxa (mainly cnidarians) 
due to the high quality of the video, relatively 
low number of macroscopic species 
occurring in the area and synapomorphies 
among the species, it was challenging with 
the ctenophores (Raskoff et al. 2010). In 
addition, some taxa were observed several 
times in ROV images, but none of these 
specimens were collected with the net for 
closer examination or for molecular species 
identification (see also Mills 1987a, Lindsay 
& Miyake 2007). Thus, video analysis and 
other optical in situ methods do not solely 
resolve the challenges of the morphological 
identification of ctenophores to species level.

Species identification of ctenophores is 
challenging not only due to damaged and 
unpreservable specimens, but also because 
the scientific literature on ctenophore 
taxonomy and classification is widely 
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Fig. 5. A) Ctenophore sp. in formalin, not sequenced (photo E. Gorokhova); 
B) Ctenophore sp. in formalin, not sequenced (photo E. Gorokhova); 
C) Ctenophore sp. in formalin, not sequenced (photo A. Båtnes); 
D) Ctenophore sp. in formalin, not sequenced (photo A. Båtnes); E) 
Unidentified mertensiid from the Arctic, live specimen, HF912439 (photo 
S. Cochrane); F) Unidentified cydippid ctenophore, live specimen, not 
sequenced (photo S. Majaneva); G) Mertensia ovum from the Arctic, 
HF912437 (photo S. Majaneva).
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dispersed, and much of it is difficult to 
locate. The information may also be 
outdated and overlapping. Mills (Mills 
2013) has done an excellent job of listing 
nearly 200 ctenophore species names that 
appear to be valid today, including now-
synonymized names (“nominal”) that are 
no longer in active use, e.g. Mnemiopsis 
leidyi, M. gardeni and M. mccradyi (Seravin 
1994, Reusch et al. 2010 and references 
therein). For M. ovum, Mertensia cucullus 
(Agassiz 1860) is a known synonym, but 
Callianira compressa (Mertens 1833) and 
Euplokamis octoptera (Mertens 1833) are 
also likely to be M. ovum (Mills 2013). 
However, these and possibly other nominal 
species descriptions are difficult to trace. 
While some of the species descriptions for 
M. ovum unmistakably describe some other 
species (see e.g. Plate 1, Fig. 1 in Mayer 
1912, used also in Arctic Ocean Biodiversity 
project by Census of Marine Life [http://
www.arcodiv.org]), descriptions for the 
species in the family Euplokamididae (note: 
Euplokamidae in NCBI and in Articles I 
and III) are limited. Thus, it is impossible 
to provide species-level identification for 
some of the specimens, such as Euplokamis 
sp. (I, III, see also e.g. Gershwin et al. 2010 
for the order Cydippida).

For the species with existing descriptions, it 
is common for morphological characteristics 
to be well presented only for some of the life 
stages (typically adult stage) or size classes, 
as illustrated by the misidentification of the 
small sized M. ovum in the northern Baltic 
Sea (e.g. Gorokhova et al. 2009, Gorokhova 
& Lehtiniemi 2010). Cydippida are generally 
described as primitive forms of ctenophores 
(e.g. Podar et al. 2001) due to the “cydippid” 
larval stage of other orders. Thus, it might 
be that some larval stages of other orders 
have been described as cydippid species, 

or vice versa (Harbison & Madin 1982, 
Harbison 1985, Lehtiniemi et al. 2007). 
Baltic Sea ctenophore studies have clearly 
demonstrated that species identification is 
even more challenging for specimens in 
early life stages or for small-sized adults 
(<10 mm) than for larger adult ctenophores 
(e.g. Mayer 1912, Mortensen 1912, Podar 
et al. 2001, Gorokhova & Lehtiniemi 2010), 
while in the Arctic these small specimens, 
let alone eggs, are still completely excluded 
from the research conducted. In the southern 
Baltic Sea and in the adjacent waters, at 
least five ctenophore species were reported 
to occur prior to the first reports of M. ovum 
and Euplokamis sp. (M. leidyi, P. pileus, B. 
infundibulum, B. cucumis and B. gracilis; 
Greve 1975, Hansson 2006, article III). All 
of these, besides Beroe spp., are very similar 
in morphology at a small size or young age 
(tentaculate-stage larva; <5 mm). In addition, 
since the first reporting of M. ovum from 
the Baltic Sea, and before this thesis (see 
Table 3), the morphological characteristics 
of these small-sized specimens have not been 
reported. Thus, in article II, morphological 
species identification was not carried out, 
and identification solely relied on molecular 
methods.

Even though Oliveira & Migotto (2006) 
provide a benchmark for ctenophore 
identification studies, the lack of a 
description of the criteria for species and 
thus also life stage identification is a common 
problem in ctenophore studies, which makes 
results questionable (e.g. Kube et al. 2007, 
Lehtiniemi et al. 2007, Viitasalo et al. 2008, 
Javidpour et al. 2009a, b, Jaspers et al. 2012, 
2013). For example, Jaspers et al. (2012) 
reported M. ovum to occur and reproduce 
only as a larval stage in the Baltic Sea. 
Mnemiopsis mccradyi is known to reproduce 
already in its cydippid stage, prior to its 
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gradual morphological transition to the final 
lobate stage (Martindale 1987). However, 
as M. ovum does not undergo a relatively 
abrupt change when growing, no proper 
definition is available for the larval stage of 
M. ovum. In addition, ctenophores, especially 
M. ovum, are known to be able to fast longer 
periods when food availability is limited, 
and hence, reduce their size significantly 
(e.g. Percy 1989). Thus, a small size alone 
is not a reliable indicator of the life stage, as 
a severe reduction in the size of a variety of 
marine species in low saline areas has been 
reported (Box 2).

To conclude, this thesis considered 
the severe challenges and limitations in 
morphological ctenophore identification. 
These well-known problems have 
occasionally arisen one after the other for 
decades without any changes in practice, and 
radical revision of species descriptions and 
methodologies is still in demand.

4.1.2.	 Do molecular identification 	 	
	 methods solve the problems?

Most of the good-quality cydippid 18S rDNA 
sequences from the Arctic were identical (I), 
with a 99 % match with M. ovum (AF293679 
and FJ668937) in a BLASTN search. 
Also, from the good-quality sequences 
of the ctenophore ITS1 region, most 
morphologically identified as M ovum had 
a 93–99 % match with M. ovum (FJ668937). 
The sequence of the cydippid specimen with 
shorter tentacles and secondary tentilla, and 
the comb rows with longer cilia, giving a 
“furry” appearance, had a 99 % match with 
the undescribed mertensiid sp. 3 (Fig. 1C in 
Podar et al 2001, AF293681). The sequences 
of specimens with an elongated body shape 
and coiled tentillae had a 99 % match with 

Euplokamis sp. found in the Baltic Sea 
(I, III, HE647719). Thus, the molecular 
methods confirmed the morphological 
identification of Euplokamis sp. near the 
entrance to the Baltic Sea and co-occurrence 
of two additional species, an undescribed 
mertensiid and Euplokamis sp., with M. ovum 
in Svalbard waters.

The 18S rDNA is known to be highly 
conserved among ctenophore species, with 
a maximum divergence between two species 
of 87 bp, i.e. less than 5 % (Podar et al. 
2001, I, III). Podar et al. (2001) found close 
sequence similarity (only 2 bp differences at 
the level of 18S rDNA) between the Arctic M. 
ovum and an as yet undescribed mertensiid 
species (species 2, AF293680) inhabiting 
the tropics, even though these two species 
are morphologically distinct. Therefore, 
the 15-bp difference (99 % match) between 
individual A9 and the undescribed mertensiid 
sp. 3 (I) clearly implies that individual A9 
was obtained from a species not sequenced 
earlier (Fig. 6). However, this conservatism 
makes the 18S rDNA gene an inappropriate 
marker at the species level.

The more variable ITS region has often 
been suggested for use in detailed species 
identification (e.g. Anderson & Adlard 
1994). Recently, ITS1 was used for the 
identification of M. ovum within the Baltic 
Sea (Gorokhova et al. 2009). Thus, in article 
II, mainly M. ovum-specific primers for the 
ITS region were used (Table 1). In general, 
species identification was carried out by 
diagnosing the PCR products visualized on 
1.5 % agarose gels stained with ethidium 
bromide, and only 10 randomly selected 
individuals were thus sequenced to confirm 
the visual identification. In the different areas 
of the Baltic Sea, 92–95 % of specimens were 
identified as M. ovum, while the remaining 
5–8 % were either identified as M. leidyi or 
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did not produce any amplification, including 
reactions with universal primers. Most of the 
specimens not amenable for amplification 
originated from the formalin-preserved 
samples, and were thus specimens that failed 
in DNA extraction. In addition, ctenophore 
samples collected in 1990 revealed a 100 
% match with M. ovum (FJ668937) in a 
BLASTN search. Therefore, it was concluded 
that all archival samples contained this single 
species and were most probably misidentified 
as Pleurobrachia pileus in earlier reports 
(e.g. Ackefors 1969, Vuorinen 1987).

The use of the ITS region in species 
identification could provide a simple 
standardized PCR-based assay. This method 
could be used to discriminate among 
morphologically similar ctenophore species, 
especially in areas with low ctenophore 
species richness such as the Baltic Sea. 
Nevertheless, the identification of ctenophore 
specimens to the species or genus level using 
the ITS region can be problematic due to the 
low number of published sequences, the lack 
of species-specific primers and protocols, 
and a general lack of worldwide material 
to examine (see also Wallberg et al. 2004). 
At the time of the first sequences of this 
thesis (2011), 17 ITS-region sequences were 
publicly available in GenBank, representing 
9 different species within the whole phylum 
(4 belonging to the order of Cydippida). 
According to the similarity in the ITS1 
sequences, the Baltic M. ovum population 
has been reported to be 97 % identical with 
that in the Arctic, but this is based on a single 
Arctic specimen (Gorokhova et al. 2009), 
and M. ovum was the only Mertensiidae for 
which the ITS1 had been sequenced before 
studies I and III (NCBI GeneBank 2011). 
Therefore, in most areas, this method would 
need further study to ensure the development 
of species-specific primers and to determine 

more accurately the levels of intraspecific 
and interspecific variation in the ITS1 region.

The lack of a comprehensive comparative 
molecular database (published sequences) 
and worldwide material against which 
unknown species can be compared became 
evident in the samples collected from the 
Swedish coast (III, NCBI GeneBank 2013, 
note also case Beroe sp. in Fig. 6 [C5] and 
Fig. 7 [H1]). The 18S rRNA BLASTN search 
revealed a 99 % match with M. ovum (e.g. 
AF293679), and the undescribed mertensiid 
sp. 2 (AF293680), and the sequences 
clustered together with these mertensiids in 
the consensus Bayesian tree (Fig. 6). For the 
ITS1 region, the BLASTN search revealed 
a lower sequence identity (91 %) with M. 
ovum. Nevertheless, the ITS1 sequences 
clustered together with M. ovum in the 
consensus Bayesian tree (100 % maximum 
likelihood bootstrap support, Fig. 7). Thus, 
the molecular results indicated that M. ovum 
was the closest relative, but the morphological 
characteristics pointed towards the family 
Euplokamididae (see above). M. ovum is 
the only species described and sequenced 
in the family Mertensiidae, and none of the 
species in the family Euplokamididae had 
been sequenced before. Since the variation 
within these families is unknown based on 
existing sequences, it cannot be determined 
from this analysis whether Euplokamis sp. 
belongs to a family of Mertensiidae or forms 
a separate family (family Euplokamididae), 
as has been morphologically described (Mills 
1987a, b).

In article I, attempts were made to identify 
the Arctic and Baltic ctenophores using the 
barcoding gene (COI mtDNA), but with 
no success. Various PCR primers were 
used, including primers based on published 
sequences (e.g. Folmer et al. 1994, Ortman 
2008) and specially designed from the only 
two existing ctenophore mtDNA sequences, 
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Fig. 6. Consensus Bayesian tree based on 18S rRNA gene sequences of members of ctenophores. The 
sequences are denoted with the sampled specimen numbers (sequenced within this study) or accession 
numbers (derived from GenBank). Posterior probabilities (left) and maximum likelihood bootstrap 
support values (right) are shown near the internal nodes. Aurelia aurita, Aegina rosea, Tripedalia 
cystophora and Microhydrula limopsicola as an out-group, and their support values are not shown.
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P. bachei and M. leidyi (Pett et al. 2011, 
Kohn et al. 2012). Despite the tests with 
various species preservation methods, 
DNA extraction methods, sets of primers 
and PCR protocols, not a single specimen 
was amplified, even though the DNA used 
was of sufficiently good quality to be 
amplified with 18S or ITS1 primers. The 
lack of success suggests either a failure in 
the primer design, the special characteristics 
of the ctenophore mitochondrial genome, 
or more likely both (Pett et al. 2011, Kohn 
et al. 2012). While the barcode is certainly 
an effective tool for species identification 
for well-known, comprehensively sampled 
groups, for ctenophores it needs thorough 
taxonomical studies to generate the standards 
and protocols for establishing comparative 
databases, and to facilitate development of 
barcoding.

To conclude, a combination of 
morphological species identification and 
molecular methods revealed other cydippid 
ctenophore species and unidentified species 
co-occurring with the dominating Mertensia 
ovum in High Arctic waters (I). Similarly, 
the first sighting of the cydippid ctenophore, 
Euplokamis sp., in the mouth of the Baltic 
Sea was reported (III) in conjunction with 
Mnemiopsis leidyi and M. ovum during 
monitoring in the Baltic Sea. Interestingly, 
the absence of the cydippid ctenophore 
Pleurobrachia pileus, earlier reported to 
commonly co-occur with M. ovum in the 
High Arctic and to be present throughout 
the Baltic Sea (earlier reported as the only 
cydippid ctenophore species in the northern 
Baltic Sea), was not present in any of the 
samples in either study site collected between 
2008–2011 (I–III).

The results of this thesis and articles I–III 
clearly emphasize the challenges in both 
morphological and molecular ctenophore 
species identification (not just Cydippida 

but other ctenophore orders too) and 
demonstrate that extensive revisions are still 
in demand, since the current molecular work 
conducted with ctenophores does not provide 
a clear solution. The challenges warrant the 
development of molecular assays that could 
be employed for ctenophore identification, 
and integrated in field studies. This thesis 
suggests that this will only be possible by 
combining both morphological and molecular 
approaches, as has recently been highlighted 
by McManus and Katz (2009). Further 
developments include sequencing more 
specimens in diverse locations together with 
proper morphological species descriptions 
and photographic IDs as described in Olivera 
and Migotto (2006).

4.2.	 Ctenophore detectability and 
abundance

The second part of this thesis included two 
studies aiming to describe the abundance of 
M. ovum in the Baltic Sea during different 
years, throughout the seasons and in different 
water masses (II), and the abundance of the 
Arctic population while estimating its patchy 
distribution (IV). Here, the main results of 
these two articles are presented.

In the extensive field surveys conducted 
during 2007–2012, M. ovum was found to 
occur throughout almost the entire Baltic Sea. 
The northern limit of distribution was the 
Quark, most likely due to the low salinity in 
this area (II, Thesis summary). The highest 
densities of M. ovum were found in the open 
sea area of the Bornholm Basin (68 ind m-3, 
Fig. 2B). The species was not found in the 
westernmost areas near the Kattegat and 
Danish Straits. It remains unknown why M. 
ovum was not detected in the western parts 
of the Baltic Sea, where the salinity is higher 
and closer to the levels in the Arctic. Even 
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Fig. 7. Unrooted consensus Bayesian tree based on ITS region data of the members of ctenophores. The 
sequences are denoted with the sampled specimen numbers (sequenced within this study) or accession 
numbers (derived from GenBank). Posterior probabilities (left) and maximum likelihood bootstrap support 
values (right) are shown near the internal nodes.

though the temperature might be limiting 
factor for the distribution (see below) another 
explanation for the apparent absence may 
be insufficient sampling, which may have 
failed to capture species with a very low 
abundance. The more frequent monitoring of 

ctenophores at the entrance of the Baltic Sea 
after 2010 might be the reason for the first 
observations of Euplokamis sp. in the area 
(III). Due to insufficient sampling prior to 
this study, the invasive status of the species 
remains unclear.
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In the Baltic Sea, the abundance of M. 
ovum varied naturally between areas, years 
and seasons, but also between replicated 
samples. Overall abundances of M. ovum 
were the highest from late autumn to early 
spring, decreasing to very low numbers in 
summer. The vertical distribution also varied 
seasonally, with maximum abundances 
commonly found in the coldest parts of the 
water column, in deeper water layers during 
the summer. In the winter, the distribution 
appeared to be more even compared with 
the summer, although the poor sampling 
resolution in the winter did not allow the 
testing of this trend at all study sites. The 
physical conditions of the water appeared 
to be significant components determining 
ctenophore abundance, with the highest 
abundances found in waters with oxygen 
concentrations > 4 ml l-1, salinities ≥ 5.5 and 
temperatures below 7 °C (II).

