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Defining and quantifying the 
resilience of responses to 
disturbance: a conceptual and 
modelling approach from soil 
science
L. C. Todman1, F. C. Fraser2, R. Corstanje2, L. K. Deeks2, J. A. Harris2, M. Pawlett2, K. Ritz2,3 & 
A. P. Whitmore1

There are several conceptual definitions of resilience pertaining to environmental systems and, even 
if resilience is clearly defined in a particular context, it is challenging to quantify. We identify four 
characteristics of the response of a system function to disturbance that relate to “resilience”: (1) 
degree of return of the function to a reference level; (2) time taken to reach a new quasi-stable state; 
(3) rate (i.e. gradient) at which the function reaches the new state; (4) cumulative magnitude of the 
function (i.e. area under the curve) before a new state is reached. We develop metrics to quantify these 
characteristics based on an analogy with a mechanical spring and damper system. Using the example 
of the response of a soil function (respiration) to disturbance, we demonstrate that these metrics 
effectively discriminate key features of the dynamic response. Although any one of these characteristics 
could define resilience, each may lead to different insights and conclusions. The salient properties of 
a resilient response must thus be identified for different contexts. Because the temporal resolution 
of data affects the accurate determination of these metrics, we recommend that at least twelve 
measurements are made over the temporal range for which the response is expected.

The term “resilience” is one much used in the ecological, complexity and systems literature1. However, whilst the 
concept of resilience is readily understood in a general sense, its specific meaning can be context-dependent and 
open to wide interpretation1–3. Even when clearly defined, resilience is difficult to quantify, making it challenging 
to compare the resilience of different systems and hence identify different factors that contribute to it. These ambi-
guities have led to a number of confusing and sometimes conflicting views of resilience in the literature.

Two conceptual definitions of resilience are widely used in systems science, generally referred to as ecologi-
cal resilience and engineering resilience1. Ecological resilience is based on the concept of Holling4 and has been 
defined as the capacity of a system to tolerate disturbance without changing to an alternative configuration, and 
is therefore important for maintaining desired ecosystem functions (e.g. ref. 5). In contrast, engineering resil-
ience is based on the concept of Pimm6 who defined resilience as the time taken for a system to return to its 
pre-disturbed, stable “state”. Thus the engineering resilience is a measure of the dynamics of the system in the 
region of a stable equilibrium. These definitions, however, are in a state of flux in the current literature (e.g. refs 3 
and 7). Furthermore, there is confusion around what constitutes a disturbance versus a perturbation. We here 
define disturbance as a sudden shock imposed on the system by a change in conditions external to the system (e.g. 
a sudden increase in ambient temperature) and perturbation as the change in the level of function of a system due 
to such a disturbance.

Resilience is also a topical issue in soil science as climatic variability and land management practices impose 
frequent, sudden disturbances to soils that perturb both the state (e.g. microbial configuration, physico-chemical 
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properties) and functions (e.g. carbon cycling, nitrogen cycling, etc.) of a soil. As such, there is an increasing 
desire to quantify the “resilience” of soil functions to such disturbances in order to identify land management 
practices that minimise any negative effects of these disturbances. In this context the resilience of soil biological 
function is often assayed by monitoring the dynamics of a chosen soil function in response to an imposed distur-
bance8–13. Such measurements are then used to identify soil properties and conditions that contribute to resilient 
responses8–14.

At first glance, the approach of monitoring perturbation in a soil function resembles an assay of the engineer-
ing resilience; however, the imposed disturbance may alter the system such that the observed soil function tends 
towards a new stable equilibrium, rather than returning to the prior equilibrium. In fact, reviews of the behaviour 
of microbial communities15,16 have concluded that this is often the case, because microbial composition and com-
munity functions rarely return to their prior stable state or level of function after a disturbance. The measured 
time-series of the response of a soil function to a disturbance thus provides an insight into the short-term dynam-
ics of the soil whether or not it returns to the prior equilibrium, and it is clear that this response pertains to the 
resilience of the system to the disturbance. To be consistent with this approach, however, the “resilience” should 
be viewed as a property of the dynamics of the response, rather than a property of the system itself. Given their 
relatively rapid responses to disturbance, soil microcosms provide an effective experimental resource to advance 
the understanding of resilience as viewed in this way.

Previous methods have been developed to quantify the resilience of soil functions to disturbance from a 
time-series of the response (e.g. refs 17–21). Many of these existing metrics of resilience are derived as indices 
based on a comparison between measurements of a function in a perturbed and control (non-perturbed) soil17–20. 
Because it can be technically challenging to capture the dynamic responses of soils at high temporal resolution, 
existing metrics tend to be based on measurements at nominally key points in time such as (what is assumed to 
be) the occasion of maximum difference between control and treatment, or the difference between control and 
treatment at a prescribed end of the assay. If measurements are made over a period of time, however, it is not 
always clear how to compare the resilience of two or more soils using these metrics, because comparisons must 
be made between several time series rather than values measured at a particular time. An alternative measure of 
resilience uses a calculation of the area under a curve defined by a time series of the response to a perturbation21. 
Whilst this quantifies something of the total response in a single number, other aspects of the dynamic response 
are not represented, including the time taken for the function to reach a new stable equilibrium, or even whether 
the system reaches such a new stable equilibrium. Metrics that can be interpreted when a time series of the 
response is available would therefore be useful and would allow more accurate comparison of the dynamics of soil 
responses to disturbance. In order to do this, we need to consider and clarify what a “resilient response” looks like.

