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1  INTRODUCTION

Tropical forests are important reservoirs for biodiversity, but
are compromised by anthropogenic activities (Barlow et al.,
2018). Over 200 million ha of tropical forest has been lost
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Abstract

Zero-deforestation commitments seek to decouple agricultural production and for-
est loss to improve prospects for biodiversity. However, the effectiveness of methods
designed to meet these commitments is poorly understood. In a highly fragmented
tropical landscape dominated by oil palm, we tested the capacity for the High Carbon
Stock (HCS) Approach to prioritize forest remnants that sustain mammal diversity.
Patches afforded high priority by HCS protocols (100 ha core area) provided important
refuges for [IUCN-threatened species and megafauna. However, patch-scale HCS area
recommendations conserved only 35% of the mammal community. At least 3,000 ha
would be required to retain intact mammal assemblages, with nearly 10 times this
area needed if hunting pressure was high. While current HCS protocols will safeguard
patches capable of sustaining biodiversity, highly fragmented tropical landscapes typ-
ical of zero-deforestation pledges will require thinking beyond the patch toward strate-
gically configured forest remnants at the landscape level and enforcing strict controls

on hunting.

KEYWORDS
biodiversity, camera-trapping, habitat fragmentation, High Carbon Stock Approach, land-use planning,

occupancy modeling, oil palm, RSPO, Southeast Asia, tropical forest

since 1950 (Rosa, Smith, Wearn, Purves, & Ewers, 2016),
with the remaining 1.1 billion ha comprising 130 million
fragments (Taubert et al., 2018). Deforestation and frag-
mentation erode biodiversity by reducing effective habitat
area and quality, and increasing exposure to disturbance
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(Barlow et al., 2016; Pfeifer et al., 2017). To avert biodi-
versity collapse in tropical regions, deforestation must be
curbed.

Agricultural conversion accounts for up to 78% of trop-
ical deforestation, with grave consequences for vertebrates
(Curtis, Slay, Harris, Tyukavina, & Hansen, 2018; Deere
et al., 2018). Oil palm (Elaeis guineensis) is at the forefront
of conservation concerns, occupying 18.7 million ha of land
with expansion driven by high productivity and accelerating
demand (Meijaard et al., 2018). Much of the ecologically
suitable land identified to meet future agricultural expansion
is in highly biodiverse ecosystems (Pirker, Mosnier, Kraxner,
Havlik, & Obersteiner, 2016). We therefore need to capitalize
on opportunities to reconcile production and conservation of
tropical biodiversity.

Voluntary standards have emerged to help eliminate
deforestation from commodity supply-chains through “zero-
deforestation” pledges (Lyon & Maxwell, 2008). These
pledges are widespread in the oil palm industry, with
most leading producers committed to zero deforestation
(Meijaard et al., 2018). The High Carbon Stock (HCS)
Approach represents the dominant landscape-planning
tool to achieve zero-deforestation in the sector and is now
embedded in certification standards through the Round-
table for Sustainable Palm Oil (http://highcarbonstock.
org/leading-palm-oil-certification-system-adopts-no-defores-
tation-requirements/). HCS directs agricultural conversion
toward degraded land of low carbon and biodiversity value
to minimize the environmental footprint of production.
Land is stratified into discrete classes based on vegetation
density and structure, which serve as proxies for aboveground
carbon stocks and support varying levels of biodiversity
(Deere et al., 2018). HCS then prioritizes forest remnants
for protection or clearance based on ecological criteria
(habitat quality, patch size, connectivity). While the protocol
seeks to optimize ecological functionality and development
outcomes, the influence of these factors on patch biodiversity
is yet to be fully evaluated in a HCS context, despite being
fundamental to confirming whether methodologies aligned
with zero-deforestation commitments are compatible with
conservation.

Habitat fragmentation increases human access to forests,
yet the combined impacts of fragmentation and secondary
disturbances, such as hunting and overexploitation, are rarely
considered in policy or research (but see Michalski & Peres,
2007; Peres, 2001). Primarily, this is due to difficulties in
detecting and quantifying the spatial signature of human pres-
sure. For instance, hunting can be pervasive in oil palm planta-
tions (Azhar et al., 2013), but remains largely unaccounted for
in sustainability commitments. Failure to account for the role
of fragmentation in facilitating hunting may introduce system-
atic bias into assessments of fragmentation impacts, resulting
in failure to meet conservation objectives and illustrating the

importance of teasing apart multiple drivers of biodiversity
loss.

Here, we quantify forest fragmentation impacts on
biodiversity to inform the HCS methodology underpin-
ning zero-deforestation commitments. Our study area in
Malaysian Borneo has experienced some of the highest
tropical deforestation rates globally (Hansen et al., 2013).
Malaysia is a major oil palm producer, contributing 34%
of the global supply at the expense of 2.1 million ha of
forest in Borneo alone (Gaveau et al., 2016). Despite such
land-use change, Southeast Asia has been underrepresented
in global fragmentation assessments (Deikumah, Mcalpine,
& Maron, 2014), limiting the evidence-base supporting
regional conservation strategies. We develop a modeling
framework to understand the relationship between HCS
fragmentation metrics and biodiversity, while accounting
for the influence of cumulative disturbance (hunting and
forest quality) effects. Our appraisal focuses on tropical forest
mammals because they are particularly sensitive to fragmen-
tation and hunting, and prioritized in conservation (Schipper
et al., 2008). We ask whether forest patches prioritized under
HCS protocols are sufficient to ensure tropical mammal
persistence.

