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ABSTRACT
Temperate grasslands and woodlands are the focus of extensive restoration efforts

worldwide. Reintroduction of locally extinct soil-foraging and burrowing animals

has been suggested as a means to restore soil function in these ecosystems. Yet little is

known about the physical and chemical effects of digging on soil over time and

how these effects differ between species of digging animal, vegetation types or

ecosystems. We compared foraging pits of a native reintroduced marsupial, the

eastern bettong (Bettongia gaimardi) and that of the exotic European rabbit

(Oryctolagus cuniculus). We simulated pits of these animals and measured pit

dimensions and soil chemical properties over a period of 2 years. We showed that

bettong and rabbit pits differed in their morphology and longevity, and that pits

had a strong moderating effect on soil surface temperatures. Over 75% of the

simulated pits were still visible after 2 years, and bettong pits infilled faster than

rabbit pits. Bettong pits reduced diurnal temperature range by up to 25 �C compared

to the soil surface. We did not find any effects of digging on soil chemistry that

were consistent across vegetation types, between bettong and rabbit pits, and with

time since digging, which is contrary to studies conducted in arid biomes.

Our findings show that animal foraging pits in temperate ecosystems cause physical

alteration of the soil surface and microclimatic conditions rather than nutrient

changes often observed in arid areas.
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INTRODUCTION
Temperate grasslands and woodlands are among the most threatened biomes worldwide

due to widespread clearing and degradation from land use changes and inappropriate

management (Hoekstra et al., 2004). Loss of species has both accompanied and

contributed to this degradation, including soil-foraging and burrowing animals that play

a role in soil turnover. Some of these animals are considered to be ‘ecosystem engineers’
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because their digging behaviour has cascading effects on soil function and associated biota

(Jones, Lawton & Shachak, 1994; Berke, 2010). Most knowledge of the role of digging

animals in ecosystems has been developed from arid environments (Coggan, Hayward &

Gibb, 2018). This leaves little understanding of their role in many other ecosystems,

and their potential use for ecosystem restoration (Byers et al., 2006; Manning, Eldridge &

Jones, 2015).

Ecosystem engineers structurally alter their environment, which in turn leads to

changes in abiotic and biotic conditions (Jones et al., 2010). In the case of digging animals,

the creation of pits and burrows can increase soil moisture and infiltration (Laundre, 1993;

Garkaklis, Bradley & Wooller, 1998; Eldridge, 2009; Eldridge et al., 2012a; Valentine

et al., 2017), reduce soil bulk density (Canals, Herman & Firestone, 2003; Cuevas et al.,

2012; Travers et al., 2012), moderate extremes of temperature (Gutterman, 1997;

Eldridge & Mensinga, 2007; James, Eldridge & Moseby, 2010), mix the soil profile and trap

plant litter and seeds (Martin, 2003; Eldridge & Mensinga, 2007; James, Eldridge &

Hill, 2009).

Several studies have found that digging animals can also change the chemistry of soils,

but these effects are highly variable. Some nutrients (e.g. carbon, nitrogen, ammonium,

nitrate, phosphorus and sulphur) may be higher in pits because of collection of

organic matter (Tardiff & Stanford, 1998; James, Eldridge & Hill, 2009; Eldridge et al.,

2012b; Travers et al., 2012), increased microbial activity and decomposition (Eldridge

et al., 2015, 2016; Valentine et al., 2017), or removal of plants which would otherwise use

the nutrients (Canals, Herman & Firestone, 2003). In contrast, some studies have found a

reduction in certain nutrients in pits, perhaps as a result of leaching due to increased

water infiltration (Garkaklis, Bradley & Wooller, 2003; Eldridge & Mensinga, 2007), and

others have found no effect (Groot Bruinderink & Hazebroek, 1996). A recent global

meta-analysis of the effects of digging animals on soil found they significantly increased

soil N and P, but there was no overall effect for C or pH (Mallen-Cooper, Nakagawa &

Eldridge, 2019).

Most studies of digging animals have focused on arid and semi-arid ecosystems

(Whitford & Kay, 1999; Kinlaw, 1999), with few studies conducted in temperate

ecosystems, particularly in Australia (Coggan, Hayward & Gibb, 2018). This is important

because the effects of digging are likely to differ between arid and temperate ecosystems

(Crain & Bertness, 2006). Several studies have suggested that the effects of digging

animals are more pronounced in more arid or resource-poor sites (Mallen-Cooper,

Nakagawa & Eldridge, 2019; Decker, Eldridge & Gibb, 2019), however Coggan, Hayward &

Gibb (2016) found the opposite pattern. Further research on ecosystem engineers in

temperate ecosystems is therefore required to close this knowledge gap.

The total impact of an ecosystem engineer on its environment depends on both the

spatial and temporal aspects of its effects (Hastings et al., 2007). However, most studies

on digging animals have focused on only the spatial aspects of digging; quantifying

the number and distribution of pits and how much soil is moved in a certain area

(e.g. Eldridge, 2004). In contrast, fewer studies have looked at temporal aspects of digging

such as the longevity or ‘decay rate’ of pits (Raynaud, Jones & Barot, 2013). How long the
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effects of pits persist is likely to be influenced by many factors such as vegetation, soil type,

climate and topography, as well as the morphology of the pit itself (Alkon, 1999).

For example, pits have been shown to infill more quickly in sandy soils (Newell, 2008)

and under tree canopies (Eldridge & Kwok, 2008), while pits with larger openings collect

more litter (James, Eldridge & Hill, 2009). The effects of digging on soil chemistry are

also likely to change over time as organic matter accumulates and decomposes and may

persist well after the physical pit is no longer visible.

In Australia, habitat loss and feral predators have caused widespread decline of many

native soil-foraging and burrowing mammals (Burbidge & McKenzie, 1989), and their

loss is thought to have contributed to the degradation of Australian ecosystems

(Martin, 2003; Eldridge & James, 2009; Fleming et al., 2014). However, the introduced

European rabbit (Oryctolagus cuniculus) has become widespread in most ecosystems,

and it has been suggested that they could fill a similar niche (Read et al., 2008; James

et al., 2011). This is because they are comparable in size and create small foraging

pits similar to those of native digging animals (James et al., 2011). In their native range,

rabbits are recognised as important ecosystem engineers, increasing habitat

heterogeneity and plant diversity (Gálvez-Bravo et al., 2011). In Australia, however, they

have become extremely abundant, leading to negative impacts on soils and native

vegetation (Eldridge & Myers, 2001; Eldridge & Simpson, 2002; Eldridge & Koen, 2008)

and competition with native animals (Short & Smith, 1994; Short, 1998; Johnson, 2006).

Rabbits also create fewer pits than other native species, and their pits tend to be

shallower (James & Eldridge, 2007; James et al., 2011; Munro et al., 2019), which may

have an impact on their ecological effects. To date, no studies have directly compared the

physical and chemical properties of rabbit foraging pits with a native marsupial in a

temperate ecosystem.

