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Abstract: Introduced ungulates are an important management issue on New Zealand’s public conservation
land (PCL). Ungulates are harvested by recreational and commercial hunters, with some government-funded
culling. A robust monitoring system is needed to reliably report trends in occupancy and abundance, and to
evaluate management effectiveness. We first describe the design and implementation of a monitoring programme
enabling ungulate occupancy and relative abundances to be estimated on New Zealand’s PCL. Monitoring
sites are located at the vertices of an 8-km grid superimposed over PCL on North, South and Stewart/Rakiura
islands (i.e. a spatially representative sampling network). At each site, intact ungulate pellets are counted on
four transects radiating from a 400 m2 vegetation plot, with each 150 m transect containing 30 1-m radius plots.
We next report an analysis of the first such data collected at 1346 sites during 2012–2018. Nationally, ungulate
occupancy and abundance were higher at woody than at non-woody sites, and overall were higher in the North
Island than in the South Island. Occupancy odds increased by 34% and 21% per annum in the North Island and
South Island, respectively. Abundance (conditional on sites being occupied) increased 11% annually in the North
Island, but did not change in the South Island. These increases in occupancy and abundance indicate that ungulate
populations are recovering from the lows of the 1980s, likely due to reduction in both commercial harvesting
and government-funded control. The data from the monitoring reported here establish a baseline against which
future estimates of ungulate occupancy-abundance, and the effectiveness of management activities, can be
assessed. Five-yearly remeasurements at the sites, coupled with more comprehensive recording of information
on government control and commercial/recreational harvesting activities, should enable the drivers of future
changes in ungulate occupancy and abundance to be better understood.
Keywords: commercial harvesting, deer, Department of Conservation, faecal pellet index, hurdle model, North
Island, recreational hunting, red deer, South Island, Stewart Island

Introduction
Browsing mammals were absent from New Zealand prior to the
arrival of Europeans, who introduced many species. Now, there
are wild populations of 14 ungulate taxa in New Zealand (King
& Forsyth 2021; Table 1). There is concern about the impacts
of these ungulates on New Zealand’s ecosystems (Holloway
1950; Veblen & Stewart 1982; Wardle 1984; Nugent et al.
2001; Wardle et al. 2001; Forsyth et al. 2010), with large-scale
government-funded ground- and helicopter-based hunting
implemented in the past to control many populations (Caughley
1983; Harris 2002). There has also been a long history of these
DOI: https://dx.doi.org/10.20417/nzjecol.45.21

taxa being harvested for recreational and commercial purposes
(Caughley 1983; Challies 1985; Challies 1991; Nugent 1992;
Nugent & Fraser 1993). Consequently, there is substantial
interest in understanding the spatial and temporal trends in
the abundances of ungulates, and how government control and
recreational and commercial harvesting are affecting them.
The Department of Conservation (DOC) manages
approximately one-third of New Zealand’s land area (termed
public conservation land; PCL), with a mandate to conserve
its natural heritage values. This mandate requires DOC to
know when natural heritage outcomes are being achieved
and how management interventions can be used to improve
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Table 1. The 11 ungulate species including in the monitoring reported here (i.e. their pellets are indistinguishable in the
field) and their distribution on public conservation land (PCL) in the North Island (NI), South Island (SI) and Stewart Island/
Rakiura (St/R). Three other species, feral pig (Sus scrofa), feral horse (Equus caballus) and feral cattle (Bos taurus) also
occur on PCL, but are not considered here because their faecal pellets are easily distinguished from the 11 tabulated species.
Moose (Alces alces) are either extinct, or nearly so, and are not included. For more information on these taxa, including the
most
recent distribution maps, see King and Forsyth (2021).
__________________________________________________________________________________________________________________________________________________________________
Species		

Distribution

Western red deer
Wapitia
Sika deer
Rusa deer
Sambar deer
Common fallow deer
White-tailed deer
Feral goat
Alpine chamois
Himalayan tahr
Feral sheep

NI, SI, St/R
SI
NI
NI
NI
NI, SI
SI, St/R
NI, SI
SI
SI
NI, SI

__________________________________________________________________________________________________________________________________________________________________

Cervus elaphus
Cervus canadensis
Cervus nippon
Rusa timorensis
Rusa unicolor
Dama dama
Odocoileus virginianus
Capra hircus
Rupicapra rupicapra
Hemitragus jemlahicus
Ovis aries

__________________________________________________________________________________________________________________________________________________________________
a

Wapiti on PCL are hybrids with western red deer, and were indistinguishable using our faecal DNA test.

poor outcomes. Introduced ungulates are widespread on
PCL, except in Northland where there has been a strategy
of eradicating new ungulate populations (Fraser et al. 2003),
and hence ungulate management (including management
of recreational and commercial harvesters) is an important
function of DOC (Parkes & Murphy 2003). Historically,
there has been substantial locally motivated monitoring of
ungulate abundances on New Zealand’s conservation land,
mostly using faecal pellet counts as indices of abundance
(Baddeley 1985; Forsyth et al. 2011). These monitoring
programmes have seldom been sustained, however, and much
of the data collected in them have been lost (Forsyth et al.
2011). To provide a more rigorous approach to reporting on
the effectiveness of its biodiversity management, DOC has
developed a Biodiversity Assessment Framework (BAF; Lee
et al. 2005) and Biodiversity Monitoring and Reporting System
(BMRS; Department of Conservation 2020). McGlone et al.
(2020) discuss the BAF—its structure, high-level goals, and
broad objectives, and how they relate to the underpinning
concepts of ecological integrity and ecosystem health. The
BAF outlines what data are needed, but it is not a monitoring
work plan. Separate monitoring programmes that can provide
the data corresponding to DOC’s needs are outlined by the
BMRS. The Tier 1 terrestrial monitoring programme seeks
to provide a national context for status and trend, using a
systematic placement of sites across PCL, and it is the focus of
this paper. The BMRS monitors five indicators: (1) assemblages
of widespread animal species (birds), (2) distribution and
abundance of exotic weeds, (3) distribution and abundance of
exotic pests, (4) size-class structure of canopy dominants, and
(5) functional characteristics of plant and bird communities. The
data obtained enables DOC to (1) report on biodiversity status
and trend, (2) prioritise resource allocation for management
actions, (3) assess the effectiveness of management and policy,
and (4) provide an early-warning system for biodiversity loss
(Lee et al. 2005; Allen et al. 2013).
Two indicators of status and trend are occupancy and
abundance (Williams et al. 2002; MacKenzie et al. 2018), and
both have been suggested as essential biodiversity variables
(EBVs) that could be monitored worldwide (Pereira et al.
2013). Occupancy can be defined as the proportion of sites

used by a taxon, and it can be estimated from detection/nondetection data collected at those sites (MacKenzie et al. 2002,
2018). Abundance is the number of individuals present within
an area of interest, but this is difficult to estimate accurately
and precisely for wild animals (Williams et al. 2002). Hence,
indices of relative abundance (“any measurable correlative
of density”; Caughley 1977) are more commonly used as
the basis for decision-making in the management of animal
populations. Occupancy and abundance are inter-related,
but many studies report only one quantity: jointly reporting
occupancy and abundance provides a fuller assessment of
status and trend (Wenger & Freeman 2008).
In this paper, we first report the design and implementation
of ungulate monitoring within the BMRS. We next report key
results from the first measurement cycle, including spatial
and temporal trends in ungulate occupancy-abundance on
PCL and the effects of government-funded management
actions and commercial harvesting on ungulate occupancyabundance. Finally, we describe the opportunities provided
by this monitoring programme and discuss its limitations.