Based on the field surveys conducted 
during 2008–2011 in the Arctic, M. ovum 
was present at all sampling locations around 
Svalbard (I, IV). The abundances (0.07 to 3.9 
ind m-3) were comparable to those reported 
in previous studies conducted in the same 
area (Swanberg & Båmstedt 1991a, b, Falk-
Petersen et al. 2002, Lundberg et al. 2006). 
In Arctic waters, the highest abundances 
have been detected in the surface layers, 
mainly between 25 m and the surface during 
the summer-autumn, which is thought to 
be due to high availability of zooplankton 
prey (e.g. in situ observations, Raskoff et 
al. 2005, Lundberg et al. 2006; however 
see Percy 1989). Previously, M. ovum 
has been reported to descend to deeper 
waters for the winter, probably following 
prey (Siferd & Conover 1992). However, 
during the seasonal sampling in Billefjord 
in 2008–2009, M. ovum was observed in 
the surface waters throughout the winter, 

and in Kongsfjord during January 2010 both 
M. ovum and Euplokamis sp. were observed 
from the surface waters (unpubl. data). In 
the Arctic, it is important to note the limited 
seasonal resolution in sampling due to the 
harsh winter conditions.

The results of articles II and IV highlight 
that the seasonal and vertical distribution of 
this species in the Baltic Sea is very different 
from its main distribution in the Arctic. These 
differences are most probably related to 
the prevailing physical conditions. As M. 
ovum is a true marine, cold-water species 
(e.g. Blachowiak-Samolyk et al. 2008), it 
probably lives at the limit of its physiological 
tolerance in the brackish Baltic Sea (see also 
chapter 4.4). However, from these studies it 
was evident that the abundances of M. ovum 
were higher in the Baltic Sea compared with 
the maximum abundances reported from the 
Arctic: 3.9 ind m-3 in article IV, 12 ind m-3 in 
Resolute Passage (Siferd & Conover 1992), 
and 4.7 ind m-3 in Svalbard waters (Lundberg 
et al. 2006). Importantly, note that these 
abundances are probably underestimates, 
as ctenophore sampling is known to be 
challenging due to patchiness and the low 
efficiency of net sampling (IV), and that 
small specimens were completely excluded 
from research conducted in the Arctic.

A good example of the inaccuracy in 
ctenophore sampling is the high variation 
in M. ovum abundance between samples 
taken with the MultiNet and MIK net in 
the Arctic (IV), even though the samples 
were taken as simultaneously as possible. 
Also, the high variation in the numbers of 
individuals caught in each MIK-net tow at 
each sampling station points to a highly 
patchy distribution. A similar phenomenon 
was also observed during the sampling in 
the Baltic Sea (II). Therefore, these data 
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support the concept that this species is not 
evenly distributed through the whole water 
column, and that net sampling in general 
can lead to severe underestimations if the 
densities are calculated as an average. In 
addition, the small opening of the net, speed 
when towing, angle of the net and the mesh 
size may also contribute to the erroneous 
abundance estimates. For example, in 
the Arctic, zooplankton studies are often 
conducted with relatively coarse nets (500–
1000 µm mesh size, e.g. Søreide et al. 2003, 
Lundberg et al. 2006, Purcell et al. 2010) 
causing larvae and small-sized individuals 
(<5 mm) to remain undetected (Fig. 3), and 
with nets with small opening (0.5m2 – 1m2, 
e.g. Søreide et al. 2003, Lundberg et al. 2006) 
allowing large specimens to escape.

Sampling is also usually conducted over 
depth scales that are too large to evaluate 
patchiness in different depth layers (Graham 
et al. 2001, Purcell 2009, Purcell et al. 2010, 
Raskoff et al. 2010). In the Arctic, small-scale 
patchiness of M. ovum was observed from 
both the Zodiac and during multiple dives at 
all sampling locations. M. ovum individuals 
were concentrated in the upper 10 to 20 m of 
the water column, where densities in patches 
were estimated to be >500 ind m−3 from 
visual counts (IV, S. Majaneva, B. Gulliksen 
& J. Berge pers. obs.). Unfortunately, these 
observations could not be substantiated by 
net sampling, as the observation area was not 
accessible by ship. Similar observations from 
ROVs and traditional net sampling have been 
reported from several locations around the 
Arctic, where up to 99 % of M. ovum have 
been found to occur in dense patches in the 
upper 25 m (Swanberg & Båmstedt 1991a, 
Purcell et al. 2010, Raskoff et al. 2010).

Further uncertainties in detectability 
caused by the common use of preservatives, 

such as formalin, creates a challenge when 
estimating ctenophore abundances and 
ecological roles because some fragile and/or 
small-sized specimens partly or completely 
dissolve when preserved for longer periods. 
The ctenophores collected within the 
HELCOM zooplankton monitoring were 
preserved in formalin and counted under 
a dissecting microscope within a year of 
collection (II). A significant decrease in 
specimen recovery in the preserved samples 
was detected, and abundance estimates from 
the preserved samples were recalculated with 
a correction factor.

Due to the scarcity of early reports and 
lack of long-term monitoring, it remains 
unclear whether the abundance and 
distributional patterns of M. ovum have 
changed in recent decades. In article II, M. 
ovum abundance data from the late 1980s and 
late 2000s were compared using published 
papers on summer abundances in the Gulf 
of Bothnia (Vuorinen 1987, Vuorinen & 
Vihersaari 1989). However, the difference 
in these comparisons can be biased by a 
low sampling resolution, patchy distribution, 
and species misidentification. If properly 
tested, the correction factor could potentially 
provide a simple method to estimate the 
change in M. ovum abundance over time, 
for example, from the preserved monitoring 
samples. However, this correction factor 
cannot be proposed as globally accurate 
for all locations, seasons or species, since 
specimen recovery is also dependent on other 
factors such as the physical condition and 
size of the specimen.

Interestingly, these datasets clearly 
demonstrate the importance of and 
demand for good quality sampling with 
alternative sampling methods and long-term 
monitoring. To obtain robust abundance 
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estimates when organisms are patchily 
distributed, large volumes of water need 
to be sampled with appropriate equipment 
(nets and in situ methods), and with 
correct species identification. Raskoff et 
al. (2003) and Purcell (2009) summarize 
recommendations for research methods for 
gelatinous zooplankton, however, some 
of the methods are too tedious (e.g. three 
different net types) and expensive (e.g. ROV 
and In Situ Ichtyoplankton Imaging System 
[ISIIS]) for regular monitoring programs. 
Thus, the monitoring of gelatinous plankton 
communities need to be planned specially 
on a regional scale to be able to detect the 
local species compositions, abundances, and 
potential changes.

4.3.	 Role of ctenophores in the 
ecosystem

The focus of the third part of this thesis was 
in the role of Mertensia ovum in the marine 
ecosystem. The aim of these studies was to 
describe the predation impact of the Arctic 
population and how the patchy distribution 
affects the predation efficiency (IV), as well 
as how the role in the food web might differ 
from population to population, even within 
a single species (V). Here, the main results 
of these two articles are presented.

4.3.1.	 Effects of patchiness on predation 	
	 impact

Based on previous reports (e.g. Falk-Petersen 
et al. 2002, Lundberg et al. 2006, Graeve 
et al. 2008, Purcell et al. 2010), feeding 
experiments (IV), and gut content analyses 
(for detailed methods, see article IV), M. 
ovum in the Arctic has been described to 
be a voracious predator that mainly preys 

on Calanus spp. (Fig. 8). The functional 
response experiments resulted in a nonlinear 
response curve, with an apparent saturation 
level at higher prey density with a higher 
ingestion rate than reported earlier (e.g. 
Swanberg & Båmstedt 1991a, b), suggesting 
M. ovum to be an even more efficient predator 
than previously believed. Interestingly, 
neither the ingestion nor the clearance rates 
declined significantly when predator density 
was increased in the experiments (see Fig. 4 
at article IV). It has been thought that tentacle 
feeders, such as cydippid ctenophores, 
should exhibit a mechanical limitation 
when occurring in high aggregations, thus 
decreasing predation efficiency (Madin 
1988). However, no signs of such intraspecific 
interference were detected, even at predator 
densities of 500 ind m−3, the highest density 
used in the experiments. Presumably, the 
absence of intraspecific competition might be 
a result of ctenophores adapting to efficient 
avoidance of tentacle interactions due to 
frequent encounters in high-density patches.

The data revealed that M. ovum may 
consume an average of 1.4 % d−1 of the 
Calanus spp. community in the whole water 
column when assuming even distributions 
of predators and prey within the examined 
depth layer and using the ingestion rates from 
functional response experiments (Fig. 9). 
These estimates are similar to those reported 
in earlier studies, as Siferd and Conover 
(1992) projected that average-sized M. ovum 
may consume 3 to 9 % of the copepods in 
the Canadian Arctic per day, and Purcell 
et al. (2010) estimated that M. ovum could 
remove ~2 % of the Calanus spp. standing 
stock daily. If all predator specimens were 
detected evenly in the upper 20 m layer, 
as previously reported from the Arctic, the 
predation impact would increase rapidly to 
an average of 33 % d−1 of the Calanus spp. 
in this layer. In addition, since ingestion rates 
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did not significantly decline at high predator 
aggregations the predation impact increased 
locally to >50 % d−1 when underestimated 
predator abundances were corrected by 
taking spatial predator aggregations into 
consideration (e.g. for details see Table 4 
at article IV). As the maximum ingestion 
rate and saturation level were detected at 
relatively high prey concentrations, the 
patchy distribution of prey may also increase 
the predation impact of these predators.

Even though many approximations, such 
as complete spatial and temporal overlap of 
the predator and prey patches, were necessary 
when estimating the predation impact, it was 
clear that when both predators and prey were 
assumed to have uneven distributions, the 
potential predation pressure did not increase 
consistently with increasing numbers of 
predators. These results, as well as other 
predation-impact models that take these 
aggregations into consideration, indicate that 
prey patchiness may be advantageous for the 
predator at high densities, if the predator is 

able to compensate by implementing non-
random searching behavior (Dagg 1977, 
Arai 1992). Nachman (2006a, b) suggested 
that such behavior would lead to a response 
whereby the majority of predators would 
cluster in the most profitable prey patches, 
a pattern that can often be observed among 
M. ovum specimens in the Arctic while 
scuba diving. If the degree of prey density 
is high, predators may be able to achieve 
a higher ingestion rate than they would if 
the prey were homogenously distributed. 
These results therefore suggest that the 
potential predation impact of M. ovum may 
even increase significantly with an increased 
prey density during the summer, when the 
prey densities in the surface waters are 
naturally higher than during the time that the 
experiments were carried out (late summer/
autumn). However, the accumulation of 
prey into high-density patches might also 
be beneficial to the prey if the density is 
higher than the saturation level of predator 
feeding (IV, Nachman 2006a, b).

Fig. 8. Ingestion rates of Mertensia ovum from the Baltic Sea (Mesodinium rubrum and Synechococcus 
bacillaris as a prey) and Arctic (Calanus glacialis, stage V, as a prey) determined in experiments as carbon 
consumed per day. Carbon values 0.00056 µg C ind-1 for M. rubrum (Johnson et al. 2007), 0.000025 µg C 
ind-1 for S. bacillaris (Mullin et al. 1966) and 474 µg C ind-1 for C. glacialis (Slagstad & Tande 1990).
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These findings strengthen the conclusion 
regarding the importance of understanding 
spatial patterns when describing such prey–
predator interactions (IV). In addition, 
ctenophores may have an important role in 
Arctic waters, and underestimates due to 
not considering patchy distributions could 
lead to inaccurate conclusions, for example, 
the ability of the predators to regulate their 
prey densities (Hochberg & Holt 1999). 
Therefore, it would be more than justified 

to study further these fine-scale interactions 
and to include these important predators in 
multi-trophic datasets as a basis for food-
web modeling.

4.3.2. Predators and grazers

The difference in body size between M. 
ovum populations of the Arctic Ocean and 
the Baltic Sea is very distinct. In the Baltic 
Sea, M. ovum are small and fragile, as the 
average size of all specimens collected from 
different sub-basins was <2 mm (II). On the 
contrary, individual M. ovum in the Arctic 
can grow up to 75 mm (pers. obs.), with an 
average size of 22 mm (IV) (Fig. 3).

In the Baltic Sea (V), the average sized 
M. ovum showed clear prey preferences in 
the experiments. Ingestion and clearance 
rates for Eurytemora affinis copepodites and 
calanoid copepod nauplii were exceptionally 
low, also implying significantly lower 
predation on crustacean prey compared to 
that shown in other ctenophores in other 
areas, including M. ovum in the Arctic (e.g. 
IV, Kremer 1979, Falk-Petersen et al. 2002, 
Granhag et al. 2011). In contrast, small-
sized bacterio- and microplankton prey (i.e. 
Synechococcus bacillaris and Mesodinium 
rubrum) were consistently preyed upon 
during the experiments, even at low prey 
densities. The molecular gut content analysis 
(for detailed methods, see article V) also 
revealed that field collected ctenophore 
samples were positive for the presence of 
Synechococcus sp., indicating the importance 
of picoplankton to the diet of M. ovum. Thus, 
the trophic level of the Baltic M. ovum is 
lower than that of the Arctic populations but 
the role of the small-sized M. ovum in the 
Arctic is unknown. In addition, estimates 
also yielded considerably lower per capita 
ingestion rates for Baltic M. ovum (Fig. 8) 

Fig. 9. Schematic figure showing the different 
uneven spatial distribution models of Mertensia ovum 
(predator) and its prey used in article IV. A) Predator 
in aggregations and prey evenly distributed; B) Prey 
in aggregations and predator evenly distributed; C) 
Both predator and prey aggregations. Dark gray is 
the predator, light gray the prey and the size of the 
bubble indicates the relative abundance. Predation 
impact (%) is marked as dotted line.
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than for similar-sized ctenophore species, 
e.g. tentaculate-stage Mnemiopsis leidyi 
(4 mm), when fed a natural assemblage of 
microplanktonic prey (Sullivan & Gifford 
2004, 2007). Here it is important to note 
that the preliminary results of the carbon 
content of the Baltic M. ovum (6.86 ± 4.4 
µg C ind-1 for 5.0 ± 0.9 mm sized specimens 
[unpubl. data]) are also considerably lower 
than tentaculate-stage Mnemiopsis leidyi 
(18.45 µg C ind-1, C [mg] = 0.0017 length 
[mm]1.9247 [Sullivan & Gifford 2004]).

The body size of both predators and prey 
are directly linked to predation success (e.g. 
Scharf et al. 2000). Thus, the relationship 
between prey and predator size is of great 
importance in determining the outcome of 
interactions among species (Scharf et al. 
2000). However, body size is not alone in 
having an effect; prey selection is dependent 
on the consumer’s capability not just to find 
prey but also to attack, catch, and handle it 
(Holling 1959, Buskey et al. 1993, Chesney 
2005, Kiørboe 2011). The fragile tentacles 
of the Baltic Sea M. ovum stretch only 1–2 
times the total body length and possess 
few branching tentillae (Fig. 4I), while the 
tentacles of the similar-sized, larval and 
transitional stages of M. leidyi and larger 
Arctic M. ovum (Fig. 4E) may stretch several 
times the body length and bear several to 
hundreds of branching tentillae (Reeve et al. 
1978, Matsumoto 1991, Sullivan & Gifford 
2004, 2007). The fragile structure of the 
tentacles and tentillae can cause injuries 
for small-sized M. ovum when pulled by 
escaping copepod prey. This was observed 
multiple times during experiments and can 
lower the predation efficiency.