In this paper, we first identify and discuss the key characteristics of a resilient response to a disturbance in a 
general sense. We then develop metrics for these characteristics using an analogy with a mechanical spring and 
damper system and demonstrate their use by applying them to data collected using soil microcosms. Specifically, 
we use time series of soil respiration following disturbance from three perspectives, firstly using synthetic data, 
secondly via examples from published datasets and thirdly using a newly-derived high temporal resolution data-
set. Since the accurate identification of the metrics is sensitive to the temporal resolution of the data, we further 
consider the number of data points needed to estimate the resilience metrics optimally. We recognise that resil-
ience might be a more holistic property of a soil or system, but in order to make progress we will focus on the 
dynamics of a single response variable (gross soil respiration) which results from a single disturbance.

Theory
Characteristics of a resilient response.  Consider the pairs of responses of a system shown in Fig. 1; 
within each pair, which response is more resilient? Arguably, this will depend upon which particular character-
istics of the response curve are being considered. Here, we propose four key characteristics of the response to a 
disturbance that relate to different nuances of resilience concepts, viz. the degree of return to the original state or 
level of delivery of a function, the return time, the rate or return, and the “efficiency” (Table 1). The use of each of 
these different characteristics to identify a resilient response can lead to different conclusions regarding which is 
the most “resilient”. Using any one of these four characteristics alone (applied qualitatively) to compare the pairs 
of responses shown in Fig. 1 leads to different conclusions regarding which response is more resilient. For exam-
ple, Response B2 could be considered more resilient because it returns to a stable equilibrium more quickly than 
Response B1 (Fig. 1b). However, Response B2 could also be considered less resilient, because Response B1 ulti-
mately returns to a stable equilibrium closer to that of a control sample. Calculation and comparison of resilience 
indices (e.g. ref. 20) in this hypothetical example at 25 h, would constitute a comparison of the new stable equi-
libriums observed from the two responses, but it is less clear how the other characteristics could be considered 
using resilience indices calculated and compared at a particular time. This is especially true for the comparison of 
B1 and B2 as the response curves intersect repeatedly. Metrics that describe these characteristics, however, would 
provide a clearer prescription of which feature or features are being considered when quantifying the resilience of 
a response. Different characteristics may be more relevant in different contexts, yet the use of a different charac-
teristic or characteristics could also lead to different conclusions, and thus clearly requires consideration.

The degree of return is frequently suggested as a metric of resilience2,22,23, and is a measure of the extent to 
which the observed function comes back to a prescribed reference level. This reference level could be the level of 
function before the disturbance, or the level of a control (unperturbed) sample as, in determining this reference, it 
may be necessary to account for underlying trends modulated by other factors such as background environmental 
conditions which both control and perturbed samples may be subjected to. The degree of return also relates to the 
concept of ecological resilience as, if the system had reached a tipping point, we might expect to observe a change 
in the functioning. However, as discussed previously, small changes in soil functioning after disturbance are also 
common15. Note that we use the degree of return rather than recovery because, in some cases, a large value of the 
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degree of return (i.e. it returns to a level of function very different to that of the reference level) could constitute 
soil recovery, as this new level of function could be more desirable. An example would be in the case of a heavily 
contaminated soil, which in its contaminated form is functionally moribund (but highly resilient in one sense), 
and where the desired state is a higher level of function. Thus resilience is, in fact, unhelpful in this remediation 
context, as it hinders soil recovery7.

The return time (i.e. the time taken to return to a (quasi) stable level of function) is similar to Pimm’s original 
definition of engineering resilience which is widely suggested as a second metric of a resilient response (e.g.  
refs 2, 22). In these definitions the time to return to the prior “state” and, by implication, the prior level of function 
is sought. However, here we define the return time as the time taken for the system to return to an equilibrium 
level of function, even if the new equilibrium level is different, and as such, even if an ecological resilience thresh-
old is passed. This characteristic therefore quantifies the length of the transient response period of the observed 
function.

Although sometimes confused with the return time, the rate of return is, in effect, a combined measure of the 
return time and the magnitude of the perturbation of the function during the transient response. The maximum 
perturbation (i.e. the magnitude of the peak response) often affects the magnitude of the observed gradient of 
the response. As such, this measure provides a metric of the rate of change in the function during the transient 
response period. Notably, using this measure, the applied disturbance must be severe enough to perturb the level 
of functioning, otherwise no gradient in the response is observed and this characteristic cannot be quantified.
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Figure 1.  Comparisons of three, hypothetical pairs of responses (a–c) to a disturbance and (table inset) 
the conclusions that can be drawn to identify which of each pair is more resilient when comparing the four 
resilience characteristics identified in Table 1.
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The use of the area under the functional response curve as a resilience characteristic to describe the efficiency 
of the response presupposes that the transient changes in function observed after a perturbation are undesirable. 
If there is a loss of function, the area under the curve will be negative, which could correspond to the cumulative 
loss in function when the system is perturbed. However, if the function is increased by the perturbation then the 
area under the curve would become positive, which could also be deemed an inefficiency if it means that a limited 
resource is being used more quickly. Using this characteristic, the most resilient response is that where a function 
is unperturbed by a disturbance. Thus, unlike the rate of return, this characteristic can be quantified when a func-
tion does not change in response to a disturbance.

Although the “resistance” (which can be defined as either the immediate or the maximum perturbation in 
function after a disturbance) is also often considered as a component of resilience, this is not a dynamic char-
acteristic of the response but simply the magnitude of the response at a particular point in time. The resistance, 
however, affects the rate of return and efficiency characteristics thus these two metrics capture the key effects of 
the resistance and provide a more reliable measure because they make use of all of the available data, rather than 
a single point.

Together, the four characteristics proposed here summarise the dynamic response of a soil function to a per-
turbation. However, these four characteristics are not independent of each other (e.g. the efficiency in terms of 
the area under the curve will increase if the return time increases or if the rate of return decreases). As such, the 
combination of these four characteristics into a single value would double-count some aspects of the response. 
Instead, here we develop and calculate metrics to quantify all four of these characteristic, each of which provides 
different insights into the dynamics of the response.