2 | MATERIALS AND METHODS

2.1 | Study system

Research was conducted at the Stability of Altered Forest
Ecosystems (SAFE) project (www.safeproject.net) and adja-
cent oil palm estates in Sabah, Borneo (4°33'N, 117°16’E).
The study area comprises lowland and hill dipterocarp forest,
and forest fragments of standardized sizes have been retained
within the agricultural matrix for long-term research.

We established 128 randomized sampling locations across
the landscape, stratified across continuous forest controls
(N = 60) and fragmented forest sites (N = 68; Figure la).
Fragments were defined via the HCS protocol (i.e. by core
area, determined by applying a negative buffer of 100 m to a
forest map; Hansen et al., 2013). Sampled fragments were 1—
590 ha in size, broadly capturing the dominant size classes of
remnant forest patches across Asia (average = 52 ha; Brinck
et al., 2017).

To sample the mammal community, we obtained
detection/non-detection data from camera-traps (Reconyx
HC500, Wisconsin) between June 2015 and December
2017. We define the community as 38 medium-large species
(>1 kg) that can be reliably detected using our methods.
Camera-traps were deployed across sampling locations
(Figure 1b, mean distance between sites = 1.4 km) using a
paired design, whereby coupled units were positioned up to
250 m apart (mean = 207 m). Units were deployed for at
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Intactness = site-specific intercept (continuous vs.
Abundance: fragmented)

Forest cover = proportion of forest cover within a 1.5 km

log(lij) = ag;Intactness; + aq;Forest Cover; + radius buffer

aziFragmentation; + as;Quality; + Habitat = habitat-specific intercept (HCS vegetation
ay;Hunting; + g(Yearj)i classes: dense forest, >75t C ha':; young
regenerating forest, 35-75tC ha™';
Detection probability: non-forest, <35t C ha™)

CTN = survey effort (number of camera trap nights)

lOgit(rij) = PoiHabitatj + B1;CTN; Year = temporal random effect (sampling year)

FIGURE 1 Methodological framework to assess the impacts of forest fragmentation and secondary disturbance on tropical mammals,
including (a) sampling design across the study region in Sabah, Borneo, including the broader geographic context of Southeast Asia (inset).
Camera-trap locations (points) were partitioned across continuous and fragmented forest sites. Sampled forest fragments were color coded to reflect
their HCS conservation priority designation; (b) details of mammal sampling, covariates, and processing protocols, and; (c) formal description of our
modeling procedure, introducing the global model from which 11 candidate models were formulated to determine the individual and cumulative
influence of fragmentation, habitat quality, and hunting metrics on mammal abundance
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least 42 consecutive nights, providing a total effort of 10,097
camera-trap nights.

2.2 | Determinants of mammal persistence

We compiled spatially explicit, patch-scale fragmentation
metrics to capture key criteria from the HCS prioritization
decision tree (Rosoman, Sheun, Opal, & Anderson, Trapshah,
2017): core area, shape, and isolation. Following HCS pro-
tocols, metrics were quantified for all patches with a thresh-
old carbon value exceeding 35 t C ha~! using LiDAR-derived
aboveground carbon maps (Asner et al., 2018). We also
derived measures of forest quality and hunting pressure to
reflect secondary disturbance impacts. Forest quality was
quantified as biomass (t ha~!) and a HCS-specific patch-scale
measure of the proportion of dense forest (>75 t C ha™!). We
developed a bespoke hunting metric based on modified human
population pressure surfaces (Platts 2012), which assumes
population pressure at a location increases with population
density of remote settlements, weighted by a distance decay
function (Figure 1b). The decay function imposes accessibil-
ity constraints on the spread of human pressure using a travel
time cost surface model (Frakes, Flowe, & Sherrill, 2015).
Commonly implicated drivers of hunting pressure (proxim-
ity to infrastructure, Benitez-Lopez et al., 2017; and human
population density, Harrison et al., 2016) were also examined

TABLE 1

Model and predictors

1. Fragmentation + Quality: Core + Shape + Isolation + Biomass +
Prop_HCS

2. Fragmentation + Hunting + Quality: Core + Shape + Isolation +
Hunt_Press + Biomass + Prop_HCS

3. Fragmentation: Core + Shape + Isolation
4. Fragmentation + Hunting: Core + Shape + Isolation + Hunt_Press

5. Fragmentation + Hunting + Quality: Core + Shape + Isolation +
Pop_Density + Dist_Roads + Dist_Village + Biomass + Prop_HCS

6. Hunting + Quality: Hunt_Press + Biomass + Prop_HCS
7. Quality: Biomass 4+ Prop_HCS

8. Fragmentation + Hunting: Core + Shape + Isolation 4+ Pop_Density +

Dist_Roads + Dist_Village
9. Hunting: Hunt_Press

10. Hunting + Quality: Pop_Density + Dist_Roads + Dist_Village +
Biomass + Prop_HCS

11. Hunting: Pop_Density + Dist_Roads + Dist_Village

to gauge the value of our metric. Further details of covariate
processing are presented in Supporting Information S1.

2.3 | Modeling framework

We employed hierarchical multi-species Bernoulli/Poisson N-
mixture models to determine the influence of HCS fragmenta-
tion metrics and secondary disturbance impacts on mammal
abundance (Royle & Nichols, 2003). Throughout, we inter-
pret abundance as a relative measure and restrict inference to
spatial comparisons. Specific model details are presented in
Figure 1c and Supporting Information S2.1 and S2.2.