In this study, we wanted to investigate the physical and chemical effects of foraging pits

of an Australian native marsupial, the eastern bettong (Bettongia gaimardi) and those

of the introduced European rabbit. To do this, we accurately re-created pits and measured

their physical dimensions and soil properties over time. We also used real bettong diggings

for measuring the microclimatic effects on temperature. We posed the following

questions:

1. How do the physical dimensions of artificial bettong and rabbit pits change over time?

2. Do natural bettong pits influence soil surface temperature?

3. What is the effect of artificial bettong and rabbit digging on soil chemistry within and

directly beneath the pits, and how does this change over time?

We hypothesised that differences in morphology of bettong and rabbit foraging pits

would result in different rates of infill over time, and that natural bettong pits would have

a more mesic microclimate with a smaller diurnal temperature range compared to the

soil surface. We also predicted that soil collected from within and beneath bettong pits

would be distinct from rabbit pits and control (non-pit) sites, and that any effects on soil

chemistry would change over time.
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By addressing these questions, our study provides some new insight into the role of

digging mammals as ecosystem engineers in temperate ecosystems and informs the

conservation and management of both native and exotic digging mammals.

MATERIALS AND METHODS
Study area
We conducted our study within the Mulligan’s Flat-GoorooyarrooWoodland Experiment,

which consists of two neighbouring nature reserves on the outskirts of Canberra,

south-eastern Australia (Manning et al., 2011; Shorthouse et al., 2012). The two reserves

contain important remnants of Yellow Box-Blakely’s Red Gum Grassy Woodland, which

is listed as a critically endangered ecological community (Australian Government, 2006).

In 2009, a 485 ha predator-proof sanctuary was established in Mulligan’s Flat reserve to

provide protection for the native wildlife and allow the reintroduction of several locally

extinct species, including the eastern bettong (Bettongia gaimardi) which was introduced

in 2012 (Batson et al., 2016). Within the sanctuary, feral predators (cats, foxes and dogs)

and hares were removed, and rabbits were managed at low numbers.

Vegetation, soils and climate
The soils and vegetation in the reserve have been described by Lepschi (1993) andMcIntyre

et al. (2010). For this study we defined three structural vegetation types: ‘Grassland’

(dominated by Rytidosperma sp., with poorer soils); ‘Woodland’ (discontinuous

eucalyptus canopy with understorey of Themeda australis and large tussock grass e.g.

Rytidosperma pallida, richer soils) and ‘Forest’ (continuous eucalyptus canopy with sparse

understorey of Rytidosperma pallida, with intermediate soils and thick litter layer).

Mean minimum and maximum temperatures for the hottest and coldest month are

13 �C and 28 �C (Jan) and 0 �C and 11 �C (Jul) respectively. Mean annual rainfall is

644.5 mm (1935–2017, Bureau of Meteorology, 2018). Monthly rainfall over the study

period is shown in Fig. S1 (see Supplementary Materials).

Study design
We assessed the physical and chemical properties of artificial bettong and rabbit pits

located in the three vegetation types and over time. Our study design consisted of three

fenced bettong ‘exclosures’ (200 m � 50 m) within the reserve, with one in each of the

three vegetation types. We used fenced areas where bettongs did not have access to prevent

any subsequent disturbance. We marked transects with star pickets placed 50 m from

one end of the exclosure extending through the middle of the site for 50 m. In the

woodland site, the transect passed through a section of grassland indicating a potentially

different soil type, so we extended the transect to 70 m and avoided taking soil samples

from that section. In December 2014, we placed artificial pits (see below) one metre

apart along the transect, alternating between bettong and rabbit pits (giving a total of

170 pits—85 bettongs and 85 rabbits). The location of each pit was marked with a peg and

a metal tag. For each pit, we measured length, width and depth (at the deepest point).

We placed three coloured pebbles (approx. five mm in diameter) in the bottom of each pit
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to mark the original depth. In August 2015 (8 months after initiation), the pits were

measured again. We then took soil samples from a selection of the pits (see below).

This was repeated in January 2017 (24 months after initiation).

Artificial pits
We created foraging pits that simulated those of bettongs and rabbits, in order to measure

changes in pit dimensions (Question 1) and soil chemistry (Question 3) over time.

The temperature measurements (Question 2) were taken from real bettong pits

(see below). We chose to use artificial pits for two reasons, (1) to be certain of the age of

the pits, which is difficult to determine for real pits, and (2) to enable side-by-side

comparison of bettong and rabbit pits in the same location and under the same

conditions. We created the pits by hand using a teaspoon to scrape and scoop away the soil

into a ‘spoil heap’, imitating the action of the animal. We based the size and shape of

the pits on measurements of 1,518 bettong and 432 rabbit pits, which were taken

previously from the same study site (Munro et al., 2019). While the pits of both animals

can vary widely, bettong pits are generally narrower and deeper than rabbit pits with a

typical ‘leaning cone’ shape, while rabbit pits are a shallow ‘bowl’ shape (Fig. 1).

Soil sampling
We took soil samples from six bettong and six rabbit pits in each of the three sites, at

8 months and 24 months after the pits were created (36 pits total at each sampling time).

We selected the pits for sampling using a random number generator. In some cases

where the pit could not be found or had been disturbed, we used the next suitable pit

along the transect. Due to the destructive nature of the sampling, once a pit had been

sampled, it could not be sampled again. Sampled pits were also excluded from further

measurement for pit dimensions.

For the ‘pit’ sample, we used a small trowel to collect all the loose soil that had

accumulated in the pit, down to the original depth indicated by the coloured pebbles.

Figure 1 Bettong and rabbit pit dimensions. Shape and dimensions of ‘typical’ bettong and rabbit

foraging pits shown from above (A, B) and in cross-section (C, D) (to scale). Measurements are averages

taken from 1,518 bettong and 432 rabbit pits (Munro et al., 2019).

Full-size DOI: 10.7717/peerj.7506/fig-1
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Any large litter was first removed from the site by gently brushing it away. We then sampled

the ‘under-pit’ soil below the pebbles using a 50mL syringe with the end cut off, pushed into

the soil at the base of the pit up to the 10 mL mark (Fig. S2). The control samples were

taken from an undisturbed area approximately 50 cm further along the transect (i.e. halfway

between the pits). For the ‘pit control’, we used the trowel to excavate a new depression of

the same dimensions as the paired pit. We then took the ‘under-pit control’ from below

the ‘pit control’ sample, using the same method as the ‘under-pit’. This gave a total of

144 samples (36 � pit and under-pit, 36 � pit control and under-pit control).

