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Abstract 

Measuring and predicting the response of plant communities to ecological disturbances require 

characterising community dynamics over multiple timescales, both before and after 

disturbance events. With global climate change, fire regimes are expected to increase in some 

regions, including parts of New Zealand. These increases are predicted to be particularly 

impactful in ecosystems in regions with historically low fire frequencies, such as montane plant 

communities in New Zealandôs South Island. Species functional traits or sets of traits such as 

those represented by growth form and biostatus, can influence the ecological effects of fire and 

are likely to influence rates of recovery of individual plants and plant communities after fire. 

Thus, flammability at the plant community level can be estimated using plant community 

composition, plant traits and experimental measurements of plant shoot flammability. In this 

thesis, I measured plant community structure and trait variation of plants within South Island 

montane plant communities that had been impacted by wildfires over a range of sites and 

timescales. This research showed that most plants in these communities can survive wildfires 

and that most aspects of plant community structure recover rapidly, in less than 15 months after 

fire. However, longer-term data from permanent monitoring plots showed that historical fires 

have a lasting signature on plant community composition. In addition, plants with different 

biostatus (native or exotic) and growth forms (forbs, graminoid, or woody) showed different 

responses to fire. These long- and short-term dynamics in plant community structure result in 

dynamics in estimated plant community flammability that primarily reflects changes in key 

plant traits and speciesô relative abundance. However, both experimentally measured shoot 

flammability and plant traits, including leaf nutrient concentrations, show phylogenetic 

patterns suggesting both ecological and evolutionary processes that drive plant flammability, 

and therefore influence community flammability. This study highlights the need for ongoing 

future trait-based fire ecology research in these montane plant communities because, although 

native plants were not disproportionately impacted by these instances of wildfires compared to 

exotics, long-term data show that repeated fires are likely to alter community structure over 

longer timescales.  
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Chapter 1 General introduction 

1.1 Fire and climate change 

Fire is an ecological disturbance that has shaped ecosystems and biodiversity through both 

ecological and evolutionary processes (Bowman et al., 2020; He et al., 2019; McLauchlan et 

al., 2020; Pausas & Ribeiro, 2017). Due to global climate change effects, such as changes in 

temperature, precipitation, and vapour pressure deficit, the Earthôs fire regimes are rapidly 

changing and there are now extremely large fires occurring on a regular basis in many parts of 

the world (Bowman et al., 2020; Duane et al., 2021; Grillakis et al., 2022). These wildfires are 

anticipated to increase further in wildfire size, frequency, and severity far beyond historical 

norms (Clarke et al., 2011; Duane et al., 2021; Jain et al., 2022; Wu et al., 2021). Through 

ecological and evolutionary drivers, these increases are highly likely to cause changes in plant 

communities globally (Gallagher et al., 2022; Nolan et al., 2022; Triepke et al., 2019). 

1.2 Response of plant communities to fire 

Over time, plant species adapt to ecological disturbance regimes through their recovery 

response (Le Breton et al., 2020). So, predicting community responses to various 

environmental factors related to disturbance must be conducted by accounting for plant species 

adaptations, or traits. Ecological research has increasingly focused on identifying how 

ecosystems respond to wildfire disturbances by measuring plant community structure 

(Abrahamson et al., 2021; Gallagher et al., 2022; Springer et al., 2022; Steel et al., 2021). Plant 

community structure refers to plant species composition, richness, relative abundances, trait 

composition and diversity. Dynamics in these community structure variables over time can 

provide simple summaries of ecosystem change (Abella et al., 2021; Avolio et al., 2019; 

Matthews et al., 2013). Fire can impact community by causing change in species composition 

speciesô relative abundances, and decreases in species richness (Kimball et al., 2018; Nolan et 

al., 2021; Paudel et al., 2022). However, plant community will recover after fire whereby 

composition, relative abundances and richness may return to their pre-fire condition (Abella et 

al., 2021; Knox & Clarke, 2012). If plants in the community are resilient to fire, they will 

recover rapidly; however, if they are sensitive to fire and/ or source populations are altered, the 

compositional trajectory will not return to the prior state and species can be permanently lost 

or gained over time, thus forming a novel type of community (Abella et al., 2021; Lamothe et 

al., 2019). 
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Measuring pre- and post-fire community patterns at different time scales is vital for 

understanding these patterns in plant community dynamics and resilience (Abrahamson et al., 

2021; Arnoldi et al., 2018; Bagchi et al., 2017; Bowd et al., 2021; Dickinson et al., 1992). In 

particular, the spatial and temporal scales of pre-fire (background) community dynamics can 

determine the detectability of changes induced by fire. Comparing pre- and post-fire dynamics 

for the same location or in similar environments will provide reliable conclusions on the 

response of a community to fire (Arnoldi et al., 2018; Steel et al., 2021). Such understandings 

are essential to inform biodiversity conservation and ecosystem management, particularly 

where fire regimes are shifting (Perry et al., 2014; Tolhurst, 2012). Repeated measurements of 

community structure before and after fire can be used to predict successional temporal changes 

of plant community in any ecosystem (Bowd et al., 2021; Springer et al., 2022).  

 Investigating changes in plant community dynamics in relation to biostatus (exotic or 

native) and growth forms can inform on how they will respond to fire, such as which groups 

of plants may prevail over time (Bowd et al., 2021; Lentile et al., 2007). This is because plant 

species from different biostatus and growth forms are affected differently by the fire (Biondini 

et al., 1989; Miller et al., 2020) and their recovery after fire varies (Rodhouse et al., 2020; 

Watson et al., 2021). Some growth forms can survive or recover from fire better than others. 

For instance, grass cover increased following fire in steppe community structure in a study in 

dry steppe of Kazakhstan (Freitag et al., 2021), which is a typical pattern of grassland and 

savannah ecosystems that have evolved under a regular fire regime showing that grasses are 

adapted to recover after fire (Bruckerhoff et al., 2020; Pausas & Paula, 2020; Simpson et al., 

2022). Furthermore, slow growing plants and small forbs that are fire-tolerant can cause fires 

to be less intense and where communities are dominated by such species, they can recover 

rapidly (Ladwig et al., 2018). In contrast, fire intolerant plants that grow from large 

underground parts, they are more impacted by fire and communities dominated by such species 

can take time to recover to pre-fire condition (Cruz et al., 2003). Thus, post-fire temporal 

patterns in community structure are the consequence of differential survival of growth forms 

after fire (Zomer & Ramsay, 2021). 

Biostatus has been a key ecological variable of interest in fire ecology research; 

invasive exotic species have previously been shown within floras to possess a suite of traits 

related to óweedinessô, i.e., the rapid sequestration of resources after disturbance (Das et al., 

2019; Molinari & DôAntonio, 2020). Exotic plant species can often recover following 
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disturbance and can outcompete native perennials in post-fire environments (Balshor et al., 

2017; Wainwright et al., 2012). For instance, a study in a sagebush steppe community in the 

USA found that exotic grasses increased in response to burn severity while native species did 

not show any trend, suggesting that exotic species can recover rapidly following fire in that 

system (Rodhouse et al., 2020). However, the response of exotic species to disturbance varies 

depending upon the structure of the native community and the local ecological conditions 

(DôAntonio et al., 2000; Gedalof et al., 2022; Prev®y et al., 2010). Thus, studies on fire that 

seek to understand responses of plants of different biostatus should consider the context of the 

invasion.  

1.3 Plant traits and fire 

Fire can affect ecosystems both positively and negatively. Some ecosystems demonstrate 

positive feedback where plants are adapted to rapidly recover and grow following fire (Vilà et 

al., 2001), e.g., savannahs and Mediterranean shrublands (Ratnam et al., 2011; Staver et al., 

2011). Some ecosystems show negative feedback where fire temporarily reduces fuel loads and 

decreases the potential for repeated burning for a period of years to some decades, e.g., boreal 

forests and several temperate coniferous forests (Parks et al., 2015). Plants can impact fire 

behaviour via their traits (Prior et al., 2017). For example, grasses provide fine fuel, and this 

promotes fire spread in grasslands, while forbs with less fine fuels and higher moisture content 

can suppress fire (Simpson et al., 2022; Wragg et al., 2018). Some plants possess traits that 

make them either resistant or tolerant to fire, e.g., thick leaves with high moisture content or 

thin, dry leaves and low meristems that resprout rapidly after fire. Thus, different plants that 

are either more or less flammable can co-exist in fire-prone ecosystems (Bond & Scott, 2010).  

Depending on their traits, when plants are perturbed, their recovery rate may vary 

(Cardoso et al., 2018; Clarke et al., 2013; Simpson et al., 2016; Simpson et al., 2022); this 

variation can be related to either morphological traits, fuel loads, moisture content of leaf and 

shoot tissues, plant architecture, and/ or leaf nutrient contents (Bowd et al., 2021; Krix et al., 

2019; Landesmann et al., 2021). Plants having high specific leaf area, moisture content and 

low dead material retention decrease plant shoot flammability (Alam et al., 2020; Wyse et al., 

2016). Thus, the prediction is that, if there are many plants with these traits in a community, it 

would burn less readily than community with different trait composition (Padullés Cubino et 

al., 2018). In contrast, community with many relatively more flammable plants burn readily, 
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and may be more resilient to fire disturbance (Bond & Midgley, 1995; Schertzer & Staver, 

2018).  

Thus, the structure of the existing community in the landscape determines the size and 

severity of fires (Estes et al., 2017; Viedma et al., 2020). With increasing fire regimes, changing 

land-use types and biological invasions, montane environments, an ecosystem type with novel 

diversity, are becoming more susceptible to increasing fires (Le Breton et al., 2022; Nolan et 

al., 2022).  

1.4 Fire and flammability  in the indigenous grasslands and sub-alpine 

ecosystems of New Zealandôs South Island 

New Zealand has a unique range of vegetation and animal life, which developed as a 

consequence of both in situ evolution and long-distance dispersal events during the countryôs 

prolonged isolation for about 80 million years from the rest of world (Gibbs, 2006; Lee et al., 

2001; McGlone et al., 2001; Müller-Doblies, 1995). It is estimated that before human 

settlement ~800 years ago, dense, evergreen forests covered around 90% of the country, except 

wetlands and grasslands above tree line and in low elevation areas that could not support forests 

(McGlone, 2001; Perry et al., 2014). However, with human settlement, extensive 

anthropogenic fires occurred, after which grasslands become more widespread in montane and 

lowland areas (McWethy et al., 2013; Perry et al., 2014). Thus, even though grasslands are 

widespread as a result of fires in New Zealand, these communities have evolved in 

environments with low fire frequency (McGlone, 2001; Perry et al., 2014). Tussock-dominated 

(represents both tall tussocks; dominated by Chionochloa spp. and short tussocks; dominated 

by Poa spp., and Festuca spp.) montane grasslands are now one of the most extensive 

vegetation types in New Zealand and, by definition, are dominated by graminoid species 

(Mark, 1969; Mark et al., 2010; OôConnor & Alison, 1963; Wardle 1991). These native 

grasslands are under risk from invasion by exotic trees, shrubs (Hua & Ohlemüller, 2018) and 

forbs (Day & Buckley, 2013; Mark et al., 2010), particularly as invasive forb species can easily 

establish in new environments with limited resources (Mark et al., 2010). 

Numerous studies have been conducted on post-fire vegetation in tussock-dominated 

montane grasslands and sub-alpine areas before the 2000s (Allen & Partridge, 1988; Calder et 

al., 1992; Calder & Wardle, 1969; Cockayne, 1898; Cockayne & Calder, 1932; Gitay et al., 

1992; Gitay & Wilson, 1995; Lee et al., 1993; Mark, 1994; Payton et al., 1986; Payton & Mark, 
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1979; Rogers & Leathwick, 1994; Yeates & Lee, 1997). Most of these studies were focussed 

on plant biomass and tiller regeneration of Chionochloa species after prescribed burning. Some 

were conducted in wildfire areas, but measurements were done many years after the fire. For 

example, at one site vegetation plots were set up 35 years after fire (Burge et al., 2020; 

Cockayne & Calder, 1932).  

After 2000, a few studies have investigated plant species recovery and succession in 

post-fire in tussock-dominated grasslands (Glogoski, 2017; Payton & Pearce, 2009), sub-alpine 

areas (Arnst et al., 2020; Burge et al., 2020), peatlands (Johnson, 2001) and forest ecosystems 

(Christensen, 2022; Kitzberger et al., 2016; Richardson et al., 2018; Teixeira et al., 2020). 

Some studies have been conducted relating to fire and weather conditions (Pretorius et al., 

2020; Simpson, et al., 2014), flammability and plant traits (Alam et al., 2020; Cui et al., 2020; 

Cui, Paterson, Wyse, et al., 2020; Mason et al., 2016; Pausas et al., 2012; Wyse et al., 2016). 

A few studies have investigated pattern of community flammability in tussock-dominated 

montane grassland (Padullés Cubino et al., 2018) and forest ecosystems (Lord et al., 2022).  

In tussock-dominated montane grasslands, species such as Chionochloa spp. are 

believed to be fire-adapted species (Payton & Pearce, 2009; Perry et al., 2014). Payton and 

Pearce (2009) found that recovery of tall tussocks in post-fire was determined by pre-fire 

moisture conditions in two different seasons (spring and summer). Glogoski (2017), found that 

exotic grasses and herbaceous weeds recovered better than native vegetation in post-fire 

vegetation recovery. In peatlands, low-growing species (forbs and grasses) peaked in 

abundance 15-22 months post-fire but in successional recovery they declined and woody 

species became dominant (Johnson, 2001). In low-productivity sub-alpine ecosystems, plant 

community has been taking longer time to converge to pre-fire conditions (Arnst et al., 2020; 

Burge et al., 2020). In forest ecosystem, the recovery of woody species were slower than exotic 

grasses (Richardson et al., 2018). Most of the smaller trees and shrubs recovered by resprouting 

and these were related to species composition and abundance of the site that can result in similar 

responses in post-fire (Teixeira et al., 2020). The local weather and environmental conditions 

for instance an increase in hot, dry and windy foen and slope increased fire frequency and 

severity (Pretorius et al., 2020; Simpson, et al., 2014); these are further associated with 

availability of fuel and flammable plants that can increase burn. For example, associated plant 

traits such as retention of dead material, low moisture content and low specific leaf area 

accounted for the high flammability of invasive species (Wyse et al., 2016). Other studies (eg. 
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Alam et al., 2020; Cui et al., 2020; Mason et al., 2016) have shown that plant morphological 

and chemical traits play an important role in plant flammability. These species trait variation 

in community can influence flammability at community level. For example, Padullés Cubino 

et al. (2018) found that community flammability was declined in tussock-dominated montane 

grasslands due to increase in invasive forbs. However, there are no studies where pre- and post-

fire data are used to assess temporal changes in community structure. Determining trajectories 

of post-fire community by comparing with pre-fire community structure are important to 

determine future community pathways. Testing the plant community pattern and comparison 

between pre- and post-fire community structures, in particular in natural fires are rare around 

the world (Bowd et al., 2021; Lipoma et al., 2016).  

1.5 Thesis aims, and objectives 

This thesis broadly aimed to evaluate plant community structure and plant traits that influence 

fire and are influenced by fire in montane environments in predicted fire-prone ecosystem. The 

specific objectives of this study were to: 

1) quantify and understand short-term community dynamics after wildfires in tussock-

dominated areas of montane grasslands at two sites in the South Island of New Zealand 

(Chapter 2); 

2) test for community resilience by comparing pre- and post-fire plant community structure 

in tussock-dominated areas of montane grasslands at one site in the South Island of New 

Zealand (Chapter 3); 

3) quantify change in community flammability over nine decades of post-fire vegetation 

change in multiple vegetation types in montane areas in the South Island of New Zealand 

(Chapter 4); and  

4) understand relationships among flammability, leaf nutrients and morphological plant 

traits in montane areas of the South Island of New Zealand (Chapter 5). 

Recently, large wildfires in New Zealand have affected several sites in tussock-

dominated grasslands in the South Island montane environment (Fire and Emergency New 

Zealand, 2020, 2021). In the face of this increasing wildfire activity in Aotearoa New Zealand, 

using repeated measurement datasets of over two and half years after wildfire, Chapter two 

quantifies the short-term response of community structure to wildfire at two different locations. 
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Community structure was compared over time for areas with three different fire histories of 

which some were burnt twice, and some were burnt once. Patterns were compared for species 

of different biostatus (native and exotic species) and growth form (forbs, graminoids and 

woody).  

Using a dataset that incorporated long-term pre-fire measurements with short-term post 

fire measurements, Chapter three tested for community resilience in tussock-dominated 

montane grassland after a recent wildfire. Pre- and post-fire community structures were 

compared, and patterns were assessed for species of different biostatus (native and exotics) and 

growth form (forbs, graminoids and woody). Field measurements of plants that survived the 

wildfire were used to assess patterns for species with different regeneration traits (clonality and 

meristem position).  

Chapter four used experimental shoot burning to estimate community flammability for 

different plant community types measured over nine decades in one of the oldest permanent 

vegetation monitoring plots in the world. Phylogenetic patterns and relationships between 

morphological traits and plant flammability were assessed. Chapter five used the same plots, 

flammability measurements and plant morphology trait data to test the relationships among 

flammability, morphology and leaf nutrient contents.  
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Chapter 2 Short-term recovery of plant communities after 

wildfires in montane grasslands 

2.1 Introduction  

Disturbance regimes around the world, such as fire, are changing beyond historical norms 

due to climate change, with fire regimes shifting due to changes in ignition patterns, fuel 

continuity, drought and fire weather (Collins et al., 2022; Pausas & Keeley, 2021; Sage, 

2020). Changes in fire regimes can impact plant community structure and recovery, 

sometimes causing widespread shifts or losses of dominant species (Baltzer et al., 2021; 

Nolan et al., 2021). Species common in the initial period after fire can give good indications 

of future community structure in forests (Day et al., 2017; Johnstone et al., 2020; Turner et 

al., 2016) and grasslands (Zomer & Ramsay, 2021). Repeated measurements of plant 

community in the initial stages after fire can therefore facilitate understanding of future 

vegetation dynamics by capturing immediate responses such as plant survivability, recovery, 

and changes in community structure, however, few studies have done this.  

Plants can recover from fire by two responses: surviving to resprout or germinating 

from seed either from on-site seed banks or spores dispersed from unburnt areas (Bond et al., 

2004; Bond & Midgley, 2003; Day et al., 2020; Nolan et al., 2021). At an individual level, 

plants need time to build up reserves for structures to regrow after fire (such as rhizomes, tillers) 

and/ or time to reach reproductive maturity. If fires become too frequent outside of historical 

norms and beyond ecological tolerances of the species, then this compromises the ability of 

plants to recover, i.e., óinterval squeezeô (Enright et al., 2015). This can cause dramatic changes 

in plant community structure and even declines in dominant species (Baltzer et al., 2021; Le 

Breton et al., 2022). For example, one study showed that excluding fires from cerrado savannah 

in Brazil led to increased woody species cover (Rodrigues & Fidelis, 2022). Moreover, 

community composition was different from areas that had burnt annually or biennially in the 

six years prior. Such impacts on community structure under different fire frequencies may be 

detectable for many decades and potentially through multiple fire cycles and may impact initial 

patterns of recovery in plant communities after fire. 