We constructed 11 models to explore the additive effects of
predictors on mammal abundance (Table 1). Predictors were
calculated as weighted-averages between paired camera-trap
units based on the proportion of survey effort each unit
contributed to the sampling location. Prior to modeling,
scale-optimization methods were used to ascertain the
optimal spatial extents for predictors. We ran single covariate
hierarchical multi-species models to identify the best fitting
buffers for each predictor across a range of radii (50, 100,
250, 500, 1000, 1500, 2500, 5000 m), and calculated WAIC
(Watanabe—Akaike Information Criterion; Watanabe, 2010)
to select variables at optimal scales and provide quantita-
tive comparisons between candidate models. Models with
AWAIC <2 were considered to have substantial support,

Performance of models assessing the impact of alternative forest fragmentation, quality, and hunting metrics on mammal abundance

WAIC AWAIC WAICw
4,196.14 0.00 0.58
4,197.45 1.31 0.30
4,200.18 4.04 0.08
4,202.26 6.12 0.03
4,206.00 9.86 0.00
4,208.25 12.11 0.00
4,208.69 12.55 0.00
4,209.63 13.50 0.00
4,210.13 13.99 0.00
4,216.10 19.96 0.00
4,222.68 26.54 0.00

Core: core forest patch area (area within patch after subtracting a 100 m internal buffer; ha); Shape: ratio of patch perimeter and perimeter of an optimally compact patch

of comparable area; Isolation: distance (km) to nearest continuous forest (patch > 10,000 ha); Hunt_Press: bespoke hunting pressure metric combining human population

density, accessibility (using a travel-time cost surface model), distance from roads and distance to villages; Pop_Density: population density (people km=2); Dist_Roads:

distance (km) to the nearest road; Dist_Villages: distance (km) to the nearest village; Biomass: aboveground biomass (t ha~!); Prop_HCS: proportion of High Carbon

Stock forest (>35t C ha™!).

Models are presented in descending performance order based on Watanabe—Akaike Information criterion (WAIC). AWAIC indicates variation in WAIC relative to the

top-ranking model; WAICw denotes Akaike weights and further quantifies strength of evidence between competing models. Models were considered to have comparable

statistical support if they were within two AWAIC (presented in bold). Although not presented, every model contained a forest cover covariate to differentiate fragmentation

from habitat loss.
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and evidence ratios were calculated to assess the explanatory
power of competing models (adapting AIC principles in
Burnham, Anderson, & Huyvaert, 2011; see Supporting
Information S2.3). Throughout, we only present findings for
models deemed to have substantial support, containing pre-
dictors derived from optimal scales (Table S1). See Support-
ing Information S2.4, S3 and Table S2 for further information
on model specification and predictive performance checks.

To evaluate HCS patch prioritization protocols, we com-
pared the biodiversity value of forest remnants classified
according to core area criteria (low priority: <10 ha; medium
priority: 10-100 ha; high priority: >100 ha; Figure 1),
where the lowest priority patches are eligible for conversion.
To determine trait-mediated responses, we partitioned
species according to their IUCN conservation status (“non-
threatened”: least concern, near-threatened; “threatened’:
vulnerable, endangered, critically endangered), ecological
specialism (“generalist”; “specialist”), body size (“med-
ium”: <5 kg; “large”: 5-25 kg; “mega”: >25 kg), and trophic
guild (“carnivore”; “herbivore”; “frugivore”; “insectivore”;
“omnivore”) (Table S3).

To determine the efficacy of HCS criteria to safeguard
mammal communities, we derived species richness estimates
from model outputs and explored their association with patch
core area, the principal factor governing conservation priority
under HCS. Expected species richness was calculated as the
sum of species occupancy probabilities (¥), derived as a
deterministic function of abundance (¥;; =1 —exp(—4;;),
under our assumption of a Poisson distribution, i.e. probabil-
ity of at least one individual using the site). We then used the
richness—area relationship to determine the optimal fragment
size at which the number of predicted species approached
that of an intact mammal community (N = 38). Recognizing
the potential influences of secondary disturbance on patch
suitability, we replicated this process, incorporating measures
of hunting pressure and forest quality alongside core area.
Throughout these calculations, non-target predictors were
fixed at average values. Predictions were extrapolated to pro-
vide an indication of the patch-scale core area requirements
necessary to maximize mammal representation.

3 | RESULTS

3.1 | Biodiversity value of HCS priority forest
remnants

According to results averaged across our highest ranking
models (Models 1 and 2; Table 1), high priority patches
consistently harbored greater levels of mammal abundance
than low and medium priority ones (Figure 2). Specifically,
they were important for threatened (compared to medium pri-
ority: 37.2% increase, 95% Bayesian credible interval [BCI]:

WILEY-—

33.3-37.7%; low priority: 45.1% increase, 37.3—47.7%)
and mega-bodied species (medium priority: 40% increase,
37.4-44.9%; low priority: 46.7% increase, 39.9-49.9%). Low
and medium priority patches supported comparable mammal
abundance across all trait groups and guilds.

3.2 | Model performance

The model incorporating forest fragmentation and quality
measures (WAIC = 4,196.14; Table 1) achieved equivalent
statistical support to that also including hunting pressure
(WAIC = 4,197.45). Evidence ratios suggest that these mod-
els were 7.5 and 3.9 times more likely, respectively, than
those limited to fragmentation metrics alone. When con-
sidered independently, the model containing fragmentation
metrics (WAIC = 4,200.18) had greater support than those
comprising hunting (WAIC = 4,210.13) or quality metrics
(WAIC = 4,208.69) in isolation. The bespoke hunting metric
(WAIC = 4,210.13) had greater explanatory power than the
disaggregated hunting proxies (WAIC = 4,222.68), and was
over 100 times more likely.