Methods
Design of the ungulate monitoring within DOC’s
Biodiversity Monitoring and Reporting System
The BMRS builds on the network of carbon monitoring plots
established in New Zealand during the early 2000s (Payton
et al. 2004) by conducting monitoring at sites located at the
vertices of an 8-km grid superimposed over New Zealand’s
PCL, including the North Island, South Island, Stewart
Island/Rakiura and near-offshore islands (Fig. 1). Since the
origin of the grid was randomly selected, this is a spatially
representative monitoring system. For further details on the
grid, see Holdaway (2017). A 20 × 20 m permanently marked
plot is located at the centroid of each site, and the vegetation
structure and composition of the plot is measured (Hurst &
Allen 2007a, b; Fig. 2). For more information on the BMRS,
see Bellingham et al. (2020).
The technique recommended for monitoring ungulates
was helicopter-based counts within 4 km2 quadrats centred
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Non−woody site

N

300 km
Figure 1. Locations of the 1346 sites on New Zealand’s public
conservation land at which ungulate monitoring occurred during
2012–2018. Each site was sampled once.
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numbers of intact pellets counted along a transect, termed the
faecal pellet index (FPI), was the variable of interest. In steep
or otherwise dangerous terrain, not all quadrats on a transect
can be sampled; for those quadrats, the FPI is calculated by
dividing the total number of intact pellets by the number of
quadrats sampled and then multiplying by 30.
Forsyth et al. (2007) showed a positive and approximately
linear relationship between FPI and known deer density in
20 enclosures throughout New Zealand, and a subsequent
study showed a positive curvilinear relationship between
helicopter counts of ungulates (primarily feral goat) and FPI
(Forsyth et al. 2014). It is therefore reasonable to infer that
higher faecal pellet abundances indicate higher ungulate
abundances. To increase the probability of detecting pellets
at a site, four transects radiating from the four corners of the
20 × 20 m vegetation plot (Fig. 2) are monitored. For further
details on the field data collection, see the Field protocols for
pest mammal, bird and RECCE surveys and soil (Department
of Conservation, 2012).
The faecal pellets of the seven deer taxa (Table 1), feral
goat, feral sheep, alpine chamois and Himalayan tahr cannot
be reliably distinguished in the field. Hence, FPI is a relative
abundance index of all those taxa at a site. To determine the
ungulate species present at a site we analysed faecal DNA
swabbed from freshly deposited pellet groups. The faecal DNA
field protocol is provided in Appendix S1 in Supplementary
Materials, and the laboratory procedure is described in RamónLaca et al. (2014). Because faecal DNA was swabbed from
fresh pellet groups, and older pellets were also included in the
FPI, ungulate species were detected by faecal DNA at only
a small proportion of sites at which ungulate pellets were
detected. For some analyses we therefore also used the most
recent ungulate distribution maps (Kappers & Smith 2009;
Department of Conservation 2014) to classify sites according
to the ungulate species likely to be present there.
Pilot study
The design was tested in a pilot study undertaken during the
austral summer of 2008–2009. The pilot study design involved
selecting six locations on the 8 × 8 km grid in each of forest,
shrubland and grassland on PCL nationally. The pilot study
enabled us to assess: (1) the feasibility of field measurements,
(2) DOC staff time and costs, (3) improvements in sampling
estimates, and (4) estimates of measures nationally for PCL.
The results of the pilot study are reported in Allen et al. (2013).
There were no material changes to the protocol following the
pilot study.

Figure 2. Spatial design of ungulate and vegetation monitoring
conducted at each site. Ungulate pellets were counted along each
of the four 150-m faecal pellet index (FPI) transects, following
Forsyth (2005), and vegetation was measured inside the 400 m2
plot, following Hurst & Allen (2007a, b).

on the vegetation plot (Allen et al. 2013), but this method was
not further evaluated due to its high estimated cost. Helicopter
counts within 4 km2 quadrats have subsequently been used to
estimate ungulate abundances at sites within the Himalayan tahr
range (Ramsey & Forsyth 2019), but these are not discussed
further here. A cheaper technique, counting intact ungulate
pellets along transects of 30 quadrats of 1 m radius (Forsyth
2005; Forsyth et al. 2007), was therefore used. The sum of the

Phased implementation of the monitoring
The ungulate measures as described above were collected at
68 randomly selected sites on the 8 × 8 km grid in forest and
shrubland ecosystems (termed ‘woody sites’) in the 2011–2012
field season, and at 80 randomly selected sites in non-woody
ecosystems (‘non-woody sites’) in 2012–2013. Hereinafter,
field seasons spanning two calendar years are labelled as
the latter year; e.g. October 2011–April 2012 (2011–2012)
is ‘2012’. Sites were defined as woody or non-woody using
the New Zealand Land Cover Database v3.0 (Land Resource
Information Systems Portal 2018), checked with vegetation
measures made at the site. From 2013–2014, a full annual
schedule of measurement was implemented across all PCL,
with approximately 20% of sites being sampled annually
without replacement (i.e. sites were sampled once; Table 2).
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Table 2. Numbers of sites sampled on New Zealand’s public conservation land during the first cycle of measurement, from
2011–2012 to 2017–2018 (field seasons spanned October to April). Sites were randomly selected without replacement (i.e.
sampled once) from the vertices of an 8 × 8 km grid (Fig. 1). Following the phased implementation in 2011–2012 and
2012–2013, approximately 20% of the total sites (n = 1346) were monitored annually, except in 2015–2016, when a reduced
number
was sampled to make up the balance of the sites already monitored during the phased implementation.
__________________________________________________________________________________________________________________________________________________________________
Field season

Woody sites

Non-woody sites

Total sites

68
14
170
156
77
149
153
787

0
80
116
110
28
109
116
559

68
94
286
266
105
258
269
1346

__________________________________________________________________________________________________________________________________________________________________

2011−2012
2012−2013
2013−2014
2014−2015
2015–2016
2016–2017
2017–2018
Total

__________________________________________________________________________________________________________________________________________________________________

All field sampling was conducted by purpose-recruited and
-trained DOC staff.
Analyses
We first calculated naïve ungulate occupancy rates and
abundance (FPI) values (i.e. not accounting for detection
probability p) so that other researchers and managers can
easily compare their local estimates of ungulate occupancy
and/or FPI values with these data, as was done by Bellingham
et al. (2016) and Whyte & Lusk (2019) for the subset of data
available then. We present naïve ungulate occupancy rates and
FPI values at the national (i.e. all sites shown in Fig. 1) and
island (i.e. North, South and Stewart/Rakiura) scales.
We used a hurdle lognormal model in a Bayesian
framework to evaluate variation in ungulate occupancy rates
and FPI as a function of predictor variables. This model
has two submodels: an occupancy model and a conditional
abundance model (Fletcher et al. 2005). This approach enables
occupancy and abundance to be modelled simultaneously and
derived parameters to be estimated. The occupancy component
estimates the probability that a site has ≥ 1 faecal pellet, and
the conditional abundance component models the faecal pellet
index (FPI), conditional on ≥ 1 faecal pellet being present at
that site.
We first constructed a state-space occupancy model
(MacKenzie et al. 2018) in a Bayesian framework (Appendix
S2–S4). This model revealed that the probability of detecting
ungulate pellets on one transect at a site (p) was 0.699 (95%
credible interval (CI): 0.683–0.713). Since there were four
transects at a site, the cumulative probability of detecting at
least one pellet at a site (p*) was therefore 0.992 (95% CI:
0.990–0.999), meaning that it was unnecessary to include
imperfect detection in the occupancy submodel of the hurdle
model described below.
There is wide variation in vegetation types (Wiser et al.
2011), ungulate species (Fraser et al. 2000; King & Forsyth
2021), recreational harvests (Nugent 1992; Kerr & Abell 2014),
commercial harvests (D. McGregor, AsureQuality Ltd, unpubl.
data), and DOC-funded control between New Zealand’s three
main islands. We therefore modelled ungulate occupancy and
conditional abundance independently for each of these three
islands within a single overall model. Site location (latitude and
longitude) is correlated with many abiotic and biotic variables
on PCL (Forsyth et al. 2018), so we used a two-dimensional
smoother to account for site location in the occupancy and
conditional abundance submodels. Two management variables
were included in our analyses. The first management variable

was whether or not commercial helicopter-based wild animal
recovery operations (WAROs) were permitted at a site during
2012–2018. We emphasise that WARO permission does
not mean that this activity occurred at a site: unfortunately,
WARO activity data (i.e. hunting effort and harvest by date
and place) are not collected by DOC. However, due to wild
venison processing regulations (Warburton et al. 2018), we
are confident that WAROs did not occur at sites at which it
was not permitted. The second management variable was
whether or not DOC-funded helicopter shooting of ungulates
occurred either annually or every second year at a site during
2012–2018. There were sufficient sites with ‘sustained aerial
control’ for this variable to be included only for the South
Island. We wanted to include DOC-funded ground shooting
as another management variable, but DOC’s records of this
activity were insufficiently detailed for this purpose.
Ungulates are widely considered to be more vulnerable
to harvesting and control activities in non-woody habitats
than in woody habitats. For example, WAROs reduced red
deer densities substantially more in alpine grasslands than in
forests in the southern South Island (Challies 1977; Challies
1985; Nugent et al. 1987; Warburton et al. 2018). Also, some
ungulate species seem to prefer woody habitat (e.g. rusa deer
and sambar deer, both present only in the North Island; Allen
2021; Nugent 2021a), but others prefer non-woody habitat
(e.g. Himalayan tahr; Forsyth & Tustin 2021). We therefore
included whether a site was dominated by woody or non-woody
vegetation as a variable in the occupancy model.
Many ungulate species in New Zealand have expanded their
ranges in recent decades (Fraser et al. 2000; King & Forsyth
2021) and/or are thought to be recovering from the intensive
harvesting and/or government-funded control that reduced
ungulates to low densities in the 1980s (Forsyth et al. 2011;
Warburton et al. 2018; Forsyth & Tustin 2021). It is therefore
possible that ungulate occupancy and/or abundance could
have increased in the seven years of monitoring (2012–2018).
Since sites were randomly selected (without replacement) for
sampling each year, temporal changes in occupancy and/or
conditional abundance would be independent of site selection.
We therefore included year as an explanatory variable in both
submodels. The hurdle lognormal was:
Zi~Bernoulli(ηi)
logit(ηi) = s1 (Locationi) + αj + β1,j Yeari + β2,j
Woodyi + β3,j WAROi + β4,j SACi
FPIi|zi=1~LN(μi,σ2)