Species with different growth forms and biostatus (i.e., exotic, or native origin) can 

differ in how they are impacted by fire and, therefore, their recovery (DôAntonio & Vitousek, 



 

9 

1992; Day et al., 2020). Growth forms with meristems close to the ground are probably less 

likely to be damaged by fire, particularly fast-moving surface fires, so they may survive and 

rapidly recover following fire. For instance, grasses and forbs have low meristems and they 

can rapidly recover post-fire from basal buds but slower-growing woody plants with higher 

meristems are more susceptible to mortality or at least take longer to recover (Bellingham & 

Sparrow, 2000; Kraaij et al., 2017; Pekin et al., 2012). While over decadal time periods grassy 

ecosystems can become dominated by woody species in the absence of fire (Mark & Dickinson, 

2003), recovery of different growth forms may be observable in the first few months after fire. 

Exotic species, particularly those that become invasive, are often more tolerant to disturbances 

than native species in the same environments and are proficient at outcompeting natives for 

resources such as light, nutrients and water (Molinari & DôAntonio, 2020). In a grassland in 

California, USA, exotic graminoids survived fire better than surrounding native species 

because they had higher moisture content than natives; hence, they may outcompete native 

graminoids (Livingston & Varner, 2016). In New Zealand native grasslands, disturbance-

tolerant exotic graminoids, such as Agrostis capillaris L., are often highly abundant after fire 

(Allen & Partridge, 1988; Calder et al., 1992). In this system, invasive exotic forbs had lower 

flammability than other species in this community (Padullés Cubino et al., 2018), suggesting 

they may be less impacted by fire and may be able to survive and outcompete native species. 

These studies suggest recovery of plants after fire may differ depending on a combination of 

both biostatus and growth form. 

Fine-scale environmental conditions or microhabitats influence the ability of plants to 

survive and resprout or germinate from seed (Day et al., 2020; Day et al., 2022; Moore et al., 

2019). Substrate availability may be particularly important. For instance, mosses have high 

water-holding capacity and may support survival of plants by reducing impacts of heat-damage 

of plant tissue by fire (Gavini et al., 2019; Michel et al., 2013). Alternatively, mosses may 

inhibit seed germination due to allelopathy and competition with vascular plants for space, 

moisture, and light (Jeschke & Kiehl, 2008; Michel et al., 2011). Interactions between micro-

sites and post-fire plant community structure and dynamics are little understood. 

In Aotearoa New Zealand, parts of the landscape currently covered by native-

dominated grasslands are projected to experience the greatest increases in fire risk compared 

to other parts of the country (Melia et al., 2022; Pearce et al., 2011) and some of the largest 

fires in recent New Zealand history have occurred in montane grasslands. These montane 
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grasslands in New Zealand became widespread only after the arrival of humans and increased 

fire activity ~800 years ago (McGlone, 2001; McWethy et al., 2010; Perry et al., 2014). Fires 

are thought to have been extremely rare prior to human arrival, so it is generally thought that 

native plants are not well adapted to recover from fire (Bond et al., 2004; Ogden et al., 1998; 

Perry et al., 2014). While species in grasslands and savannas in many regions globally have 

evolved in frequent fires and are adapted to fire, this may not to be the case in New Zealand 

grasslands (Bond & Keeley, 2005; MacDermott et al., 2017). However, we know that some 

native plants are capable of rapid recovery after fire. For example, snow tussocks (Chionochloa 

spp.) can survive fire by rapidly resprouting followed by flowering, but seeds produced after 

burns have lower viability rates than other grasses and unburnt snow tussocks (Mark, 1965, 

1969). Several species of mountain daisies (Celmisia spp.) can also resprout (Allen & 

Partridge, 1988). A study using prescribed burns demonstrated that losses of snow tussock 

biomass was higher in summer burns than spring burns (Payton & Pearce, 2009), but recovery 

of the full plant community was not investigated. Several studies showing changes in plant 

community structure and long-term succession decades after fire (20 years or more) have been 

conducted in tussock grasslands, in New Zealand (Burge et al., 2020; Calder et al., 1992; Gitay 

et al., 1992), but immediate, short-term dynamics in montane grassland plant community has 

not been studied. These short-term dynamics likely affect the longer-term successional 

changes, and with increased fire frequency, they may become increasingly important.  

Here, we aimed to quantify and understand short-term community dynamics after 

wildfires in tussock-dominated areas of montane grasslands at two sites in the South Island of 

Aotearoa New Zealand. We undertook repeated measures of post-fire vascular plant 

community to investigate short-term changes over 2-26 (Deep Stream) and 1-16 (Pukaki) 

months since fire. Deep Stream was an area where prescribed burns had been conducted in 

2001, where some areas were burnt in spring, some in summer, and others left unburnt; the 

entire area reburnt in a wildfire November 2019. Pukaki had not burnt since before the 1970s 

(Molloy & Hodder, 1976) and burnt in a wildfire in August 2020. We asked: 1) how does post-

fire community structure (composition and richness) change in the months immediately 

following wildfire?; 2) Do different fire histories lead to differences in plant recovery or 

community dynamics?; 3) Do species of different biostatus (native vs exotic) and growth forms 

recover at the same rate?; and 4) Does biostatus, substrate (moss), or meristem height influence 

the probability of individual plants recovering from seed? The significance of this study is 

improving our understanding of the response of plant communities to wildfires in montane 
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grasslands, which will help community ecologists to better predict trajectories of post-fire 

composition changes and, thus, the public will be better informed about the effects of wildfires.  

2.2 Methods  

2.2.1 Study locations and field sampling 

Two sampling sites were sampled in the recently burnt area in this study: a tall tussock 

dominated grassland site at Deep Stream (inland from Dunedin), on land owned and managed 

by the Dunedin City Council and both short and tall tussock grassland at Pukaki, a land close 

to the highway and owned by Department of conservation (Figure S2.1). The Deep Stream site, 

which is on gently sloping terraces (640ï700 m a.s.l.) between Barbours and Clarkes Streams 

at the eastern end of the Lammerlaw Range, is typical of lower-altitude tall-tussock grasslands 

that are coming under increasing pressure for pastoral development. The Pukaki site, situated 

at the side of highway and close to farmland, represents highly disturbed mixed short and tall 

tussock grassland is progressively being retired from grazing and incorporated into 

conservation land. 

Deep Stream 

Deep Stream lies between 640 to 700 m a.s.l. in the Lammerlaw Range in Otago, New Zealand. 

The vegetation was dominated by the perennial narrow-leaved snow tussock (Chionochloa 

rigida (Raoul) Zotov, Poaceae) interspersed with native perennial forbs, such as Aciphylla 

aurea W.R.B.Oliv. (Apiaceae) and Celmisia gracilenta Hook.f. (Asteraceae), and exotic 

perennial forbs, such as Pilosella officinarum Vaill. (Asteraceae) and Hypochaeris radicata L. 

(Asteraceae; Figure S2.1, Appendix A). Small native woody shrubs are distributed throughout 

the tussock matrix. Mean annual precipitation and mean seasonal temperature amplitude 

(difference between summer and winter) were 667.67 ± 3.02 mm, and 10.67 ± 0.05 °C (Wratt 

et al., 2006). Mean summer temperature and mean winter temperature were 11.76 ± 0.05 °C 

and 2.54 ± 0.06 °C respectively. This area is managed by Dunedin City Council and was not 

grazed or burnt since at least the 1970s until prescribed burns occurred in 2001 (Payton & 

Pearce, 2009). Our experimental design at this site consists of replicated areas that burnt within 

18 years of each other, and others that burnt in 2001 (Figure S2.1a, Appendix A). In 2001, 

Deep Stream was the site of prescribed burns (Payton & Pearce, 2009) and then the whole area 

burnt in a wildfire in spring of 2019 (November). There were nine, 1 ha (100 × 100 m) plots 

set up in 2001: three plots were unburnt in 2001 and burnt in November 2019 (hereafter unburnt 

2001); three burnt in spring 2001 (2 October) and reburnt in November 2019 (hereafter spring 
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burnt 2001); and three plots were burnt in 2001 (7 March) and reburnt in November 2019 

(hereafter summer burnt). Payton and Pearce (2009) reported that the 2001 summer burn was 

hotter than the spring burn due to high biomass and low moisture content. The cause of the 

2019 fire is still unknown but burnt ca. 5400 hectares, which is a large fire for this region (Fire 

and Emergency New Zealand, 2021). 

We conducted vegetation surveys three times after the wildfire in November 2019: 2 

months (January 2020), 13 (December 2020), and 26 (January 2022) months post-fire (Figure 

S2.2, Appendix A). We undertook vegetation surveys within 12, 20 × 20-m plots within the 

larger 1 ha plots. There were nine, 20 × 20-m plots that were subjectively chosen for an 

experimental burn to avoid slope effects and other environmental effects in 2001 (Payton & 

Pearce, 2009). These nine plots were groups of three adjacent plots with different burn 

treatments (unburnt, spring burnt, summerïautumn burnt) in each group. Three additional 20 

× 20-m plots were set up in an area that did not burn in 2001 or in 2019 ~1 km from the burnt 

plots (hereafter unburnt). Within each 20 × 20-m plot, we randomly established three 1 × 1-m 

subplots, which comprised of four, 0.5 × 0.5-m quadrats with reference to pre-existing wooden 

or metal poles that were placed for sampling during experimental burning in 2000 and 2001 

(Figure S2.1a, Appendix A). However, we did not get any community structure data from that 

study. In each quadrat, we recorded presence of live vascular species (plants with green leaves) 

at the three measurement times in the experimental burn plots (Figure S2.2 Figure S2.3, 

Appendix A). The vascular plant species were identified using flora books of New Zealand 

(Mark 2012; Wilson 1978; Champion et al. 2012). For those plants that could not be reliably 

identified to species, a sample was collected from nearby plot and were identified later. 

Nomenclature follows the Landcare Plant Names Database (https://www.nzflora.info). The 

voucher specimens were collected and deposited at AUT. Assuming less change due to slow 

growing nature of tussock grassland species which is previously described (Mark, 1969; 

Connor & Vucetich, 1964), the unburnt plots were only measured once at 2 months after fire. 

We also undertook destructive sampling of plant individuals in two, 2 × 2- m plots 2 months 

after fire in the burnt areas on each end of 10-m transect, but not in the vegetation survey plots, 

to assess whether plants were recovering from seed or had survived the fire. We excavated 

plants at nine locations in 18 plots aiming to collect data for five individuals of each species at 

each location. We also recorded the substrate of each plant was growing in, in terms of moss 

or not on moss. These transects were made close to, but outside, the permanently marked 

vegetation survey plots to ensure that excavated individuals did not affect community 
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composition in future surveys. About 45% of the total species recorded in the surveyed plots 

were excavated in the plots at these transects. 

Pukaki 

Pukaki lies at 620 to 650 m a.s.l. in the Pukaki Scientific Reserve, Canterbury, New Zealand. 

This site is comprised of native shrubs such as Corokia cotoneaster (Argophyllaceae) and small 

invasive exotic conifer trees (Pinus contorta̧Pinaceae), with patches of narrow-leaved snow 

tussock-dominated grassland (Figure S2.1, Appendix A). The reserve is managed by the 

Department of Conservation and had not been burnt or grazed since the establishment of the 

reserve in 1996. Mean annual precipitation was 593.7 ± 2.58 mm and mean seasonal 

temperature amplitude was 13.84 ± 0.05 °C (Wratt et al., 2006). Mean summer temperature 

and mean winter temperature were 14.75 ± 0.02 °C and 2.81 ± 0.03 °C respectively. We 

established two plots for vegetation surveys in October 2020, one month after the wildfire in 

spring of 2020 (30 August 2020) (Figure S2.1b, Appendix A). The fire was an accident and 

burnt ca. 3000 hectares (Fire and Emergency New Zealand, 2020).  

We conducted vegetation surveys three times after the wildfire in October 2019: one 

month (October 2020), four (January 2021) and 16 (January 2022) months after fire (Figure 

S2.2 & Figure S2.4, Appendix A). Two plots were randomly located in mixed short and tall 

tussock dominated grassland habitat that are similar to the Deep Stream site. Then, to capture 

highly spatially dispersed species data, we used a modified Whittakerôs plot design where, 

within each 20 × 20-m plot, we established a 1 × 1-m subplot at each corner then divided this 

into four, 0.5 × 0.5-m quadrats (Figure S2.1b, Appendix A; Morrison et al. 1995). As at Deep 

Stream, we recorded vascular speciesô presence (with green leaves) within each 0.5 × 0.5-m 

quadrat, identified and deposited voucher specimens. We also undertook destructive sampling 

within two, 2 × 2-m plots on each end of a 10-m transect, but not in the vegetation survey plot 

4 months after fire to assess whether individual plants were recovering from seed or had 

survived the fire, and the substrate they were in, using the same methods described for Deep 

Stream. These transects were established adjacent to, but outside, the permanently marked 

vegetation survey plots to ensure that the excavated individuals did not affect community 

composition in future surveys. About 31% of the total species recorded in the surveyed plots 

were excavated in the plots at these transects. 
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Fire severity  

Field sampling was undertaken at both sites to compare three methods for assessing fire 

severity: minimum branch diameters of woody plants and percent covers of burnt and live 

vegetation and litter (Appendix B). The results were inconclusive and so these data are not 

presented in this chapter. 

2.2.2 Data analyses 

For each species at each site, we collated plant data to explore the post-fire plant community 

trait change: plant biostatus (native or exotic), growth forms (forb, graminoid, woody) and 

meristem height (high or low based on RaunkiÞrôs life form (Raunkiaer, 1934; Raunkiaer, 

1905; Table S2.1 & Table S2.2, Appendix A; Breitwieser et al., 2010; Manaaki; New Zealand 

Plant Conservation Network, 2022). Those plants having bud close to the soil surface or inside 

soil are low meristem and those plants having bud high up on the plant are meristem high. Sites 

were analysed separately due to different sampling designs and fire histories. Species present 

at each measurement time in each1ha,  20 ³ 20 m plot at each site was visualised by Venn 

diagram using óggVennDiagramô (Gao, 2022). All other analyses were conducted at the quadrat 

level in R v.4.2.1 (R Core Team, 2022) with ótidyverseô (Wickham et al., 2019), óggreppelô 

(Slowikowski et al., 2021), ógghighlightô (Yutani, 2022), and óeggô (Auguie, 2019) for data 

visualization and others where specified.  

Post-fire changes in plant community structure  

Composition 

To investigate short-term changes in post-fire composition over time, we used speciesô 

presence in each quadrat at each site at each time (speciesô presence matrix). We performed a 

principal coordinate analysis (PCoA) on the speciesô matrix using Jaccard dissimilarity in 

óveganô (Oksanen, 2021). We then calculated the weighted average scores for each species 

using function ówascoresô over PCoA and species presence absence data matrix. To assess 

changes in composition over time, we ran separate PERMANOVAs for each fire history (Deep 

Stream) or plot (Pukaki), specifying the species matrix as the response and months since fire 

as a categorical predictor, implemented using ópairwise.adonis2ô (Anderson, 2006; Oksanen et 

al., 2022). We then assessed changes in compositional variance (following Avolio et al., 2019). 

We measured the distance between centroids of each subplot at each time within each fire 

history (Deep Stream) or plot (Pukaki) using óbetadisperô. We then assessed significant changes 
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in compositional variance using function ópermutestô in óveganô. High values of compositional 

variance suggest there is a lot of variation in species composition in quadrats within fire history 

or plots (i.e., variation around the centroid), while low values suggest there is little variation.  

Species richness 

We calculated quadrat species richness by biostatus and growth form for each quadrat at each 

time. We used generalized linear mixed effect models assuming a Poisson error distribution 

(glmmTMB; Brooks et al., 2017). Since quadrats were joined to each other, to avoid spatial 

autocorrelation and subplots were not adjacent to each other, the random effect was subplot. 

Data were subsetted into species groups of interest and multiple models were run. At Deep 

Stream, to assess significant differences in richness over time within fire histories, we ran six 

models for biostatus (3 fire histories × 2 biostatus) and nine models for growth form (3 fire 

histories × 3 growth forms). We were also interested in if there were differences in richness 

among fire histories at each time, so we ran additional models with fire history as a predictor: 

six models for biostatus (3 measurement times × 2 biostatus) and nine models for growth form 

(3 measurement time × 3 growth forms). At Pukaki, to assess significant differences over time 

within plots, we ran four models for biostatus (2 plots × 2 biostatus) and six models for growth 

form (2 plots × 3 growth forms); we were not explicitly interested in differences between plots 

at this site. Significant differences were assessed using óemmeansô (Lenth, 2022). 

Probability of germination from seed or survival 

To evaluate the probability of plants recovering from seed under different conditions, we used 

the destructive sampling data at Deep Stream (two months after fire) and Pukaki (four months 

after fire). Individual plants were assigned one if they were growing from seed (if seeding is 

coming from any seed and has remains of seed coat or decayed seed attached to) or zero if they 

had survived (i.e. plants that were found green and live growing from vegetative part but not 

sure either they were resprouters or not). We used generalised mixed effect model (glmmTMB) 

assuming a binomial error distribution to model the proportion of plants that were from seed 

out of the total number of plants excavated as a function of three predictor variables (run as 3 

separate models at each site): biostatus, meristem height (high or low), or substrate (moss or 

not moss). At Deep Stream, the random effect was location at which plants were excavated. 

We did not use a random effect at Pukaki due to low sample size. These models tell us whether 

particular plant traits or substrate variables impacted how plants recovered.  
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2.3 Results  

2.3.1 Post-fire community structure changes following wildfire in relation to fire history 

at Deep Stream  

We observed a total of 42 vascular plant species in 36 m2 at Deep Stream across three 

measurements 2-26 months post-fire (Table S2.1, Appendix A). Most species were native (n = 

35) compared to exotic (n = 7). Most species that were present 2 months after fire were also 

present 13 and 26 months after fire (Figure 2.1). The number of species and species richness 

increased with time since fire across all fire history treatments (Figure 2.2). 

Composition 

The first two axes of the PCoA explained 46% of the total variation in plant species 

composition across time. On plots that had reburnt (spring burnt 2001 and summer burnt 2001), 

quadrats were different in composition compared to quadrats that burnt only in 2019 (unburnt 

2001) which were close to the reburnt in the same habitat (Table 2.1 & Table 2.2; Figure 2.3). 