3.3 | An evidence base for zero-deforestation
support tools

At the community level, forest fragmentation, quality, and
hunting influenced mammal abundance (Figure 3). Mean
local abundance was positively and strongly associated with
patch core area (posterior mean: 0.11, BCI: 0.05-0.21) and
the proportion of HCS forest within remnant patches (0.09,
0.02-0.23). Moreover, local abundance was negatively asso-
ciated with isolation (-0.12, -0.24 to -0.01). Hunting impacts
were supported, albeit weakly (-0.16, -0.31 to -0.02), high-
lighting some sensitivity to anthropogenic pressure. How-
ever, some individual species demonstrated a strong negative
response to hunting pressure (Figures S2 and S3). Species-
specific responses to fragmentation and forest quality metrics
are presented in Figures S4-S8.

Only modest gains in mammal diversity were achieved
across fragment sizes varying in core area from O to 500 ha
(Figure 4). At the minimum HCS core area threshold of 10 ha,
only 13 (10.7-14.9) of the 38 species (33%, 28.2-39.2%)
were estimated to be present (Table 2). At 100 ha, the cri-
terion for high priority patches, no additional species were
preserved (predicted richness: 13, 11.2-15.9). Extrapolating
this model suggests a core area of 3,199 ha (2,131-5,182 ha)
would be needed to conserve diversity equivalent to that of
an intact mammal community (Table 2), assuming fragments
are of average habitat quality (comprising 60% HCS forest)
and free of secondary disturbance impacts. However, core
area requirements to retain intact assemblages were reduced
to 2,108 ha (1,653-2,749 ha) by increasing forest quality at
the patch scale.
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Under a range of patch size configurations, hunting pres-
sure limited the potential conservation gains of increasing
patch core area (Figure 4). We predict that in forest fragments
experiencing hunting, at least 27,498 ha of core area (17,870—
85,797 ha) would be required to achieve the full complement
of mammal species. However, the deleterious impacts of hunt-
ing can be offset considerably by habitat quality, reducing
the area required to conserve intact communities to 4,531 ha
(2,536-6,082 ha).

4 | DISCUSSION

4.1 | Biodiversity in HCS-delineated forest
remnants

HCS is the principle methodology to support zero-
deforestation commitments for oil palm companies.
Therefore, the extent to which zero-deforestation pledges
contribute to conservation is dependent on the capacity
of HCS-prioritized forest remnants to sustain biodiversity.
We found that high priority patches contained significantly
higher concentrations of mega-bodied and threatened species
compared to low/medium priority ones. Such species tend
to have traits that make them sensitive to habitat frag-
mentation (Keinath et al., 2017) and, within current HCS

guidelines, the high priority designation affords them greater
refuge.

Low and medium priority patches supported comparably
lower mammal abundance across all species and guilds.
Under HCS, these patches can be converted to oil palm if
they are shown to have negligible biodiversity value. These
results indicate that directing conversion toward smaller frag-
ments could minimize biodiversity impacts in agricultural
concessions if larger patches are conserved. However,
meeting area-requirements for many species will be dif-
ficult to achieve in most conversion settings because the
majority of patches (91%) are low and medium priority (i.e.,
10-100 ha) in our study landscape and elsewhere in the
tropics.

Patch-scale fragmentation metrics were the strongest deter-
minants of mammal abundance. At the community level,
mammals were more abundant in forest remnants comprising
a large core area and close to continuous logged forest.
Larger fragments harbor greater capacity to sustain wildlife
populations and are more robust to edge effects (Laurance,
2008). In a pan-tropical assessment, mammal abundance
declined by 57% toward forest edges (Pfeifer et al., 2017).
Less isolated fragments experience higher colonization rates,
with immigration providing a demographic safeguard from
local extinction.
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richness values (derived as the sum of conditional occupancy) and their associated error (95% Bayesian credible intervals [BCI]; vertical gray lines).

Color graded points denote habitat quality expressed as the proportion of HCS forest contained within the fragment. Hunting pressure is expressed

through point size, with larger points indicating increasing hunting pressure. Solid blue lines indicate predicted mean posterior distribution values for

species richness, while gray shaded areas represent 95% BCls. The HCS high priority patch threshold is presented as a dashed black line. All

horizontal axes on scatterplots are visualized on the logarithmic scale. Level plots (e—g) demonstrate pairwise responses between core area, hunting

pressure, and forest quality. All predictions were based on parameters extracted from models with substantial support, with non-target predictors

fixed at average values

Hunting can potentially amplify fragmentation impacts
on mammals. Indeed, models incorporating the hunting
metric had considerably more support than those containing
fragmentation metrics alone. Mammals generally declined in
areas of high hunting pressure, characterized by high human

density and ease of access, which are both considered key
determinants of hunting across the tropics (Benitez-Lopez
et al., 2017; Harrison et al., 2016). Given the scale of road
development associated with commodity agriculture, even
forest fragments remote from settlements are vulnerable
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TABLE 2 Estimated number of mammal species that can be
conserved for a given forest patch core area (ha) in oil palm

Core area (ha) Species richness BCI

10 12.7 10.7-14.9
Minimum HCS patch (33.3) (28.2-39.2)
threshold criteria
100 13.4 11.2-15.9
Current HCS High (35.2) (29.4-41.8)
Priority Patch
threshold
200 14.2 11.7-17
Recommended by (37.3) (30.8-44.7)
(Lucey et al., 2017)
500 16.6 13.3-20.2
(43.6) (35-53.3)
1000 20.5 15.9-25.7
(54.0) (41.9-67.6)
1500 24.5 18.6-31.1
(64.5) (48.9-81.9)
2000 28.5 21.2-36.6
(74.9) (55.8-96.2)
2500 324 23.8-42.0
(85.4) (62.8-100.0)
3200 38.0 27.5-49.6
Required to achieve (100.0) (72.5-100.0)

species richness
equivalent to an intact
mammal community

Species richness was derived as the sum of species occupancy probabilities
(derived from abundance estimates). Uncertainty is expressed using 95% Bayesian
credible intervals (BCI). We report the proportion of an intact mammal community
(N = 38) represented by these richness values in parentheses.

to anthropogenic encroachment. We found little evidence
of scale-dependent effects of patch size on hunting pres-
sure, specifically in relation to HCS priority designation
(average hunting pressure: low priority = 1.12; medium pri-
ority = 1.10; high priority = 0.96) and core area (r = 0.11).
This suggests that any interaction between fragment area and
anthropogenic pressure may break down when accessibility
is high.