Soil analysis
Each soil sample was analysed to measure total nitrogen (N) and total organic carbon (C),

mineral nitrogen (NO3
- and NH4

+), plant-available phosphorus (P), pH and electrical

conductivity (EC). The coarsely ground oven-dried soil was finely ground using a puck mill,

and the organic carbon and total nitrogen content were determined using a LECO CNS

2000 (CMethod 6B2 and NMethod 7A5; Rayment &Higginson, 2011). These data were also

used to calculate the Carbon:Nitrogen ratio (C:N). A sub-sample of each sample was used to

determine soil NO3
- and NH4

+ content using 1:10 ratio of soil to two M KCl extract.

The extract was shaken for 1 h, centrifuged, and filtered prior to analysis. The NO3
- and

NH4
+ concentrations were determined by the cadmium reduction and phenate method

(Rice et al., 2012) using an Autoanalyser. Soil plant-available phosphorus was extracted

using the Resin P method (Tiessen & Moir, 2007) and determined using the colorimetric

molybdate-ascorbic acid method (Murphy & Riley, 1962). Five grams of field soil to 25 ml

DIwater extract were used to determine soil pH (Method 4A1; Rayment & Higginson, 2011)

and EC (Method 3A1; Rayment & Higginson, 2011).

Temperature measurements
To measure the effect of digging on soil surface temperatures, we selected six real bettong

pits at an open grassland site in full sun, within Mulligan’s Flat Nature Reserve. We chose

an open site to avoid variation due to shading, so the measurements are likely to

represent the most extreme temperature variation experienced in the reserve. These

measurements were taken from real bettong pits because we were not concerned about pit

age or subsequent disturbance, but we did select pits that appeared to be fresh (i.e. no

infill). Pits were randomly distributed across the site, with a minimum distance of one

metre between pits. We placed six digital temperature data loggers (Maxim Integrated

Thermochron iButton Device DS1921G) in the base of the pits, and six on the soil surface

20 cm from each pit. The thermometers were protected from direct sun by the grass

canopy, or a thin layer of loose soil in the bottom of the pits. We set the thermometers to

record every 15 min and left them out over 4 days during winter, and again during

summer (25–29 Aug and 9–13 Dec 2016).

Data analysis
To examine the change in physical dimensions of the pits over time (Question 1),

we calculated the average radius (length + width/4) and depth of bettong and rabbit
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artificial pits recorded at 0, 8 and 24 months. We used the ratio of depth to radius as a

proxy for the change in the dimensions of the pit. We also calculated the volume of each

pit, assuming a circular cone shape (pi � radius2 � (depth/3)). We used linear mixed

models to test for the interactive effects of pit age and species on the pit dimensions

(depth/radius) and volume. We included vegetation type as a random effect to account for

site differences. We then tested for pairwise significant differences between the different

factor levels using Tukey’s post-hoc test.

To measure the effect of natural bettong pits on soil surface temperatures (Question 2),

we plotted the temperatures recorded inside pits and at the soil surface at 15-min intervals,

with each interval averaged across the six data loggers for each treatment (‘pit’ and

‘surface’ in summer and winter). We then plotted temperatures as a boxplot to show the

overall mean and range for the 4 days of data. For each data logger, we calculated the mean,

maximum, minimum and range of temperatures recorded over 4 days in the field.

We then conducted paired t-tests to test whether there was a difference between the pit

and surface in each of summer and winter using GenStat (VSN International, 2015).

To assess the effects of artificial bettong and rabbit pits on soil chemical properties

(Question 3), we first used Principle Component Analysis (PCA) to explore the

correlations among all the soil variables in relation to other explanatory variables

(e.g. vegetation type, age of pit, treatment). This analysis combines variables using an

orthogonal transformation to identify compound axes of variation that explain the largest

possible variance in the dataset (Pearson, 1901). Eight soil variables were included in

the analysis: total nitrogen (N), total carbon (C), C:N ratio, nitrate and ammonium

(NO3
- and NH4

+), plant-available phosphorus (P), pH and EC. We conducted the PCA

using PC-ORD (MjM Software Design, 2016).

We next used linear mixed models to test for the interactive effects of our experimental

treatments on each of the eight soil variables. Our fixed effects were: Treatment—two

levels (Treatment and Control), tests for the effect of digging with respect to a paired

control (non-pit); Pit—two levels (Pit and Under-pit), tests for the difference between

soils collected from inside and directly below the pit; Animal—two levels (Bettong and

Rabbit), tests for the difference between pits created by bettongs or rabbits; Age—two

levels (8 months and 24 months), tests for the difference due to the age of the pits;

Vegetation type—three levels (Forest, Woodland and Grassland), tests for the difference

due to vegetation type. We were interested in the treatment effect (treatment vs

control) in each level of the interaction of age, vegetation type, animal and pit. We used

Pit number (i.e. position along the transect) as a random effect to account for spatial

autocorrelation. Our response variables were Total C (g/kg), Total N (g/kg), C:N ratio,

NH4
+ (µg/kg), NO3

- (µg/kg), P (µg/kg), EC and pH. All response variables were log

transformed to achieve normal distribution, except pH. We represented the results of

these nested treatment effects as effect sizes. These were extracted from the model

coefficients and represent the effect of a treatment vs its corresponding control within

each of the interacting effects. We used R (R Core Team, 2017) with the ‘lme4’ (Bates et al.,

2015) package for the generalised and linear mixed models, the ‘emmeans’ package
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(Lenth, 2018) for the Tukey post-hoc test and the ‘ggplot2’ package (Wickham, 2009) for

figure plotting (for code see Supplementary Material).

RESULTS
Pit dimensions
We found that after 2 years, 75% of all pits were still visible. After 8 months, 5% of bettong

pits were completely filled in, while only 1% of rabbit pits were full. After 24 months,

27% of bettong pits were completely full compared to 17% for rabbit pits. The results of

the linear mixed models are shown in Table S1, and the results of the Tukey post-hoc

tests are in Table S2. There was a significant interaction between pit age and species

(p < 0.001) for both depth/radius and volume, indicating that the difference between the

bettong and rabbit pits changed over time. At the start of the experiment (0 month),

the bettong pits were deeper and narrower than rabbit pits (higher depth/radius ratio),

but the rabbit pits had higher average volume due to their larger surface area (see Fig. 2;

Fig. S3). At 8 months, the bettong pits had become wider and shallower as their sides

collapsed, but the depth/radius ratio was still significantly higher than the rabbit pits.

At this point there was no difference in volume between bettong and rabbit pits.

Between 8 and 24 months, the bettong pits continued to infill at a slower rate, but there

was no significant change in the rabbit pit dimensions. At 24 months there was no

difference in dimensions or volume between bettong and rabbit pits.