When comparing predation efficiency 
among different species, it is important to note 
that the physical conditions (i.e. temperature, 
salinity) at which feeding experiments are 
conducted vary greatly. For ctenophores, 

the conditions generally represent ambient 
conditions in temperate and tropical waters 
(e.g. Sullivan & Gifford 2004, 2007, Buecher 
& Gasser 1998, Greene et al. 1986). Data on 
the predation efficiency in cold waters and 
on the effect of temperature on feeding or 
metabolism in gelatinous organisms are very 
scarce, but even the few studies conducted 
(Gyllenberg & Greve 1979, Martinnussen 
& Båmstedt 2001, Rowshantabari et al. 
2012) demonstrate that temperature plays an 
important role in feeding and clearance rates, 
the digestion time, and oxygen consumption. 
Hence, all these physiological processes 
should be taken into account when comparing 
predation and daily carbon intake rates of 
similar species in different environments to 
understand the comparative physiology of 
energy demand and consumption. Therefore, 
it is not evident that the predation impact of 
M. ovum in the Baltic Sea would be lower 
than that of other similar-sized ctenophores, 
even though the daily rations would indicate 
this. Furthermore, the abundances, prey 
preferences, and predation efficiencies of 
the smaller individuals of the Arctic M. 
ovum populations are poorly known, with 
the majority of reports focusing on large-
sized ctenophores (>10 mm).

There are serious limitations with the 
two commonly used methods to investigate 
prey-predator interactions. In experimental 
studies, the effects of small aquarium tanks 
may influence encounter rates and cause 
predator and prey vulnerability (e.g. Sullivan 
& Reeve 1982, Larson 1987, Gibbons & 
Painting 1992, Hansson & Kiørboe 2006, 
Møller et al. 2010), leading to biased estimates 
of predation rates. In traditional gut content 
analysis, it cannot easily be determined 
whether the micro- and bacterioplankton 
prey in question have been ingested (see 
also e.g. Pitt et al. 2009), whereas crustacean 
prey are clearly visible in the stomach 
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cavities if eaten. Thus, using both count-
based prey depletion estimates in feeding 
experiments and PCR-based diet analysis is a 
better combination for estimation of feeding 
rates on small-sized prey. This is important 
for ctenophores as they represent a wide 
variety of morphological differentiation, and 
a great deal of this appears to be directly 
linked to specialization for feeding on prey 
of different size, behavior, and abundance 
(Thesis summary, Haddock 2007).

4.4.	 Climate change and ctenophores

In the last part of this thesis, the potential 
effects of predicted future climate changes 
on Mertensia ovum populations in these 
two ecosystems were examined. The aim 
of this study was to determine how the two 
populations of this single species might 
differ in their response to climate change 
(Thesis summary). The results of this study 
are presented here as part of the general 
discussion on the future of ctenophores.

4.4.1.	 Climate change and Mertensia 	
	 ovum

It has recently been argued that gelatinous 
zooplankton would benefit from the future 
changes in the ecosystem. The impacts of 
climate change and the ecosystem effects 
are often discussed on a global scale, even 
though these effects will occur at local and 
regional levels. Therefore, it is important 
to understand the potential effects not just 
on the species level but also on the regional 
scale, such as on the population level.

Article II emphasized that the occurrence 
of the M. ovum population in the Baltic Sea 
is clearly regulated by temperature and 
salinity. Even though M. ovum specimens 

were found at salinities between 5.5 and 16 
and at temperatures from 1 to 8.5 °C (Fig. 
10), the highest ctenophore abundances were 
recorded in waters with salinities ≥ 5.5 and 
temperatures below 7 °C. In the experiments, 
the survival of M. ovum rapidly declined (< 
50 %) at lower [5] and higher [14] salinities 
within the Baltic Sea population (Fig. 10, 
Thesis summary).

In the Baltic Sea, according to climate 
change models, the volume-averaged water 
temperature is predicted to increase and the 
volume-averaged salinity to decrease during 
the twenty-first century (Thesis summary, 
Meier, Andersson et al. 2012, Meier, Müller-
Karulis et al. 2012). The water volume 
most suitable for the M. ovum population 
(salinity ≥ 5.5, temperature < 7 °C) would 
decrease according to the HadCM3-A1B 
and ECHAM5-A1B1, as well as the A1B3 
and A2 driven simulations (Fig. 11, Thesis 
summary). When these simulations are 
combined with earlier reports, where the 
largest bottom salinity decrease has been 
found, it is predicted that the current main 
occurrence area of M. ovum in the Baltic Sea 
would decrease dramatically, even with the 
most optimistic climate change scenario: 
from 10–14 × 103 km3 during summer 2013 
to 1–8 × 103 km3 by summer 2100, and from 
15–20 × 103 km3 during winter 2013 to 1–10 
× 103 km3 by winter 2100 (Fig. 11).

In the Arctic, where the effects of the 
predicted climate change are estimated to 
be the strongest, M. ovum is present in high 
abundances, primarily in the surface waters 
(salinity 32–34 and temperature below 5 
°C) (Fig. 10, Thesis summary). However 
during the extensive sampling in 2008–2011, 
it was clear that M. ovum can tolerate a broad 
range of salinity and temperature conditions, 
as it was found in salinities between 28 and 
35, and in temperatures from -1.8 to 7 °C 
(unpubl. data). In the tolerance experiments, 
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the survival was stable (100 %) in salinities of 
40, 35, and 30, together with the in situ salinity 
level, whereas at lower salinities (< 28), lower 
survival (< 50 %) was recorded. According to 
earlier reports, M. ovum occurs in areas where 
the water temperature is constantly below 10 
°C (Eiane & Tande 2009) which was also the 
critical temperature limit for the survival in 
the experiments; at temperatures >10 °C the 
survival was < 50 %.

In the Arctic, atmospheric warming has 
increased sea surface temperature and has led 
to a decrease in sea ice extent and thickness. 
In addition, the unprecedented amount of 
fresh water in the surface layer is predicted 
to result in warming of the surface layers by 
up to 3 ºC above average in ice-free areas that 

previously were ice covered (Wassman et al. 
2011 and references therein). According to 
Beaugrand et al. (2008), the critical thermal 
boundary (10 ºC) could move northwards 
as much as 10º in latitude by 2100. Even 
though the threshold coincides with the 
maximum upper lethal temperature of M. 
ovum, the changed borderline does not cross 
the known distributional boundaries for M. 
ovum (Beaugrand et al. 2008 Fig. 2, Thesis 
summary). However, such a fine resolution 
climate model that was used in the Baltic Sea, 
is lacking for the surface waters of the Arctic 
fjords, where M. ovum is most abundant 
during autumn (Thesis summary). In the 
Arctic, the maximal sea surface temperature 
is measured during autumn, and thus, creates 

Fig. 10. The salinity and temperature range where Mertensia ovum occurs in the Baltic Sea (gray dots) and 
in the Arctic (black dots) according to in situ samples. Note: wintertime samples from the Arctic are not 
included. The lines show the salinity and temperature tolerance of M. ovum populations based on tolerance 
experiments. Note: the temperature range was not tested with the Baltic Sea population.
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a boundary for their survival. In this study, 
the maximum temperature in the fjords 
during autumn was 7 °C. Even though future 
predictions are limited, trends throughout 
the last century (1912-2009) have indicated 
an increase of 2ºC of maximum temperature 
during autumn for Isfjord (Pavlov et al. 2013). 
Therefore, the critical thermal boundary (10 
ºC) could be reached only very locally in 
the surface in the fjords during autumn, and 
thus the distribution area of M. ovum could 

be predicted to remain more or less constant 
in the Arctic.

All species are adapted to a certain range 
of climatic conditions, outside of which 
they cannot survive without adaptation 
period. Changes in the climatic environment 
therefore force species to either adapt to 
new conditions or move to areas where 
suitable conditions exist in order to avoid 
extinction. Some species have shown 
considerable adaptive plasticity; for example 

Fig. 11. Future scenarios for the water volume of the current occurrence area of Mertensia ovum in the Baltic 
Sea (temperature < 7ºC and salinity >5.5). A) Represents the situation in summer (June, July and August) 
and B) the situation in winter (January, February and March). The colors indicate the different predicted 
climate change scenarios based on IPCC greenhouse gas emission scenarios; A2 being the most pessimistic 
scenario whereas A1B is more optimistic.
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M. leidyi is known to have a wide tolerance 
of environmental conditions (salinities of 
2–38, temperatures between 2 and 32 ºC and 
low oxygen levels), which enable effective 
spreading to new areas (Purcell et al. 2001, 
Fuentes et al. 2010). However, no knowledge 
exists of the actual evolutionary processes 
whereby a ctenophore or any other gelatinous 
zooplankton species becomes adapted to new 
conditions through changes in its genetic 
heritage. The recently conducted studies on 
ctenophore mtDNA and genome indicated 
that ctenophores evolved independently 
from the Metazoa for hundreds of millions 
of years. Therefore, they may have reserved 
some features from their common ancestor 
or evolved some unique features not present 
anywhere else in the animal kingdom (Pett et 
al. 2011, Kohn et al. 2012, Ryan et al. 2013).

For the Arctic M. ovum, its occurrence has 
been assumed to be more restricted by prey 
densities than the physical condition of the 
environment (e.g. Siferd & Conover 1992). 
Based on earlier reports of SST modeling 
and the optimal temperatures of the prey 
species involved (Calanus spp.), it has 
been clear that there will be a shift towards 
a zooplankton community dominated by C. 
finmarchicus instead of the more energy-rich 
C. glacialis by the end of the 21st century 
(e.g. Karnovsky et al. 2010). However, it 
could be assumed that as an opportunistic 
and voracious feeder, M. ovum will be 
able to adjust its predation and metabolism 
according to prey availability and therefore 
also its occurrence area and depth, as it has 
currently been observed to do throughout 
the Arctic seasons (see above, Percy 1989, 
Larson & Harbison 1988, Clarke & Peck 
1990). As long as the position of M. ovum 
in the Baltic Sea ecosystem remains open, it 
can only be speculated whether it has adapted 
to the demanding brackish water conditions 
during the last hundred years as an invader, 

or whether this adaptation evolved during 
the last 10,000 years as an ice age relict. 
However, its occurrence is now known to 
be restricted by the physical conditions (II). 
Thus, adaptation to the changing conditions 
would be the key to its survival.

Furthermore, studies on adaptive responses 
are accumulating, and it is speculated that 
the rate of climate change might be too 
rapid for adaptation processes to take place 
(Bürger & Lynch 1995, Gomulkiewicz & 
Holt 1995, Donner et al. 2005). It is therefore 
expected that adaptation will be a viable 
strategy for only a small fraction of species, 
and that the majority will be forced to shift 
their distributions in order to survive the 
forthcoming changes (Parmesan 2006). This 
view is also supported by evidence from 
paleoecological records, which suggest that 
species naturally responded to past climate 
changes with rapid distribution shifts rather 
than remaining stationary and adapting to 
new conditions (Huntley 1991, Coope & 
Wilkins 1994). Ctenophores are known 
to have physiological characteristics that 
are predicted to give them an advantage in 
changing environmental conditions, and 
which might make them one of the few taxa 
able to adapt to changing conditions. For 
example, features of ctenophore reproductive 
biology can affect their adaptation potential. 
In general, they are hermaphrodites capable 
of self-fertilization (Pianka 1974, Baker 
& Reeve 1974) and eggs are fertilized 
when shed (Pang & Martindale 2009). In 
addition, some ctenophores are capable 
of rapid reproduction; M. leidyi can start 
reproduction at two weeks of age and 
release up to 14,000 eggs per day under 
optimal conditions (Baker & Reeve 1974, 
Purcell et al. 2001). In the Arctic, the egg 
production rate is not known, but prolonged 
reproduction has been observed from May 
to August (Percy 1989, Siferd & Conover 
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1992, Lundberg et al. 2006). For M. ovum 
in the Baltic Sea, both eggs sampled in situ 
and egg production experiments indicated 
extremely low (2.2 ± 1.0 eggs ind-1 day-1) 
but continuous reproduction all year round, 
potentially limiting the adaptation (for 
methods and detailed results, see article II).

The survival of M. ovum is not only 
dependent on its own adaptation potential 
because other species or entire plankton 
communities might experience subtle 
or distinct regime shifts (e.g. Beaugrand 
2004, Hooff & Peterson 2006, Beaugrand 
et al. 2008). For example, due to changes 
in salinity and temperature conditions (e.g. 
Jaspers et al. 2011, Lehtiniemi et al. 2012) 
and the wide invasion success (reviewed in 
Purcell et al. 2001, Kideys 2002, Costello et 
al. 2012), the distribution of M. leidyi might 
spread northwards in the Baltic Sea, causing 
not only interspecific competition but also 
potential predation pressure on M. ovum. 
Similarly, new species are expected to shift 
towards Arctic waters due to climate change 
and increased shipping activity (e.g. Molnar 
et al. 2008).

Uncertainty in climate change scenarios 
is pervasive and will never be entirely 
eliminated (e.g. Kujala et al. 2012, Niiranen 
2013, Niiranen et al. 2013). Uncertainties 
that arise from working with unknown future 
events include the technical challenges of 
observing and predicting species range 
shifts, and the lack of information on the 
impacts of future environmental conditions. 
Reliable monitoring data are also essential 
when predicting future changes. Currently, 
abundance data on M. ovum in the Arctic are 
scarce and incoherent, and Baltic Sea data 
mainly exist from the last 4 years, i.e. the 
period when the occurrence of the species 
became acknowledged (II, IV). Thus, it is 
impossible to exactly consider the changes 

in abundance in the past or to predict the 
changes in the future. In addition, for P. 
pileus, Euplokamis sp. and unidentified 
mertensiids (I-III), even their distributions 
are poorly known (e.g. Mills & Haddock 
2007), let alone their abundances. Thus, it is 
clear that further investigations are required 
to determine the exact thresholds of physical 
conditions, prey availability and adaptation 
potential below which ctenophores will 
be unable to compensate via phenotypic 
plasticity and will experience a fitness 
penalty.

5. CONCLUSIONS

In this thesis, the uncertainties and limitations 
of the present knowledge of ctenophore 
biodiversity and their ecological importance 
were investigated in Svalbard and the Baltic 
Sea. The main findings from this thesis are 
that poor taxonomic resolution (both in 
description and identification of species) is 
a common problem among the ctenophores, 
despite their ecological and evolutionary 
significance (I–III), and that inefficient 
abundance estimates and ignorance of small-
scale spatial variability in species distribution 
can result in erroneous views on ecosystem 
functioning (II, IV–V). This thesis clearly 
demonstrates that without proper monitoring 
and accurate species identification, it is 
impossible to assess changes in species 
distribution and the ecological impact of 
ctenophores at present or in the future.

Morphology-based species identification 
showed that in addition to Mertensia ovum, 
at least two other taxa were present in the 
Arctic samples (I). Specimens collected 
near the entrance of the Baltic Sea also 
revealed a species new to the area (III). 
However, the few, indistinct morphological 
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characteristics that were detectable in 
the collected specimens highlighted the 
difficulty and challenges in ctenophore 
identification by different life stages based on 
morphological features alone. In addition, the 
lack of accurate species descriptions prevents 
species-level identification, as can be seen 
with Euplokamis sp. (I, III) and unidentified 
mertensiids (I).

When the data sets were analyzed using 
molecular identification methods, the 
cydippid ctenophore sequences clustered 
together with M. ovum and Euplokamis sp. 
(sequenced for the first time in article III), 
while some of the sequences were affiliated 
with an undescribed mertensiid sp. 3 (I–III). 
Based on these studies, it was clear that 18S 
rDNA and barcoding mtDNA COI regions 
are not currently suitable markers for 
ctenophore species identification, whereas 
the ITS region proved to be more suitable. 
However, the lack of available sequences 
with reliable species descriptions and 
species-specific primers hampers the broad 
use of molecular methods as a rapid and 
simple species-identification technique. To 
better understand the biodiversity of these 
species in the future, we should apply all 
available methods, combining taxonomic 
scrutiny together with photographic vouchers 
of fresh, live specimens linked to molecular 
IDs for accurate species identification.

Studies IV–V clearly demonstrated 
that the lack of historical survey data and 
correct abundance estimates of M. ovum 
hamper our understanding of its role in the 
Arctic and Baltic ecosystems. The high 
potential predation impact of M. ovum was 
even higher when the patchiness of both 
predators and prey was taken into account; 
moreover, it is further affected by extensive 
spatial and seasonal migration patterns (IV). 
For adequate modeling of prey–predator 

interactions, more emphasis should be placed 
on the patterns of fine-scale distribution 
of predators and prey. Also, the different 
populations of a single species can have 
very different trophic roles in the food web 
due to their great difference in body size 
(IV–V). Thus, generalizing and extrapolating 
ecological traits such as diet and foraging 
behavior from one population to another 
can be misleading (V). Caution is advised 
when studies and monitoring are conducted 
at different regional scales.