Over time (2, 13, and 26 months after fire), unburnt 2001 quadrats differed in how they changed 

in composition compared to the spring burnt 2001 and summer burnt 2001 quadrats (burnt in 

2001 and 2019) (Table 2.1). Quadrats that did not burn in 2001 or 2019 (unburnt) had different 

composition from the quadrats that burnt either once or twice (Table 2.2; Figure S2.5, 

Appendix A). Post-fire change in composition and change in variance of the quadrats were 

large at two months after fire and low in later measurements (13-26 post-fire) (Table 2.1 & 

Table 2.2; Figure S2.6, Appendix A). Together, these results show that among fire histories, 

composition immediately after fire was more different and more variable than they were a 

longer time after fire (Figure 2.2). Change in richness was significantly higher in spring burnt 

2001 than unburnt 2001 (Table 2.2; Figure 2.4).  
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Table 2.1. Post-fire change in the mean and variance of community composition in montane 

grasslands at Deep Stream, and Pukaki, New Zealand over time across 14 plots of fire history 

treatments and plots, respectively, across measurement times. Change in composition was 

measured as the mean pairwise Jaccard dissimilarity in species presence within 0.25-m2 

quadrats (n = number of quadrats compared). Comparisons were made among measurement 

times (months post-fire) for each fire history treatment; 12, 400-m2 plots at Deep Stream and 

2, 400-m2 plots at Pukaki. Asterisks represent significant differences between measurement 

times, where *** = P < 0.001, ** = P < 0.01 and * = P < 0.05, based on permutational 

analysis of variance. 

Site Fire history treatment  

/ Plot 

Months post-

fire 

compared  

n Change in 

composition 

Change in 

variance 

Deep 

Stream 

Unburnt 2001 2-13  36 0.36 ± 0.17** -0.05 ± 0.01* 

Unburnt 2001 13-26  36 0.33 ± 0.13** -0.08 ± 0.02  
Unburnt 2001 2-26  0.57 ± 0.14** -0.08±0.01* 

 Spring burnt 2001 2-13  36 0.36 ± 0.11** -0.02 ± 0.01 

 Spring burnt 2001 13-26  36 0.28 ± 0.11** -0.01 ± 0.02 

 Spring burnt 2001 2-26  0.52 ± 0.11** -0.03±0.01* 

 Summer burnt 2001 2-13  36 0.37 ± 0.15** -0.03 ± 0.02 

 Summer burnt 2001 13-26  36 0.21 ± 0.12** 0 ± 0.02 

 Summer burnt 2001 2-26  0.49 ± 0.14** -0.03±0.03 

Pukaki Plot 1 1-4  16 0.74 ± 

0.08***  

0.1 ± 0.05* 

 
 4-16  16 0.54 ± 

0.17***  

-0.05 ± 0.03* 

  1-16 16 0.86 ± 

0.06***  

-0.05 ± 0.03 

 Plot 2 1-4  16 0.71 ± 

0.13***  

0 ± 0.03 

  
4-16  16 0.54 ± 

0.16***  

-0.06 ± 0.04* 

  1-16 16 0.85 ± 

0.09***  

-0.06 ± 0.04 
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Table 2.2. Differences in mean and variance in species composition among fire history treatments within each measurement time in montane 

grasslands at Deep Stream, New Zealand. Variation in composition was quantified using the pairwise Jaccard dissimilarity among 0.25-m2 

quadrats within fire history treatment 12, 400-m2 plots (n = number of quadrats compared). Asterisks represent significant differences between 

fire histories at each measurement, where *** = P < 0.001, ** = P < 0.01 and * = P < 0.05, based on permutational analysis of variance and on 

generalised linear mixed effects modelling for species richness. 

Fire history treatments compared Months post-

fire  

n Composition 

change 

Change in variance Change in 

richness 

Unburnt 2001 and Spring burnt 2001 2  24 0.63 ± 0.12*** 0.02 ± 0.09** -1.61 ± 0.53 

Unburnt 2001 and Summer burnt 2001 2  24 0.63 ± 0.11***  0.02 ± 0.08** -1.14 ± 0.47 

Spring burnt 2001 and Summer burnt 2001 2  24 0.51 ± 0.13 0 ± 0.08 0.47 ± 0.43 

Unburnt 2001 and Spring burnt 2001 13  24 0.56 ± 0.12*** 0.01 ± 0.1* -1.83 ± 0.42* 

Unburnt 2001 and Summer burnt 2001 13  24 0.57 ± 0.11***  0.02 ± 0.1* -1.64 ± 0.43 

Spring burnt 2001 and Summer burnt 2001 13  24 0.47 ± 0.12 0.01 ± 0.1 0.19 ± 0.48 

Unburnt 2001 and Spring burnt 2001 26  24 0.53 ± 0.11*** 0.01 ± 0.1* -1.42 ± 0.45 

Unburnt 2001 and Summer burnt 2001 26  24 0.54 ± 0.11***  0.01 ± 0.1* -0.61 ± 0.48 

Spring burnt 2001 and Summer burnt 2001 26  24 0.47 ± 0.1 0 ± 0.09 0.81 ± 0.52 

Unburnt 2001 and Unburnt 2  24 0.72 ± 0.12*** -0.01 ± 0.1 -0.28 ± 0.53 

Spring burnt 2001 and Unburnt 2  24 0.74 ± 0.1*** -0.02 ± 0.09** 1.33 ± 0.58 

Summer burnt 2001 and 2019 and Unburnt 2  24 0.74 ± 0.11*** -0.03 ± 0.09** 0.86 ± 0.57 
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Figure 2.1. Venn diagrams of species recorded in 36, 0.25-m2 quadrats in 9, 400-m2 plots at 2, 13, and 26 months after the November 2019 

wildfire (summer) across three fire history treatments in montane grasslands at Deep Stream, New Zealand. 
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Figure 2.2. Post-fire quadrat vascular plant species richness (± standard error) of native 

(solid lines) and exotic (dashed lines) species of different growth forms over time on the plots 

that were burnt either once or twice in different seasons in montane grasslands at Deep 

Stream, New Zealand. A total of 12, 0.25-m2 quadrats were measured in each 400-m2 plot at 

each measurement. The x-axis represents the measurement time in months relative to 

November 2019 wildfire (spring). The panel rows show the results for growth forms and the 

columns show the results for plots from different fire history treatments. Asterisks represent 

significant differences in mean quadrat richness between the measurements, based on the 

generalised linear mixed effects models (* = P < 0.05, ** = P < 0.01) and *** = P < 0.001). 
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Figure 2.3. Principal coordinate analysis diagrams for Jaccard dissimilarity of plant species 

presence in 0.25-m2 quadrats showing a) site scores and b) species scores in montane 

grasslands at Deep Stream, New Zealand. This study took place in a permanently marked 

study site where 9, 400-m2 plots were subjected to experimental burning treatments in 2001 

(3 unburnt, 3 burnt in spring, or 3 burnt in summer); subsequently, in November 2019 

(summer), a wildfire occurred in the area, burning all experimental plots and 3 400-m2 

unburnt plots in an area that was not burnt. Large symbols represent the centroids of the fire 

history treatments (12, 0.25-m2 quadrats in each fire history at each measurement time). 

Ellipses represent 95% confidence intervals for centroids. Lines represent the trajectories in 

composition between each measurement where the arrowhead is the most recent 

measurement. Ellipse and trajectory line colours represent fire history treatments: unburnt in 

2001 and burnt in 2019 (green), spring burnt in 2001 and 2019 (blue), summer burnt in 2001 

and 2019 (orange) and unburnt in 2001 and 2019 (grey crosses). Point shapes represent the 

number of months the measurement was taken after the November 2019 wildfire: 2 months 

(rectangle), 13 months (circle), and 26 months (triangle). Unburnt quadrats (cross) were 

measured 2 months post-fire. Speciesô scores represent exotic (filled) and native (hollow) 

species categorised as forbs (circle), graminoids (rectangle), and woody (triangle). 
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Figure 2.4. Post-fire quadrat vascular plant species richness (± standard error) of native and exotic species of different growth forms comparison 

in between fire history plots that were burnt either once or twice in different seasons at each measurement in montane grasslands at Deep Stream, 

New Zealand. Colour of bars represents the plots that had different fire history treatments of 2001 [bar: light green (unburnt 2001), orange 

(spring burnt 2001), blue (summer burnt 2001) and grey (unburnt)] in addition to 2019 wildfire at Deep Stream. A total of 12, 0.25-m2 quadrats 

were measured in each 400-m2 plot at each measurement. The x-axis represents the measurement time in months relative to November 2019 

wildfire (spring). Quadrat richness was significantly different between unburnt 2001 and spring burnt in 2001 for native forbs and native woody 

(P < 0.05). In between unburnt 2001 and summer burnt 2001, native woody richness was significantly different at 13 months (P < 0.05) and 

between unburnt and unburnt 2001, native forbs were significantly different at two months (P < 0.05). Native woody species richness was 

significantly different in between unburnt, and spring and summer burnt 2001 at two months (P < 0.01). Significant differences between fire 

history were determined by generalised linear mixed effects models.
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Recovery by biostatus and growth form 

Changes in species richness by biostatus and growth form were similar among fire histories 

(Figure 2.2). Quadrat richness of exotic graminoids significantly increased 2-13 months after 

fire in all fire history treatments, but not 13-26 months after fire (Figure 2.2; Table S2.3, 

Appendix A). Quadrat richness of woody species, which were all native at this site, was the 

lowest 2 months post-fire and increased significantly over the time of the study; the exception 

to this was in the spring burn 2001 quadrats where only woody species richness increased 13-

26 months after fire. Quadrat richness of forbs was high two months post-fire but did not 

change significantly both in natives and exotic species. Overall, these results show richness of 

both exotic graminoids, and native woody species increased 2-13 months after fire. Richness 

of woody natives continued to increase 13-26 months after fire but exotic graminoids did not. 

Richness of native forbs and native woody species was significantly higher on spring burnt 

2001 and 2019 quadrats compared to unburnt 2001 quadrats 13 months post-fire (Figure 2.4). 

Richness of woody species was also significantly higher on summer burnt 2001 and 2019 

quadrats than unburnt 2001 quadrats at the same measurement time. Richness of native woody 

was significantly higher in unburnt quadrats than the unburnt 2001 but burnt 2019 quadrats. 

Richness of exotic forbs were significantly lower in unburnt quadrats compared to spring and 

summer burnt 2001 and 2019 quadrats.  

2.3.2 Probability of plants recovering from seed at Deep Stream 

We destructively sampled 360 individual plants across 19 species (biostatus: 15 natives and 4 

exotics; meristem height: 5 high and 14 low) (Table S2.1 &Table S2.4, Appendix A). A total 

of 58 plants were recovering from seed compared to 302 plants that survived the fire. All 19 

species survived the fire, but of them, ten species were also recovering from seed. Among, the 

total species, Pilosella officinarum Vaill. and Agrostis capillaris L. were the dominant species 

that survived fire. Agrostis capillaris L. was also a dominant species recovering from seed. At 

2 months after fire, the probability of recovering from seed was significantly higher in exotics 

and on non-moss substrate compared to natives and on moss (Table 2.3). In contrast, meristem 

height did not significantly impact the probability of plants recovering from seed.  
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Table 2.3. Generalised mixed effect modelling results for the probability of individual plants 

regenerating from seed in relation to three predictors: biostatus (native vs. exotics), substrate 

type (moss vs. not on moss), and meristem height (low vs. high meristem) in post-fire in 

montane grasslands at two months at Deep Stream, and four months at Pukaki, New Zealand  

(n = the number of individuals excavated). Significant predictors (P < 0.001) are shown in 

bold. The probability of regenerating from seed were all on not moss so model was not 

possible to run for substrate at Pukaki 

Site and 

time 
Model Predictor Coefficient S.E. z - value P - value 

Deep 

Stream  

(n = 360)  

at 2 months 

Biostatus Exotic (vs. native) -1.24 0.31 -4.03 0.00 

Substrate 
Moss (vs. not on 

moss) 
1.81 0.49 3.65 0.00 

Meristem 

height 
High (vs. low) 22 19826.43 0.001 0.999 

Pukaki  

 (n = 37) 

at 4 months 

Biostatus Exotic (vs. native) 0.92 0.92 0.99 0.31 

Substrate 
Moss (vs. not on 

moss) 
NA NA NA NA 

Meristem 

height 
High (vs. low) 23.12 60407.76 0 1 

 

2.3.3 Post-fire community structure changes following wildfire at Pukaki 

We observed a total of 48 vascular plant species at Pukaki across the three measurements 1-16 

months post-fire (Figure S2.6; Table S2.3, Appendix A). Most species were native (n = 30) 

compared to exotic (n = 18). Similar to Deep Stream, most species that were present 1 month 

after fire were also present 4 and 16 months after fire (Figure 2.5). The number of species and 

species richness increased with time since fire in both plots (1-16 months) (Figure 2.6). 
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Figure 2.5. Venn diagrams of species recorded in 16, 0.25-m2 quadrats in two 400-m2 plots at 

each of three measurement times from one to 16 months after the August 2020 wildfire 

(spring) in montane grasslands at Pukaki, New Zealand 

 

 

Figure 2.6. Post-fire quadrat richness (± standard error) of native (solid lines) and exotic 

(dashed lines) species different growth forms over time in montane grasslands in two 400-m2 

plots at Pukaki, New Zealand. The x-axis represents vegetation measurement time in months 

relative to the August 2020 wildfire (spring). Asterisks represent significant differences (*** 

= P < 0.001, ** = P < 0.01 and * = P < 0.05, based on the generalised linear mixed effects 

models) between measurements for all the growth forms on each plot 
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Composition 

The two plots had similar composition 1 month after fire and became more similar over time. 

The first two axes of the PCoA explained 19.97% of the total variation in species composition 

(Figure 2.7; Figure S2.7, Appendix A). Post-fire changes in composition and change in 

compositional variance were higher 1-4 months post-fire compared to 4-16-months post-fire 

(Table 2.1; Figure 2.7; Figure S2.8, Appendix A). This shows that among plots, composition 

immediately after fire was more different and more variable than they were a longer time after 

fire (Figure 2.6). 

 

Figure 2.7. Principal coordinate analysis diagrams for Jaccard dissimilarity of plant species 

presence in two plots in 0.25-m2 quadrats showing a) site scores and b) species scores in two 

plots montane grasslands at Pukaki, New Zealand. This study took place in a site that was 

burnt in a wildfire in spring 2020. Large symbols represent the centroids of 16, 0.25-m2 

quadrats in each of plot 1 (green) and plot 2 (orange). Ellipses represent 95% confidence 

intervals for centroids. Point shapes represent the number of months the measurement taken 

after the wildfire: 1 month (rectangle), 4 months (circle), and 16 months (triangle). Speciesô 

scores represent exotic (filled) and native (hollow) and species categorised as forbs (circle), 

graminoids (rectangle), and woody (triangle) 

Recovery by biostatus and growth form 

Between 1-16 months post-fire, both natives and exotics recovered at same rate in quadrat 

richness in both plots (Figure 2.6; Table S2.3, Appendix A). Richness of native and exotic forbs 

significantly increased 4-16 months after fire but not 1-4 months after fire. Richness of native 
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graminoids significantly increased 4-16 months post-fire on plot 2 but it did not increase 1-4 

after fire. Richness of both exotic and native graminoids did not increase on plot 1 both 1-4 

and 4-16 months after fire. Native woody species richness significantly increased 4-16 months 

after fire on plot 1 (where there were no exotic woody species), but native woody species 

richness did not increase both 1-4 and 4-16 months after fire on plot 2. There were a few woody 

exotic species on plot 2 and these did not change significantly in richness over time. 

2.3.4 Probability of plants recovering from seed at Pukaki 

We destructively sampled 37 individual plants across 15 species (biostatus: 10 natives and 5 

exotics; meristem height: 5 high and 10 low) (Table S2.2 & Table S2.4, Appendix A). A total 

of seven plants were recovering from seed compared to 30 plants that survived the fire. All 

species were survived in fire but of them three species were also recovering from seed. All 

species were survived fire but of them ten species were also recovering from seed. Among, 19 

species, Pilosella officinarum Vaill. and Agrostis capillaris L. were dominant species that 

survived fire. Wahlenbergia species was dominant species recovering from seed too. At four 

months post-fire, the probability of recovering from seed was not significant in any of three 

predictors biostatus, substrate and meristem height (Table 2.3). One-month post-fire, all 

excavated plants had survived and all of them had low meristems. 

2.4 Discussion 

Our study using repeated measurements shows there were substantial changes in vascular plant 

community structure in the months following fire at these two sites in montane grasslands of 

the South Island of New Zealand. At both sites, most species that were present 1-2 months after 

fire were present at later months. Moreover, most species we excavated 1-4 months after fire 

had survived. Together, these results suggests that temporal dynamics in community structure 

in these tussock grasslands were driven by resprouting of surviving species rather than 

colonization of new species. As plants recovered, species richness increased and plant 

community composition became more similar within fire histories (Deep Stream) or plots 

(Pukaki), i.e., composition somewhat converged. While there were differences in composition 

associated with different recent fire histories at Deep Stream in terms of reburnt or not that 

were close to each other in the same habitat, these differences became less apparent in the later 

period of the study (13-26 months after fire). While species richness increased over time, rates 

of increase differed according to growth form and biostatus. Graminoids had high species 

richness immediately after fire at both sites; at Deep Stream they were predominantly native, 
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while at Pukaki they were predominantly exotic. In contrast, native woody species had low 

richness 1-2 months after fire and increased significantly in later time periods. Overall, our 

study demonstrates the value of understanding short-term changes in plant community 

structure after fire to elucidate patterns of recovery in the face of increased fire activity with 

climate change. 

Most of the individual plants we dug up were not from seed (85 % at Deep Stream, 81% 

at Pukaki), showing that most of species appeared to survive the fires. Pilosella officinarum 

Vaill. and Agrostis capillaris L. were dominant species that survived fire. Wahlenbergia 

species was dominant species recovering from seed. Over time, some of the species that 

survived fire started flowering and new individuals were coming from seed at each site. We 

were surprised by the high survival of plants at both sites, and an increase in species richness, 

particularly native species because the New Zealand flora is generally considered to be poorly 

adapted to fire (Bond, 2008; Gitay et al., 1992). Our results are comparable to other grasslands 

and savannahs that have experienced greater historical fire activity (Bond & Keeley, 2005; 

Bowman, 2022; Dairel & Fidelis, 2020). For example, a short-term post-fire study showed that 

many plants rapidly recovered from fires in savannahs in Brazil where the authors were able to 

categorise species into five fire-response groups Pilon et al.(2021). Future studies in New 

Zealandôs montane grasslands using finer categories for species (such as those described by 

Pilon et al. 2021) would provide further knowledge of flora responses in plants that are thought 

to have evolved in low fire activity but may still have adaptations to recover from fires 

(Antonelli et al., 2011). 