μi = s2 (Locationi) + γj + δ1,j Yeari + δ2,j WAROi + δ3,j SACi

(1)
(2)
(3)
(4)
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lognormal model was constructed in STAN using the package
brms (Bürkner 2017). The Bayesian models used uninformative
priors for all parameters (Appendix S6). STAN uses no u-turn
sampling (NUTS), which is more efficient than Metropolis
or Gibbs sampling (Hoffman & Gelman 2014). Hence, four
chains were run through 2000 iterations with a 1000 iteration
burn-in and no thinning. For all analyses, trace plots for each
parameter in the models indicated that the Markov chains were
well mixed. All parameters had Gelman-Rubin statistic values
of < 1.005, indicating convergence of the chains and reliable
samples for posterior inference (Gelman & Rubin 1992). We
assessed the fit of our Bayesian models using Bayesian R2
values (Gelman et al. 2019).

where Zi is one if site i is occupied and zero otherwise; ƞi is
the occupancy rate for a site like i; Locationi is the coordinates
of plot i in New Zealand Transverse Mercator 2000; j is the
island (North, South or Stewart/Rakiura) on which site i is
located; WAROi is one if site i is gazetted as available for
WAROs and zero otherwise; SACi is one if the area is subject
to sustained ungulate control and zero otherwise; FPIi is
the ungulate FPI at site i. The location variables have tensor
product smoothers, indicated by the functions s1 and s2, and
used North, South and Stewart Island/Rakiura as factors to
prevent locations close to one another but on different islands
from influencing one another. Occupancy was modelled on
the logit scale, so we used the change in odds when discussing
the effects of predictor variables on occupancy rate because
this metric does not rely on the underlying occupancy rate at
that time or place (for further explanation, see Appendix S5).
Red deer and their wapiti hybrids have been almost
exclusively the target of WAROs on PCL during 2012–2018
and in the preceding decade (Nugent & Forsyth 2021; Latham
& Nugent 2021). We therefore conducted an additional analysis
of sites in each of the North and South Islands where red
deer rather than other ungulates are likely to be numerically
dominant. In particular, feral goat (North and South Islands)
and Himalayan tahr (South Island) have either excluded red
deer and/or commonly attained much higher densities than red
deer in recent decades (Forsyth and Hickling 1998; Forsyth
et al. 2014; Parkes 2021), and hence they could potentially
obscure significant impacts of WAROs on red deer occupancyabundance. We therefore used the current ungulate distribution
GIS layers (Department of Conservation 2014) to identify the
North Island and South Island sites with red deer but not feral
goat or Himalayan tahr.
All analyses were conducted using the statistical software
program R (R Core Team 2019). The Bayesian occupancy
models were constructed in JAGS (Plummer 2003) using the
package R2jags (Su & Yajima, 2015). The Bayesian hurdle

Results
During the seven field seasons 2012–2018, a total of 1346 sites
were sampled (Table 2). There were 316 sites sampled on North
Island (and near-offshore islands), 1005 sites on South Island
(and near-offshore islands in the Marlborough Sounds), and 25
sites on Stewart Island/Rakiura. Due to dangerous terrain or
other barriers, the full 120 quadrats (30 on each of 4 transects)
could not be sampled at 260 of the 1346 sites.
Faecal DNA detected nine of the 11 taxa considered to be
present on PCL during 2012–2018 (Table 3). Sambar deer, which
have a restricted distribution on PCL in the North Island (Nugent
2021), were not detected. All ‘wapiti’on PCL are red deer hybrids
(Latham and Nugent 2021), and could not be distinguished
from the latter using our assay (Ramón-Laca et al. 2014). Of
the taxa detected, red deer/wapiti were the most common taxa
in the North (48 sites) and South islands (91 sites), and whitetailed deer on Stewart Island/Rakiura (6 sites). Feral goat was
the second most common taxa detected in the North and South
Islands. The only other taxa to be detected at > 10 sites was
alpine chamois, which was detected at 12 South Island sites.

Table 3. Ungulate taxa detected by faecal DNA at sites in the North, South and Stewart islands during 2012–2018. A
total of 1346 sites were sampled once. The taxa detected at the subset of sites within the most recently mapped red deer
distribution but outside the most recently mapped distributions of feral goat (North and South Islands) and Himalayan tahr
(South Island) are also shown. For details of the faecal DNA field and laboratory methods, see Appendix S1 and RamónLaca
et al. (2014), respectively.
__________________________________________________________________________________________________________________________________________________________________
North Island

South Island			

__________________________________________________________________________________________________________________________________________________________________

Ungulate taxa

All sites
Sites with red
All sites
Sites with red
(n = 316)
deer but no
(n = 1005)
deer but no
		
feral goata		feral goat or
		(n = 69)		
Himalayan tahra
				(n = 485)

Stewart
Island/Rakiura
(n = 25)

__________________________________________________________________________________________________________________________________________________________________

Red deer / wapiti
Feral goat
Alpine chamois
White-tailed deer
Sika deer
Fallow deer
Himalayan tahr
Rusa deer
Sheep
Sambar deer

48
26
0
0
5
0
0
1
0
0

26
1
0
0
5
0
0
1
0
0

91
25
12
0
0
3
4
0
1
0

59
0
3
0
0
2
0
0
0
0

0
0
0
6
0
0
0
0
0
0

__________________________________________________________________________________________________________________________________________________________________
a

One site within the North Island red deer distribution but outside the nominal distribution of feral goat had the latter species detected
there. This result highlights the uncertainty around distribution maps. No sites within the South Island red deer distribution but outside
the nominal distributions of feral goat and Himalayan tahr had either of those species detected there.
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Ungulate occupancy and abundance by island and in woody
vs non-woody ecosystems
Naïve ungulate occupancy and abundance estimates by
island and in woody versus non-woody ecosystems are
tabulated and mapped in Appendix S7. Across all 1346 sites,
the median estimated ungulate occupancy rate (from the
posterior distribution) was notably higher (as determined by
non-overlapping 95% credible intervals) for the North Island
(0.772) than for the South Island (0.677) (Table 4; Fig. 3).
However, ungulates were detected at only three sites north
of Auckland (Appendix S7), and this was reflected in the
low modelled occupancy probability for Northland (Fig. 3).
Modelled occupancy rates were notably higher at woody than
at non-woody sites in the North and South Islands, and hence
for all PCL (Table 4; Fig. 3).
Modelled unconditional abundances exhibited similar
patterns to those described for occupancy, but the 95% CIs
were broader (Table 5; Fig. 4). In the North Island there were
high modelled ungulate abundances in the central North Island
and low modelled ungulate abundances north of Waikato (Fig.
4). In the South Island there were high modelled ungulate
abundances in the north-east (Marlborough/Nelson) and
low modelled ungulate abundances in the coastal north-west
(Fig. 4).
Effects of time, WARO status and aerial control on ungulate
occupancy and abundance
North Island
There was strong evidence that ungulate occupancy at North
Island sites varied with time, WARO status and by habitat
(Fig. 5a; Table 6). During the seven years of monitoring, the
annual odds of detecting ungulate pellets at a site increased by
34% (95% CI: 4–72). The odds of detecting ungulate pellets
at woody sites were 26 times greater (95% CI: 9–81) than at
non-woody sites. The odds of detecting ungulate pellets at sites
at which WAROs were permitted were 3.7 times greater (95%
CI: 1.5–8.8) than at sites at which WAROs were not permitted.
There was also evidence that the conditional FPI increased
over time on the North Island (Fig. 5b). The average annual
increase in the conditional FPI on the North Island was 11%
(95% CI: 1–22). There was insufficient evidence to suggest
that any other explanatory variables used in the conditional
FPI model were associated with changes in the FPI.
There were 69 sites that were within the red deer
distribution but outside the feral goat distribution (Table 3).
At these sites, there was strong evidence that the likelihood of
detecting ungulate pellets changed with time and habitat (Table
6; Fig. 7). Over the seven years of monitoring, the median