The relatively weak mammal community response to
hunting pressure obscured steep declines in ungulates
(Figures S2 and S3), which comprise >70% of hunted species
consumed in Sabah (Bennett, Nyaoi, & Sompud, 2000) and
the dominant taxa in forest fragments. Hunting in much
of tropical Asia is opportunistic (Harrison et al., 2016), so
the most affected species tend to be those with the highest
abundance. Previous work found that plantation workers
and poachers from neighboring settlements hunt in oil palm
estates (Azhar et al., 2013). It is possible that our metric
underestimated hunting pressure since it was restricted to the

impacts of plantation workers, but this is unlikely as other
settlement types are situated a considerable distance away.
Due to the high level of immigrant workers employed on
plantations, it is difficult to generalize hunting behavior, as
it tends to be culturally specific (Luskin, Christina, Kelley,
& Potts, 2014). Nonetheless, our findings indicate that in
landscapes devoid of detailed socio-demographic/economic
data, effective spatially explicit proxies for hunting pressure
can be developed using freely available remote-sensing data
at scales appropriate to conservation management.

Habitat quality, measured as the proportion of HCS-
delineated forest within a patch, was positively associated
with abundance. An increasing proportion of HCS forest
within remnant patches likely corresponds to greater struc-
tural complexity, which has been identified as a key determi-
nant of animal abundance (Davies & Asner, 2014). Moreover,
structurally complex environments could potentially hinder
human hunting practices, particularly where dense understory
vegetation precludes access. Maintaining and restoring patch
quality, as well as quantity, should therefore be central to for-
est management in production landscapes.

4.2 | Policy recommendations

A key obstacle to effective policy in production landscapes
is a limited understanding of the optimal patch sizes needed
to sustain biodiversity. This is particularly relevant to HCS,
which specifies core area as the principle criterion underpin-
ning prioritization. Our results indicate that by conserving
any forest fragment with a core area >100 ha, the current
HCS high priority patch threshold is effective at safeguard-
ing ~35% of mammal species that would be present in con-
tiguous forest. This is far lower than the 70% representation
reported previously in the oil palm fragmentation literature
(Lucey et al., 2017). Indeed, patches would need to be far
larger (1,500 ha) to represent this proportion of the mammal
community. Where available, patches approaching this size
class should be retained as a conservation priority to meet bio-
diversity conservation objectives in production landscapes.
However, with the average patch size in sustainably managed
plantations falling well below this threshold (120 ha; Scriven
et al., 2019), it is clear that collective conservation manage-
ment of multiple fragments is more realistic than patch-based
approaches in real world applications. Consequently, we advo-
cate a shift to cumulative patch management, placing greater
emphasis on total forest cover and patch configuration. For
example, depending on forest quality, 2,000-3,000 ha core
area would be required to retain species richness equivalent
to that of an intact mammal community in our study land-
scape. Given the high opportunity costs of forgoing develop-
ment, it is unlikely that these area requirements can be met at
the patch—scale. To this end, riparian remnants and small frag-
ments, regardless of HCS designation, should also be viewed
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as integral components of the landscape to enhance connec-
tivity between high priority patches and contiguous forest
areas.

We demonstrated that hunting pressure suppresses area-
mediated gains in species numbers, increasing the area
required to maintain species richness equivalent to an intact
mammal community by an order of magnitude. Hunting is
often highly restricted on plantations and illegal for some
species, but previous work indicates that restricted admis-
sion and plantation patrols are often insufficient deterrents
(Azhar et al., 2013). Similarly, research from nearby Sumatra
indicates that species-focused awareness raising activities
may also be ineffectual, so anti-hunting campaigns should
lever personal values to incentivize behavioral change (St.
John et al., 2018). The impacts of hunting pressure can be
alleviated to some degree by the maintenance and restoration
of forest quality within fragments, which reduces the area
required to support intact mammal communities to around
50% higher than an otherwise equivalent fragment free from
hunting pressures.

4.3 | Conclusions

As zero-deforestation commitments gain traction, it is
imperative to qualify their biodiversity credentials. This is
especially true for oil palm as production has doubled every
decade since 1970, often at the expense of highly biodiverse
ecosystems (Austin et al., 2017). HCS is formally integrated
into oil palm certification standards, influencing the land-
scape management of 10 million ha to date (G. Rosoman,
pers. comm.). In summary, our findings show that cuamulative
patch management is needed if production and biodiversity
conservation are to be reconciled. Prioritization protocols
such as HCS should recognise the ecological role of small
patches beyond their immediate biodiversity value (Struebig
et al., 2011; Wintle et al., 2019), and provide clearer guide-
lines on riparian remnants, which tend to have low core area
(Luke et al., 2018), since these features could be vital for con-
necting patches. Nonetheless, the extent to which these efforts
are successful will depend on how secondary disturbances
are managed. Clearly, if population sinks in HCS-designated
forest remnants are to be avoided, minimizing hunting
pressure and maximizing habitat quality is crucial. HCS
applications must be augmented with stringent manage-
ment actions, sufficiently enforced regulations, and anti-
hunting campaigns that safeguard forest integrity as well as
cover.