Convergence in species composition and increase in species richness is likely is due to 

resprouting of surviving plants. This suggests that plant community in these montane 

grasslands recover from fire rapidly. Past studies in these grasslands demonstrated that tussock 

species (Chionochloa) are long lived and take 15-20 years to recover in their biomass after fire 

(Gitay et al., 1992; Payton & Pearce, 2009); however, this represents only one species at each 

of our sites. Our measurements did not allow us to assess changes in biomass of plants, but this 

would be a useful addition for future studies. A detailed study at Deep Stream assessing 

populations of soil amphipods for 15 years pre- and post-fire shows most species can recover 

to pre-fire abundance within three years (Barratt et al., 2019). Pre-fire plant data is desperately 

needed to be able to directly assess fire impacts and directly assess resilience in these 

grasslands, which is currently lacking. 
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The effect of fire history on community structure was detectable among areas that had 

either burnt only once or twice in 18 years at Deep Stream. Composition in reburnt quadrats 

differed from those that had only burnt once although all of them were close to each other in 

the same the habitat. Richness of forbs tended to be lower on quadrats that had not burnt in 

2001 (unburnt 2001) compared to those that had reburnt, but this was only significant 13 

months after fire. However, we did not detect a strong effect of the season of the first fire in 

2001 (spring or summer). We may have expected to see a season effect given that losses of 

tussock biomass and mortality were greater in the summer fire in the prescribed burns, due to 

drier conditions and greater biomass in summer increasing vegetation flammability (Payton & 

Pearce, 2009). Therefore, while overall our results suggest there is rapid recovery and general 

convergence of community after fire, the legacy effects of fire from 18 years ago, regardless 

of season, have clearly left a signal that is still detectable through an additional fire event. This 

suggests that more frequent fires that are predicted in these areas will impact plant community 

structure through multiple fire cycles and over the long term. The implications of these changes 

are yet unknown. 

Both our sites contained more native species than exotics. We had expected exotic 

forbs, which have lower flammability than other species in this system (Padullés Cubino et al., 

2018), to potentially benefit from the fire by surviving and outcompeting native species, which 

was not the case at either site at a community level. This suggests that, at this time scale, fire 

will not cause dramatic shifts towards exotic species at a community level (although there may 

be changes in biomass). Graminoids and some forbs have low meristems, so they may be less 

impacted by the heat of the fire and recover rapidly (Araújo et al., 2013; Simpson et al., 2021). 

Forb richness did not change significantly after fire at Deep Stream. This further suggests that, 

at this time scale, fire will not cause dramatic shifts towards exotic species at a community 

level. Graminoids also have protected buds and a storage reserve that allow them to resprout 

immediately after fire (Pausas & Paula, 2020; Simpson et al., 2021). An experimental study on 

comparison of native and exotic graminoidsô fuel moisture content in northwestern California, 

USA showed that exotic species such as Anthoxanthum odoratum contain high moisture 

content so cannot be easily burnt and thus recover after fire (Livingston & Varner, 2016). This 

may explain why in our study Anthoxanthum odoratum and Agrostis capillaris recovered well 

after the fire (Figure S2.9 & Figure S2.10, Appendix A). At the individual level, we found 

exotics were more likely to be growing from seed than natives at Deep Stream 2 months after 

fire. Most of the native species in this montane environment are clonal and have a low meristem 
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so they can recover after fire(Ladwig et al., 2018). These results suggest that seed dispersal 

from exotic species could cause dramatic changes in plant community if fires become very 

frequent or severe. 

Woody species took longer to recover than forbs and graminoids; they had relatively 

low richness 1-2 months after fire and increased over time. A study conducted after grassland 

fires in Central Great Plains of North America reported woody cover replaced herbaceous cover 

one to five- or 10-years post-fire (Ratajczak et al., 2014). Another study conducted in páramo 

grasslands in Ecuador, which are similar in structure to the montane grasslands in our study, 

showed that woody species outcompeted forbs and graminoids 15 years after fire (Zomer & 

Ramsay, 2021). Woody plants generally recover by resprouting even in ecosystems that have 

evolved in low fire frequency (Bond & Midgley, 2003; Del Tredici, 2001; Teixeira et al., 2020). 

This shows that woody species are slow growing, and they would likely be the group most 

adversely affected by increased fire frequency. 

Plants coming back from seed were less likely be on moss than other substrates at Deep 

Stream. Germination of seed on moss could limited due to competition for light or exhibit 

allelopathic effects (Michel et al., 2011). However, all the mosses we excavated plants from 

were dead so may not have been able to retain much water for seed germination. Instead, the 

greater moisture holding capacity in mosses may have facilitated survival of plants that were 

rooted in them or plants themselves might have high moisture content thereby reducing fire 

intensity during wildfire. In a grassland ecosystem study in Namibia the probability of seedling 

surviving was higher in irrigated areas (Zimmermann et al., 2008). Further studies on the role 

of mosses in seed germination and water retention in post-fire environments are warranted.  

Community recovery after fire was broadly similar at both Deep Stream and Pukaki 

despite the sites differing in location, vegetation types, fire history and wildfires burning at 

different times. Although we saw signs of browsing by hares at both sites, Pukaki was more 

disturbed by being closer to farmland and a highway, while Deep Stream relatively isolated 

and undisturbed by human activity. This may explain why there were more exotics species at 

Pukaki compared to Deep Stream. The fire at Pukaki was in early spring but at Deep Stream it 

was in late spring. Measurements at Deep Stream were taken in mid-summer (2 and 26 months 

post-fire) and early summer (13 months). In contrast, measurements at Pukaki were in late 

spring (1 month post-fire) and summer (1 and 16 months). Previous research on the effect of 

fire history on vegetation dynamics has shown that past fire seasons can affect post-fire plant 
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population responses and that these effects can vary across plant trait values and growth forms 

(Fill & Crandall, 2020; Miller et al., 2020).  

2.5 Conclusions 

Our study shows that increases in richness and dynamics (i.e. divergence at the initial 

measurement and convergence over time) in composition can occur in within 16 or 26 

months after fire in New Zealandôs montane grasslands. Repeated short-term measurements 

enabled us to determine that, surprisingly, most plants survived the fires. Many native species 

were able to survive post-fire and these natives were relatively unaffected at both the sites. In 

addition, historical fires had a lasting effect on species composition and richness. This 

suggests that we expect more frequent fires projected in this system will lead to further 

observable changes in plant community structure. Our study contributes unique knowledge of 

plant recovery in montane grasslands of New Zealand, an area with few ecological studies on 

the effects of fire.  
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Chapter 3 Short-term response of New Zealand tussock grasslands 

to fire is predictable despite long-term community dynamics 

3.1 Introduction  

Understanding long-term community dynamics is critical for characterising and measuring the 

relative importance of short-term responses of community to ecological disturbances. This is 

particularly important for distinguishing dynamics from community resilience in response to 

disturbance (Abrahamson et al., 2021; Kimball et al., 2018). Community resilience is where, 

after disturbance, a community returns rapidly to pre-disturbance structure and function 

(Holling, 1973; Walker et al., 2004). Dynamics in plant community structure, i.e., changes in 

species richness and composition over time, occur continuously in all community, but at 

different rates. Rates of change are affected by changes in environmental factors (Avolio et al., 

2015; De Laender, 2018; Sousa-Silva et al., 2018), including anthropogenic and natural 

disturbances (Blackhall et al., 2017; Dantas et al., 2013; Day & Buckley, 2013; Lindenmayer 

et al., 2017; Lloret et al., 2009; Shinneman et al., 2021; Tsafrir et al., 2019). Predicting future 

changes in community structure due to these processes therefore relies on observations at the 

appropriate temporal scales. 

Predicting plant community resilience requires understanding pre-disturbance 

ólegaciesô that could influence subsequent trajectories (Blackhall et al., 2017; Johnstone et al., 

2016). Such legacies include the functional traits of species present and available plant 

propagules, such as the seed bank (Johnstone et al., 2016; Lewis et al., 2010; Speed et al., 

2010). Plant species that can survive or tolerate certain disturbance types can be identified 

based on their functional traits. For example, species that can survive and recover quickly after 

fire may be clonal (Clarke et al., 2015) and/ or have a meristem that is near or below the soil 

surface (Clarke et al., 2013; Ladwig et al., 2018; Lipoma et al., 2016). Weedy plants can have 

fire-tolerant traits that enable them to germinate and outcompete native perennials in post-fire 

environments (Balshor et al., 2017; Wainwright et al., 2012). In contrast, plants lacking such 

functional traits are less likely to survive and/ or recover after disturbance. Such legacy effects 

of pre-disturbance community thus impact post-disturbance dynamics in community structure 

as species that have fire-resilient traits are retained in the community and those without are 

more prone to be lost (Bond & Midgley, 1995; MacDermott et al., 2017; Wright et al., 2019). 

Where functional traits are related to plant flammability, these legacy effects may influence 
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community flammability and fire behaviour (Keeley et al., 2011; Schertzer & Staver, 2018). 

Thus, environmental variability, including disturbance regimes, anthropogenic influences such 

as dynamics in invasive plant and animal populations or changes in land management practices, 

may influence plant community resilience by altering the functional traits present in the 

resident community (Abella et al., 2021; Jäger & Kowarik, 2010; Kimball et al., 2018; Steel et 

al., 2021). 

Ecosystems subjected to frequent fires are predicted to contain species that have 

evolved adaptations to survive or tolerate fire; in some cases, such ecosystems have many fire-

adapted species that rely on fire to reproduce (Furlaud et al., 2021; Paritsis et al., 2015; Rogers 

et al., 2015). These adaptations may include serotiny, lignotubers, bud banks and thick barks 

(Bond et al., 2004; Clarke et al., 2013). However, in ecosystems that experience few fires, 

species are less likely to be tolerant to fire (Ogden et al., 1998). Wildfires are now increasing 

in frequency and intensity in many parts of the world due to climatic and land use change 

(Duane et al., 2021; Jain et al., 2022; Vilar et al., 2021). Furthermore, changes in post-fire 

community composition and fuel loads are thought to further affect these future fire regimes 

for instance fire frequency, and intensity due to change in plant traits (Bowd et al., 2021; 

McLauchlan et al., 2020; Xu et al., 2022). Plant life histories and growth forms will likely 

influence and be influenced by fire (Arnoldi et al., 2018; Bowd et al., 2021). Therefore, fires 

are likely to become increasingly important driver of community dynamics, depending on 

inherent levels of community resilience. 

Monitoring pre- and post-fire community dynamics is critical to understanding 

dynamics and resilience of community exposed to wildfire (Bowd et al., 2021). This is because 

the spatial and temporal scales of pre-fire (background) community dynamics determine the 

detectability of changes induced in response to fire. Comparing pre- and post-fire dynamics for 

the same location will provide the most reliable conclusions on the response of a community 

to fire (Arnoldi et al., 2018; Steel et al., 2021), in contrast to space for time comparisons (Paudel 

et al., 2022; Rodhouse et al., 2020). Such understanding is essential to inform biodiversity 

conservation and ecosystem management (Tolhurst, 2012). Wildfires that burn pre-existing 

vegetation monitoring locations are a ónatural experimentô allowing repeated measurements in 

community before and after fire that can be used to predict successional temporal changes in 

ecosystems (Bowd et al., 2021; Springer et al., 2022).  
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New Zealand native plant species have evolved in environments where fires were not a 

prominent component of the disturbance regime, and few native plants are characterised as fire 

tolerant (Perry et al., 2010; Perry et al., 2012). However, with human settlement approximately 

800 years ago, widespread burning occurred, leading to vast areas undergoing a transition from 

forest to grassland ecosystems, particularly in southern and eastern parts of the South Island 

(Mark & Dickinson, 2003; McGlone et al., 1997, 2014; Perry et al., 2014). In recent years fires 

have become more frequent and intense due to increased temperatures and drought conditions 

(McGlone et al., 2014; Perry et al., 2014); this pattern is predicted to continue (Melia et al., 

2022; Simpson, et al., 2014). Parts of the eastern South Island, which are dominated by native 

tussock grasslands, are expected to experience some of the greatest increases in wildfires in the 

coming decades (Melia et al., 2022).  

Tussock grasslands are dominated by long-lived, perennial, native species that provide 

a wide range of ecosystem services, including provisioning biodiversity values, regulating 

water sources, supporting soil conservation and carbon sequestration (Mark et al., 2013; Yeates 

& Lee, 1997). However, increasing weed invasion, natural disturbances, such as fire, and 

introduced mammalian grazing and browsing pressure all pose threats to the integrity of these 

grassland ecosystems (Cruz et al., 2017; Day & Buckley, 2013). Predicting post-fire 

successional trajectories in tussock grasslands is complicated by high abundances of exotic 

plant species and, despite fire being regularly used as a land management tool in pastoral 

farming in these grasslands, relatively little is known about potential resilience of grasslands 

to fire (McGlone et al., 2014; Rogers et al., 2007). Many New Zealand native plant species are 

thought to be fire-sensitive (McGlone, 2001; McGlone et al., 1997; Perry et al., 2014) and, 

therefore, potentially susceptible to competition with more fire-tolerant exotic species. Fire 

promotes vegetative growth, flowering and seed germination in Chionochloa spp., but grazing 

by introduced mammals after fire causes elevated mortality (Dickinson et al., 1992; Gitay & 

Wilson, 1995; Mark, 1994; OôConnor & Alison, 1963). In contrast, exotic invasive hawkweeds 

(Pilosella spp.) can easily re-establish following fire (Mark et al., 2010).  

This study aimed to quantify plant community responses to fire disturbance and to test 

for community resilience in tussock-dominated areas of montane grasslands in the South Island 

of New Zealand. This was achieved by comparing pre-fire and post-fire changes in plant 

community structure. I used repeated measurements of plant community before and after 

wildfire over long (35 years) to short (two weeks) timescales to quantify the response to fire 
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disturbance by (1) testing for community resilience to wildfire disturbance and 2) comparing 

response of changes in species of different biostatus (native and exotic species) and growth 

forms (forbs, graminoids and woody). I used long-term data from vegetation surveys over four 

decades from four, permanently marked transects (Buckley & Freckleton, 2010; Day & 

Buckley, 2013), three of which were burnt in an accidental wildfire in October 2020 and one 

nearby transect that did not burn.  

3.2 Methods 

3.2.1 Study location 

This study was conducted in an area which until 1950 was grazed pastoral land (McMillan, 

2012), but now is a part of the Ruataniwha Conservation Park on the western shore of Lake 

ǽhau at the foothills of the Ben ǽhau mountain range (elevation ca. 670-850 m a.s.l.) in the 

Canterbury region of South Island, New Zealand (Figure S3.1, Appendix A). This area features 

a diverse range of vegetation types including tussock grasslands, mountain beech forest, and 

subalpine shrublands. In drier areas, including the tall tussock grasslands, prominent invasive 

species are wilding pines (Pinus spp.) and hawkweeds (Pilosella officinarum Vaill, Pilosella 

piloselloides subsp. praealta (Gochnat) S.Bräut. & Greuter, Hypochaeris radicata L.), which 

continue to spread (The ǽhau Conservation Trust, 2017). Mean annual precipitation, mean 

summer temperature and mean winter temperature were 906 mm, 13.67°C and 1.96 °C 

respectively (Wratt et al., 2006). In October 2020 (early spring) a wildfire started accidently 

by an electric short circuit and about 5,000 ha was burnt (Fire and Emergency New Zealand, 

2020). 

3.2.2 Vegetation surveys  

Four, permanent, 100-m vegetation monitoring transects were established in 1983 in tussock 

grassland habitat within this area (Figure 3.1; Figure S3.1, Appendix A). They were 

subsequently remeasured in 1993 and 2006. In the October 2020 wildfire, two of the transects 

(OHAT043 and OHAT044) and approximately one-third of a third transect (OHAT042) was 

burnt. A fourth transect (OHAT045) was unburnt (Figure S3.2., Appendix A). In late October 

2020, two weeks after the wildfire, I remeasured all four transects. I remeasured the burnt 

transects again in January 2021 (3 months post-fire) and in January 2022 (15 months post-fire). 

According to previous literature, communities in these grasslands are perennial and do not 

undergo drastic changes within a short period of time unless there are natural disturbances 
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(Mark, 1969). Therefore, I did not remeasure unburnt transects in the following short-term 

measurements. 

 

Figure 3.1. Photo plates showing changes in pre- and post-fire vegetation change on 100-m, 

permanent transects at Lake ǽhau, Canterbury, South Island, New Zealand measured 

between 1983 and 2022. Each transect comprises 50, 0.25-m2 quadrats, spaced 2 m apart. 

(Photo source: photos from 15 and 29 prior fire were taken from Day et al., unpublished). 

 

At each transect, I recorded vegetation in fifty, 0.5 × 0.5-m (0.25-m2) quadrats 

positioned every two metres on the right side along the 100-m permanently marked transects 

running from the south to the north direction. A consistent sampling protocol was followed at 

all times to record the presence of all species in each quadrat at each measurement (Buckley & 

Freckleton, 2010; Day & Buckley, 2013; Duncan et al., 2001). In 1983 and 1993, the presence 

of each species was recorded in each quadrat including species that were overhanging, but not 
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rooted in, the quadrats. From 2006 to 2022 the percent cover of each species was estimated 

within each quadrat and recorded as one of six cover classes: (1 = <1 %, 2 = 1-5 %, 3 = 6-25 

%, 4 = 26-50 %, 5 = 51=75 %, and 6 = 76-100 %). Overlapping percent cover values were 

recorded, thus, the total percent cover of quadrats can be greater than 100 %. 

Plant trait data  

I obtained data on traits of all species from published databases (Breitwieser et al., 2010; 

Ecological Traits of New Zealand Flora Online, 2022; New Zealand Plant Conservation 

Network, 2022). I recorded biostatus (native or exotic), growth form (forb, graminoid, or 

woody), clonality (non-clonal or clonal), meristem height (high or low) (Table S3.1, Appendix 

A) for all 88 plant species recorded on the permanent transects over the four decades. Clonality 

was determined based on the presence of buds and meristem height were based on RaunkiÞrôs 

life form (Raunkiaer, 1934; Raunkiaer, 1905).  

Fire severity 

Field sampling was undertaken at the three burnt transects to compare three methods for 

assessing fire severity: minimum branch diameters of woody plants and percent covers of burnt 

and live vegetation and litter (Appendix B). The results were inconclusive and so these data 

are not presented in this chapter. 