The overall conclusion is that all available 
techniques need to be applied in concert 
to include ctenophores, as well as other 
gelatinous zooplankton, in the regular 
plankton monitoring in order to properly 
understand their role and potential future 
changes in the planktonic communities. 
Current monitoring of plankton is mostly 
focused on crustaceans and fish larvae, 
without proper consideration of the gelatinous 
component, which is as incomplete as 
a hypothetical ecological study of the 
Serengeti through observations of zebras 
and hyenas only. This would surely lead to 
inadequate conclusions, as it would ignore 
not only cheetahs (ctenophores) but also 
lions (cnidarians) (Boero & Mills 1997). 
Even though this demand has already been 
acknowledged (e.g. Condon et al. 2012, Brotz 
et al. 2012, Gibbons & Richardson 2013), 
clear recommendations and instructions for a 
proper assessment of gelatinous zooplankton 
taxa implementation in monitoring are 
urgently needed as well as more ecological 
and phylogenetic research on this group.
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6. IMPLICATIONS AND FUTURE 	
DIRECTIONS 

It has been widely accepted that climate 
change is altering ecosystems and species 
distributions (e.g. reviewed for the Arctic in 
Wassmann et al. 2011). However, observations 
on certain species, especially ctenophores 
and other gelatinous zooplankton, are 
lagging behind (Thesis summary, Condon 
et al. 2012, Gibbons & Richardson 2013).

Comprehensive and accurate information 
on these species from surveys and monitoring 
at different scales is essential if we want to 
1) know the current situation, 2) understand 
the ongoing changes, 3) anticipate future 
impacts, and 4) potentially be able to 
rapidly react to the threats posed by climate 
change. In the case of species for which 
identification, abundance estimates, and 
predictions of future impacts have high 
uncertainty, intensive monitoring programs 
might provide the only means for better 
understanding.

In an ideal world, the first step for 
efficient monitoring would be to develop 
accurate species identification methods, 
with proper morphological species 
descriptions combined with photographic 
vouchers, molecular protocols and reference 
sequences of specimens. A second important 
step would be the development of data 
collection techniques to include small-scale 
distribution patterns. In addition, national 
population monitoring programs should be 
further developed to ensure collecting and 
reporting monitoring data for these species. 
At the moment, this is vital in the Baltic 
Sea, where the regional monitoring program 
is under revision and in the Arctic, where 
the Circumpolar Biodiversity Monitoring 
Program (CBMP) is currently working to 

harmonize and enhance long-term marine 
monitoring efforts.

This work offers tools to assist in 
robust research and decision making when 
ctenophore biodiversity and their role in 
marine ecosystems need to be assessed. 
Many of the chapters in the thesis summary 
demonstrate how better knowledge can be 
acquired by combining information from 
several data sources and using different 
methodologies. Furthermore, this thesis 
summary provides useful information 
for managers on the important role of 
ctenophores in ecosystems and the challenges 
of ctenophore research that can be and should 
be overcome by long-term monitoring, 
planning, and ecosystem modeling.

7. ACKNOWLEDGEMENTS

This thesis, and the life around it, would have 
been quite a bit harder and duller without 
numerous persons to whom I owe my deepest 
gratitude.

I would like to sincerely thank Steven 
Haddock for finding the time to read this 
work and travel to Helsinki to be my 
opponent. I’m truly grateful for this, since 
throughout the years, I have been amazed and 
inspired by your work! I had the pleasure to 
have Jorma Kuparinen to act as my custos 
and I’m grateful to him for taking care of the 
official arrangements. I am equally thankful 
to my pre-examiners Aino Hosia and Dhugal 
Lindsay for their swift and rigorous work 
in evaluating the earlier version of this 
thesis, and for their excellent comments 
that improved it. Also, thank you for Roy 
Siddall, Clare Webster, Jarmo Wideman and 
Anna Båtnes for checking the languages, and 
Carl-Adam Hӕggström for expertly editing 
my thesis. Thank you!



58

My greatest gratitude goes to my 
supervisors Maiju Lehtiniemi, Jørgen Berge 
and Elena Gorokhova. As a trio of very 
sharp but very different supervisors you 
have made me see my work from different 
angles, given great input – and taught me to 
make independent decisions of things you 
disagreed. – Maiju, my sincere thank you 
for always pointing me to the right directions 
when I was struggling to understand my own 
work, and the whole scientific world. There 
are not enough words to tell you how much 
you have inspired me, not just in terms of 
research, but with your way of looking the 
world and different people in it. Everything 
you do, you do with honesty, warmth and 
kindness. – Jørgen, you have been there 
since I first arrived to UNIS, and from the 
start I have been extremely happy that you 
have been there. Thank you for everything 
that you have taught me, for being such an 
inspiring and amazing leader and a role 
model. Most of all, I want to thank you for 
giving me the opportunity to participate to 
so many amazing and interesting cruises 
and projects. – Elena, you probably had 
the hardest part, joining the project in the 
middle to teach and to make sure that my 
molecular work and statistics are correctly 
done. My sincere thank you for all the help 
and comments along the way, especially 
during the last months, and for being so 
patient with me when I was struggling to 
understand.

I also owe my gratitude to Paul Renaud 
who during these years has been everything 
from a “supervisor” to a boss, an excellent 
collaborator and a friend. – Paul, thank you 
for everything that you have taught me; inside 
the scientific world and, most importantly, 
outside of it. Your help in the every step of 
this process has been invaluable and I cannot 

thank you enough for your tremendous 
generosity for always finding the time for 
me, even during your paternity leave.

The person who is really guilty for the 
appearance of this thesis is my former master 
thesis supervisor Roope (Juha Flinkman). 
Thank you for understanding and sharing the 
same passions towards Arctic environments, 
both above and below the surface.

Also, I would like to sincerely thank 
Jaanika Blomster and Markku Viitasalo 
for being members of my thesis advisory 
committee and I have been very grateful 
for having two such talented persons in my 
committee. Those “yearly” meetings, that 
maybe have not been yearly, have provided 
a good opportunity to stop and think where 
this work was heading. – Jaanika, I also 
want to thank you for allowing to use your 
lab space in MES-labra and all the guidance 
you have given while I have tried to learn 
the molecular methods and how to do things 
in sterile way.

I have several co-authors who all have 
contributed to this thesis in many ways, and 
I feel very privileged for having had the 
opportunity to work with such great minds; 
Eike Stübner, Anna Vader, Archana Rao, 
Øyunn Sparre, Lena Granhag, Lene Friis 
Møller, Søren Bolte, Holger Haslob, Bastian 
Huwer, Tarja Katajisto, Lennart Lennuk, 
Arno Põllumäe, Matthias Schaber, Outi 
Setälä, Thorsten Reusch, Satu Viitasalo-
Frösén, Ilppo Vuorinen, Pentti Välipakka, 
Germo Väli and Markus Meier. Without 
your input, I would neither have had the 
data to work with nor the ideas to make the 
improvements needed.

I believe that for being able to finish the 
PhD project, it is important to have a sense 
of belonging to the science community. In 
that sense, I have been very privileged as 
this thesis has come about as collaboration 



59

with many people in many places. I would 
like to thank everyone at UNIS, especially 
Tove Gabrielsen, Berit Jakobsen, Eike 
Müller, Archana Rao, Eike Stübner, Kristin 
Heggland, Janne Søreide and Anna Vader. 
Further, I want to thank the fellow PhD 
students and colleagues at SYKE, especially 
Eeva Eronen-Rasimus, Anna Soirinsuo, Tarja 
Katajisto, Henrik Nygård and Outi Setälä 
and our master students Sanja Hakala and 
Julia Talvitie. Special thank you goes also 
for Minttu Ahjos at Molecular Ecology and 
Systematics Laboratory (MES). Of the 
people from Troms who have made this 
work possible, I want to above all thank 
Stig Falk-Petersen, Haakon Hop, Bjørn 
Gulliksen, Malin Daase, Daniel Vogedes, 
Anette Wold and Johanna Hovinen. Finally, 
special thank you goes to the Winter Ecology 
group, especially Janne-Markus Rintala, 
Markus Majaneva and Jaanika Blomster, 
for “adopting” me as a part of your group. 
Also, I would like to thank everyone at 
the ARCTOS – Arctic Marine Ecosystem 
Research Network and the ERCs of the 
Association of Polar Early Career Scientist 
(APECS) especially Tiina Nygård and Teresa 
Valkonen.

During times when working was the last 
thing in my mind, my life has been blessed 
with my dear friends in and outside the 
academia. Friends from Longyearbyen who 
have spread here and there – Sigrid, Sara, 
Reetta, Henkka, Tiina, Emmi, Priitta, Jago, 
Peter, Michael, Eike and Eike. Friends from 
Käpylä – Jarmo, Jere, Liisa, Jukka, Ilja, 
Heidi and Ville, from extended geography 
team – Elina, Timo, Viivi and Saara, and 
from long time back – Annika, Ann-Mari, 
Anna and Ilona. And my lovely girls – Essi, 
Minttu, Hanna, Heini R and L, Laura L and 
L., Meri, Sanna, Karoliina, Eeva and Suvi, I 
owe you special thanks for being in my life. 
We have shared so many special moments 
and I highly value each one of them.

There have been many lucky things in my 
life, the most important one of them being 
my amazing family (also extended version 
of it). I would like thank my Mum and Dad, 
who are the very reason I ever became a 
biologist. You are the ones who taught me 
to love and respect nature. Thank you for 
allowing me to choose my own path and 
my own way to follow it, and to always 
know that no matter what I would do, you 
would be there still to support me – Äiti 
ja iskä, Kiitos kaikesta tuesta, maailman 
parhaasta lintukodosta Saimaan rannalla, 
yhteisistä hetkistä, sieni- ja marjaretkistä ja 
niistä miljoonista tunneista hiihtoladulla. – 
Katja, I want to thank you for being the best 
sister anyone could possible hope for. And 
also my little star who has brightened my 
life – Kerttu, thank you for bringing so much 
joy and happiness into my life, and most of 
all making me forget my work.

Finally, I want to thank Markus for an 
invaluable source of unfailing support, both 
in and outside of academia. Thank you for 
proofreading, cooking, teaching statistics, 
doing dishes, and spending hours and hours 
both in the lab and in forest. You and Niila 
have brought a new dimension into my life 
and given my life a whole new meaning.

This work has been funded by Onni 
Talas Foundation. Additional funding has 
been received from The Finnish Cultural 
Foundation, Walter and Andrée de Nottbeck 
Foundation, Nordenskiöld samfundet, 
Societas Biologica Fennica Vanamo, 
Societas pro Fauna et Flora Fennica, The 
Finnish Foundation for Nature Conservation 
and The Research Council of Norway.

Infrastructure and logistic support to do 
this thesis was provided by The University 
Centre in Svalbard, Kings Bay AS – Ny-
Ålesund, Finnish Environment Institute 
(SYKE), Molecular Ecology and Systematics 
Laboratory (MES), Tvärminne Zoological 
Station University of Helsinki and Gulf of 
Finland Coast Guard District (Merikarhu).



60

8. REFERENCES

Aagaard, K., Foldvik, A. & Hillman, S. R. 1987: 
The West Spitsbergen Current: disposition and 
water mass transformation. – Journal of Geo-
physical Research 92: 3778-3784.

Ackefors, H. 1969: Ecological zooplankton inves-
tigations in the Baltic proper 1963-1965. – In-
stitute Marine Research Lysekil, Series Biology, 
Report 18: 1-139.

Alldredge, A. L. 1984: The quantitative significance 
of gelatinous zooplankton as pelagic consumers. 
– In: Fasham, M. J. R. (ed.), Flows of Energy 
and Materials in Marine Ecosystems: 407-433. 
Plenum, New York.

Ambrose, W. G., Renaud, P. E., Locke, W. L., Cot-
tier, F. R., Berge, J., Carroll, M. L., Levin, B. &

	 Ryan, S. 2012: Growth line deposition and vari-
ability in growth of two circumpolar bivalves 
(Serripes groenlandicus and Clinocardium cili-
atum). – Polar Biology 35: 345-354.

Anderson, T. J. & Adlard, R. D. 1994: Nucleotide 
sequence of a rDNA internal transcribed spacer 
synonymy of Saccostrea commercialis and S. 
glomerata. – Journal of Molluscan Studies 60: 
196-197.

Anninsky, B. E., Finenko, F. A., Abolmasova, G. 
I., Hubareva, E. S., Svetlichny, L. S., Bat, L. & 
Kideys, A. L. 2005: Effect of starvation on the 
biochemical compositions and respiration rates 
of ctenophores Mnemiopsis leidyi and Beroe 
ovata in the Black Sea. – Journal of the Marine 
Biological Association of the United Kingdom 
85: 549-561.

Arai, M. N. 1992: Active and passive factors affect-
ing aggregations of hydromedusae: a review. – 
Scientia Marina 56: 99-108.

Augustine, A., Jaspers, C., Kooijman S. L. M., Frei-
tas, V., Van Walraven, L., van der Veer, H., Pog-
giale, J.-S. & Carlotti, F. 2013: Novel insight 
from Mnemiopsis ecophysiological data using a 
coherent framework. – Dynamic Energy Budget 
(DEB) symposium , Island of Texel, Nether-
lands, 23/04/13 – 26/04/13.

Avise, J. C. 2004: Molecular markers, natural his-
tory and evolution. – Sunderland: Sinauer As-
sociates, Massachusetts, 541 pp.

BACC author team 2008: Assessment of climate 
change for the Baltic Sea basin. Regional cli-
mate studies. – Springer, Berlin, 474 pp.

Baker, L. D. & Reeve, M. R. 1974: Laboratory cul-
ture of the lobate ctenophore Mnemiopsis mc-
cradyi with notes on feeding and fecundity. – 
Marine Biology 26: 57-62.

Baltic Sea Alien Species Database 2013: Baltic 
Sea Alien Species Database. Available at http://
www.corpi.ku.lt/nemo/, accessed at 25 Septem-
ber 2013.

Båmstedt, U., Gifford, D. J., Irigoien, X., Atkinson, 
A. & Roman, M. 2000: Feeding. – In: Harris, R., 
Wiebe, P., Lenz, W. J., Skjoldal, H. R. & Hunt-
ley, M. (eds.), ICES zooplankton methodology 
manual: 297–399. Academic Press, London.

Båmstedt, U., Kaartvedt, S. & Youngbluth, M. 2003: 
An evaluation of acoustic and video methods to 
estimate the abundance and vertical distribution 
of jellyfish. – Journal of Plankton Research 25: 
1307-1318.

Bayha, K. M., Harbison, G. R., McDonald, J. H. 
& Gaffney, P. M. 2004: Preliminary investiga-
tion on the molecular systematics of the inva-
sive ctenophore Beroe ovata. – In: Dumont, H., 
Shiganova, T. A. & Niermann, U. (eds.), Aquatic 
Invasions in the Black, Caspian, and Mediter-
ranean Seas – The Ctenophores Mnemiopsis lei-
dyi and Beroe in the Ponto-Caspian and other 
Aquatic Invasions. NATO Science Series: IV. 
Earth and Environmental Sciences Vol 35: 167-
175. Kluwer Academic Publishers, Dordrecht.

Bazooca 2013: BONUS + Project: Bazooca – BAl-
tic ZOOplankton Cascades. – Available at www.
bazooca.se.

Beaugrand, G., 2004: The North Sea regime shift: 
evidence, causes, mechanisms and consequenc-
es. – Progressive Oceanography 60: 245-262.

Beaugrand, G., Edwards, M., Brander, K., Luczak, 
C. & Ibañez, F. 2008: Causes and projections 
of abrupt climate-driven ecosystem shifts in 
the North Atlantic. – Ecology Letters 11: 1157-
1168.

Becker, S., Böger, P., Oehlmann, R. & Ernst, A. 
2000: PCR Bias in Ecological Analysis: a Case 
Study for Quantitative 5 Taq Nuclease Assays in 
Analyses of Microbial Communities. – Applied 
and Environmental Microbiology 66: 4945-
4953. 



61

Blachowiak-Samolyk, K., Kwasniewski, S., Hop, H. 
& Falk-Petersen, S. 2008: Magnitude of meso
zooplankton variability: a case study from the 
Marginal Ice Zone of the Barents Sea in spring. 
– Journal of Plankton Research 30: 311-323.

Blindheim, J., Borovkov, V., Hansen, B., Malm-
berg, S. A. A., Turrell, W. R. & Osterhus, S. 
2000: Upper layer cooling and freshening in the 
Norwegian Sea in relation to atmospheric forc-
ing. – Deep-Sea Research Part I Oceanographic 
Research Papers 47: 655-680.