ACKNOWLEDGMENTS

This study was funded by the UK Natural Environment
Research Council (NE/K016407/1) and a NERC EnvEast PhD
studentship to NJD. GGA was supported by the Australian

Research Council (DE160100904). We thank the Sabah Bio-
diversity Council, Sabah Forest Department, Yayasan Sabah,
Sime Darby, and Benta Wawasan for permitting access. We
are indebted to Jamiluddin Jami, Arnold James, Mohd. Mus-
tamin, Ampat Siliwong, Sabidee Mohd. Rizan, and Najmud-
din Jamal for field assistance.

ORCID

Nicolas J. Deere (12 https://orcid.org/0000-0003-1299-2126

Gurutzeta Guillera-Arroita
https://orcid.org/0000-0002-8387-5739

Philip J. Platts (1) https://orcid.org/0000-0002-0153-0121
Simon L. Mitchell (1) https://orcid.org/0000-0001-8826-4868
Dave J. I. Seaman (2 https://orcid.org/0000-0002-6616-7001
Zoe G. Davies (1) https://orcid.org/0000-0003-0767-1467
Matthew J. Struebig

https://orcid.org/0000-0003-2058-8502

REFERENCES

Asner, G. P., Brodrick, P. G., Philipson, C., Vaughn, N. R., Martin, R. E.,
Knapp, D. E., ... Coomes, D. A. (2018). Mapped aboveground car-
bon stocks to advance forest conservation and recovery in Malaysian
Borneo. Biological Conservation, 217, 289-310. https://doi.org/
10.1016/j.biocon.2017.10.020.

Austin, K. G., Lee, M. E., Clark, C., Forester, B. R., Urban, D. L.,
White, L., ... Poulsen, J. R. (2017). An assessment of high car-
bon stock and high conservation value approaches to sustainable
oil palm cultivation in Gabon. Environmental Research Letters, 12,
014005. https://doi.org/10.1088/1748-9326/aa5437.

Azhar, B., Lindenmayer, D., Wood, J., Fischer, J., Manning, A., McEl-
hinny, C., & Zakaria, M. (2013). Contribution of illegal hunting,
culling of pest species, road accidents and feral dogs to biodiversity
loss in established oil-palm landscapes. Wildlife Research, 40, 1-9.
https://doi.org./10.1071/WR12036

Barlow, J., Franca, F., Gardner, T. A., Hicks, C. C., Lennox, G.
D., Berenguer, E., ... Guénard, B. (2018). The future of hyper-
diverse tropical ecosystems. Nature, 559, 517. https://doi.org/10.
1038/s41586-018-0301-1.

Barlow, J., Lennox, G. D., Ferreira, J., Berenguer, E., Lees, A. C.,
Mac Nally, R., ... Gardner, T. A. (2016). Anthropogenic disturbance
in tropical forests can double biodiversity loss from deforestation.
Nature, 535, 144—147. https://doi.org/10.1038/nature18326.

Benitez-Lopez, A., Alkemade, R., Schipper, A. M., Ingram, D. J., Ver-
weij, P. A, Eikelboom, J. A. J., & Huijbregts, M. A. J. (2017). The
impact of hunting on tropical mammal and bird populations. Science,
356, 180—-183. https://doi.org/10.1126/science.aaj1891.

Bennett, E. L., Nyaoi, A. J., & Sompud, J. (2000). Saving Borneo’s
bacon: The sustainability of hunting in Sarawak and Sabah. In J.G.
Robinson & E. L. Bennett (Eds.). Hunting for Sustainability in Trop-
ical Forests (pp. 305-324). New York, NY: Columbia University
Press. Pages

Brinck, K., Fischer, R., Groeneveld, J., Lehmann, S., De Paula, M. D.,
Piitz, S., ... Huth, A. (2017). High resolution analysis of tropical for-
est fragmentation and its impact on the global carbon cycle. Nature
Communications, 8, 14855. https://doi.org/10.1038/ncomms14855.


https://orcid.org/0000-0003-1299-2126
https://orcid.org/0000-0003-1299-2126
https://orcid.org/0000-0002-8387-5739
https://orcid.org/0000-0002-8387-5739
https://orcid.org/0000-0002-0153-0121
https://orcid.org/0000-0002-0153-0121
https://orcid.org/0000-0001-8826-4868
https://orcid.org/0000-0001-8826-4868
https://orcid.org/0000-0002-6616-7001
https://orcid.org/0000-0002-6616-7001
https://orcid.org/0000-0003-0767-1467
https://orcid.org/0000-0003-0767-1467
https://orcid.org/0000-0003-2058-8502
https://orcid.org/0000-0003-2058-8502
https://doi.org/10.1016/j.biocon.2017.10.020
https://doi.org/10.1016/j.biocon.2017.10.020
https://doi.org/10.1088/1748-9326/aa5437
https://doi.org./10.1071/WR12036
https://doi.org/10.1038/s41586-018-0301-1
https://doi.org/10.1038/s41586-018-0301-1
https://doi.org/10.1038/nature18326
https://doi.org/10.1126/science.aaj1891
https://doi.org/10.1038/ncomms14855

DEERE ET AL.

Burnham, K. P., Anderson, D. R., & Huyvaert, K. P. (2011).
AIC model selection and multimodel inference in behavioral
ecology: Some background, observations, and comparisons.
Behavioral Ecology and Sociobiology, 65, 23-35. https://doi.org/10.
1007/s00265-010-1029-6.

Curtis, P. G, Slay, C. M., Harris, N. L., Tyukavina, A., & Hansen, M. C.
(2018). Classifying drivers of global forest loss. Science, 361, 1108—
1111. https://doi.org/10.1126/science.aau3445.