3.2.3 Data analysis 

I categorised the four, 100-m permanent transects into two groups: three burnt transects 

(OHAT042.burnt, OHAT043.burnt, OHAT044.burnt) and two unburnt transects 

(OHAT042.unburnt and OHAT045.unburnt). Due to the uncertainty in precisely relocating 

0.25-m2 quadrats at each measurement time, I calculated the frequency of species in sections 

of five quadrats on each transect for both primary data collected during study period and 

secondary data collected previously (Buckley & Freckleton, 2010; Day & Buckley, 2013; 

Duncan et al., 2001). I did this by dividing each transect into ten sections of 10 m, each 

comprising five quadrats. The partially burnt transect, OHAT042, contained three burnt 10-m 

sections and six unburnt 10-m sections. Two quadrats were in the trail so three unburnt quadrats 

measured were excluded hence, 10th 10-m section was excluded. I created matrices for 

subsequent analyses of (1) speciesô frequencies in transect sections at all measurement times 

and (2) species' mean quadrat percent cover in quadrats within each 10-m transect section for 

measurements from 2006 to 2022; percent cover of species in quadrats was not recorded at the 
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1980s and 1990s measurements. These matrices, both at the 10-m transect section scale, were 

used to investigate community dynamics across pre-fire (1980 ï 2006) and post-fire (2020 ï 

2022) measurements. The burnt and unburnt sections of OHAT042 were treated separately in 

all analyses. 

To visualise changes in plant community composition over time for each transect, I 

used a Bray-Curtis dissimilarity matrix calculated from the matrix of speciesô frequencies in 

10-m transect sections at all measurement times in a principal coordinate analysis (PCoA) 

implemented using ólabdsvô (Roberts, 2019) in R v.4.2.1 (R Core Team, 2022) for both pre 

(1980 ï 2006) and post-fire (2020 ï 2022) measurements. This was repeated using the matrix 

of speciesô covers for the 2006 ï 2022 measurements to evaluate short-term community 

dynamics immediately following fire.  

Following methods in Avolio et al. (2019) and Buckley et al. (2021) for characterising 

temporal community dynamics, I tested the significance of the change in mean composition 

(i.e., the 10-m transect section centroids) and change in compositional variance for each 

transect section at each post-fire measurement specifying 2006 (the most recent pre-burn 

measurement) as the baseline. Differences among measurement times were tested for 

significance using the ópairwise.adonis2ô function within the óveganô for change in mean 

composition (Oksanen, 2021) and the ópermutestô function within óveganô for change in 

variance (Anderson, 2006). For these tests, transect was used as a grouping variable to account 

for the spatial non-independence of the temporal measurements, i.e., OHAT042.burnt, 

OHAT042.unburnt, OHAT043, OHAT044, and OHAT045.  

To characterise community dynamics over four decades (1980 ï 2022), I calculated 

several measures of community structure that could be compared over time (Avolio et al., 

2019) using ócodynô (Hallett et al., 2020): (1) speciesô rank abundance within transects at each 

measurement, calculated as the number of quadrats that each species occurred in at each time, 

(2) total species richness within each 10-m transect section, (3) mean percent cover of species 

per quadrat within each 10-m transect section, (4) relative change in total transect section 

species richness between measurements (change in the number of species divided by the total 

number of unique species), and (5) relative number of species gained or lost from transect 

sections between measurements (gains or losses divided by the total number of unique species). 

Species richness variables and gains and losses were computed for all species and for species 

subsets including natives, exotics, forbs, graminoids and woody species.  
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Venn diagrams of transect species lists at each measurement were made to show the 

number of species present from 1983 to 2022 and the number of colonisations and extinctions. 

Rank abundance curves were generated for transects at each measurement to determine which 

species were driving the community dynamics at a transect scale (Avolio et al., 2019).  

To assess community-scale changes in the relative frequency of disturbance-related 

plant traits over time, I calculated relative ratio of species in two groups: clonality and meristem 

height for the sections on each transect at each measurement. For the clonality ratio, the total 

number of clonal species was divided by number of non-clonal species. For the meristem height 

ratio, the total number of species whose meristem is close to the ground was divided by total 

number of all other plant morphologies.  

I used generalized linear mixed models implemented using the óglmmTMBô function 

in R (Brooks et al., 2017) for the post-fire change comparison of total species richness, mean 

quadrat percent cover, relative change in species richness, gains and losses in transect sections. 

For richness (count data) models assumed a Conway-Maxwell-Poisson error distribution and 

for all other dependent variables (continuous data), models assumed a gaussian error 

distribution. For all models, transect was included as a random effect to account for the spatial 

non-independence of 10-m transect sections. Models were applied to datasets containing all 

species and to species subsets: natives, exotics, forbs, graminoids and woody species. Post-hoc 

comparisons among measurement times were performed for all models using óemmeansô 

(Lenth, 2022). All statistical analyses were performed in R v.4.2.1 (R Core Team, 2022) and 

data visualisations were conducted using the packages ótidyverseô (Wickham et al., 2019), 

óggreppelô (Slowikowski et al., 2021), óggVennDiagramô (Gao, 2022), ógghighlightô (Yutani, 

2022), and óeggô (Auguie, 2019).  

3.3 Results 

I recorded 88 species (64 native species and 24 exotic species) on the four transects across all 

five measurement times (Table S3.1, Appendix A). Species composition within the 10-m 

transect sections varied over time (1983 ï 2022) on all transects (Figure 3.2 & 3.3). 

Composition changed more in locations that were burnt compared to unburnt locations. Change 

in composition and change in variance were significantly different between the pre-fire 2006 

measurement and the initial post-fire measurement in 2020 (Table 3.1; Figure 3.4). Changes in 

the mean and variance in species composition were significant after fire on OHAT043.burnt 
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(2006 ï 2020) and OHAT044.burnt (2006 ï 2021). On the unburnt transect, 

OHAT045.unburnt, mean composition changed significantly, but variance did not; however, 

change in the mean was not as large as those caused by the fire on other transects. On the 

unburnt section of OHAT042 (n = 3), the mean composition and variance did not change 

significantly. 
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Table 3.1. Short-term patterns of change in community structure on both burnt and unburnt permanent 100-m transects at Lake ǽhau, 

Canterbury, South Island, New Zealand measured before and after the October 2020 wildfire between 1983 and 2022. Species composition was 

quantified using a Bray-Curtis dissimilarity matrix based on mean percent covers of species in 0.25-m2 quadrats for 10-m transect sections on 

100-m permanent transects. The significance of changes in mean composition (10-m transect centroids ± one standard error) and variation in 

composition (among 10-m transect sections ± one standard error) were compared among measurements. Means were either not significantly 

different (=mean) or significantly different (æmean) between measurement times. Variance in composition either significantly decreased 

(Źvariance) or significantly increased (ŷvariance) or no change (=variance) between measurement times 

 

Multivariate community 

pattern 

Transect Years  

compared 

n Change in 

composition 

Change in 

variance 

Species 

gains 

Species 

losses 

mean, =variance OHAT042.burnt  2006 ï 2020 3 0.95 ± 0.02 -0.02 ± 0.02 
0 22 

 
OHAT042.burnt  2006 ï 2021 3 0.75 ± 0.05 -0.04 ± 0.04 3 14 

 OHAT042.unburnt 2006 ï 2022 6 0.42 ± 0.09 0.05 ± 0.04 0 4 

mean, Źvariance OHAT042.burnt  2006 ï 2022 3 0.60 ± 0.06 -0.04 ± 0.02 
1 14 

æmean, =variance OHAT042.unburnt 2006 ï 2020 6 0.43 ± 0.05 0.01 ± 0.03 1 12 

OHAT043.burnt  2006 ï 2021 10 0.73 ± 0.09 -0.02 ± 0.03 5 2 

OHAT043.burnt  2006 ï 2022 10 0.50 ± 0.08 0.04 ± 0.02 7 0 

 OHAT044.burnt  2006 ï 2020 10 0.62 ± 0.08 -0.02 ± 0.02 6 5 

 OHAT044.burnt 2006 ï 2022 10 0.47 ± 0.07 0.04 ± 0.02 9 0 
 

OHAT045.unburnt 2006 ï 2022 10 0.55 ± 0.09 0.02 ± 0.02 6 5 

æmean, ŷvariance OHAT043.burnt  2006 ï 2020 10 0.91 ± 0.13 0.23 ± 0.04 1 14 

OHAT044.burnt 2006 ï 2021 10 0.55 ± 0.1 0.01 ± 0.03 6 1 
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Figure 3.2. Principal coordinate analysis (PCoA) of a Bray-Curtis dissimilarity matrix of 

speciesô frequencies, measured as number of occupied 0.25-m2 quadrats in 10-m transect 

sections across time on 100-m permanent transects at Lake ǽhau, Canterbury, South Island, 

New Zealand measured between 1983 and 2022. Each section comprised five quadrats. The 

shapes of points represent burnt (circles) and unburnt (triangles) transect sections. The 

colours of points represent measurement times in relation to the October 2020 wildfire. Point 

sizes are proportional to species richness. The transect sections were analysed in the same 

PCoA but are plotted separately 
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Figure 3.3. Principal coordinate analysis (PCoA) of a Bray-Curtis dissimilarity matrix of 

speciesô frequencies, measured as number of occupied 0.25-m2 quadrats in 10-m transect 

sections across time on 100-m permanent transects at Lake ǽhau, Canterbury, South Island, 

New Zealand measured between 1983 and 2022. Each section comprised five quadrats. 

Points represent transect centroids in species space for each measurement time. Lines show 

the trajectories of change in species composition over time from the initial survey in 1983 to 

the final survey in 2022. The text colour indicates unburnt (black) or burnt (purple) 

measurement times. The transect sections were analysed in the same PCoA but are plotted 

separately 
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Figure 3.4. Principal coordinate analysis (PCoA) of a Bray-Curtis dissimilarity matrix of 

speciesô percent cover, measured as the mean % cover in 0.25-m2 quadrats within 10-m 

transect sections (small-coloured dots) within 100-m permanent transects at Lake ǽhau, 

Canterbury, South Island, New Zealand measured between 2006 and 2022. Each 10-m 

transect section comprised five quadrats. Large, coloured dots represent the centroids for each 

measurement time encompassing all transects connected by lines. Ellipses represent the 95% 

confidence envelope for a multivariate tïdistribution for transect centroids and thus represent 

the relative variance of each transect at each measurement time. The ellipse colour represents 

measurement time. Ellipses could not be calculated for measurements on OHAT042.burnt 

due to the low number of transect sections that were burnt within that transect (n = 3) 

 

Most of the species were present across all the measurements (Figure 3.5). Six native 

species on each of three burnt transects and two exotic species on two of the burnt transects 

(but not on one burnt transect OHAT043.burnt) colonised after the fire (2020 ï 2022). The 

highest number of local extinctions of native species across the entire study period occurred on 
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OHAT042.burnt (n = 9) and the lowest on OHAT044.burnt (n = 5). In contrast, local extinction 

of exotic species was the lowest on OHAT042.burnt (n = 1) and the highest on OHAT043.burnt 

(n = 4). Local extinction of species was higher than colonisation on the unburnt transect 

OHAT045. On this transect, 17 species extinct and only seven species colonised between 1983 

to 2022. 

Rank abundance curves showed compositional changes were driven by a drop in the 

richness and evenness of the community after the fire as well as reordering of speciesô ranks, 

which occurred in all growth forms (Figure 3.6). The recovery of transects after the fire was 

characterised by increases in transect richness and evenness, and further reordering of species. 

Some native species which had high frequency pre-fire, such as Festuca novae-zelandiae, 

became locally extinct (OHAT042.burnt) post-fire (Figure S3.3, Appendix A). Some exotic 

forbs, such as Pilosella spp., had high percent cover both pre- and post-fire (2006 ï 2022) on 

both burnt and unburnt transects (Figure S3.4, Appendix A).  

Species richness of native and exotic species in 10-m transect sections decreased 

between the most recent pre-fire measurement (2006) and two weeks post-fire (2020), then 

recovered on all burnt transects within three months (2021), except for exotic species on 

OHAT042.burnt, where there was no significant decrease due to fire (Figure 3.7). However, 

on all burnt transects, natives decreased more than exotics post-fire and increased more three 

months post-fire (Figure 3.8). When growth forms were considered separately, native forbs and 

graminoids responded more strongly to fire than exotic species (Figure 3.9). The exception was 

exotic graminoids on OHAT044.burnt, where they significantly recovered three months post-

fire. The number of woody exotic species in general was lower than natives and they were 

relatively unchanged by fire except on OHAT044.burnt, where there was a significant increase 

in mean species richness three months post-fire. The unburnt transect OHAT045 showed long-

term losses in native and exotic species from 1983 to 2022 (Figure 3.7); these changes were 

largely due to a decrease in richness of native and exotic forbs and native graminoids (Figure 

3.8 & 3.9).  
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Figure 3.5. Venn diagrams of all species, natives and exotics recorded between 1983 and 2022 in 0.25-m2 quadrats within burnt and unburnt, 

permanent 100-m transects at Lake ǽhau, Canterbury, South Island, New Zealand 
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Figure 3.6. Rank abundance curves showing the number of 0.25-m2 quadrats each species 

occurred in on 100-m permanent transects at Lake ǽhau, Canterbury, South Island, New 

Zealand measured between 1983 and 2022. All other transects comprised 50 quadrats. 

Species occurring on the burnt portion of OHAT042 could only occur in a maximum of 18 

quadrats and on the unburnt portion of that transect, species could occur in a maximum of 30 

quadrats. n = represents total number of species of the transect. Shape of points represent 

either exotic (squares) or native species (circles). Point colours represent forbs (green), 

graminoids (orange) or woody (purple) species. Line colours distinguish measurement times  
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Figure 3.7. Species richness (± one standard error) for all species, natives and exotics 

recorded in 10-m transect sections comprising five, 0.25-m2 quadrats on 100-m, permanent 

transects at Lake ǽhau, Canterbury, South Island, New Zealand measured between 1983 and 

2022. The background colour represents before (white) and after (red) the October 2020 

wildfire. Asterisks represent significant differences in richness between measurements 

determined by generalised linear mixed-effects modelling (P < 0.05) 
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Figure 3.8. Comparisons of native (purple) and exotic (green) species community dynamics 

(± one standard error) showing changes in relative change in species gains, losses, and 

richness per 10-m transect sections on 100-m permanent transects at Lake ǽhau, Canterbury, 

South Island, New Zealand measured between 1983 and 2022. Each section comprised five 

quadrats. Species presence was recorded in 0.25-m2 quadrats spaced every 2 m on each 

transect. The background colour represents before (white) and after (red) the October 2020 

wildfire. Asterisks represent significant differences in species gains, losses, and richness 

between changes in native and exotic species determined by generalised linear mixed-effects 

modelling (P < 0.05) 
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Figure 3.9. Species richness (± one standard error) of native (purple, solid) and exotic (green, 

dashed) species categorised as either forbs, graminoids or woody within 10-m transect 

sections on 100-m permanent transects at Lake ǽhau, Canterbury, South Island, New Zealand 

measured between 1983 and 2022. The background colour represents before (white) and after 

(red) the October 2020 wildfire. Asterisks represent significant differences in richness 

between measurements determined by generalised linear mixed-effects modelling (P < 0.05) 

 

Changes in mean quadrat percent cover of all species showed a dramatic decrease due 

to fire followed by recovery over 15 months (2022) post-fire (Figure 3.10; Figure S3.5, 

Appendix A), which was slower than the recovery of species richness (Figure 3.7). These 

changes were similar for native species and exotic species, except exotics had lower overall 

mean quadrat percent cover. Mean quadrat cover only partially recovered for native species 

within 15 months post-fire, whereas exotic species cover fully recovered within 3 to 15 months 

post-fire. The cover of woody species decreased to zero right after fire but partially recovered 

in the three months post-fire (Figure 3.11). The unburnt portion of OHAT042 decreased in 

cover of exotic species but not in natives. In contrast, the unburnt transect OHAT045.unburnt 

decreased in native species cover, whereas exotic cover did not change significantly. 

OHAT044.burnt had a relatively high cover of exotic forbs compared to the other transects 

(except OHAT045.unburnt) and the cover of these species did not significantly increase in 

post-fire in contrast to the other burnt transects (OHAT043.burnt). On OHAT045.unburnt, 

forbs decreased and exotic graminoids increased between 2006 and 2022.  
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Figure 3.10. Sum of mean percent cover (± one standard error) for all species, natives and 

exotics within 0.25-m2 quadrats within 10-m sections on 100-m permanent transects at Lake 

ǽhau, Canterbury, South Island, New Zealand measured between 1983 and 2022. Total 

quadrat cover can sum to more than 100% because percent covers for species could overlap. 

The background colour represents before (white) and after (red) the October 2020 wildfire. 

Asterisks represent significant differences in quadrat cover between measurements 

determined by generalised linear mixed-effects modelling (P < 0.05)  
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Figure 3.11. Mean percent cover (± one standard error) for native (purple, solid) and exotic 

(green, dashed) species categorised as either forbs, graminoids or woody in 0.25-m2 quadrats 

for 10-m transect sections on 100-m permanent transects at Lake ǽhau, Canterbury, South 

Island, New Zealand measured between 2006 and 2022. The background colour represents 

before (white) and after (red) the October 2020 wildfire. Asterisks represent significant 

differences in quadrat cover between measurements determined by generalised linear mixed-

effects modelling (P < 0.05) 

 

The ratio of plant species that were clonal and had low meristems changed with change 

in community structure (Figure 3.12). The ratio of clonal plant species was significantly higher 

two weeks after fire on two of the burnt transects than at subsequent pre-and post-fire 

measurements, but not on OHAT044.burnt, where it was significantly lower. On the unburnt 

transect OHAT042.unburnt, there was no significant change in the ratio of clonal species, but 

it significantly increased on OHAT045.unburnt. The ratio of plants with their meristem close 

to ground was high on all the transects and significantly increased two weeks after fire (2020) 

and was significantly higher than at subsequent pre-and post-fire measurements on burnt 

transects. On the unburnt transect OHAT045.unburnt, the ratio of plants with their meristem 

close to the ground significantly decreased, except on OHAT042.unburnt.
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Figure 3.12. Ratio of species (± one standard error) that were (a) clonal and (b) had their meristem close to the ground recorded within 0.25-m2 

quadrats within 10-m transect sections on 100-m permanent transects at Lake ǽhau, Canterbury, South Island, New Zealand measured between 

1983 and 2022. Each 10-m transect section comprised five quadrats. The background colour represents before (white) and after (red) the October 

2020 wildfire. Asterisks indicate a significant change in ratio, determined using generalised linear modelling (P < 0.01).  
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3.4 Discussion 

This observational study comprising both long-term and short-term repeated vegetation 

measurements on unburnt and burnt transects before and after wildfire demonstrates that 

grassland community, even those from a historically low-fire frequency environment, show a 

significant, but mostly short-term response and, thus, resilience to wildfire. Community 

structure (species composition and richness) diverged with fire then converged over a short 

timescale. Changes in community structure were primarily driven by gains and losses in native 

species because they were dominant in the community (native species comprised 77% of all 

species). However, both natives and exotics showed similar responses to the fire on burnt 

transects. When growth forms were considered separately, species richness of native forbs and 

graminoids were generally more affected by fire than exotic species in those growth forms. 

Species cover recovered slower than richness; this is because fire-affected plant community 

take time to increase biomass. Comparison with unburnt transects showed that these changes 

were relatively strong compared to the long-term dynamics of these grasslands.  