Soil surface temperatures
There was no difference between the mean temperature in a bettong pit and the soil

surface in either summer (p = 0.25) or winter (p = 0.56) (Fig. 3; Fig. S4). However,

the pits were characterised by a significantly smaller diurnal temperature range

Figure 2 Bettong and rabbit pit dimensions over time, shown as the ratio of pit depth to radius.Values

are predicted means with standard errors based on linear mixed models. letters (a–c) indicate pairwise

significant differences based on Tukey’s post-hoc test. Full-size DOI: 10.7717/peerj.7506/fig-2
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(summer p � 0.001, winter p = 0.03). In summer, the mean maximum temperature in a

pit was approximately 12 �C cooler than on the surface (p � 0.003), the minimum

was 3 �C warmer (p� 0.001). In winter, the mean maximum temperature in a pit was 5 �C
cooler (p = 0.03), and the minimum temperature was 2 �C warmer (p = 0.02).

Effect of digging on soil chemistry
The PCA showed that our eight soil chemistry variables could be combined into three

main axes that explained 77% of the total variation among samples (Table 1). The first axis

of the PCAwas correlated with C and N (Table 1), and there was a gradient along this axis

by vegetation type, with the lowest levels of C and N found in the grassland sites and

the highest levels in forest sites (Fig. 4B). Importantly, the PCA ordination revealed that

pits were clearly separated by age along the second axis, which was positively correlated

with pH and NH4
+, and negatively with NO3

-. At 8 months, soil samples had higher

pH and NH4
+, whereas at 24 months the samples tended to have higher levels of NO3

-

(Fig. 4A). There were no obvious visual differences between the bettong and rabbit pits,

or between the pit, under-pit and control samples in terms of their positions in

ordination space.

Figure 3 Bettong pit and soil surface temperatures (˚C). Temperature data from bettong pits and soil

surface, measured every 15 min over 4 days in summer and winter 2016.

Full-size DOI: 10.7717/peerj.7506/fig-3
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We found some significant effects of foraging pits on soil chemistry, which are

summarised in Table 2 (full results for each variable shown in Figs. S5A–S5H). The effects

were dependent on vegetation type, animal, age of pit or some combination thereof, with

no consistent patterns across treatments. Most of the significant effects were detected

at 8 months, and rabbit pits had more significant effects than bettong pits. For example,

rabbit pits in the forest vegetation type had higher levels of carbon at 8 months compared

to the control (non-pit), but those in the grassland site had less (Fig. 5); whereas in

the woodland, available phosphorus levels were higher in rabbit pits but lower in rabbit

under-pits. At 8 months, rabbit pits in the grassland had higher pH, but at 24 months

pH was higher in rabbit under-pits in the woodland site. At 24 months, EC in the forest

was lower in rabbit pits but higher in the under-pit.

There were no digging effects on any soil nutrients (C, N, NH4
+, NO3

- and P) in bettong

pits. At 8 months, bettong pits had higher pH in the grassland vegetation type.

Bettong pits in the forest had higher EC at 8 months, whereas at 24 months in the

grassland EC was higher in bettong pits but lower in the under-pit. In bettong under-pits,

ammonium was higher in the forest site at 8 months. There was no significant difference

in nitrate among the treatments.

DISCUSSION
In this study we tested the hypothesis that that foraging pits of an Australian native

marsupial, the eastern bettong (Bettongia gaimardi), were distinct from control (non-pit)

sites and those of the introduced European rabbit in temperate grassy woodlands.

We demonstrated that while bettong and rabbit pits differed in their physical effects, such

as the micro-topography of the soil surface and the temperatures in the pit, they did

not have a clear effect on soil chemistry. We suggest the role of digging ecosystem

engineers in temperate zones may be limited to physical disturbance of the soil rather than

the creation of nutrient or resource hotspots described previously in arid zone ecosystems.

Table 1 Summary table of the eight soil variables measured for all soil samples (including pit,

control, under-pit, and under-pit control), and the results of Principal Components Analysis

(PCA) identifying the variation accounted for by the first three axes and their correlated soil

variables.

Soil variables Min. Max. Mean Std. dev. Correlation with PCA axis

Axis 1 Axis 2 Axis 3

Total C g/kg 12.81 413.4 67.41 57.63 0.53 -0.25 -0.16
Total N g/kg 0.6 13.23 3.44 2.25 0.52 -0.20 -0.19
C:N 4.16 37.56 18.46 3.74 0.32 -0.36 -0.15
NO3

- µg/kg 0.005 90.15 9.16 15.19 0.005 -0.45 0.47

NH4
+ µg/kg 0.02 221.95 29.73 41.63 0.37 0.41 0.006

P µg/kg 0.02 19.49 2.49 3.49 0.09 -0.04 0.81

pH 4.16 6.38 5.17 0.53 0.15 0.56 0.11

EC 4.16 225.6 53.71 40.91 0.43 0.29 0.22

% Variance explained 34.7% 26.7% 15.2%
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Figure 4 Principle Component Analysis (PCA) of all soil samples. Principal Component Analysis (PCA) of

all soil samples (including pit, control, under-pit, and under-pit control), coded by (A) the age of the pit when

the samples were taken and (B) vegetation type. The biplot lines indicate direction and strength of correlation

with the eight response variables (Total C, Total N, C:N ratio, NH4
+, NO3

-, P, EC and pH).

Full-size DOI: 10.7717/peerj.7506/fig-4
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Our work has meaningful implications for understanding the role of ecosystem engineers

in temperate ecosystems.

Question 1—How do the physical dimensions of artificial bettong and
rabbit pits change over time?
We found that more than 75% of all pits were still visible after 2 years. This was despite

significant rainfall and flooding at around 20 months, which we expected would cause

rapid infill. Both pit types filled in more quickly in the first 8 months (Fig. 2) but once

they had reached a depth of around one–two cm the rate of infill levelled off, suggesting

that they may persist for some time as shallow depressions. Other similar studies have

reported decay rates ranging from 4 months up to 3 years depending on vegetation and

soil type (Johnson, 1994; Eldridge & Kwok, 2008; Newell, 2008); however, much longer

periods have been recorded (see Gutterman, 1987; Whitford & Kay, 1999). We also found

that bettong pits filled in slightly faster than rabbit pits. This may be the result of different

Figure 5 Effect size plot based on linear mixed models for Total Carbon (g/kg). See Figs. S3A–S3H for plots for the other measured soil variables

(Total N, C:N ratio, NH4
+, NO3

-, P, EC and pH). These effect sizes are the coefficients of the treatment level vs the control level in the treatment

variable. The effects of vegetation type ((A) Forest, (B) Woodland or (C) Grassland), animal (bettong or rabbit), age of pit (8 months or 24 months)

and pit vs under-pit on total carbon are all accounted for and not represented in this figure. Points falling above the dotted line indicate a positive

effect and below the line is a negative effect. Results are significant only where the confidence intervals do not cross the dotted line.

Full-size DOI: 10.7717/peerj.7506/fig-5

Table 2 Summary of results of linear mixed models (LMM), showing effects of digging on eight soil

chemistry variables.