Boero, F., Bouillon, J., Gravili, C., Miglietta, M. 
P., Parsons, T. & Piraino, S. 2008: Gelatinous 
plankton: irregularities rule the world (some-
times). – Marine Ecology Progress Series 356: 
299-310.

Boero, F. & Mills, C. E. 1997: Agricultural versus 
ethological oceanography. – Trends in Ecology 
& Evolution 12: 208-209.

BOLD Systems 2013: Public Data Portal - Record 
List. – Available at http://www.boldsystems.
org/.

Boltovskoy, D., Correa, N. & Boltovskoy, A. 2002: 
Marine zooplanktonic diversity: a view from the 
South Atlantic. – Oceanologica Acta 25: 271-
278.

Britten, R. J. & Kohne, D. E. 1968: Repeated Se-
quences in DNA. – Science 161: 529-540.

Brodeur, R. D., Decker, M. B., Cianelli, L., Purcell, 
J. E., Bond, N. A., Stabeno, P. J., Acuña, E. & 
Hunt, G. L. Jr. 2008: Rise and fall of jellyfish 
in the eastern Bering Sea in relation to climate 
regime shifts. – Progress in Oceanography 77: 
103-111.

Brodeur, R. D., Mills, C. E., Overland, J. E., Walters, 
G. E. & Schumacher, J. D. 1999: Evidence for 
a substantial increase in gelatinous zooplankton 
in the Bering Sea, with possible links to climate 
change. – Fisheries Oceanography 8: 296-306.

Brodeur, R. D., Sugisaki, H., Hunt Jr., G. L. 2002: 
Increases in jellyfish biomass in the Bering Sea: 
implications for the ecosystem. – Marine Ecol-
ogy Progress Series 233: 89-103.

Brotz, L., Cheung W. W. L., Kleisner, K., Pakho-
mov, E. & Pauly, D. 2012: Increasing jellyfish 
populations: trends in Large Marine Ecosys-
tems. – Hydrobiologia 690: 3-20.

Bucklin, A., Hopcroft, R. R., Kosobokova, K. N., 
Nigro, L. M., Ortman, B. D., Jennings, R. M. & 
Sweetman, C. J. 2010: DNA barcoding of Arctic 
Ocean holozooplankton for species identifica-
tion and recognition. – Deep Sea Research Part 
II: Topical Studies in Oceanography 57: 40-48.

Bucklin, A., Nishida, S., Schnack-Schiel, S., Wiebe, 
P. H., Lindsay, D., Machida, R. J. & Copley, N. 
J. 2010: A Census of Zooplankton of the Global 
Ocean: Diversity, Distribution, and Abundance. 
– In: McIntyre, A. D. (eds.) Life in the World’s 
Oceans: 247-265. Wiley-Blackwell.

Bucklin, A., Steinke, D. & Blanco-Bercial, L. 2011: 
DNA Barcoding of Marine Metazoa. – The An-
nual Review of Marine Science 3: 471-508.

Bucklin, A., Wiebe, P. H., Smolenack, S. B., Cop-
ley, N. J., Beaudet, J. G., Bonner, K. G., Färber-
Lorda, J. & Pierson, J. J. 2007: DNA barcodes 
for species identification of euphausiids (Eu-
phausiacea, Crustacea). – Journal of Plankton 
Research 29: 483-493.

Buecher, E. & Gasser, B. 1998: Estimation of preda-
tory impact of Pleurobrachia rhodopis (cydip-
pid ctenophore) in the north western Mediter-
ranean Sea: in situ observations, laboratory 
experiments. – Journal of Plankton Research 20: 
631-651.

Bürger, R. & Lynch, M. 1995: Evolution and extinc-
tion in a changing environment – a quantitative-
genetic analysis. – Evolution 49: 151-163.

Buskey, E. J., Coulter, C. J. & Strom, S. L. 1993: 
Locomotory patterns of microzooplankton: po-
tential effects on food 15 selectivity of larval 
fish. – Bulletin of Marine Science 53: 29-43.

CAFF 2013: Arctic Biodiversity Assessment. Status 
and trends in Arctic biodiversity. – Conservation 
of Arctic Flora and Fauna, Akureyri, 559 pp.

Chesney, E. J. Jr. 2005: Estimating the food require-
ments of striped bass larvae Morone saxatilis: 
effects of light, turbidity and turbulence. – In: 
Lee, C.-S., O’Bryen, P. J., Marcus, N. H. (eds.), 
Copepods in aquaculture: 133-150. Blackwell 
Publishing, New York.

Clarke, A. & Peck, L. S. 1990: The physiology of 
polar marine zooplankton. – In: Sakshaug, E., 
Hopkins, C. C. E. & Øritsland, N. A. (eds.), 
Proceedings of the Pro Mare Symposium on 
Polar marine Ecology: 355-369. Polar Research, 
Trondheim.



62

CMarZ 2013: Census of Marine Zooplankton. – 
Available at http://www.cmarz.org/, accessed 8 
October 2013.

Colin, S. P., Costello, J. H., Hansson, L. J., Titel-
man, J. & Dabiri, J. O. 2010: Stealth predation 
and the predatory success of the invasive cteno-
phore Mnemiopsis leidyi. – Proceedings of the 
National Academy of Sciences of the United 
States of America 107: 17223-17227.

Colwell, R. K. & Coddington, J. A. 1994: Estimat-
ing terrestrial biodiversity through extrapola-
tion. – Philosophical Transactions of the Royal 
Society of London B 345: 101-118.

Condon, R. H., Decker, M. B. & Purcell, J. E. 2001: 
Effects of low dissolved oxygen on survival 
and asexual reproduction of scyphozoan polyps 
(Chrysaora quinquecirrha). – Hydrobiologia 
451: 89-95.

Condon, R. H., Duarte, C. M., Pitt, K. A., Robinson, 
K. L., Lucas, C. H., Sutherland, K. R., Mianzan, 
H. W., Bogeberg, M., Purcell, J. E., Decker, M. 
B., Uye, S. Madin, L. P., Brodeur, R. D., Had-
dock, S. H. D., Malej, A., Parry, G. D., Eriksen, 
E., Quiñones, J., Acha, M., Harvey, M., Arthur, 
J. A. & Graham W. M. 2013: Recurrent jelly-
fish blooms are a consequence of global oscil-
lations. – Proceedings of the National Academy 
of Sciences of the United States of America 110: 
1000-1005.

Condon, R. H., Graham, W. M., Duarte, C. M., Pitt, 
K. A., Lucas, C. H., Haddock, S. H. D., Suther-
land, K. R., Robinson, K. L., Dawson, M. N., 
Decker, M. A., Mills, C. E., Purcell, J. E., Malej, 
A., Mianzan, H., Uye, S.-I., Gelcich, S. & Ma-
din, L. P. 2012: Questioning the rise of gelati-
nous zooplankton in the World’s Oceans. – Bio-
Science 62: 160-169.

Condon, R. H., Steinberg, D. K. & Bronk, D. A. 
2010: Production of dissolved organic matter 
and inorganic nutrients by gelatinous zooplank-
ton in the York River estuary, Chesapeake Bay. 
– Journal of Plankton Research 32: 153-170.

Condon, R. H., Steinberg, D. K., del Giorgio, P. A., 
Bouvier, T. C., Bronk, D. A., Graham, W. M. & 
Ducklow, H. W. 2011: Jellyfish blooms result in 
a major microbial respiratory sink of carbon in 
marine systems. – Proceedings of the National 
Academy of Sciences of the United States of 
America 108: 10225-10230.

Conover, R. J. & Huntley, M. 1991: Copepods in 
ice-covered seas – distribution adaptations to 
seasonally limited food metabolism growth pat-
terns and life cycle strategies in polar seas. – 
Journal of Marine Systems 2: 1-41.

Coope, G. R. & Wilkins, A. S. 1994: The response 
of insect faunas to glacial-interglacial climatic 
fluctuations [and discussion]. – Philosophical 
Transactions of the Royal Society of London 
Series B: Biological Sciences 344: 19-26.

Costello, J. H., Bayha, K. M., Mianzan, H.W., Shi-
ganova, T. A. & Purcell, J. E. 2012: Transition of 
Mnemiopsis leidyi (Ctenophora: Lobata) from a 
native to an exotic species: a review. – Hydro-
biologia 690: 21-46.

Cottier, F. R., Tarling, G. A., Wold, A. & Falk-Pe-
tersen, S. 2006: Unsynchronised and synchro-
nised vertical migration of zooplankton in a high 
Arctic fjord. – Limnology and Oceanography 
51: 2586-2599.

Dagg, M. J. 1977: Some effects of patchy food 
environments on copepods. – Limnology and 
Oceanography 22: 99-107.

Daskalov, G. M., Grishin, A. N., Rodionov, S. & 
Mihneva, V. 2007: Trophic cascades triggered 
by overfishing reveal possible mechanisms of 
ecosystem regime shifts. – Proceedings of the 
National Academy of Sciences of the United 
States of America 104: 10518-10523.

Davis, C. S., Gallager, S. M. & Solow, A. R. 1992: 
Microaggregations of oceanic plankton ob-
served by towed video microscopy. – Science 
257: 230-232.

Dawson, M. N. & Jacobs, D. K. 2001: Molecular 
evidence for cryptic species of Aurelia aurita 
(Cnidaria, Scyphozoa). – Biological Bulletin 
200: 92-96.

Dawson, M. N. & Martin, L. E. 2001: Geographic 
variation and ecological adaptation in Aurelia 
(Scyphozoa, Semaeostomeae): some implica-
tions form molecular phylogenetics. – Hydro-
biologia 451: 259-273.

Decker, M. B., Breitburg, D. L. & Purcell, J. E. 
2004: Effects of low dissolved oxygen on zoo-
plankton predation by the ctenophore Mnemi-
opsis leidyi. – Marine Ecology Progress Series 
280: 163-172.



63

Deibel, D. & Daly, K. L. 2007: Zooplankton pro-
cesses in Arctic and Antarctic polynyas. – In: 
Smith Jr., W. O. & Barber, D. G. (eds.), Arctic 
and Antarctic Polynyas: 271-322. Elsevier, Am-
sterdam.

Dennis, C. 2003: Close encounters of the jelly kind. 
– Nature 426: 12-14.

Dinasquet, J., Titelman, J., Møller, L. F., Setälä, 
O., Granhag, L., Andersen, T., Båmstedt, U., 
Haraldsson, M., Hosia, A., Katajisto, T., Kragh, 
T., Kuparinen, J., Scrøter, M. L., Søndergaard, 
M., Tiselius, P. & Riemann, L. 2012: Cascad-
ing effects of the ctenophore Mnemiopsis leidyi 
on the planktonic food web in a nutrient-limited 
estuarine system. – Marine Ecology Progress 
Series 460: 49-61.

Doney, S. C., Ruckelshaus, M., Duffy, J. E., Barry, 
J. P., Chan, F., English, C. A., Galindo, H. M., 
Grebmeier, J. M., Hollowed, A. B., Knowlton, 
N., Polovina, J., Rabalais, N. N., Sydeman, W. 
J. & Talley, L. D. 2012: Climate change impacts 
on marine ecosystems. – Annual Review of Ma-
rine Science 4: 11-37.

Donner, S. D., Skirving, W. J., Little, C. M., Oppen-
heimer, M. & Hoegh-Guldberg, O. V. E. 2005: 
Global assessment of coral bleaching and re-
quired rates of adaptation under climate change. 
– Global Change Biology 11: 2251-2265.

Döscher, R., Willén, U., Jones, C., Rutgersson, A., 
Meier, H. E. M., Hansson, U. & Graham, L. P. 
2002: The development of the regional coupled 
ocean-atmosphere model RCAO. – Boreal Envi-
ronmental Research 7: 183-192.

Duarte, C. M., Pitt, K. A., Lucas C. H., Purcell, J. 
E., Uye, S.-I., Robinson, K., Brotz, L., Decker, 
M. B., Sutherland, K. R., Malej, A., Madin, L., 
Mianzan, H., Gili, J-M., Fuentes, V., Atienza, 
D., Pagés, F., Breitburg, D., Malek, J., Graham, 
W. M. & Condon, R. H. 2012: Is global ocean 
sprawl a cause of jellyfish blooms? – Frontiers 
in Ecology and the Environment 11: 91-97.

Eiane, K. & Tande, K. S. 2009: Meso and macro-
zooplankton. – In: Sakshaug, E., Johnsen, G. & 
Kovacs, K. (eds.), Ecosystem Barents Sea: 209-
234. Tapir Academic Press, Trondheim.

Falk-Petersen, S., Dahl, T. M., Scott, C. L., Sargent, 
J. R., Gulliksen, B., Kwasniewski, S., Hop, H. 
& Millar, R.-M. 2002: Lipid biomarkers and 
trophic linkages between ctenophores and co-
pepods in Svalbard waters. – Marine Ecology 
Progress Series 227: 187-194.

Falk-Petersen, S., Hop, H., Budgell, W. P., Hegseth, 
E. N., Korsnes R., Løyning T. B., Ørbæk, J. B., 
Kawamura, T. & Shirasawa, K. 2000: Physical 
and ecological processes in the Marginal Ice 
Zone of the northern Barents Sea during the 
summer melt periods. – Journal of Marine Sys-
tems 27: 131-159.

Falk-Petersen, S., Leu, E., Berge, J., Nygård, H., 
Rostad, A., Keskinen, E., Thormar, J., von 
Quillfeldt, C., Wold, A. & Gulliksen B. 2008: 
Vertical migration in high Arctic waters during 
autumn 2004. – Deep Sea Research Part II: Top-
ical Studies in Oceanography 55: 2275-2284.

Falk-Petersen, S., Sargent, J. R. & Hopkins, C. C. 
E. 1990: Trophic relationships in the pelagic 
arctic food web. – In: Barnes, M. & Gibson, R. 
N. (eds.), Trophic relationships in the marine en-
vironment: 315-333. Scotland University Press, 
Aberdeen.

Falk-Petrsen, S., Timofeev, S., Pavlov, V. & Sar-
gent, J. R. 2007: Climate variability and the ef-
fect on Arctic food chains. The role of Calanus. 
– In: Ørbæk, J. R., Tombre, T., Kallenborn, R., 
Hegseth, E., Falk-Petersen, S. & Hoel, A. H. 
(eds.), Arctic-Alpine Ecosystems and People in 
a Changing Environment: 147-166. Springer, 
Berlin.

Folmer, O., Black, M., Hoeh, W., Lutz, R. & Vri-
jenhoek R. 1994: DNA primers for amplification 
of mitochondrial cytochrome c oxidase subunit 
I from diverse metazoan invertebrates. – Mo-
lecular Marine Biology and Biotechnology 3: 
294-299.

Fonselius, S. & Valderrama, J. 2003: One hundred 
years of hydrographic measurements in the Bal-
tic Sea. – Journal of Sea Research 49: 229-241.

Fourth International Jellyfish Symposium 2013: 
Fourth International Jellyfish Symposium – Pro-
grams and Abstracts. June 5-7, 2013. – Hiroshi-
ma, 151 pp.



64

Fuentes, V. L., Angel, D. L., Bayha, K. M., Atienza, 
D., Edelist, D., Bordehore, C., Gili, J.-M. & Pur-
cell, J. E. 2010: Blooms of the invasive cteno-
phore, Mnemiopsis leidyi, span the Mediterra-
nean Sea in 2009. – Hydrobiologia 645: 23-37.

Funk, D. J. & Omland, K. E. 2003: Species-level 
paraphyly and polyphyly: Frequency, causes, 
and consequences, with insights from animal 
mitochondrial DNA. – The Annual Review of 
Ecology, Evolution, and Systematics 34: 397-
423.

Gershwin, L.-A., Zeidler, W. & Davie, P. J. F. 
2010: Ctenophora of Autralia. – Memoirs of the 
Queensland Museum 01/2010, 54: 1-45.

Gibbons, M. J. & Painting, S. J. 1992: The effect 
and implications of container volume on clear-
ance rates of the ambush entangling predator 
Pleurobrachia pileus (Ctenophora: Tentacula-
ta). – Journal of Experimental Marine Biology 
and Ecology 163: 199-208.

Gibbons, M. J. & Richardson, A. J. 2013: Beyond 
the jellyfish joyride and global oscillations: ad-
vancing jellyfish research. – Journal of Plankton 
Research 35: 929-938.

Gifford, D. J. 1993: Consumption of Protozoa by 
copepods feeding on natural microzooplankton 
assemblages. – In: Kemp, P. F., Sherr, B. F., 
Sherr, E. B. & Cole, J. J. (eds.), Handbook of 
Methods in Aquatic Microbial Ecology: 723-
729. Lewis Publishers, Boca Raton.

