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Natural Anguillicola novaezelandiae infection—is there seasonality
in New Zealand?
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Abstract Knowledge of natural Anguillicola infections of
Short-finned eels (Anguilla australis) in New Zealand is
very limited. So far, no study contains data on all life cycle
stages of Anguillicola novaezelandiae in naturally infected
eels. In order to study the frequency of A. novaezelandiae in
New Zealand Short-finned eels, we examined eels of the
North and the South Island for the presence of the swim
bladder parasite. The results show that A. novaezelandiae is
a common parasite of the Short-finned eel. The parasite was
present in both regions. Eels from both localities show
differences in their infection status with respect to preva-
lence, abundance and intensity. While eels of the South
Island were only infected with larval stages, adult and
preadult stages could be detected in eels of the North
Island. Nevertheless, infrapopulations at both sites were
dominated by larval parasite stages. This unique composi-
tion of infrapopulations has never been described for any
Anguillicola species before and suggests a seasonal occur-
rence as a possible reason. Export of live eels should be
handled cautiously to prevent the spread of A. novaezelan-
diae throughout other eel populations.

Introduction

Within the genus of freshwater eels (Anguilla), four species
are of major importance for worldwide trade and food

production (FAO 2012): the European eel (Anguilla anguilla),
the Japanese eel (Anguilla japonica), the American eel
(Anguilla rostrata) and the Short-finned eel (Anguilla aus-
tralis). Adult eels are traded as processed dish, smoked, frozen
and also alive. With this export and import of live eels, not
only alien fish species travel around the world but with them
are a variety of parasites. As the spread of the gill parasites
Pseudodactylogyrus bini and Pseudodactylogyrus anguilla
and the swim bladder nematode Anguillicola crassus has
shown, this trade can lead to the introduction of alien parasite
species. A. crassus has spread quickly throughout the
European eel population and can cause damage to the eels'
swim bladder (Jakob et al. 2009; Kirk 2003; Køie 1991). This
swim bladder damage could disable the eel in reaching its
spawning ground in the Sargasso Sea (Palstra et al. 2007) and
could thus be one factor contributing to the decline of the
European eel population (Sures and Knopf 2004).

The family Anguillicolidae consists of five species,
which are all adapted to different Pacific eel species. In
2006, Moravec split the genus Anguillicola into the two
genera Anguillicola and Anguillicoloides due to morpholog-
ic differences. The phylogenetic study of Laetsch et al.
(2012) on Anguillicolidae found no support for the mainte-
nance of these two genera; therefore, all species of the
family are referred to as Anguillicola in the following.

Whilst the European eel is not an original host to any
Anguillicola species, the Japanese eel is the natural host of
the two species A. crassus and Anguillicola globiceps; A.
novaezelandiae is a parasite of the Short-finned eel.
Anguillicola australiensis is parasitic in the Long-finned eel
(Anguilla reinhardtii) and Anguillicola papernai is found in
Anguilla mossambica (Moravec and Taraschewski 1988).
Two of these Anguillicola species have shown their invasive
potential and were able to infect alien eel species. Besides A.
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crassus, which has been in focus of science since live eel trade
started in the 1960s (Egusa 1979; Kennedy 2007), A. novae-
zelandiae has also been able to infect European eels and built a
stable population in an Italian lake (Moravec et al. 1994; Paggi
et al. 1982). However, the latter species disappeared from the
lake after the arrival of A. crassus, probably due to hybridiza-
tion between A. crassus and A. novaezelandiae (Grabner et al.
2012). Apart from eels which are used as definitive hosts, all
Anguillicola species use mainly copepods as obligate inter-
mediate hosts. In the eel host, larval stages are found in the
swim bladder wall as third stage (L3) and fourth stage larvae
(L4) while preadult stages migrate into the swim bladder
lumen, feed on the host's blood and moult to the adult stage
(Moravec 2006).

Anguillicola novaezelandiae is native to Australia and New
Zealand, where its host, the Short-finned eel (A. australis),
occurs. So far, there is only limited data on the distribution of
the parasite in Short-finned eel populations (Hine 1978;
Lefebvre et al. 2004; Rid 1973). The latest work of Lefebvre
et al. (2004) concentrates solely on adult parasites in the lumen
of the swim bladder. Older studies mainly gave prevalence
data or only report if eels were infected or not. So far, no study
has presented data on all stages of the parasite. In order to
evaluate the potential risk of spreading A. novaezelandiae
with the trade of live Short-finned eels, its occurrence in the
original host (including all larval stages within the swim
bladder wall) has to be analysed. Therefore, eels from two
sampling sites, located on each of the New Zealand main
islands, have been checked for the presence of A. novaezelan-
diae in the present study. In addition, we compared the demo-
graphic structure of A. novaezelandiae in the present study
with that reported in other Anguillicola–Anguilla systems, in
order to infer potential differences in seasonal patterns and/or
population dynamics.