Forest Woodland Grassland

Bettong pit 8 months: CEC
24 months: NS

8 months: NS

24 months: NS

8 months: CpH
24 months: CEC

Rabbit pit 8 months: CC CN
24 months: BEC

8 months: CP
24 months: NS

8 months: BC BN CpH
24 months: NS

Bettong under-pit 8 months: CNH4
+

24 months: NS

8 months: NS

24 months: NS

8 months: NS

24 months: BEC BC:N
Rabbit under-pit 8 months: NS

24 months: CEC
8 months: BP
24 months: NS

8 months: BC BN
24 months: CC:N

Note:
Only significant response variables are shown, indicating a significant digging effect when compared with paired
controls (non-pit). NS indicates that there were no significant effects.
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pit morphology; we observed that the steeper sides of bettong pits quickly collapsed

into the hole and appeared to collect more litter and debris, whereas we observed the

shallow bowl-shaped rabbit diggings tended to be washed out by wind and water.

Question 2—Do natural bettong pits influence soil surface
temperature?
We found that bettong digging alters physical conditions of the soil surface by moderating

the diurnal temperature range up to 25 �C compared to the soil surface. Several previous

studies have shown that animal burrows can provide thermal refugia for many species,

particularly in arid biomes (Williams, Tieleman & Shobrak, 1999; Casas-Crivillé & Valera,

2005; Read et al., 2008;Walde et al., 2009; Pike &Mitchell, 2013). However, very few studies

have measured temperatures in shallow foraging pits. Gutterman (1997) measured

temperatures in porcupine pits (~10 cm deep) over a period of two days during spring

and summer and found a very similar moderating effect, with daytime temperatures up to

18 �C higher on the soil surface. Eldridge & Mensinga (2007) found that echidna pits

(~9 cm deep) were around 2 �C cooler than the soil surface.

Question 3—What is the effect of artificial bettong and rabbit digging
on soil chemistry?
We found that digging influenced soil chemistry, but the effects were not consistent across

vegetation types, between bettong and rabbit diggings, or over time. We found the

strongest pattern in soil chemistry to be the separation of samples by their different ages

(Fig. 4A). This was not an effect of digging but occurred across all samples and was most

likely due to seasonal differences in soil moisture and below-ground processes between

the sampling times. The 8-month samples were taken in winter, when soil moisture

was high, while the 24-month samples were taken in summer and had very low soil

moisture. Moisture levels can affect soil pH, EC and particularly the relative concentration

of NH4
+ and NO3

-; at high levels of soil moisture, NO3
- concentration declines while NH4

+

increases (Zhang & Wienhold, 2002). However, the variation in soil moisture would

not affect the other variables e.g. total C or N. There also appeared to be a gradient of

increasing levels of C and N according to vegetation type (Fig. 4B) and reflects the greater

input of organic plant litter in the woodland and forest sites compared to the

grassland. The influence of pit age and vegetation type explained most of the variation in

chemistry among the samples, making any differences due to digging harder to detect.

We expected that any effects of digging on soil chemistry would change over time, with

some changes appearing soon after pit formation, while others may take months or

years to develop as the pits fill in. We found that there were more differences in soil

chemistry at 8 months after the pits were created, but most of these had disappeared by

the second sampling time at 24 months. This suggests that as the pits fill in, they become

less distinct from non-pit soil. However, as mentioned above, some of the age effects

could have been confounded with seasonal differences. Two years may also be too short a

time to observe some effects; most of the pits were not completely filled in, and rates

of litter decomposition in this system can be extremely slow due to the inherent low fertility
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of the soils and the associated leaf traits in the vegetation (Orians & Milewski, 2007;

Cornwell et al., 2008; McIntyre et al., 2010).

Our results contrast with the findings of a meta-analysis byMallen-Cooper, Nakagawa &

Eldridge (2019), which found that disturbances greater than 12 months old tended

to be more distinct from undisturbed soil than fresh pits. However, ours is the only

study we are aware of with repeated sampling over time, and in fact most studies used

pits of unknown age. Where the age is known, there is wide variation among studies.

For example Travers et al. (2012) found that after 18 months, echidna (Tachyglossus

aculeatus) pits contained more total C and N than surface soils, whereas Garkaklis,

Bradley & Wooller (2003) found a reduction in ammonium, nitrate and sulphur in

3-year-old woylie (Bettongia penicillata) diggings but no change in carbon, phosphorus or

pH. Parsons et al. (2016) examined pygmy rabbit (Brachylagus idahoensis) burrows and

found that duration of occupancy (1–12 years) had a limited effect on soil nutrients.

General discussion
Our results support, in part, the hypothesis that the importance of ecosystem engineers

differs across gradients of environmental stress (Crain & Bertness, 2006). Most studies

of digging animals in Australia have been in arid or semi-arid biomes (Coggan,

Hayward & Gibb, 2018), and a recent global review of digging animals found that soil

disturbance effects were generally stronger in more arid environments (Mallen-Cooper,

Nakagawa & Eldridge, 2019). Several studies have suggested that this is due to the creation

of resource ‘hotspots’, where pits collect litter and moisture and become concentrated

patches of these limited resources (Eldridge & Mensinga, 2007; Eldridge & Whitford, 2009;

James, Eldridge & Hill, 2009). We suggest that in our temperate woodland system,

resources like water and nutrients are not as limiting and may be more evenly distributed

across the landscape, so any difference between dug and un-dug patches is likely to be

less pronounced. In more benign or mesic environments, competition becomes more of a

limiting factor (Crain & Bertness, 2006), so the removal of existing vegetation and

creation of gaps may be more important for some species (e.g. gap-dependent forbs

(Grubb, 1977; Morgan, 1998)) than the provision of resources.

The eastern bettong pits measured at Mulligan’s Flat are also considerably smaller and

shallower than the pits of other species such as the bilby or the burrowing bettong

(Newell, 2008) or those of the same species recorded in Tasmanian dry sclerophyll forest

(Davies et al., 2019), so they may not be as effective at incorporating organic matter into the

deeper layers of soil. The reason for this difference in pit size is unclear, but could be due to

differences in soil type, depth, moisture or compaction making it harder to dig, the

availability of food at different depths, or the fact that bettongs and other digging animals

have long been absent from the site. This would be an interesting avenue for further research.

According to the framework put forward in Jones et al. (2010), the magnitude of

structural change created by an ecosystem engineer is a function of the rate of structure

formation and the rate of decay i.e. how long the structure persists without maintenance.

A previous study at the same site estimated the rate of digging by bettongs, rabbits

and other digging animals (Munro et al., 2019). However, it was limited to a short
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timeframe and did not measure decay rates. Our study therefore adds to our

understanding of the persistence of the effects of digging animals in ecosystems.

Pit longevity, morphology and microclimate may have other ecological implications.