I demonstrated that plant communities in tussock-dominated montane grasslands are 

resilient to fire. There was a predictable short-term response to fire of divergence followed by 

convergence in plant community structure (species composition, richness, relative abundance, 

gains, losses and mean quadrat cover) that reflects recovery of plant communities. However, 

generally, these community did not return exactly to their state 15 years prior (2006) to the fire 

in terms of species richness or cover. Composition was not significantly different between pre- 

and post-fire samples on the partially burnt transect, likely due to the small sample sizes. 

Species richness returned close to pre-fire levels within three to 15 months suggesting that most 

individual plants survived the fire and subsequently recovered. Species' survival and recovery 

rates were affected by fire based on their traits. Most of these plants were perennial, have tightly 

clustered leaf primordia and leaf bases of the mature leaves that could protect apical meristems 

from burning during a fire (Clarke et al., 2013; Lamont et al., 2004). Plants with such traits are 

resilient to fire as previously shown in fire-prone ecosystems (Clarke et al., 2015; Lipoma et 

al., 2016; Pausas & Paula, 2020).  

In contrast to other studies that have shown a general trend for exotic species to pre-

empt space after to fire disturbance (DôAntonio & Vitousek, 1992), I did not find any evidence 

that exotics species increased at the expense of native species (in terms of cover or richness) 

within 15 months post-fire. In fact, both natives and exotics showed a broadly similar response 
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to the fire, including the recovery of individuals after fire (Appendix C). This is further evident 

in my results where there was similar community recovery in both native and exotic species 

richness and species cover on burnt transects. This further suggests that exotics in these 

grasslands are not limited by space (Day and Buckley 2011). 

Plant species of different growth forms responded differently. For example, species 

richness of native forbs and graminoids were generally more affected by fire than exotic species 

in those growth forms. These short-term changes are large compared to pre-fire long-term 

dynamics, with the exception of one unburnt transect (OHAT045) where all forbs and native 

graminoids had significantly declined, while exotic species had remained stable over the four 

decades of sampling except exotic graminoids. Unburnt transects showed that some 

components of these communities were gradually changing over longer timescales. These 

changes were characterised by ongoing increases in the cover of exotic graminoids and woody 

invasion on OHAT045, and decreases in native species in those growth forms, including forb 

species. This suggests that this unburnt transect will be dominated by exotic graminoids. This 

is consistent with the finding that tussock-dominated grasslands are dynamic and an important 

component of these changes is ongoing invasion (Day & Buckley, 2011, 2013).  

Plant traits are important for understanding community resilience to fire (Lipoma et al., 

2016; Speed et al., 2010). For example, ratio of plants that are clonal and had low meristem 

generally increased immediately after fire and returned back to pre-fire levels in three, and 15 

months post-fire (Figure 3.12). Similarly, I can infer that individual woody plants died back 

resulting in decreased observed richness immediately after the fire, but subsequently recovered 

their living biomass. Detailed natural history observations of individual plants after fire, 

especially to determine resprouting ability and seed production for a wide range of species, will 

assist future research that seeks to predict community response to fire.  

Finally, both long- and short-term plant community responses to fire must be viewed 

in the context of land use history, grazing, drought, weed invasion and climate change (Baillie 

& Bayne, 2019; DôAntonio & Vitousek, 1992; Duncan et al., 2001; Karavani et al., 2018; 

Mandle et al., 2011). This is because the effect of fire in these grasslands will change over time 

due to global change drivers such as increasing temperatures, and decreasing rainfall and 

humidity and hence, more extreme fire weather conditions (Jones et al., 2022). Monitoring 

community dynamics at burnt and unburnt locations both in short-term and long-term using a 

combination of experimental burning and long-term sampling would be useful for testing 
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specific hypotheses of individual species and community level drivers of post-fire community 

changes. 

3.5 Conclusion 

Repeated measurements of these pre-existing, vegetation monitoring transects has enabled us 

to compare before and after disturbance measurements for characterising the community 

response to fire and the effect of fire on speciesô recovery. Our results show that these 

community were relatively resilient to this single wildfire event. However, the observed long-

term dynamics, including ongoing plant invasions, combined with the predicted increase in 

droughts and wildfires are likely to put native species in these community at risk. Further, in 

most areas, these grasslands are subjected to heavy grazing and browsing from both stock and 

invasive mammals. The synergistic effects of environmental changes and such negative 

interactions is likely to cause further community changes. To generate recommendations for 

land managers, we require increased research effort in both vegetation monitoring and 

experimental studies to tease apart the effects of these interacting factors. 
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Chapter 4 Dynamics of plant community flammability in 

Arthurôs Pass over nine decades 

4.1 Introduction  

Due to global climate change, fire frequency, intensity and severity are forecasted to increase 

in many parts of the world beyond historical norms (Clarke Smith, & Pitman, 2011; 

Environment, 2022; Keeley & Syphard, 2019) and are expected to affect spatial and temporal 

patterns in vegetation and ecosystem function (Armenteras et al., 2021; Bond & Keeley, 2005; 

Bowman et al., 2020). In particular, fires are predicted to become more intense in temperate 

and alpine regions (Environment, 2022; Melia et al., 2022) leading to increases in more 

flammable plant species or vegetation types (Cardoso et al., 2018; Landesmann et al., 2021; 

Schwilk, 2003). Thus, it is imperative for predicting impacts of global change that research 

focuses on understanding the drivers of plant community flammability.  

Plant community flammability reflects the combined effects of flammability traits of 

the constituent species of the community (Keeley et al., 2011; Landesmann et al., 2021; 

Simpson et al., 2016). Temporally, community change in their community structure over time 

through succession and this change can influence change in amount and condition of fuels, and 

therefore, community flammability (McColl-Gausden & Penman, 2019; Tiribelli et al., 2018). 

Exploring post-fire successional changes in plant community are ônatural experimentsô where 

relationships between fire and plant flammability can be determined and are important to 

determine future community flammability (Blackhall et al., 2017; Tiribelli et al., 2018). The 

patterns of post-fire community flammability can be determined by determining successional 

changes in both plant traits and community structure (Plucinski & Anderson, 2008; Uyehara & 

Pacala, 2018). Other environmental factors such as solar radiation and rainfall can indirectly 

affect plant community flammability (Gomes et al., 2020). For instance, solar radiation and 

precipitation have been shown to influence species composition and community type 

abundances (Cadiz et al., 2020). So, if there was increase in the abundance of low flammability 

species in a community, e.g., forbs, I would expect that community flammability would 

decrease.  

Plant traits represents variation in ecological strategies and determine how plants 

respond to environmental factors and influence ecosystems (Palmquist et al., 2017; Pérez-
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Harguindeguy et al., 2013). They are shown to be strongly related to plant flammability and 

phylogenetically conserved (Cui et al., 2020). Plant traits can be directly measured at various 

scales by experimentally burning plants or plant parts: e.g., leaf flammability and shoot 

flammability (Alam et al., 2020; Padullés Cubino et al., 2018; Pérez-Harguindeguy et al., 

2013). From such experiments, various studies have reported that high leaf dry matter content, 

shoot dry matter content and amount of retained dead material enhance plant flammability, 

whereas high specific leaf area and leaf moisture content negatively influence plant 

flammability (Alam et al., 2020; Mason et al., 2016; Murray et al., 2013; Wyse et al., 2016). 

Furthermore, plants with thin, dry leaves and branching patterns can generate fine and well-

aerated fuel beds and are highly flammable (Fernandes & Cruz, 2012; Schwilk, 2003). In 

contrast, other studies have found that traits including thick, fleshy leaves, and high moisture 

content are low flammable (Ganteaume et al., 2021; McDaniel et al., 2021).  

Under similar environmental conditions some plants burn better than others due to the 

intrinsic morphological traits of a plant (Fuentes-Ramirez et al., 2016), suggesting the effect of 

individual traits accumulates within a plant community (Engber & Varner, 2012; Tumino et 

al., 2019). Traits can evolve with changing environmental condition and this change can change 

plant flammability (Bond & Keeley, 2005; Keeley et al., 2011) as well as whole community 

flammability (Magalhães & Schwilk, 2012; Uyehara & Pacala, 2018). Furthermore, plant 

flammability is phylogenetically conserved among family and higher taxonomic level (Cui et 

al., 2020). Thus, understanding patterns of change in traits related to plant flammability and 

how these are affected by vegetation change may be one way to predict the effects of fire and 

dynamics of flammability at landscapes under changing fire regimes (Pausas et al., 2017). Such 

studies are crucial to elucidate the relationships among plant speciesô morphological traits, 

flammability, and fire behaviour. A first step in this understanding is to observe the relationship 

between speciesô traits and their flammability, such as shoot-level flammability. Secondly, it 

is important to explore the changing community composition over time. These can help to 

understand changes in traits and community that can influence community flammability. For 

instance, an increases in the dominance of small leaved woody plant species can increase 

community flammability (Calitz et al., 2015; Fraser et al., 2016). 

New Zealandôs vegetation mostly evolved with low fire frequency (McGlone, 2001; 

Perry et al., 2012). However, some vegetation types were dominated by highly fire-susceptible 

plant species (Perry et al., 2012, 2014) and some New Zealand native plant species are 
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inherently flammable (Mason et al., 2016; Wyse et al., 2016). In subalpine ecosystems, 

flammable vegetation types are prevalent, including native grasslands dominated by 

Chionochloa spp., Festuca novae-zelandiae (Payton & Pearce, 2009; Perry et al., 2014), 

bracken (McGlone, 2001), and shrublands dominated by Dracophyllum spp. (Johnson, 2001; 

McGlone & Topping, 1983). In succession, a highly flammable woody species Dracophyllum 

spp. can easily invade and regenerate after fire in areas previously dominated by Chionochloa 

spp., Festuca novae-zelandiae and Pteridium esculentum (Johnson, 2001). With predicted 

future increases in the fire weather index in New Zealand (Pearce et al., 2011; Simpson et al., 

2014), an increase in fire frequency is expected (Pearce & Clifford, 2008). Further research is 

needed on how these predicted changes in vegetation may interact with the effects of other 

global change drivers. For example, the invasion of low statured forbs into the tussock 

grasslands of New Zealandôs South Island has led to a probable decrease in the flammability 

of these invaded community (Padullés Cubino et al., 2018). Studies in fire-prone ecosystems 

including Australia, South Africa, Europe and America (Gill & Zylstra, 2005; McColl-Gausden 

& Penman, 2019; Raubenheimer et al., 2021; Tiribelli et al., 2018; Zylstra, 2018) have 

predicted that plant community flammability will change over time (Moreira et al., 2014; 

Pausas et al., 2017; Schertzer & Staver, 2018) due to effect of global climate change (H. G. 

Clarke et al., 2011). One study conducted in New Zealand found that community flammability 

declined in tussock grassland, based on an assessment of community-weighted mean 

flammability from permanent transects remeasured of a 25 year period (Padullés Cubino et al., 

2018). Long-term plots provide a unique window into how community flammability has 

changed over decadal scales. 

In this study, I aimed to quantify community flammability over nine decades of post-

fire vegetation change in one of the worldôs oldest permanent transect dataset, the óCockayne 

Plotsô. These transects were set up in the early 1930s in a range of vegetation types (grassland, 

shrubland and forest) within the low nutrient, perennial-dominated, sub-alpine ecosystem at 

Arthurôs Pass, New Zealand (Burge et al., 2020; Calder & Wardle, 1969; Cockayne, 1898; 

Cockayne & Calder, 1932). The transects were burnt in 1890, 42 years prior to the first 

vegetation measurement. They were burnt three times after the initial fire in 1921, 1930 and 

1932. A recent analysis has shown that with succession, the richness and abundance of native 

woody species have increased to three times than that of the initial vegetation measurement; 

however, there were no any exotic woody species at this site over nine decades of vegetation 

measurement (Burge et al., 2020).  
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Here, I combine these plot data with data from laboratory burns to estimate community 

flammability in these transects during each census period (Jaureguiberry et al., 2011; Padullés 

Cubino et al., 2018; Wyse et al., 2016). These estimates were then used to examine the changes 

in relative community flammability over the 90 years of post-fire succession. I predicted that 

community flammability in grassland vegetation would be relatively higher early in the post-

fire vegetation change due to an initial increase in fine fuels (grasses) or species such as bracken 

(Pteridium esculentum (G. Forst.) Cockayne) and Dracophyllum spp. (Johnson, 2001; 

McGlone & Topping, 1983; McWethy et al., 2013). I predicted that community flammability 

would subsequently decline in grassland vegetation due to an increase in species that contain 

higher leaf moisture content (Padullés Cubino et al., 2018). In forested vegetation and 

shrubland, where there is an increase in biomass and woody community, I predict community 

flammability will increase over time, due to the prevalence of high flammability forest species, 

such as mountain beech Fuscospora cliffortioides. Specifically, for this dataset quantifying 

post-fire vegetation change of over 90 years I asked: (1) Which measured morphological traits 

predict variation in shoot flammability and (2) How has community flammability changed over 

time?  

4.2 Methods 

4.2.1 Study area 

Arthurôs Pass is the highest pass across the Southern Alps in South Island, New Zealand (Figure 

S4.1, Appendix A). Geographically, this location is 920 m a.s.l. with latitude 42ę54ô19.2ô S 

and longitude 171ę33ô56.0ô E. Arthurôs Pass is a markedly wet zone (Leathwick et al., 2002); 

climate data from the last 49 years show that Arthurs Pass has a mean annual maximum 

temperature of 17.13 Ñ 0.60 ęC and a mean annual minimum temperature of 1.7 Ñ 0.45ęC 

(NIWA, 2021). Rainfall data from the past 115 years (1906 to 2021) show that the site has a 

mean total annual rainfall of 4080.565 ± 59.89 mm (Figure S4.2, Appendix A).  

When Cockayne first established nine permanent vegetation monitoring transects in 

1932, the vegetation was predominantly subalpine scrub (Calder & Wardle, 1969). In the first 

(1932) and second (1965) measurements, the common species at Transects 1 and 2 were 

Chionochloa sp. (Calder & Wardle, 1969; Cockayne & Calder, 1932) (Table 4.1). Transects 3 

and 4 were in beech forest and remained stable in composition across all four (1932, 1965, 

2001 and 2018) vegetation measurements (Burge et al., 2020). Common species were 

Phyllocladus alpinus and Fuscospora cliffortioides and understory species Coprosma spp., 
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Olearia spp., and Pseudopanax colensoi. At Transect 5, in subalpine scrub, the common 

species were Dracophyllum longifolium, and Veronica subalpina in the first and second 

measurements, but later in 2018 Dracophyllum uniflorum was more common. At Transect 6, 

in subalpine scrub, the relatively more common species from 1932 to 2018 were Dracophyllum 

longifolium, Dracophyllum uniflorum, Gaultheria rupestris, Pentachondara pumila, and 

Celmisia discolor. At Transect 7, in subalpine scrub, the common species were Astelia nervosa, 

Phormium cookianum, Blechnum penna-marina and Chionochloa sp. in 1932 to 2018 (Burge 

et al., 2020; Calder & Wardle, 1969; Cockayne & Calder, 1932). At Transect 9, in subalpine 

scrub, the relatively more common species at the first measurement were Ozothamnus 

leptophyllus and Veronica subalpina, but later, in 2018, Dracophyllum longifolium, 

Dracophyllum uniflorum, Brachyglottis elaeagnifolia, Coprosma colensoi, Blechnum minus, 

Phormium cookianum and Astelia nervosa were more common. In subalpine low forest at 

Transect 10, the common species were Dracophyllum longifolium and Astelia nervosa, 

Phormium cookianum at the first and second measurements. In 2018, Coprosma dumosa and 

Coprosma pseudocuneata had become co-dominant. 

There have been no fires in Arthurôs Pass since 1932. The 1890 fire burnt a large area 

that encompassed all nine of the transects locations, except Transect 10, which was burnt in a 

fire in 1878 (Cockayne 1898). Small fires occurred at Transects 9, 7 and 2 in 1921, 1930 and 

1932, respectively (Burge et al., 2020; Calder & Wardle, 1969). Transect 8, which was 

originally established with all other nine transects was abandoned in 2001 because it lacked 

permanent markers and was not drawn to scale. These transects were located with a 

geographical positioning system (GPS) and the guidance of previous researcher who worked 

on the plant species composition at this site.
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Table 4.1. Description of nine permanent transects established at Arthurôs Pass in 1932 and remeasured in 1969, 2001 and 2018. Width (m) and 

length (m) are the dimensions of the transects. Area is the total area sampled within each of the belt transects. Vegetation type was based on a 

classification by Calder & Wardle (1969)) and observations made during data collection. Dominant species on each transect were those that had 

greater than 30% mean relative percent frequency in each transect across all measurement times. óYears since last fireô is the number of years 

between 2018 and the last fire at each transect. The relative percent frequency was calculated by dividing the total number of grid cells (each 

was 1 foot square, or 0.093 m2) on a transect by the total number of grid cells 

Transect Width 

(m) 

Length 

(m) 

Area 

(m2) 

Vegetation 

type 

Dominant species Aspect Elevation 

(m a.s.l.) 

Years 

since 

last fire 

T1 1.2 8.8 10.7

8 

Beech forest 

edge 

Fuscospora cliffortioides, Chionochloa spp. 97ę E 880 128 

T2 1.2 5.2 6.32 Tussock 

grassland 

Chionochloa spp. 80ę NE 901 86 

T3 2.4 19.8 48.3

1 

Beech forest Phyllocladus alpinus, Fuscospora cliffortioides, 

Brachyglottis elaeagnifolia, 

Coprosma pseudocuneata 

100ę E 906 128 

T4 2.4 19.7 47.9

2 

Beech forest Phyllocladus alpinus, Fuscospora cliffortioides, 

Brachyglottis elaeagnifolia, 

Coprosma pseudocuneata 

100ę E 929 128 

T5 2.4 10.7 26.0

1 

Subalpine scrub Dracophyllum spp., Brachyglottis elaeagnifolia 132ę SE 920 128 

T6 1.8 3.4 6.13 Subalpine scrub Dracophyllum spp., Pentachondra pumila, 

Celmisia discolor 

340ę NW 909 128 

T7 1.2 8.1 9.85 Subalpine scrub Astelia nervosa, Phormium cookianum, 

Blechnum minus, Chionochloa spp. 