annual odds of a site being occupied increased by a factor of
1.7 (95% CI: 1.2–2.5). The odds of a site being occupied was
80 times greater (16–534) at woody sites than at non-woody
sites. Ungulate occupancy rates were higher at sites where
WAROs were permitted (0.97; 95% CI: 0.94–0.99) than at
sites at which WAROs were not permitted (0.89; 0.83–0.93)
(Table 7). Sites within the North Island red deer distribution
where WAROs were permitted had a conditional FPI that was
37% (95% CI: 6–58) lower than those where WAROs were
not permitted (Table 7; Fig. 7).
South Island
There was strong evidence that occupancy at South Island
sites varied with time and habitat (Fig. 5a; Table 6). During
the seven years of monitoring, the annual odds of a site being
occupied increased by 21% (95% CI: 13–31). The odds of a
site being occupied were 3.1 times greater (2.2–4.4) at woody
than at non-woody sites. There was no evidence that the
conditional FPI increased over time (Fig. 5b). There was also
no evidence that the WARO status of a site influenced ungulate
occupancy or conditional abundance (Table 6). Sustained aerial
control had a negative average effect on both occupancy and
conditional abundance, but the 95% CIs for both parameter
estimates included zero (Table 6).
There were 485 sites that were within the red deer
distribution but outside the feral goat and Himalayan tahr
distributions (Table 3). For these sites, there was little difference
between occupancy at sites where WAROs were (0.691; 95%
CI: 0.656–0.726) and were not (0.668; 95% CI: 0.603–0.728)
permitted. There was a small difference between the average
estimated FPI at sites where WAROs were (53.5; 95% CI:
43.0–67.2) and were not (65.4; 95% CI: 48.2–89.6) permitted.
Comparison of posterior distributions indicated that 90% of
sites where WAROs were permitted had a lower average FPI
than sites where WAROs were not permitted. There was strong
evidence that occupancy changed with time and habitat (Table
7). The annual odds of a site being occupied increased by 20%
(12–30%), and the odds of a woody site being occupied was
3.0 (2.1–4.2) times greater than the odds of a non-woody site
being occupied. There was no evidence that occupancy or
conditional FPI differed with WARO status or with sustained
control (Table 7; Fig. 6).
Stewart Island/Rakiura
Since there were only 25 sites on this island, the inferences that
can be made from these data are limited relative to the North and
South Islands. However, all 25 sites on Stewart Island/Rakiura
are within the white-tailed deer distribution (Department of

Table 4. Median (95% credible interval) modelled occupancy of ungulates (i.e. estimated probability of presence of at least
one intact faecal pellet) on New Zealand’s public conservation land, 2012–2018. n, number of sites sampled. All sites were
monitored
once.
__________________________________________________________________________________________________________________________________________________________________
Sites

Woody

Non-woody

Total

0.573 (0.533–0.612)
(n = 559)
0.563 (0.494–0.621)
(n = 56)
0.574 (0.533–0.616)
(n = 501)
0.401 (0.158–0.711)
(n = 2)

0.693 (0.666–0.718)
(n = 1346)
0.772 (0.734–0.805)
(n = 316)
0.677 (0.649–0.704)
(n = 1005)
0.685 (0.509–0.836)
(n = 25)

__________________________________________________________________________________________________________________________________________________________________

All

0.789 (0.762–0.815)
(n = 787)
North Island
0.817 (0.783–0.847)
(n = 260)
South Island
0.779 (0.744–0.812)
(n = 504)
Stewart Island/Rakiura 0.708 (0.533–0.857)
(n = 23)

__________________________________________________________________________________________________________________________________________________________________
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Figure 3. Modelled probability of ungulate faecal pellets being detected (occupancy) at a representative sample of 1346 sites on public
conservation land, 2012–2018. Blue indicates non-woody sites; green indicates woody sites.
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Figure 4. Modelled unconditional ungulate Faecal Pellet Index (FPI) at a representative sample of 1346 sites on public conservation
land, 2012–2018. Blue indicates non-woody sites; green indicates woody sites.

Moloney et al.: Ungulate occupancy and relative abundance

9

Figure 5. Temporal changes in the
modelled probability of ungulate
pellets being detected (occupancy)
(a) and in conditional abundance
(Faecal Pellet Index) (b) in the North
and South Islands. Sites were sampled
once. Season is the field season, each
of which spanned two calendar years.
Data for the first two field seasons are
pooled for display due to sample size
differences for woody and non-woody
habitats (see Table 2).

1.00 a
●

Occupancy

0.75

●

●

●

●

●

0.50
0.25

Conditional Faecal Pellet Index

0.00

●

300 b

200

North Island
South Island

●
●
●

●

●

100

●

0
2011−13 2013−14 2014−15 2015−16 2016−17 2017−18

Season

Table 5. Median (unconditional) estimated Faecal Pellet Index (95% credible interval) of ungulates on New Zealand’s
public
conservation land, 2012–2018. n, number of sites sampled. All sites were monitored once.
__________________________________________________________________________________________________________________________________________________________________
Sites

Woody

Non-woody

Total

73.0 (62.7–91.6)
(n = 787)
88.9 (72.1–114.0)
(n = 260)
62.8 (51.1–79.6)
(n = 504)
73.7 (34.7–566.1)
(n = 23)

53.6 (44.1–66.0)
(n = 559)
56.1 (38.4–81.3)
(n = 56)
53.2 (42.9–66.5)
(n = 501)
20.8 (2.6–261.7)
(n = 2)

65.3 (56.0–79.9)
(n = 1346)
83.1 (67.2–106.8)
(n = 316)
58.2 (47.9–71.8)
(n = 1005)
69.9 (33.2–549.8)
(n = 25)

__________________________________________________________________________________________________________________________________________________________________

All
North Island
South Island
Stewart Island/Rakiura

__________________________________________________________________________________________________________________________________________________________________

Conservation 2014). The only other ungulate present on Stewart
Island/Rakiura is red deer, but this species is thought to have a
restricted distribution (Department of Conservation 2014) and
be uncommon relative to white-tailed deer (Nugent 2021b),
a belief supported by DNA faecal sampling detecting only
white-tailed deer there (Table 3). We are therefore confident
in making inferences about the occupancy rates and relative
abundance of white-tailed deer on Stewart Island/Rakiura.
The model estimated the occupancy rate and conditional FPI
on Stewart Island/Rakiura to be 0.66 (95% CI: 0.53–0.78)
and 66.9 (95% CI: 33.5–512.4), respectively (Table 5). There
was no evidence of a temporal change in either occupancy
or unconditional FPI (Table 5). There were insufficient nonwoody sites (n = 2) to include habitat in the model. WAROs
were not permitted at any Stewart Island/Rakiura sites, and
there was no sustained aerial control there.

Discussion
The monitoring programme reported here was designed to
enable unbiased reporting of spatial and temporal trends in

ungulate occupancy and abundance on New Zealand’s PCL.
The first cycle of measurements, at a representative sample of
1346 sites on PCL on the North, South and Stewart islands,
provides baseline estimates of occupancy (Table 4) and
relative abundance (Table 5). These measurements revealed
differences in ungulate occupancy rates and abundances in
relation to time, habitat and island. The effects of management
(sustained aerial control and WAROs) were less clear. We
emphasise that the monitoring is for all ungulates present on
PCL (Table 1) except for feral cattle and feral horse (which
have limited distributions and readily distinguishable faeces;
Parkes 2021), and feral pig (which have a wide distribution
and readily distinguishable faeces; McIlroy & Nugent 2021).
The lower ungulate occupancy rates and conditional
abundances at non-woody sites likely reflects the greater
vulnerability of ungulates on New Zealand’s PCL to helicopterbased shooting in these habitats (deer: Challies 1977; Latham
et al. 2018; Himalayan tahr: Tustin & Challies 1978). Related
to this, commercial harvesting of red deer is currently more
economically viable in non-woody habitats (Warburton et al.
2018). The higher occupancy rates of ungulates at woody sites
in the North Island than in the South Island probably reflects
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Table 6. Posterior distributions (medians and 95% credible intervals) of parameters for the ungulate occupancy-abundance
model. The Bayesian R2 for this model was 0.26. The occupancy model assumed perfect detection, and its parameters are
in the logit scale. Conditional Faecal Pellet Index (FPI) parameters are in the log scale, except for standard deviation. There
were insufficient North Island sites with sustained ungulate control to include this variable there. Wild animal recovery
operations
(WARO) were not permitted on Stewart Island/Rakiura, and no sustained ungulate control occurred there.
__________________________________________________________________________________________________________________________________________________________________
Island and sub-model
Parameter
Median
Lower 95%
			
bound

Upper 95%
bound

__________________________________________________________________________________________________________________________________________________________________