Material and methods

Eel sampling

Wild Short-finned eels (A. australis) were obtained from
professional fishermen in November and December 2007
and transported alive to the lab. Sampling sites are located

on each of the New Zealand islands. The Hydro Lakes of the
Waikato River were sampled on the North Island. On the
South Island, eels were sampled from Lake Ellesmere
(Table 1).

The eels were kept in large oxygenated tanks, killed by
decapitation within 2 weeks after capture and examined
immediately. The length and weight of the eels were mea-
sured, whereupon the swim bladder was removed and ex-
amined for the presence of A. novaezelandiae. The
condition factor (C factor) was calculated as described by
Schäperclaus (1990), with C as the ratio of the fish somatic
mass×100×total length−3.

Parasitological examination of eel swim bladders

All parasites were removed from the swim bladder lumen.
They were identified and their number and sex were
recorded. Species identification was performed morpholog-
ically according to the key of Moravec (2006) and subse-
quently verified by molecular analyses. Preadult and adult
parasites were stored in 70 % alcohol. After removal of adult
worms, the swim bladder was examined between two plex-
iglass plates with a stereomicroscope (magnification ×8 to
×50) for larval stages (L3 and L4). Since the differentiation
between L3 and L4 stage is not always possible, all larvae
longer than 1.5 mm were considered as L4, as described in
Blanc et al. (1992). Length and width of preadult and adult
parasites were measured using the stereomicroscope (mag-
nification ×8 to ×50). Prevalence (P) and mean intensity of
parasites in the eels were calculated as described in Bush et
al. (1997). For the description of the host–parasite relation, a
frequency distribution was used. In order to check for an
aggregated pattern of the parasite's population, the variance-
to-mean ratio was calculated as described in Shaw and
Dobson (1995; k=s2/MA; where MA is mean abundance).
Overdispersion (negative binominal distribution) is charac-
terised by k>1, while a random or Poisson distribution is
characterised by k≈1 (Shaw and Dobson 1995).

Molecular identification of A. novaezelandiae

For genetic verification of the morphologically identified
species, a subsample of 11 nematodes was analysed

Table 1 Sampling sites of Anguilla australis

Locality Date Number of eels Length N.S. Weight** C factor*

North Island (Waikato River Hydro Lakes, Waikato) 03–07 December 2007 105 62.4±3.5 517.3±79.3 0.21±0.02

South Island (Lake Ellesmere, Canterbury) 24–25 November 2007 101 58.0±3.5 339.2±51.3 0.17±0.02

Length, weight and C factor of all eels as mean ± SD; length in centimetre, weight in gram

C factor condition factor, N.S. not significant

*p<0.05, **p<0.001, significance tested with unpaired Student's t test
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genetically. DNA was extracted from six randomly chosen
parasites and the five largest specimens using the
JETQUICK Genomic DNA Purification Kit (Genomed)
based on the method of Bowtell (1987). A part of the coxI
gene was amplified using the primers HCO2198 and
LCO1490 (Folmer et al. 1994) and PCR conditions as
described in Wielgoss et al. (2008). PCR products were
purified with a JETQUICK PCR Product Purification Kit
(Genomed) and sent for sequencing (GATC) with HCO2198
and LCO1490 primers. A BLAST search, implemented in
the homepage of the National Center for Biotechnology
Information (http://blast.ncbi.nlm.nih.gov/Blast.cgi), was
conducted with the sequences obtained to check for homol-
ogies in the database.

Statistical treatment of data

For comparisons of eel length, weight and C factor, the
unpaired Student's t test was used with a significance level
of p<0.05 and p<0.001, respectively. Dependence of infec-
tion status or number of parasites on the C factor was
examined by one-way analysis of variance. All statistical
tests were conducted with STATISTICA 10.

Results

Eel data

Data on the Short-finned eels, their origin, length, weight
and condition factor are summarised in Table 1. Eels from
the North Island were longer and heavier than eels from the
South Island. The weight of both eel samples shows a highly
significant difference, while the length shows no significant
difference. Infection status or number of parasites had no
influence on the C factor (p<0.05).