Giraffa, G., Rossetti, L. & Neviani, E. 2000: An 
evaluation of Chelex-based DNA purification 
protocols for the typing of 12 lactic acid bac-
teria. – Journal of Microbiological Methods 42: 
175-184.

Gomulkiewicz, R. & Holt, R. D. 1995: When does 
evolution by natural selection prevent extinc-
tion? – Evolution 49: 201-207.

Gordon, C., Cooper, C., Senior, C. A., Banks, H., 
Gregory, J. M., Johns, T. C., Mitchell, J. F. B. & 
Wood, R. A. 2000: The simulation of SST, sea 
ice extent and ocean heat transports in a version 
of the Hadley Centre coupled model without 
flux adjustments. – Climate Dynamics 16: 147-
166.

Gorokhova, E. & Lehtiniemi, M. 2010: Reconsider-
ing evidence for Mnemiopsis invasion in Euro-
pean waters. – Journal of Plankton Research 32: 
93-95.

Gorokhova, E., Lehtiniemi, M., Viitasalo-Frösen, S. 
& Haddock, S. H. D. 2009: Molecular evidence 
for the occurrence of ctenophore Mertensia 
ovum in the northern Baltic Sea and implications 
for the status of the Mnemiopsis leidyi invasion. 
– Limnology and Oceanography 54: 2025-2033.

Graeve, M., Lundberg, M., Böer, M., Kattner, G., 
Hop, H. & Falk-Petersen, S. 2008: The fate of 
dietary lipids in the Arctic ctenophore Mertensia 
ovum (Fabricius 1780). – Marine Biology 153: 
643-651.

Graham, W. M., Pagès, F. & Hamner, W. M. 2001: 
A physical context for gelatinous zooplankton 
aggregations: A review. – Hydrobiologia 451: 
199-212.

Granhag, L., Møller, L. F. & Hansson, L. J. 2011: 
Size-specific clearance rates of the ctenophore 
Mnemiopsis leidyi based on in situ gut content 
analyses. – Journal of Plankton Research 33: 
1043-1052.

Greene, C. H., Landry, M. R. & Monger, B. C. 1986: 
Foraging behavior and prey selection by the am-
bush entangling predator Pleurobrachia bachei. 
– Ecology 67: 1493-1501.

Greve, W. 1975: Ctenophora. Fiches d’Identification 
du Zooplancton 146. – Conseil International 
pour l’Exploration de la Mer, Kopenhagen, 6 pp.

Gulliksen, B. & Svensen, E. 2004: Svalbard and life 
in polar oceans. – Kom Forlag, Kristiansund, 
160 pp.

Gyllenberg, G. & Greve, W. 1979: Studies on oxy-
gen uptake in Ctenophores. – Annales Zoologici 
Fennici 16: 44-49.

Haddock, S. 2004: A golden age of gelata: past and 
future research on planktonic cnidarians and 
ctenophores. – Hydrobiologia 530/531: 549-
556.

Haddock, S. H. D. 2007: Comparative feeding be-
havior of planktonic ctenophores. – Integrative 
and Comparative Biology 47: 847-853.



65

Hall, T. A. 1999: BioEdit: a user-friendly biological 
sequence alignment editor and analysis program 
for Windows 95/98/NT. – Nucleic Acids Sym-
posium Series 41: 95-98.

Hamner, W. M. & Dawson, M. N. 2009: A review 
and synthesis on the systematics and evolution 
of jellyfish blooms: advantageous aggregations 
and adaptive assemblages. – Hydrobiologia 616: 
161-191.

Hamner, W. M. & Jenssen, R. M. 1974: Growth, 
degrowth, and irreversible cell-differentiation in 
Aurelia aurita. – American Zoologist 14: 833-
849.

Hanson, L. J. & Kiørboe, T. 2006: Prey-specific en-
counter rates and handling efficiencies as causes 
of prey selectivity in ambush feeding hydrome-
dusae. – Limnology and Oceanography 51: 
1849-1858.

Hansson, H. 2006: Ctenophores of the Baltic and 
adjacent Seas – the invader Mnemiopsis is here!

	 Aquatic Invasions 1: 295-298.
Haraldsson, M. 2013: Environmental drivers of ge-

latinous zooplankton distribution – Mnemiopsis 
in the Baltic. – University of Gothenburg, Goth-
ernburg, 48 pp.

Harbison, G. R. 1985: On the classification and evo-
lution of the Ctenophora. – In: Morris, S. C., 
George, J. D., Gibson, R. & Platt, H. M. (eds.), 
The origin and relationships of lower inverte-
brates, The Systematic Association, Special Vol 
28. Claredon Press, Oxford.

Harbison, G. R. 1986: Towards a study of the bioge-
ography of pelagic ctenophores. – In: Pierrots-
Bults, A. C., van der Spoel, S., Zahurance, B. 
& Johnson, R. K. (eds.) Pelagic Biogeography: 
112–117 UNESCO Technical Papers in Marine 
Science 49.

Harbison, G. R. 1992: The gelatinous inhabitants of 
the ocean interior. – Oceanus 35: 18-23.

Harbison, G. R. & Madin, L. P. 1982: The Cte-
nophora. – In: Parker, S. P. (ed.), Synopsis and 
classification of living organisms: 707–715. 
McGraw Hill, New York.

Harbison, G. R., Madin, L. P. & Swanberg, N. R. 
1978: On the natural history and distribution of 
oceanic ctenophores. – Deep-Sea Research 25: 
233-256.

Haslob, H., Clemmesen, C., Schaber, M., Hinrich-
sen, H. H., Schmidt, J. O., Voss, R., Kraus, G. &

	 Köster, F. W. 2007: Invading Mnemiopsis lei-
dyi as a potential threat to Baltic fish. – Marine 
Ecology Progress Series 349: 303-306.

Hassel, A. 1986: Seasonal changes in zooplankton 
composition in the Barents Sea, with special at-
tention to Calanus spp. (Copepoda). – Journal of 
Plankton Research 2: 329-339.

Hay, S. 2006: Marine ecology: Gelatinous bells may 
ring change in marine ecosystems. – Current Bi-
ology 16: R679-R682.

Hebert, P. D. N., deWaard J. R. & Landry, J.-F. 
2010: DNA barcodes for 1/1000 of the animal 
kingdom – Biology Letters 6: 359-362.

Hochberg, M. E. & Holt, R. D. 1999: The diversity 
and density of pest exploitation as guides to suc-
cess in biological control programs. – In: Hawk-
ins, B. A. & Cornell, H. V. (eds.), The theory of 
biological control: 71-88. Cambridge University 
Press, Cambridge.

Holling, C. S. 1959: Some characteristics of simple 
types of predation and parasitism. – Canadian 
Entomologist 91: 385-398.

Hooff, R. C. & Peterson, W. T. 2006: Copepod bio-
diversity as an indicator of changes in ocean and 
climate conditions of the northern California 
current ecosystem. – Limnology and Oceanog-
raphy 51: 2607-2620.

Huntley, B. 1991: How plants respond to climate 
change: migration rates, individualism and the 
consequences for plant communities. – Annals 
of Botany 67: 15-22.

Huwer, B., Storr-Paulsen, M., Riisgård, H. U. & 
Haslob, H. 2008: Abundance, horizontal and 
vertical distribution of the invasive ctenophore 
Mnemiopsis leidyi in the central Baltic Sea, No-
vember 2007. – Aquatic Invasions 3: 113-124.

Hyman, L. H. 1940: The invertebrates, v. 1. Proto-
zoa through Ctenophora. – McGraw-Hill, 726 
pp.

Ingvaldsen, R. & Loeng, H. 2009: Physical ocean-
ography. – In: Sakshaug, E., Johnsen, G. & Ko-
vacs, K. (eds.), Ecosystem Barents Sea: 33-64. 
Tapir Academic Press, Trondheim.



66

IPCC 2007: Intergovernmental Panel on Climate 
Change, WGI Climate Change 2007: Impacts, 
Adaptation and Vulnerability. – Cambridge Uni-
versity Press, Cambridge.

Jarman, S. N., Elliott, N. G., Nicol, S. & McMinn, A. 
2000: Molecular phylogenetics of circumglobal 
Euphausia species (Euphausiacea: Crustacea). – 
Canadian Journal of Fisheries and Aquatic Sci-
ence 57: 51-58.

Jaspers, C., Haraldsson, M., Bolte, S., Reusch, T. B. 
H., Thygesen, U. H. & Kiørboe, T. 2012: Cteno-
phore population recruits entirely through larval 
reproduction in the central Baltic Sea. – Biology 
Letters 8: 809-812.

Jaspers, C., Haraldsson, M., Lombard, F., Bolte, S. 
& Kiørboe, T. 2013: Seasonal dynamics of early 
life stages of invasive and native ctenophores 
give clues to invasion and bloom potential in the 
Baltic Sea. – Journal of Plankton Research 35: 
582-594.

Jaspers, C., Titelman, J., Hansson, L. J., Haraldsson, 
M., & Ditlefsen, C. R. 2011: The invasive cteno-
phore Mnemiopsis leidyi poses no direct threat 
to Baltic cod eggs and larvae. – Limnology and 
Oceanography 56(2): 431-439.

Javidpour, J., Molinero, J. C., Lehmann, A., Hans-
en, T. & Sommer, U. 2009a: Annual assessment 
of the predation of Mnemiopsis leidyi in a new 
invaded environment, the Kiel Fjord (Western 
Baltic Sea): a matter of concern? – Journal of 
Plankton Research 31: 729-738.

Javidpour, J., Molinero, J. C., Peschutter, J. & Som-
mer, U. 2009b: Seasonal changes and popula-
tion dynamics of the ctenophore Mnemiopsis 
leidyi after its first year of invasion in the Kiel 
Fjord, Western Baltic Sea. – Biological Inva-
sions 11: 873-882.

Javidpour, J., Sommer, U. & Shiganova, T. 2006: 
First record of Mnemiopsis leidyi A. Agassiz 
1865 in the Baltic Sea. – Aquatic Invasions 1: 
299-302.

Johnson, M. D., Oldach, D., Delwiche, C. F. & 
Stoecker, D. K. 2007: Retention of transcrip-
tionally active cryptophyte nuclei by the ciliate 
Myrionecta rubra. – Nature 445: 426-428.

Jungclaus, J. H., Botzet, M., Haak, H., Keenlyside, 
N., Luo, J.-J., Latif, M., Marotzke, J., Mikola-
jewicz, U. & Roeckner, E. 2006: Ocean circu-
lation and tropical variability in the coupled 
ECHAM5/MPI-OM. – Journal of Climate 19: 
3952-3972.

Karnovsky, N., Harding, A. M. A., Walkusz, V., 
Kwasniewski, S., Goszczko, I., Wiktor Jr, J., 
Routti, H., Bailey, A., McFadden, L., Brown, Z., 
Beaugrand, G. & Grémillet, D. 2010: Foraging 
distributions of little auks Alle alle across the 
Greenland Sea: Implications of present and fu-
ture climate change. – Marine Ecology Progress 
Series 415: 283-293.

Katoh, K., Misawa, K., Kuma, K. & Miyata, T. 
2002: MAFFT: a novel method for rapid mul-
tiple sequence alignment based on fast Fourier 
transform. – Nucleic Acids Research 30: 3059-
3066.

Katoh, K. & Toh, H. 2008: Recent developments in 
the MAFFT multiple sequence alignment pro-
gram. – Briefings in Bioinformatics 9: 286-298.

Kautsky, L. & Kautsky N. 2000: The Baltic Sea in-
cluding the Bothnian Sea and the Bothnian bay. 
– In: Sheppard, C. R. C. (eds.), Seas at the mil-
lennium: an environmental evaluation: 1. Re-
gional chapters: Europe, The Americas and West 
Africa: 121-133. Pergamon, Amsterdam.

Kideys, A. E. 2002: Fall and rise of the Black Sea 
ecosystem. – Science 297: 1482-1484.

Kiørboe, T. 2011: How zooplankton feed: mecha-
nisms, traits and trade-offs. – Biological reviews 
86: 311-339.

Kober, K. M. & Nichols, S. A. 2007: On the phylo-
genetic relationships of hadromerid and poecilo-
sclerid sponges. – Journal of Marine Biology 
Assessment 87: 1585-1598.

Kogovšek, T., Bogunovi, B. & Malej, A. 2010: Re-
currence of bloom-forming scyphomedusae: 
Wavelet analysis of a 200-year time series. – 
Hydrobiologia 645: 81-96.

Kohn, A. B., Citarella, M. R., Kocot, K. M., Bobko-
va, Y. V., Halanych, K. M. & Moroz, L. L. 2012: 
Rapid evolution of the compact and unusual mi-
tochondrial genome in the ctenophore, Pleuro-
brachia bachei. – Molecular Phylogenetics and 
Evolution 63: 203-207.



67

Ko Ko, T. W., Stephenson, S. L., Bahkali, A. H. & 
Hyde, K. D. 2011: From morphology to molecu-
lar biology: can we use sequence data to identify 
fungal endophytes? – Fungal Diversity 36: 69-
88.

Kremer, P. 1979: Predation by the ctenophore Mne-
miopsis leidyi in Narragansett Bay, Rhode Is-
land. – Estuaries 2: 97-105.

Kube, S., Postel, L., Honnef, C. & Augustin, C. B. 
2007: Mnemiopsis leidyi in the Baltic Sea – dis-
tribution and overwintering between autumn 
2006 and spring 2007. – Aquatic Invasions 2: 
137-145.

Kujala, H. 2012: Climate change, species range 
shifts and uncertainty – A new era of conserv-
tion planning. – Unigrafia oy, Helsinki, 123 pp.

Kwasniewski, S., Hop, H., Falk-Petersen, S. & Ped-
ersen, G. 2003: Distribution of Calanus species 
in Kongsfjorden, a glacial fjord in Svalbard. – 
Journal of Plankton Research 25: 1-20.

Larson, R. J. 1987: In situ feeding rates of the cteno-
phore Mnemiopsis mccradyi. – Estuaries 10: 87-
91.

Larson, R. J. & Harbison, G. R. 1988: Source and 
Fate of Lipids in Polar Gelatinous Zooplankton. 
– Arctic 42: 339-346.

Lehtiniemi, M., Pääkkönen, J. P., Flinkman, J., 
Katajisto, T., Gorokhova, E., Karjalainen, M., 
Viitasalo, S. & Björk, H. 2007: Distribution and 
abundance of the American comb jelly (Mnemi-
opsis leidyi) – a rapid invasion to the northern 
Baltic Sea during 2007. – Aquatic Invasions 2: 
445-449.

Lehtiniemi, M., Lehmann, A., Javidpour, J. & Myr-
berg, K. 2012: Spreading and physico-biological 
reproduction limitations of the invasive Ameri-
can comb jelly Mnemiopsis leidyi in the Baltic 
Sea. – Biological invasions 14: 341-354.

Leppäkoski, E. & Olenin, S. 2000: Non-native spe-
cies and rates of spread: lessons from the brack-
ish Baltic Sea. – Biological Invasions 2: 151-
163.

Leppäranta, M. & Myrberg, K. 2009: Physical 
oceanography of the Baltic Sea. – Springer, Ber-
lin, 378 pp.

Lindsay, D. & Miyake, H. 2007: A novel benthope-
lagic ctenophore from 7,217m depth in the Ryu
kyu Trench, Japan, with notes on the taxonomy 
of deep-sea cydippids. – Plankton & Benthos 
Research 2: 98-102.

Lipscomb, D., Platnick, N. & Wheeler, Q. 2003: 
The intellectual content of taxonomy: A com-
ment on DNA taxonomy. – Trends in Ecology & 
Evolution 18: 65-66.

Lloyd, M. 1967: ’Mean crowding’. – Journal of Ani-
mal Ecology 36: 1-30.

Lowe, S., Browne, M., Boudjelas, S. & De Poorter, 
M. 2000: 100 of the World’s worst invasive al-
ien species. A selection from the global inva-
sive species database. – The Invasive Species 
Specialist Group (ISSG) a Specialist Group of 
the Species Survival Commission (SSC) of the 
World Conservation Union (IUCN), Auckland, 
12 pp.

Lundberg, M., Hop, H., Eiane, K., Gulliksen, B. 
& Falk-Petersen, S. 2006: Population structure 
and accumulation of lipids in the ctenophore 
Mertensia ovum. – Marine Biology 149: 1345-
1353.

Lynam, C. P., Gibbons, M. J., Axelsen, B. E., 
Sparks, C. A. J., Coetzee, J., Heywood, B. G. & 
Brierley, A. S. 2006: Jellyfish overtake fish in a 
heavily fished ecosystem. – Current Biology 16: 
R492-R493.