North Island				
Occupancy
Intercept
−2.05
−3.68
Occupancy
Year
0.29
0.04
Occupancy
WARO
1.30
0.41
Occupancy
Woody
3.26
2.22
Conditional FPI
Intercept
3.16
1.92
Conditional FPI
Year
0.09
0.00
Conditional FPI
WARO
−0.32
−0.69
Conditional FPI
Standard deviation
1.26
1.16
South Island
Occupancy
Intercept
−0.12
−0.87
Occupancy
Year
0.19
0.12
Occupancy
WARO
0.05
−0.33
Occupancy
Woody
1.13
0.79
Occupancy
Sustained control
−0.50
−1.16
Occupancy
Sustained control × woody
−0.15
−1.41
Conditional FPI
Intercept
3.12
2.52
Conditional FPI
Year
0.03
−0.04
Conditional FPI
Sustained control
−0.43
−1.00
Conditional FPI
WARO
−0.11
−0.42
Conditional FPI
Standard deviation
1.61
1.52
Stewart Island/Rakiura
Occupancy
Intercept
−0.12
−0.87
Occupancy
Year
0.19
0.12
Conditional FPI
Intercept
3.66
2.80
Conditional FPI
Year
−0.16
−0.48
Conditional FPI
Standard deviation
1.09
0.65

−0.71
0.54
2.18
4.39
3.94
0.19
0.05
1.38
0.55
0.27
0.42
1.49
0.16
1.22
3.70
0.09
0.15
0.21
1.70
0.55
0.27
4.52
0.16
1.81

__________________________________________________________________________________________________________________________________________________________________

Table 7. Posterior distributions (medians and 95% credible intervals) of parameters for the North Island and South Island
red deer models. The Bayesian R2 for this model was 0.23. Occupancy model parameters are in the logit scale. Conditional
Faecal Pellet Index (FPI) parameters are in the log scale, except for standard deviation. There were insufficient North Island
sites
with sustained ungulate control to include this variable there.
__________________________________________________________________________________________________________________________________________________________________
Island and sub-model
Parameter
Median
Lower 95%
			 bound

Upper 95%
bound

__________________________________________________________________________________________________________________________________________________________________

North Island			
Occupancy
Intercept
−0.51
−2.57
Occupancy
Year
0.52
0.15
Occupancy
WARO
−0.30
−1.89
Occupancy
Woody
4.39
2.79
Conditional FPI
Intercept
3.87
3.27
Conditional FPI
Year
0.07
−0.03
Conditional FPI
WARO
−0.46
−0.86
Conditional FPI
Standard deviation
1.27
1.16
South Island			
Occupancy
Intercept
−0.09
−0.99
Occupancy
Year
0.18
0.11
Occupancy
WARO
−0.09
−0.48
Occupancy
Woody
1.09
0.74
Occupancy
Sustained control
−0.46
−1.15
Occupancy
Sustained control × woody
−0.32
−1.59
Conditional FPI
Intercept
3.10
2.50
Conditional FPI
Year
0.04
−0.03
Conditional FPI
Sustained control
−0.43
−0.99
Conditional FPI
WARO
−0.09
−0.42
Conditional FPI
Standard deviation
1.58
1.50

1.31
0.93
1.11
6.28
4.53
0.17
−0.06
1.40
0.66
0.26
0.31
1.43
0.21
1.08
3.72
0.10
0.14
0.25
1.67

__________________________________________________________________________________________________________________________________________________________________
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Figure 6. Modelled probability of ungulate faecal pellets being
detected (occupancy) at a representative sample of sites within the
distribution of red deer but not of feral goat or Himalayan tahr in
the North Island (n = 69) and South Island (n = 485), 2012–2018.
Blue indicates non-woody sites; green indicates woody sites.

Figure 7. Modelled ungulate Faecal Pellet Index (FPI) at a
representative sample of sites within the distribution of red deer
but not of feral goat or Himalayan tahr in the North Island (n =
69) and South Island (n = 485), 2012–2018. Blue indicates nonwoody sites; green indicates woody sites.

several factors: first, the greater diversity of forest-dwelling
ungulates in the North Island, e.g. sika deer, sambar deer and
rusa deer are present only in the North Island; second, red
deer is the most widespread ungulate species in South Island
forests, and in the last decade there has been a substantially
larger commercial harvest of red deer in the South Island than
in the North Island (D. McGregor, AsureQuality Ltd, unpubl.
data). The higher occupancy rate in South Island non-woody
sites is likely to be at least partly a consequence of two alpine
ungulates, Himalayan tahr and alpine chamois, being present
there. The latter’s distribution includes most of the South
Island PCL above the tree-line (Forsyth 2021). Himalayan
tahr have a more limited distribution, but have locally high
densities (Ramsey & Forsyth 2019; Forsyth & Tustin 2021).
Ungulate occupancy rate odds increased at similar rates
in the North and South Islands (34% and 21% per annum,
respectively) over the period 2012–2018. The most important
driver of these increases is likely to be reduced harvests
allowing ungulate populations to increase from the low densities
of the 1980s (Forsyth et al. 2011; Warburton et al. 2018;
Nugent & Forsyth 2021). The key harvesters of ungulates in
New Zealand are (in descending qualitative order of harvest
size) recreational harvesters (Nugent 1992; Warburton et al.
2018; Nugent & Forsyth 2021), commercial harvesters and
DOC-funded culling. There have not been any robust estimates
of recreational hunter harvests since 1988 (Nugent 1992;
Warburton et al. 2018), and DOC-funded culling data have not