Infection patterns of A. novaezelandiae

The 105 eels from the North Island were infected with 145
Anguillicola individuals, whereas the 101 South Island eels
harboured 675 nematodes. All nematodes detected in the
swim bladder were identified as A. novaezelandiae accord-
ing to the key of Moravec (2006). The nematode infrapo-
pulation in eels from South Island was dominated by L3
(79.7 %), while the infrapopulation in eels from North
Island was dominated by L4 (53.1 %; Fig. 1). Eels of the
South Island harboured only larval stages with a prevalence
of 89.1 %. The total prevalence in North Island eels was
51.4 % of which 21.0 % of the eels were found to be
infected with preadult and adult stages (Table 2).

Only two eels of the North Island were infected with
mature parasites. While one eel was infected with a single

Fig. 1 Infrapopulation of A. novaezelandiae developmental stages.
Eels from the North Island were infected with all stages of A. novae-
zelandiae, while eels originating from the South Island were only
infected with larval parasite stages in the swim bladder wall

Table 2 Infection parameters of Anguillicola novaezelandiae

Locality L3 L4 Preadult Adult All

(n, eels) Number
of
parasites

P
(%)

MI Number
of
parasites

P
(%)

MI Number
of
parasites

P
(%)

MI Number
of
parasites

P
(%)

MI Number
of
parasites

P
(%)

MI

North Island
(105)

28 14.3 1.9±1.8 77 41.0 1.8±1.3 34 14.3 1.7±1.1 6 5.7 3.0±2.8 145 51.4 2.7±2.7

South Island
(101)

538 85.1 6.3±6.0 137 54.5 2.5±2.0 0 0.0 0.0 0 0.0 0.0 675 89.1 7.5±6.9

Prevalence and mean intensity for all eels examined±SD

P prevalence in percent, MI mean intensity
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male parasite, the other eel contained three male and two
female parasites. The swim bladder of the latter eel also
contained second stage larvae (L2). Only one encapsulated
larva could be observed in the swim bladder wall. No swim
bladder showed signs of pathological changes due to the
infection with Anguillicola. Frequency scale of infection
showed negative binominal distribution for parasites from
North Island eels. Of the eels from the South Island, 33.6 %
were infected with more than seven parasites (Fig. 2). The
variance-to-mean ratio for these data was computed for both
sampling sites (s2/MA). Both were >1, indicating overdis-
persion (Table 3).

Morphometric measurements of preadult and adult
stages show two size classes (Fig. 3). The first group
(n=25) had a mean length of 4.58±0.85 mm, while the
second group (n=4) was 28.69±12.63 mm long. The
longest parasite was a 40.16-mm-long male with a
width of 1.992 mm. The two female parasites of the
same eel could not be measured as they were opened
immediately after removal from the swim bladder to
obtain eggs for experimental infections described else-
where (Grabner et al. 2012).

Molecular species identification

The sequences obtained from the 11 specimens used for
molecular analysis (length 597 bp) were identical except
for one polymorphic position at 119 bp. New sequence
information was deposited in GenBank under accession
nos. JX868555 and JX868556. A comparison to the sequen-
ces of A. novaezelandiae from Laetsch et al. (2012) (origi-
nating from Tasmania, Australia) using BLAST shows only
89.1 % identity.

Greatest consensus showed the sequence of A. austral-
iensis with 90.2 % identity. A. crassus showed an identity of
89.3 %.

Discussion

According to morphological identification, all parasites found
in the swim bladder belong to the species A. novaezelandiae.
The cox1 sequences identified showed genetic difference to all
other Anguillicola cox1 genes. As Laetsch et al. (2012) men-
tioned, the genetic difference of the cox1 gene between A.
novaezelandiae fromNew Zealand and Tasmania suggests the
hypothesis of the existence of two sibling species. The geo-
graphic distance between New Zealand and Australia could
have lead to isolation of both A. novaezelandiae populations
and thus to the genesis of sibling species. This seems plausible
since the taxonomic status of the host species A. australis is

Fig. 2 Frequency distribution of A. novaezelandiae. Data on the North
Island (dark) show a negative binominal distribution. On the South
Island (light), 33.6 % of the eels were infected with more than seven
parasites

Table 3 Variance-to-mean ratio of A. novaezelandiae. Dispersion of
larval stages in the swim bladder wall (wall), preadult and adult stages
inside the swim bladder lumen (lumen) and all stages joint (all) are
shown

Variance-to-mean ratio (k)

Locality Wall Dispersion Lumen Dispersion All Dispersion

North Island 3.3 o.d. 2.3 o.d. 3.8 o.d.