Methods
Quantifying the resilience characteristics.  The identification of these four resilience characteristics pro-
vides new clarity in describing the resilience of a system’s functional response to disturbance. There are, however, 
many ways in which these characteristics could be quantified. Here we propose metrics based on a model derived 
from an analogy with a mechanical spring and damper system (or, equivalently an electrical analogy of a circuit 
formed from a resistor, capacitor and inductor). In the mechanical system (Fig. 2a), if the mass is displaced it 
will return to its equilibrium position in a manner defined by the forces acting on the mass due to the spring and 
damper. At any point in time, the force imposed by the spring is proportional to the distance between the mass 
and the equilibrium position and will act to accelerate the mass towards the equilibrium position. The damping 
force is instead proportional to the velocity and acts to retard the movement of the mass, reducing its momentum. 
By analogy, as has been suggested previously24,25, we conceive of tendencies in biological systems such as soil 
microbial communities to (i) return towards the original state or functional behaviour and (ii) impart resistance 
to any change. We model these tendencies by assuming the simplest possible form of such a response, i.e. by 
assuming the system responds as a spring and damper. A differential equation to resolve the effects of these forces 
can be solved analytically to describe the response of a system after a sudden disturbance (see Supplementary 
Methods). If we also include a change in the equilibrium position that the system eventually returns to, the 
response can be described by four parameters:

•	 x–the new stable state of the system
•	 C–the gradient of the response curve at t =​ 0, which relates directly to the magnitude of the sudden, initial 

perturbation of the system.
•	 ω–the natural frequency, which describes the frequency with which the system would oscillate if no damping 

occurred.
•	 ζ–the damping factor, which is illustrated in Fig. 3b and describes how the response is damped over time. 

Notably, when the system is “critically” damped (ζ =​ 1) the system returns to equilibrium in the shortest 
possible time. As values of the damping factor differ from 1 the return time increases. We consider only “over-
damped” solutions, where ζ >​ 1 and the system does not oscillate, corresponding to what was observed from 
the experimental data.

Characteristic1 Symbol2 A more resilient soil response… Units3

(i) Degree of return Rr
Returns to a stable level of function closer to a reference level 
(e.g. the initial level of function or level of a control sample) U

(ii) Return time-The time taken to reach the new 
stable level of function Rt Reaches the stable level of function more quickly T

(iii) Rate of return-The rate at which the response 
tends towards the stable level of function (i.e. 
related to the gradient of the return period)

Rg Has a steeper gradient during return UT−1

(iv) Efficiency Re
Has a smaller area under the response curve i.e. is away from 
the reference level for less time in total UT

Table 1.   Summary of four characteristics associated with responses to disturbance enabling description 
of a resilient response. 1These characteristics could be applied to any time series that measures a change in a 
variable after a disturbance. Here we assume that the variable is an observed function of the system, but the 
variable could also represent a state of the system (e.g. microbial biomass carbon) if this were observed. 2Formal 
definition and derivation of these are presented in Supplementary Methods. 3Where U denotes the units of the 
observed function and T denotes a unit of time appropriate to the observed time frame of the response.



www.nature.com/scientificreports/

5Scientific Reports | 6:28426 | DOI: 10.1038/srep28426

The response curve defined by the spring and damper analogy can then be fitted to experimental data of a 
function response over time in order to identify the model parameters (x, C, ω and ζ). The parameters ω​ and ζ​ 
might themselves be considered as metrics of a resilient response if we take the spring-damper metaphor more 
literally. However, we have not considered this interesting approach further for lack of suitable data. Instead, the 
fitted response curve is used to quantify the four resilience characteristics as follows:

•	 Rr =​ x, the degree of return is directly quantified by the model parameter x (Fig. 3a).
•	 The return time (Rt) is quantified by Rt =​ 5 ζ/ω. In this expression the damping factor, ζ, which is character-

istic of the temporal response when the response is considered non-dimensionally (Fig. 2b), divided by ω in 
order to convert this into a characteristic time of the response. As what constitutes the “return” of the system 
is subjective, we use the factor 5 as this corresponds to approximately a 95% return of a critically damped 
system to a new stable state (Fig. 3a).

•	 The rate of return (Rg) is quantified by calculating the mean value of the magnitude of the gradient between 
zero and the return time.

•	 The efficiency characteristic (Re) is quantified as the area under the response curve, assuming that the system 
returns to its prior state but with all other parameters remaining the same (Fig. 3a). The assumption in this 
calculation that the system returns to the prior state, removes the difficulty of interpretation that could occur 
if the response crosses the reference state (Fig. 3b), as in this situation areas below the x-axis will have a nega-
tive value and above the axis will be positive and may thus cancel each other out.

These resilience characteristics were estimated, along with their uncertainties following the method presented 
in the Supplementary Methods which also include a script written in R that can be used to fit these metrics. The 
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Figure 2.  (a) Diagram of the mechanical spring damper system, with mass m, spring constant k and damping 
constant λ, used as an analogy to develop a model of soil function perturbation after a disturbance. (b) The 
dimensionless response of this spring damper system for different damping factors (ζ λ= km/2 ), plotted for a 
new equilibrium position at ω= .x C0 05 / . See Supplementary Methods for derivation of formulae.

Figure 3.  Diagrams to show how the resilience characteristics for degree of return (Rr), return time 
(Rt), and efficiency (Re) are quantified from the modelled response curve. Rg is quantified as the average 
magnitude of the gradient of the curve between 0 and Rt.
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estimates of the uncertainty do not account for uncertainty in the choice of model structure, thus it is assumed 
when fitting that the form of the response curve resembles the responses shown in Fig. 2b. Whilst these metrics 
have been derived by assuming an expected form of the response, the resilience characteristics are more general 
and could be applied to different types of response using a different model.