Studies have shown that animal diggings provide sites for seed germination, particularly

in arid environments (Gutterman & Herr, 1981; James, Eldridge & Moseby, 2010; Valentine

et al., 2017). While we did not investigate impacts of digs on other biota in this study,

we did observe seedlings germinating in pits. James et al. (2011) found that pits of native

marsupials contained 80% more seedlings than rabbit pits, which they attributed to

the difference in morphology. The steeper sided bettong pits may also make it more

difficult for ants to remove seeds (Radnan & Eldridge, 2017). While bettong pits are too

small to provide habitat for most vertebrates, the temperature moderating effect may be

important for generating heterogeneity in microclimate for seedlings, microbes and

some invertebrates (Eldridge &Mensinga, 2007; James, Eldridge & Hill, 2009). We observed

that pits were often free from frost in winter and appeared to retain moisture longer after

rainfall events in summer. Further research is needed to confirm whether pits have an

impact on seed germination and other biota in temperate grassy woodland and the

mechanisms driving this effect.

It is important to note that because we used artificial pits, they may not fully replicate

the effects of a real bettong or rabbit digging. Artificial pits do not capture the wide range

of natural variation in size and shape, which may depend on soil type, time of year

and many other factors. By using artificial pits, we expected to reduce this variation to

detect differences between treatments more easily. Natural pits may also have unknown

qualities, for example it has also been suggested that bettongs and other mycophagous

species may be able to spread fungal spores via their noses or in their faeces (Claridge et al.,

1992; Martin, 2003), and this of course cannot be replicated with artificial pits.

While rabbits are considered pests in Australia, it has been suggested that they could fill

the niche created by the loss of native engineers (Read et al., 2008; James et al., 2011).

We found that the morphology of bettong and rabbit diggings had an impact on their

infill rate and longevity, with rabbit diggings taking longer to fill than bettong diggings.

This difference in dig morphology may mean that rabbit diggings are not able to fully

replicate the ecosystem engineering effects of the native bettong. Previous research by

Munro et al. (2019) found that bettongs have a much higher rate of soil turnover than

either rabbits or other common native species such as echidnas or ground-foraging birds

(e.g. white-winged chough, Corcorax melanorhamphos). Rabbits have also famously

shown the explosive population dynamics that sometimes occur with species introduced

into a new range, with devastating impacts on native species and ecosystems (Eldridge &

Simpson, 2002; Johnson, 2006). However, in areas where other native diggers have

disappeared, rabbits (or other exotic species such as pigs) may be the only digging species

remaining, and this should be considered before undertaking rabbit control programmes

where there are no native digging species present. Ideally, replacement of introduced

diggers by native diggers in an integrated restoration programme would be the preferred

solution to this.
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CONCLUSIONS
We examined the effects of foraging pits of the eastern bettong and introduced rabbits

on soil physical and chemical properties in a temperate grassy woodland ecosystem.

We found that pits of bettong and rabbit pits differed in their morphology and longevity

and that bettong pits moderated daily temperature extremes. We also found that

more than 75% of all pits were still visible after 2 years. However, digging did not

have consistent effects on soil chemistry. These results differ from those found in

arid ecosystems and suggest the effects of ecosystem engineers in temperate grassy

woodlands are restricted to physical alteration of the soil rather than the creation of

nutrient hotspots.
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Gálvez-Bravo L, López-Pintor A, Rebollo S, Gómez-Sal A. 2011. European rabbit (Oryctolagus

cuniculus) engineering effects promote plant heterogeneity in Mediterranean dehesa pastures.

Journal of Arid Environments 75(9):779–786 DOI 10.1016/j.jaridenv.2011.03.015.

Garkaklis MJ, Bradley JS, Wooller RD. 1998. The effects of Woylie (Bettongia penicillata) foraging

on soil water repellency and water infiltration in heavy textured soils in southwestern Australia.

Austral Ecology 23(5):492–496 DOI 10.1111/j.1442-9993.1998.tb00757.x.

Garkaklis MJ, Bradley JS, Wooller RD. 2003. The relationship between animal foraging and

nutrient patchiness in south-west Australian woodland soils. Australian Journal of Soil Research

41(4):665 DOI 10.1071/SR02109.

Groot Bruinderink GWTA, Hazebroek E. 1996. Wild boar (Sus scrofa scrofa L.) rooting and

forest regeneration on podzolic soils in the Netherlands. Forest Ecology and Management

88(1–2):71–80 DOI 10.1016/S0378-1127(96)03811-X.

Grubb PJ. 1977. The maintenance of species richness in plant communities: the

importance of the regeneration niche. Biological Reviews 52(1):107–145

DOI 10.1111/j.1469-185X.1977.tb01347.x.

Ross et al. (2019), PeerJ, DOI 10.7717/peerj.7506 19/22

http://dx.doi.org/10.1111/j.1442-8903.2009.00452.x
http://dx.doi.org/10.1111/j.1442-9993.2007.01793.x
http://dx.doi.org/10.1016/j.geomorph.2011.04.041
http://dx.doi.org/10.1071/RJ08008
http://dx.doi.org/10.1016/j.soilbio.2006.11.016
http://dx.doi.org/10.1006/jare.2000.0685
http://dx.doi.org/10.1078/1439-1791-00078
http://dx.doi.org/10.1016/j.jaridenv.2008.09.004
http://dx.doi.org/10.1038/ismej.2015.70
http://dx.doi.org/10.1111/mam.12014
http://dx.doi.org/10.1016/j.jaridenv.2011.03.015
http://dx.doi.org/10.1111/j.1442-9993.1998.tb00757.x
http://dx.doi.org/10.1071/SR02109
http://dx.doi.org/10.1016/S0378-1127(96)03811-X
http://dx.doi.org/10.1111/j.1469-185X.1977.tb01347.x
http://dx.doi.org/10.7717/peerj.7506
https://peerj.com/


Gutterman Y. 1987. Dynamics of porcupine (Hystrix indica Kerr) diggings: their role in the

survival and renewal of geophytes and hemicryptophytes in the Negev Desert highlands. Israel

Journal of Botany 36(3):133–143 DOI 10.1080/0021213X.1987.10677077.

Gutterman Y. 1997. Spring and summer daily subsurface temperatures in three microhabitats in a

flat natural loess area in the Negev Desert, Israel. Journal of Arid Environments 36(2):225–235

DOI 10.1006/jare.1996.0212.

Gutterman Y, Herr N. 1981. Influences of porcupine (Hystrix indica) activity on the slopes of the

northern Negev mountains: germination and vegetation renewal in different geomorphological

types and slope directions. Oecologia 51(3):332–334 DOI 10.1007/BF00540902.

Hastings A, Byers JE, Crooks JA, Cuddington K, Jones CG, Lambrinos JG, Talley TS,

Wilson WG. 2007. Ecosystem engineering in space and time. Ecology Letters 10(2):153–164

DOI 10.1111/j.1461-0248.2006.00997.x.

Hoekstra JM, Boucher TM, Ricketts TH, Roberts C. 2004. Confronting a biome crisis:

global disparities of habitat loss and protection. Ecology Letters 8(1):23–29

DOI 10.1111/j.1461-0248.2004.00686.x.