Madin, L. P. 1988: Feeding behavior of tentaculate 
predators: in situ observation and a conceptual 
model. – Bulletin of Marine Science 43: 413-
429.

Magurran, A. E., Baillie, S. R., Buckland, S. T., 
Dick, J. McP., Elston, D. A., Scoll, E. M., Smith, 
R. I., Somerfield, P. J. & Watt, A. D. 2010: 
Long-term datasets in biodiversity research 
and monitoring: assessing change in ecological 
communities through time. – Trends in Ecology 
& Evolution 25: 574-582.

Mallet, J. & Willmott, K. 2003: Taxonomy: Renais-
sance or Tower of Babel? – Trends in Ecology & 
Evolution 18: 57-59.

Martindale, M. Q. 1987: Larval reproduction in the 
ctenophore Mnemiopsis mccradyi (order Loba-
ta). – Marine Biology 94: 409-414.



68

Martinnussen, M. B. & Båmstedt, U. 2001: Diges-
tion rate in relation to temperature of two gelati-
nous planktonic predators. – Sarsia 86: 21-35.

Matsumoto, G. I. 1991: Functional morphology and 
locomotion of the Arctic ctenophore Mertensia 
ovum (Fabricius) (Tentaculata:Cydippida). – 
Sarsia 76: 177-185.

May, R. M. 1988: How many species on earth? – 
Science 241: 1441-1449.

Mayer, A. G. 1912: Ctenophores of the Atlantic 
coast of North America. – Carnegie Institute of 
Washington, Philadelphia, 58 pp.

McConville, K. 2011: Towards a comprehensive 
taxonomic key for the Phylum Ctenophora. – 
Intern papers, MBARI, 9 pp.

McManus, G. B. & Katz, L. A. 2009: Molecular and 
morphological methods for identifying plank-
ton: what makes a successful marriage? – Jour-
nal of Plankton Research 31: 1119-1129.

Meier, H. E. M., Andersson, H. C., Arheimer, B., 
Blenckner, T., Churbarenko, B., Donnelly, C., 
Eilola, K., Gustafsson, B. G., Hansson, A., Ha-
venhand, J., Höglund, A., Kuznetsov, I., Mac-
Kenzie, B. R., Müller-Karulis, B., Neumann, T., 
Niiranen, S., Piwowarczyk, J., Raudsepp, U., 
Reckermann, M., Ruoho-Airola, T., Savchuk, O. 
P., Schenk, F., Schimanke, S., Väli, G., Weslaw-
ski, J.-M. & Zorita, E. 2012: Comparing recon-
structed past variations and future projections 
of the Baltic Sea ecosystem–first results from 
multi-model ensemble simulations. – Environ-
mental Research Letters 7: 034005.

Meier, H. E. M., Eilola, K. & Almroth, E. 2011: 
Climate-related changes in marine ecosystems 
simulated with a three-dimensional coupled bio
geochemical-physical model of the Baltic Sea. 
– Climate Research 48: 31-55.

Meier, H. E. M., Kjellström, E. & Graham, L. P. 
2006: Estimating uncertainties of projected Bal-
tic Sea salinity in the late 21st century. – Geo-
physical Research Letters 33: L15705

Meier, H. E. M., Müller-Karulis, B., Andesson, H. 
C., Dieterich, C., Eilola, K., Gustafsson, B. G., 
Höglund, A., Kuznetsov, I., Neumann, T., Ranj
bar, Z., Savchuk, O. P. & Schimanke, S. 2012: 
Impact of climate change on ecological quality 
indicators and biogeochemical fluxes in the Bal-
tic Sea – A multi-model ensemble study. – Am-
bio 41: 558-573.

Meyer, C. P. & Paulay, G. 2005: DNA Barcoding: 
Error Rates Based on Comprehensive Sampling. 
– PLoS Biology 3(12): e422. doi:10.1371/jour-
nal.pbio.0030422.

Mianzan, H., Dawson, E. W. & Mills, C. E. 
2009: Phylum Ctenophora: Comb Jellies. – 
Available at http://faculty.washington.edu/
cemills/2009NZCtenophora.pdf.

Mielck, W. 1926: Die Werbreitung der grössere 
Planktontiere in der Ostsee April 1925 – Ber-
ichte der Deutschen Wissenshaftllichen Kom-
mission für Meeresforschnung 2: 299-303.

Mills, C. E. 1984: Density in altered in hydrome-
dusae and ctenophores in response to changes 
in salinity. – Biological Bulletin 166: 206-215.

Mills, C. E. 1987a: Revised classification of the ge-
nus Euplokamis Chun, 1880 (Ctenophora: Cy-
dippida: Euplokamidae n. fam.), with a descrip-
tion of the new species Euplokamis dunlapae. 
– Canadian Journal of Zoology, 65: 2661-2668.

Mills, C. E. 1987b: Keys to the Hydrozoan Medusae 
(pp. 32-44), Siphonophora (pp. 62-65), Scypho-
zoa: Semaeostomae (pp. 65-67), and Ctenopho-
ra (pp. 79-81). – In: Kozloff, E. N. & Price, L. 
H. (eds.), Marine Invertebrates of the Pacific. 
Northwest University of Washington Press, Se-
attle and London.

Mills, C. E. 2001: Jellyfish blooms: Are populations 
increasing globally in response to changing 
ocean conditions? – Hydrobiologia 451: 55-68.

Mills, C. E. 2013: Phylum Ctenophora: List of all 
valid species names. – University of Wash-
ington. Available at http://faculty.washington.
edu/cemills/Ctenolist.html, accessed 8 October 
2013.

Mills, C. E. & Haddock, S. H. D. 2007: Cteno-
phores. – In: Carlton, J. T. (ed.), Light and 
Smith’s manual: intertidal invertebrates of the 
Central California Coast, 4th ed.: 189-199. Uni-
versity of California Press, Berkeley.

Møller, L., Canon, J. M. & Tiselius, P. 2010: Bio-
energetics and growth in the ctenophore Pleu-
robrachia pileus. – Hydrobiologia 645:167-178.



69

Molnar, J. L., Gamboa, R. L., Revenga, C. & Spald-
ing, M. D. 2008: Assessing the global threat of 
invasive species to marine biodiversity. – Fron-
tiers in Ecology and the Environment 6: 485-
492.

Mortensen, T. 1912: Ctenophora. – Danish lngolf. 
Expedition 5: 1-95.

Mullin, M. M., Sloan P. R. & Eppley, R. W. 1966: 
Relationship between carbon content, cell vol-
ume, and area in phytoplankton. – Limnology 
and Oceanography 11: 307-311.

Mumm, N., Auel, H., Hanssen, H., Hagen, W., Rich-
ter, C. & Hirche, H. J. 1998: Breaking the ice: 
large-scale distribution of mesozooplankton af-
ter a decade of Arctic and transpolar cruises. – 
Polar Biology 20: 189-197.

Murdoch, W. W. 1973: The functional response of 
predators. – Journal of Applied Ecology 14: 
335-341.

Nachman, G. 2006a: A functional response model of 
a predator population foraging in a patchy habi-
tat. – Journal of Animal Ecology 75: 948-958.

Nachman, G. 2006b: The effect of prey patchiness, 
predator aggregation, and mutual interference 
on the functional response of Phytoseiulus per-
similis feeding on Tetranychus urticae (Acari: 
Hytoseiidae, Tetranychidae). – Experimental & 
Applied Acarology 38: 87-111.

Narayanaswamy, B. E., Renaud, P. E., Duineveld, 
G. C. A., Berge, J., Lavaleye, M. S. S., Reiss, H. 
& Brattegard, T. 2010: Biodiversity trends along 
the western European margin. – PLoS ONE 
5:e14295.

Naumov, D. V. 1960: Hydroids and hydromedusae 
of marine, brackish, and freshwater basins of the 
USSR. – Zoological Institute of the Academy of 
Sciences of the USSR, Moscow-Leningrad, 627 
pp.

Naumov, D. V.1961: Scyphomedusae of the seas of 
the USSR. – Zoological Institute of the Acad-
emy of Sciences of the USSR, Moscow-Lenin-
grad, 98 pp.

NCBI Genebank 2011: The Nucleotide database. – 
Available at http://www.ncbi.nlm.nih.gov/nuc-
core/, accessed 23 January 2011.

NCBI Genebank 2013: The Nucleotide database. – 
Available at http://www.ncbi.nlm.nih.gov/nuc-
core/, accessed 23 September 2013.

Nemazie, D. A., Purcell, J. E. & Glibert, P. M. 1993: 
Ammonium excretion by gelatinous zooplank-
ton and their contribution to the ammonium 
requirements of microplankton in Chesapeake 
Bay. – Marine Biology 116: 451-458.

Niiranen, S. 2013: Multiple forces drive the Baltic 
Sea food web dynamics and its response to envi-
ronmental change. – Stockholm Resilience Cen-
tre, Stockholm University, Stockholm, 35 pp.

Niiranen, S., Blenckner, T., Hjerne, O. & Tomczak, 
M. T. 2012: Uncertainties in a Baltic Sea Food-
Web Model Reveal Challenges for Future Pro-
jections. – Ambio 41: 613-625.

Niiranen, S., Yletyinen, J., Tomczak, M. T., Blenck-
ner, T., Hjerne, O., MacKenzie, B. R., Mül-
ler-Karulis, B., Neumann, T. & Meier, H. E. 
M. 2013: Combined effects of global climate 
change and regional ecosystem drivers on an 
exploited marine food web. – Global Change 
Biology 19: 3327-3342.

Oliveira, O. M. P. & Migotto, A. E. 2006: Pelagic 
ctenophores from the São Sebastião Channel, 
southeastern Brazil. – Zootaxa 1183: 1-26.

Omori, M. & Hamner, W. M. 1982: Patchy distri-
bution of zooplankton: behavior, population as-
sessment and sampling problems. – Marine Bi-
ology 72: 193-200.

Orita, M., Iwahana, H., Kanazawa, H., Hayashi, K. 
& Sekiya, T. 1989: Detection of polymorphisms 
of human DNA by gel electrophoresis as single-
strand conformation polymorphisms. – Proceed-
ings of the National Academy of Sciences of the 
United States of America 86: 2766-2770.

Ortman, B.D. 2008: DNA Barcoding the Meduso-
zoa and Ctenophora. – Ph.D. dissertation, Uni-
versity of Connecticut, Storrs.

Ortman, B. D., Bucklin, A., Pages, F. & Youngbluth, 
M. 2010: DNA barcoding of the Medusozoa. – 
Deep Sea Research Part II: Topical Studies in 
Oceanography 57: 2148-2156.

Ospovat, M. F. 1985: On phylogeny and classifica-
tion of the type Ctenophora. – Zoologicheskii 
Zhurnal 64: 965-974.



70

Palerud, R., Gulliksen, B., Brattegard, T., Sneli, J.-
A. & Vader, W. 2004: Chapter 2. The marine 
macroorganisms in Svalbard waters. – In: Pre-
strud, P., Strøm, H. & Goldman, H. V. (eds.), A 
catalogue of the terrestrial and marine animals 
of Svalbard, Norsk Polarinstitutt Skrifter 201: 
5-56. Norwegian Polar Institute, Tromsø.

Pang, K. & Martindale, M. Q. 2009: Comb Jellies 
(Ctenophora): A Model for Basal Metazoan 
Evolution and Development. – CSH Protoc. 
12pp.

Parent, G. J., Plourde, S. & Turgeon, S. 2011: Over-
lapping size ranges of Calanus spp. off the Ca-
nadian Arctic and Atlantic Coasts: impact on 
species’ abundances. – Journal of Plankton Re-
search 33: 1654-1665.

Parmesan, C. 2006: Ecological and evolutionary 
responses to recent climate change. – Annual 
Review of Ecology, Evolution, and Systematics 
37: 637-669.

Pauly, D., Graham, W., Libralato, S., Morissette, L. 
& Palomares, M. L. D. 2009: Jellyfish in ecosys-
tems, online databases, and ecosystem models. 
– Hydrobiologia 616: 67-85.

Pavlov, A. K., Tverberg, V., Ivanov, B. V., Nilsen, 
F., Falk-Petersen, S. & Granskog, M. A. 2013: 
Warming of Atlantic Water in two west Spits-
bergen fjords over the last century (1912-2009). 
– Polar Research 32: 11206, http://dx.doi.
org/10.3402/polar.v32i0.11206.

Pawlowski, J., Audic, S., Adl, S., Bass, D., Bel-
bahri, L., Berney, C., Bowser, S. S., Cepicka, 
I., Decelle, J., Dunthorn, M., Fiore-Donno, A. 
M., Gile, G. H., Holzmann, M., Jahn, R., Jirku, 
M., Keeling, P. J., Kostka, M., Kudryavtsev, A., 
Lara, E., Lukes, J., Mann, D. G., Mitchell, E. 
A. D., Nitsche, F., Romeralo, M., Saunders, G. 
W., Simpson, A. G. B., Smirnov, A. V., Spouge, 
J. L., Stern, R. F., Stoeck, T., Zimmermann, J., 
Schindel, D. & de Vargas, C. 2012: CBOL Pro-
tist Working Group: barcoding eukaryotic rich-
ness beyond the animal, plant, and fungal king-
doms. – PLoS Biology 10: e1001419.

Percy, J. A. 1989: Abundance, biomass, and size 
frequency distribution of an Arctic ctenophore, 
Mertensia ovum (Fabricius) from Frobisher Bay, 
Canada. – Sarsia 74:95-105.

Pereyra, R. T., Bergström, L., Kautsky, L. & Johan-
nesson, K. 2009: Rapid speciation in a newly 
opened postglacial marine environment, the 
Baltic Sea. – BMC Evolutionary Biology 9: 70.

Pett, W., Ryan, J. F., Pang, K., Mullikin, J. C., Mar-
tindale, M. Q., Baxevanis, A. D. & Lavrov, D. 
V., 2011: Extreme mitochondrial evolution in 
the ctenophore Mnemiopsis leidyi: insight from 
mtDNA and the nuclear genome. – Mitochon-
drial DNA 22: 130-142.

Pianka, H. 1974: Ctenophra, Reproduction of ma-
rine invertebrates. – Academic, New York, pp. 
201-265.

Pitchford, J. W. & Brindley, J. 2001: Prey patchi-
ness, predator survival and recruitment. – Bul-
letin of Mathematical Biology 63: 527-546.

Pitt, K. A., Connolly, M. R. & Meziane, T. 2009: 
Stable isotope and fatty acid tracers in energy 
and nutrient studies of jellyfish: a review. – Hy-
drobiologia 616: 119-132.

Podar, M., Haddock, S. H. D., Sogin, M. L. & Har-
bison, G. R. 2001: A molecular phylogenetic 
framework for the phylum Ctenophora using 
18S rRNA genes. – Molecular Plant Pathology 
21: 218-230.

Posada, D. 2008: jModelTest: phylogenetic model 
averaging. – Molecular Biology and Evolution 
25: 1253-1256.

Postel, L., Simon, H. & Guiard, V. 2007: Individual-
specific carbon mass determination of zooplank-
ton taxa of the open Baltic Sea basing on length-
biomass relationships and conversion factors. 
– Final Report (in German). IOW Warnemünde, 
125 pp.

Pugh, P. R., 1989: Gelatinous zooplankton – the for-
gotten fauna. – Progress in Underwater Science 
14: 67-78.

Purcell, J. E. 2005: Climate effects on formation of 
jellyfish and ctenophore blooms. – Journal of 
the Marine Biological Association of the United 
Kingdom 85: 461-476.

Purcell, J. E. 2009: Extension of methods for jel-
lyfish and ctenophore trophic ecology to large-
scale research. – Hydrobiologia 616: 23-50.



71

Purcell, J. E. 2012: Jellyfish and ctenophore blooms 
coincide with human proliferations and environ-
mental perturbations. – Annual Review of Ma-
rine Science 4: 209-235.

Purcell, J. E. & Arai, M. N. 2001: Interactions of 
pelagic cnidarians and ctenophores with fish: a 
review. – Hydrobiologia 451: 27-44.

Purcell, J. E., Shiganova, T. A., Decker, M. B. & 
Houde, E. D. 2001: The ctenophore Mnemiopsis 
in native and exotic habitats: U.S. estuaries ver-
sus the Black Sea basin. – Hydrobiologia 451: 
145-176.

Purcell, J. E., Uye, S. & Lo, W.-T. 2007: Anthropo-
genic causes of jellyfish blooms and their direct 
consequences for humans: A review. – Marine 
Ecology Progress Series 350: 153-174.