Applying the model to data.  First, to test the ability of the metrics to discriminate between responses, we 
estimated the metrics for the four resilience characteristics for noisy, generated, synthetic data sets based on the 
three pairs of examples in Fig. 1 (see Supplementary Methods for details of how noise within the synthetic data 
was modelled). Then, in order to consider both the insights these metrics could bring and practicalities of apply-
ing the model to real data, we applied the method to three published experimental data sets from measurements 
made on soils (Table 2). As measurements of some soil functions can be demanding or expensive, we also used a 
third newly-generated experimental data set with high temporal resolution to investigate the minimum number 
of measurement points needed in order to estimate and compare the metrics reliably.

Experimental Methods
Datasets which reflect the broad biological functioning of the soils in terms of their ability to process a known 
input of carbon after a disturbance were adopted. Apropos the published data, Kuan et al.12 and Gregory et al.9 
disturbed 26 and 15 different soils respectively by heating to 40 °C for 18 h. Triplicate measurements of substrate 
induced respiration (total CO2 efflux from 10 g of soil mixed with 100 mg of powdered barley shoots (4.6 mg C g−1 
soil) over 24 hours at 16 °C) were made at 5 time points post-disturbance (1, 3, 8, 14 and 28 days). Controls (no 
powdered barley shoot addition) were assayed at the same time points and the measurements expressed as the 
percentage difference between the perturbed and control responses. Butler et al.26, disturbed 50 g triplicate sam-
ples of soil (3 different textures; sandy loam, clay, and loamy sand) with the addition of 1000 mg kg−1 dry mass of 
the anti-microbial substance triclosan. After 0, 1, 2, 3, 4, 5, 6, 14 days of incubation in the presence of triclosan, 1 g 
aliquots of soil were used to measure substrate induced respiration (SIR) by adding texture-dependent volumes 
of 200 mM glucose solution.

High temporal resolution data was obtained by incubating 2 soils (a cambisol used as pasture and a stagno-
sol supporting a mixed woodland) for 5 days (0.5 g samples mixed with 5 mg of powdered barley shoots so as 
to provide approximately 2.3 mg C per g soil) and then subjected to one dry:wet cycle (3 days dry in desiccator 
with silica gel: 5 days rewetted to 45% of gravimetric water-holding capacity). Respiration was measured using 
an automated respirometer based on conductimetric detection of evolved CO2

26 at six-minute intervals over the 
5 day period, and averaged to hourly rates. The respiration data and further information about the two soils are 
included in the supplementary data.

Results and Discussion
Synthetic data.  When applied to noisy, synthetic data generated from the pairs of examples from Fig. 1, 
the fitted metrics were able to identify the expected differences in the resilience characteristics in the pairs of 
responses in most cases (Fig. 4). For example, the metrics showed that, as expected from Fig. 1, Response A1 
returned to an equilibrium more quickly than Response A2 (Rt, Fig. 4a), but no difference in the degree of return 
(Rr) of the two responses was observed. However, when the difference in the observed values was small, as with 
the estimates of the efficiency characteristics (Re) for responses C1 and C2 (Fig. 4c), uncertainty in the estimated 
metrics did not allow clear discrimination between the two responses, even when a difference was expected.

Heat disturbance.  When fitted to data from experiments in which a number of soils were exposed to a 
heat disturbance, the model represented the observed perturbation in induced respiration well in several cases 
(Fig. 5). However, the model was unable to identify the new stable level in 17 of the 41 soils, resulting in infeasible 
values of Rr. Hence it would be preferable to have more points in the time series to improve the identification of 
parameters in the model.

When ranked from most to least resilient, the order of the soils varied depending on the resilience charac-
teristic that was used for comparison (Fig. 5). In fact, four different soils were identified as the “most” resilient if 
this was judged using each characteristic in turn. As such, it is clearly important to consider what features of the 
response are being sought or understood by the resilience in any given context, in order that analysis of such data 
sets can compare and contrast the truly salient features.

These new metrics do not contradict earlier work; they tended to rank pairs of soils with the same texture 
similarly to earlier work9. That is to say, where soil from a grassland plot was previously judged to be more resil-
ient than soil from an arable plot of similar texture, for example, our new analysis tended to find the same result. 

Disturbance Observed soil function No. of soils tested
No. of temporal 

data points Source

Heating at 40 °C for 18 h Substrate (barley powder) 
induced respiration 41 5 (9, 12)

Addition of triclosan 
(1000 mg kg −1 dry mass)

Substrate (glucose) 
induced respiration 3 7 26

Drying for 3 days then 
rewetting to 45% WHC Basal respiration 2 88 This paper

Table 2.   Summary of the experimental data used as examples to assess the resilience characteristics 
identified in Table 1.
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However, the fact that the general order changes with metric illustrates the richness that the approach applied 
in this paper brings, and the importance of specifying which characteristic of a resilient response is of interest.

Triclosan disturbance.  Three of the four metrics suggested that SIR in the sandy loam soil was more resil-
ient to the addition of triclosan than in the clay or loamy sand soil (Fig. 6d–g). There was no difference identified 
between the rate of return (Rg) of the soils. The single measurement made 14 days after the addition of triclosan 
had high leverage (Fig. 6h–k) and particularly affected the values quantifying the degree of return (Rr) and return 
time (Rt). For the loamy sand soil, the uncertainty in the degree of return contributed to the large uncertainty in 
the other estimated metrics. In the previous study26 it was noted qualitatively that the sandy loam soil “recovered” 
more quickly. These new metrics allow this difference to be quantified.