James AI, Eldridge DJ. 2007. Reintroduction of fossorial native mammals and potential

impacts on ecosystem processes in an Australian desert landscape. Biological Conservation

138(3–4):351–359 DOI 10.1016/j.biocon.2007.04.029.

James AI, Eldridge DJ, Hill BM. 2009. Foraging animals create fertile patches in an Australian

desert shrubland. Ecography 32(5):723–732 DOI 10.1111/j.1600-0587.2009.05450.x.

James AI, Eldridge DJ, Koen TB, Moseby KE. 2011. Can the invasive European rabbit

(Oryctolagus cuniculus) assume the soil engineering role of locally-extinct natives? Biological

Invasions 13(12):3027–3038 DOI 10.1007/s10530-011-9987-9.

James AI, Eldridge DJ, Moseby KE. 2010. Foraging pits, litter and plant germination in

an arid shrubland. Journal of Arid Environments 74(4):516–520

DOI 10.1016/j.jaridenv.2009.09.016.

Johnson CN. 1994.Distribution of feeding activity of the Tasmanian bettong (Bettongia gaimardi)

in relation to vegetation patterns. Wildlife Research 21(3):249 DOI 10.1071/WR9940249.

Johnson CN. 2006. Interactions: rabbits, sheep and dingoes. In: Australia’s Mammal Extinctions—

a 50 000 Year History. Port Melbourne: Cambridge University Press, 207–227.

Jones CG, Gutiérrez JL, Byers JE, Crooks JA, Lambrinos JG, Talley TS. 2010. A framework

for understanding physical ecosystem engineering by organisms. Oikos 119(12):1862–1869

DOI 10.1111/j.1600-0706.2010.18782.x.

Jones CG, Lawton JH, Shachak M. 1994. Organisms as ecosystem engineers. Oikos 69(3):373–386

DOI 10.2307/3545850.

Kinlaw A. 1999. A review of burrowing by semi-fossorial vertebrates in arid environments.

Journal of Arid Environments 41(2):127–145 DOI 10.1006/jare.1998.0476.

Laundre JW. 1993. Effects of small mammal burrows on water infiltration in a cool desert

environment. Oecologia 94(1):43–48 DOI 10.1007/BF00317299.

Lenth R. 2018. emmeans: estimated marginal means, aka least-squares means. Available at https://

cran.r-project.org/web/packages/emmeans/index.html.

Lepschi BJ. 1993. Vegetation of Mulligans Flat, A.C.T. Cunninghamia 3(1):155–166.

Mallen-Cooper M, Nakagawa S, Eldridge DJ. 2019. Global meta-analysis of soil-disturbing

vertebrates reveals strong effects on ecosystem patterns and processes. Global Ecology and

Biogeography 28(5):661–679 DOI 10.1111/geb.12877.

Ross et al. (2019), PeerJ, DOI 10.7717/peerj.7506 20/22

http://dx.doi.org/10.1080/0021213X.1987.10677077
http://dx.doi.org/10.1006/jare.1996.0212
http://dx.doi.org/10.1007/BF00540902
http://dx.doi.org/10.1111/j.1461-0248.2006.00997.x
http://dx.doi.org/10.1111/j.1461-0248.2004.00686.x
http://dx.doi.org/10.1016/j.biocon.2007.04.029
http://dx.doi.org/10.1111/j.1600-0587.2009.05450.x
http://dx.doi.org/10.1007/s10530-011-9987-9
http://dx.doi.org/10.1016/j.jaridenv.2009.09.016
http://dx.doi.org/10.1071/WR9940249
http://dx.doi.org/10.1111/j.1600-0706.2010.18782.x
http://dx.doi.org/10.2307/3545850
http://dx.doi.org/10.1006/jare.1998.0476
http://dx.doi.org/10.1007/BF00317299
https://cran.r-project.org/web/packages/emmeans/index.html
https://cran.r-project.org/web/packages/emmeans/index.html
http://dx.doi.org/10.1111/geb.12877
http://dx.doi.org/10.7717/peerj.7506
https://peerj.com/


Manning AD, Eldridge DJ, Jones CG. 2015. Policy implications of ecosystem engineering for

multiple ecosystem benefits. In: Armstrong D, Hayward M, Moro D, Seddon P, eds. Advances in

Reintroduction Biology of Australian and New Zealand Fauna. Melbourne: CSIRO Publishing,

167–184.

Manning A, Wood J, Cunningham R, McIntyre S, Shorthouse D, Gordon I, Lindenmayer D.

2011. Integrating research and restoration: the establishment of a long-term woodland

experiment in south-eastern Australia. Australian Zoologist 35(3):633–648

DOI 10.7882/AZ.2011.016.

Martin G. 2003. The role of small ground-foraging mammals in topsoil health and biodiversity:

implications to management and restoration. Ecological Management and Restoration

4(2):114–119 DOI 10.1046/j.1442-8903.2003.00145.x.

McIntyre S, Stol J, Harvey J, Nicholls AO, Campbell M, Reid A, Manning AD, Lindenmayer DB.

2010. Biomass and floristic patterns in the ground layer vegetation of box-gum grassy

eucalypt woodland in Goorooyarroo and Mulligans Flat Nature Reserves, Australian Capital

Territory. Cunninghamia 11:319–357.

MjM Software Design. 2016. PC-ORD 5.10. Available at https://www.wildblueberrymedia.net/

pcord.

Morgan JW. 1998. Importance of canopy gaps for recruitment of some forbs in Themeda

triandra-dominated grasslands in South-eastern Australia. Australian Journal of Botany

46(6):609 DOI 10.1071/BT97057.

Munro NT, McIntyre S, Macdonald B, Cunningham SA, Gordon IJ, Cunningham RB,

Manning AD. 2019. Returning a lost process by reintroducing a locally extinct digging

marsupial. PeerJ 7(2):e6622 DOI 10.7717/peerj.6622.

Murphy J, Riley JP. 1962. A modified single solution method for the determination of

phosphate in natural waters. Analytica Chimica Acta 27:31–36

DOI 10.1016/S0003-2670(00)88444-5.

Newell J. 2008. The role of the reintroduction of Greater Bilbies (Macrotis lagotis) and Burrowing

Bettongs (Bettongia lesueur) in the ecological restoration of an arid ecosystem: foraging

diggings, diet and soil seed banks. PhD thesis. Adelaide, Australia: The University of Adelaide,

School of Earth and Environmental Sciences.

Orians GH, Milewski AV. 2007. Ecology of Australia: the effects of nutrient-poor soils and

intense fires. Biological Reviews 82(3):393–423 DOI 10.1111/j.1469-185X.2007.00017.x.

Parsons MA, Barkley TC, Rachlow JL, Johnson-Maynard JL, Johnson TR, Milling CR,

Hammel JE, Leslie I, Perring M. 2016. Cumulative effects of an herbivorous ecosystem

engineer in a heterogeneous landscape. Ecosphere 7(3):e01334 DOI 10.1002/ecs2.1334.