Davies, A. B., & Asner, G. P. (2014). Advances in animal ecology from
3d-LiDAR ecosystem mapping. Trends in Ecology and Evolution, 29,
681-691. https://doi.org/10.1016/j.tree.2014.10.005.

Deere, N. J., Guillera-Arroita, G., Baking, E. L., Bernard, H., Pfeifer,
M., Reynolds, G., ... Struebig, M. J. (2018). High carbon stock forests
provide co-benefits for tropical biodiversity. Journal of Applied Ecol-
0gy, 55, 997-1008. https://doi.org/10.1111/1365-2664.13023.

Deikumah, J. P., Mcalpine, C. A., & Maron, M. (2014). Biogeo-
graphical and taxonomic biases in tropical forest fragmentation
research. Conservation Biology, 28, 1522-1531. https://doi.org/
10.1111/cobi.12348.

Frakes, B. T., Flowe, T., & Sherrill, K. R. (2015) National park service
travel time cost surface model (TTCSM). Natural Resource Report
NPS/NRSS/NRR—2015/933. National Park Service, Fort Collins,
CO.

Gaveau, D. L., Sheil, D., Salim, M. A., Arjasakusuma, S., Ancrenaz, M.,
Pacheco, P., & Meijaard, E. (2016). Rapid conversions and avoided
deforestation: Examining four decades of industrial plantation
expansion in Borneo. Scientific Reports, 6, 32017. https://doi.org/
10.1038/srep32017.

Hansen, M. C., Potapov, P. V., Moore, R., Hancher, M., Turubanova, S.
A., Tyukavina, A., ... Townshend, J. R. G. (2013). High-resolution
global maps of 21st-century forest cover change. Science, 342, 850—
853. https://doi.org/10.1126/science.1244693.

Harrison, R. D., Sreekar, R., Brodie, J. F., Brook, S., Luskin, M.,
O’kelly, H., ... Velho, N. (2016). Impacts of hunting on tropical
forests in Southeast Asia. Conservation Biology, 30,972-981. https://
doi.org/10.1111/cobi.12785.

Keinath, D. A., Doak, D. F., Hodges, K. E., Prugh, L. R., Fagan,
W., Sekercioglu, C. H., ... Kauffman, M. (2017). A global analy-
sis of traits predicting species sensitivity to habitat fragmentation.
Global Ecology and Biogeography, 26, 115-127. https://doi.org/
10.1111/geb.12509.

Laurance, W. F. (2008). Theory meets reality: How habitat frag-
mentation research has transcended island biogeographic the-
ory. Biological Conservation, 141, 1731-1744. https://doi.org/10.
1016/j.biocon.2008.05.011.

Lucey, J. M., Palmer, G., Yeong, K. L., Edwards, D. P., Senior, M. J.,
Scriven, S. A., ... Hill, J. K. (2017). Reframing the evidence base for
policy-relevance to increase impact: A case study on forest fragmen-
tation in the oil palm sector. Journal of Applied Ecology, 54, 731—
736. https://doi.org/10.1111/1365-2664.12845.

Luke, S. H., Slade, E. M., Gray, C. L., Annammala, K. V., Drewer,
J., Williamson, J., ... Vairappan, C. S. (2018). Riparian buffers in
tropical agriculture: Scientific support, effectiveness and directions
for policy. Journal of Applied Ecology, 56, 85-92. https://doi.org/
10.1111/1365-2664.13280.

Luskin, M. S., Christina, E. D., Kelley, L. C., & Potts, M. D.
(2014). Modern hunting practices and wild meat trade in the

Wl LEY 11 of 11

oil palm plantation-dominated landscapes of Sumatra, Indonesia.
Human Ecology, 42, 35-45. Retrieved from https://doi.org/10.1007/
$10745-013-9606-8

Lyon, T. P., & Maxwell, J. W. (2008). Corporate social responsi-
bility and the environment: A theoretical perspective. Review of
Environmental Economics and Policy, 2, 240-260. https://doi.org/
10.1093/reep/ren004.

Meijaard, E., Garcia-Ulloa, J., Sheil, D., Wich, S., Carlson, K., Juffe-
Bignoli, D., & Brooks, T. (2018). Oil palm and biodiversity: A situa-
tion analysis by the IUCN QOil Palm Task Force. Gland, Switzerland:
TUCN.

Michalski, F., & Peres, C. A. (2007). Disturbance-mediated mam-
mal persistence and abundance-area relationships in Amazo-
nian forest fragments. Conservation Biology, 21, 1626-1640.
https://doi.org/10.1111/j.1523-1739.2007.00797 .x.

Peres, C. A. (2001). Synergistic effects of subsistence hunting
and habitat fragmentation on Amazonian forest vertebrates.
Conservation  Biology, 15, 1490-1505. https://doi.org/10.
1046/j.1523-1739.2001.01089.x.

Pfeifer, M., Lefebvre, V., Peres, C., Banks-Leite, C., Wearn, O.,
Marsh, C., ... Cerezo, A. (2017). Creation of forest edges has a
global impact on forest vertebrates. Nature, 551, 187. https://doi.org/
10.1038/nature24457.

Pirker, J., Mosnier, A., Kraxner, F., Havlik, P., & Obersteiner,
M. (2016). What are the limits to oil palm expansion? Global
Environmental Change, 40, 73-81. https://doi.org/10.1016/
j-gloenvcha.2016.06.007.

Platts, P. J. (2012) Spatial modelling, phytogeography and conservation
in the Eastern Arc Mountains of Tanzania and Kenya. PhD thesis.
University of York, York.

Rosa, I. M., Smith, M. J.,, Wearn, O. R., Purves, D., & Ewers,
R. M. (2016). The environmental legacy of modern tropical
deforestation. Current Biology, 26, 2161-2166. https://doi.org/10.
1016/j.cub.2016.06.013.