The increase in SIR in the clay and loamy sand samples after 14 days may have occurred because the triclosan 
was degraded by organisms in the soil. In other words, the context could be interpreted differently, and we might 
consider that respiration greater than the control sample was the “desirable” response as it may indicate faster deg-
radation of the added triclosan. Thus we should consider whether the specific mechanisms are important in order 
to quantify the resilience of a response, or whether these should be treated as a black box. Using these metrics, 
the resilience of a particular function is characterised purely by the dynamic perturbation of the function after 
the disturbance, irrespective of context and the mechanisms. As such, if the context is important, consideration 
should be given and the appropriate characteristics identified prior to analysis. For the soils in which the triclosan 
was degraded microbiologically, there may have been a greater return to the control level beyond 14 days, but this 
could not have been determined without further measurements.

Drying and rewetting disturbance.  The model represented the form of the response of soil respiration 
after drying and rewetting of soil (Fig. 7a,b) in the high-resolution experimental data set. The model could not 
readily identify Rr because a new stable level had not been reached during the measured time period. In this case, 
as Rr was small compared to the observed peaks in response, the other metrics were estimated by assuming that Rr 
was equal to zero. Using the resilience metrics to characterise the full high resolution data set of 88 points, it was 
apparent that the grassland soil returned in a shorter time (Fig. 7c) and at a faster rate (Fig. 7d) than the woodland 
soil, although the woodland soil had a more efficient response to the disturbance (Re, Fig. 7e).

Reliability of the metrics.  In the triclosan data set (Fig. 6), a repeated measure after 15 days might have 
helped to ensure that the final level reached in the experimental data was quasi-stable. However, there is also a 
question about the time scale over which measurements should take place. If the characteristics are estimated by 
neglecting the final data point at 14 days (Fig. 6h–k) the confidence in the estimated parameters, particularly the 
degree of return, is reduced and no differences are identified. The time-scale over which measurements should 
take place is clearly context-dependent, and relates to the relevant time-scale for the response mechanisms. 
Unsurprisingly, if we want to estimate the degree of return (Rr) with confidence, data at a time when the system 
has actually reached a new stable state is required.

We used the high resolution data set, from the drying and rewetting experiment to investigate systematically 
how many data are needed to obtain reliable metrics of resilience with our method. Fitting the model using 

Figure 4.  Synthetic data and simulated, fitted responses based on the three pairs of responses shown in Fig. 1 (a–c) 
along with values of degree of return (Rr), return time (Rt), rate of return (Rg) and efficiency (Re) estimated from 
these fitted responses. Boxplots show the median (central mark), interquartile range (box) and range (whiskers) 
with outliers excluded.
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more than 12, evenly-spaced data points yielded consistent estimates of the resilience characteristics (Fig. 7c–e). 
Increasing the number of data points did, however, improve the confidence in the estimated characteristics and 
thus increased the ability to discriminate between the two soil responses. Using fewer than 12 data points, the 
return time (Rt) was underestimated compared to using the full data set. Using a geometric spacing of 7 measure-
ment points, in order to sample at higher resolution during the initial period, the median of the estimated char-
acteristics was closer to that estimated using all 88 data points than using 7 data points spaced evenly over time. 
Nevertheless, the confidence in the characteristics estimated using the geometric series was reduced compared to 
using 7 evenly space measurements.

Practical Implications.  The choice of which resilience characteristic(s) are used to identify or discriminate 
resilient responses is context dependent because different features of the dynamics of the response may be con-
sidered particularly desirable (or undesirable) in different contexts. As such, it is important that any questions 
around the resilience of a system are carefully framed; researchers must know what a (non)resilient response will 
look like for the function measured in relation to the desired outcome.

The degree of return (Rr) is likely to be relevant in most contexts because it quantifies the long term ability of 
the system to continue to function following a disturbance. The other characteristics capture more of the dynam-
ics of the response and may also be of interest in specific contexts. For example, in the above examples from soil 
science, Re is likely to be particularly relevant as this provides a cumulative measure of the change in respiration 
during the time of interest. For the heat and triclosan disturbances, in which the respiration induced by substrate 
addition can be interpreted as a measure of microbial activity that delivers other functions (e.g. nitrogen cycling) 
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Figure 5.  Six indicative examples (a–f) of the response of SIR after exposure to heat stress showing the derived 
resilience metrics (g,h) (Rr, Rt, Rg and Re, Table 1) for the 24 soil samples in which the model identified the 
degree of return. Symbols in plots (g,h) correspond to those in the responses plots (a–f), metrics for the 
responses of other soils are shown as crosses. Confidence intervals for these metrics are large (due to the small 
number of data points) and are not shown. Different soils are identified as more resilient depending on which 
characteristic is used to rank the responses. For example, the response in plot (c) is identified as the most 
resilient using the rate of return metric (Rg) because the gradient during the response period is large. However, 
it is one of the least resilient responses in terms of the degree of return (Rr) as it returns to a level which is very 
different to that of the control (i.e. far from zero). The response in plot (e) is identified as the least resilient using 
all the metrics except Rr as it eventually returns to a level similar to that of the control.
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to the surrounding ecosystem, Re represents the loss in functioning during the dynamic response. For the drying 
and rewetting disturbance, the increase in respiration after disturbance represents C lost from the system, poten-
tially in an inefficient manner. In the context of the response of soil respiration to a drying and wetting distur-
bance, the interest may be to minimise the carbon lost (and thus the CO2 emissions) from the soil. As such, the 
efficiency metric (Re) is likely to be of particular interest as it captures the cumulative loss of carbon as a result of 
the dynamic response to disturbance. The degree of return will also be important as it is also desirable to maintain 
the microbial community in the soil and so ongoing emissions of CO2.