250ę SW 919 88 

T9 1.2 5.5 6.69 Subalpine scrub Dracophyllum spp., Brachyglottis elaeagnifolia, 

Blechnum minus, Phormium cookianum, Astelia 

nervosa 

239ę SW 909 79 

T10 1.2 11.6 14.1

2 

Subalpine low 

forest 

Dracophyllum spp., Coprosma dumosa, 

Coprosma pseudocuneata 

260ę SW 841 140 
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4.2.2 Data collection  

Long-term plant community data  

I used plant community composition data from the nine transects that were of variable size 

compiled by Burge et al., (2020) to estimate how changes in plant community structure were 

related to community flammability over time. The data comprised relative percent frequency 

of plant species within the nine permanently marked transects from 1932 to 2018. These long-

term data were used to determine which species were relatively more common across all time 

points, to direct sample collection for trait and flammability measurements, and how estimated 

as the relative percent frequency of each species had changed on the transects over time. The 

alpha diversity of plant community at each of the four vegetation measurement times was 

computed as total species richness per transect.  

Plant morphological and flammability trait measurement 

Field sampling 

Shoots were collected from the 50 most abundant species for the nine transects. To achieve 

this, species with greater than or equal to 30% relative percent frequency on at least one transect 

in 2018 were sampled. Sample collection followed methods described in previous plant trait 

and flammability studies (Alam et al., 2020; Jaureguiberry et al., 2011; Padullés Cubino et al., 

2018; Pérez-Harguindeguy et al., 2013). Shoots, or, if smaller than 70 cm, the entire plant, were 

sampled to measure a range of morphological and plant flammability traits (Alam et al., 2020; 

Cui et al., 2020; Padullés Cubino et al., 2018). To avoid any impact of destructive sampling on 

the permanent transects, the plant samples were collected outside the permanently marked 

transects, but within approximately 50 m. For trees and shrubs, 70-cm long terminal branches 

were cut from healthy, reproductively mature, plants with sun-exposed shoots, where possible. 

For grasses and forbs, whole tillers were collected including roots, then the roots were cut to a 

minimum length to preserve the aboveground plant architecture. In cases where the grasses and 

forbs were longer than 70 cm, the lower 70 cm was sampled and material above that length 

was trimmed. For ferns, fronds of up to 70 cm were collected. One shoot sample was collected 

from each of six different individuals of each species. Additionally, from those same individual 

plants, shoot subsamples of approximately 10-cm long were collected to measure moisture 

content, and leaf samples were collected for morphological, and moisture content 

measurements. Shoot samples were stored in black polythene bags and leaf samples were 
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collected in plastic zip lock bags and stored chilled for a maximum of five days before trait 

measurements were taken.  

Morphological trait measurements 

Both leaves and shoots were measured to assess morphological trait variation among species. 

At the leaf level, the dimensions of leaves, including the length, width and thickness, were 

measured. Leaf length and width were measured using a ruler and thickness was measured 

using a micrometre (size 3202-25A of measuring range 0-25 mm). Leaf samples were also 

scanned to create digital images from which the leaf surface area of each individual was 

computed using ImageJ (version 1.53E). At the shoot level, two sub-samples of approximately 

10 cm in length were used for dehydration and saturation. One of the subsamples was air dried 

for 24 hours and the other was soaked in water for 7 hours. The biomass of each water-soaked 

and air-dried samples were measured. Then both samples were oven dried for 48 hours at 65ęC. 

Similarly, at the leaf level, the leaves were soaked in water for 7 hours and then oven dried for 

48 hours at 65ęC. Samples were then weighed to obtain a leaf fresh mass and an oven dried 

biomass for both leaves and shoots.  

Plant flammability trait measurements 

Shoot- or plant-level flammability for the 50 sampled species was quantified as four 

flammability components (see detail in Padullés Cubino et al., 2018): 1) ignition score, time to 

ignition (0-10 s) subtracted from 10 (Padullés Cubino et al., 2018); 2) the maximum 

temperature measured using an infrared thermometer; 3) burning time, the time of flaming 

duration; and 4) burnt biomass, the visually-estimated percent biomass consumed. The relative 

flammability of species was estimated by burning shoot and above-ground plant samples using 

a specially designed device by Jaureguiberry et al. (2011) and modified by Wyse et al. (2016)). 

The device consists of a vertically half cut barrel of size 85 × 60 cm placed horizontally on 

four metal legs of 100 cm in length with a gas grill and connected to gas cylinder. Prior to 

burning, samples were air dried at room temperature for 24 hours. Then were measured for 

length, width, and height. Percent of dead material present on each sample was visually 

estimated just before burning. Then, each sample was laid horizontally on the grill for two 

minutes, then ignited it with a blowtorch flame for 10 s. The time to ignition (if it occurred) 

and the length of time the sample burnt for were recorded. The maximum temperature attained 

during burning was recorded using an infrared thermometer (Fluke 572, Fluke Corp., Everett, 

WA, USA). Finally, the percent biomass consumed in the fire was visually estimated. Samples 
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that did not ignite were assigned zero percent consumed and the maximum temperature was 

recorded as the initial temperature of the grill, 150 °C (Cui et al., 2020, 2020; Padullés Cubino 

et al., 2018). 

Long-term climate data  

To determine how climate variables relate to changes in community flammability, climate data 

for 10-35 year were collated. Daily climate data was downloaded from National Institute of 

Water and Atmospheric Research Ltd (https://cliflo.niwa.co.nz): rainfall, maximum and 

minimum temperature, wind speed, solar radiation, relative humidity, potential 

evapotranspiration, moisture, and soil moisture from 1906 to 2021 (NIWA, 2021). Daily 

temperature, rainfall, relative humidity, soil moisture, vapour pressure, potential 

evapotranspiration, wind speed and moisture deficit data were used to calculate annual mean 

values. Means of these annual means were then calculated for separate periods (four periods 

for rainfall: 115 year and two periods for wind speed: 24 years) to create a climate window of 

minimum 10 to 35 years relating to vegetation measurement. For instance, to correlate 1932 

vegetation measurement with rainfall, a climate window of 26 year was created from the mean 

annual rainfall from 1906 to 1932. These climate windows for each variable were plotted across 

the vegetation measurement time to correlate climate change variables with relative community 

flammability using theôggplot2ô package, v.3.3.2 (The R Core Team, 2020).  

4.2.3 Data analysis 

Variation in plant community structure and morphological traits  

A detrended correspondence analysis (DCA) was used to explore changes in plant community 

over time using R function ódecoranaô in óveganô (Oksanen, 2021). DCA is an iterative 

algorithm used to explore gradients among species in community and is particularly useful with 

long gradients in species composition, as in this case where several different vegetation types 

were analysed (Hill & Gauch, 1980). Species richness and Pielou's evenness (E) were 

calculated using function óspecnumberô and index óShannonô in base R. The number of 

colonized and locally extinct species were computed from the species composition data. 

To explore variation in morphological plant traits among species, principal component 

analysis (PCA) was implemented using the function ópcaô in óFactoMineRô v.2.3 in R (R Core 

Team, 2022). Morphological trait composition was calculated as the community weighted 

mean of each morphological trait at the transect level (see formula in Appendix D) based on 

https://cliflo.niwa.co.nz/
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plant life form, clonality and height (see detail in next section and Table S4.1, Appendix A). 

Trajectories were plotted from the first vegetation measurement to the most recent 

measurement to show the relative changes over time of transects in species space and in trait 

space (Buckley et al., 2021).  

Species flammability-trait relationships  

To investigate relationships among species flammability and morphological traits, leaf area, 

leaf dry matter content, leaf specific leaf area, and leaf moisture content were calculated at the 

individual sample level, following previous studies (Appendix D; Alam et al., 2020; Padullés 

Cubino et al.; Pérez-Harguindeguy et al., 2013). Species-level values for each flammability, 

and morphological trait were estimated by taking the mean values for individual samples within 

species. For species that were not sampled, data from existing sources were collated (Alam et 

al., 2020; Cui et al., 2020; Padullés Cubino et al., 2018; Wyse et al., 2016), resulting in 

flammability data and at least partial trait data for 67 species. Linear regression of ignitability 

on burnt biomass was used to replace one missing value for Aristotelia fruticosa, where time 

to ignition was not recorded.  

A principal component analysis (PCA) was performed at the species level to quantify 

the relative flammability for the 67 species for which I had data (speciesô flammability 

rankings; raw data in Table S4.2, Appendix A). The first flammability component (PC1) was 

further used to calculate community-level flammability as per Padullés Cubino et al. (2018). 

Data for the morphological traits of leaf length, leaf thickness, leaf area, leaf dry matter content, 

specific leaf area, bulk density, moisture content and dead material were log transformed prior 

to analysis. A second PCA was performed using speciesô morphological trait data for the 57 

species for which I had morphology data (Table S4.3,Appendix A). A third PCA was 

performed using both the flammability and morphological traits for these 57 species to 

understand relationships among flammability and morphological traits. This was executed to 

visualise relationships among these all the plant traits used in this study. Pairwise relationships 

among all trait values were quantified using Pearsonôs correlation coefficient in base R v.4.2.1 

(R Core Team, 2022).  

Phylogenetic species flammability PC1 and morphological trait relationship  

To determine the phylogenetic signal of plant flammability (PC1) among species, phylogeny 

of 57 species was assessed using function óphylo.makerô that quantifies the phylogenetic 
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properties (e.g. phylogenetic diversity and phylogenetic relatedness) of vascular plants (Qian 

& Jin, 2016). To visualize species flammability (PC1) pattern across the phylogeny, a circular 

diagram was made using function óggtreeô (Yu et al., 2017). The phylogenetic signal was 

evaluated using Pagelôs labda (ɚ) correlation structure using function ócorPagelô (Freckleton et 

al., 2002). Pagelôs ɚ varies from zero to unity. A value of ɚ = 0 indicates that there is no 

phylogenetic signal in the trait, that is, that the trait has evolved independently of phylogeny 

and thus close relatives are not more similar on average than distant relatives; ɚ = 1 indicates a 

strong phylogenetic signal, and that the trait has evolved according to the evolutionary model 

of Brownian motion model structure. But values in between 0 and 1 indicate that there is 

phylogenetic signal in the traits, and also evolved according to other stochastic ecological 

pressures rather than linear increase in divergence among the species with time (Freckleton et 

al., 2002). Eight candidate models were set up where species flammability (PC1) as a response 

variable and morphological traits (PC1_morph, PC2_morph and PC3_morph) as predictor in 

phylogenetic generalized least squared (pgls) to evaluate phylogenetic pattern of species 

flammability and morphological traits association.  

Estimation of community flammability  

All 134 species recorded in the transect vegetation measurements were categorised into 

fourteen classes based on their life history traits (Table S4.4, Appendix A). The life history 

traits were derived from life form (perennials, annuals, ferns, woody species, then within 

graminoid: tufted grass, grass-like sedge, iridoform, junciform, other petalous monocots; 

within dicots: mat forming, rosette, erect, ascending, tall shrubs, prostrate shrubs, spreading to 

erect small shrub, stem climbers and small tree), clonality (non-clonal, clonal above ground: 

stolon, gemmiparous, other vegetative buds or plant fragments and clonal below ground: 

rhizomes, tubers, bulbs, adventitious root buds) and mean plant height. The 67 speciesô 

flammability scores on PC1 of the flammability PCA (for species that I had flammability 

measurements for) were assigned to those that did not have flammability measurements for (n 

= 67), making the assumption that species that were in the same genus and life history class 

would have similar flammability (Padullés Cubino et al., 2018; Table S4.4 Appendix A). To 

estimate the relative community flammability for each transect at each measurement time, the 

transect community matrix of species composition data was multiplied by the vectorised 

flammability component PC1 (Padullés Cubino et al., 2018). Subsequently, a community 

flammability weighted mean value for each transect measurement dataset was calculated as the 
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ratio of the sum of the flammability community matrix and the community composition matrix 

(Padullés Cubino et al., 2018).  

Change in community flammability  

Community weighted mean flammability for each of the nine transects was used as response 

variable in a simple linear regression against measurement time across the 86 years (1932-

2018). Then a post-hoc TukeyHSD test was implemented using óagricolaeô (De Mendiburu 

Delgado & De Mendiburu Delgado, 2009) in R v.4.2.1 (R Core Team, 2022) to test for 

significant change variation in community flammability over time.  

4.3 Results 

4.3.1 Change in community composition over time  

The patterns revealed in the DCA of plant community composition for all transects at all 

measurement times were consistent with results presented in Burge et al. (2020), showing full 

turnover of species composition and a strong compositional gradient from forest to grassland 

vegetation types on the first DCA axis (Table 4.2; Figure 4.1 & 4.2). The second DCA axis 

reflected variation among transects in relative dominance by shrubs. Transects on which high 

shrub dominance were at the bottom of ordination space, whereas transects on which shrubs 

were low were moved to upward in DCA ordination plot. Trajectories for each transect showed 

that the transects differed in the extent to which species composition changed over time, some 

being more stable than others (Figure 4.2). Specifically, T1 and T7 changed markedly in 

composition (shown by large trajectories in ordination space), while T2, T4 and T5 changed 

very little. Changes for individual transects also varied among the time periods.  

Table 4.2. Results from detrended correspondence analysis (DCA) on species composition of 

all nine transects at all measurement times 1932-2018. Eigenvalues and axis lengths are given 

for four DCA axes 

 DCA1 DCA2 DCA3  DCA4 

Eigenvalues 0.6501 0.3288 0.1356  0.14892 

Axis lengths 4.3853 2.7533 1.8345  1.73873 
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Figure 4.1. Photos of permanent transect locations in different vegetation types including 

beech forest edge (T1), tussock grassland (T2), beech forest (T3 & T4), subalpine scrub (T5, 

T6, T7 &T9) and subalpine low forest (T10) 

 

 

Figure 4.2. Detrended correspondence analysis (DCA) diagram showing variation in species 

composition among transects and closely associated species. Species labels are shown for 

those with greater than 30 percent frequency in 2018. Each point represents the composition 

of a transect at a particular measurement time. Measurements for each transect are joined by a 

trajectory arrow starting from the first vegetation measurement year (1932) to the most recent 

measurement (2018). The size of points is proportional to the value from the community 

flammability weighted mean. Full species names represented by the abbreviations are given 

in Table S4.1, Appendix A 
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Beech forest edge (T1) 

Transect T1 was at the edge of beech forest where the vegetation was a mix of grassland and 

forest edge species (Figure 4.1). In this vegetation type, in 1932, two tall, prostrate shrubs were 

relatively common (i.e., had a relative percent frequency of more than 30): Coprosma depressa 

and Dracophyllum uniflorum (Table 4.3). Chionochloa rubra was the most common species 

(i.e., a relative percent frequency more than 30). In 1965, the shrubs Coprosma cheesmani, 

Dracophyllum uniflorum, Veronica canterburiensis were relatively abundant, but no trees had 

more than 30 relative percent frequency. Chionochloa rubra was still the most common species 

in 1965 too. In 2001 and 2018, species having more than 30 percent relative frequency were 

the tall trees and shrubs Fuscospora cliffortioides and Coprosma depressa, and the rosette 

Anisotome aromatica. Transect species richness and evenness fluctuated, but richness 

increased by 10 species across all time periods, as did Pielou's evenness (E) by 0.03; these 

changes were driven by colonisations and extinctions of predominantly native species (Table 

4.4 & Table 4.5). 

Tussock grassland (T2) 

Transect T2 was in tussock grassland, dominated by grasses and other low stature species. The 

most common species having more than 30 relative percent frequency were grasses, rosettes, 

and cushion species (Figure 4.1). The common grass species were Chionochloa rubra and 

Carpha alpina, rosette species were Ourisia macrocarpa and Brachyglottis bellidioides (Table 

4.3). There were no shrubs and trees occurring at more than 30 relative percent frequency in 

1932. In 1965, the most common species were Blechnum penna-marina, Chionochloa rubra, 

Schoenus pauciflorus, Viola lyallii , Dolichoglottis lyallii , Celmisia gracilenta, Celmisia 

verbascifolia and Craspedia spp. In 2001, common species having greater than 30 relative 

percent frequency were Chionochloa rubra, Schoenus pauciflorus, Viola lyallii , Celmisia 

gracilenta, Ourisia macrocarpa and Craspedia spp. In 2018, the most common species were 

Chionochloa rubra, Viola lyallii , Schoenus pauciflorus, Poa colensoi, Blechnum penna-marina 

and Gonocarpus aggregatus. Previously dominant species Carpha alpina, and Dolichoglottis 

lyallii  were no longer recorded. Overall, despite fluctuations in species colonisations and 

extinctions, species richness on this transect doubled between 1932 and 2018 and evenness 

increased (Table 4.4 & Table 4.5).  
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Table 4.3. Species in each growth form class that had a relative percent frequency of greater than 30% at each of the four measurement times 

1932-2018. The ó-ô symbol indicates where no species met the 30% threshold at a given time. Growth forms are based on 14 life history category 

Transect Life form  1932 1965 2001 2018 

T1  Trees - - Fuscospora cliffortioides  Fuscospora cliffortioides  

 Shrubs Coprosma depressa, 

Dracophyllum uniflorum 

Coprosma cheesmani, 

Dracophyllum uniflorum, 

Veronica canterburiensis 

Coprosma depressa Coprosma depressa 

 Graminoids Chionochloa rubra Chionochloa rubra Chionochloa rubra, 

Chionochloa spp. 

Chionochloa spp. 