South Island 7.1 o.d. – – 7.1 o.d.

o.d. overdispersed

Fig. 3 Size classes of parasites in swim bladder lumen. Preadult
parasites show a very small size range (4.58±0.85 mm), while the
length of adult parasites varied between 12.0 and 40.2 mm (mean
length 28.69±12.63 mm)
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still discussed and it is currently uncertain if the species may
consist of the two subspecies A. australis schmidtii (New
Zealand) and A. australis australis (Australia and Tasmania).
The latest studies found both morphological (Watanabe et al.
2006) and genetic differences (Shen and Tzeng 2007) com-
paring A. australis from New Zealand and Australia.
Therefore, it is possible that both eel subspecies are infected
by different A. novaezelandiae sibling species. Further studies
combining morphological and genetic approaches should be
performed to verify the taxonomic status of the two parasite
populations.

The finding of only one Anguillicola species is in accor-
dance with several findings of A. novaezelandiae in the 1970s
(Hine 1978; Moravec and Taraschewski 1988; Rid 1973) as
well as with the latest study of Lefebvre et al. (2004). So far, A.
novaezelandiae is the only known species of Anguillicola in
New Zealand as well as in A. australis. However, three of the
four male adult specimens in our study were larger than all A.
novaezelandiae specimens described so far (see Table 4). This
might reflect the lack of data onA. novaezelandiae in literature
(Lefebvre et al. 2004;Moravec and Rohde 1992;Moravec and
Taraschewski 1988; Paggi et al. 1982). Further studies are
needed to gain more knowledge of the species in terms of their
morphology, life cycle and distribution.

This study is the first to cover all stages of A. novaezelan-
diae in eel. By including larval stages in the swim bladder
wall, the parasite could also be found in eels of the South
Island. A study only covering stages in the swim bladder
lumen would have detected no parasites, even though 89 %
of the eels were infected. Having this in mind, a lack of A.
novaezelandiae findings in the literature (as described for
some locations by Hine (1978) and Lefebvre et al. (2004))
must be viewed with caution. A possible explanation for the
differences in infrapopulation composition of the two sam-
pling sites could be seasonality. While eels from the South
Island harboured only larval stages, 14 % of the eels from the
North Island harboured preadults. The preadult stages were all
about of the same size (4.6±0.9 mm). Only two eels from the
North Island were infected with adult stages, one with a single
worm and the other eel with adult stages exceeding all so far
known size data for A. novaezelandiae. A possible explana-
tion is that these adults overwintered in the eel, while all other
eels were freshly infected in spring 2007. The hypothesis of
seasonality is supported by the fact that 20 % of South Island
A. novaezelandiae are in L4 stage and 23 % of North Island
parasites are in the preadult stage. Parasites of the North Island
seem to be a step ahead in their life cycle. An explanation is
the about 2 °C warmer temperature on the northern sampling
site compared to the South Island sampling site (NIWA 2012).

Table 4 Overview on morphometric measurements of adult male Anguillicola novaezelandiae. The data give an overview on all known
measurements of male A. novaezelandiae described in literature

Length Width

Land of origin Number of parasites measured Min Max Min Max Source

New Zealand 4 12.00 – 40.16 0.650 – 1.992 Own data

New Zealand 4 5.34 – 22.29 0.476 – 0.680 Lefebvre et al. (2004)

New Zealand 4 5.54 – 8.57 0.476 – 0.680 Moravec and Taraschewski (1988)

Italy 3 11.63 – 14.92 1.470 – 1.560 Moravec and Taraschewski (1988)

Italy 10 10.25 – 25.44 0.500 – 1.800 Paggi et al. (1982)

Australia 3 20.60 – 24.40 1.100 – 1.300 Moravec and Rohde (1992)