been systematically collated for all PCL. There are, however,
robust records of the numbers of wild ungulates that have
been harvested and inspected prior to processing for human
consumption, and these data indicate that the numbers of deer
harvested declined sharply in the 2000s before increasing again
in the 2010s (Nugent & Forsyth 2021). Whereas all species of
deer, plus Himalayan tahr and alpine chamois, were harvested
in the 1970s and 1980s, now only red deer and their wapiti
hybrids are harvested (Nugent & Forsyth 2021; Latham &
Nugent 2021). The lower commercial harvests, reduced to
zero for many species, reflect reduced profitability due to
lower real prices per animal harvested and higher operating
and compliance costs (Parkes & Murphy 2003; Nugent
& Choquenot 2004; Parkes 2006; Warburton et al. 2018).
Commercial harvesting reduced many ungulate populations
from their peak densities of the 1960s and early 1970s to lows
in the 1980s (deer: Nugent et al. 1987; Forsyth et al. 2011;
Himalayan tahr: Forsyth & Hickling 1998), and WAROs are
thought to remain a key determinant of the abundance and
density of red deer over most of its South Island PCL range
(Nugent & Choquenot 2004; Warburton et al. 2018; Nugent &
Forsyth 2021). These temporal increases in ungulate occupancy
fit with long-term faecal presence-absence data showing that
ungulate abundances were at their highest in the 1950s–1970s,
lower during the 1980s–1990s, but then increased (Forsyth
et al. 2011). The observed increases are also consistent with
the general prediction, based on bioeconomic modelling of
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current commercial red deer harvesting, that “deer numbers
will increase significantly” (Warburton et al. 2018). Periodic
mapping of ungulate species distributions indicates that the
geographic ranges of some species have increased since the
mid-1990s (Fraser et al. 2000). In particular, there have been
substantial increases in the distributions of red deer, fallow
deer and Himalayan tahr (Nugent & Forsyth 2021; Nugent &
Asher 2021; Forsyth & Tustin 2021), and a minor increase in
the distribution of sambar deer (Chalmers 2018; Nugent 2021a).
Red deer have been the almost exclusive target of
commercial harvesters for many years. The effects of WARO
status (i.e. permitted or not) on ungulate occupancy-abundance
within the parts of red deer distribution that did not overlap the
distributions of feral goat and Himalayan tahr (two taxa that
attain high densities) varied with metric and island. There was
no evidence of an effect of WARO status on red deer occupancy
in the North or South island, but conditional abundance was
on average 37% lower at North Island sites where WAROs
were permitted than at sites where WAROs were not permitted.
There was no effect of WARO status on conditional abundance
in the South Island. This island difference most likely arises
from different harvesting intensities in the two islands, but
without WARO harvest effort and kill data this relationship
cannot be further evaluated.
The effects of sustained DOC-funded aerial control on
ungulate occupancy and conditional abundance was only
evaluated for the South Island. Sustained aerial control did
have, on average, negative effects on ungulate occupancy and
conditional abundance, but the effect was too variable to be
considered significant. An experiment conducted in two North
Island forests and one South Island forest during 2003–2011
(i.e. prior to the monitoring reported here) also revealed a
negative relationship between helicopter-based shooting effort
and ungulate FPI, again with large uncertainty (Forsyth et al.
2013). Hence, although sustained helicopter-based shooting
can reduce ungulate densities, it does not always seem to be
the case in forests, where ungulates are more difficult to detect
from a helicopter (see above).
The near-absence of ungulate pellets detected on PCL north
of Auckland is consistent with other knowledge about the low
occupancy of ungulates there (Fraser et al. 2000, 2003). This
finding suggests that the long-term strategy of eradicating
new populations of ungulates that are detected in Northland
(Fraser et al. 2003) has been mostly successful. The detection
of pellets at three Northland sites (Appendix S7) is a warning
that this strategy needs to be ongoing and sufficiently funded
if that area is be kept ungulate-free.
Opportunities provided by this monitoring programme
The BMRS sites reported here are being remeasured on a
five-year rotation (EFW, unpubl. data), as was proposed
in the original design (Allen et al. 2013). Those repeated
measurements should enable the effects of management
on ungulate occupancy rates and abundances to be better
estimated, because occupancy-abundance at t1 can be included
in analyses. (Repeat measures from the same sites are more
powerful than measurements from new sites, because inter-site
variability is reduced.) Hence, temporal changes in ungulate
occupancy rates and abundances will be able to be updated,
using data from all 1346 sites, after the 2022–2023 field
season. Detections of ungulate species at sites by their faecal
DNA (Table 3) can be used to determine range expansions
at multiple scales including region (e.g. into Northland) and
island, and to update existing range maps.
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The ungulate occupancy-abundance data collected in
the BMRS could be used to help select similar sites for
inclusion in studies testing hypotheses about the effects of
ungulate management (e.g. recreational hunting, WAROs,
DOC-funded control) on ungulate abundances and impacts
(e.g. Bellingham et al. 2016; Ramsey et al. 2017). We provide
the naïve occupancy rates and FPI values (Appendix S7–9)
to help other researchers place their smaller-scale results in a
larger-scale context (e.g. see Whyte & Lusk 2019).
Vegetation, native and non-native birds, and other nonnative mammals, including brushtail possums (Trichosurus
vulpecula) and lagomorphs, are also being monitored at the
1346 sites on PCL (Bellingham et al. 2020). The ungulate
occupancy and abundance data reported here can be used to
test hypotheses about interactions between ungulates and these
other EBVs (see Fig. 1 in Bellingham et al. 2020).
Finally, extending the monitoring programme reported
here to all non-public conservation land (which is the majority
of New Zealand) would enable unbiased national (i.e. all
of New Zealand) reporting of ungulate status and trend
(Bellingham et al. 2020). There are different challenges in
sampling private land on an 8 km grid, significant ones being
obtaining permissions from landholders and the potential
presence of domestic ungulates.
Limitations of this monitoring programme
Faecal pellet counts have been used as an index of ungulate
abundance in New Zealand forest habitats since the 1950s
(Riney 1957; reviews in Forsyth et al. 2003, 2011). The
true abundance of pellets at a site is an index of ungulate
abundance, reflecting the number of ungulates present, their
defecation rates and the decay rate of pellets. Daily defecation
rates have not been estimated for ungulates in New Zealand
conditions, and are likely to vary with species, animal age
and sex, diet and season (Forsyth et al. 2003). Decay rates of
red deer faecal pellets have been estimated on PCL (Challies
1977; Hickling 1986; Nugent et al. 1987; Fraser & Burrows
2000) and could vary with rainfall and temperature (Forsyth
et al. 2003). Robustly estimating defecation and decay rates
for each of the ungulate species and environments sampled
in this study was infeasible (Allen et al. 2013). However, we
consider the positive and linear relationship observed between
FPI and the known abundances of a mix of ungulate species
within 20 enclosures in the North and South Islands (Forsyth
et al. 2007) justified the assumption that more pellets equates,
on average, to more ungulates.
The pellets of the 11 ungulate taxa listed in Table 1 could
not be reliably differentiated in the field. Faecal DNA swabs
were collected to enable ungulate species present at a site to be
identified (Ramón-Laca et al. 2014), but because pellets need
to be fresh for DNA to be retained there was species detection
data only for a small subset of sites. These DNA data were,
however, useful for determining which sites within the feral
goat and Himalayan tahr mapped distributions did not have
those species present. This enabled a more nuanced analysis
of the effects of WAROs on red deer occupancy-abundance
relationships. The DNA data also confirmed that white-tailed
deer were the dominant ungulate species present on Stewart
Island/Rakiura (Nugent 2021).
The need to understand the effectiveness of managing
exotic mammals was a key driver of the design of the BMRS
(Allen et al. 2013), and control history was shown to be the
primary determinant of brushtail possum abundances sampled
at a subset of the sites reported here (Forsyth et al. 2018).
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Management history would almost certainly be one of, if not
the, most important determinants of ungulate abundances
on PCL. We attempted to assess the effects of WAROs and
sustained aerial control on ungulate occupancy-abundance.
It would have been desirable to also include recreational
hunting (probably the largest harvester of ungulates on PCL),
sustained ground shooting (as is done for feral goat on PCL;
Forsyth et al. 2003) and aerial 1080 poisoning operations (in
which ungulates can be significant by-kill; Appendix S10) as
management variables. The information available for these
variables, however, was limited. Improving the quality of
the data available on ungulate harvesting and control (for
inclusion as covariates in ungulate occupancy-abundance
models) would greatly increase the value of the data collected
in this monitoring programme, and likely increase the amount
of variation in the data explained by models.
The monitoring programme described here enables routine
reporting (sensu Pergl et al. 2020) of ungulate occupancy and
relative abundance on New Zealand’s public conservation land.
The data reported in Tables 3 and 4 provide a baseline estimate
of occupancy and relative abundance for introduced ungulates
on New Zealand’s PCL. Ungulate occupancy and abundance
were higher at woody than at non-woody sites, and overall were
higher in the North Island than in the South Island. Ungulate
occupancy odds increased by 34% and 21% per annum in the
North Island and South Island, respectively, over the period
2012–2018. The primary driver of these increases is likely to
have been reduced commercial harvesting and governmentfunded control, which has enabled ungulate populations to
recover from the lows of the 1980s. Five-yearly remeasurements
of sites, coupled with more accurate information on government
control (including by-kill in aerial 1080 poisoning operations)
and commercial and recreational harvesting activities, should
enable the drivers of future changes in ungulate occupancy
and abundance to be better understood.

Data availability
The data and code used in our analyses are in Appendix S11,
enabling our results to be reproduced.

Author contributions
PDM: Conceptualisation, formal analysis, software, writing –
original draft. DMF: Conceptualisation, methodology, project
administration, supervision, writing – original draft. DSLR:
Conceptualisation, formal analysis, project administration,
writing – original draft. MP: Methodology, investigation,
project administration, writing – review and editing. MM:
Funding acquisition, methodology, investigation, project
administration, writing – review and editing. AMG: Formal
analysis, methodology, writing – review and editing. BK: Data
curation, writing – review and editing. EFW: Conceptualisation,
funding acquisition, methodology, project administration,
supervision, writing – review and editing.

Acknowledgements
We thank R. Allen for encouragement and ideas during the
design and implementation stages of this study. N. Mason and

13

D. MacKenzie conducted power analyses of the initial proposal
to monitor ungulates with helicopter counts. We thank all the
Department of Conservation (DOC) staff (too numerous to
name) who conducted the field sampling and entered the data
reported here. D. Burlace, L. Smith, R. Earl, D. Brown and A.
Hawcroft (all DOC) helped extract data from DOC databases,
and D. McGregor (AsureQuality Ltd) provided commercial
harvest data for 2012–2018. Comments by T. Etherington and
two anonymous reviewers greatly improved the manuscript.

References
Allen RB 2021. Family Cervidae: Rusa timorensis. In: King
CM, Forsyth DM eds. The handbook of New Zealand
mammals. 3rd edn. Melbourne, CSIRO Publishing. Pp.
447–527.
Allen RB, Wright EF, MacLeod CJ, Bellingham PJ, Forsyth
DM, Mason NWH, Gormley AM, Marburg AE,
MacKenzie DI, McKay M 2013. Designing an inventory
and monitoring programme for the Department of
Conservation’s natural heritage management system.
Landcare Research Contract Report LC1730. Prepared
for the Department of Conservation. Wellington, Manaaki
Whenua - Landcare Research. 229 p.
Baddeley CJ 1985. Assessments of wild animal abundance.
Forest Research Institute Bulletin 106: 1–46.
Bellingham PJ, Richardson SJ, Mason NW, Veltman CJ, Allen
RB, Allen WJ, Barker RJ, Forsyth DM, Nicol SJ, Ramsey
DSL 2016. Introduced deer at low densities do not inhibit
the regeneration of a dominant tree. Forest Ecology and
Management 364: 70–76.
Bellingham PJ, Richardson SJ, Gormley AM, Allen RB, Crisp
PN, Forsyth DM, McGlone MS, McKay M, MacLeod
CJ, van Dam-Bates P, Wright EF 2020. Implementing
integrated measurements of essential biodiversity variables
at a national scale. Ecological Solutions and Evidence
1: e12025.
Bürkner PC 2017. brms: an R package for Bayesian multilevel
models using Stan. Journal of Statistical Software 80: 1–28.
Caughley, G 1977. Analysis of vertebrate populations. London,
UK, John Wiley. 234 p.
Caughley G 1983. The deer wars: the story of deer in
New Zealand. Auckland, Heinemann. 187 p.
Challies CN 1977. Effects of commercial hunting on red
deer densities in the Arawata Valley, South Westland,
1972–1976. New Zealand Journal of Forestry Science
7: 263–273.
Challies CN 1985. Establishment, control, and commercial
exploitation of wild deer in New Zealand. In: Fenessey
PF, Drew KR eds. Biology of deer production. The Royal
Society of New Zealand Bulletin 22. Pp. 23–36.
Challies CN 1991. Status and future management of the wild
animal recovery industry. New Zealand Forestry 36: 10–17.
Chalmers PRS 2018. New Zealand’s sambar and rusa deer.
The full story. Whakatane, Philip R.S. Chalmers. 278 p.
Department of Conservation 2012. Field protocols for pest
mammal, bird and RECCE surveys and soil, Version 4 –
September 2012. Wellington, New Zealand, Department
of Conservation. 29 p.
Department of Conservation 2014. Introduced mammal
distributions in New Zealand. http://deptconservation.
maps.arcgis.com/apps/MapSeries/index.html?appid=
e61e0f57d06a4663b7cd19a5bba53059 (Accessed 26