 Forbs  - Aporostylis bifolia Aporostylis biflora 

 

Anisotome aromatica 

 Fern - - Blechnum penna-marina - 

T2 Trees - - - - 

 Shrubs - - - - 

 Graminoids Chionochloa rubra, 

Carpha alpina 

Chionochloa rubra, 

Schoenus pauciflorus,  

Chionochloa rubra, 

Schoenus pauciflorus  

Chionochloa rubra, 

Poa colensoi,  

Schoenus pauciflorus  

 Forbs Ourisia macrocarpa, 

Brachyglottis bellidioides 

Anisotome aromatica,  

Blechnum penna-marina, 

Celmisia gracilenta, 

Celmisia verbascifolia, 

Crasepedia spp., 

Dollichoglottis lyalli, 

Viola lyali 

Celmisia gracilenta, 

Craspedia spp., 

Dollichoglottis lyalli, 

Ourisia macrocapa,  

Viola lyalli 

Blechnum penna-marina, 

Celmisia gracilenta, 

Celmisia verbascifolia, 

Gonocarpus aggregatus, 

Ourisia macrocapa,  

Viola lyalli  

T3 Trees - - Fuscospora cliffortioides  Fuscospora cliffortioides, 

Myrsine divaricata, 

Phylocladus alpinus 

 Shrubs Brachyglottis 

elaeagnifolia 

Brachyglottis 

elaeagnifolia, 

Coprosma pseudocuneata 

Coprosma pseudocuneata Coprosma pseudocuneata, 

Coprosma foetidissima 
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Transect Life form  1932 1965 2001 2018 

 Graminoids - - - - 

 Forbs - - Astelia nervosa, Astelia nervosa 

T4 Trees - Olearia ilicifolia , 

Phylocladus alpinus 

Olearia ilicifolia , 

Phylocladus alpinus 

Phyllocladus alpinus 

 Shrubs - Coprosma dumosa, 

Coprosma pseudocuneata 

Coprosma pseudocuneata Coprosma pseudocuneata 

 Graminoids - - - - 

 Forbs - Phormium cookianum, 

Polystichum vestitum 

- - 

T5 Trees - - - - 

 Shrubs Brachyglottis 

elaeagnifolia 

Brachyglottis 

elaeagnifolia, 

Dracophyllum 

longifolium  

Brachyglottis 

elaeagnifolia, 

Coprosma serrulata, 

Dracophyllum longifolium 

Brachyglottis elaeagnifolia, 

Coprosma depressa, 

Coprosma serrulata, 

Dracophyllum longifolium 

 Graminoids - - - - 

 Forbs - - - - 

 Fern - Blechnum minus Blechnum minus Blechnum minus 

T6 Trees - - - - 

 Shrubs - - Gaultheria rupestris, 

Myrsine nummularia, 

Pentachondra pumila 

Myrsine nummularia, 

Pentachondra pumila 

 Graminoids - Chionochloa spp., 

Schoenus pauciflorus  

Chionochloa spp., 

Schoenus pauciflorus  

Chionochloa spp., 

Schoenus pauciflorus  

 Forbs Celmisia discolor Celmisia discolor, 

Phormium cookianum 

Celmisia discolor Celmisia discolor 

 Fern - - Blechnum minus, 

Lycopodium scariosum 

Blechnum minus, 

Lycopodium scariosum 

T7 Trees - - - - 
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Transect Life form  1932 1965 2001 2018 

 Shrubs - Coprosma serrulata, 

Gaultheria rupestris, 

Veronica canterburiensis 

Coprosma serrulata, 

Dracophyllum longifolium 

Coprosma serrulata, 

Gaultheria rupestris, 

Dracophyllum longifolium, 

Brachyglottis elaeagnifolia, 

Lepidothamnus laxifolius, 

Myrsine nummularia 

 Graminoids - - Chionochloa rubra - 

 Forbs Phormium cookianum Astelia nervosa,  

Celmisia armstrongii, 

Phormium cookianum 

Astelia nervosa, 

Phormium cookianum 

Astelia nervosa, 

Phormium cookianum 

 Fern - - Blechnum minus Blechnum minus 

T9 Trees - - - Pseudopanax colensoi 

 Shrubs Ozothamnus 

leptophyllus, Veronica 

subalpina,  

Brachyglottis 

elaeagnifolia, 

Coprosma serrulata, 

Dracophyllum uniflorum  

Coprosma serrulata, 

Dracophyllum longifolium, 

Dracophyllum uniflorum  

Coprosma serrulata, 

Dracophyllum longifolium, 

Dracophyllum uniflorum, 

Brachyglottis elaeagnifolia, 

Gaultheria rupestris, 

 Graminoids - - - - 

 Forbs Ourisia macrocarpa Ourisia macrocarpa - - 

 Fern Blechnum minus Blechnum minus Blechnum minus Blechnum minus 

T10 Trees - - - - 

 Shrubs - Dracophyllum 

longifolium, 

Dracophyllum longifolium, 

Coprosma dumosa, 

Coprosma pseudocuneata 

Dracophyllum longifolium, 

Coprosma dumosa, 

Coprosma pseudocuneata 

 Graminoids - - - - 

 Forbs - Astelia nervosa, 

Phormium cookianum 

Astelia nervosa, 

Phormium cookianum 

Astelia nervosa, 

Phormium cookianum 

 Fern - Blechnum minus Blechnum minus Blechnum minus 
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Table 4.4. Transect species richness (S) and Pielou's evenness (E) over time 

 

Transect 1932 1965 2001 2018 

 S E S E S E S E 

T1 26 0.02 30 0.03 42 0.03 36 0.05 

T2 16 0.04 34 0.03 38 0.04 34 0.05 

T3 15 0.04 30 0.03 35 0.04 32 0.06 

T4 20 0.03 50 0.02 41 0.03 38 0.05 

T5 20 0.03 35 0.03 41 0.03 38 0.05 

T6 18 0.03 20 0.06 24 0.06 26 0.07 

T7 28 0.02 37 0.03 42 0.03 42 0.04 

T9 24 0.02 20 0.06 19 0.08 21 0.09 

T10 24 0.02 27 0.04 25 0.06 28 0.07 

 

Beech forest (T3 and T4) 

Woody species were relatively more common on the two transects in this vegetation type; 

however, in 1932 and 1965, shrubs were relatively more common (greater than 30 relative percent 

frequency) on T3 than beech trees, including Brachyglottis elaeagnifolia and Coprosma 

pseudocuneata (Figure 4.1). In 2001, mountain beech (Fuscospora cliffortioides), the shrub 

Coprosma pseudocuneata, and the forb Astelia nervosa were at greater than 30 relative percent 

frequency (Table 4.3). In 2018, the tall shrubs Coprosma pseudocuneata, Myrsine divaricata, 

Coprosma foetidissima, the trees Fuscospora cliffortioides and Phyllocladus alpinus, and the 

rosettes Astelia nervosa, had greater than 30 relative percent frequency on T4. In 1932, no species 

had more than 30 relative percent frequency. By 1965, the trees Phyllocladus alpinus and Olearia 

ilicifolia , the shrubs Coprosma pseudocuneata, Brachyglottis elaeagnifolia, Coprosma dumosa, 

the forb Phormium cookianum, and the fern Polystichum vestitum had greater than 30 relative 

percent frequency. In 2001, the shrub species Coprosma pseudocuneata and the trees 

Phyllocladus alpinus, Fuscospora cliffortioides, Olearia ilicifolia  and the forb Astelia nervosa 

were common. In 2018, the relatively common species were the trees Phyllocladus alpinus and 

Fuscospora cliffortioides and the shrub species Coprosma pseudocuneata, Myrsine divaricata, 

and Coprosma foetidissima were common (Table 4.3). Species richness and evenness increased 

over time on both transects, reflecting many colonisations and extinctions, especially on T4 

(Table 4.4 & Table 4.5).  
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Table 4.5. The number of native (exotic) species that became extinct or colonised each transect 

across each of the three measurement periods 

 

Transec

t 

Colonisations Extinctions 

1932-1965 1965-2001 2001-2018 1932-1965 1965-2001 2001-2018 

T1 13 18 5 10 8 12 

T2 19 9 4 1 6 8 

T3 17 9 4 2 5 7 

T4 31 5 0 1 14 3 

T5 16 10 (2) 7 1 6 8 (2) 

T6 5 7 5 3 3 3 

T7 21 15 8 (1) 11 (1) 10 10 

T9 3 3 6 7 4 4 

T10 10 (1) 2 6 (1) 7 (1) 4 3 

 

Subalpine shrubland (T5, T6, T7, T9) 

Four transects T5, T6, T7 and T9 were classified as subalpine shrubland. On T5, in 1932, the only 

woody species with greater than 30 relative percent frequency was the shrub Brachyglottis 

elaeagnifolia. In 1965, the shrubs Dracophyllum longifolium and Brachyglottis elaeagnifolia, and 

the fern Blechnum minus, were common. In 2001, in addition to those previous three species, the 

shrub species Coprosma serrulata was relatively common, and in 2018, the shrub Coprosma 

depressa had also increased to more than 30 relative percent frequency (Table 4.3).  

On T6, in 1932, there was single common species having more than 30 relative percent 

frequency, the forb Celmisia discolor. In 1965, in addition to Celmisia discolor, the graminoids, 

Schoenus pauciflorus, a tussock Chionochloa spp., and a rosette Phormium cookianum had more 

than 30 relative percent frequency. In 2001, in addition to the above species, the ferns Lycopodium 

scariosum and Blechnum minus, and the shrubs Pentachondra pumila, Myrsine nummularia and 

Gaultheria rupestris had become common. In 2018, there was little change from 2001 except 

Gaultheria rupestris, which was no longer recorded (Table 4.3).  

On T7 in 1932, the only species with greater than 30 relative percent frequency was the 

Phormium cookianum. In 1965, there were three common forb species Phormium cookianum, 

Astelia nervosa and Celmisia armstrongii and three shrubs Coprosma serrulata, Veronica 

canterburiensis and Gaultheria rupestris. In 2001, the two shrubs Dracophyllum longifolium and 

Coprosma serrulata, one graminoid, Chionochloa rubra, two forbs, Astelia nervosa and 
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Phormium cookianum, and the fern, Blechnum minus, were common. In 2018, the fern Blechnum 

minus, shrubs Lepidothamnus laxifolius. Coprosma serrulata, Veronica canterburiensis, and 

Myrsine nummularia and the forbs Astelia nervosa and Phormium cookianum were common 

(Table 4.3).  

On T9 in 1932, the shrubs Veronica subalpina and Ozothamnus leptophyllus, the rosette 

Ourisia macrocarpa and the fern Blechnum minus were common having more than 30 relative 

percent frequency. In 1965, the shrubs Coprosma serrulata, Brachyglottis elaeagnifolia and 

Dracophyllum uniflorum, rosette Ourisia macrocarpa and the fern Blechnum minus were 

common. The previously common species Veronica subalpina and Ozothamnus leptophyllus 

were extinct. In 2001 and 2018, the fern Blechnum minus and the shrubs Dracophyllum 

longifolium, Dracophyllum uniflorum and Coprosma serrulata were common. In addition, in 

2001 and 2018 two woody species, Brachyglottis elaeagnifolia, and Gaultheria rupestris had 

become common and in 2018, Pseudopanax colensoi had also become common (Table 4.3). 

Species richness increased overall on all of the subalpine shrubland transects, except T9, 

which decreased by three species in total; evenness also increased on all transects (Table 4.4). 

Relatively more colonisations and extinctions occurred on T7 and relatively fewer occurred on 

T6 (Table 4.5). 

Low subalpine forest (T10) 

In 1932, the low subalpine forest transect T10 did not contain any species that had more than 30 

relative percent frequency. By 1965, common species were the fern Blechnum minus, forbs 

Astelia nervosa and Phormium cookianum, and the shrub Dracophyllum longifolium (Table 4.3). 

In 2001 and 2018, these species remained common and in addition, the shrubs Coprosma dumosa 

and Coprosma pseudocuneata had also become common. Species richness increased overall only 

by four species and was relatively stable over the measurement periods (Table 4.4), despite 

numerous colonisations and extinctions (Table 4.5).  

4.3.2 Community weighted means of morphological trait composition across transects  

At community level, changes over time in morphological trait composition varied among 

transects (Figure 4.3; Table S4.5, Appendix A). The first two principal components of community 

weighted mean trait values explained 41.73% and 27.10%, respectively (Figure 4.3). First axis 

(PC1) represents the transects in beech and scrub vegetation from left to the transects located in 

the grassland in the right of the ordination space. Second axis represent trait variation of the 
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transects where community with high bulk density and leaf dry matter content at the bottom and 

transects with high specific leaf area and moisture content at the top. This shows that transects 

changed across the time with change in their trait composition. Simple linear regression showed 

that most changes in community weighted trait mean values over 86 years (1932-2018) were non-

significant (Figure S4.3, Appendix A). However, community weighted means of leaf specific area 

significantly decreased on all the transects of the nine transects except on T6 and T7)  

 

Figure 4.3. Principal component analysis of the community weighted means of nine 

morphological traits for each of the nine transects based on the trait values for the 57 species for 

which I had measurements. Each point represents a transect at a particular measurement time. 

Measurements for each transect are joined by a trajectory arrow starting from the first 

vegetation measurement year (1932) to the most recent measurement (2018). The size of points 

is proportional to the weighted mean community flammability. The morphological traits 

included were leaf length (LL), leaf thickness (LT), leaf area (LA), leaf dry matter content 

(LDMC), specific leaf area (SLA), shoot dry matter content (SDMC), bulk density (BD), 

moisture content (MC), and percent dead mass (Dm). Dm and LA are overlapped in figure due 

to high correlation to each other 

 

4.3.3 Species-level flammability 

Shoot-level flammability varied widely among species; the variance explained by the first and 

second principal components were 56.68% and 21.26%, respectively, for the individual-level 

analysis (Figure 4.4a) and 66.55% and 20.08% for the species-level analysis (Figure 4.4b). At 

both the individual and species levels, all the four of the flammability traits were strongly 



 

78 

 

associated with each other and had high positive loadings on the first principal component; 

ignition score: 0.81, burnt biomass: 0.82, maximum temperature: 0.93, and burning time: 0.65. 

There was species variation within each of flammability components (Figure S4.4, Appendix A). 

Some species (e.g., Phormium cookianum) burnt for longer time than others. High biomass was 

consumed in some species and high maximum temperatures were also recorded. The tussock 

growth form was the most flammable (Figure S4.5, Appendix A). The most flammable species 

were Phormium cookianum, Phyllocladus alpinus, Chionochloa rubra, Celmisia discolor, 

Lycopodium scariosum and the least flammable species were Anisotome haastii, Anisotome 

aromatica, Aporostylis bifolia, Brachyglottis bellidioides, Ourisia macrophylla and Viola lyalli  

(Figure S4.6, Appendix A). Community flammability was significantly negatively associated to 

the community weighted means of specific leaf area (Figure 4.5).  
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Figure 4.4. Principal component analysis of (a) the four flammability measurements for the 578 individual samples of 67 species for which I had 

flammability measurements and (b) the mean values of the four flammability measurements for the 67 species. The x ï axis and y ï axis 

represent first and second axes of the principal component analysis. Points in (a) and text in (b) are coloured according to their nine life history 

category (simplified from fourteen category for visualization; see detail in Table S4.4). Ignition score is an inverse of time to ignition: the high 

the ignitability represents high shoot flammable and zero value was of those samples that did not ignite after the blowtorch was applied for 10 s. 

Plant names represented by abbreviations based on first three letters of the genus and the specific epithet 
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Figure 4.5. Relationship between changes in community flammability and community weighted means of morphological traits. Point colours 

represent the vegetation types on the transect. Community flammability and community weighted trait mean relationships (blue lines) and their 

standard errors (grey envelopes) based on the linear regression are shown for significant relationships between plant taxon flammability (PC1) 

and leaf and shoot morphology (P < 0.05). Error bars of points represent standard error around mean 
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4.3.4 Relationships among species flammability and morphological traits 

The first two components of the PCA of morphological trait variables for the 57 species explained 32.95% and 27.88%, respectively (Figure 4.6a; 

Table S4.6, Appendix A). In PCA of both the flammability and morphological trait variables for the 57 species, the first two principal components 

explained 38.98 % and 21.63 % of the total variance (Figure 4.6b). Shoot dry matter content, bulk density, leaf area, leaf length and dead material 

were positively associated with the four flammability traits (ignition score, maximum temperature, burning time and burnt bioimass). In contrast, 

specific leaf area and moisture content were negatively associated with four flammability components. Shoot and leaf dry matter content and dead 

material were strongly associated with three components ignition score, maximum temperature and burnt biomass. Burning time was strongly 

associated with bulk density, and leaf dimensions (leaf area, leaf length and leaf thickness) Figure 4.6a). Speciesô flammability (PC1) was strongly 

negatively associated with specific leaf area, moisture content, and rosette species (Table 4.6; Figure 4.6b). Only shoot dry matter content and 

dead material were significantly positively associated with species flammability PC1 (Figure 4.7).  

Table 4.6. Correlation matrix of species' flammability and morphological (shoot and leaf) traits at the species level. Values in bold fonts were 

significant (P < 0.05). Trait values are shoot dry matter content (SDMC), bulk density (BD), moisture content (MC), and percent dead mass 

(Dm), leaf length (LL), leaf thickness (LT), leaf area (LA), leaf dry matter content (LDMC), and specific leaf area (SLA) 

Flammability components and 

first two axes of PCA 

Shoot traits Leaf morphological traits 

SDMC BD MC Dm LA LL LT LDMC SLA 

Ignition score 0.70 0.18 -0.68 0.51 -0.08 -0.15 -0.05 0.42 -0.29 

Maximum temperature 0.55 0.35 -0.57 0.39 0.08 0.10 0.17 0.05 -0.49 

Burning time 0.34 0.37 -0.35 0.38 0.55 0.50 0.43 -0.06 -0.65 

Burnt biomass 0.55 -0.07 -0.53 0.47 -0.13 -0.12 -0.07 0.24 -0.23 

PC1-flammability 0.66 0.25 -0.66 0.53 0.1 0.07 0.13 0.2 -0.49 

PC2-flammability -0.14 0.35 0.12 -0.02 0.61 0.60 0.47 -0.33 -0.44 
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Figure 4.6. Principal component biplots of 57 species a) morphological traits and b) speciesô flammability traits (red text and arrow line; 

ignitability, burning time, maximum temperature and burnt biomass) and morphological traits (blue text and arrow line) for which had 

morphological trait measurements. Point colours represent their nine life history category (simplified from fourteen category for visualization; 

see detail in Table S4.4). Abbreviations of the morphological traits are leaf length (LL), leaf thickness (LT), leaf area (LA), leaf dry matter 

content (LDMC), specific leaf area (SLA), shoot dry matter content (SDMC), bulk density (BD), moisture content (MC), and percent dead mass 

(Dm)
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Figure 4.7. Relationship between species flammability and morphological traits.  

Point colours represent their nine life history category (simplified from fourteen category for 

visualization; see detail in Table S4.4). Species flammability and trait relationships (black 

lines) and their standard errors (grey envelopes) based on the linear regression are shown for 

significant relationships between plant taxon flammability (PC1) and leaf and shoot 

morphology (P < 0.05) 

4.3.5 Phylogenetic pattern 

Species flammability (PC1) integrated with plant phylogeny showed that closely related taxa 

tend to have similar flammability (Figure 4.8). In contrast, some of the closely related species 

had variation in their flammability. For instance, Celmisia armostrongii and Celmisia discolor 

were highly flammable but Celmisia gracilenta was low flammable within family Asteraceae. 

Pagelôs ɚ under Brownian motion structure was statistically significant for the relationship 

between flammability and all the first three axes components of morphological traits 

(PC1_morph, PC2_morph and PC3_morph) in generalised least square (gls) candidate 

modelling (Figure 4.9) showing their relationship is phylogenetically conserved. Species 

flammability (PC1) was increased with increase in first axis of principal component of 

morphological traits (PC1_morph). The PC1_morph represents leaf dry matter content, shoot 
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dry matter content and retained dead material. In contrast, species flammability (PC1) 

decreased when second and third axes component of PCA increase. They are represented by 

the morphological traits, specific leaf area, moisture content, leaf thickness and bulk density. 

 

Figure 4.8. The phylogenetic tree obtained from an R package óggtreeô showing evolution of 

species flammability across the 57 vascular plants species at Arthurôs Pass, South Island, 

New Zealand. Text colours show the species flammability (PC1) gradient from low (green) to 

high (red). Box colour on the branch shows the different clades; Lycopodiophyta (grey), Fern 

(blue), Gymnosperm (green), Monocots (orange) and  Eudicots (purple) adopted from Cui et 

al. 2020. 

 








































































































































































































































