Length and width in millimetre

Fig. 4 Comparison of Anguillicola infrapopulations in native hosts.
While about 30 % of the Anguillicola infrapopulations in Australia and
Taiwan consist of adult parasites, only eels of one location in New
Zealand were infected with adult parasites (4 %), whereas the second
sampling site lacks any adult A. novaezelandiae. Only living stages
were taken into account to allow a comparison between the different
localities; all data are of spring samples. Australia: data from the
sampling on 1 December 1993 at Bundaberg were used as an example
(details see Kennedy 1994; Kennedy personal communication 2012);
Taiwan: data from Kao-Ping River sampled in March 2003 were used
as an example (worms<10 mm were counted as preadult; for details,
see Münderle 2005 and Münderle et al. 2006). Numbers indicate the
number of infected eels per sampled eel
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Prevalence data of preadult and adult stages of A. novaeze-
landiae by Lefebvre et al. (2004) also support this hypothesis.
Prevalence in October was lower than in December and eels
from the North Island were infected with a higher prevalence
at the same sampling date than those from the South Island. So
far, indications for seasonality have not been described for any
other Anguillicola–Anguilla system. Compared to data from
Australia (A. australiensis fromA. reinhardtii; Kennedy 1994)
and Taiwan (A. crassus from A. japonica; Münderle et al.
2006), clear differences become obvious for A. novaezelan-
diae fromNew Zealand.While only one dead larva was found
during our study, a large number of dead larvae were de-
scribed in Kennedy (1994) and Münderle et al. (2006).
Furthermore, the dominance of larval stages in the eel A.
novaezelandiae infrapopulation in both locations of the pres-
ent study is a unique finding in an Anguillicola–Anguilla
system (see Fig. 4); as in Australia and Taiwan, the infrapo-
pulations were all dominated by worms in the swim bladder
lumen (Kennedy 1994; Münderle et al. 2006). For A. crassus,
lower prevalences in wild and cultured Japanese eel popula-
tions were described in winter (Egusa et al. 1969; Han et al.
2008; Kim et al. 1989; Münderle et al. 2006; Nagasawa et al.
1994), but a lack of adult stages in spring was never observed
in neither the natural nor the newly invaded distribution areas.
All these data support the hypothesis of seasonal occurrence
of A. novaezelandiae in New Zealand; nevertheless, more eel
sampling should be carried out to verify this theory as other
factors like different water temperature regimes of the sam-
pling sites may also be important.

The frequency distribution of all stages and both sampling
sites exhibited an aggregated dispersal. This is in accordance
with other natural Anguillicola–Anguilla systems (Han et al.
2008; Kennedy 1994; Kim et al. 1989; Münderle et al. 2006).
The observed overdispersion is a characteristic of macropar-
asites in wildlife populations and arises from heterogeneities
in exposure of host populations or under infection pressure
(Shaw and Dobson 1995). Eels of the South Island showed a
more aggregated infection pattern than eels of the North
Island. The rate of infection with parasites in the swim bladder
lumen in this study is comparable to literature data of Rid
(1973), Hine (1978) and Lefebvre et al. (2004). Prevalence of
A. novaezelandiae in the swim bladder lumen in the natural
habitat never exceeded 12% (Boustead (1982) mentioned that
eel in Hine (1978) originating from Rangitaiki River, Bay of
Plenty, with P of 72.7 % was of an eel farm; also, Long-finned
and Short-finned eel infection is combined in the paper). The
infection of Short-finned eel with A. novaezelandiae is similar
to infections of other Anguillicolidae in their natural eel host
in wild habitats. Prevalence of adult A. papernai in A. mos-
sambica varies between 8 and 63 % (Taraschewski et al.
2005). Kennedy (1994) found 27–78 % of A. reinhardtii
infected with adult and preadult A. australiensis. Japanese
eel populations showed a maximum prevalence of around

60 % for A. crassus (all stages; Han et al. 2008; Münderle et
al. 2006), while A. globiceps infected the same eel species
with a prevalence of 6 to 60 % (all stages; Nagasawa et al.
1994; Suyehiro 1957; Wang and Zhao 1980; Wu 1956).
Infection of non-native eel species is more severe. A. crassus
was introduced to Europe in the 1980s and to North America
in the 1990s. The alien parasite infects its new host, the
European eel with a prevalence of up to 100 % (overview in
Jakob et al. 2009). In Germany, a well-studied country, prev-
alence is around 80 % and mean intensity varies between 1
and 14 parasites per eel (Jakob et al. 2009; Sures and Streit
2001; Sures et al. 1999; Würtz et al. 1998).

The findings in the present study seem to be comparable
with other natural Anguillicola–Anguilla systems. No swim
bladder damage could be observed. The invasive potential,
shown by the introduction of the species to Europe in the
1970s, should be reason enough for further studies of the
species in its natural habitat. As the populations of the most
important eel species have fallen to catastrophic lows (Stone
2003), Short-finned eels may be of growing importance in eel
production worldwide. There is no glass eel fishery for this
species, so live eels are exported from New Zealand as yellow
eels with their parasite load. Wang et al. (2006) showed the
import of a number of parasite species via live trade of Short-
finned eels to Taiwan. In the future, more attention should be
paid to the risk of this trade. In order to give a risk assessment,
the distribution of A. novaezelandiae throughout the Short-
finned eel population should be studied including larval stages.
In order to study the seasonal occurrence, some eel populations
should be monitored regularly throughout a year. The knowl-
edge of a distribution pattern and the seasonal occurrence of the
species are essential to give advice to eel traders and prevent
the parasite from spreading throughout alien eel species.
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