Our characteristics also have potential application in studies of other ecological systems. For example, Rr and 
Rt could usefully be employed in assessing the effects of overgrazing or predation in both terrestrial27 and aquatic 
systems28,29, the effect of extreme weather events on populations30, and possibly changes in microbiomes due to 
stress31. In these contexts both Rr and Rt could be used by policy makers or businesses for strategic planning or 
to assess the success of protection or intervention measures. The return rate Rg is likely to be of more interest in 
studies relating to critical slowing down (the idea that systems respond increasingly slowly as they approach an 
imminent tipping point). Such gradient measures have previously been used to identify this critical slowing down 
in both a laboratory experiment using cyanobacteria32 and an artificially manipulated freshwater lake food web33.

Conclusions
The metrics proposed here quantify the complete, dynamic range of resilience characteristics (Table 1) of a 
response to disturbance. With these characteristics and associated metrics, it is possible to articulate the system-
atic differences in behaviour of a system function that pertain to resilience following a disturbance. For example, 
if one system returns to a level of function closer to the reference level, whereas another returns to a new equi-
librium more quickly, there may be an ambiguity about which response is the more resilient. We quantify such 
behaviour based on these four meaningful metrics. Their discriminatory power thus provides an opportunity to 

Figure 6.  Change in substrate induced respiration of (a) clay, (b) sandy loam and (c) loamy sand soil samples 
after the addition of 1000 mg triclosan kg−1 dry mass showing data (circles) and the modelled response fitted 
either with (solid lines) or without (dashed lines) the last data point. Note that the two modelled responses 
are almost identical in the sandy loam. Measurements are the difference in SIR (glucose substrate) between 
a perturbed and a control sample, with each measurement made destructively. The resilience characteristics 
(Table 1) identified using the model fitted to all the data (d–g) and the model fitted without the last data point 
(h–k). Boxplots show the median (central mark), interquartile range (box) and range (whiskers) with outliers 
excluded.
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analyse the response of systems to disturbance in new ways and resolve aspects of otherwise complex-seeming 
interactions that contribute to different aspects of a “resilient” response.

If sufficient resources are available, more than about 12 temporal data measurements should be made in order 
to estimate the suite of resilience metrics reliably. If the return time, Rt, is thought important, care must be taken 
to ensure that the experimental response is followed for long enough to determine this.

References
1.	 Desjardins, E., Barker, G., Lindo, Z., Dieleman, C. & Dussault, A. C. Promoting Resilience. Q. Rev. Biol. 90, 147–65 (2015).
2.	 Hodgson, D., McDonald, J. L. & Hosken, D. J. What do you mean, ‘resilient’? Trends Ecol. Evol. 30, 503–6, (doi: 10.1016/j.

tree.2015.06.010) (2015).
3.	 Xu, L., Marinova, D. & Guo, X. Resilience thinking: a renewed system approach for sustainability science. Sustain. Sci. 10, 123–38, 

(doi: 10.1007/s11625-014-0274-4) (2015).
4.	 Holling, C. S. Resilience and stability of ecological systems. Annu. Rev. Ecol. Syst. 1–23, (doi: 10.1146/annurev.es.04.110173.000245) 

(1973).

0

2

4

6

0 10 20 30 40 50 60 70 80
0

2

4

6

Time (hrs)

R
es

pi
ra

tio
n 

(µ
gC

O
2−C

 h
r−1

)

50 100 150
Rt (hrs)

0.05 0.1 0.15
Rg (µgCO2−Chr−2)

150200 250
Re (µgCO2−C)

  7 points     data          fitted model 
44 points     data          fitted model

N
um

be
r o

f e
ve

nl
y 

sp
ac

ed
 d

at
a 

po
in

ts

88

44

22

17

12

9

7

5

Geometric
spacing

  7 points     data          fitted model 
44 points     data          fitted model

G
W

G
W

G
W

G
W

G
W

G
W

G
W

G
W

G
W

(a)

(b)

(c) (d) (e)

Figure 7.  Respiration responses observed after a drying and rewetting disturbance in (a) grassland, sandy 
loam soil and (b) woodland, clay loam soil and the corresponding modelled results when fitted to two subsets 
of the full time series. Error bars indicate ±​ standard deviation of the data. The estimated (c) return time (Rt), 
(d) rate of return (Rg), and (e) efficiency (Re) characteristics for both soils (grassland–G, and woodland–W) are 
shown, each estimated using models fitted to subsets of the data with different numbers of data points evenly 
spaced throughout the measurement period and a geometric spacing of 7 measurements at 1, 2, 4, 8, 16, 32 and 
64 hours. Boxplots show the median (central mark), interquartile range (box) and range (whiskers) with outliers 
excluded, this data is provided in Supplementary Dataset 1. The degree of return was fixed at zero during 
fitting, as the degree of return was small relative to the peak of the signal and the soils did not return to a stable 
respiration during the measurement period.



www.nature.com/scientificreports/

1 1Scientific Reports | 6:28426 | DOI: 10.1038/srep28426

5.	 Myers-Smith, I. H., Trefry, S. A. & Swarbrick, V. J. Resilience: Easy to use but hard to define. Ideas Ecol. Evol. 5, (doi: 10.4033/
iee.2012.5.11.c) (2012).