Pearson K. 1901. LIII. On lines and planes of closest fit to systems of points in space. The London,

Edinburgh, and Dublin Philosophical Magazine and Journal of Science 2(11):559–572

DOI 10.1080/14786440109462720.

Pike DA, Mitchell JC. 2013. Burrow-dwelling ecosystem engineers provide thermal refugia

throughout the landscape. Animal Conservation 16(6):694–703 DOI 10.1111/acv.12049.

Radnan GN, Eldridge DJ. 2017. Does the morphology of animal foraging pits influence secondary

seed dispersal by ants? Austral Ecology 42(8):920–928 DOI 10.1111/aec.12519.

Rayment GE, Higginson FR. 2011. Soil chemical methods: Australasia. Melbourne: Inkarta Press.

Raynaud X, Jones CG, Barot S. 2013. Ecosystem engineering, environmental decay and

environmental states of landscapes. Oikos 122(4):591–600

DOI 10.1111/j.1600-0706.2012.20283.x.

Ross et al. (2019), PeerJ, DOI 10.7717/peerj.7506 21/22

http://dx.doi.org/10.7882/AZ.2011.016
http://dx.doi.org/10.1046/j.1442-8903.2003.00145.x
https://www.wildblueberrymedia.net/pcord
https://www.wildblueberrymedia.net/pcord
http://dx.doi.org/10.1071/BT97057
http://dx.doi.org/10.7717/peerj.6622
http://dx.doi.org/10.1016/S0003-2670(00)88444-5
http://dx.doi.org/10.1111/j.1469-185X.2007.00017.x
http://dx.doi.org/10.1002/ecs2.1334
http://dx.doi.org/10.1080/14786440109462720
http://dx.doi.org/10.1111/acv.12049
http://dx.doi.org/10.1111/aec.12519
http://dx.doi.org/10.1111/j.1600-0706.2012.20283.x
http://dx.doi.org/10.7717/peerj.7506
https://peerj.com/


R Core Team. 2017. R: a language and environment for statistical computing. Vienna, Austria:

R Foundation for Statistical Computing. Available at https://www.r-project.org.

Read JL, Carter J, Moseby KE, Greenville A. 2008. Ecological roles of rabbit, bettong and

bilby warrens in arid Australia. Journal of Arid Environments 72(11):2124–2130

DOI 10.1016/j.jaridenv.2008.06.018.

Rice EW, Baird RB, Eaton AD, Clesceri LS. 2012. Standard Methods for the Examination of Water

and Wastewater. Baltimore: American Public Health Association—American Water Works

Association—Water Environment Federation.

Short J. 1998. The extinction of rat-kangaroos (Marsupialia: Potoroidae) in New South Wales.

Biological Conservation 86(3):365–377 DOI 10.1016/S0006-3207(98)00026-3.

Short J, Smith A. 1994. Mammal decline and recovery in Australia. Journal of Mammalogy

75(2):288–297 DOI 10.2307/1382547.

Shorthouse DJ, Iglesias D, Jeffress S, Lane S, Mills P, Woodbridge G, McIntyre S, Manning AD.

2012. The ‘making of ’ the Mulligans Flat—Goorooyarroo experimental restoration project.

Ecological Management & Restoration 13(2):112–125 DOI 10.1111/j.1442-8903.2012.00654.x.

Tardiff SE, Stanford JA. 1998. Grizzly bear digging: effects on subalpine meadow plants in relation

to mineral nitrogen availability. Ecology 79(7):2219–2228 DOI 10.1890/0012-9658(1998)079

[2219:GBDEOS]2.0.CO;2.

Tiessen H, Moir JO. 2007. Characterization of available P by sequential extraction. In: Carter MR,

Gregorich EG, eds. Soil Sampling and Methods of Analysis. Boca Raton, FL: CRC Press, 293–306.

Travers SK, Eldridge DJ, Koen TB, Soliveres S. 2012. Animal foraging pit soil enhances the

performance of a native grass under stressful conditions. Plant and Soil 352(1–2):341–351

DOI 10.1007/s11104-011-1000-y.

Valentine LE, Bretz M, Ruthrof KX, Fisher R, Hardy GESJ, Fleming PA. 2017. Scratching

beneath the surface: Bandicoot bioturbation contributes to ecosystem processes. Austral Ecology

42(3):265–276 DOI 10.1111/aec.12428.

VSN International. 2015. GenStat for Windows. Eighteenth Edition. Hemel Hempstead:

VSN International.

Walde AD, Walde AM, Delaney DK, Fater LL. 2009. Burrows of desert tortoises (Gopherus

agassizii) as thermal refugia for horned larks (Eremophila alpestris) in the Mojave Desert.

Southwestern Naturalist 54(4):375–381 DOI 10.1894/MH-41.1.

Whitford WG, Kay FR. 1999. Biopedturbation by mammals in deserts: a review. Journal of

Arid Environments 41(2):203–230 DOI 10.1006/jare.1998.0482.

Wickham H. 2009. ggplot2: elegant graphics for data analysis. New York: Springer-Verlag

DOI 10.1007/978-0-387-98141-3.

Williams JB, Tieleman BI, Shobrak M. 1999. Lizard burrows provide thermal refugia for larks

in the Arabian desert. Condor 101(3):714–717 DOI 10.2307/1370208.

Zhang R, Wienhold BJ. 2002. The effect of soil moisture on mineral nitrogen, soil electrical

conductivity, and pH. Nutrient Cycling in Agroecosystems 63(2–3):251–254

DOI 10.1023/A:1021115227884.

Ross et al. (2019), PeerJ, DOI 10.7717/peerj.7506 22/22

https://www.r-project.org
http://dx.doi.org/10.1016/j.jaridenv.2008.06.018
http://dx.doi.org/10.1016/S0006-3207(98)00026-3
http://dx.doi.org/10.2307/1382547
http://dx.doi.org/10.1111/j.1442-8903.2012.00654.x
http://dx.doi.org/10.1890/0012-9658(1998)079[2219:GBDEOS]2.0.CO;2
http://dx.doi.org/10.1890/0012-9658(1998)079[2219:GBDEOS]2.0.CO;2
http://dx.doi.org/10.1007/s11104-011-1000-y
http://dx.doi.org/10.1111/aec.12428
http://dx.doi.org/10.1894/MH-41.1
http://dx.doi.org/10.1006/jare.1998.0482
http://dx.doi.org/10.1007/978-0-387-98141-3
http://dx.doi.org/10.2307/1370208
http://dx.doi.org/10.1023/A:1021115227884
http://dx.doi.org/10.7717/peerj.7506
https://peerj.com/

	Effects of digging by a native and introduced ecosystem engineer on soil physical and chemical properties in temperate grassy woodland ...
	Introduction
	Materials and Methods
	Results
	Discussion
	Conclusions
	flink6
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