Purcell, J. E., Whitledge, T. E., Kosobokova, K. 
N. & Hopcroft, R. R. 2010: Distribution, abun-
dance, and predation effects of epipelagic cteno-
phores and jellyfish in the western Arctic Ocean. 
– Deep Sea Research Part II: Topical Studies in 
Oceanography 57: 127-135.

Raskoff, K. A., Hopcroft, R. R., Kosobokova, K. N., 
Purcell, J. E. & Youngbluth, M. 2010: Jellies un-
der ice: ROV observations from the Arctic 2005 
Hidden Ocean Expedition. – Deep Sea Research 
Part II: Topical Studies in Oceanography 57: 
111-126.

Raskoff, K. A., Purcell, J. E. & Hopcroft, R. R. 2005: 
Gelatinous zooplankton of the Arctic Ocean: in 
situ observations under the ice. – Polar Biology 
28: 207-217.

Raskoff, K. A., Sommer, F. A., Hamner, W. M. & 
Cross, K. M. 2003: Collection and Culture Tech-
niques for Gelatinous Zooplankton. – Biology 
Bulletin 204: 68-80.

Reeve, M. R., Walter, M. A. & Ikeda, T. 1978: Labo-
ratory studies of ingestion and food utilization 
in lobate and tentaculate ctenophores. – Limnol-
ogy and Oceanography 23: 740-751.

Reusch, T. B. H., Bolte, S., Sparwel, M., Moss, A. 
G. & Javidpour, J. 2010: Microsatellites reveal 
origin and genetic diversity of Eurasian inva-
sions by one of the world’s most notorious ma-
rine invader, Mnemiopsis leidyi (Ctenophora). 
– Molecular Ecology 19: 2690-2699.

Richardson, A. J., Bakun, A., Hays, G. C. & Gib-
bons, M. J. 2009: The jellyfish joyride: causes, 
consequences and management responses to a 
more gelatinous future. – Trends in Ecology & 
Evolution 24: 312-322.

Richardson, A. J. & Gibbons, M. J. 2008: Are jel-
lyfish increasing in response to ocean acidifica-
tion? – Limnology and Oceanography 53: 2035-
2040.

Riemann, L., Titelman, J. & Båmstedt, U. 2006: 
Links between jellyfish and microbes in a jel-
lyfish dominated fjord. – Marine Ecology Pro-
gress Series 325: 29-42.

Roeckner, E., Brokopf, R., Esch, M., Giorgetta, 
M., Hagemann, S., Kornblueh, L., Manzini, E., 
Schlese, U. & Schulzweida, U. 2006: Sensitivity 
of simulated climate to horizontal and vertical 
resolution in the ECHAM5 atmosphere model. 
– Journal of Climate 19: 3771-3791.

Ronquist, F., Teslenko, M., van der Mark, P., Ayres, 
D. L., Darling, A., Höhna, S., Larget, B., Liu, 
L., Suchard, M. A. & Huelsenbeck, J. P. 2012: 
MrBayes 3.2: Efficient Bayesian phylogenetic 
inference and model choice across a large model 
space. – Systematic Biology 61: 539-542.

Rowshantabari, M., Finenko, G. A., Kideys, A. 
E. & Kiabi, B. 2012: Effect of temperature on 
clearance rate, daily ration and digestion time 
of Mnemiopsis leidyi from the southern Caspian 
Sea. – Caspian Journal of Environmental Sci-
ences 10: 157-167.

Rutherford, L. D. & Thuesen, E. V. 2005: Metabolic 
performance and survival of medusae in estua-
rine hypoxia. – Marine Ecology Progress Series 
294:189-200.

Ryan, J. F., Pang, K., Schnitzler, C. E., Nguyen, A.-
D., Moreland, R. T., Simmons, D. K., Koch, B. 
J., Francis, W. R., Havlak, P., Smith, S. A., Put-
nam, N. H., Haddock, S. D. H., Dunn, C. W., 
Wolfsberg, T. G., Mullikin, J. C., Martindale, 
M. Q. & Baxevanis, A. D. 2013: The Genome 
of the Ctenophore Mnemiopsis leidyi and Its 
Implications for Cell Type Evolution. – Sci-
ence 342 (6164), 1242592 [DOI:10.1126/sci-
ence.1242592.]



72

Saiki, R. K., Scharf, S., Faloona, F., Mullis, K. B., 
Erlich, H. A. & Arnheim, N. 1985: Enzymatic 
amplification of beta-globin genomic sequenc-
es and restriction site analysis for diagnosis of 
sickle cell anemia. – Science 230: 1350-1354.

Saloranta, T. M. & Svendsen, H. 2001: Across the 
Arctic front west of Spitsbergen: high-resolu-
tion CTD sections from 1998–2000. – Polar Re-
search 20: 177-184.

Scharf, F. S., Juanes, F. & Rountree, R. A. 2000: 
Predator size–prey size relationships of marine 
fish predators: interspecific variation and ef-
fects of ontogeny and body size on trophic niche 
breadth. – Marine Ecology Progress Series 208: 
229-248.

Schroth, W., Jarms, G., Streit, B. & Schierwater, 
B. 2002: Speciation and phylogeography in the 
cosmopolitan marine moon jelly, Aurelia sp. – 
BMC Evolutionary Biology 2: 1.

Seberg, O., Humphries, C. J., Knapp, S., Stevenson, 
D. W., Petersen, G., Scharff, N. & Andersen, N. 
M. 2003: Shortcuts in systematics? A commen-
tary on DNA-based taxonomy. – Trends in Ecol-
ogy & Evolution 18:63-65.

Segerstråle, S. G. 1962: The immigration and pre-
history of the glacial relicts of Eurasia and North 
America – A survey and discussion of modern 
views. – Internationale Revue der gesamten 
Hydrobiologie und Hydrographie 47: 1-25.

Seravin, L. N. 1994: The systematic revision of 
the genus Mnemiopsis (Ctenophora, Lobata). – 
Zoologicheskii Zhurnal 73: 9-18. (In Russian 
with an English abstract.)

Shiganova, T. A. & Bulgakova, Y. V. 2000: Effects 
of gelatinous plankton on Black Sea and Sea of 
Azov fish and their food resources. – ICES Jour-
nal of Marine Science 57: 641-648.

Shiganova, T. A., Dumont, H. J., Sokolsky, A. F., 
Kamakin, A. M., Tinenkova, D. & Kurasheva, 
E. K. 2004: Population dynamics of Mnemiopsis 
leidyi in the Caspian Sea, and effects on the Cas-
pian ecosystem. – In: Dumont, H. et al. (eds.) 
Aquatic invasions in the Black, Caspian, and 
Mediterranean Seas: The ctenophores Mnemi-
opsis leidyi and Beroe in the Ponto-Caspian and 
other aquatic invasions. Nato Science Series: 4. 
Earth and Environmental Sciences 35: 71-111.

Siferd, T. D. & Conover, R. J. 1992: Natural history 
of ctenophores in the Resolute Passage area of 
the Canadian High Arctic with special reference 
to Mertensia ovum. – Marine Ecology Progress 
Series 86: 133-144.

Sirenko, B. I. 2001: List of species of free-living in-
vertebrates of Eurasian Arctic Seas and adjacent 
deep waters. – Explorations of the Fauna of the 
Seas Russian Academy of Sciences 51: 1-129.

Slagstad, D. & Tande, K. S. 1990: Growth and pro-
duction dynamics of Calanus glacialis in a pe-
lagic food web. – Marine Ecological Progress 
Series 63: 189-199.

Smith, S. L. & Schnack-Schiel, S. B. 1990: Polar 
Zooplankton. – In: Smith, W. O. (ed.), Polar 
Oceanography – Part B: Chemistry, Biology, 
and Geology: 527-598. Academic Press, San 
Diego. 

Søreide, J. S., Hop, H., Falk-Petersen, S., Gullik-
sen, B. & Hansen, E. 2003: Macrozooplankton 
communities and environmental variables in the 
Barents Sea marginal ice zone in late winter and 
spring. – Marine Ecology Progress Series 263: 
43-64.

Søreide, J. S., Leu, E., Berge, J., Graeve, M. & Falk-
Petersen, S. 2010: Timing of blooms, algal food 
quality and Calanus glacialis reproduction and 
growth in a changing Arctic. – Global Change 
Biology 16: 3154-3163.

Stachowicz, J. J., Terwin, J. R., Whitlatch, R. B. & 
Osman, R. W. 2002: Linking climate change and 
biological invasions: Ocean warming facilitates 
non-indigenous species invasions. – Proceed-
ings of the National Academy of Sciences of the 
United States of America 99: 15497-15500.

Stanlaw, K. A., Reeve, M. R. & Walter, M. A. 1981: 
Growth, food, and vulnerability to damage of 
the ctenophore Mnemiopsis mccradyi in its early 
life history stages. – Limnology and Oceanogra-
phy 26: 224-234.

Steen, H., Vogedes, D., Broms, F., Falk-Petersen, S. 
& Berge, J. 2007: Little auks (Alle alle) breeding 
in a high Arctic fjord system: bimodal foraging 
strategies as a response to poor food quality? – 
Polar Research 26: 118-125.



73

Stepanjants, S. D.1989: Hydrozoa of the Eurasian 
Arctic Seas. – In: Herman, Y. (ed.), The Arctic 
Seas: Climatology, Oceanography, Geology, 
and Biology: 397-430. Van Nostrand Reinhold, 
NewYork.

Stibor, H., Vadstein, O., Diehl, S., Gelzleichter, A., 
Hansen, T., Hantzsche, F., Katechakis, A., Lip-
pert, B., Loseth, K., Peters, C., Roederer, W., 
Sandow, M., Sundt-Nansen, L. & Olsen, Y. 
2004: Copepods act as a switch between alter-
native trophic cascades in marine pelagic food 
webs. – Ecology Letters 7: 321-328.

Sullivan, B. K. & Reeve, M. R. 1982: Comparison 
of Estimates of the Predatory Impact of Cteno-
phores by Two Independent Techniques. – Ma-
rine Biology 68: 61-65.

Sullivan, L. J. & Gifford, D. J. 2004: Diet of the 
larval ctenophore Mnemiopsis leidyi A. Agassiz 
(Ctenophora, Lobata). – Journal of Plankton Re-
search 26: 417-431.

Sullivan, L. J. & Gifford, D. J. 2007: Growth and 
feeding rates of the newly-hatched larval cteno-
phore Mnemiopsis leidyi A. Agassiz (Ctenopho-
ra, Lobata). – Journal of Plankton Research 29: 
949-965.

Sundberg, P., Vodoti, E. T. & Strand, M. 2009: DNA 
barcoding should accompany taxonomy – the 
case of Cerebratulus spp (Nemertea). – Molecu-
lar Ecology Resources. 10: 274-281.

Swanberg, N. 1974: The feeding behavior of Beroe 
ovata. – Marine Biology 24: 69-76.

Swanberg, N. & Båmstedt, U. 1991a: Ctenophora 
in the Arctic: the abundance, distribution and 
predatory impact of the cydippid ctenophore 
Mertensia ovum in the Barents Sea. – Polar Re-
search 10: 507-524.

Swanberg, N. & Båmstedt, U. 1991b: The role of 
prey stratification in the predation pressure by 
the cydippid ctenophore Mertensia ovum in the 
Barents Sea. – Hydrobiologia 216/217: 343-349.

Thibault-Botha, D. & Bowen, T. 2003: Impact of 
formalin preservation on Pleurobrachia bachei 
(Ctenophora). – Journal of Experimental Marine 
Biology and Ecology 303: 11-17.

Tikkanen, M. & Oksanen, J. 2002: Late Weichselian 
and Holocene shore displacement history of the 
Baltic Sea in Finland. – Fennia 180: 9-20.

Titelman, J., Riemann, L., Sörnes, T. A., Nilsen, T., 
Griekspoor, P. & Båmstedt, U. 2006: Turnover 
of dead jellyfish: stimulation and retardation of 
microbial activity. – Marine Ecology Progress 
Series 325: 43-58.

Tomczak, M. T., Niiranen, S., Hjerne, O. & Blenck-
ner, T. 2012: Ecosystem flow dynamics in the 
Baltic Proper – Using a multi-trophic dataset as 
a basis for food-web modelling. – Ecological 
Modelling 230: 123-147.

Turk, V., Lucic, D., Flander-Putrle, V. & Malej, A. 
2008: Feeding of Aurelia sp. (Scyphozoa) and 
links to the microbial food web. – Marine Ecol-
ogy 29: 495-505.

Viitasalo, S., Lehtiniemi, M. & Katajisto, T. 2008: 
The invasive ctenophore Mnemiopsis leidyi 
overwinters in high abundances in the subarctic 
Baltic Sea. – Journal of Plankton Research 30: 
1431-1436.

Vinje, T. 2001: Anomalies and trends of sea-ice ex-
tent and atmospheric circulation in the Nordic 
Seas during the period 1864–1998. – Journal of 
Climate 14: 255-267.

Vuorinen, I. 1987: Is the ctenophore Pleurobrachia 
pileus important in the ecosystem of the Both-
nian Sea? – Memoranda Societatis pro Fauna et 
Flora Fennica 63: 91-96.

Vuorinen, I. & Vihersaari, S. 1989: Distribution and 
abundance of Pleurobrachia pileus (Ctenopho-
ra) in the Baltic Sea. – Memoranda Societatis 
pro Fauna et Flora Fennica 65: 129-131.

Walczowski, W. & Piechura, J. 2006: New evi-
dence of warming propagating toward the Arc-
tic Ocean. – Geophysical Research Letters 33: 
L12601.

Walkusz, W., Kwasniewski, S., Falk-Petersen, S., 
Hop, H., Tverberg, V., Wieczorek, P. & Weslaw-
ski, J. M. 2009: Seasonal and spatial changes in 
the zooplankton community in Kongsfjorden, 
Svalbard. – Polar Research 28: 254-281.

Wallberg, A., Thollesson, M., Farris, J. S. & Jonde-
lius, U. 2004: The phylogenetic position of the 
comb jellies (Ctenophora) and the importance of 
taxonomic sampling. – Cladistics 20: 558-578.



74

Walsh, P. S., Metzger, D. A. & Higuchi, R. 1991: 
Chelex® 100 as a medium for simple extraction 
of DNA for PCR-based typing from forensic 
material. – BioTechniques 10: 506-513.

Wassmann, P., Duarte, C. M., Agustí, S. & Sejr, M. 
K. 2011: Footprints of climate change in the 
Arctic marine ecosystem. – Global Change Bi-
ology 17: 1235-1249.

Webb, K. E., Barnes, D. K. A, Clark, M. S. & 
Bowden, D. A. 2006: DNA barcoding: A mo-
lecular tool to identify Antarctic marine larvae. 
– Deep Sea Research Part II: Topical Studies in 
Oceanography 53: 1053-1060.

Wêslawski, J. M., Zajyczkowski, M., Kwasniewski, 
S., Jezierski, S. & Moskal, W. 1988: Seasonality 
in an Arctic fjord ecosystem: Hornsund, Spits-
bergen. – Polar Research 6: 185-189.

Williams, J. G., Kubelik, A. R., Livak, K. J., Rafal-
ski, A. & Tingeny, S. V. 1990: DNA polymor-
phisms amplified by arbitrary primers are useful 
as genetic markers. – Nucleic Acids Research 
18: 6531-6535.

Wrobel, D. & Mills, C. 2003: Pacific coast pelagic 
invertebrates – a guide to the common gelati-
nous animals. – Sea Challengers and the Monte-
rey Bay Aquarium, Monterey, 108 pp.

Zimmermann, J., Jahn, R. & Gemeinholzer, B. 
2011: Barcoding diatoms: evaluation of the V4 
subregion on the 18S rRNA gene, including new 
primers and protocols. – Organisms Diversity & 
Evolution 11: 173-192.

Zwickl, D. J. 2006: Genetic algorithm approaches 
for the phylogenetic analysis of large biological 
sequence datasets under the maximum likeli-
hood criterion. – Ph.D. dissertation, The Uni-
versity of Texas, Austin.


	Tiivistelmä
	Sammendrag
	Contents
	1. INTRODUCTION AND BACKGROUND
	2. OUTLINE AND AIMS OF THE THESIS
	3. MATERIAL AND METHODS
	4. RESULTS AND DISCUSSION
	5. CONCLUSIONS
	6. IMPLICATIONS AND FUTURE DIRECTIONS
	7. ACKNOWLEDGEMENTS
	8. REFERENCES