6.	 Pimm, S. L. The complexity and stability of ecosystems. Nature 307, 321–6 (1984).
7.	 Standish, R. J. et al. Resilience in ecology: Abstraction, distraction, or where the action is? Biol. Cons. 177, 43–51, (doi: 10.1016/j.

biocon.2014.06.008) (2014).
8.	 Chaer, G., Fernandes, M., Myrold, D. & Bottomley, P. Comparative resistance and resilience of soil microbial communities and 

enzyme activities in adjacent native forest and agricultural soils. Microb. Ecol. 58, 414–24, (doi: 10.1007/s00248-009-9508-x) (2009).
9.	 Gregory, A. S. et al. The effect of long-term soil management on the physical and biological resilience of a range of arable and 

grassland soils in England. Geoderma. 153, 172–85, (doi: 10.1016/j.geoderma.2009.08.002) (2009).
10.	 Griffiths, B. S. & Philippot, L. Insights into the resistance and resilience of the soil microbial community. FEMS Microbiol. Rev. 37, 

112–29, (doi: 10.1111/j.1574-6976.2012.00343.x) (2013).
11.	 Hafeez, F., Philippot, L., Spor, A. & Martin-Laurent, F. Assessment of the resilience and resistance of remediated soils using 

denitrification as model process. J. Soil. Sediment. 14, 178–82, (doi: 10.1007/s11368-013-0780-5) (2014).
12.	 Kuan, H. et al. The biological and physical stability and resilience of a selection of Scottish soils to stresses. Eur. J. Soil Sci. 58, 811–21, 

(doi: 10.1111/j.1365-2389.2006.00871.x) (2007).
13.	 Tobor-Kapłon, M. A., Bloem, J., Römkens, P. F. A. M. & Ruiter, P. C. Functional stability of microbial communities in contaminated 

soils. Oikos. 111, 119–29, (doi: 10.1111/j.0030-1299.2005.13512.x) (2005).
14.	 Corstanje, R., Deeks, L. R., Whitmore, A. P., Gregory, A. S. & Ritz, K. Probing the basis of soil resilience. Soil Use Manage. 31, 72–81, 

(doi: 10.1111/sum.12107) (2015).
15.	 Shade A. et al. Fundamentals of microbial community resistance and resilience. Front. Microbiol. 3, (doi: 10.3389/fmicb.2012.00417) 

(2012).
16.	 Allison, S. D. & Martiny, J. B. Resistance, resilience, and redundancy in microbial communities. Proc. Natl. Acad. Sci. USA 105, 

11512–9, (doi: 10.1073/pnas.0801925105) (2008).
17.	 Banning, N. C. & Murphy, D. V. Effect of heat-induced disturbance on microbial biomass and activity in forest soil and the 

relationship between disturbance effects and microbial community structure. Appl. Soil Ecol. 40, 109–19, (doi: 10.1016/j.
apsoil.2008.03.011) (2008).

18.	 Griffiths, B. et al. Ecosystem response of pasture soil communities to fumigation‐induced microbial diversity reductions: an 
examination of the biodiversity–ecosystem function relationship. Oikos. 90, 279–94, (doi: 10.1034/j.1600-0706.2000.900208.x) 
(2000).

19.	 Kaufman, L. H. Stream aufwuchs accumulation: disturbance frequency and stress resistance and resilience. Oecologia. 52, 57–63 
(1982).

20.	 Orwin, K. H. & Wardle, D. A. New indices for quantifying the resistance and resilience of soil biota to exogenous disturbances. Soil 
Biol. Biochem. 36, 1907–12, (doi: 10.1016/j.soilbio.2004.04.036) (2004).

21.	 Zhang, B. et al. Does microbial habitat or community structure drive the functional stability of microbes to stresses following re-
vegetation of a severely degraded soil? Soil Biol. Biochem. 42, 850–9, (doi: 10.1016/j.soilbio.2010.02.004) (2010).

22.	 Nimmo, D., Mac Nally, R., Cunningham, S., Haslem, A. & Bennett, A. Vive la résistance: reviving resistance for 21st century 
conservation. Trends Ecol. Evol. 30, 516–23, (doi: 10.1016/j.tree.2015.07.008) (2015).

23.	 Seybold, C., Herrick, J. & Brejda, J. Soil resilience: a fundamental component of soil quality. Soil Sci. 1999; 164, 224–34 (1999).
24.	 May, R. M. Mathematical models and stability. In: Stability and complexity in model ecosystems. Princeton University Press; (1973).
25.	 Fox, B. J. & Fox, M. D. Resilience of animal and plant communities to human disturbance. In: Resilience in Mediterranean-type 

ecosystems 39–64. Springer Netherlands (1986).
26.	 Butler, E., Whelan, M. J., Ritz, K., Sakrabani, R. & Van Egmond, R. Effects of triclosan on soil microbial respiration. Environ.Toxicol. 

Chem. 30, 360–6, (doi: 10.1002/etc.405) (2011).
27.	 Holmgren, M. & Scheffer, M. El Niño as a Window of Opportunity for the Restoration of Degraded Arid Ecosystems. Ecosystems 4, 

151–59, (doi: 10.1007/s100210000065) (2001).
28.	 Hahn, M. W. & Höfle, M. G. Grazing of Protozoa and Its Effect on Populations of Aquatic Bacteria. FEMS Microbiol. Ecol. 35, 

113–21, (doi: 10.1111/j.1574-6941.2001.tb00794.x) (2001).
29.	 Kayal, M. et al. Predator Crown-of-Thorns Starfish (Acanthaster Planci ) Outbreak, Mass Mortality of Corals, and Cascading Effects 

on Reef Fish and Benthic Communities. PLoS One 7, (doi: 10.1371/journal.pone.0047363) (2012).
30.	 Müller, F. et al. Assessing resilience in long-term ecological data sets. Ecol. Indic. 65, 10–43, (doi: 10.1016/j.ecolind.2015.10.066) 

(2016).
31.	 David, L. A. et al. Host Lifestyle Affects Human Microbiota on Daily Timescales. Genome Biol. 15, (doi: 10.1186/gb-2014-15-7-r89) 

(2014).
32.	 Veraart, A. J. et al. Recovery rates reflect distance to a tipping point in a living system. Nature 481, 357–359, (doi: 10.1038/

nature10723) (2012).
33.	 Carpenter, S. R. et al. Early Warnings of Regime Shifts: A Whole-Ecosystem Experiment. Science 332, 1079–82, (doi: 10.1126/

science.1203672) (2011).