Rosoman, G., Sheun, S.S., Opal, C., & Anderson, P. Trapshah, R. (Eds.).
(2017). The HCS approach toolkit. Singapore: HCS Steering Group.

Royle, J. A., & Nichols, J. D. (2003). Estimating abundance from
repeated presence—absence data or point counts. Ecology, 84, 777—
790. https://doi.org/10.1890/0012-9658(2003)084[0777:EAFRPA]
2.0.COs2.

Schipper, J., Chanson, J. S., Chiozza, F., Cox, N. A., Hoffmann, M.,
Katariya, V., ... Temple, H. J. (2008). The status of the world’s land
and marine mammals: Diversity, threat, and knowledge. Science, 322,
225-230. https://doi.org/10.1126/science.1165115.

Scriven, S. A., Carlson, K. M., Hodgson, J. A., McClean, C. J., Heil-
mayr, R., Lucey, J. M., & Hill, J. K. (2019). Testing the benefits of
conservation set-asides for improved habitat connectivity in tropical
agricultural landscapes. Journal of Applied Ecology, 56, 2274-2285.
https://doi.org/10.1111/1365-2664.13472.

Struebig, M. J., Kingston, T., Petit, E. J., Le Comber, S. C., Zubaid,
A., Mohd-Adnan, A., & Rossiter, S. J. (2011). Parallel declines
in species and genetic diversity in tropical forest fragments. Ecol-
ogy Letters, 14, 582-590. https://doi.org/10.1111/j.1461-0248.2011.
01623.x.

St. John, F. A. V. Linkie, M., Martyr, D., Milliyanawati, B.,
McKay, J. E., Mangunjaya, F. M., ... Struebig, M. J. (2018).


https://doi.org/10.1007/s00265-010-1029-6
https://doi.org/10.1007/s00265-010-1029-6
https://doi.org/10.1126/science.aau3445
https://doi.org/10.1016/j.tree.2014.10.005
https://doi.org/10.1111/1365-2664.13023
https://doi.org/10.1111/cobi.12348
https://doi.org/10.1111/cobi.12348
https://doi.org/10.1038/srep32017
https://doi.org/10.1038/srep32017
https://doi.org/10.1126/science.1244693
https://doi.org/10.1111/cobi.12785
https://doi.org/10.1111/cobi.12785
https://doi.org/10.1111/geb.12509
https://doi.org/10.1111/geb.12509
https://doi.org/10.1016/j.biocon.2008.05.011
https://doi.org/10.1016/j.biocon.2008.05.011
https://doi.org/10.1111/1365-2664.12845
https://doi.org/10.1111/1365-2664.13280
https://doi.org/10.1111/1365-2664.13280
https://doi.org/10.1007/s10745-013-9606-8
https://doi.org/10.1007/s10745-013-9606-8
https://doi.org/10.1093/reep/ren004
https://doi.org/10.1093/reep/ren004
https://doi.org/10.1111/j.1523-1739.2007.00797.x
https://doi.org/10.1046/j.1523-1739.2001.01089.x
https://doi.org/10.1046/j.1523-1739.2001.01089.x
https://doi.org/10.1038/nature24457
https://doi.org/10.1038/nature24457
https://doi.org/10.1016/j.gloenvcha.2016.06.007
https://doi.org/10.1016/j.gloenvcha.2016.06.007
https://doi.org/10.1016/j.cub.2016.06.013
https://doi.org/10.1016/j.cub.2016.06.013
https://doi.org/10.1890/0012-9658\0502003\0510840777:EAFRPA2.0.CO;2
https://doi.org/10.1890/0012-9658\0502003\0510840777:EAFRPA2.0.CO;2
https://doi.org/10.1126/science.1165115
https://doi.org/10.1111/1365-2664.13472
https://doi.org/10.1111/j.1461-0248.2011.01623.x
https://doi.org/10.1111/j.1461-0248.2011.01623.x

DEERE ET AL.

12 0f 11 Wl LEY

Intention to kill: Tolerance and illegal persectuion of Sumatran
tigers and sympatric species. Conservation Letters, 11, e12451.
https://doi.org/10.1111/conl.12451.

Taubert, F., Fischer, R., Groeneveld, J., Lehmann, S., Miiller, M. S.,
Rodig, E., ... Huth, A. (2018). Global patterns of tropical forest frag-
mentation. Nature, 554, 519. https://doi.org/10.1038/nature25508.

Watanabe, S. (2010). Asymptotic equivalence of Bayes cross valida-
tion and widely applicable information criterion in singular learn-
ing theory. Journal of Machine Learning Research, 11, 3571—
3594.

Wintle, B. A., Kujala, H., Whitehead, A., Cameron, A., Veloz, S.,
Kukkala, A., ... Cadenhead, N. C. (2019). Global synthesis of con-
servation studies reveals the importance of small habitat patches for
biodiversity. Proceedings of the National Academy of Sciences, 116,
909-914. https://doi.org/10.1073/pnas.1813051115.

SUPPORTING INFORMATION

Additional supporting information may be found online in the
Supporting Information section at the end of the article.

How to cite this article: Deere NJ, Guillera-Arroita
G, Platts PJ, et al. Implications of zero-deforestation
commitments: Forest quality and hunting pressure
limit mammal persistence in fragmented tropical
landscapes. Conservation Letters. 2020;e12701.
https://doi.org/10.1111/conl.12701



https://doi.org/10.1111/conl.12451
https://doi.org/10.1038/nature25508
https://doi.org/10.1073/pnas.1813051115
https://doi.org/10.1111/conl.12701