14

August 2018).
Department of Conservation 2020. Reports from DOC’s
monitoring system. https://www.doc.govt.nz/our-work/
monitoring-reporting/ (Accessed 20 April 2020).
Fletcher D, MacKenzie D, Villoutas E 2005. Modelling skewed
data with many zeros: a simple approach combining
ordinary and logistic regression. Environmental and
Ecological Statistics 12: 45–54.
Forsyth DM 2005. Protocol for estimating changes in the
relative abundance of deer in New Zealand forests using
the Faecal Pellet Index (FPI). Arthur Rylah Institute for
Environmental Research. http://www.doc.govt.nz/upload/
documents/conservation/threats-and-impacts/animalpests/fpi-protocol.pdf (Accessed 7 May 2019).
Forsyth DM 2021. Family Bovidae: Rupicapra rupicapra. In:
King CM, Forsyth DM eds. The handbook of New Zealand
mammals. 3rd edn. Melbourne, CSIRO Publishing. Pp.
393–445.
Forsyth DM, Hickling GJ 1998. Increasing Himalayan tahr
and decreasing chamois densities in the eastern Southern
Alps, New Zealand: evidence for interspecific competition.
Oecologia 113: 377–382.
Forsyth DM, Tustin KG 2021. Family Bovidae: Hemitragus
jemlahicus. In: King CM, Forsyth DM eds. The handbook
of New Zealand mammals. 3rd edn. Melbourne, CSIRO
Publishing. Pp. 393–445.
Forsyth DM, Scroggie MP, Reddiex B 2003. A review of
methods to estimate the density of deer. Landcare Research
Contract Report: LC0304/015. Lincoln, Manaaki Whenua
- Landcare Research. 55 p.
Forsyth DM, Barker RJ, Morriss G, Scroggie MP 2007.
Modeling the relationship between fecal pellet indices and
deer density. Journal of Wildlife Management 71: 964–970.
Forsyth DM, Wilmshurst JM, Allen RB, Coomes DA 2010.
Impacts of introduced deer and extinct moa on New
Zealand ecosystems. New Zealand Journal of Ecology
34: 48–65.
Forsyth DM, Thomson C, Hartley L, MacKenzie DI, Price R,
Wright EF, Mortimer J, Nugent G, Wilson L, Livingstone
P 2011. Long-term changes in the relative abundances of
introduced deer in New Zealand estimated from faecal
pellet frequencies. New Zealand Journal of Zoology 38:
237–249.
Forsyth DM, Ramsey DSL, Veltman CJ, Allen RB, Allen WJ,
Barker RJ, Jacobson CL, Nicol SJ, Richardson SJ, Todd
CR 2013. When deer must die: large uncertainty surrounds
changes in deer abundance achieved by helicopter- and
ground-based hunting in New Zealand forests. Wildlife
Research 40: 447–458.
Forsyth DM, MacKenzie DI, Wright EF 2014. Monitoring
ungulates in steep non-forest habitat: a comparison of
faecal pellet and helicopter counts. New Zealand Journal
of Zoology 41: 248–262.
Forsyth DM, Ramsey DSL, Perry M, McKay M, Wright EF
2018. Control history, longitude and multiple abiotic
and biotic variables predict the abundances of invasive
brushtail possums in New Zealand forests. Biological
Invasions 20: 2209–2225.
Fraser KW, Burrows LE 2000. Changes in the density and local
distribution of red deer and their impacts on vegetation in
the Arawhata Valley (South Westland) between 1969 and
1999. Landcare Research Contract Report LC0001/47.
Lincoln, Manaaki Whenua - Landcare Research. 29 p.
Fraser KW, Cone JM, Whitford EJ 2000. A revision of the

New Zealand Journal of Ecology, Vol. 45, No. 1, 2021

established ranges and new populations of 11 introduced
ungulate species in New Zealand. Journal of the Royal
Society of New Zealand 30: 419–437.
Fraser KW, Parkes JP, Thomson C 2003. Management of new
deer populations in Northland and Taranaki. Science for
Conservation 212: 1–30.
Gelman A, Rubin DB 1992. Inference from iterative simulation
using multiple sequences. Statistical Science 7: 457–511.
Gelman A, Goodrich B, Gabry J, Vehtari A 2019. R-squared
for Bayesian regression models. The American Statistician
73: 307–309.
Harris LH 2002. The deer menace. A history of government
pest control operations, 1930–1987. Wellington, L.H.
Harris. 192 p.
Hickling GJ 1986. Red deer population surveys in the Harper–
Avoca catchment (1956–1983). Forest Research Institute
Bulletin 107: 1–10.
Hoffman MD, Gelman A 2014. The No-U-Turn sampler:
adaptively setting path lengths in Hamiltonian Monte
Carlo. Journal of Machine Learning Research 15:
1593–1623.
Holdaway RJ 2017. Design of New Zealand’s 8-km grid-based
plot network: static master data. Wellington, New Zealand,
Landcare Research Contract Report: LC2527 for the
Ministry for the Environment. Lincoln, Manaaki Whenua
- Landcare Research. 23 p.
Holloway JT 1950. Deer and the forests of western Southland.
New Zealand Journal of Forestry 6: 123–137.
Hurst JM, Allen RB 2007a. The Recce method for describing
New Zealand vegetation – field protocols. Lincoln,
New Zealand, Manaaki Whenua - Landcare Research. 41 p.
Hurst JM, Allen RB 2007b. A permanent plot method for
monitoring indigenous forests – field protocols. Lincoln,
New Zealand, Manaaki Whenua - Landcare Research.
103 p.
Kappers B, Smith L 2009. New Zealand Biodiversity Data
Inventory (BDI) 2007: methodology, results and future.
Biodiversity Data Inventory Internal Report. Wellington,
Department of Conservation. 47 p.
Kerr GN, Abell W 2014. Big game hunting in New Zealand:
per capita effort, harvest and expenditure in 2011–2012.
New Zealand Journal of Zoology 41: 124–138.
King CM, Forsyth DM eds 2021. The handbook of New Zealand
mammals, 3rd edn. Melbourne, CSIRO Publishing. 610 p.
Land Resource Information Systems (LRIS) Portal 2018.
Land Cover Database version 3.0 (deprecated), mainland
New Zealand. https://lris.scinfo.org.nz/layer/48304-lcdbv30-deprecated/ (Accessed 16 June 2018).
Latham ADM, Nugent G 2021. Family Cervidae: Cervus
canadensis. In: King CM, Forsyth DM eds. The handbook
of New Zealand mammals. 3rd edn. Melbourne, CSIRO
Publishing. Pp. 447–527.
Latham ADM, Latham MC, Herries D, Barron M, Cruz J,
Anderson DP 2018. Assessing the efficacy of aerial culling
of introduced wild deer in New Zealand with analytical
decomposition of predation risk. Biological Invasions
20: 251–266.
Lee W, McGlone M, Wright E comps 2005. Biodiversity
inventory and monitoring: a review of national and
international systems and a proposed framework for
future biodiversity monitoring by the Department of
Conservation. Landcare Research Contract Report:
LC0405/122. Lincoln, New Zealand, Manaaki Whenua
- Landcare Research. 216 p.