Acknowledgements
This work was supported by BBSRC competitive research grants 204/D17562 (partly supported by the UK 
Environment Agency), BB/J000671/1 and BB/J000671/2 (partly supported by UK Department of Environment, 
Food and Rural Affairs), and using facilities funded by the Biotechnology and Biological Sciences Research 
Council (BBSRC). We thank Paul Hallett, Bryan Griffiths, Chris Watts, Andy Gregory and Ling Kuan for 
stimulating discussions and Mick Whelan and Emma Butler for the data showing the response to triclosan in  
Figure 6. Thank you also to the three anonymous reviewers for their constructive comments that helped us to 
improve this manuscript.

Author Contributions
L.C.T. developed the model, analysed the data and drafted the manuscript. F.C.F. conducted the experimental 
work. A.P.W. conceived and led the modelling approach. J.A.H. brought perspective on ecological resilience. All 
authors contributed to the conceptual development and manuscript revision. A.P.W., J.A.H., K.R. and R.C. co-
wrote the grant applications. K.R. led the overall project. All authors give final approval for publication.

Additional Information
Supplementary information accompanies this paper at http://www.nature.com/srep
Competing financial interests: The authors declare no competing financial interests.

http://www.nature.com/srep


www.nature.com/scientificreports/

1 2Scientific Reports | 6:28426 | DOI: 10.1038/srep28426

How to cite this article: Todman, L. C. et al. Defining and quantifying the resilience of responses to disturbance: 
a conceptual and modelling approach from soil science. Sci. Rep. 6, 28426; doi: 10.1038/srep28426 (2016).

This work is licensed under a Creative Commons Attribution 4.0 International License. The images 
or other third party material in this article are included in the article’s Creative Commons license, 

unless indicated otherwise in the credit line; if the material is not included under the Creative Commons license, 
users will need to obtain permission from the license holder to reproduce the material. To view a copy of this 
license, visit http://creativecommons.org/licenses/by/4.0/

http://creativecommons.org/licenses/by/4.0/

	Defining and quantifying the resilience of responses to disturbance: a conceptual and modelling approach from soil science

	Theory

	Characteristics of a resilient response. 

	Methods

	Quantifying the resilience characteristics. 
	Applying the model to data. 

	Experimental Methods

	Results and Discussion

	Synthetic data. 
	Heat disturbance. 
	Triclosan disturbance. 
	Drying and rewetting disturbance. 
	Reliability of the metrics. 
	Practical Implications. 

	Conclusions

	Acknowledgements
	Author Contributions
	﻿Figure 1﻿﻿.﻿﻿ ﻿ Comparisons of three, hypothetical pairs of responses (a–c) to a disturbance and (table inset) the conclusions that can be drawn to identify which of each pair is more resilient when comparing the four resilience characteristics identifie
	﻿Figure 2﻿﻿.﻿﻿ ﻿ (a) Diagram of the mechanical spring damper system, with mass m, spring constant k and damping constant λ, used as an analogy to develop a model of soil function perturbation after a disturbance.
	﻿Figure 3﻿﻿.﻿﻿ ﻿ Diagrams to show how the resilience characteristics for degree of return (Rr), return time (Rt), and efficiency (Re) are quantified from the modelled response curve.
	﻿Figure 4﻿﻿.﻿﻿ ﻿ Synthetic data and simulated, fitted responses based on the three pairs of responses shown in Fig.
	﻿Figure 5﻿﻿.﻿﻿ ﻿ Six indicative examples (a–f) of the response of SIR after exposure to heat stress showing the derived resilience metrics (g,h) (Rr, Rt, Rg and Re, Table 1) for the 24 soil samples in which the model identified the degree of return.
	﻿Figure 6﻿﻿.﻿﻿ ﻿ Change in substrate induced respiration of (a) clay, (b) sandy loam and (c) loamy sand soil samples after the addition of 1000 mg triclosan kg−1 dry mass showing data (circles) and the modelled response fitted either with (solid lines) or
	﻿Figure 7﻿﻿.﻿﻿ ﻿ Respiration responses observed after a drying and rewetting disturbance in (a) grassland, sandy loam soil and (b) woodland, clay loam soil and the corresponding modelled results when fitted to two subsets of the full time series.
	﻿Table 1﻿﻿. ﻿  Summary of four characteristics associated with responses to disturbance enabling description of a resilient response.
	﻿Table 2﻿﻿. ﻿  Summary of the experimental data used as examples to assess the resilience characteristics identified in Table 1.



 
    
       
          application/pdf
          
             
                Defining and quantifying the resilience of responses to disturbance: a conceptual and modelling approach from soil science
            
         
          
             
                srep ,  (2016). doi:10.1038/srep28426
            
         
          
             
                L. C. Todman
                F. C. Fraser
                R. Corstanje
                L. K. Deeks
                J. A. Harris
                M. Pawlett
                K. Ritz
                A. P. Whitmore
            
         
          doi:10.1038/srep28426
          
             
                Nature Publishing Group
            
         
          
             
                © 2016 Nature Publishing Group
            
         
      
       
          
      
       
          © 2016 Macmillan Publishers Limited
          10.1038/srep28426
          2045-2322
          
          Nature Publishing Group
          
             
                permissions@nature.com
            
         
          
             
                http://dx.doi.org/10.1038/srep28426
            
         
      
       
          
          
          
             
                doi:10.1038/srep28426
            
         
          
             
                srep ,  (2016). doi:10.1038/srep28426
            
         
          
          
      
       
       
          True
      
   