Moloney et al.: Ungulate occupancy and relative abundance

MacKenzie DI, Lachman GB, Droege S, Royle JA, Langtimm
CA 2002. Estimating site occupancy rates when detection
probabilities are less than one. Ecology 83: 2248–2255.
MacKenzie DI, Nichols JD, Royle JA, Pollock KH, Bailey
LL, Hines JE 2018. Occupancy estimation and modelling
inferring patterns and dynamics of species occurrence.
2nd edn. London, Academic Press. 641 p.
McGlone MS, McNutt K, Richardson SJ, Bellingham PJ,
Wright EF 2020. Biodiversity monitoring, ecological
integrity, and the design of the New Zealand Biodiversity
Assessment Framework. New Zealand Journal of Ecology
44: 3411.
McIlroy JC, Nugent G 2021. Family Suidae: Sus scrofa. In:
King CM, Forsyth DM eds. The handbook of New Zealand
mammals. 3rd edn. Melbourne, CSIRO Publishing. Pp.
379–391.
Nugent G 1992. Big-game, small-game, and gamebird hunting
in New Zealand: hunting effort, harvest, and expenditure
in 1988. New Zealand Journal of Zoology 19: 75–90.
Nugent G 2021a. Family Cervidae: Rusa unicolor. In: King CM,
Forsyth DM. The handbook of New Zealand mammals.
3rd edn. Melbourne, CSIRO Publishing. Pp. 447–527.
Nugent G 2021b. Family Cervidae: Odocoileus virginianus.
In: King CM, Forsyth DM. The handbook of New Zealand
mammals. 3rd edn. Melbourne, CSIRO Publishing. Pp.
447–527.
Nugent G, Asher GW 2021. Family Cervidae: Dama dama. In:
King CM, Forsyth DM. The handbook of New Zealand
mammals. 3rd edn. Melbourne, CSIRO Publishing. Pp.
447–527.
Nugent G, Choquenot D 2004. Comparing cost–effectiveness
of commercial harvesting, state-funded culling and
recreational deer hunting in New Zealand. Wildlife Society
Bulletin 32: 481–492.
Nugent G, Forsyth DM 2021. Family Cervidae: Cervus
elaphus. In: King CM, Forsyth DM eds. The handbook
of New Zealand mammals. 3rd edn. Melbourne, CSIRO
Publishing. Pp. 447–527.
Nugent G, Fraser KW 1993. Pests or valued resources?
Conflicts in management of deer. New Zealand Journal
of Zoology 20: 361–366.
Nugent G, Parkes JP, Tustin KG 1987. Changes in the density
and distribution of red deer and wapiti in northern
Fiordland. New Zealand Journal of Ecology 10: 11–21.
Nugent G, Fraser KW, Asher GW, Tustin KG 2001. Advances
in New Zealand mammalogy 1990–2000: Deer. Journal
of the Royal Society of New Zealand 31: 263–298.
Parkes JP 2006. Does commercial harvesting of introduced wild
mammals contribute to their management as conservation
pests? In: Allen RB, Lee WG eds. Biological invasions in
New Zealand. Berlin, Springer. Pp. 407–420.
Parkes JP 2021. Family Bovidae: Capra hircus. In: King CM,
Forsyth DM eds. The handbook of New Zealand mammals.
3rd edn. Melbourne, CSIRO Publishing. Pp. 406–423.
Parkes J, Murphy E 2003. Management of introduced mammals
in New Zealand. New Zealand Journal of Zoology 30:
335–359.
Payton IA, Newell CL, Beets P 2004. New Zealand carbon
monitoring system: indigenous forest and shrubland data
collection manual. Prepared for the New Zealand Climate
Change Office, Ministry for the Environment, Wellington,
New Zealand. Lincoln, New Zealand, Manaaki Whenua
- Landcare Research. 68 pp.
Pereira HM, Ferrier S, Walters M, Geller GN, Jongman RHG,

15

et al. 2013. Essential biodiversity variables. Science 339:
277–278.
Pergl J, Pyšek P, Essl F, Jeschke J, Courchamp F, Geist J, Hejda
M, Kowarik I, Mill A, Musseau C, Pipek P, Saul W-C,
von Schmalensee M, Stayer D 2020. Need for routine
tracking of biological invasions. Conservation Biology
34: 1311–1314.
Plummer M 2003. JAGS: a program for analysis of Bayesian
graphical models using Gibbs sampling. Hornik K, Leisch
F, Zeileis A eds. Proceedings of the 3rd International
Workshop on Distributed Statistical Computing (DSC
2003), 20–22 March 2003, Vienna, Austria. https://
www.r-project.org/conferences/DSC-2003/Proceedings/
Plummer.pdf (Accessed 8 April 2020).
Ramón-Laca A, Gleeson D, Yockney I, Perry M, Nugent G,
Forsyth DM 2014. Reliable discrimination of 10 ungulate
species using high resolution melting analysis of faecal
DNA. PLOS One 9(3): e92043.
Ramsey DSL, Forsyth DM 2019. Estimates of Himalayan
tahr (Hemitragus jemlahicus) abundance in New Zealand:
results from aerial surveys. Client Report for the
New Zealand Department of Conservation. Melbourne,
Australia, Arthur Rylah Institute for Environmental
Research, Department of Environment, Land, Water and
Planning. 17 p.
Ramsey DSL, Forsyth DM, Veltman CJ, Richardson SJ, Allen
RB, Allen WJ, Barker RJ, Bellingham PJ, Jacobson CL,
Nicol SJ, Robertson AW, Todd CR 2017. A management
experiment reveals the difficulty of altering seedling
growth and palatable plant biomass by culling invasive
deer. Wildlife Research 44: 623−636.
Riney T 1957. The use of faeces counts in studies of several
free-ranging mammals in New Zealand. New Zealand
Journal of Science and Technology 38: 507−532.
R Core Team 2019. R: A language and environment for
statistical computing. Vienna, Austria, R Foundation
for Statistical Computing. https://www.R-project.org/
(Accessed 16 February 2020).
Su YS, Yajima M 2015. R2jags: using R to Run ‘JAGS’.
R package version 0.5-7. https://CRAN.R-project.org/
package=R2jags (Accessed 16 February 2020).
Tustin KG, Challies CN 1978. The effects of hunting on the
numbers and group sizes of Himalayan thar (Hemitragus
jemlahicus) in Carneys Creek, Rangitata catchment.
New Zealand Journal of Ecology 1: 153–157.
Veblen TT, Stewart GH 1982. The effects of introduced wild
animals on New Zealand forests. Annals of the Association
of American Geographers 72: 372–397.
Warburton B, Anderson DP, Nugent G 2018. Economic
aspects of New Zealand’s wild venison recovery
industry. In: Baxter G, Finch N, Murray P eds. Advances
in Conservation through Sustainable Use of Wildlife.
Proceedings of a conference held in Brisbane, Australia,
20 August to 1 September 2016. Gatton, Queensland,
Australia, Wildlife Science Unit, School of Agriculture
and Food Sciences, The University of Queensland. Pp.
265–271.
Wardle DA, Barker GM, Yeates GW, Bonner KI, Ghani A 2001.
Introduced browsing mammals in New Zealand natural
forests: aboveground and belowground consequences.
Ecological Monographs 71: 587–614.
Wardle JA 1984. The New Zealand beeches; ecology, utilisation
and management. Christchurch, Caxton Press for the
New Zealand Forest Service. 447 p.

16

Wenger SJ, Freeman MC 2008. Estimating species occurrence,
abundance, and detection probability using zero-inflated
distributions. Ecology 89: 2953–2959.
Whyte HD, Lusk CH 2019. Woody debris in treefall gaps
shelters palatable plant species from deer browsing,
in an old-growth temperate forest. Forest Ecology and
Management 448: 198–207.
Williams BK, Nichols JD, Conroy MJ 2002. Analysis and
management of animal populations. San Diego, USA,
Academic Press. 817 p.
Wiser SK, Hurst JM, Wright EF, Allen RB 2011. New Zealand’s
forest and shrubland communities: a quantitative
classification based on a nationally representative plot
network. Applied Vegetation Science 14: 506–523.
Received: 6 April 2020; accepted: 10 November 2020
Editorial board member: Tom Etherington

Supplementary material
Additional supporting information may be found in the
supplementary material file for this article:
Appendix S1. Field protocol for swabbing ungulate faecal
pellets for DNA.
Appendix S2. Imperfect detection model.
Appendix S3. Prior distributions used in the Bayesian
occupancy model.
Appendix S4. Posterior distributions (medians and 95%
credible intervals) of parameters from the Bayesian occupancy
model accounting for imperfect detection.
Appendix S5. Interpretation of results from our occupancy
model.
Appendix S6. Prior distributions used in the Bayesian hurdle
lognormal models.
Appendix S7. Naïve ungulate occupancy rates and abundance
(Faecal Pellet Index) values 2012–2018.
Appendix S8. Histograms of observed Faecal Pellet Index (FPI)
values at woody (upper; n = 787) and non-woody (lower; n =
559) sites on New Zealand public conservation land sampled
during 2012–2018.
Appendix S9. Mean naïve occupancy rates and Faecal Pellet
Index (FPI) values for ungulates on New Zealand’s public
conservation land during 2012–2018.
Appendix S10. By-kill of ungulates in aerial 1080-poisoning
operations.
Appendix S11. Data and code used in analyses.
The New Zealand Journal of Ecology provides supporting
information supplied by the authors where this may assist
readers. Such materials are peer-reviewed and copy-edited
but any issues relating to this information (other than missing
files) should be addressed to the authors.

New Zealand Journal of Ecology, Vol. 45, No. 1, 2021

